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BBEJIEHUE

Mukpocnopuauu (tunt Microsporidia Balbiani 1882) — BHyTpuKiieTOUHBIE 00IHTaTHBIC
NapasuThl KUBOTHBIX, HMEIOIIUE OOJbIIOE MPAKTHUYECKOE 3HAYCHUE I MEIUIUHBL,
BETEPUHAPHUH U CEIBCKOTO X035IICTBA, a TAK)Ke BayKHbIE C TOUKH 3peHuUs 00IIel OHOJI0THH, KaK
npuMep KpailHeW ajanTaluy K MapasuTUYeckoMy o0pasy *KU3HH. MHUKPOCTIOPUINH IIHPOKO
pacrpoCTpaHeHbl B TPUPOJE: OHU BCTPEYAIOTCA NPAKTUYECKH BO BCEX TeorpapuyuecKux
9KOTOMAax 3eMJIM W U3BECTHBI U3 MpEeACTaBUTENEH OOJBIIMHCTBA KilaccoB Metazoa, a Takxke
HEKOTOPBIX HH(pY30puii u rperapun (Anonymus, 2014; Sokolova, 2015; Stentiford et al., 2016).

3a mocnenHUE YETBEPTh BeKa HAOIIOAAETCs BHEUATIISAIOUIMMA IMPOTpecc B HM3YYCHUHU
MUKpocnopuuii. Pocty nHTepeca K 3Toi TpyIie co CTOPOHBI HAYYHOTO COOOIIECTBA 3aMETHO
nocrnoco0cTBoBau JBa akropa. Bo-nepsrix, B 1990-x ronax B EBpone u CIIA pa3pasuiack
snuaeMuss BUY wm Obul ommcaH TEpBBIA BUA MUKPOCIOpHIUNA Enterocytozoon bieneusi,
OKa3aBIIMNCS 3TUOJOTHYECKUM areHTOM AMapei HEesICHOM 3THOJIOTHH, OJHOTO M3 OMAaCHBIX
ocnoxxnenuit npu CITU /e (Desportes et al., 1985), a notoM u apyrue BUabl MUKPOCTIOPUIHI
YeJI0BeKa, BBI3BIBAIOIIME OMMOPTYHHCTHUeCKHe 3aboneBanus (Didier, Weiss, 2006; Weiss,
2014). Bo-BTOpBIX, B 3TOT MEPUOJ IPOM3OIIIET PE3KUI CKAYOK B PA3BUTHU METOI0JOTMUCCKOM
0a3pl  MApa3MTOJIOTMYECKUX  HMCCIEOOBaHMH. 3a  CYeT  METOJOB  KOH()OKAIBHOM,
UMMYHOJIEKTPOHHOW MHKPOCKOIIMU M COTMPSDKEHHBIX WMMYHOJIOTHUECKHX METOO0B OBLI
YCOBEPLIEHCTBOBAaH MOP(OIOrHYECKH aHanu3, U, KpOME TOro, HIMPOKOE PAaCIpOCTpaHEHHE
HOJYYUIIM MOJIEKYJIIPHO-OMOJIOTHYECKHE TOJXO0Jbl, B YAaCTHOCTH, METOIbl MOJEKYISIpHOU
duIoreHnH, TEHOMHOTO M mpoTteomMHoro aHamm3oB. [lo cepemmubl 1990-x romoB JmmIb
CPaBHUTEIIFHO HEMHOTOYHCIICHHAsI TPYIa MPOTO300JI0TOB M TAapa3uTOIOrOB, B OCHOBHOM
paboTarolMX B MPUKIAJHBIX O0JACTAX 3aIUTHl PACTEHUH, MUEIOBOJCTBA, PHIOOBOJCTBA U
BETepUHApUH, MyOJIMKOBAINM PabOThl MO MHUKPOCIOPUIMSAM B CHELHANbHBIX >XypHanmax. C
cepenunbl 1990-X TOAOB Kpyr YU€HBIX, MPOSBISIONIMX WHTEPEC K MUKPOCHOPHUAUSIM, PE3KO
pacmmpwics W BKIIOYHI B ce0S COTPYIHUKOB MHOTOYHCIICHHBIX J1a0OpaTopui,
3aHUMAIOIINUXCST OMOMETUIIMHCKUMHU MCCIIEJOBAHUSAMH, MEIUIIMHCKMX MHUKPOOHOJIOrOB MU
Bpauei-uHpeKuoHncToB. HOBBIH cTaTyc MHUKpPOCHOPHAMH Kak IaTOreHOB 4eJOBeKa
CYIIECTBEHHO CTHMYIMpPOBalT (DUMHAHCOBBIC BIIOKEHHS, a 3HAUYUT M TOBBICHJI YpPOBEHB
WCCIIEIOBaHMIA, YTO, B CBOIO OUYEPElb, IIO3BOJIMIIO MOTYYUTh HOBYIO HH()OPMAITHIO U BHISIBUTH
psIl XapaKTepUCTUK MUKPOCIIOPUAMH, Oarogapsi KOTOPBIM 3TH HMPOTHUCTHI B 21 Beke cTainu
BOXHBIMH OOBEKTaMH HBOJIOIMOHHON, MOJEKYIIpHOH W kierouHoi Ouonorum (Fedorov,
Hartman, 2004; Katinka et al., 2001; Keeling, 2001; VVavra, Lukes, 2013; Williams et al., 2014).

Yuciio myOmuMKyeMbIX cTaTedl 1Mo MUKpocmopuiusMm mo 0asze maHHbix PubMed mperepneno



peskuit poct (B 10-xu pa3) B mepBoit nmonopuHe 1990-X rogoB M 10 cHX MOp MPOJIOJDKAET
YBEpEHHO PACTH.

AmepukaHcKuil 1eHTp 1o KouTposto 3aboneBanuit (CDC, Atlanta) m Bcemmpnas
OpraHu3aIys 3I[paBOOXPaHEHHS BKIIFOUMIM MUKPOCIIOPUIHIA B CIIMCOK BO30YyIUTENIeH OAaCHBIX
WH(EKIIMOHHBIX OOJIE3HEH YeNIoBeKa, Mepeaarmuxcs yepe3 Boay u numnry (National Institute
of Allergy and Infectious Diseases Priority Parasite List, CategoryB, Biological Diseases, Food
and Water borne Pathogens (Didier, Khan, 2014). HoBble naHHBIE O T'YyOUTCIBHOM IS
MEIOHOCHBIX Iyea Mukpocmopuanose, Colony Culture Disorder, Bei3sBannom Nosema ceranae
(mapa3uToM a3MaTcKUX muen) U ObIcTpOo pacmpocTpanstoniemcs B EBpasun u Amepukax,
CTUMYJIMPOBAIIM CEPUI0 MHTEPECHEHIIINX MCCIICI0BAHUH 110 Mapa3uTaM muen u mmeneit (Fries,
2014). V3y4yeHne MUKPOCIIOPUINO30B IIPH MAaCCOBOM Pa3BEICHUU U JI00bIYE PBIOBI U MOPCKUX
0ECIO3BOHOYHBIX BBUIMIIOCH B aKTHBHO Pa3BHUBAIOIIECECsS HAMpaBICHHE HCCIEAOBAHUN IO
TaKCOHOMHHM M TOJUKCEHHBIM >KM3HEHHBIM IIMKJIAaM MOPCKUX MHUKPOCIOPUIUHM, BHECIIMX
OrpOMHBIN BKJIaJ B ToHMMaHue Ouosoruu rpymmsl (Stentiford et al., 2013, 2016).

Haubonee 3Haummblii mpopblB 3a mocieaHue S5-6 JeT CBsi3aH C TC€HOMHBIMU
WCCJICIOBAHUSIMH, TPOSICHUBIIMMHU MPOUCXOKICHINE MUKPOCIIOPUIUI U MOITBEPAUBIIUMHU UX
YHHUKAJIBbHOCTh, 00YCIIOBJICHHYIO OeCTIpelie/ICHTHBIM YPOBEHEM a/IallTAI[UH K Mapa3uTUIECKOMY
00pa3y *KH3HH, B TOM YUCIIC U Ha MOJICKYJIIPHOM ypOBHE. B TO ke Bpemsi, 3TH UCCIIeTOBaHHS
MOKa3alii, YTO TPU BCEW CBOEH YHUKAIBHOCTH MHKPOCIIOPHINH OOJaNar0T KIETOYHBIMH U
TeHOMHBIMHM TPH3HAKaMU THUIIWYHBIX JYKApUOT, MPEACTaBIAsS COOOM OIHY U3 BeTBel
cynepkiaael Opisthoconta (Adl et al., 2005; Karpov et al., 2014; VVavra, Lukes, 2013).

BoNbIIMHCTBO MUKPOCTIOpUANK 007a1al0T MaJIECHPKUMHU TeHoMaMu (B cpeaneM 2.5-10
MO6) (Biderre et al., 1994; Desjardins et al., 2015; Keeling, 2014), ¢ MUHUMAaILHBIM CPEIU
IYKApHOT KOJIMYECTBOM KOJUPYEeMbIX OenkoB u onoxumudeckux myreit (Corradi et al., 20009,
2010; Desjardins et al., 2015; Katinka et al., 2001). 9Tu reHOMBI MOTYT OBITh OTHOCHUTEIHLHO
OBICTPO M HEJIOPOTO OTCEKBEHUPOBAHBI M M3Y4eHBl. MUKPOCITOPUINN OKA3aIMCh HA TIEpEIHEM
Kpae paboT B 00JACTH T€HOMHKH W NPOTEOMHUKH, TaK KaK (PAaKTHUECKH OHH TIPE/ICTABIISIOT
co00i1 ecTeCTBEHHBIE KIIETOUHBIE MOJAENHU I W3YYCHHS] MUHUMATbHBIX (PU3UOIOTHUYECKUX
MOTPEOHOCTEN DYKAPUOTUUYECKON KIETKH U MOJEKYISIPHO-TEHETHYECKHX B3aUMOJICHCTBUIN
Mexay napasutom u xo3sHOM (Troemel, 2011). Cucrembl ¢ ydacTHeM MHKPOCIOPHIHIA
JIEMOHCTPUPYIOT BCE HOBBIE TOHKHE MEXaHM3MBbI B3aUMOJICHCTBHUS MMapa3uTa M X03sauHa. Tak,
HEIAaBHO OBLIT MPOJAEMOHCTPUPOBAH HEOOBIYaliHO BBICOKUN YPOBEHB TOJIBUKHBIX DJIEMEHTOB B
HEKOTOPBIX ~ MHUKPOCIOPHUIUATBHBIX TE€HOMaX, 3HAUUTENbHO MPEBOCXOMAIINN  JOJIO
TPAHCIIO30HOB B TEHOMAax JPYTUX TMapa3uToOB. ODTHU DJIEMEHTHI, Kak OBUIO ITOKa3aHO

OMOXMMHYECKUMH MCTOJaMH, YYAaCTBYIOT B HCIIOJIB30BAHUHU IIapa3svuTOM METa00INYECKHUX



nyTed XO3silMHA W B WHAKTUBAllMM MEXaHW3Ma pAClO3HABaHMS MATOTEHOB, OOecredynBast
KOHTPOJIb Mapa3uTO-X03IMHHBIX oTHOIIeHHI Ha ypoBHe JIHK (Panek et al., 2014; Parisot et al.,
2014; Pombert et al.,, 2012; Selman et al.,, 2011). Bbmaromaps HOBOW TEXHOJOTHHU
cexkBenupoBanus (Next Generation Sequencing), B pacOpsiKEeHHH UCClIeJoBaTeeil okazaucs
00JIBbIION penepTyap MOTHOCTHIO WM YACTUYHO paciii(pPOBaHHBIX TEHOMOB MUKPOCIOPUIMIA,
U 3TO YHUCIIO MPOOJDKACT PacTH M MOCTaBJsATh HOBYIO MH(popmanuio (Akiyoshi et al., 2009;
Cornman et al., 2009; Corradi et al., 2009, 2010; Cuomo et al., 2012; Desjardins et al., 2015;
Heinz et al., 2012; Katinka et al., 2001; Pan et al., 2013; Panek et al., 2014; Parisot et al., 2014;
Pombert et al., 2012; Selman, et al., 2011). CpaBHHTENbHBINH aHAIN3 TCHOMOB CTaJl OCHOBHBIM
CHoco0OM M3y4eHHs (PYHKIIUU TeHOB MUKPOCTIOPUANH. /1711 MUKpOCTIOpUANH TTOKa HE YIaloCh
pa3paboraTh MeETOJ TpaHCPOPMALUU TEHOMA M IOAXOJbl MAHUITYJUPOBAHHUS TCHAMHU
(BKJIFOYEHHE, BBIKIIIOYEHHE TE€HOB U BU3YyallU3allls SKCIPECCUU C MOMOIIBI0 (IIyOpOXPOMOB),
YCIENIHO MPUMEHSEMbIE MPU W3YYCHUU MOJIEIBHBIX Mapa3sUTOJIOTHYECKHX OOBEKTOB, TAKUX
kak Toxoplasma, Plasmodium, Giardia w np. Jlokanu3amusi aHTUTENI U TE€TEPOJIOTHYECKas
OKCHPECCHS, B TIOCJICIHHE OB 3aMETHO MPOIBUHYBIIINE HAIIX 3HAHUS B 00JIACTH POTEOMUKHU
mukpocnopuauii (Dolgikh et al., 2009, 2011), Bce e He MPEACTABIAIOT COO0H SIKBUBAICHTHYIO
3aMeHy HemocpeACcTBeHHONW Manumynsauuu reHamu. [lpumenenne PHK-unrepdepenuun
NEPCIEKTHBHO, HO 3TOT METO/T €IE COBEPIICHHO HE pa3paboTaH, U, KpOME TOTO, MHOTHE KJIa IbI
MUKPOCTIOPHIUH, K KOTOPBIM OTHOCSTCSI U BHJIBI, TTAPA3UTHPYIOIINE y YeJIOBEKa, B MpoIecce
IBOITIOIMH MTOTEPSUTH T'eHbI, OTBETCTBEHHBIC 3a ATy cuctemy (Williams et al., 2014).
OueBuaHO, YTO celyac W B OnwkaiimeMm OyaylleM HCCIeloBaHUS B 0OO0JIACTH
byHIaMEHTATEHOW MUKPOCIIOPUAMOJIOTHH OYIYT CKOHIIEHTPUPOBAHBI HAa CEKBEHHUPOBAHNH BCE
00JIbIIEro YKciia TEHOMOB U Ha aHalIM3€ OrPOMHBIX 00BEMOB OMOMH(OPMAIIMOHHBIX JITaHHBIX,
C moclneayroIeil BBIOOPOYHOH NMPOBEPKON BUPTYaIbHBIX IMPOTHO30B Ha HKCHEPUMEHTATbHBIX
cucremax. OOpaTHOM CTOPOHON yBIIEUEHUS T€HOMUKOM M HPOTEOMHMKONH MHKPOCIIOPUIHMHA
CTaJI0 CHMKEHHE KOJIMYECTBA U KadecTBa MyOiMKaluil 1mo OMopa3HOOOpasuio M LUTOJIOTUU
9Toi rpynmbl. [IpoeKTel, HE MPENCTABIAIONIMNE MacITa0Hble TEHOMHBIC WCCIIEIOBAHHS
MUKPOCTIOPHJIUH, YTrpOXKaloIUX 3J0pPOBBI0 4YEJIOBEKa, a TeM Oojee QayHHUCTHUYECKHE
UCCIIEIOBaHMS TUIOXO (HUHAaHCUpYIOTCs. M, Kak cieacTBue, o0JacTh 3HAHUHM, MOCBSIEHHAS
OMOpPa3HOOOPa3UI0 MHUKPOCTIOPHINI B PA3IUYHBIX DKOCHCTEMaxX M XO035€Bax, CO BPEMEHH
bynaamenTanbubix myoaukanuii B. Crpara u U.B. Uccu (Issi, 1986; Sprague, 1977b) ckopee
JerpagupyeT, 4yeM pa3BuBaercsa. HemocpeacTBeHHO CBs3aHa ¢ YEJIOBEKOM JIMIIb HUYTOXKHAS
4acTh BUJIOB MUKPOCIIOpHUIUIL. B TO ke Bpems, B MPUPOJHBIX SKOCHCTEMaX MHUKPOCIIOPUINN
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JCSATEILHOCTH YeJIOBEKa, TaK M JUIsS IPOTHO3HUPOBAHUS PUCKOB JJIs ero 310poBbs (Sokolova,
2015).

Baxnast mpo6iieMa TAKCOHOMUM MUKPOCTIOPUINIA — TUTTUYHAS B HACTOSIIEE BpEMS U JIJIs
JIPYTHUX KUBBIX OTaHU3MOB — IEPEKOC B CTOPOHY MPUOpPUTETA «OapKOAMHTaY ((haKTUYECKUM
«Oapko/ioM» BHJAA MHKPOCHOPUAMM TMpPU3HAH YYacTOK TIeHa Malod CyObeIMHUIIBI
pudocomansnoit PHK (MCp/IHK), paBubiii npumepno 1000 map ocHoBanwuii) B yIiepO
KaueCTBEHHOMY MOp(hoIorHuecKkoMy aHanu3y. Takoi mepekoc — BpeaHasi TSHACHIIHS, CTaBIIas
CJIEICTBUEM HE TOJILKO CMEHBI IPHOPUTETOB, HO U YTEPH LIEJIOT0 IJIaCTa 3HAHUN U YMEHUH, T.K.
CHEIHANIMCTHI 10 IUTOJIOTUU ¥ OHOPa3HOOOpA3HI0 MUKPOCHIOPUAMNM YXOIST, a Ha CMEHY UM
MPUXOJAT MOJICKYJISIPHBIC ONOJIOTH, OMOMH(DOPMATHUKH, TEHETUKU U (PUIIOTCHETUKH, CO CBOUMU
3aladaMi M CHEKTPOM METOJMYECKUX IMOJXO0J0B. B pe3ynbrare OrpoMHBI 00BeM
HEBOCIOJIHUMON HH(OPMAaLIUY, HAKOTUICHHBIH MPeIbIIyIIIMHI UCCIIEIOBAHUSIMU, TEPSAETCS, TaK
KaK COBPEMEHHBIE CHEIHAIUCThI MO «OMHKaM» Mall0 YUTAIT CTapylo MOp(OIOTHYECKYIO
JTUTEpaTypy, MPEANOYnTas «H300peTaTh BEIOCHUIICIBI» B MHTCPIIPETAIMA CBOMX T'€HOMHBIX
JaHHbIX. be3yciioBHO, MonekyinspHas (uiaoreHuss odborarusia CUCTEMATUKy M TaKCOHOMHUIO
MUKPOCTIOPUJIMH — BBISIBUJIA HOBBIE (DUIOTCHETUYECKUE CBSA3HM, MOATBEpAUia ApPyrue u
nokazana JoxHocTh Tpethux (Vossbrinck, Debrunner-Vossbrinck, 2005; Vossbrinck et al.,
2014). B macrosimee BpeMs HEOOXOAMM CHHTE3 MOP(OIOTHYECKOrO U MOJIEKYISIPHOTO
noaxonos (Desjardins, et al., 2015; Haag, et al., 2014; Larsson, 2005; Vavra, Larsson, 2014),
U TOJBKO UX TOKA HEJOCTHUKHMBIH KOHCEHCYC, YUHUTBHIBAIOIINNA OCOOCHHOCTH KHU3HEHHBIX
[IUKIIOB, CHUCTEMAaTHYECKYI0 MPUHAAJIE)KHOCTh XO31MHA, MECTOOOMTaHHWE U TKAaHEBYIO
CHEIU(PUIHOCTD, TIO3BOJUT CO3/IaTh €CTECTBEHHYIO CHCTeMy MUKpocrmopuanii. K cuactbio,
KOMIUICKCHBIC HCCJICIOBAaHUS 110 MOP(OJIOTHH, JKU3HEHHBIM IMKJIaM, TaKCOHOMHH U
MOJIEKYJISIPHOM (DUITOTEHUU BENUCh M TPOIOKAIOT BECTUCh B Poccuu dieHaMu HaydHOM
IIKOJTBI, OcHOBaHHOM Mpmoit BuktoposHoit Mccu (Simakova et al., 2009; Sokolova et al., 2018;
Tokarev et al., 2018). B paborax mo IHUTOJOTMH W (GHIOTCHUH OTICNIbHBIX TPYIII
MUKPOCIIOPHINH, OOOOMIEHHBIX B JIUCCEPTAIlNU, 51 CTapajiach OOBEAMHHUTH MOJICKYISPHBIC,
MOp(}OIOTHUECKHe U JKOJOTHYECKHE XapaKTepUCTHUKU BUIOB. B pamkax 95Toil mpoOiieMbl
BaXHEHIIIMM HalpaBIECHUEM UCCIIETOBAHHH OblJIa MOJEKYSIpHAS XapaKTepU3allvs OMMMCAHHBIX
paHee BUJIOB M MX JIOKAJTU3AIUs Ha (PUIIOTCHETHYECKOM JIEpeBe.

Jlpyroii apryMeHT B TOJb3y BaXXHOCTH H3y4YCHHUS OHWOJOTHU OTJACIHHBIX BHJIOB
MUKPOCTIOPHIUK — 9TO HAKOTJIEHHWE MaTepuasa JUis MHTepIpeTanud OMouH(PpOpMATHUECKUX
TaHHBIX. B HacTosIIee BpeMs 101 HEUACHTPHUIIMPOBAHHBIX CEMEHCTB '€HOB, TPAHCKPUIITOB U
0eNIKOB B M3yYEHHBIX T€HOMAaX, TPAHCKPHUIITOMAaX M IPOTEOMAaX 3HAUYUTENBHO MTPEBBILIACT JOTIO0

renoB ¢ usBectHeiMU (yHkimsamu (Keeling, 2014). Ilpu npumepHO OJWHAKOBOM Habope
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OCHOBHBIX pa0OYHMX TE€HOB, KOJUPYIOIIUX CYIIECTBEHHBIE OMOXMMHUYECKHE ITyTH, Pa3Mephl
FCHOMOB BapbHPYIOT MHOTOKpaTHO — oT 2.3 MO y mapasura uenoBeka Encephalitozoon
intestinalis 1o 51.3 y Edhazardia aedis, mukpocnopuanu u3 komapoB. Camble HHTEPECHBIC
BOIIPOCHI, Ha KOTOpBIC €II¢ TPEJACTOUT OTBETUTh: B YeM IPHYMHA TAKUX paJUKaIbHBIX
pa3nymii B T€HOMax W MPOTEOMaX, KaK 3THU PasIMuus CBS3aHBl C )KMU3HCHHBIMH ITUKJIAMH,
CHEIU(PUYHOCTHIO TIO0 OTHOIICHHIO K X035€BaM W TKAaHSM, KOTJa M TOJ JaBICHUEM KaKHX
(akTOpoB yTEpsHBI KJIACTEPhl T'CHOB M ILelibie METa0ONMYeCKHe WyTH, T.e. KaK [uia
PUCTIOCOOUTENTbHAS IBOJIOIMS MUKpOCTIOopuanid. OTBETHI HA ATH BOIIPOCHI HEBO3MOXKHBI 0e3
OIPOOHOTO U3yUYEeHHUsI OMOJIOTHH M IIUTOJIOTHH Pa3HBIX TPYIII MUKpOCTopuauii. Beien 3a apoii
AQHHOTAIMI TeHOMOB U IN SiliCO MPOrHo30B QyHKIMI TeHOB U OEIKOB IMOCTEIIEHHO MPUXOIUT
JTal CHUHTE3a, CHOBA BOCTPEOYIONIMN JaHHBIE MO YIbTPACTPYKType U OHOpazHO0Opa3uio
MUKPOCTIOPHJIUI ¥ TOKa3bIBAIOIIMNA, HACKOJIBKO IUIOJIOTBOPHBIM MOXET OBITh COYCTaHHE
COBPEMEHHBIX MOJICKYJISIPHBIX METOIOB M TpaAuIHOHHBIX T0ax0/10B (Desjardins et al., 2015).

Hacrosimast nmuccepranust o6oOmiaer coOpanHblii aBropom 3a 1990 - 2017 romsl
OOIIMPHBIA MaTepuall M0 YJIbTPACTPYKTYpPE U OMOJIOTHH MPEACTABUTENICH PA3IMYHBIX TPYIII
mukpocriopuauii. CHOHCOK  OpraHu3MOB, C KOTOPbIMH I paboTaja, BKIOYAeT
apaMUKPOCTIOPHINH (CECTPUHCKAs IPYIIA [0 OTHOLICHHIO K Microsporidia, mpuHaaiexarias
Kk kiage Rozellamycota), «HH3IIMX» MHKPOCHOPHIHI-MEUYHUKOBEIUIA]] — THUIIEPIIAPa3UTOB
MIOJIMXET, & TAKXKE «BBICIITNX)» MUKPOCIIOPUINHL, MApa3UTHPYIOIINX B pa3HOOOPA3HBIX X03s€BaX,
NPENMYIIECTBEHHO B WICHUCTOHOTUX. M3ydeHne Takoro pa3HooOpa3HOro Marepuana, a Takxke
BOBJICUCHHE B MHUPOBYIO HAYUHYIO JIEATEIHLHOCTh B Ka4eCTBE aBTOpa M COAaBTOpa 0030pOB W
OpPHUTMHAJBHBIX CTaTed, peBbIOEpPa MPOTHCTOJIOTHYEKUX M MApPa3UTOIIOTHYECKHUX JKYPHAIIOB,
y4yacTHUKAa U OpraHuzaropa KoHdepeHIUi B TeueHue Oosiee yem 20 JeT, MO3BOJIWIN MHE
c(OpMyITHPOBATH HEKOTOPHIE 00OOIIEHNS, KaCAIOIIHECs OMOIOTUH KIETKU, TPOUCXOXKICHUS U
JTUBEPCUPHUKAIIME MUKPOCTIOPHINI, KOTOPbIE M3JIOKEHBI B 3TOH nuccepranuu. OCHOBHBIM U
OTHPABHBIM METOJIOM HCCICIOBaHUs ObUT MOP(OIOTHUSCKHI aHAIH3, TIPEUMYIIIECTBEHHO Ha
yABTPACTPYKTYpHOM ypoBHE. CTpyKTypa ¥ (YHKIUS YHUKAIbHOW KIETKH MHKPOCIOPUIUN
BCerja OBUTM B IIGHTPE MOETr0 HAyYHOTO HMHTEepeca K MHUKPOCIOPHIUSAM, XOTS JIOTHKa
UCCIEOBaHUK HEM30€KHO YBOJAMIA MEHS 3a TpeAenbl KJIETOYHOTO YPOBHS U
Moponoruueckux MetoaoB. [Tomrnmo ocobeHHOCTEN TOHKOM MOP(OIOTUN U MHOTOOOpa3us
OpraHHU3aluH KJIETKH MUKPOCTIOPINH Pa3TUUHBIX TAKCOHOMUYECKUX TPYIII, 0CO00€ BHUMAaHHE
B MOMX HCCIIEIOBaHUSIX OBLIO Y/EIEHO JBYM KJIFOUEBBIM YepPTaM KIIETOYHOW OMOJIOTUHU ITHX
npotuctoB: (1) crnenuduyeckoid opraHH3alUM «MUHHUMAIBHOW» CEKPETOPHOH CHCTEMBI —
cBoeoOpasHOMY KoMmruiekcy [onbmku, Ha 0aze KOTOporo cGOpMHUpPOBATMCH OCHOBHBIC

KOMITOHEHTHI ammapaTra 3KCTpPy3uHu, U (2) CmocOOHOCTH MHUKPOCHOPUIUN MOIYIUPOBATH
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KJIETOYHBII IIMKJI X035€B, B YaCTHOCTH, HHTMOMPOBATH anonTo3. IMEHHO 3TH JBe 4epThl, Ha
MOHM B3IJIS/I, B 3HAYUTENBHOW CTENCHM OOECIeYMsId OeCHpEle/CHTHBIN ycleX TpyIibl B
Ka4eCTBE BHYTPHKJICTOYHBIX Mapa3uTOB OOJBIIMHCTBA COBPEMEHHBIX TPYIIII )KUBOTHBIX. [Ipu
HAITMCAaHUU JIUCCEPTALIMOHHOI paboThl, 0COOCHHO MPU OOCYKICHUH JINTEPATYPHBIX TaHHBIX,
CTaBWJACh 3ajada [0 BO3MOXKHOCTH HMHTEPIPETHPOBATh HAOIIOJICHUS «KJIACCHYECKOI»
Mopdotoruu 1 001IeH OMOIOTHH MUKPOCIIOPU/INiT B KOHTEKCTE HOBEHIIINX YCIIEXOB FTeHOMUKH
U MOJICKYJISIpHO# Orosorun. Takoil 1mo/xo/1 MO3BOJIII IPEICTaBUTh U OLICHUTH JOCTHKCHUS U
UJIeH MPaKTHYCCKH 3aKOHYHMBLICHCS «MOPQOIOTHYECKOW» dpbl € MO3UIMU MPOOIeM
HACTYIMBILETO «T€HOMHOI0» U TPSIYLIEr0 «IIOCT T'€HOMHOI0» IEPUOIOB H3YYCHHsS THIIA
Microsporidia.

ean uccaenoBanusi

Llesnb paboThI — H3y4eHHE MHOTOO0Opa3Hs KICTOYHOW OPraHNU3aluy 1 )KU3HCHHBIX [[UKIIOB
MHKPOCIIOPHIHH, MapasUTUPYIOIIUX B XO035€BaX U3 pA3JIMYHBIX CHCTEMATHYECKUX U
OKOJIOTMYECKUX TPYII, JJsi BBISBICHUS MOP(OJOTHMYECKUX KOPPEISATOB JTUBEpPCUDUKAIIMN
MHKPOCIIOPHIIMI W 3BOJIIOIMOHHBIX aJaNTalid, KOTOPbIC OOCCIEeYMIM STHM HapasuTam
HEOOBIYAIHO MIMPOKOE PACIPOCTPAHEHHE CPEAU JKMBOTHBIX IOYTH BCEX THUIIOB, a TAKXKE IS
Pa3pabOTKH MOIXO0/I0B K M3YYCHUIO MUKPOCIIOPUINATBbHBIX HHPEKINI YeToBeKa.

JL1st 1oCTHAKEHHS 3TOH e Id ObLJIM NMOCTABJICHBI CJleYIoNIUe 3a/1a4M:

1. U3yunuth CTpOGHHWE W IKM3HEHHBIC [UKJIbI TNPEICTaBUTEICH  CceMeHCcTBa
Metchnikovellidae, 6a3anbroii rpymms! Tumna Microsporidia.

2. 3yunTh  yABTPACTPYKTYpy, OCOOCHHOCTH BHYTPHKJICTOYHOTO pa3BUTHSA H
(GHUIOreHETHYECKUE CBA3M MUKPOCIIOPUIMN YWICHHCTOHOTHX, B TOM YHCe: (2) X03IHCTBEHHO
BKHBIX MOPCKHX JecSITHHOTUX pakoB (kiacc Crustacea: Decapoda) na mpumepe Agmasoma
penaei, Perezia nelsoni u Apotaspora heleis, (6) MaccoBbIX MPECHOBOIHBIX PAKOOOPA3HBIX —
mukstonoB (Crustacea: Cyclopoidea) u gaduuit (Crustacea: Cladocera) na mpumepe Alfvenia
sibirica u Agglomerata cladocera, a takxe (B) HacekoMbIX (Kacc Insecta) pa3IMIHBIX OTPAIOB
na npumepe (i) mpeacraBuresei poaa Paranosema — mapasuToB )KHPOBOTO TeJa MPSIMOKPBLITBIX
(Orthoptera) u xykoB (Coleoptera); (ii) Liebermannia spp, amanTupoBaHHBIX K
NapasUTUPOBAHUIO B OIHTENUSAX KUIIEYHOTO TPakTa M €ro MpHIATKOB Ky3HEYHKOB
(Orthoptera); (iii) Buna Kneallhazia solenopsae u3 ornennbix mypaBbeB Solenopsis invicta
(Hymenoptera) co CIIOXHBIM MOJTUMOP(GHBIM KU3HEHHBIM [HUKJIOM, CHECIHATU3UPOBAHHBIM K
napasuTHPOBAHUIO B KOJIOHUH COIMAlbHBIX Hacekombix; (iv) Nosema disstriae — mapasura
KapaHTHHHOTO BpenuTenss Jeca, Malacasoma disstria (Lepidoptera), TunmuuHOTO

NPEJICTaBUTEIISI CAMOTO PACIPOCTPaHEHHOTO poia MUKpoctopuauii Nosema.
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3. 3yunth pacmpocTpaHeHHE MHUKPOCIOPHANA y PENTHINNA W POJCTBEHHBIC CBSI3U
Encephalitozoon pogonae ¢ Bugamu poaa Encephalitozoon, matoreHHbIMHE TSI TEITIOKPOBHBIX.

4. Ucnonb3ys OTpaOOTaHHBIC METOIUKH HICHTH(PUKAIUU MHUKPOCIOPUINN, HU3YUIHUThH
pacnpoctpaHeHre Mukpocnopuano3a y BUY-undunupoBanHbix nanueHToB BonbHUIIBI UM.
borkuna, CII6, Poccus; orpaboTarh M NPUMEHUTh Ha MPAKTUKE METOJbI JUATHOCTHKHU
MUKPOCTIOPHINI YeIOBEKa, ONMPEACIUTh PACIPOCTPAHEHHOCTh U HICHTU(HUIIUPOBATH BUIBI Y
AKCIIEPUMEHTAIHLHON TPYIIIBI TAIIMEHTOB.

5. W3yunts PyHkunoHanbHyro Mopdooruto ammnapata ['oabaku MUKpOCHOPUANNA Kak
CTPYKTYpHOM OCHOBBI JJii 00pa3oBaHUsl M JAJbHEWIIEro COBEPIICHCTBOBAHUS amrmapara
OKCTPY3UH — CHHANoMopduu, OOCCIICUUBIICH paCIPOCTPaHEHUE MUKPOCIIOPHIUN Kak
BHYTPUKIICTOYHBIX TIAPA3UTOB TIOYTH BCEX TPYIIIT KUBOTHBIX.

6. Ha xierounbix mojensx «Mukpocrmopuaunu E. cuniculi u V. corneae — kymnbrypa
MakpodaroB dYenoBeKa» MOIYyYUTh OHKCIEPUMEHTAIbHOE TMOATBEPKACHUE THUIOTE3e 00
WHTHOMPOBAHUM AaTlONTO3HOTO KacKaja KJICTKH XO35SMHA KaK YHHBEPCAIBHOTO MEXaHH3Ma
[aTOreHe3a MUKPOCIIOPUINO3a.

Hayunasi HOBU3HA HcCiIeI0BaHUS

Omnucano 12 HOBBIX BHIOB H BBIACICHO 6 HOBBIX pPOAOB MuKpocmopuauii (M)
(Apotaspora; Kneallhazia, Larssonia, Liebermannia, Mockfordia u Paranosema); 30
CUKBECHCOB JICTIOHMPOBaHbI B ['eHOaHke. BriepBrle m3ydeHa crenuduyeckas OpraHH3aIus
«MHHHUMAJBHO CEKPETOPHOIN CHCTEMbI MUKPOCTIOPHAMIA, Ha 0a3e KOTOpoii chOpMUPOBATTUCH
OCHOBHBIE KOMITOHEHTHI ammapaTa skcTpy3un. Ha mpumepe M mokaszaHo, 4TO ceKpeTopHas
CUCTEMa DJYKAPUOTHUYECKOM KIETKH MOXKET (PYHKIIMOHUPOBATH B OTCYTCTBHE CHCTEMBI
AHTEPOTPAJTHOTO WM PETPOrPaTHOTO BE3WKYISPHOTO TpaHCIOPTAa. BriepBble HAa KICTOYHOU
cucteme ¢ 2 BUJIaMU M, MaTOTEHHBIMU AJI YelOoBeKa, MeToaoM KomuuectBeHHOro I[P ¢
o0OpaTHOM TpaHCKPUIILIMEH MpoaHAIM3UpPOBAaHA »JKcHpeccuss 84 TEHOB, CBSI3aHHBIX C
peryisnueld KJIETOYHOTO IMKJIA, BBIABICHBI IYTH MOIYJSAINANA KJICTOYHOTO IIMKJIA
MUKPOCIIOPHJIUSIMA M TIOKa3aHa CIOCOOHOCTh HHTHOMPOBATH  MHUTOXOHJIPUATBHBIN
CUTHATIBHBIN MyTh alloNTO3a KIETKH XO35IMHA.

Teopernyeckasi U NPAKTHYECKAs] 3HAYUMOCTDH PadoOTHI

B nuccepranmonnoit padboTe 00001IEeHBI JaHHBIE MO KJIETOYHOW OWOJIOTHH, IBOJIIOIIUU U
OMOpa3HOOOPA3MI0 MHUKPOCTIOPUIHIA, HAKOIUICHHBIC 33 3 TIOCIICHUX JISCATHIICTUS — BIICPBBIC
nocie TpynoB WU.B. Uccu (Hccu, 1986, 1987). Matepuainbl nuccepTaliid MCIOJIb30BaHbI B
JEKIUAX U TpakTudeckux 3aHsatusx Kadenpsr 3oomorum 6ecrnozBoHouHbix CIIOLY u s
MOJTOTOBKH  CIICAYIOIINX KOJUICKTHBHBIX MoHorpaduii: (1) «The Microsporidia and

Microsporidiosis», ASM Press, Washington, 1990; (2) «IlaTorensl HACEKOMBIX: CTPYKTYPHBIC
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1 pyHKIHOHANIBHBIE actieKThl», Kpyrisiii 'ox, Mocksa, 2001; (3) «The Golgi Apparatus. State
of the art 110 years after Camillo Golgi’s discovery», Springer, Wien, 2008; (4)
«Muicrosporidia: Pathogens of Opportunity», Wiley & Sons, New York, 2014. Onucannas B
JIMCCePTALY YIbTPACTPYKTYpa )KU3HEHHOTO 1MKIa Paranosema locustae u ee uaTeprnperarst
BoNuIM B y4yeOHMK mapasurtoiorun “Foundation of Parasitology” (Roberts, Janovi, 2004;
Schmidt, Roberts, Janovi, 2009, 2013) — 6a30BbIii yueOHUK TAPA3UTOIOTUH )11 YHUBEPCUTETOB
CLIA.

Metoquku  uaeHTHQUKAMM M yCHEIIHO NOPUMEHEHBl Il JMarHOCTUKH
MUKPOCTIOPUINO30B M HJIEHTU(UKALKUKA BUIOB B IKCHEPUMEHTAIbHOW TpYIIe MalUeHTOB
Nudexunonnoit 6onpaunel um. C.I1. borkuna, CI16, Poccus.

Ornucanue HOBBIX POJIOB M BHJIOB M, yTOUHEHHWE >KH3HCHHBIX IHKJIOB, CTPYKTYPHOMH
OpraHU3aINH KIETKH, a TAK)KE BBIICHEHUE (PHIIOT€HETUUYECKOTO TOJI0KEHUS M HBOJIIOIIMOHHBIX
CBS3€M JTHX Mapa3uTOB HMMEET COOCTBEHHYIO TEOPETHUYECKYI0 LEHHOCTh M Ba)XXHO JUIS
MOCTPOCHHS €CTECTBEHHON CHCTEMBI MUKPOCTIOPUIHIA, @ TAKXKE OIICHKH WX POJIH B PA3IMYHBIX
Ouonormueckux coobmiectBax. I3yuenne M HacekoMbIX, BpeIAlIUX 370POBbI0 U
XO3SMCTBEHHON JesTenpHoCTH 4enoBeka, Kneallhazia solenopsae — mapasuToB OrHEHHBIX
mypaBbeB 1 Nosema disstriae — mapasura KoJap4aToOro KOKOHOMPAa, KAPAHTUHHOTO BPEAUTEIS
neca B Kanazne u Poccun, mo3Bonmino pa3paboTaTh METObI JUATHOCTUKHU ATUX M M ITOMOTJIO
OLICHUTh X POJIb B CHWKCHUU YUCIIEHHOCTH XO035€B. M3yueHne Mukpocmopuann Agmasoma
penaei, mapasuTa KpeBeTok Litopenaeus setiferus, mnpomblnieHHO JTOOBIBAGMBIX B
MeKCHKaHCKOM 3aJIMBE, BBISIBIIIO HIMPOKYIO pachpoCcTpaHeHHOCTh HMH(ekiuu B Jlynsuane
(CIIA) wu HeoOXOAMMOCTH €€ JAMAarHOCTUKM W  npodwiaktuku. Mccnenoanue
dyHKkInoHaNBHONH Mopdonorun anmapata [ OJBIKH, HayaToe B paMKax IPOEKTa,
PYKOBOAMMOTO aBTOpoM M mojaepskannoro rpantom MHTAC (2000-2003 rr «Structural
organization of Golgi compartment in Microsporidians: one more example of a minimal
secretory system?»), ObIJI0 THOHEPCKUM U TEOPETHUYESCKH BaXKHBIM ISl U3YYCHHUS CEKPETOPHOTO
TpaHcroprta 3ykapuoT. OHO ToKa3zano, YTo M MpeACTaBISIIOT cO00M MOEIh MUHUMAIBHON
CEKPETOPHON CHUCTEMBI JYKapUOTUYECKOM KJIETKM, MEPCHEKTUBHOM M M3YyYEHHs OOLIMX
BONPOCOB (U3MOJIIOTUA U (PYHKIMOHAILHOM TEHOMHKH BHYTPUKIETOYHOTO TPAHCIOPTA
9YKapuOT. YHUKAJIBHOCTh 3TOW MOJIETTH COCTOUT, C OJTHOM CTOPOHBI, B THIEPTPOdUN TpaHC-
KoMITapTMeHTa [ 0JIb/ KK 1 ero TpaHc(hopMaIy B OCHOBHYIO OpTaHesuTy KJIETKM M Ha cTajuu
CHOpHI (ammapaT 3KCTPY3UH), a C IPYrod — B «MUHUMHU3ALUNY» CEKPETOPHOTO TPAHCIIOPTA,
BBIDQXXEHHOW, B YAaCTHOCTH, B DJIMMHUHAIMM DSHIOCOMAILHOTO TYTH, BE3UKYISIPHOTO
TpaHcnopta U O-Tnuko3uanpoBaHusi. CpaBHUTENbHOE U3YYEHHUE BIUSHUS 3apaKCHUS TBYMS

BUJaMM M Ha MHIYKIUIO amonro3a B MakpodaraXx M S3KCIPECCUI0 TEHHBIX KJIacTepoB,

14



OTBETCTBEHHBIX 3a PETYJALMIO aIoNTOo3a, MPOBEJEHO BIIEPBBIE U I0KA3aj0 IOAABICHHE
MHUTOXOH/IPHATIBHOTO CHUTHAJIBHOTO IYTH aronTo3a OO0OMMH BHIAMU TPH HAIWYUU
BUAOCTICIU(DUIHBIX MEXAaHU3MOB PETYIISIINN KIETOYHOTO IIMKJIA XO35IMHA. DTH HCCIEeI0OBAHUS
UMEIOT Ba)XKHOE TEOPETUYECKOe 3HAYeHHE JUIsI IOHMMaHMs MEXaHM3MOB IIaTOreHes3a
MHUKPOCIIOPHIN032, a TAKXKE PACIIMPSIOT MPEACTABICHUs O MHOr000Opa3uy OTBETHBIX peaKIvi
Makpo¢aroB Ha HHPEKIHIO SyKapUOTUIECKUMU MUKPOOaMHu.

IIpakTHyecKue peKoOMeHAauN

B pesynbTare nccienoBanuii 1o 1MarHOCTUKE MUKPOCHIOPUIMI YeIoBEeKa pa3paboTaHbl
U NPEAJIOKEHbI KIMHUYECKUE METO/Ibl TECTUPOBAHUS Ha MUKPOCIOPUINO3, [TOKa3aHHbIE JUIs
BUY-uHGUIMPOBAHHBIX TMAIUEHTOB C CHMITOMAMHU <«JIHapeil HESCHOW ATHOJIOTUU» H C
MOHMXEHHBIM TUTPOM T-IuMpounToB (dncio CD4 knetok <100). Mukpocnopuaros B Poccun
paHee He uaeHTUUIMpoBaics. Takxke pa3paboTaH 3KCIPEcc-METO OLEHKU 3apakeHHOCTH
KOJIOHMH OTHEHHBIX MYPaBbeB MUKPOCHOPHUAUSMH, KOTOPBIH PEKOMEHJIOBAH U IPUMEHSETCS
115 u3ydenus pacnpocrpanennocty Kneallhazia solenopsae u apyrux BugoB MUKPOCIOPHTHI
MYpPaBbEB.

OcHOBHbIE N10J105KeHH 1, BBIHOCHUMbIE HA 3AILUTY

l. JluBepcudukanys MUKpOCIIOPUANH, KaK U IPYTUX Iapa3uTOB, B LIEJIOM, CIEyeT
3a nuBepcu(UKalMed  X035€B, a HaNpaBlIEHHWs IMPUCIIOCOOMTEIHHON  DBOJIIOIHU
Npe/ICTaBUTENICH BceX TNATH (uioreHeTndeckux rpynn tuma Microsporidia, u3ydeHHBIX
aBTOpOM, ompenenstores: (1) TUHNOM mapa3suTHpyeMol TKaHHW; (2) KM3HEHHBIMH LHKIAMH
napasuTta, KOTOpble MOJYIUPYIOTCS HSKOJOTMYECKHMHU MNPEANOYTEHUSIMH  XO35IMHA U
peamu3yroTcs C TMOMOINBI0 TPUCYTCTBHUS (WJIM BBINAJEHUS) TPOMEKYTOUYHOTO XO3iWHA,
(OpMHUPOBAHUS CIIOP PA3IUIHOTO CTPOCHHUS, a TAKXKE YePEIOBaHUS MOP(OTHIIOB CIIOP U TUTIOB
pa3BuTHs; (3) MecTooOMTaHMEM XO35MHA: TaK, AJs Napa3uTOB BCECBETHO PACIPOCTPAHEHHBIX
Mopckux Decapoda cBoiicTBeHHO MeHee AMCKPETHOE BUI000pa30BaHKE, XapaKTepUu3yrolieecs
(OPMHUPOBAHNEM «KJIIMHOBY TIOCTETIEHHO HM3MEHSIOIINXCS BUJIOB CO C1a00 BBIPAKEHHBIMHU
MOP(OTIOTHUECKUMH U TEHETHYECKUMH PA3INIHSIMU.

. Pon Encephalitozoon, tpu Buaa KOTOPOro maToreHHBI Ui MJICKOIMHTAIOIINX,
BKJIIOYas YeJIOBEKa, a JIBa JAPYTUX — €CTECTBEHHBIE MTApPa3UThl PENTUINN, — 3TO €IMHCTBEHHBIH
PO MUKPOCTIOPUIHIA, UMEIOIINI HCTOPUIO TApa3UTHPOBAHUS y MMO3BOHOYHBIX KHBOTHBIX, B
OTJMYHE OT BCEX JPYTrUX pOJOB MHUKPOCTOPHUINH, (IIOTEHETHYECKA CBSI3aHHBIX
UCKJTIOUUTENIFHO ¢ 0€CIIO3BOHOYHBIMH X035I€BaMHU.

M. MHBa3uoHHas TpyOka NapaMHUKPOCIOPUINH, MaHyOpHUYM MEUHHUKOBEIUIHI U
COBEpILEHHAs NOJsIpHas TpyOKa BBICIIMX MMKpPOCIOPUAMH, oOecnedmBlIas 3TOH Ipymie

HIMPOKOE PACHpPOCTPaHEHUE CpPely MPAKTUYECKH BCEX TPYII OECIIO3BOHOUYHBIX KHUBOTHBIX,
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NPEJCTaBIAT COOOHW psZi TOMOJOIMYHBIX OpPraHeNJI — JEpUBAaTOB TPAHC KOMIIAPTMEHTa
anpata ['onb k. besku MUKpOCTIOpUANI CEKPETUPYIOTCS U TPAHCIIOPTUPYIOTCS € IIOMOLIBIO
TyOyJSIPHBIX CETEW, KOTOPbIE TOMOJIOTUYHBI ['OJIbPKM KOMIAPTMEHTY IPYTUX JYKapHOT H
BO3HHUKAIOT de novo Ha IMOC/IeAO0BAaTENbHBIX CTaAMAX >KU3HEHHOI'O IMKJIA y CIOPOIUIA3M,
MEPOHTOB M CIIOPOHTOB. BHYTPHKIIETOUHBIM TPAHCHOPT OCYILECTBIISETCS C IIOMOIIBIO
MEXaHM3Ma IIPOIPECCUBHOIO CO3PEBAaHMS LUCTEPH, O€3 y4acTHs BE3UKYJ, YTO XOpPOIIO

COOTBETCTBYET PEAYLIMPOBAHHOMY perepTyapy OeKOB OKaliMIIEHHBIX IY3bIPHKOB B F€HOMAax

MUKPOCTIOPHIHIA.
V. [TonaBneHne MUTOXOHAPUAIBHOIO CUTHAIBHOTO ITYTH allONTO3a U MOIYJISIUS
KJIETOYHBIX IMKJIOB 3apaKCHHBIX KJIETOK — Oa3alibHble M YHUBEPCAIbHBIE MEXaHH3MBbI

[IaTOT€HE3a MUKPOCIOPUAUM, BBIPA)KCHHBIE B PA3HOM CTENEHM y Pa3HbIX BUIOB. MIMeHHO
BBIPa0OTKAa COBEPIICHHOTO MEXaHW3Ma MOJABICHHS amnonTto3a (arouuTUPYIOUINX KIETOK,
neneBbix it Encephalitozoon spp., BeposiTHO, MO3BOJMJIA MPEACTABUTEISIM 3TOrO Poja
NEepPEeUTH K NapasuTUPOBAHUIO B BBICIIUX [T03BOHOYHBIX.

CremneHb 10CTOBEPHOCTH Pe3yIbTATOB

CrermneHb 1OCTOBEPHOCTHU MOTYYCHHBIX JAHHBIX OMpE/IEIeHa CTATUCTUYECKUM aHaTH30M,
BOCTIPOM3BOJAMMOCTBIO SKCIIEPUMEHTOB, UCIOJIB30BAaHUEM CEPTU(UIIMPOBAHHBIX MPHUOOPOB U
PEaKTUBOB HAJEKHBIX MPOU3BOAMTENEH, a TaKKe COMOCTAaBICHHEM IOJYYEHHBIX JaHHBIX C
JAaHHBIMU JPYTUX aBTOPOB, ONMYOJIMKOBAaHHBIMU B OTKPBITOW I€4aTH, U C CHUKBEHCAMH,
nenoHupoBaHHbIMU B ['enOanke. Kpome Toro, Marepuainsl, coiepkaliyecs B JUcCCEpTalLluy,
OonyOJIMKOBaHBl B  MEXAYHApOIHBIX JKypHaJaX, 4YTO IOJpa3yMeBaeT TINATEIbHOE
peleH3upoBaHue cTaTell »JKcmepTraMu Imepen nybOnaukauued. Marepuanbsl auccepTanyu
PEryJsipHO TPEICTaBISUINCh M OLEHUBAINCH IKCIEPTaMU Ha BEAYILIHUX MEXIYHApOJHBIX U
poccHiickux popymax.

Anpobanus

Marepuansl AuccepTaliil ObUIM TPEACTABIEHbl Ha CJHENYIOIIMX POCCUHCKUX U
MexayHapoaasix ¢opymax: I u II Beepoccmiickux chesnmax mo 3ammure pactenuit (CaHKT-
[MerepOypr, 1995, 2005); Bcepoccuiickoli Hay4HOW KoH(epeHunu «B3anMooTHOMmIEHUS
napasuta u xo3suHa» (Mocksa, 1998); Beepoccuiickom cumnosuyme «Knerounast 6uonorus
Ha pyoexe 21-ro Beka» (Canmkrt-IlereOypr, 2000); cemunapax JlabopaTopuu HHUTOIOTHUH
OJTHOKJICTOYHBIX opranm3mMoB MHctutyra muronoruun PAH (Cankt-IletepOypr, 2005, 2010,
2016); Bcepoccuiickom Ilapasutonoruueckom konrpecce (Cankt-IlerepOypr, 2018);
cemuHape JlabGoparopun mnapaszutonorun 3oosnoruyeckoro wuHctutyra PAH  (Cankr-
[TerepOypr, 2018), a tarxke Ha III, IV, VII, VIII, X u XII MexayHapoaHbIX COBEIIAHHIX 10
onnopryHuctudeckuM uHpeknusam (Kmunenn, CIIA, 1994; Tyccon, CIHIA, 1996;
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Huamuuanatu, CIHA, 2001; Xuno, CILIA, 2003; bocron, CILA, 2007; Trpputayn, CILA,
2012); III u VII EBponeiickux MpOTUCTOIOrHYeCKUX KOHrpeccax (DnbcuHop, Jdanus, 1999;
Cankt-IlerepOypr, Poccus, 2007); OOBeIMHEHHOM COBEHIAHUH TI0 MHKPOCIOPHUIMSIM
OCCIO3BOHOYHBIX W T03BOHOYHBIX Xo3sieB  (Yecke-byneésune, Yexwms, 2004); XI
MexayHapoIHOM ITPOTO300JI0THYECKOM KoHTpecce (3anbnoypr, ABctpus, 2004); 37-m, 38-M,
42-m, 47-m, 48-m, 49-m um 50-m exeromHbix KoHrpeccax MO MaTONIOTHMH HACEKOMBIX
(Xenbcunku, Gunnsuaus, 2004; Auxopumx, CILIA, 2005; Iapk-Cuth, CILA, 2009; Maiinn,
I'epmanus, 2014; Bankysep, Kanama, 2015; Typ, ®pannus, 2016; Can-/uero, CIIA, 2017);
52-m exerogHom OHtoMosorudeckoM Kourpecce (Contmiik-Cutu, CILHA, 2004); 57-m
€XKETOJTHOM KOHTpecce AMEpPUKAaHCKOTO OOIIECTBa TPOMHYECKOH MEIHWIIMHBI M THUTHCHBI
(ASTMH) (Hossrit Opiniean, CILA, 2008; 96-if koHpepeHnn AMEPUKAHCKON acCOLUAINU
ummyHnosoros (Custi, CIIIA, 2009).

IMy6nukanuu. Martepuaisl quccepTallii OTpakeHbI B 68 myOiauKkanusx, u3 Hux 62 — B
peUeH3UPYEMbIX HAy4YHBIX U3JIaHUAX, pekoMeHaoBaHHbIX BAK P® wu Bxomsmmx B
MEXIYHApOJHbIE pedepaTHBHBIC 0a3bl JAHHBIX M CHCTEMbI IIUTUPOBAHUSA, 2 — B JIPYTHX
HAyYHBIX M3JaHMIX, BXoAsamux B mnepeueHb BAK. Pesynbrartel paboThl JOJOXKEHBI U
OImyOJIMKOBaHbI B Te3ucax Oosee yeM 30 MEeXIyHAPOIHBIX M POCCUMCKIX KOH(EPEHIIHH.

Ctpykrypa u o0bem padorbl. [luccepramus wusnokeHa Ha 278 crpaHHIax
MAIIUHOITUCHOTO TeKCTa, COAepXHUT 16 Tabmuiy u 53 ciaoxHbix pucynka (>200
UHIUBUYaJIbHBIX pUCYHKOB). PaGoTa cocroutr wu3 BBeaeHus, nsatu rias. (1) ob63opa
JMTEPATyPHI, (2) IJIaBbl, OMKMCHIBAIOIIEH MaTepHUAbl © METOIOJIOTHIO HcceaoBanuii u (3-5) 3-
X IJaB, 0000IIA0IUX Pe3yabTaThl COOCTBEHHBIX UCCIIEOBAHUM, @ TAKXKe CIIUCKA JTUTEpaTyphl
(484 ucrounuka) u [IpuinoskeHus1, CoAepIKaIlero CucoK paboT aBTopa 1Mo TeMe JTUCCePTaIUn

U JIOTIOJIHUTENIbHBIA WIUTIOCTPATUBHBIN MaTepuan K riaBaM NeNe 3-5.
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I'JIABA 1. BUOJIOT' YA KJIETKH, PWJIOT'EHUS U TPOUCXOKTEHUE
MHUKPOCIIOPUIUU (OB30OP JIUTEPATYPBI)

1.1. AktyajbHble NpodaeMbl HUTOJIOTMH U KJIE€TOYHOH OM0I0THH
MUKPOCTOPHINIA

1.1.1. Cniopa MUKpOCTIOpUANH U CITOCOO 3apa’KeHHs KJICTKH XO35IMHA

Kifiemxka Xo03fuHa

@ _ O3

g
) S,
% B

5

2 MKM

@0

2 MKM

Pucynok 1-1. Cxemaruueckuil pHUCYHOK crmopbl (A) M yHOPOLICHHAas cXema
xu3HeHHoro nukia (b) mukpocnopuamii. A: [Ix — aurniokapuoH (napueie gapa); [Tn
— nmossiporuiact; [IM — mmazmaTtudeckas memOpana; [1d — monspHas TpyOka win
¢unament; 3B — 3axH9 Bakyoib; DH — 3HAOCHOpa; DK — 3KkTOCcnopa; S/ — sskopHbIiA
nuck. B: 1 — ciopsl; 2-6 — BHYTpUKIIETOUHBIE CTa UM KU3HEHHOTO LKKJIA, KOTOPBIH
MOXKET COJIep’KaTh HCKJIIOUUTENBHO OTHOSJIEPHbIE, HCKIIOYUTEIHHO BYSIEPHBIE
(muriokapuoTHaeckuMu) (hOPMBI, a TAK)KE BKITIOYATh B CE0SI CMEHY SIEpHBIX (a3, Kak
3TO U300pakeHO HA PUCYHKE

OTnuuuTeNbHBIM TMPHU3HAKOM TpezcTaButeneil Tuma Microsporidia sisnsiercs cropa,
€IMHCTBEHHAsI BHEKJIETOYHAs cTaaus mapasurta. Cropa OCHaIleHa YHHUKAIbHBIM HaOOpOM
OpTraHeJll — «anmapaToM SKCTPY3UN», TTO3BOJISIOMUM d()PEKTUBHO 3apakaTh KICTKU-MHUIIEHN
U JIaBaTh HA4YaJ0 BHYTPUKJICTOUHOM MPOIHQepaTUBHON YacTH xu3HeHHOro 1ukia (Puc.1-1.).
NudpunupoBanue XO3siMHA TPOUCXOAWT B pe3yiabTaTe IMpolecca, Ha3bIBaMOTO
«TepMUHALAECI.

Koneunslii stam repMuHanMM - BBIOpOC (=  BBICTpPENUBaHUE, OSKCTPY3HS,

SKCUIaMEHTaLus) TOJIIPHON TPYOKH (TakyKe Ha3bIBAEMOM MOJSPHBIM (DMIIAMEHTOM), Yepe3

18



KOTOPYIO, KaK uYepe3 WIUIy IINPHUIA, 3apOJbIII-CIOPOIIa3Ma UHBEIUPYETCS B LUTOILIA3MY
KIIeTKH X03suHal.

CucremMaTuka MHUKPOCIIOPUIMI B  3HAYUTENBLHOM  cremeHu Oasupyercs Ha
BapuabenabHOCTH MOopdosoruu crop. Pasmepsl ciop BapbUpPyIOT OT 1 MKM y MHUKPOCIIOPUIUN
yenoBeka Enterocytozoon bieneusi mo 40 MkM y mapa3uTa MPECHOBOIHBIX OJUTOXET
Bacillidium filiferum. Bapuauuu ¢opmbl cnop u pasHooOpas3ue HPUIATKOB, OCOOCHHO Yy
[apasMTOB BOJHBIX OECIIO3BOHOYHBIX, IIOPAXKAIOT CBOCH npuuymauBocThio (Issi, 1986; Vavra,
Larsson, 1999). IToxasmsioriee OOIBIIMHCTBO BUIOB BCE K€ HMEIOT OBAJIbHBIE CITOPHI 3—8 X 1—
4 wmxm (Canning, Vavra, 2000). BuyrpuBumoBas H3MEHYHBOCTH CIIOp OIHOIO THIIA
HE3HAYUTEIIbHA, OJTHAKO MHOTHE BUIBI MHKPOCIOPUIUHHI OJTUMOP(GHEI (UTO CTAJIO U3BECTHO
CPaBHUTEIBFHO HEHABHO), T.c. (DOPMHUPYIOT HECKOJIBKO THIIOB CIIOpP, MOP(OIOTHYECKH HE
MOXOXKUX JPYT Ha Apyra. ITO JaBaJio U 1aeT OCHOBaHHE I MHOTOUMCIIEHHBIX OIIMOOK, KOT1a
[IPU HAXOJIKE MOJIMMOPGHOTO BUAa HA OCHOBAHUH Pa3InYHON MOP(OIOTHH CIIOP OMUCHIBAIOTCS
HoBbIe BUJbl. CekBeHUpOBaHHE Majioi cyOpeauHuibl pubdocomanbHoro rema (MCp/lHK)
MOCTEIICHHO CTAaHOBHUTCS HEOOXOJUMBIM aTpUOYTOM ONHCAHHS HOBBIX (DOPM U TIO3BOJSET
n30exarb MOoAOOHBIX OMMUOOK. J[aHHBIE MO CTPOEHUIO CHOpP M JPYIMX CTaIuil pa3BUTHUA,
MOJIy4YEHHBIE Ha CBETOONTHYECKOM U 3JIEKTPOHHO-MUKPOCKOMHYECKOM YPOBHSX, 0000IICHBI
panee (Issi, 1986; Vavra, Larsson, 1999; Véavra, Larsson, 2014). 5 ke OCTaHOBIIIOCH Ha
CTPYKTYpHO-(DYHKIIMOHAIBHBIX aCIeKTaX OWOJIOTUU KJIETKH MHUKPOCTIOPHINN, TOKa He
0000111IeHHBIX B 0030pax.

CmpykmypHnuvle ocobennocmu u npeononazaemvlie (QYHKUuUU 000104YKU CHOPOL.
O6onouka (KJIETOYHAsi CTEHKA) OMNpeNeNseT YCTOWYMBOCTH CHOpP K HEOJaronpUsTHHIM
(dakTopaM BHEIIHEH cpelbl U 00eCIeunBaeT JIOITOBPEMEHHOE COXpaHEHHE WHBA3MOHHOCTH
napasuTa BHe opranusma xo3siuHa. OHa Takke UTpaeT BaXXHYIO U He JI0 KOHI[A MTOHSATHYIO POJb
B 3allyCKe KacKaJa peakiuil, MpUBOMSIIIMX K aKTHBAIMH ammapaTa dKCTPY3UHU U BBIOPOCY
MOJISIPHON TPYOKH. MexaHW4YeCcKue CBOWCTBA OOOJIOUKH OOECTICUMBAIOT YCTOWYHMBOCTH K
BBICOKOMY THJIPOCTAaTUYECKOMY JaBICHHIO, KOTOPOE CO3/aeTCsi BO BpeMsl JKCTPY3HH.
O06o0m0YKa COCTOUT U3 TUIA3MATUYECKON MEMOpPAaHbI U ABYX CJIOEB BHEKJIETOYHOTO MaTPHKCA:
SHIOCIOPHI U IK30CHOPBI. DHIOCIOpa, CPEAHUN CI0W 000JIOUKH CIOPHI, Ha yIbTPATOHKUX

cpe3ax HMeeT HM3KYI0 DJEKTPOHHYIO IUIOTHOCTh M, Kak OBbUIO IOKa3aHO MeETOoJlaMu

! JIns onucanus MexaHu3Ma IIPOHUKHOBEHHUS MOISPHOM TpYOKM Yepes MeMOpaHy KIETKM XO3IMHA JI0
CHUX IOp HE CYUIECTBYET NPUEMJIIEMOM TMIOTE3bI
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3aMOPaXKMBAHUH-TPABJICHHS, 3aMOPAKUBAHHS-3aMEIICHUSI U C MOMOIIBI0 Pa3HOOOPa3HBIX
UTOXMMUYECKUX TOJIXOJOB, MPEACTABISCT COOOW CIIOKHYIO TOPHUCTYIO CTPYKTYpY,
COCTOSIILIYI0O W3 O-XUTHHA M Oenka. HapyxHbIil €0l 000JOYKH — 3JIEKTPOHHOILIOTHAS
9K30CIOpa, COCTOMT, TIIaBHBIM 00pa3oM, U3 0Oelika, CTPYKTYPUPOBAHHOTO B BUC GUOPHUILT U
rpany: (Bigliardi et al., 1996; Vavra, Larsson, 1999). B coctaB 3K30CHOpEI, 110 KpaliHEil Mepe
y HEKOTOPBIX BHJOB MHKPOCIOPHINA W3 MOPCKHX PBIO M OECHO3BOHOYHBIX (HAIpHMEp,
Spraguea lophii, Thelohania spp. u3 rony6oro kpada Callinectes sp.), Bxoaut kepatus. boiio
MOKa3aHO, YTO y 3TUX BHIOB BO BpeMs T€PMHUHALIMH MPOUCXOIUT pa3bopKa MOBEPXHOCTHOTO
BBICOKOOPTaHM30BAaHHOTO CJIOSI KepaTWHa C BBICBOOOKICHUEM (QHIaMEHTOB TomHoN §-10
HM, cocrosmux u3 (ochopumpoannoin ¢dopmber kepartuna (Weidner, Halonen, 1993).
DHIoCTIOpa UMEET MEHBIIYIO TONIIMHY B MEPEIHEH 4acTH CIOPBI, TIE MPEANOI0KHUTEIEHO
pacloiaratloTCsl PELEnTOpbl, BOCIPHHUMAIONIME CHTHAJIbBI, 3alyCKAIOIUe MEXaHHU3M
repmunanuu (Weidner et al., 1999). K HacrosiieMmy BpeMeHH HISHTH(DHUIIMPOBAHO HECKOIBKO
0eJIKoB 000JIOUKH CIIOp, B OCHOBHOM, y TipejictaButeneii poga Encephalitozoon. MaxopHsiit
KOMIIOHEHT 93K30cnopel, TriaukonporeuH SWP1 pasmepom 40-55 x/la, BbIsiBIEH Yy
npejcraButeneit poga Encephalitozoon (Hayman et al., 2001; Southern et al., 2006, 2007) u y
Paranosema grylli (Dolgikh et al., 2005). Drtor 06enoKk OTCYTCTBYeT Yy paHHHX
NpOoIU(EpaTUBHBIX CTaaui (MEPOHTOB) M HAUYMHAET SKCIPECCHUPOBATHCS MPU MEpexole K
CIOpPOroHUH, Korjma ¢opmupyercs obonouka Oyaymei cropel (Bohne et al., 2000). Oxn
JOKaNu3yercsi B OOOJOYKE TMO3JHUX CIIOPOHTOB, CIIOPOOJIACTOB M B HE3HAYMTEIHHOM
KOJIMYECTBE Ha MOBEPXHOCTH 3k30cmopsl 3penbix crop (Dolgikh et al., 2005; Hayman et al.,
2001). Y P. grylli mpu akTHBamuu CIiop MPOUCXOIUT COMFOOUTH3AIIMS 3TOTO OEJIKa B YCIIOBHUSX,
UJICHTUYHBIX ONTUMYMY TepMHHAIMH. [Ipennosiaraercs, 4To CONOOHMIM3ANUS MaKOPHOTO
Oenka — HEOOXOMUMBIA JTalm TEepPMUHALMH, TPEIIOIOKUTEIBHO CIIOCOOCTBYIOMINI
HOBBIIICHUIO TIPOHUIIAEMOCTH 000JI0YKH U MPUTOKY BoJbL. Kpome Toro, 3TOT mporecc MoXeT
paccMaTpuBaThCs Kak JOTOIHUTEIbHbIA MEXaHU3M TPEIOTBPALICHUS HECBOCBPEMCHHOW HITH
HeCTIeNU(PUIECKON IKCTPY3UH, TaK KaK COMIOOMIM3anus Oelika MPOMCXOAUT TOJBKO TPH
HAJIMYMU aJICKBATHOTO CTHMYyJia (HAmpuMep, MOBBINICHHBIX 3HaueHWi pH B KuiieuHWKe
HACEKOMOro, T1ie B HopMe mpoucxoauT BeicTpenuBanue crop P. grylli) (Dolgikh, Semenov,
2003; Dolgikh et al., 2005; Hayman et al., 2001). Anamu3 xoaupyrommx Oemok SWP1
nocienoBarenbHocTeii 'y Encephalitozoon spp. mokaszam, uro 6emok cocrout u3 450
AMHHOKHUCJIOT M HE TOMOJIOTMYCH HM3BECTHBIM OejKaM, MPEICTaBICHHBIM B 0a3ax JaHHBIX
Genebank u np. (Bohne et al., 2000; Hayman et al. 2001). ¥V E. intestinalis unentuduiuponan
BTOpOi Oenok 3k3ocropel SWP2, pasmepom 150 x/la, romonoruunsiii 6enxky SWPI1. Dtor

TIMKOMMPOTCUH IIPUCYTCTBYECT B IIO3JHUX CIIOPOHTAX W BBIABIISCTCI B MAaKCUMaJbHBIX
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KOJIMYECTBaX B 3K30CMOpe 3penbix crop. ['eH aToro Oenka COAEpKHUT AECATh MOBTOPOB
HYKJICOTH/IOB, KOJUPYIOIUX HUCTEUH B N-TEpPMUHAIBHOW 30HE, U IPYTH€ MHOTOYHCICHHBIC
HYKJICOTH/IHbIE TOBTOPbI C HEHM3BECTHHIMU (YHKIMAMHU. bBenku 3HIOCIOpPHI H3Yy4aIHCh
uckmounTensHo y Encephalitozoon spp. Cpenn Hux — O-rimko3uinnpoBaHHbiii 0emok EnP2
pasmepom 20-22 kJla; 6emox EnP3 (30k/la), cBsi3aHHBIH C IJ1a3MaTHYECKOM MEMOPaHOM CITOPHI
C TIOMOUIBIO TIIOKO3MI-(PochaTHAnIMOHO3UTONBHBIX (I'@U) 1OMEHOB M XUTHH JealneTuiasa
EcCDA (B nByx m3odopmax 33 u 55 k/la) (Peuvel-Fanget et al., 2006; Xu et al., 2006), u,
nakoner;, ENP1 (39-40 k/la) — nanboyiee MHTEPECHBIN M (YHKIIMOHAIBHO 3HAYMMBIH OEIOK
SHIOCIOPBI. DTOT OENOK, B OTJIMYKE OT APYTUX OETKOB 000JIOUKH, HE MNIMKO3WINpOoBaH. OH
0orar HUCTEHMHOM, YTO MOXKET TOBOPUTH O €T0 CTYKTYPHOH (DYHKIIMH B YKPEIUIEHUH KIETOUHON
CTEHKU C NOMOUIbI0 OuCynb(UIHBIX cBsi3ed. benok jokanusyercs B 3peibIX CIOpax — B
SHJOCIOpE, HAa TMOBEPXHOCTU OJK30CHOPBL, a Takke B SIKOPHOM JIMCKE, CTPYKTYpe,
yIEPKUBAIOIICH OCHOBAaHUE TONAPHOW TPYOKHM BO BpeMs BHIBOpAYMBAHUS TPYOKHU.
[MocnenoBarenbHocTH, Kogupyromue EnP1 y E. cuniculi u E. hellem unentrunsr Ha 61.5%,
IIPY 3TOM OHHU HE UMEIOT CYIIECTBEHHOW TOMOJIOTHH C APYTMMHU U3BECTHBIMH Oenkamu. bemok
COJICP’KUT CUTHAJIbHBIE MENTUIbI, YKa3bIBAIOIIME HA TPAHCIIOPT K IJIa3MajeMMe, OJJTHAKO B HEM
OTCYTCTBYIOT TpaHCMeMOpaHHbIe JOMeHbI. HelaBHO Takke MpoAeMOHCTPUPOBAHO, YTO OEIOK
EnP1 E. cuniculi u E. hellem y4actByer B anre3uu crnop K MOBEPXHOCTSM KICTKH-MUILICHH,
SBIISISICH  JIMTAHJIOM ISl CyJIb(aTHPOBAHHBIX TJMKAHOB (TJIIMKO30aMHHOTIIMKAHOB). Jlist
Encephalitozoon spp. aare3us crmop k MOBEpXHOCTH KIETKM — HAdyalbHBIA 3Tal mpolecca
3apakeHus, NpeAIEeCTBYIOIMNA BbIOpocy mnoisipHoil TpyOku. EnPl B3aumopeiictByer c
IKCTPALICIUTIONISAPHBIM MaTprkcoM ¢ momoiibio N-konmeBoit rpymmsr (N-terminalheparin-
bindingmotives) (Hayman et al., 2005; Southern et al., 2006, 2007). beuio mokasano, uto EnP1,
JOKAJM30BAHHBIA B SKOPHOM JIUCKE, HE TOJBKO OCYIIECTBJIAET B3aUMOJEHCTBUE C
MOBEPXHOCTBIO KJIETKM, HO M 00€CHeunBaeT ONTUMAIbHYIO JUIS YCIEUIHOIO 3apa)KeHus
OpPUCHTAIIMIO HAIPABIICHHS BBIBOPAUMBAHUS TPYOKH. BeposTHO, Hamnume «y4acTKOB
CBSI3BIBAHMS TETApHHA» TO3BOJSIET dTOMY OEJKy B3aUMOJCHCTBOBATH TAaKXKE C TIMKAHAMHU
XUTUHOBOTO KOMIIOHEHTa 3HAOCHIOpPHI, y4acTBYs B (OpMUPOBAaHMM OEIKOBO-XUTHHOBBIX
KOMIUIEKCOB B KadecTBe CTpyKTypHoro oOeinka (Southern et al., 2007). Bricka3ano noka He
MOJTBEPKICHHOE TIPEOIOKEHUE, YTO CHEIU(PUIHOCTh MUKPOCIIOPUIHIA 1O OTHOMICHHUIO K
X035€BaM M TKaHAM CBf3aHa CO  CIOCOOHOCTBIO  YTHJIM3HPOBATh  pa3lInyHbIC
TJIUKO30aMHUHOTIIMKAHBI TS a[Are3UH C MMOMOIIBIO CIIEIMaTM3UPOBAaHHBIX Juranaos (Southern
et al., 2006).

Baxnas ¢yHkiuss 000JIOUKM CIOPHl — BOCHPHUSATHE BHEIIHErO CTHUMYJA, KOTOPbIN

3allyCKaeT CUTHAJbHBIA Kackaj, MPUBOJSAIIMIA K BBICTPEIMBAHHUIO CIOpPHI. MeXaHU3MbI U
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MOCJICIOBATEIbHOCTh PEAKIIMil ATOT0 CUTHAJIBLHOTO MYTH OCTAOTCS, B OCHOBHOM, HESCHBIMU.
CTuMysbl aKTHBAIlMA YacTO BHIOCHCIU(PHYHBI W, BHIAMO, 3aBUCSAT OT 3KOJOTHMYCECKHX
aJlanTalnuii mapasuta. OTO MOXKET OBITh M3MEHCHHE KOHIICHTpAIlMM HOHOB BOJOpOJA WIIH
JPYrUuX KAaTHOHOB M AHHWOHOB, HANpPUMEp, NPH IMOMNAJaHHH CIOPHl B KUIICYHUK WM B
HEMOCPECTBEHHYIO OJM30CTh OT KJICTKH-MUIIICHH, WM MexaHudeckoe aasienue (Keohane,
Weiss, 1998, 1999). Ponb 000si04kM B MPOBEJACHUM BHEIIHEIO CHUTHANA, 3aIyCKAaIOIIEro
BBIOPOC MOJISIPHO#M TPyOKH, HanboJIee Mo IPOOHO N3yueHa Ha MUKpocriopuauu Spraguea lophii,
napasUTUPYIOLICH B HEMpOHaX MOPCKUX pbIO poaa Lophius. CurnanbHbIi Kacka y 3TOro BUaa
3amyckaercsi cisurom pH B menodnyro o6mnacTs, uTo TpeOyeT mpucyTcTBus HoHOB Ca’’ m
NOJMaHUOHHBIX MOJICKYJ TUma MynuHa (Boporamu uHpekuuu S. lophii cimyxar HepBHBIC
OKOHYAHHMS, PACIOJOKECHHBIC B KOXHBIX XKeje3ax, mpoayuupyrommx mynuH) (Pleshinger,
Weidner, 1985; Weidner, Halonen, 1993). IToka3aHo, 4T0 akTHUBAIMs CIOp y APYTHX BHIOB
CTUMYJIMPYETCS TOBBIIICHUEM BHYTPHUKJICTOYHOW KOHIIEHTPAIMKM HWOHOB KAJBIHS U
aKTUBAIMEH KaJIbIIMEBBIX KAHAJIOB, PACIIONIOKEHHBIX Ha BHYTPEHHEH MeMOpaHHO# 000/10UKe
cropbl ¥ MeMOpanax nossporiiacta (Undeen, 1990; Weidner et al., 1999), u Bxitouaer B ceOst
CBSI3bIBAHKME KaJIbMOJYJIMHA Ha anmuKaibHON moBepxHoct cropsl (Weidner, Byrd, 1982). C
oMot uMmyHodyopectenTHoro tecta (IFA) u ummyHoO10THHTa B MEMOpaHe 000JI0UKH,
noactunaromei sugocrnopy S. lophii, BeIsBIEeHBI O€KH, TMPEAMONIOKUTEIILHO CBSI3aHHBIC C
CHUTHAJIBHBIM KackagoM: G-OejKu, KalbMOIYJIMH W KaJbMOIYJIMH KHHA3a, a TAaKXKe JierKas W
Tsokenble nenu kiarpuna (Weidner et al., 1999). Otu 6esku JTOKaTM30BaHbl B MHBATHHAIIUAX
MeMOpaHbl 000JI0YKH, HATTOMHHAOIIMX KaBEOJIbI, IICHTPbl CUTHAILHOW TPAHCIYKIIMH MHOTHX
sykaproTHueckux Kkiaetok (Anderson, 1993). MemOpana 000JIOYKH CIOP COJIEPIKUT
KaJIbIIMEBbIC KaHAJbI, TaK KaK BEPAIlOMHJ, OJIOKATOp KajbIIMEBBIX KaHAIOB, 3()(HEKTUBHO
omokupoBan BeiOpoc cmopamu IIT (Pleshinger, Weidner, 1985). KanbueBsie KaHabl
PAacIoNIOKEHbI B alIMKAJIILHOM YacTH CIOPBI — B 30HE TaK HA3bIBAGMOU TOJISIPHOW amepTyphl,
npUMBIKaroIed kK ocHoBaHuio sskopHoro aucka (Weidner et al., 1999). DkcrnepuMeHTaIBEHO
MOKa3aHO, YTO XJIOPIPOMA3sMH W TpH(IyoporepasuH, AHTarOHUCTHI KaabMOAYJIWHA U
KaJIbIIMEBBIX KAaHAJOB, OJIOKMPOBAIM aKTHBALMIO CIOp. DTH (DaKThl, a TaKke pazdopka U
dochopurpoBaHue MOBEPXHOCTHOTO CJIOS1 KEPATHHOBBIX (DUIIAMEHTOB BO BPEMsl aKTHBAIIUU
CIIOpP MOT'YT TOBOPHUTH O BOBJICUCHHH B 3TOT MPOIECC KaTbIIMH/KaIbMOAYINH aKTHBUPYIOIIEH
kuHa3bl (CAM-KuHa3a), caliThl CBSI3bIBAHUSI KOTOPOI HAXOAATCS HA KEPATUHOBBIX (GUOpUIIIax
sk3ocmopbl.  Xapaktepuctuku CAM-KUHA3bl, MPOJEMOHCTPUPOBAHHBIE C  TOMOIIBIO
UMMYHOOJIOTHHTA, BBISIBHIIM CXOJCTBO 3TOM kuHa3bel ¢ CAM-kuna3oii 11 (Weidner, Halonen,
1993), MyabTH()YHKITHOHAIEHBIM (PEPMEHTOM, KOTOPBIH Y MIIEKOITUTAIONIMX aCCOIMUPOBAH C

KaJIbIIMH-3aBUCHMBIM CUTHAIBHBIM KackagoMm (Chapman et al., 1995). Cneayer 106aBuTh, 4TO
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pacmmdpoBka renoma E. cuniculi BeisiBHIIa TeHBI MTATH KaTbMOTYTHH-3aBUCUMbBIX KUHA3 (13 32
NPOTEUH-KWHA3 JIPOXKIKEI), KOTOpPbIE MOTJIM Obl ydacTBOBaTh B 3ToM mporecce (Miranda-
Saavedra et al., 2007). Kak Tonbko nonst Ca* mpoHHKaroT uepes 0601049Ky BHYTPb CHOPBI, OHHU
3allyCKalOT BHYTPEHHUU CUTHAJIbHBIM KackajJ, KOTOPBIA MPUBOIUT K BBIOPOCY MOJSPHOI
TpyOKH.

Annapam 3Kcmpy3uu Cnopvl U MeXanu3m 3apax;cenus Kiemku xozauna. tax, cnopa
MUKPOCHOPUIUNA COJIEPKUT CHELUUAIM3UPOBAHHBIM KOMIUIEKC OpraHeiUl, Ha3bIBacMbIi
anmapatoMm SKcTpy3uu (AD), KOTOpbId oOecreurBaeT JIOCTaBKY HH(MEKIMOHHOTO Havaja
(croporuta3mMbl) BHYTPh KJIETKM XO3SIMHa B pe3yJbTaTeé MHOTIOCTYIEHYAaTOro Impolecca,
Ha3bIBAEMOT0 TePMHHAIUEH. DTOT MPOLIECC COCTOUT M3 CEPHUU TOCIEI0BATEILHBIX COOBITHIA:
(1) «akTtuBamus» — crHeHU(PHUUECKUN CTUMYJT MHUIHMUPYET Tepenady CHUTHAjJa aKTHBAIUU
BHYTPhH CIIOPBI, YTO BEJET K OMOXMMHYECKHMM U CTPYKTYPHBIM IEpPECTpOiikaM, B IMEPBYIO
ouepellb, K IMOBBIIICHUIO BHYTPUCIIOPOBOTO JIaBIICHUS, U3MEHEHHIO KOH(popManuu OeIKoB
HOJISIPHOM TPYOKH, pa30yXxaHHUIO MOJIIPOIUIACTa M 33JHEH BakyoiH; (2) cOOCTBEHHO BBHIOpPOC
MOJISIPHOTO (PUJIaMEHTa U ero MpeBpaIieHe B MOy TPYOKy Os1aromapsi CiocOOHOCTH OEJIKOB
TpyOKH K camocOopke; (3) MpOXOKIEHHE CIOPOIUIa3Mbl 4Yepe3 MPOCBET ATOW TPYOKH
(okctpy3us cnopomnasmbl) (Keohane, Weiss, 1999). Ilpu ontumanbHbIX A Mapa3uTa
YCIIOBHSX MPOIECC TePMUHAIINN 3aKaHUYUBACTCS MTOTIAJAHIEM CITOPOIIIa3Mbl B KIIETKY X031 HA.

I{eHTpaNbHBIH 2MeMeHT AD — MOIAPHBIA (QHIAMEHT WM TONSpHAS TPYyOKaZ, OCHOBaHHE
KOTOPOTO — SIKOPHBIM JHUCK, CIY)KUT JUIsl 3aKpeIUIeHUs] TPYOKH BHYTPH CHOPBI BO BpeMs
BeIcTpenuBaHus. Hannune noiasipHoi TpyOKH B criope — OCHOBHOW MPU3HAK MPUHAJICKHOCTH
opranusma k tuny Microsporidia. B BEIOpOIIEHHOM COCTOSIHUM JUIMHA TPYOKH BapbUpPYET OT
50 go 500 mkwm, a ee muamerp — oT 0.1 mo 0.2 mxm (Moxket mocturath 0.6 MKM B MecTe
IPOXOXKJIEHUS crioporiasmbl). CKOpOCTh BBICTPEIMBAHUS MOJSAPHONW TpyOKku npumepHo 105
mim/cek (Frixione et al., 1992; Keohane, Weiss, 1999). CreyeT OTMETHTD, YTO Y OTAATEHHBIX
POJCTBEHHUKOB MHUKPOCTIOPHIUN CO CXOTHBIM 00pa3oM JKM3HH — OIHOKJIETOYHBIX
Mapa3suTHIECKUX TPHOOB — TaK)Ke MMEIOTCS BHENIHE CXOIHBIE TPYOKOBHIHBIE CTPYKTYDHI,

MNpEeaAHa3HAYCHHLIC JIA 3apaKCHUS KIICTKU-MHUIIICHU, TAKUC KaK alllIpCCOPUYM MMAPaA3UTUICCKUX

2 TepMuUHbI MONApHAs TPYOKa U NOJAPHBIN (UIAMEHT 0003HAYAKOT OJIHY U Ty K€ OPraHey 1
HCIIOJIB3YIOTCA KAaK CHHOHUMBI. Boiee IMpaBUJIbHO, OAHAKO, UCIIOJIB30BATh TCPMHUH «l'IOJ'lf{pHBH\/'I
(hrmaMeHT», eciy OpraHeliia HaXOIUTCS BHYTPH KICTKH. 1Ipu «BBICTPEIMBAHUNY MPOUCXOIHUT
npespalleHre GpuraMenTa B IOy TpyOKy COrJIacHO MEXaHU3MY, peaiokeHHoMy Baspoii (Vavra,
J., Larsson, R., Structure of Microsporidia. In: M. Wittner, L. M. Weiss, Eds.), The Microsporidia and
Microsporidiosis. ASM Press, Washington DC, 1999, pp. 55-77.
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ackoMuIleToB (Hampumep, y Magna porthegrisea) winm repMuHanbHas TPyOKa XHTPHI
(manpumep, Rozella allomyces). Omnako y rpuOOB 3TH CTPYKTYPbI MPEACTABISIOT COOOM
BUJIOM3MCHEHHBIC KJICTOUHBIC BBIPOCTHI, OKPYKEHHBIC IJIa3MaTHYeCcKOi MmeMOpanoii (de Jong
et al.,, 1997). Y Mukpocnopuauii e MmojsipHas TPyOKa — 3TO CaMOCTOSTEIIbHAS KICTOYHAS
opraneimia, (opMHupyOIIascs B XOA€ BHYTPUKIETOYHOTO pa3BUTHUS [apa3uTa U3
mMoudumposantoro anmnapata ['onsmxu (cMm. ['naBy 4). benku nonsipHol TpyOKH OTHOCSTCS
K 0COOOMYy CEeMEHCTBY O€NKOB, CHEIM(PHUUHBIX HCKIIOYUTEIBHO Ui MUKpocmopuauii. B
HACTOSIIIee BpeMs BBIICIICHBI U OXapaKTEPU30BaHbl TP Oeska 3Toro cemeiictBa, PTP1 (polar
tube protein 1), PTP2 u PTP3. DTtm Oenku He TOMOJOTHYHBI HH OJHOMY U3 OEJIKOB,
npezcTaBieHHbIX B 0azax manHbix BLAST u PFAM. Mexay coboli Genku mossipHOi TpyOKu
TaKXe JEMOHCTPHUPYIOT HU3KYIO CTENEeHb CXOJACTBa. VX 0OBeAMHSET HAIMYHE CHUKBEHCOB,
KoAupyromux N-TepMUHAIbHbIE CUTHAIIbHBIE TIOCIEI0BATEIbHOCTH, KOTOPbIE XapaKTePHBI 1715
0eNKOB, TPAaHCIOPTUPYEMBIX dYepe3 IIa3MaTHYeCKyl0 MeMOpaHy (T.e. B KIETKY XO35MHA)
(Delbac et al., 1997, 1998a, 1998b, 2001; Dolgikh, Semenov, 2003; Dolgikh et al., 2005,
Katinka et al., 2001; Peuvel et al., 2002). benku nossipHOl TpyOKH B3aUMOJICHCTBYIOT IPYT C
JIPYTOM BO BpeMs BBICTPEIMBAHUS, YTO UTPAET BAXKHYIO POJIb B COOpKE M (PYHKIIMOHUPOBAHUU
opranemisl  (Bouzahzah et al., 2010). Ilo-BMaZuMOMY, MMEHHO B peE3yJIbTaT€ TaKOI'O
B3aUMOJICHICTBHS BO BpeMs BBIOpOCa H3MEHSETCS TEKy4eCcTh OEIKOBOTO MaTpuKca u
MPOUCXOJUT €ro CTPYKTYpHask CTaOUIn3alus B BUAE M0JION TpyOKH, YTO ObLIO OnrcaHo Oosee
30 et Hazan (Findley et al., 2005; Keohane, Weiss, 1999; Weidner, Byrd, 1982; Weidner et
al., 1984).

[Tporieccy TOBBIMIEHUS] BHYTPUCIIOPOBOTO JABIICHHWSI TpPU TEPMHUAIUH, BEPOSITHO,
IpEeIIeCTBYeT OBICTpasi TPAHCIIOPTHPOBKA BOJBI BHYTPH CIIOPHI Yepe3 BHYTpUMEMOpaHHBIC
akBaropuHoBble Kananel (Frixione et al., 1997). KocBeHHBIM 0Ka3aTE€IbCTBOM Y4YacCTHS
aKBAIllOPMHOB B BOJHOM TPAHCIOPTE CIY)XUT Hamuuue B renome E. cuniculi rena,
koaupyroriero Oenok-akparmopun (Katinka et al., 2001), a takke CIOCOOHOCTH ATOrO reHa
BBI3BIBATH YBEIUUCHHE MPOHUIIAEMOCTH MeMOpaH oonuTta Xenopus laevis B reteponornvHoi
kierounoit cucreme (Ghosh et al., 2006).

Boma, BO3MOXHO, HampaBisercss BHYTPb CIOpPbl  BCIEACTBUE  IOBBIILICHUS
BHYTPHUCIIOPOBOTO OCMOTHYECKOro paBieHus. [lo kpaliHeli Mepe y HECKOJBKHX BHUJOB
MUKPOCTIOPHINH,  MapasUTHPYIOUIMX B  TPECHOBOJIHBIX  HACEKOMBIX,  TOBBINICHHE
OCMOTHYECKOT'O JIaBJICHUS MPOUCXOAUT OJaroaps paciielUIeHUIO 3aacarollero aucaxapuia
Tperajgo3sl Ha JIB€ MOJEKYJIbI TIIIOKO3bl pepmeHToM Tperamiaszor (Undeen et al., 1987). B
CIopax TaKHWX BHJIOB JEMOHCTPHUPOBAIM BBICOKHME KOHIIEHTPAIMHM TPEraio3bl U Tperawuiasbl

(Weidner et al., 1999). DkcrniepuMeHTAIBHO IMOKa3aHO, YTO BO BPEMS TEPMHUHAIMH CIIOP
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mukpocropuaun  Anncalila (=Brachiola) algerae coxmepkanme Tperauro3sl —IMajaacT,
KOHIICHTPAIIMS TJIIOKO3bl BO3pACTacT, MPH 3TOM OCMOTHYECKOE TaBJICHHWE BHYTPU CIIOPBI
nogaumaercss B 3.5 pasa (Undeen, Vander Meer, 1994, 1999). B mnoBblmieHHH
BHYTPHUCIIOPOBOTO JIABJICHHUS, MO-BHIUMOMY, TaK)K€ NMPUHUMACT yYacTHE 3aJHSSI BaKyoOJlb,
KOTOpasi MPH BBICTPEIMBAHUU CIOPHI 3HAYMTENbHO yBenmuuBaercs (Lom, Vavra, 1963).
CornacHo TeopuH, pa3paboTaHHON Ha MHKpocnopuauu Spraguea lophii u3 Mopckux pbIO,
KJIFOYEBBIM MOMEHTOM TI'epMHUHAIIMU CIYXHT pa3OyxaHue 3aJHEil Bakyold B pe3y/ibTare
PE3KOro yBEJIMUYCHHs COJCpPKAHUs MEPEKHCH BOJOPOA, MTHOBEHHO DPACHICTUISIOIICHCS Ha
BOJIy U KUCJIOPOJ. ABTOPBI 3TOW TEOPUHU TPEAIONIATAIOT, YTO 3aHsSI BAKYOJb MPEICTABIISCT
co00l BHIOM3MEHCHHYIO TEPOKCHCOMY, B KOTOPOW IO JACHCTBHEM aJCKBATHOIO CTHMYJIa
HauuHaeT npoayiupoBarbes HoO2 B pe3ynbTare paciueruieHus JUIMHHOIETOYCYHBIX KUPHBIX
KUCIIOT. B 3a/He# Bakyosid BBISBJICHBI KIIFOUEBbIC (DePMEHTHI MIEPOKCUCOM (KaTajia3a U aluii-
KoA okcumasza), KOTOpbIE BBIXOJISAT BO BHEIIHIOK CPEy IOCIE BHIOpOCa MOJISPHON TPyOKH
(Findley et al., 2005). KocBeHHBIM J0Ka3aTEIBCTBOM PACIIPOCTPAHEHHOCTH TAKOTO MEXaHU3Ma
MOYKET CIIY)KUTh TOT (DaKT, 4TO J0OABICHHE TIEPEKUCH BOIOPO/Ia BBI3BIBACT BHIOPOC MOJIIPHBIX
TpyOOK y MHOrMX BuA0B Mukpocropuauii (Keohane, Weiss, 1999; cobGcrBeHHbIC
HaOTIOICHU).

Bo3spociiiee BHyTpUCIIOPOBOE AaBICHUE BBI3BIBAET Pa3phIB MIEPEIHETO HANO0JIEe TOHKOTO
ydacTka OOOJIOYKHM, pPACKPyYMBAHHE M BBIOPOC TOJAPHON TPYOKH. OITOT MpoIiecc
COIIPOBOJK/IACTCS BHIBOPAUMBAHMEM HAPYXKy BHYTPEHHHX CIIOCB TPYOKH W pacUIMpEHHEM ee
npocsera (Lom, Vavra, 1963). B mpocBeT TpyOKH BTATHBAIOTCS MOCIEI0BATEIEHO MEMOpPaHbI
NOJISIPOIUIACTA, ILUTOIUIa3Ma 3apOoJbIia M, B TIOCICAHIOW O4Yepeib, SIPO 3apojbliia.
Crioporia3ma BHYTPH CIOpbl HE HMeEET COOCTBEHHOW MeMOpaHbl, a IjIa3MajieMma,
MOJICTHJIAIOIAsl CTEHKY CIOPBI, OCTaeTCsS BHYTPU IyCTOW OOOJIOUKH IIOCIE JKCTPY3HH.
Crioporuiazma MpoJIBUTAETCS 10 MOJIIPHOM TPyOKe U BXOJUT B CHOPMHUPOBAHHBIN MEMOpaHAMHU
nossiporuiacta my3sipek (Weidner et al., 1984, 1995, 1999).

Ilponuxknoeenue 6 KiemKy XO03AUHA U OCOOEHHOCMU  GHYMPUKIEHOYHOZ0
Memabonausma cnop. BriOpoc MONIIpHON TPYOKH MPOUCXOJUT C CHUJIOH, JOCTATOYHOW Jist
NPOXOXKJICHHUS Yepe3 KICTOUHYH MeMOpaHy KJICTKH XO3SMHA. MEXaHHM3M MPOXOXKICHHS
MOJIIPHOM TPYOKH M CIOPOIUIa3MbI Yepe3 MeMOpaHy OCTaeTCs HESICHBIM. B KylbType KIIeTOK
MJIEKOITMUTAIONIMX IMOKA3aHO, YTO I YCIENIHOTro 3apakeHust E. cuniculi kimetkm xo3suHa
HEOOXOIMMO B3aUMOJICHCTBUE MEKIY MIMKO3WIMPOBaHHBIM ydacTkoM PTP1 B mucrampHOM
Y4YaCTKe MOJISIPHOM TPYOKH U JICKTHHOBBIMH PELIEITOPAMH, PACTIOJIOKCHHBIMH Ha IIOBEPXHOCTH
kiaerku-mutrenu (Xu et al., 2003). [Ipeamnonaraercs, 9YTo TaKOe B3aMMOACHCTBUE TIPUBOIUT K

¢daronuTo3ly KOHUYMKA TPYOKH H, BO3MOXHO, crmoporutasmel. Jlims Encephalitozoon spp.
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MPOJIEMOHCTPUPOBAHO, 9TO Oenku 00010YKH CcIiop B3aUMOJICHCTBYIOT c
[IFOKO3aMUHOTJIMKaHAMHK KJICTOYHOM MOBEPXHOCTH, CIIOCOOCTBYS «IPAaBUIIBHOIY OPHEHTAIMH
crop Juis ycrenHoro 3apaxenus (Southern et al., 2006).

Bri6poc monspHOii TpyOKH IPOMCXOIUT MeHee yeM 3a 2 cekyrabl (Frixione et al., 1992)
U TpeOyeT SHEPreTHYECKUX 3aTpaT, HCTOUYHUK KOTOPBIX He onpeaenéH. [Ipenmnosnaraercs, 4To
3TOT MPOLECC B 3HAYUTEIBHOH CTECNCHH MPOMCXOJUT MEXaHMYECKH 3a CUET PE3KOro
MOBBIIICHUSI OCMOTHYECKOro jaBiieHHs. OJIHAKO OYEBHIHO, YTO OT/ACIbHBIC 3TaIlbl
TepMUHAIINN, HAIIPUMED, MOJUMEpHU3aIns OCIKOB MOJSAPHONU TPYOKH MU €€ YAJHMHEHHH BO
BpeMs BbIOpoca, He MOryT ooxomuthest 0e3 yuactuss AT® (Keohane, Weiss, 1999; Weidner,
Byrd, 1982). B otiuume oT BHYTPHKIETOUHBIX cTauil, TpaHcnopTupyromux ATd u3 kinetku
xo3simHa (Tsaousis, et al., 2008), criopbl JOKHBI cCaMH BOCHONHATH MOTpedHOCTH B AT®,
HanpuMep, 3a cuyer riukoiau3a. Cropy MHKpPOCHOPHIMNA HENb3s Ha3BaTh ‘‘TIOKOSIICHCS
cTajueit”, T.K. YPOBHU METa0OJINYECKONW aKTUBHOCTH M3YYEHHBIX (DEPMEHTOB, B TOM YHCIIE —
nsTH (PEPMEHTOB TJIMKOJIN3a, B CIIOPAX JIOCTOBEPHO BBIIIIE, YeM BO BHYTPHKJICTOYHBIX CTaIUAX
(Dolgikh et al., 1997), a akTuBHOCTB NIHpYyBaTIerUaAporenassl E1, equacTBeHHOrO (hepMeHTa,
CBSI3aHHOTO C KaTabOJM3MOM THPYBaTa, IPEACTABICHHOIO B TEHOME MHKPOCIOPHIHIA,
BbIsIBIICHA UCKIH0UnTeNnbHO B criopax (Dolgikh et al., 2009). BepositHo, HMEHHO KaTabOIM3M
TJIIOKO3Bl  00ECTIeYMBAaCT JHEPrHel JKM3HECIIOCOOHOCTh CHOPOIUIa3Mbl M TOCTOSIHHYIO
TOTOBHOCTh CIIOPhI K BBIOpPOCY MOJSIPHOH TpyOKH. B cropax OTCYTCTBYIOT 3amacHbie
MUTATEIbHbIC BENIECTBA, TUIMYHBIC JUIS TEPEKHUBAOIINX CTAAUN JPYTHX OJHOKIETOYHBIX
napasuToB — ame0, TrperapuH, ajedMHOBBIX KoOkmuauid. Kak e 3amacaercs SHeprus,
HOJIJISPKHUBAIOIIIAs CYIIIECTBOBAHKE CIIOPHI, HHOT/A B TCUCHNUE HECKOJIBKUX JIET, B COCTOSTHUU
“0oeBoil rortoBHocTH”? [l crmop MHUKPOCHIOPUIWM, MapasUTHPYIOIIMX B HACEKOMBIX,
OCHOBHBIM 3allaCHBIM “TOTUIMBOM™ CIIY’KHT JWCAaxapuj Tperagosa. BeICOKHMe KOHIIEHTpaIuu
Tperajio3sl W Tperawiasbl (pepMeHTa, PaCHICIUIAIONICT0 TPErajio3y) IMOKa3aHbl JUIsl CIIOP
Nosema apis (Vandermeer, Gochnauer, 1971) u Anncaliia algerae (Undeen et al., 1987).
KonuuecTBEeHHBIH aHATN3 W3MEHEHHsS COOTHOIICHUS TPErajio3a/TJIioKo3a YKa3blBaeT Ha
BBICBOOOK/ICHHE 3HAYUTEIILHOTO KOJUYECTBA MOHOCAXapHUaa B MPOIECCe BHIOPOCA MOISPHON
tpyoku (Undeen, 1990; Undeen, Vandermeer, 1994). Bo3M0»XHO, UMEHHO BBICBOOOXKICHHUE
cyOcTpaTta Ui KaTaOOJIMYECKUX IMPOIIECCOB B pe3yJbTaTe PacIICIUICHHE TPErajo3bl UMEeT
YHHUBEpCaabHOE 3Ha4YeHHWe Juis ¢usuoioruu Mukpocmopuauii (Weidner et al., 1999).
Hcnonb30BaHue pE3KOro BO3pPACTaHUsS OCMOTHYECKOTO JaBJICHHS 3a CYET IOBBIIICHUS
KOHIIEHTPAIIMH TJIFOKO3bI KaK TPUITepa /s BRIOpOCa MOIIPHOM TPYOKH XapaKTEPHO JIHIIb IS
HECKOJIBKUX BHJIOB, MTAPA3UTHPYIOIIMX B MPECHOBOIHBIX Oecro3BonouHbix (Undeen, 1990), u

MOXET paCCMaTpUBaTbCA KaK BTOpHUYHAsA aJariTanus.

26



Opzanuzayus cnoponnazmel. COpoIiasMy MOKHO paccMaTpUBaTh M KaK KIETKY-
3apOMBINI,  COACPKAILYK  SAPO, OKPY)KEHHOE  y4acTKOM  IMTOIUIa3Mbl, M  Kak
CICUUATM3MPOBAHHYIO OpraHesuly Ui MepeHOca T'eHETUYECKOW WH(OpMAIMU U3 CHOPHI B
KJIETKY X03simHa. Hanbosee nHTEpecHas 0COOEHHOCT COPOILIAa3M — OTCYTCTBUE COOCTBEHHOU
I1a3MaTnyeckol mMeMOpaHbl. Ha HECKONBKMX BHJaX MHUKPOCIOPUAWN IOKa3aHO, YTO
CHOpoIUIa3Ma oOrpaHuueHa «ToHkoi» (70 HM) MeMOpaHOW, mMom0OHON MemOpaHam
BHYTPUKJICTOYHBIX OpPraHe/Ul, HalpuMep, OSHAOIUIA3MAaTHYeCKOro peTukyiayma. Jlpyras
CTPYKTYpHasi OCOOEHHOCTH CIOPOIUIa3M — HaJIW4yHe CIECIHAIN3UPOBAHHONW OpraHeIUIbl,
HaszsiBaeMoii MIN (Multilayered Interlaced Network, MHOTOCTIOMHAS TIepeIIeTAIOIIASCS CETh)
(Cali et al., 2002; Takvorian et al., 2005). OTa cTpykTypa XOpOIIO 3aMeTHa B CIIOPOILIa3Max,
OKa3aBIIMXCsI BO BHEIIHEH cpelie, HAIPUMEP, B KYJIbTYPaJIbHOM JKUAKOCTU MPH 3apaKCHUU
KyJabTyphl KieTok. OHa pacroyiokeHa Ha Tepu(epuy CIOpOIUIa3Mbl M acCOLUMHPOBaHA C
KOHIIOM NOJIIPHOHM TpyOku. Ha oCHOBaHMM CTPYKTYpPHOTO CXOJCTBa aBTOPHI MPEIIONAraioT,
4T0 93Ta CTPYyKTypa wuaeHTHyHa TpaHc-I'ompmxu cetm  (Trans-Godgi  Network),
pacrioJararomieiicss Ha 3aaHeM moitoce cropbl. [lo3xke ObuI0 MoKazaHo, yro MIN — nepusar
Fompmku, ¥, 1O MHEHHIO aBTOPOB, HMEHHO J3Ta CTPYKTypa OTBETCTBEHHa 3a
MOp(]oreHeTH4eCKUe M CHUHTETHYECKHE IPOIECCH, MPOTEKAIOUIMEe B OpraHeiulaXx KIETKU
MHKpPOCIIOPHIMI HA paHHHUX JTarnaXx BHYTPHUKICTOYHOTO pa3BUTHs, B TOM YHCIE M 3a
moaudukamio miasmMaiemMmsr (Takvorian et al., 2013). Ha skcrepuMeHTanbHON CHCTEME
mukpocnopuaus Anncaliia (Brachiola) algerae—xynbrypa K1eTok MICKOMTUTAONIMX TOKA3aHO,
YTO IMOCJE BHEAPEHUS B KIETKY XO3SMHA YK€ uepe3 HECKOJIbKO MHUHYT BHEUIHSS MeMOpaHa
cnopoma3Mbl  yrommaercs, MIN  wucuezaer wunm  TpaHchopMHUpYeTCs B KPYIIHbIE
TOJICTOCTCHHBIC My3BIPbKH, KJIETKA YBEIUYMBACTCS B pa3Mepe W MpHOOpeTaeT BUI paHHEH
nponudepaTuBHOI cTanuu — MepoHTa. Yepe3 30 MUHYT nociie 100aBlIeHHS MHUITUHPOBAHHBIX
CIIOp B KYIBTYpY (T.€. He Oonee yeM uepe3 15-20 MUHYT mociie BHEAPEHHS B KIIETKY) MEPOHTHI
npuctynaer K jaenenuto. CroporiasMa — KpPaTKOBPEMEHHAs M MOITOMY MallOW3yueHHas
CTajus, KpailHe penko TOomNmajaroInascs Ha cpe3aX HMHBAa3UPOBAHHBIX TKaHEH mpu
YIABTPACTPYKTYPHBIX HCCIICIOBAaHMSAX 3apaKEHHBIX XO035i€B. MHeE YAaloch HCCIeA0BaTh
CTpyKTypy crnoporasm mukpocnopuauu Kneallhazia solenopsae (Sokolova, Fuxa, 2008) B
MOJIOBOM CHCTEME CaMOK OTHEHHOTO MYpaBbsi, M OHa OKa3alach CXOJIHOW C TakoBol A.
(Brachiola) algerae. DkcnepuMeHTanbHO MOKa3aHO, YTO, KOTAA CIOpoJia3Ma IMOMaaacT B
KJIETKY X035MHa, €€ BHELIHEH MeMOpaHO CITy)KaT MeMOpaHbI MOJSPOILIACTA, T.€. BHYTPEHHHE
(mo mpoucxoxaeHu) Mmemopansl criopbl (Weidner et al., 1999). MeHbIasi o cpaBHEHHIO C
IUTa3MaJIeMMON TOJIIIMHA, OTCYTCTBHE XOJIECTEpUHA M CAWTOB CBSI3BIBAHMS JICKTHHA, a TAK)KE

HaM4YMe JUHAKTHH-AuHenHOoBax komruiekcoB (Weidner et al., 2001), kortopeic B
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9YKAPHUOTUYECKUX KJIETKaX OOECHEeUMBAIOT CBSA3b MEXAY «-» KOHIIOM MHUKPOTpPYOOuUeK U
MeMOpaHaMHU OpraHell, CBUAETEIbCTBYIOT O NPUHAMJIEKHOCTH OOOJOYKM CHOPOIUIA3MbI K
nyly BHYTpeHHHX MeMOpaH. Takas yHHKanpHas CTPYKTypa KJIETOYHOM MeMOpaHb
CIOpOILIa3M, IO-BUAMMOMY, IPEJOTBpAIIAET aTaKy JIM30COMHON CHCTEMBl XO3SIMHA U
CHOCOOCTBYET MHTErpallly Iapa3uTa B MHBA3UPOBAHHYIO KJIETKY. OTOT aCHEKT KJIETOYHOH
OMOJIOTUH MHKPOCTIOPUAMNA YpE3BbIUANHO HHTEPECEH MU TpeOyeT NalbHEHIero H3y4eHHUs.
WHuTepecHble NaHHbIE IMOJIYYEHBI IPU IOMNBITKAX KPAaTKOBPEMEHHOI'O KYJIbTHUBHUPOBAHUS
BhIJICIIEHHBIX croporuiasm (Scarboroughbull, Weidner, 1985; Weidner, Trager, 1973). B
oborameHHoW KynbTypanbHO cpene RMPI 1640 ynamock mocTHub  CcTaOMIM3AIMH
crnioporiazm Spraguea lophii B TeueHne HECKOJIBKMX 4YacoOB M JlaKe HAOIIONATh HAYaio
JEJIEHUs. W DJHJOLMTO3HYI0 AaKTHUBHOCTh. HeoOXOAUMBIM  yCIOBHEM  IOJAJEp)KAHUE
KU3HECTIOCOOHOCTH CHOPOIUIa3M ObUIO HalMuyue B KyJbTypaibHoOW xuakoctu AT®, HA/L,
I'T®, a Taxke caxapoB, TTFOKO3bI U PHOO3HI.

Buympuknemounsie cmaduu u ux opzaunennvi. BHyTpUKIETOUHbIE CTaJAUU Pa3BUTHS,
MEpPOHTHI (paHHHE MpoJu(EepaTHUBHBIC CTAJUN) U CIHOPOHTHI (IMO3IHUE TPOITH(EPUPYIOLTUE
CTaJuM), B OTJIMYME OT CIOpP, YCTPOEHBI MPOCTO: PYTHHHAs 3JIEKTPOHHAs MHKPOCKOINHUS
BBISBJISICT B HHUX JIMIIb HECKOJIBKO 0a30BBIX OpraHesul — IUIa3MaTHUYECKyI0 MeMOpaHy, sSApo,
SH/IOIUIA3MATHUECKUA  PETUKYJIYM W  HEMHOTOUYHCJIEHHbIE  TYOYJSIpPHO-BE3UKYJSPHbBIE
CTPYKTYpbl. YIpOUIEHHAsl YIbTPAaCTPYKTypa 3THX KJIETOK IOATBEpXKJaaja 3aKIO4YeHHE O
«apuMuTHBHOCTHY MuKpocropuauii (Vossbrinck et al., 1987), a mo3»xe npuBena k B3MISAY Ha
MUKPOCIIOPHJIMM KaK HAa MOJEIb «MHUHHMAJIBHON KJIETKW», COXpPAaHUBLIEH JIUIIb CAMbIE
Heooxoaumseie pyukuuu (Fedorov, Hartman, 2004).

IThasmamuueckan memopana (IIM). 1IM Ha paHHUX TPOIUQPEPATUBHBIX CTATUAX
(MepoHTax) MpeaCTaBIsieT COOON CTaHAAPTHYIO Ul DYKaPUOTHUECKUX KIIETOK TPEXCIOHHYIO
IU1a3MajieMMy TOJMIMHON 7-8 HM. HacTo OHa HeceT MHOTOUYMCIIEHHBIE TPyOJaThle BBIPOCTHI,
YBEJIMYUBAIOLIME IJIOMIAb KOHTAKTA C KJIETKOM X03auHa (Vavra, 1976a). [loutu y Bcex BUI0B
[IM o06pa3yeT KOHTaKThl C BHEIIHEW MeMOpaHOW MUTOXOHJIPHM KIETKH XO3MHMHA M PEXE C
OHIOIUIA3MATUYECKUM PETUKYJIYMOM, YTO XOPOLIO COIJIACYETCSI € OJHEPreTH4ecKon
3aBUCUMOCTBIO MHUKPOCIOPUIUI OT KJIETKM XO3sMHa W HaimuuueM B IIM mmxpocnopuamii
MHOTOUYHCJIEHHBIX MeMOpaHHBIX NepeHocurnkoB, B ToMm umcie, AJII/ATII Tpancnokas
(Williams et al., 2014). VYV HekoTOpbIX BHAOB, B YaCTHOCTH, Yy HpeICTaBUTENEH
Tubulonosematidae, IIM  mokpbITa  CIOEM  JJIEKTPOHHOIUIOTHOTO  TJIMKOKAJIUKCA,
dopmupytromero tpyoddarsie crpykypsl (Franzen et al., 2005). Ha ompenenennoit craguu
’KM3HEHHOTO LMKJIAa Ha nosepxHocTh [IM HauMHAeT OTKIaAbIBATHCS JIEKTPOHHO-IUIOTHBIN

MaTepuai, B JaJibHEHIIIeM y4acTBYIOIUN B (OPMUPOBAHNUN 0O0JIOUYKU CIIOPHI U €€ BHIPOCTOB.
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[TosiBneHre 3MeKTPOHHOIIOTHOTO MaTepuaia Ha [IM oObpvHO (HO HE BCErzia) yKasblBaeT Ha
OKOHYAaHHE MEPOTOHHUHU U HAYaJI0 BTOPOH CTAIUH KU3HEHHOTO IIHKJIA — CHOPOTOHUH, KOTOpast
MPEJICTABICHA TPEMSI OCHOBHBIMH KJIETOYHBIMH MOP(OTHUIAMH: ACTSIIUMUCS CIOPOHTAMU,
HEJIISIIUMHECS CONIOPOOJIACTaMH, MOCTENeHHO Au((EepeHINPYIOMUMUCST B 3peiible CHOPHI
(Vévra, Larsson, 1999, 2014).

Aopo, meiio3 u cmena adepuvix ¢haz. Snpo MUKPOCTIOPUANI UMEET KPYTIYIO, OBAIbHYIO
WIH TIOJKOBOOOpa3HYIO (opMY; OKPYKEHO ABYXCIOWHOW 0OOIOYKON ¢ MHOTOYHCICHHBIMHU
nopamMH, Kak y JpYrHX 3ykKapuoT. J[Be MeMOpaHbl siAepHOH OOOJOYKH, pa3/ieIeHHBIC
NEPUHYKIICAPHBIM TIPOCTPAHCTBOM, TPEACTABISIIOT COOOW BaXKHBI KOMITAPTMEHT KJIETKH
MUKPOCIIOPHUINI, AKTHBHO Y4aCTBYIOIINN B CEKPETOPHOM TPAHCIIOPTE MEPOHTOB U CIIOPOHTOB
(Sokolova et al., 2001; CokostoBa u ap., 2001). Pazmepsl siziep 3HAYUTEIHHO BAPUPYIOT B X0J1€
JKU3HEHHOTO IIMKJIA: OT OJHOTO 10 5 MKM B jauamerpe. Ha mpoTspkeHuu OOoJbliei dacTw
JKU3HCHHOTO IIMKJIA XPOMAaTHH HE KOHJICHCHPOBAH, HYKJICOIUIa3Ma BBIMJISIIUT OJHOPOIHOM.
XpomMocoMBI ¢1a00 KOHACHCUPYIOTCS IIPHU JICJICHUH KJIETOK napa3uta. OCHOBHOM THII JeTICHUS
MPOTUPEPUPYIOMINX CTAJHUNA: 3aKPBITHIN KpUNTOMUTO3. LIeHTpHI OpraHu3aiuu MUKpOTPyOOUeK
IpPE/ICTaBICHBI IEHTPHOJIAPHBIMH TUIACTUHKAMH, BCTPOCHHBIMHE B siZIepHYIO 000s10uky (Vavra,
Larsson, 2014). Meromom snektpodopesa B myinbcupyromiem moie (Pulsed Field Gel
Electrophoresis, PFGE) komuuecTBO XpOMOCOM ONpENENeHO JHIIb y HECKOJIbKHX BHUIOB
MHKpocropunii; Tak, y Encephalitozoon cuniculi ux 11 (Biderre et al., 1999), a y Paranosema
grylli — 17 (Nassonova et al., 2005). OtauuuTenbHas 4YepTa sAepHOro anmnapara MHOTHX BUIOB
MUKPOCTIOPUJIUN — €T0 OpraHu3aI|sl B BUJE JUIUIOKAPHOHOB, T.€. ABYX MPUIISKAIIUX JIPYT K
IpyTy, MOP(HOJOTHUECKH HICHTUYHBIX W CHHXPOHHO MACISAIIMXCS sipa B OJHON KIIETKE.
AHaNOrHYHOE PacIookKeHue saep u3BecTHO st qumiomonaael Giardia liamblia. Ho ecim y
AAMONUN JUTIIOKAPUOTUIECKOE COCTOSHUE Siiep HEU3MEHHO, TO Y MUKPOCHOPHAMNA HMeeT
MECTO uepeioBaHue (a3 ¢ AUII0- © MOHOKAPUOTUYIECKOM CTPYKTYpOi siapa. Bripouem, MHOTHE
BUJIbI MUKPOCIIOPHINN UMEIOT OJTHO PO WIIH, HA00OPOT, CABOCHHBIC sijipa Ha MPOTSHKEHUN
BCETO JKM3HEHHOTo IWKiIa. Hambosiee WHTPUTYIOIIHME BOMPOCHI, CBS3aHHBIE C SICPHBIM
anmapatoM MHUKPOCHOPHAMM, — 9TO MpoOieMa Haduuus Meio3a W TMOJIOBOTO Ipoliecca B
rpynmax ¢ OTCYTCTBHEM UEpelOBaHUS TMOKOJIEHUN U mpodiieMa TUIOWAHOCTH SAEp
JUTUTOKapUOHA.

Panee mpenmomnaranoch, 4TO TOJOBOM MPOIECC W MEWO3 — TuiesnomopdHas depra,
COXpaHMBINAsACA B TE€X TPYIMIax, TJe HMEETCS dYepeAOBaHHE MOHOKAPUOTHUEKHONH U
JTUIUUIOKapUOTHYECKON (a3, Hampumep, y TnpeacraButeneii pomoB Amblyospora wmm
Vairimorpha. B takux rpymnmax HaOIrogacTcs AMCCOLMMAIUS SAEP, KOTOPOH MPEANICCTBYET

meito3 (Canning, 1988). BoccranoBiieHHe AMIIIOKAPHOHA TPOMCXOAWT B XOJE IPOIECCOB,
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MHTEPIPETUPYEMbIX KaK T'aMETOT€HE3 M IJIa3MaTOMMsI, XOTS TaMeTOreHe3 WU CHHraMus
ormeuensl numb y Amblyospora spp. (Becnel et al., 1987; Hazard et al., 1985) u, BepositHoO, y
Kneallhazia solenopsae (Sokolova, Fuxa, 2008). Cumranoch, 4TO B OCTaIbHBIX TPYIIaX,
MPEIIOJIOKUTEIILHO MPOJBUHYTHIX, C MPOCTHIMH 0€3 CMEHBI SAepHBIX (a3 >KU3HEHHBIMU
UKIAMH, TOJIOBOM mpolecc W MeHo3 yTepsiHbl B XOJ€ PEIyKIHMOHHOM SBOIIONUHU B
COOTBETCTBUHM C OOIIMM TPEHIOM 3BOJIONHMHA MUKPOCHOPHINN Ha MHUHHMM3ALHIO Pa3MEpOB,
T€HOMOB, MPOTEOMOB W T.1. Bce oka3anoch clioKHEe: Meio3 B TOW Wiu WHOU Qopme, ¢
pa3IMYHOIl 4acTOTOW M CTENEHbIO 3aBEpPIICHHOCTH MPHUCYTCTBYET U Y BUJOB, CUMTABIIUXCS
paHee acekcyanbHbIMU. Hampumep, neranbHblii MOPGOJIOTMYECKUN aHAINU3  BBISIBUII
KpPaTKOBPEMEHHYIO ofHOsiiepHyto craauto (Sokolova et al., 2003) u cuHanTOoHEeMasbHbIC
xomriutekcel (Nassonova, Smirnov, 2005) y Paranosema grylli — Buzna, cuuraBmerocst ctporo
JTUTUIOKaPUOTUYHBIM U aCeKCyallbHbIM. AHAIIW3 TeHOMOB ITOKa3aJl, 4YTO TOMOJIOTH T€HOB Mei03a
(Spol1, Rad50, Mrell, andRad51 u ap.) umerorcs y Encephalitozoon cuniculi, Paranosema
(Antonospora) locustae, Entercytozoon bieneusi u Nematospora parisii, T.e. Yy
MUKPOCTIOPH NI, OTHOCSIIUXCS K (PUIOTEeHETHYECKN HEPOJICTBEHHBIM KiajgaM. ToT ¢akT, 4To
MUKPOCTIOPHUIMU B XOJI€ MPUCIIOCOOUTENHHOM 3BOIONUU K BHYTPUKIECTOYHOMY Mapa3suTH3IMY
MOTEPSUTH MHOXKECTBO BKHBIX (DYHKIIMOHATBHBIX T€HOB, IIPH 3TOM COXPAHUB CIIeIU(UIECKUE
reHbl Meio3a, TOBOPUT O TOM, YTO HAJIWYME MeHo3a M IOJIOBOTO Ipolecca BXOAWUT B
(GyHIaMEHTaJIbHYIO XapaKTepucTuky Tuna Microsporidia, 1 moTeHIHaIbHasE CIOCOOHOCTh K
Melo3y ecTh y BCeX COBpeMeHHbIX BHIOB dToi rpymmbl (Lee et al.,, 2014). Meiio3 y
JUIJIOKAPUOTUYECKUX BHJIOB MUKPOCIIOPUANI MOXKET IPOMCXOIUTH KpaitHe penko. [Ipu sTom
OYEBHUJHO, YTO pPEKOMOMHAIMs TE€HETUYECKOro MaTepuaja MeXAy TI'€HETUYECKU
HEOJIHOPOJHBIMHU SIIpaMH  IUIIJIOKAPUOHOB CIIOCOOCTBYET OMOJIOrMYECKOMY YCIeXy BHUAA
(Nassonova, Smirnov, 2005).

Ha ocHoBanmu u3ydenus: Meiioza y amomuocrtopus (Becnel et al., 1987; Hazard et al.,
1985) cnenaHo 3aKiIOYEHUE, YTO MEH03 Y MUKPOCIIOPUINI — COBEPIIIEHHO OCOOCHHBIM, U OH
BKJTIOYaeT (a3bl PACXOKICHHS U CXOXICHUS/CIUSHUS siaep aututokapuona (Canning, 1988).
[To3xe Flegel u Pasharawipas (Flegel, Pasharawipas, 1995) BecbMa yOemuTelbHO
IPOJEMOHCTPUPOBAIA, YTO OTH JK€ JAHHBIE MOTYT HCIOJB30BaThCA IS MOJAEPKKU
CTaHJapTHOW CXeMbl MeH03a 3yKapHOT, KOTOpas COCTOMUT B ClieAyrolieM. J[Ba ramiouHbIX
A1pa JIUIIIOKApUOTHYECKOTO MEPOHTAa CIMBAIOTCS U (HOPMUPYIOT OJHO JUIJIOUTHOE SIIPO,
KOTOpPOE€ 3aTeéM IOABEPracTcsl JBYM CTaHAAPTHBIM MEMOTHYECKUM JIEIECHMSIM, 33 KOTOPBIMU
clieflyeT MUTOTHYECKOE JeJIeHHEe, B pe3ysibTaTe 4ero obpasyercss § ramiougHbIX saep. S
HEOJIHOKPAaTHO HalIr0ana 3TOT Mpoliecc MPH UCCIeT0BaHUSX MUKPOCTIOPUANIA, 00pa3yroImux

okrocropsl (Sokolova, Fuxa, 2008; Sokolova, Overstreet, 2018; Sokolova et al., 2016). 3a
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CIIMSTHUEM SI/Iep AUTUIOKapHOHA CIIEAYIOT AUCCOLUAIHS SAep U TUIa3MaTOMUs, a 00pa3yIoecs
KJIETKH OOBIYHO IOJBEPraloTCs TPEM payHAaM SIIEPHOTO JeleHHs ¢ (JOPMUPOBAHHEM JIBYX
BOCBMHU SIEpHBIX IU1a3mMoaueB (cM. InmaBy 3). He mousTHBIM octaercss TOT (akT, 4TO
CHHANITOHEMAJIbHbIC KOMIUIEKCHI MHUKPOCIOPHIUH, 3a €AMHCTBEHHBIM HCKIIOUCHHEM
(Andreadis, 1983), nabaromanuch B sapax AMILIIOKAPHOHOB, Hampumep, y Amblyospora spp.
(Hazard, et al., 1979), K. solenopsae (Sokolova, Fuxa, 2008) wmu Paranosema grylli
(Nassonova, Smirnov, 2005). Psii aBTOpOB 00BSACHSUIIN 3TO SBJICHUE «a0OPTUBHBIM MEHO30M»,
KOTOPBIii HAYWHACTCS B OTBET HAa BHYTPUKICTOYHBIC CTUMYJbI, HO HE 3aKaHUYMBACTCS
dbopmupoBanuem ramronaHbeix «ramer» (Canning, 1988). IMoayuaercs, 4yTO «aOOPTHUBHBIM
Mei03» HaOmogaeTcs daiie, 4eM HOPMajbHBIH, YTO CTPAaHHO M HEJIOTMYHO. 3arajky
CHHANTOHEMAJIbHBIX KOMIICKCOB B MHAMBHIYaTbHBIX SIPAX JUIJIOKAPHOHOB MUKPOCTIOPHTHIA
MOYKHO XOTsI ObI OTYacTH OOBSICHHUTH CIenyromuM o0pa3oM. B kierkax, rie HaOIoaarTCs
CHHAITOHEMAJIbHBIC KOMIUICKbI, UMEET MECTO HapYIICHUE SACPHON 000JIOYKH B 30HE KOHTAKTa
MEXIYy SApaMH JUIUIOKAPUOHA — «pa3pbIBbI» WINM «Opemm», KOTOpbIe HEOJIHOKPATHO
HaOJ o Jamich MHOIO 1 ipyrumu aBtropamu (Nassonova, Smirnov, 2005; Sokolova et al., 2003;
Sokolova, Fuxa, 2008). Uepe3 st Opemind MOXKET MPOUCXOAUTH OOMEH TI'€HETHYECKHUM
MaTepHaIoM MEXIy COCeTHUMH siipaMu JUIuIokapuona. [locneanee npeanonoxenue Tpedyer
AKCTIEPUMEHTAIBHOM MTPOBEPKH TaK K€, KaK U COOTBETCTBHE CHHANITOHEMAaIbHBIX KOMILIEKCOB
MUKPOCTIOPHINI aHAJIOTWYHBIM CTPYKTypaM JPYIHX JYKapHOT, HAIPHMEp, C MOMOIIBIO
ummynomedenus (Lee et al., 2014).

[Iupoko oOCyXk1aeMbIM M BCE €Ille HEPEUICHHbIM BONPOCOM OCTA€TCs B3aUMOCBS3b
MEXIy JWIUIOKAPHOTHYECKUM  COCTOSIHHEM  siipa W IUIOMIHOCTBIO.  [TOCKOIBKY
MUKPOCTIOPHIIUHN AETSATCS C TIOMOIIBI0 KPUITOMHUTO3a, OTIENBHBIE XPOMOCOMBI HE BHJIHBI
OTYETJINBO U HE MOTYT OBITH TOJCYUTAHBI BO BpeMs JAeNeHUs KIETKU. BoIbIIMHCTBO
uccieoBaTene MpHUIepKUBAIOTCS TOYKM 3pEHHs], YTO JAUIUIOKapUOH 00pa3oBaH JBYMs
TaIyIONHBIME SIAPAMH M, COOTBETCTBEHHO, TIPEICTABISIET CO00H ()yHKIIMOHATBHBIN TUTITON]]
(Becnel et al., 1987). DTOT BBIBOJ MOATBEPIKAACTCS MOACYCTOM XPOMOCOM Ha OKPAIICHHBIX
npenaparax (Chen, Barr, 1995; Hazard et al., 1979). Bonee toro, usmepenue coaepxkanus JJHK
TaKXKe yKa3blBaeT Ha (DYHKIHMOHAIBHYIO JAWIUIOWAHOCTh JMIUIOKapHoHa. Hampumep,
CYMMHpPOBaHHE JIJTMH XPOMOCOM B TaljIOWJIHOM T'eHoMe MuKpocrnopuanu Paranosema grylli
METOJIOM UMITYJIbCHOTO renb-3nekTpodopesa (PFGE) naer onenky xonmnuectsa JIHK, koTopas
COIJIACYeTCsl C OIIGHKOH, TOJy4eHHOW B pe3yibTaTe [MTOJOTHYECKUX H3MEpPEeHUN
¢yopecuenmy kaxaoro sapa qummiokapuona (Nassonova, Smirnov, 2005). [pencraBnenne
0 TOM, YTO Ka)XJ0€ SIpO JUIUIOKapHOHA TaIlJIOWIHO, KaK OTMEUYCHO BBIIIE, TPOTHBOPCUYHT

Ha6J'IIOI[eHI/IIO CHHAIITOHEMAJIBHBIX KOMITIJICKCOB B OTACJILHBIX SAApaxX AUIIJIOKApHOHA, yHUThIBAs
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TO, YTO CHHAINC MPOUCXOJUT MEXKIYy TOMOJOTHYHBIMH XpoMocoMamu. HMHTepecHO, YTO
NOAPOOHBIC UCCIIeI0BaHMs TUIOUIHOCTH B auiutokapuone Giardia lamblia mokassiBaror, uto
Ka)XJ10€ AP0 TUILIOKAPUOHA B XOJIC )KU3HEHHOTO IIMKJIA MCHSET COCTOSHUE OT JUILIOUIHOTO
na terpamtonaaoe (Bernander et al., 2001). ITockonbKy Apyroii aHaaor MEKPOCIIOPUAHAIBHBIX
JWIJIOKAPUOHOB ~ —  3TO  JIMKAPUOHBI  BBICIIMX  IpuboB  moxamapctBa  Dikarya
(Ascomycota+Basidiomycota), BO3HHUKAeT BOIPOC, aHAJTOTUYHBI JIU MHKPOCIOPHIUATIbHbIC
JIMIIIOKAPUOHBI TETPAIUIOUTHBIM SJpaM TUITIOMOHA]] ITH TUIJIOUIHBIM JIMKapUOHAM IPUOOB.
C o/1HO¥ CTOPOHBI, MUKPOCTIOPUIMHU OTPEICICHHO POICTBEHHBI IPHOAM, U MOCICTHEE KaXKETCS
6osiee noruuHbiM. C Ipyroil CTOPOHBI, MOP(OIOTHUECKH JUTUIOKAPHOHBI MUKPOCTIOPUINI
NOXOKM Ha sijpa JIsAMOJMiA, a HE Ha JUKAapHOHBI TpuOoB. Kpome TOro, IUKapHOHBI
NPUCYTCTBYIOT TOJBKO Y BBICHIMX T'PUOOB, KOTOpbIe (UIOTCHETHUECKH JaleKh OT
MHKPOCIIOPH/IHIA, & CIBOCHHBIC SIIpa MOTJIM HE3aBUCHMO BO3HUKATh B PA3UYHBIX TPYINax B
XO07Ie IBOJIOIMU MOJOBOr0O Ipoiiecca. [amionIHOCTh MOHOMOP(MHBIX MOHOKaPUOTHYECKUX
OpraHu3MOB, TaKMX Kak MojaeibHbIii Bua Encephalitozoon cuniculi, Ttaxxe Bechbma
comuutenbHa. C momorpio rudpuauzanuu JJHK BbISBICHBI TOMOJIOTHYHBIE XPOMOCOMBI B
sape E. cuniculi (Biderre et al., 1999). Kpome TOro, rerepo3uroTHOCTh IO HECKOJIBKUM
JIOKycaM HE3aBUCHMO IPOJEMOHCTPUPOBAHA B HECKOJBKUX HCCICIOBAHMSX HA Pa3IMYHBIX
u3onstax storo Buma (Katinka et al., 2001; Pombert et al., 2013; Selman et al., 2013), uto
CITYXHT YO TUTEIbHBIM JI0Ka3aTeIbCTBOM JUILIONIHOCTH reHoMa E. cuniculi. Ananu3 renoma
JPYroro MOHOMOP(GHOTo U MOHOKapHoTH4eckoro Buaa — Nematocida parisii, Mupocropuin
HEMaToO/, TaKXe BBIIBHJ MHOXECTBO TI'€TEPO3UTOTHBIX TEHOB, YTO OISTh YKa3bIBaeT Ha
murmmonauio  (Cuomo et al,, 2012). Ckopee Bcero, COCTOSHWE WHIMBHIYaIbHBIX SIEP
MHKPOCIIOPHIHI MOXKET BAphPOBATH OT TrAIJIOUHOTO JI0 TUILIOUTHOTO, & IUIIOKAPUOHOB — OT
JMIIONTHOTO J0 TETPAIUIOMJHOTO B 3aBUCHMOCTH OT BHJIOBOHM NPHHAIICKHOCTH U (a3bl
KM3HEHHOTO [IUKJIa

Mumocomst ~ —  OpraHe/uibl,  TOMOJOTMYHBIE  MHTOXOHJAPHSIM  JYKapHOT,
UIeHTU()UIIMPOBAHBI C TIOMOIIBI0 UMMYHOIIMTOXUMHUH B MepoHTax Trachipleistophora hominis
(Williams et al., 2002) u E. cuniculi (Tsaousis et al., 2008; Williams et al., 2008), a takxe B
cniopax Paranosema (Antonospora) locustae (Dolgikh et al., 2011). DT opraHesIbl 10 CBOMM
pasmepam (50-200 um), mopdostoruu u unciy B kiaetke (10-30) comoctaBUMbI ¢ MUTOCOMaMHU
Entamoeba histolytica (Amoebozoa) u Giardia intestinalis (Metamonada) (Regoes et al., 2005;
Tovar et al, 1999). B wmwurOoCOMax MHKpPOCHOPHUIHHA OTCYTCTBYET T€HOM, OCIKH
okuciutensHOro  ocopmmmpoanuss u mmkiaa Kpebca. OcHOBHast (YHKIUS MHUTOCOM
MHUKPOCIIOPHIUN TaK K€, KaKk 1 MUTOCOM JIIMOJUii 1 HTamMe0 — 310 6mocuHTe3 Fe-S kimacrepor

(Dellibovi-Ragheb et al., 2013). I'eHsl, KOOUpPYIOIIHE COCTABHBIC SJIEMEHTHI 3TOTO IYTH,
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BBISIBIICHBI BO BCEX M3YYEHHBIX MHUKpocmopuauanbHbeix renomax (AKiyoshi et al., 2009;
Cornman etal., 2009; Corradi et al., 2009, 2010; Cuomo et al., 2012; Heinz et al., 2012; Katinka
et al., 2001; Pan et al., 2013), a camu Genku JIoKaaM30BaHbl B MuTocoMax E. cuiculi in situ
(Goldberg et al., 2008). I'eHoMHBII aHaIM3 TAaKXKe BBISBHII B TeHOMax MHUKpocmopuauii E.
cuiculi u N. bombycis cuibHO peaynHpoOBaHHBIN, HO (YHKIHOHAIBHBIM HAOOP TCHOB IS
KOMITOHEHTOB MHTOXOHJIPHAIBHOTO TpPaHCIOpPTa (TOJNBKO 6 TEHOB KOIUPYIOT OCJKH,
OTBETCTBEHHBIC 32 TPAHCIOPT B MHUTOCOMAaX MHUKPOCIOPUAMN B OTIMYHE OT 25 TEHOB,
BBISIBIICHHBIX B MUTOXOH/IPHSIX IPOXIKEH ). DTH KOMIIOHEHTHI BBIMTOJHSIOT KIIFOUEBBIC () YHKITHH
pacnio3naBanus (Tom?70), TpaHcOpTa Yepe3 HapYXKHYIO U BHYTpeHHIOI0 MeMOpanbl (Tom40,
Tim50, Tim22), BcTaBKy BO BHEIIHIOW MeMOpany (Sam50) v TpaHCIOKAIMIO B MaTPUKC
murocom (Pam18, mtHsp70) (Heinz, Lithgow, 2013; Lin et al., 2012). Kpome Toro, B reHOMax
HECKOJIbKUX MHKPOCIIOPUIHI BBISBICH T'€H allbTepHATHBHOW Okcuuasbl (AQ) (yOMXHHOH-
KHCJIOPO/I-OKCHIOPEAYKTA3bl, JOKAIM3YIOUICHCS HAa BHYTPEHHEH MeMOpaHe MHUTOXOHIPHIA
rpudoB u Beiciux pacrenuii) (Heinz et al., 2012; Williams, Keeling, 2005). AO u riunepod-
dochar  mermmporeHaza  (mtG-3-PDH)  mmkpocmopuamii  SKCIPECCHUPOBAINCH B
reTeposIOrnyHoi apoxakeBoii cucreme (Burri et al., 2006; Williams et al., 2010). Kpome toro,
AO 0OblTa IMMYHO-JIOKAJTH30BaHa B MuTOCcOMax crop Paranosema locustae (Dolgikh et al.,
2011). DTO rOBOPHUT O TOM, YTO KOHEYHBIM AKIECITOPOM 3JICKTPOHOB, IO KpaiiHeW mepe y
HEKOTOPBIX MUKPOCIIOPHUIIUH, CITY’)KUT KUCIOPOJ, U YTO, BO3MOYKHO, TIEPEHOC 3JIEKTPOHOB C
NPOJIYKTA TIIMKOJIN3a, rniepoi-3-hocdara, Ha 02 OCYIIECTBISIETCS B MUTOCOMAX C TIOMOIIBIO
yenHouHOTrO riunepodocharnoro mexanmszma (Williams et al., 2014). UurepecHo, uToO
MHUKPOCIIOPHINH, OTHOCSIHECs K umoreHeTndeckoit cynepkiaae Clade 1V Terresporidia (E.
cuniculi, E. intestinalis, E. bieneusi, N. bombycis u N. ceranae) yrepsuin reust AO, B TO ke
BpeMsl COXpaHUB TeH MuToxoHapuanbHoil ¢opmel G-3-PDH. Ilpennonaraercs, uto
0COOEHHOCTH KapOOTHAPATHOTO METa0O0JM3Ma, XapaKTePHbBIC JIs ATOW TPYIMIBI, U MOTEPS
QITepHATUBHOW JbIXaTEIbHOU IeMH cTanu (U3HOJIOTMUYECKON ajanTaiued mpu nepexojie K
HazemHomy obpasy xuszuu (Williams et al., 2014).

Membpannvie cmpyKkmypel, BbISBIIIEMbIC B IUTOILIa3Me PO EPATUBHBIX CTaINN, KaK
NPaBUJIO, CBS3aHBI C CEKPETOPHBIM TPAHCIOPTOM MHUKPOCHOPHUAMNA, W HEKOTOPBIC M3 HHUX
MOXHO CYMTaTh FOMOJIOTaMH armmapata [oibku. DTHUM OpraHe/uiaM IOCBSIICHA TaBa 4

JCCEPTaINH.

1.2 DBoIIOIMOHHBIE CBSI3U MUKPOCIIOPUANI U MOJI0KEHHE B CHCTEMe IYKAPHOT
1.2.1 Uctopus Bonpoca: mpocTelIre Ui rpuosi?
MUKpOCHOPUIUOIOTHYECKYIO  JIETONUCh ~ HPUHATO BECTH C  OIHCaHHSA

MHUKPOCKOIIUYECKOT0 BO30YAUTEIS TEOPUHBI TYTOBOTO IIETKOMNPS/a, TPO3UBIIETO YHUYTOXKHUTh
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menkoBozcTBo B FOxHoit EBpore B Hauane 19 Beka.® Tlapasur ommcan xax Nosema bombycis
Négeli B 1857 rony u otHece k Schizomycetes (1ut. mo Becnel, Andreadis, 1999; Sprague,
1977a). DtoT (akT ceroaHs 3BYYMT HPOHUYHO. [loHAaMOOMIIOCH MONTOpa BEKa, YTOOBI
MHUKPOCIIOPHINH, TTOOBIBAB B KauecTBE cemeiicTBa oTpsaaa Myxosporidia (Thelohan, 1892, ruT.
o Issi, 1986), oTpsiga mim mojakiacca B cocrase tumna Sporozoa (Kudo, 1924; Labbe, 1899),
TAKCOHAa PABHOIO paHra ¢ MHUKPOCHOPUIUSAMH M AaKTHHOMUKCHUIMSIMHU B COCTaBe Kiacca
Cnidosporidia (Kudo, 1966), ne3aBucumoro tuma B coctaBe IapctBa Protozoa (Levine et al.,
1980), a 3arem Archezoa (Cavalier-Smith, 1993), namum cBoe MECTO Ha ApEBE KU3HU B
KadyecTBe Ommkaiimux poacrBeHnukoB rpuoos (Adl et al., 2005, 2012; Corsaro et al., 2014a;
James et al., 2006; Karpov et al., 2014; Mikhailov et al., 2017).

PaHr rpynmel W TOJOXKEHHUE MHKPOCHOPHIMNA B CHCTEME JYKAPUOT HEOIHOKPATHO
MEHSUTUCh B XOJI€ MX M3y4YCHHS W BCETJa BBI3bIBAIU JUCKyccuu. Her HeoOXoauMocTH 37ech
OCTaHaBIIMBAaThCSI Ha OTOM BOINPOCE, T.K. OH MOJIPOOHO pPACCMOTPEH B HECKOJIBKHX
nyonukanusax (Issi, 1986; Keeling, Fast, 2002; Sprague, 1977b; Sprague et al., 1992).
[TpumeuaTenbHo, 4to eme B 1990-x mukpocnopuauii otHocwim K Archezoa — cOopHOMY
CYNEPTAKCOHY HU3LIMX JSYKAPUOT, OOBEAMHSIONIEMY aMHTOXOHAPHAIBHBIX MPOCTEHIINX,
SKOOBI OTACTHUBIINXCS OT JSYKAPHOTHYECKOTO CTBOJIA JIO NPUOOPETCHHS MHUTOXOHIAPHIA
(Cavalier-Smith, 1993; Corliss, 1994; Vossbrinck et al., 1987). B monb3y mnepBHYHOMN
«IIPEMHTHBHOCTH» M TIPUHAIEKHOCTH K Archezoa® Mukpocmopumuii roBopuu cremyroniue
XapakTepucTUKH: (1) YIpOIIEeHHOE CTPOCHUE BETETATUBHBIX CTAIHi MUKPOCIOPUINMN, B
YAaCTHOCTH, 3aKPBITHIA THII MHTO3a, OTCYTCTBHE€ MHUTOXOHJIPHUH, TMEPOKCUCOM, THUKTHOCOM
annapara [onpmxu, 9+2 MUKpOTYOYISpHBIX CTPYKTYp M 3amacaromiux rpanynd; (2) 70S
pubOCOMBI «IIPOKAPUOTHOTrO TUma» (B ominuue oT 80S y OOJBIIMHCTBA 3YKApUOT) C
K03 PHUIIMEHTOM CETMMEHTAIIUU MAJIOH pUOOCOMATbHOM CYyOBeTMHUIIBI 16S, Kak y TPOKapHOT,
a "He 18S, kak y sykapuort; (3) ctpykrypa pudbocomansnoro PHK onepona, B kotopom 5.8S

pPHK xoBanenTHo cBsizana ¢ 23S pPHK kak y npokapHort, B OTJIMYHE OT APYTUX SYKAPUOT, Y

SHauGonee panHss HaxoJka MUKpocriopuauu npunaaiexut Gluge (1838), koTopslii onucan napasurudeckmii
MHKPOOpPraHM3M M3 pbIO, mo3ke HazBauHbli Glugea anomalia (Moniez 1887) (uut. mo: Becknel and
Andreadis, 1999).

4K cyneprakcoHy Archezoa oTHocATCS CleAyrolMe Ipylnbl NpoTHCTOB: aumiomoHansl (Giardia),
tpuxomonansl (Trichomonas), muxpocrmopuauu (Nosema), surame6sr (Entamoeba) u mnenoGHOHTHI
(Naegleria, Valkhampia). A 6-kindom classification and a united phylogeny. Cavalier-Smith T. A 6-kindom
classification and aunited phylogeny // Endocytobiology I / Schwemmler W., Schenk H. — Berlin: de Gruyter,
1983. - C. 265-279.
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KoTopbix 3Tu yuacTku pPHK mpencrasnensr otaensHeiMu Mosekyaamu (Vossbrinck, Woese,
1986); (4) oTcyTcTBHE Y MUKPOCIIOPHIUI HHTPOHOB, KOTOpBIE 1o runoTe3e Kapambe-Cmura
ObUIM TPHUBHECCHBI B TEHOM JYKAPHOTHUCCKOW KICTKH IPE-MHTOXOHIPHATbHBIMH
supocuMmbuontamu (Cavalier-Smith, 1991), u cucrems! cruiaiicunra. IlepBreie ¢unoreHum,
OCHOBaHHBIC Ha aHAJIM3€¢ CHUKBEHCOB I'eHa Majol cyObemuHuibl pubdocomanbHoii PHK
(Vossbrinck et al., 1987), reHoB (akropoB 3iouraiuu Tpancasuuud lo u 2 (Kamaishi et al.,
1996a, b) u rena wmsoneiinun PHK cunrerassr (Brown, Doolittle, 1995), yka3wiBanu Ha
0azapHOE TIOJI0KCHUE MUKPOCIIOPUIHIA Ha IPEBE DYKAPHOT.

Crnemyer OTMETHTh, YTO «apXe30iHas» TNPUPOJa MHUKPOCHOPUANN HEOTHOKPATHO
HOJIBEpPrajiaCh COMHEHHMIO CaMHMH K€ aBTOpamu apxesoiiHou rumote3sl (Cavalier-Smith,
1993), T.K. YOPOLICHHOCTh CTPOCHUS BETCTATHBHOW KJICTKM MHUKPOCIOPHIUM, Kak |
npejcTaBuTeNiell  apyrux rpymm  Archezoa, OOJIBIIMHCTBO W3 KOTOPBIX IPEICTABICHBI
napasuTU4YeCKUMu  (GopMamu, Moria ObITh  CBS3aHAa C  NPHCIOCOOJICHHSIMU K
BHYTPHUKJIETOYHOMY Hapa3sUTU3MYy, a CII0)KHOE CTPOCHHE CIIOP MHUKPOCHIOPHINN HEBO3MOYKHO
ObUIO Ha3BaTh NPUMUTHBHBIM. VIMEHHO MepeMelieHHe MHKPOCIIOPUINA OT OCHOBAHHS
¢dunorenernyeckoro apesa (Vossbrinck et al., 1987) k ero Bepmune (Keeling, Fast, 2002)
CTaJI0 TIEPBBIM COKPYIIUTEILHBIM yIapOM [0 «apXe30iHas TUIOTE3e», KOTOpas OKa3aiach
HECOCTOSTC/ILHOW TaKke M B OTHOIICHWHM JAPYIMX TPYII — SHTamMe0, TUIUIOMOHAT W
napa6aszanua (Dacks, Doolittle, 2001), Ho npu 3TOM HEOOBIYAKHO TIOJOTBOPHONW C TOYKH
3peHMsI TPOrpecca B U3yUCHUH YBOJIOIMOHHBIX CBSA3EH HH3IIUX SYKAPHOT.

PenykimoHHast SBOJIONUS TEHOMa MUKPOCTIOPHIU, XapaKTepu3ykoliasics HeOObIYaiHO
BBICOKOM 4YaCTOTOM MyTalMil, HalpaBjJieHAa Ha KOMIIAKTU3ALUHUIO 34 CYET JIeJICHHI
HETPAHCIUPYEMbIX yYaCTKOB, BBIMAJCHHUS KJIACTEPOB HE(YHKIMOHAIBHBIX TE€HOB W
ykopoueHus (ynknuonansusix renos (Cavalier-Smith, 2005; Corradi et al., 2007; Keeling,
Slamovits, 2004; Slamovits et al., 2004; Williams et al., 2005), 4To 00bACHSIET MPOUCXOXKICHUE
VHUKaIbHOM cTpyKTyphl pubocom u PHK Mukpocnmopunuit u M0O3BOJSET CUHUTATh
KOHBEPIeHTHBIM CXOJCTBO ¢ OakTtepusimu mo >tuM mnpusHakam (Keeling et al., 2005). B
YAaCTHOCTH, CUUTAETCS, YTO OJIHA W3 JCJCIMH 3aTPOHyJa CalT NpOIECCHHra OIEepOHa
pubocomansHol PHK, uto BhI3Basio ciustnue Gombinoit u Manoit cyobenunun (Keeling, Fast,
2002). YcoBepIIeHCTBOBaHHE AITOPUTMOB M YTOYHEHHE MapaMeTpOB (UIOTCHETHYECKOTO
aHan3a BBIABUJIO OMHKOKKM B paHHUX (uorenernueckux mocrpoeHusx (Arisue et al., 2005;
Fischer, Palmer, 2005). HanGonee tTunu4yHasi pacyeTHas OMIMOKa, XapakTepHas Uil PaHHHX
¢dwtorenuii, «apredakT B3aUMHOTO MPHUTSOKEHHs JUIMHHBIX BeTBei» (long-branch attraction
artifact) (Felsenstein, 1978; Philippe, Laurent, 1998; Philippe et al., 2000), ocHoBana Ha

JIO)KHOM HPECANOIOXKCHUN, YTO OJJUH M TOT K€ I'CH B PAa3HbLIX OpraHu3Max 3BOJIOINHOHUPYET C
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OJIMHAKOBOM CKOPOCThIO. Kitaccnuecknum mpuMepoM Tako# OMIMOKH OKa3aJloCh 3aKIIOYEHUE O
JPEBHOCTH  TPOMCXOXJIEHUM  MUKPOCIIOPHAWNA  HA  OCHOBAaHMM  CPaBHUTEIHHOTO
(HIOreHeTUYeCKOro aHajM3a CUKBEHCOB TreHoB Maioi cyobenuuuubl PHK u  ¢akropa
AJIOHTAIIMM TPAHCKPHUIIUK 2. DTH TEHbl XapaKTEPU3YIOTCS MOBBIIICHHOW CKOPOCTBHIO
JMBEPTEeHIINH, YTO 3a4aCTYIO IPUBOJUT K HETIPABHILHON OLIEHKE ITO3UINI TAKCOHOB CTAPIINX
paHroB (OTpsiIbI U BhIIIE) B rutoreHeTHYeckux nmocrpoenusix (Liu et al., 2006).

[lpeamonokenne o Hamuuuu oOmIEr0 TpeAka y TpuOOB M MHUKPOCHOPHIWI
BbICKa3bIiBaich HeogHokpaTHo (Issi, 1986). Omnako mepBbie (DMUIOr€HHH, OCHOBAaHHBIE Ha
MOJICKYJISIPHBIX JTAaHHBIX, OIPOBEpraroniie 0a3aabHOE IMOJOKEHHE MHUKPOCIOPUANNA U
TPYNIUPYIOMINAE UX C TpHOaMK, OCHOBBIBAJIUCH HAa aHAJM3€ CHKBEHCOB IT'€HOB (- U 3- TYOYJIMHOB
(Edlind et al., 1996; Keeling, Doolittle, 1996; Keeling, Fast, 2002). YuurtbiBasi, 4YTO TreHbI
TyOyJMHOB 3HAYUTEILHO OBICTPEE IBOJIIOIMOHUPYIOT B TAKCOHAX, JIUIICHHBIX 9+2 CTPYKTYD,
HalpuMep, B HEXUTPUIUEBBIX TPUOAX U MHKPOCIOPUIMSX, CONMKCHUE IBYX TPYII MOTJIO
OBITH CBSI3aHO TAaK)Xe C apTe(aKTOM B3aWMHOTO MPHUTSHKCHUS UIMHHBIX BETBEH; OJTHAKO MpPH
UCKJTFOUCHUH HEXUTPUANEBBIX TPUOOB M3 aHAIN3a MUKOPOCTIOPHIUH BCE PABHO OOBEINHSIINCH
¢ xutpumueBbivu rpubamu (Keeling, Doolittle, 1996). PesynbraThl «TYOYJIHHOBBIX»
(GWIOreHNit HEMEIJICHHO MPHUBEIU K TEPEOCHKE IPYTUX XapaKTEPUCTHK MHKPOCIIOPHUIHA.
Hanpumep, y MuKpocmopuauii 1aBHO OBUTM OTMEYEHBI YHHKAJIbHBIC IS TPUOOB UYEPTHI
opraHu3aliu sapa, Mutosa u meiiosa (Flegel, Pasharawipas, 1995; Issi, 1986). Takke Hanuure
MHCEPLUH B TeHe (aKTopa SJIOHTAllMK TPAHCKPHUIIHMK |-aimb(a cOmmKaeT MUKPOCTIOPUANI ¢
Opisthokonta (Fungi+Metazoa+Choanoflagellata) (Keeling, McFadden, 1998), necmotps Ha
TO, YTO B (PMIIOTEHUSX, MOCTPOCHHBIX Ha OCHOBAHUH ATOTO T'€HA, MUKPOCTIOPUINH 3aHUMAOT
0a3apHYI0 MO3UIUIO 10 OTHOIICHUIO KO BceM Eukarya (Kamaishi et al., 19963, b).

bonee coBeplieHHbIe alTOPUTMBI aHAK3a, MO3BOJSAIONIME MUHUMU3UPOBATh BIIUSHHE
«JUIMHHBIX BETBE», yOeTUTEIbHO MOKa3aIl NpruHaaIexkHocTh Microsporidia u Fungi k oxHoii
CYIIEpKIIa/ie SyKapuoT Ha (HIOTEHHSIX, IIOCTPOCHHBIX Ha OCHOBAaHMH CHUKBEHCOB Pa3IMYHBIX
reHoB (Tab6n. 1.1), Bkiatowass reHbl mManoil u OGompmioi cyOseaunun, pPHK, u ¢akropos
anonraruu tpancsuuu (Fischer, Palmer, 2005). B nanbHelieM moJureHHbIH ¥ TEHOMHBIN
aHaJIU3bl 6€30rOBOPOYHO MOATBEPIMIN HAIMYKE OOILEro Mpeika y MUKPOCIIOpUANN U rprOoB
(ccpuiku B 0630pe Keeling, 2014)

Hanbomnee CHIIBHBIM apryMEHTOM IMPOTHUB TPEATIONOKEHHUS O TMEPBUIHOM OTCYTCTBHHU
MHUTOXOHIPHHA B KIETKaX MHKPOCHOPHIMHA OBLIO BBISIBICHHE T'€HOB MHUTOXOHIPHAIBHBIX
oenxos-manepoHoB mt HSP70 u mupyBataernaporenass B reHomax Nosema locustae (Germot
et al.,, 1997) u Vairimorpha necatrix (Hirt et al., 1997), a mo3ke — reHOB IICIION CEepHH

MHUTOXOHIPHATLHBIX OEJIKOB B TEHOMAaxX 3THX U Apyrux mukpocrmopuauii (Arisue et al., 2002;
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Burri et al., 2006; Katinka et al., 2001; Williams, Keeling, 2005). XapakTepHo, 4TO HEKOTOPBIE
U3 THX T€HOB JEMOHCTPUPOBAIM HAUOOJIBIIYIO TOMOJIOTHIO C T€HaAMH MHUTOXOHPHATIbHBIX
oenkoB Saccharomyces cerevisiae. Takum o0pazom, (hakThl HEOIPOBEPKUMO YKa3bIBaIH Ha
HaJIMYUEe MUTOXOHIPHUI y NMPEIKOB MUKPOCIIOPUANN M BTOPHUYHYIO YTpaTy 3THUX OpPraHell B
CBSI3M C MAapa3sUTHYECKUM 00pa3oM ku3HU. bonee TOro, pyauMeHTapHbIE MHTOXOHAPHU
(MuUTOCOMBI) OOHApPYKEHBI B BereTaTHBHBIX cTaausx Trachipleistaphora hominis (Williams et
al., 2002).

B renomax npencraBurencii mukpocnopuauii (Biderre et al., 1998; Fast et al., 1998) Tax
e, KaK U APYTUX apXe30HHBIX TAKCOHOB, BBISBICHBI HHTPOHBI U TE€HBI (PAKTOPOB CIUIAHCHHTA
(Dacks, Doolittle, 2001; Fast, Doolittle, 1999). Taxxe mosyueHbl JOKa3aTeIbCTBA HATHYHUS
(GYHKIIMOHAJIBHO aKTHBHBIX TiepokcucoMm B Spraguea lophii (Findley et al., 2005; Weidner,
Findley, 2002, 2003). Kpome Toro, cieayer CUuTaTh AOKA3aHHBIM, 4TO ammapaT [ oJbKd B
SBHOM WJIM CKPBITOM BHJE HMEETCSI B KIIETKax BCEX COBPEMEHHBIX 3yKAapHOT, BKIOYAs
mukpocnopuauii  (Beznoussenko et al.,, 2007), a ero mopdonornyeckas OpraHu3amus
HOJIBEPIKEHA 3HAYUTEIILHBIM MOAU(HUKALUSAM, CBSI3aHHBIM CO CIEHUPHYCCKUMU (PYHKIHSIMU
(Dacks et al., 2003; Sokolova, Mironov, 2008; Sokolova et al., 2007).

B HacTosmee BpeMst NpUHAUICKHOCTH MUKPOCTIOPUINH K «KPOHE» (PHIOT€HETHYECKOTO
JpeBa W POJCTBO MHKPOCHOPHUIMHA W TPUOOB HE BBI3BIBAIOT COMHEHHUS. APryMEHTHI B
HNOJJIEPIKKY ATHX MOJOKEHUH MOXKHO CYMMHUPOBATh cienyromum oopasom. (1) Metazoa, rpuobt
U MUKPOCIIOPUANU HMMEIOT CXOAHYIO CTPYKTYpYy TeHOB (akTopoB snonrammu EF 1 u 2,
OTJIMYAIOUIYIOCS OT TaKOBOW B JAPYIruX rpymnmax 3ykapuoT. (2) Tonpko Metazoa, rpuObl u
MHUKPOCIIOPHIMH KOAUPYIOT TUMHIMH CHHTa3y W PEAYKTa3y JUTHIPO(OIMEBONH KHUCIOTHI
JIBYMsI TeHaMH, B TO BpEMs KaK pacTeHHs U BCE M3y4YCHHBIC MPEICTABUTEIH MPOCTEHIINX
UMEIOT OJIUH T'eH, ¢ KOTOPOro TPaHCIUPYIOTCs 06a Oenka. (3) XutuH B 000JI0YKe CHOp U
Tperajgo3a Kak OCHOBHOE 3amacarolliee BEeIIeCTBO, MOMHMO MHKPOCIOPHIHHA, BCTpeYaeTcs
TOJIbKO y Tpu6OoB. (4) Kietku Mukpocnopuanii ¥ rpu0oB MoxoxH nuronornyecku. Hanpumep,
JUISL TIPEJICTABUTENICH 00EHX TPYII XapaKTePHO HAIMYME JUKAPUOHOB; CXOJHBIA XapakTep
MHTO3a W Melo3a; JeleHue saep Oe3 AMCCOIMAlMH  SACPHOM MeMOpaHbl (3aKpPBITHINA
BHYTPUSICPHBI KPUIITOMHUTO3) M BCTPOCHHBIE B SJICPHYI0 MEMOpaHy IIEHTPHI OpraHU3aluu
MukpoTpybouek (spindle plaques), a Takxe annapat ['oiabaxu B BUae TyOyIIpHBIX KIacTEPOB.
(5) ®yHnnameHTanpHble MOJEKYJIIpHblE MeXaHU3Mbl 5’- kanuHra marpuuHoit PHK B xone
TPAaHCKPHUIILIMU CXOAHBI y TpuboB m Mukpocmopuauii (Hausmann et al., 2002). (6)
dunoreHeTnveckuii aHanu3 OONBIIMHCTBA T'€HOB — MAapKEpOB ABOJIOIMOHHOTO POJICTBA
HOMeIaeT MUKPOCTIOPUINI B OJTMH CYIIEPTAKCOH ¢ TPpUOaMH JIMO0 KaK CECTPUHCKYIO TPYIITY

o otHomeHuto k Fungi, mn6o xak vacts Fungi (Tabm. 1.1).
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Takum oOpazom, k Havanmy 21-ro Beka CTal0 OYEBHUIHBIM, YTO MHUKPOCIOPUIUN
HEBO3MOXXHO CUMTAaTh O0a3aJbHOM M apXaWyHOW TpPYNIOH 3yKapuoT, W HEKOTOpHIC
MOJICKYJISIpHBIE W KJIETOYHbIE OHMOJOrM CTald paccMaTpUBaTh MHUKPOCHOPHIUIN Kak
9BOJIIOLIMOHHO MOJIOZYIO TPYIIy I'puOOB, POACTBEHHBIX JIPOAIKAM, CIIEHUATU3UPOBAHHYIO K
BHYTPHKIIETOYHOMY IapasuTH3My, aHajaoruuHo Pneumocystis carrini (Van de Peer et al.,
2000)°. P. carrini otnocunu k Protozoa 1o 1988 roga, Korjga ¢ HOMOIIBbIO MOJIEKYJISPHOI
¢dutoreHNn AOKa3aal NPUHAAICKHOCTh K aCKOMHIIETAM 3TOT0 OMACHOTO MAaTOreHa YeIoBeKa
(Edman et al., 1988). HecomHeHHo, (UIOreHETHUYECKUE CYAbOBI MHKPOCIIOPHUIAMNA U
Pneumocystis moxoxxu. OHH TOBOPSAT O TOM, YTO aJalTallMd K I[apa3sUTU3My CIOCOOHBI
U3MEHSTH JI0 HEY3HABaeMOCTH IIPU3HAKU POJICTBEHHBIX CBSI3eH KaK Ha MOP(OIOTHYECKOM, TaK
U Ha MOJIEKYJISIPHOM ypoBHE. CyIIeCTBEHHOE Pa3jinyre MEXIy JBYMs I'PYIIIaMU COCTOUT B
TOM, 4TO0 poj Pneumocystis — HeOosblas rpymnmna BbICHIMX TI'PUOOB (THI Ascomycota),
CHELMAIU3UPOBAHHBIX K IapasUTU3My B TEIUIOKPOBHBIX oOpraHu3max. i sBoonuu
ACKOMUIIETOB XapaKTepHbl HEOAHOKPATHBIE MEPEXObl OT aBTOTPOPHOCTH K Mapa3HTU3MY, U
Pneumocystis npexncraBnsier coboit oauH u3 Haubosiee 3((GEKTHBIX MPUMEPOB KpanWHE
ajanTalMd K MapasuTu3My. MHKpPOCHOPUIMM K€ — THUI HPOTHCTOB, NPEACTABICHHBIN
UCKJIIOUUTENIBHO Mapa3suTuyeckuMu ¢opmamu. MHorouuciennsle (6osnee 1200 onmumcaHHbIX
BUJIOB) MpPEICTAaBUTENIM 3TOrO TUIIA MApa3UTUPYIOT MOYTH BO BceX TakcoHax Bilateria, B
Mixozoa u 6onee ueM B 40 Bugax Alveolata (B uH(y30pusix u rperapuHax), 9To camo 1o cede
TOBOPHT O JIOCTATOYHO JAPEBHEM MPOUCXOXkaeHIH MUKpocropuauii (1ssi, 1986).

Jnis GoNBIIMHCTBA HCCiIeI0BaTeNel, IPUHUMAIOIIUX TUIIOTE3Y POJICTBA MUKPOCTIOPU I
¢ rpubamu, ocTaeTcs HEICHbIM, 00pa3yroT au Microsporidia CeCTpUHCKYIO Tpynmy IO
OTHOLICHUIO KO BceMy 1apcTBy Fungi (T.e. 00e rpynmsl UMEIOT 00ILEero Npeaka), Win e TUI
Microsporidia npuHaiekuT napcty Fungi, T.e. cpopmupoBaics kak 000c00IEHHBIH TaKCOH
HU3LIUX TPUOOB yXe IMOcie JUBEPreHIMH TPUOHONW BETBU OT 3yKapHOTHYECKOro JpeBa. B
MI0JTB3Y TIOCIICAHETO MPEAIIOIOKEHHS CBUICTENLCTBYIOT HEKOTOPhIE YHUKAIbHBIE ISl TPHOOB
U MHKPOCTIOpUANA MOp(OJIOTHYECKHE TPU3HAKU. Tak, Haludhe JUKAPHOHOB COJMKAET
mukpocrnopuauii ¢ Dykaria. MexaHusm BbICTpEIMBaHUS MOJSPHON TPYOKH MHUKPOCIIOPUANN

HallOMHMHAacCT 6BICTpOC «IIpPOPACTAHUCH MMOKOAMUXCA CIIOP Y HpeHCTaBHTCHCﬁ poaa

5 [Ipu4mHO Takoro «reperuday» ObLIO OTCYTCTBUE CUKBEHCOB TIPEICTABUTENEH 3UTOMHUIIETOB 1
XUTPUIUOMHUIIETOB B OOJIBITUHCTBE (PHIIOTEHETHIECKIX aHAIN30B, OIMyOJIMKOBaHHBIX B 1998-2002 rr,
H, KaK CJIeICTBHE, OLIMO0YHAs rPYIIUPOBKA MUKpOCTopuInii ¢ npoxoxamu (Tanabe, 2002).
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Tadauna 1-1. Tunoressl 0 mojokeHud Tuna Microsporidia Ha IpeBe dYKapHOT, MPEAIOKCHHBIC B
3aBHCHUMOCTH OT HCIIOJIb30BAaHHBIX I'CHOB-MAapKepOB (DHIOTCHETHYECKOTO POJCTBA B «IOTCHOMHBIN»
HEPHOJT MOJICKYIIIPHOH (uiioreHeTuk Mukpocrnopuauii (1987-2006) (mo: Cokosnosa, 2008)

Tunomeswvr. THI Microsporidia 3To:

[enui,
Kooupyloujue CectpuHCcKast CecTtpuHCKas rpymma IIpunamiexxur
cnedyowue 6eaxku rpyIma 1o [0 OTHOIICHHUIO K napctBy Fungi
u PHK OTHOILIEHUIO K uapcetBy Fungi

Opisthokonta wm

Eukarya B neixom

a- u B- tubulines

Jlumepamypnsle ucmoynuxu

Edlind et al.,1996;
Keeling et al., 2000;

Keeling, 2003
EF la Kamaishi et al., James et al., 2006; Gill, Fast, 2006;
19964, b; Tanabe et Liu et al., 2006 James et al., 2006
al., 2002;
EF 1Y Kamaishi et al.,
1996b
EF 2 Kamaishi et al.,
1996b
GIn-tRNA Brown, Doolittle,
synthetase 1999
Glu-tRNA Brown, Doolittle,
synthetase 1999
lle-tRNA Brown, Doolittle,
synthetase 1999
LSUrRNA Peyretaillade, Peyretaillade, 1998a  Van de Peer et al.,
1998a 2000
mtHSP70 Hirtet al., 1997; Peyretaillade, 1998b  Germot et al., 1997;
Peyretaillade, Hirt et al., 1997;
1998b Williams, Keeling,
2005.
mtPDH o, Fast, Keeling, 2001;  Gill, Fast, 2006
Gill, Fast, 2006
Proteosome a Buzat et sal., 2000
RPB 1,2 Tanabe et al., 2002  Gill, Fast, 2006; Hirt et al., 1999; Gill,
James et al., 2006; Fast, 2006; James et
Liu et al., 2006 al., 2006
SSUrDNA Vossbrinck et al., Fisher, Palmer, 2005
1987
TBP Gill, Fast, 2006 Fast et al., 1999; Gill,

Fast, 2006

Coxpamenusi: o- u B- tubulines, ansda, 6era TyOymmusl, EF la, B, y, dakrop snonrammm
TpaHCIIAINY, CyObeqMHUIBI anbda, 6eTa, Tamma; EF 2, daxTop snonranum Tpancasmuu 2; GIn-
tRNA synthetase, rmoramuaun TPHK cunterasa; GIU-tRNA synthetase, rmroramun TPHK
cunretasa; lle-tRNA synthetase, (tpanc) uzoneiinun TPHK cunreraza; LSUrRNA, BCpPHK;
MtHSP70, mMutoxoHnpuanbHbI Oenok TeruoBoro mmoka; MPDH o, B, muroxonapuamsHas
nmupyBaTAeruaporeHasa, cyobenuHuipl anbda u Oera; Proteosome a, Oenku cemeiicTsa
nporeocoMm aneda; RPB 1,2, PHK-nomumepasza Il, 6onpmas (1) u manas (2) cyObenuHUIb,
SSUrDNA, MCpPHK; TBP, TATA box-cs3siBatomuii npotenH. [Ipumevanne: Haunbomnpmryro
CTAaTUCTHYECKYIO TOJAEPKKY WMEIOT Tpu To3uiuu: 1) Tpymma BHYTpH, Zygomycota
(Keeling,2003); 2) 6azampuas BerBb Chytridiomycota (James et al., 2006); 3) cecrpuHcKas
rpynma o orHourenuro k Dikarya (Gill, Fast, 2006).
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Conidiobolus (Zygomycota, Entomophtorales), koTopoe, Kak 1 y MUKPOCIIOPUINH, BKIFOYAET
BHIBOPAYMBAHUE MEMOpAHHBIX CTPYKTYp M 3allyCKaeTcsi W3MEHEHHEM OCMOTHYECKOTO
nasienus (Ingold, 1972; Keohane, Weiss, 1999). K tomy e, moaaBisroinee OOJbIIHHCTBO
BUZOB SHTOMO(TOPOBBIX T'pUOOB, KaK W MHUKPOCIOPUIUM — MAPa3UThl UYICHHUCTOHOTHX.
KaBanbe-CMUT paccmaTpuBai JpYryloo Tpymily napasutiuueckux 3uromuiieroB — Harpellales
(Zygomycota, Trichomecetes,) B kauecTBe BO3MOXHBIX IpeakoB mukpocrmopuauii (Cavalier-
Smith, 2001) Ha ocHOBaHHH CXOACTBa MOP(OJIOrHH IMOJAPHON TPYOKH MHKPOCIIOPUIAMNA U
TIPUAATKOB TPUXOCIOP, a TAKKE YYMTHIBAS CXOJHBIE dKonoruueckue aganranun.’ U Bce xe,
HECMOTpS Ha HEKOTOPBIE aHAJIIOTUH, CIIEAYET MPU3HATH, YTO CTPYKTYPA CIIOPHI MUKPOCTIOPU NN
Y MEXaHU3M JTUCIIEPCHH YHUKAILHBI M HE HIMCIOT aHAJIOTOB HU CPEIU TPUOOB, HU CPEIH APYTHX
TPYIII 3YKapUOT, ¥ TIOATOMY HE MOT'YT CIIY)KHTh OCHOBAaHUEM JJIsl BKIIFOUSHHSI MUKPOCTIOPH T
HU B OJIVH U3 CYIIECTBYIOUINX TAKCOHOB I'PHOOB.

®dusoreHrny, OCHOBaHHbBIE HA MOJICKYJISIPHBIX TJaHHBIX, TpoTuBOpeunBel (Tabm. 1.1). Tak,
HEKOTOpbIC (HIIOTeHNH, Oa3upyroluecs Ha cukBeHcax reHoB HSP 70 u MUTOXOHIpHaIbHBIX
nenrtugas (Keeling, Fast, 2002; Williams, Keeling, 2005), momMermann MUKPOCIOPHIUI Kak
CECTPHHCKYIO Tpymiy Jposxoked (Ascomycota). OmnHako pazpemaronias CioCoOOHOCTh ITUX
aHaTM30B OblJJa HU3KOM M3-32 HEJOCTATOYHOTO KOJWYECTBA TAKCOHOB TpHOOB, a
CTaTUCTHUECKas MOJJIEP’KKa KiacTepa, 00beTUHSIIOMEr0 MUKPOCTIOPUINHN U APOKKEH, SBHO
HE/I0CTaTOYHON. ANbTepHATUBHOMN MO3UIMEH MUKPOCIIOPUANN B 3TOM %Ke UCCIIeI0BaHUH ObLIO
pacrosoxeHue B OCHOBaHHU KpoHbI dykapuotuueckoro apesa (Williams, Keeling, 2005).

CpaBHUTENBHBIN (UIOT€HETUYECKHUI aHaIu3 FeHOB alb(da U 0eTa TyOYIMHOB yKa3bIBaeT
Ha POJICTBEHHBIE OTHOIIEHHUS MHUKPOCIOPUINHA C 3UTOMHUIIETAMH M OTBEPraeT MX pPOJCTBO C
Dykarya u Trichomycetes (Keeling, 2003). B TyOyarHOBBIX (HIOT€HHSIX MHKPOCIOPHIUU
rpynnupyroTces ¢ npeacrasurensiMu Entomophtorales ninm Zoopagales, 601bIIMHCTBO KOTOPBIX
— CUMOUOHTBI ApYyrux rpu0oB mwin 0ecrno3BOHOYHBIX. OIHAKO BBIBOJBI 00 3BOJIIOIIMOHHOM
POJICTBE IPYIII HA OCHOBAHUU CXO/ICTBA TYOYJIMHOB U UX T€HOB HEHAIEKHBI, T.K. U3BECTHO, UTO
TyOyJIMHBI OJIBEPKEHBI KOHBEPI€HTHBIM U3MEHEHUSAM, U UX MAaKPOMOJIEKYJISIPHbIE CBOWCTBA,
OTpaKEHHBIE B AMHWHOKHUCIOTHBIX IOCIEIOBATEIBHOCTSX, HWIPAIOT BAXHYIO pOJIb B
orpeneneHuu (HOpPMBI KIIETKH, TIPU3HAKA BHICOKO BapuaOeIbHOTO M aIalTHBHOTO y HU3IIUX

rpu6oB. Takum oOpa3oM, BeCbMa BEPOSATHO, YTO CPOJACTBO MEXAY TYOYIMHAMH JABYX IpYIII

6 XapHGJ'II/IeBI)Ie TPUXOMUILICTHI - 00JIMraTHEIE ITOJOCTHBIE napasuTbl apTponod U MHOI'OHOKCK
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CBSI3aHO CO CXOJIHBIMHM OTBETHBIMM pEaKLMsSIMHU Ha yCIOBHS cyliecTBoBaHus. Kpome Toro, kak
YIIOMHHAJIOCh BBIIIE, TEHBbl TYOYJIMHOB XapaKTEpU3YIOTCS HEPAaBHOMEPHBIMH TEMIIaMU
HBOJIIOIMH, 0COOEHHO B TPYNIAax, JUIIEHHBIX KI'YTUKOMOI00HBIX (9+2) cTpyKTYp.

Tomonoruu SBONIOIMOHHBIX JEPEBbEB 3aBUCAT OT HUCIOJB3YEMBIX T'€HOB-MapKepoB
(bUIOreHeTUYECKOro POICTBA, U NMpoliieMa UX aJIeKBaTHOTO BIOOpa — LIEHTpalibHas IpobiieMa
COBPEMEHHOM 3BOJIIOIMOHHONW OHMOOTMU. B OONBIIMHCTBE CiTydaeB jKeNaTelbHO WU JIAXKe
HEOOXO/MMO  HCIIOJIb30BAaHHE HECKOJIBKMX TIEHOB JJs 0Oojee HaIeKHOH  OLIEHKU
B3aUMOOTHOIIIEHUH Mexay TakcoHamu. ['ensl PHK omepona u dakropoB amonranum
TPAHCISALUU, KaK U TeHbl TYOYJIMHOB — HE CJIMIIKOM XOPOILIUM BBIOOpP ISl yCTAHOBIICHUS
POJCTBEHHBIX CBSI3€ MHUKPOCHOPHIMI M3-32 HACHIIIEHHOCTH MYTAIMSIMA U OTHOCHTEIBHO
BBICOKOW M3MEUYMBOCTH, YTO 3aTPYIHSAET UX KOPPEKTHOE CPABHEHHSI C aHAIIOTUYHBIMHA T€HAMU
npyrux opranu3moB (Hirt et al., 1999; Tanabe et al., 2002). B nactosiee Bpems HauboJjee
MOIXOJSAIINM «IBOJIOLUOHHBIM MapKepoM» JJisi TPUOOB CUMTAIOTCS T€HBI ABYX CYObEIUHUIL
JIHK-3aBucumoii PHK mnomumepasst 2 (RPB), xapakrepusyromiyecss HU3KOM YacTOTOU
MyTalif. OTH TEHBl TPHUCYTCTBYIOT B KJETKaX BCEX OJYKAPHOT M O0ECIeYHBAIOT
YHUBEpCAIbHBIN MexaHu3M Tpanckpumimu (James et al., 2006; Liu et al., 2006; Tanabe et al.,
2002). CpaBHUTENbHBIA (DUIOrEHETHYECKUI aHaIM3 TeHa Ooublioi cyObenuHunbl RPB,
BKJTIOYAOIIMI CMKBEHCHI JIBYX BHJIOB MHKDPOCIIOPHIHIA, IBYX BUA0B IpuOoB (Sacharomyces
crevisiae m Schizosacharomyces pombe) u omuHHaAUATH TpPEACTABUTENCH IPYrHX THIIOB
9YKapHOT, CTPYNIHPOBAT MHUKPOCHOpPHIMN ¢ rpubamu, 100aBUB apryMeHT B IOJIb3Y
3aKITIOYCHHUST O «IO3JHEM» MNpPOUCXOXkIeHUs Mukpocrmopumuii (Hirt et al., 1999).
Cepbé3Heluii HeIOCTaTOK ATOTO aHalu3a, Kak W OOJIBIIMHCTBA JAPYTHX, JOKA3bIBAIOIIUX
SKOOBI «IIO3[THEE» TPOUCXOXKICHHE MHUKPOCTIOPHINN — OTCYTCTBHE PENpe3eHTATHBHOTO
IPEJCTaBUTENIbCTBA TAKCOHOB HU3IINX IPUOOB (XUTPUAMEBBIX U 3UTOMULIETOB).

XapakTepHO, 4TO 4eM 0oJIbllee KOJIMYECTBO CUKBEHCOB HU3LIMX I'PHOOB BKIIOYAJIOCH B
aHamm3, TeM Ooiyiee Oa3aabHBIM OKa3bIBAJIOCH TOJOXKEHWHM MHUKpocmopuauii. Hampumep,
BKJIIOUeHHE CUKBeHCOB RPB, mnpunagnexammx 17 mnpencraButensMm Zygomecetes U
Chitridiomycetes, B ¢uioreHeTHUeCKHi aHATM3 CHU3WIO CTAaTUCTHYECKYIO IOIIACPKKY
IPYNIHPOBKH MUKPOCTIOpUANH ¢ rpubamu ¢ nmpubmmsutensHo ¢ 0.9 (Hirt et al., 1999) mo 0.6
(Tanabe et al., 2002). B ananuse Tanabe ¢ coaBropamu (2002) Gosiee T0CTOBEPHOM OKa3aiach
rPYNIUPOBKA MUKPOCIIOPUINI € KUBOTHBIMH (Metazoa) 1 6a3aibHast MO3HUILIMSI IO OTHOLLIEHUIO
K rpubam. Tanabe c coaBropamu (2002) Taxke BBISBUIN OTCYTCTBUE XapaKTEPHOH Ui Bcex
rpubOB JeNenuu JBYX aMHUHOKHCIOT B MHUKPOCHOPHIMAIBHOM TeHe (pakTopa 3JIOHTaluu
tpancsiuu EF 1 alpha; ata Haxonka, mo MHEHUIO aBTOpa, CTaBUT IMOJ COMHEHHE OJIM3KOE

POJICTBO MUKPOCHOPUAMIA C TPUOAMH.
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YBenuyeHne KOJMUeCcTBa CPAaBHUBACMBIX TEHOB U BKJIFOUEHHE B aHAIN3 OOJIBIIETO YHCIIa
TAKCOHOB TIO3BOJIMJIO 3HAYUTENIBHO MOBBICUTH Pa3pelIaloNlyl0 CIIOCOOHOCTh W Ha/leKHOCTb
¢uIoreHeTHYECKOro aHanu3a. MynbTHUTeHHbIE (DMIOT€HUH MOITBEPIMIN MPHUHALIE)KHOCTD
MUKPOCTIOPHIIUI K «KPOHE» M MX POJICTBCHHBIC OTHOILICHHS C TPHOaMH, HO HE pa3peuIrin
OKOHYATEJIIbHO TMOJIOKEHHE MHKpocrnopuanid. HeoxumaHHOW oOKas3ajnach TPYINIUPOBKA
mukpocnopumuii ¢ Chytridiomycota B  omyOnukoBanHoM B kypHase  Nature
(uIoreHeTUYECKOM aHaJM3€e mecT TeHoB 199 npencraBuTenel pa3InYHbIX TAKCOHOB IPUOOB
U AByX BHIOB MuKpocrmopuamii (James et al., 2006). Dtor aHanmM3 CO 3HAYUTEIHLHON
MOJUICP)KKOH  TOMECTHJI MHUKPOCTIOPHIUI B OJIWUH KJacTep ¢ Haubojee Oa3albHBIM
npencrasutesnieM tuna Chytridiomycota — BHYTPHKJIETOYHBIM MAPa3HTOM XHUTPUIHEBBIX
rpudoB, Rozella allomyces (Bruns, 2006). XutpuaueBsie camu 1o cebe — OaszanbHas H
000CcO0JICHHAsT BETBb HM3IIUX TI'PUOOB, OTMEUCHHAs AHIECTPAILHBIM TPU3HAKOM —
NPUCYTCTBUEM B JKU3HEHHOM IIHMKIIE XT'YTUKOBBIX 300cmop. [IpeakamMu OCTabHBIX TPYIII
COBPEMEHHBIX TPHOOB 300CTIOPHI YTEPSHBI B TPOIIECCE MPUCTIOCOOICHUS K HA3eMHOMY 00pazy
xu3nu (Cavalier-Smith, 2001). Ha ocHoBaHMHM CpaBHEHHS CHKBCHCOB HECKOJBKMX T'€HOB
Jlxeiimc ¢ coaBropamu (James et al.,, 2006) nemaroT BBIBOABI O MapaHICTHYHOCTH
XUTPUIUEBBIX TPUOOB, OOBEIMHEHHBIX, MO0 WX MHCHHUIO, JIMIIb HAa OCHOBAaHMM HAIMYHUS
AHIIECTPAJIHHBIX MPU3HAKOB, U KAK MUHUMYM, YETHIPEXKPATHON MOTEpE KTyTUKA B MPOIECCEe
sBomouH..  ABTOpPHl  HPEANONATalOT, 4YTO  MMKDPOCTIOPUAMM  HPOM3ONUIM  OT
SHJIOMAPA3UTUIECKOr0 MpelKa OJHOM M3 TPYII XUTPUAUEBBIX, momooHoro R. allomyces, u
NpPEJCTaBIAI0T co00M Hanbojiee paHO OTBETBUBLIYIOCS BETBb (DUIOT€HETHYECKOro JIpeBa
rpuboB (Bruns, 2006; James et al., 2006). XapakTepHo, YTO CXOJHOE HCCIIEIOBAHUE,
BKJIFOUAOIee aHaiu3 TeHoB AByX cyowemunun RPB (Liu et al., 2006), c Bbicokoi
CTaTUCTHUYECKONW MOAJIEPKKOM YKa3bIBaeT Ha MO3MIMI0 MHUKPOCIOPUAMNA KaK CEeCTPUHCKOU
IPYMIIBI 10 OTHOIIEHUIO K IIAPCTBY IPUOOB, OTBEprasi BCE APYrUe MO3UIUH.

AHaIM3 MPOTEOMOB MUKPOCTIOPHIHI, C OHOM CTOPOHBI, TIOJATBEPANI, YTO 3HAYUTEITHHOE
KOJIMYECTBO MUKPOCTIOPHIHATBEHBIX OCITKOB M OSITKOBBIX KJIACTEPOB TOMOJIOTUYHBI TPHOHBIM,

ac I[perfI — BbIIBWUJI HCCKOJIBKO CYIICCTBCHHBIX pa3.IIH‘-IHI>i, CTaBAIHUX MOoA COMHCHUC POACTBO

" CylecTByeT He MeHee yOeUTeNbHbIE 0KA3aTENIbCTBA €IMHOKPATHOM MOTEPH KIyTHKA U
MOHO(MUIIMTHYHOCTH 300copoBbIx rpudos (Liu, Y. J. J., Hodson, M. C., Hall, B. D., 2006. Loss of
the flagellum happened only once in the fungal lineage: phylogenetic structure of Kingdom Fungi
inferred from RNA polymerase Il subunit genes. Bmc Evolutionary Biology. 6.), Tak urto sToT Bompoc
OCTACTCAd OTKPLITHIM.
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C TpubamMu M CBUJICTEILCTBYIONIUX CKOpEe B IMOJb3Y «IAPEBHETO» (0a3aJbHOTO) TMOJIOKEHUS
Mukpocnopuauii. Haubonee  sgpkuili npuMep —  HauMuMe y  MHUKPOCIOPHUIUHN
HeMHUTOXOHIpUanbHoi AT®-Tpancnoptupyronieit ATO/AJID TpaHcaOKa3bl, KOTOpas TaKxke
BBISIBJICHA B PACTUTEIBHBIX XJIOpPOIUIacTax W BHYTpUKiIeTOuHBIX Oaktepusax (Ricketsia,
Chlamydiaceae). [Ipeanosaraercsi, 4T0 MUKPOCTIOPHUIUU U PACTEHUS MOTJIM IPHOOPECTH ITOT
ICH HE3aBUCHMO B pe3yJjbTaTe ropu3oHTajbHOro nepenoca renos (Koonin et al., 2004).
ANbTepHAaTUBHAS TOYKA 3pPEHHUS OCHOBaHA Ha (DUIOTCHETHYECKOM aHAM3e, KOTOPBIN
HOJTBEPXKIAET OUCHb APEBHEE MPOUCXOMKAEHUE MUTOXOHAPHAIIBHBIX M HEMUTOXOHAPHATIBHBIX
tpanciokas (Amiri et al.,, 2003). CormacHO 5TOW TOYKE 3pEHHS, TI'CH IEPEHOCUYHKA
NPUCYTCTBOBAJ B OakTepHalbHBIX MpeaniecTBeHHUKax wmutoxoHapuii, Chlamydiales wu
Ricketsia, a 3aTem mepemMecTHIICS B SIICPHBIA I€HOM «IIPO-dYKAPUOTHUYECKOI» KieTkH. Bo
MHOI'MX IpYIIax 3yYKapuoT T'eH ObLI MOCTENEHHO YTEPSH U COXPAHUIICA TOJIBKO B PACTEHUSX,
rze obecneunBai GyHkuM0 TpaHcnopra AT® u3 nUTO3051 B IIIACTU/IBI, U B MUKPOCIOPHIUAX
s tpadHcnopta AT® w3 kinetok xossimHa. Jlpyroir QepMeHT CcToinb K€ JpeBHEro
MPOMCXOXKACHUS, OTCYTCTBYIOUIMNA Y TPUOOB, HO (DYHKIIMOHUPYIOIIUH Y MUKPOCHOPHIUH — 3-
metui-ageHuH JIHK riouko3uiasa (IIMKo3HINpyeT CBA3H MEX/1Y aIEcHUHOM U JIe30KCUPHO030i
B IIpOLECCE YAAJCHUs MOBPEXKIECHHBIX HYKI€OTHI0B). Kpome Toro, skcmpeccust B cropax
Paranosema locustae gocdonuassr knacca Il (MetazoiiHoro THa) — epMeHTa, YUaCTBYIOIIETO
B pemapanuu JIHK, mnospexaennoit yabtpaduonerom (Keeling, et al., 2005), wu
[MTOIIA3MATHYECKON (He MEePOKCUCOMANBHOIT) KaTanasbl mpoteodakTepuanbHoro tuma (Fast
et al., 2003) Takxke He BIOJHE COINACYETCSl C TMPEICTABICHHEM O «TPHOHBIX» KOPHSIX
Mukpocniopuuii. CTOPOHHUKU «TPUOHBIX CBsI3€il» OOBIYHO OOBSACHSIOT HAJIWYHE 3TUX U
JPYTUX «HETPUOHBIX» TEHOB M OEITKOB JIaTePAbHBIM TIEPEHOCOM T'€HOB U apTYMEHTUPYIOT 3Ty
TOYKY 3pEHHUs PUCYTCTBUEM T'eHa 00paTHOM TpaHcKkpunTassl B reHomax E. cuniculi, S. lophii
u P. locustae.

Takum o00pa3om, eme AeciITh JIeT Hazaa aHamu3 (UIOTEHETUYECKUX JICPEBHEB,
MIOCTPOCHHBIX Ha OCHOBAaHMHM KaK OJMHOYHBIX PHOOCOMANbHBIX TE€HOB, TaK M HECKOJIBKHX
KOHKaTEHUPOBAHHBIX T€HOB (MYJbTHUTE€HHBbIE (DUIOT€HUH), TIO3BOJIST TOJIBKO KOHCTaTHPOBATh
TOT (haKT, YTO MUKPOCIIOPUIUM OTHOCATCA K cyneprakcoHy Opisthokonta, o0benuustoniemMy
apcTBa TprOOB, JKUBOTHBIX M XoaHoduareut. [Ipeamonaranock, 4To MOTEPs MOIBUKHBIX
CTIOp, MPOW3OIIEANIas HE3aBHCHUMO KaK MHUHHMYM B YETBIPEX TpyIMax IpuOOB — MpeaKax
Rozella, Olpidium, Blastocladyomycota, cobctBenno xutpua (“core chytrids”) — u y
Microsporidia, compoBoKIajach 3BOJIOLMENH HOBBIX MEXaHM3MOB pPAaclpOCTPAaHEHUS, B
YaCTHOCTH, C IMOMOIIBIO BO3AYIIHOW AMCIEpCHH crop u/wiu pocra rudos (Bruns, 2006;

Hibbett et al., 2007; James et al., 2006). MexaHu3M 3KCTPY3UH CIOP MHUKPOCIOPHIUA MOT
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chopMUpOBaThbCA KaK aJbTEPHATUBHBIM CIOCOO AUCHEPCUU B OJAHOM M3 MPEAKOBBIX T'PYII,
JaBUIEW HayaJlo MUKPOCHOPUAMUAM, WU TIIOMOI €H OCBOUTh HHUIIY BHYTPUKIETOUHOIO
napasuTtusma. lcuesHoBeHHE )KI'yTHKaA BO BCEX IPYIIIAX COIPOBOXAAIOCH NOTEPEH HEHTPUOIN

Y BO3HUKHOBEHHEM BCTPOEHHOTO B sIIEPHYIO 000JIOUKY IIEHTpa OpraHU3allii MUKPOTPYyOOUeK.

1.2.2 PoncTBeHHBIC CBS3M MUKpocTiopuanii BHyTpu Opisthokonta

OUIOreHeTHYeCKOe MOJI0KEHNE MHUKPOCTIOPHIUI B CHCTEME JYKApHOT CYIIECTBEHHO
yrouneHo B nocieaaue rogsl (Corsaro et al., 2016, 2014b; Cuomo et al., 2012; Haag et al.,
2014; James et al., 2013; Jones et al., 2011; Karpov et al., 2014; Letcher et al., 2013; Mikhailov
et al.,, 2017; Quandt et al., 2017; Toruella et al., 2018). IIpopsiB cBsizan ¢ pasButuem (1)
METareHOMHKH, T.€. C METOJOJOTHSIMH, TII03BOJISIIONIMMH H3BJICKaTh W aHAJIM3UPOBATH
TeHETUYECKYI0 MH(POpPMAIUI0 00 OpraHM3Max M3 OKpYKarolled cpeibl B OCHOBHOM B BHUIE
cukBencoB 18S PHK (short-gun, high-throughput sequencing, u ap.) u (2) reHomuku (u
«TPaHCKPUIITOMHKH») — CCKBCHUPOBAHUIO M aHAIN3Y OOJIBIINX ()PArMEHTOB H 1IETIbIX TEHOMOB
AYKAapHOT OJIaroapsi yCOBEPIICHCTBOBAHUIO TEXHOJIOTUH CEKBEHHPOBaHUA, Takux Kak NGS
(New Generation Sequensing) u metonq EST (Expressed Sequence Tag). C momotisio 3TUX
METOJIOB TMOJy4YeHa TIeHeTHueckas WHGOpMalus, TMO3BOJSIONIAas CTPOUTh HaJIekKHbIC
¢wiorennn Ha OCHOBaHHMM JIMOO Oosbmoro uyucia reHoB (>100), 6o OGospmioro yumcia
«apupoanbix» cukBeHcoB MCpPHK 13 pa3Ho0Opa3HbIX 3KOCUCTEM — MOJIX0/1bl, HA3bIBAEMbIE
COOTBETCTBEHHO «(PHIOTEHOMHUKOI» U «MeTareHoOMHKoW». C TOYKM 3peHMs] KJIETOYHOU
6uonorun Opisthoconta, CyIIECTBEHHO TaK)XK€ CTPEMUTENbHOE HAKOIUIEHHE JaHHBIX IO
(YHKIMOHATHHONH TEHOMHUKE MHUKPOCHOPHIMN ¥ POJCTBEHHBIX TPYII, YTO ITO3BOJIAIO
IPOCIIEAUTh DBOJIOIHMIO HEKOTOPHIX OMOXMMHYECKHX ITyTEH, CIIeNaTh BBIBOJBI O CMEHE
¢GyHKUMH opraHe/ul ¥ BepHU(pHUUMPOBaTH UMEIoIMecs Mopdonornyeckue U OMOXMMUYECKHE
naunsie (Ta6um. 1-2) (Williams et al., 2014).

IToHnMaHue 3BOJIIOLIMOHHBIX KOPHEN MUKPOCIIOPUIANA TECHO CBSA3aHO C PEKOHCTPYKIIUEN
PaHHHUX 3TaIOB BOJIIONUH TpHOOB 1 Metazoa. B cBs3u ¢ HaKOIUIEHHEM TeHHBIX, TCHOMHBIX U
TPAHCKPUITOMHBIX JAHHBIX, KOTOpPBIE MO3BOJIMIN JIOCTOBEPHO BBIIBUTH POJICTBEHHBIE CBS3H
MEX/y TaKCOHAMHU TPOTUCTOB, PACIIOIOKEHHBIMU OKOJIO KOpHs cyneprakcoHa Opisthokonta,
3Ta TeMa cTaja «ropsiuei TOUKoi» uccieJoBaHui rmocieaHero necatuwierus. He yrmyOmnssace B
JeTad, pe3yiabTaTbl MHOTOUYHCIEHHBIX PabOT MOXKHO OOOOUIUTH CIEAYIOUIMM O00pa3oM.
Opisthokonta pa3gensercs Ha ABE BETBU, OJHA W3 KOTOphIX, Holomycota (=Nucletmycea)
(Brown et al., 2009; Corsaro et al., 2014b, 2016; Liu et al., 2009; Quandt et al., 2017), Bkitouaer
B cebs mapctBo Fungi, apyras (Holozoa) — Bce Ttakconsr Metazoa. BombpmmHCTBO
OJIHOKJICTOYHBIX TakcoHOB, Hampumep, Choanoflagellata u Ichtiosporea, Bxomar B Holozoa,

onnako Rozella u Microsporidia, HecomHeHHO, oTHOCsATCS K Holomycota. MHTepecHO, uTo K
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Holomycota otaocutcs u otpsia Nucleariidae (Cavalier-Smith, 1993), kotopslit 00beauHsET
(GHII03HBIX (C HUTEBUIHBIMHU TIceBaONOAMsAME) ameO pona Nuclearia, B mpomnuioM oTHOCSIIUXCS
k Sarcodina, u Fonticula spp. — ameGouaHBIX OpraHM3MOB, 00Pa3yIOUIMX MHOTOKJIETOYHBIC
(bpyKTOBBIEC Tea U paHee CUMTABIIMXCS CIIM3€BUKaMu, poacTBeHHbiMU Dictyostelium (Brown
etal., 2009; Liu et al., 2009). Eciu cBo60AHOKHUBYIIUX (HaroTpOGHBIX HYKICPUU, Y KOTOPHIX
OTCYTCTBYET XHUTHHOBas 000J0YKA, HU IO KAaKUM TMPU3HAKAM HEJIb3s OTHECTH K IpuOaM
(Fungi), To oTHOCHTEIBHO MUKpOCTIOpH Ui U Rozella Botipoc octaBaiics oTKpbiThiM (Liu et al.,
2009).

Pemratorum  pakTopoM UTSL BBISBICHHS (DMIIOTEHETHYECKUX CBSI3€H MHKPOCIIOPUIHIA
Obuto OTKphITHE TOro (hakta, yro Rozella allomyces — mumpe Bepxymika aiicOepra
OILIENIOMJISIIOIIETO  pa3HOOoOpasusi  poO3enA, KOTOpOEe, MO-BUAMNMOMY, CpPaBHUMO C
pasHoobOpasueM Bcex apyrux rpudoB Bmecte B3aThix (Keeling, 2014). MeTtareHOMHbBIN aHAIN3
0o0pa3loB W3 pa3IM4YHBIX SKOTOMOB I0Ka3aj, YTO B MPHPOJIE CYIIECTBYET OTPOMHOE
KOJIMYECTBO OPTaHU3MOB, poJICTBeHHBIX ROzZella, Ho B TO jxe Bpemst AUBepCHUPUIIMPOBAHHBIX Ha
Heckosko rpymm (Bass et al., 2018). BonabIIMHCTBO 3THX OPraHU3MOB B HACTOSAIICE BpEeMs
u3BecTHO Tosibko 1o cukBeHcaM MOCpPHK, nenonupoBannsiM B ['enbanke. Hoas
9BOJIFOIIMOHHAS KJTaja Mmojy4yriia Ha3Banue cHavana Cryptomycota (Jones et al., 2011), a mo3xe
Rozellomycota (Corsaro et al., 2014a; Quandt, et al., 2017). buosorust 3Toi rpyIsl H3BECTHA
avis 1o npeacraButesisiMm poxa Rozella (James et al., 2013; Letcher et al., 2017, 2018),
BHYTPHUKIICTOYHBIM MTapa3uTaM XUTPHIUEBBIX rpuO0B, oomuiieToB (Chromista) 1 HEKOTOPBIX
3eJIeHbIX Bojopocieil. Bce wu3BecTHble mpeactaBuTenu poaa Rozella umeror cxoaHbIit
KM3HEHHBIN UK. [lapa3uT pacmpocTpaHseTcs ¢ MOMOIIBIO JKI'YTHKOBBIX 300cmop. Cropa
UHIMCTUPYETCS Ha MOBEPXHOCTH XO3sIMHA, MPUOOPETAET XUTHHOBYIO 000JI0YKY, (OpMHpYET
TpYOKY POHUKHOBEHHS M HHBELIUPYET COJACPKUMOE CIIOPHI B IUTOILIA3MYy KJIETKU X035i1HA. B
KJIETKE Mapa3uT Pa3BHBAETCS B BHUIC aMEOOHMJIHOTO MPOTOILIACTA, KOTOPBIN 3aXBaThIBaCT W
nepeBapuBacT UTOILIA3MY KJIETKH XO3SMHA MPEANOI0KHUTEILHO C MOMOIIBIO (haronurosa.
[ukn 3aBepiaercst GOPMHUPOBAHUEM CIIOPAHTHUS WM MOKOSIIMUXCS CIOP, 000JI0UKA KOTOPBIX
dbopmupyeTcs U3 KJICTOUHOM CTCHKH X03suHa. Hato cka3aTh, 4To 1Mo OMOJIOTUU U MOP(OIOTHH
Rozella Becbma cxomna ¢ Chitridiomycota (K KOTOPBIM 3TOT PO paHbILIE U OTHOCHIIN), & TAKIKE
¢ ademmmamu, npencraButenssMu kiacca Aphellidea (Gromov, Mamkaeva, 1968), moszxe
nepeseaennoro B tun (Karpov et al., 2013), HO pa3uTeIbHO OTAMYACTCS OT MUKPOCIIOPHIHIA.
OpHako cepusi HE3aBUCHMBIX (DPUIOTCHETUYECKUX aHaIM30B (B OCHOBHOM Ha OCHOBaHHHU
MCp/IHK), BxiIrouaronx MHOTOYHMCIEHHBIE TIPUPOAHBIE CHKBeHCHI Rozellomycota,
penpe3eHTaTUBHBIC BRIOOPKHA CHKBEHCOB TPHOOB (BKJIFOYAs 3UTOMHUIIETHI U XUTPUIUEBHIE) U

Mukpocropuauii  (Bcero >100 TakcoHOB), BbIBWJA Onu3koe poacTtBo Microsporidia u
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Cryptomycota (Bass et al., 2018; Capella-Gutierrez et al., 2012; Corsaro et al., 2014a, b, 2016,),
YTO TOJHOCTHIO MOATBEPKAAIOCh U (hritoreHoMHbIM aHanmu3oMm (James et al., 2013; Quandt et
al., 2017). UnrepecHo, uto ananu3 reaoma Rozella allomyces moka3zan Hammume HEKOTOPBIX
CXOJ/IHBIX C MUKPOCIIOPHIUSIMHU T€HOB, HaIprUMep, 4-X TeHOB XUTUH-CUHTA3bl, CIICUPUICCKUX
U1l TpuOOB MU MHUKPOCTIOPUIWHM, TEHOB I JETpajallik XUTHHA, a Takke reH AJID/ATD
TPaHCIOKa3bl OaKTEpUATBLHOTO THIIA, CPEOU OYKAPHOT BBISBICHHBIA €€ TOJBKO Yy
mukpocnopuauii. C Mukpocrnopuausimu npejactaButeneit poxa Rozella (kak u ademnwnm)
COMIKaeT TakXKe OTCYTCTBUE XUTHHOBOW OOOJIOYKW HAa BHYTPUKIETOUYHBIX cTamusx (y Fungi
BCE CTAIMK XUTUHU3UPOBAHbI), & CIIOCOOHOCTh ITHX CTauii K (parormrosy otianyaer Rozella u
OT TpubOB, U OT MHUKPOCIOPHUIHNHA, HO cOmmKaer ¢ adenumamu. Hammune KaHOHHMYECKOTO
pubocomanbHOTO EEicTpoHa (18S-1TS1- 28S- 1TS2-5.8S), a Tak:ke MUTOXOHIPHATBHOTO (XOTS
U PEIAYIHPOBAHHOTO) T'€HOMa M CIOCOOHOCTh K OKHUCIHUTEIBHOMY (HoCchHOpUITHPOBHUIO
[OYEPKUBACT CXOJACTBO C IpubaMu W OTIaMuYue OoT Mukpocmopuauii (James et al., 2013).
Haxowner, xryTukoBsie criopsl umetotcst y Rozella spp. u adenun, HO OTCYTCTBYIOT BO BCeX
rpymmnax Fungi, kpome Chitridiomycota.

BeisiBienue poactBa Aphelidea ¢ Rozellomycota u Microsporidia (Karpov et al., 2013;
Letcher et al., 2013) 6bUTO0 APYrMM BaKHBIM STAOM Ha MYTH MOHHUMAHHS 3BOJIIOIHOHHBIX
CBsizell MUKpocmopuauil. Adenuapl, BHYTPUKIETOYHBIE Tapa3uThl MHUKPOCKOMHUYECKUX
3€JICHBIX BOJIOpOCIEH, KOTOpbie, kKak W Rozella, mHBa3upyroT cBOMX XO035€B C MOMOIIBIO
TepPMUHAIBHBIX TPYOOK, UMEIOT (aroTpodHyro aMeOOUIHYIO CTaaui0 M JUCTIEPCHOHHBIC
CTaJuM B BHUJE 300CHOpHI ¢ 3a1HUM XryTHkoM (Aphelidium, Pseudoaphelidium), xotopsie
MOTYT TpaHC(OPMHUPOBATHCS B aMeOOU bl C PYAUMEHTHBIM KIyTHKOM (Amoeboaphelidium).
Adenuasl Tak ke, kak U Rozella, He cHHTE3UPYIOT 000JOUYKY CIIOPAHTHSI, a UCIIOJIB3YIOT IS
3TOr0 KJIETOYHYIO CTeHKy xo3suHa (Gromov, Mamkaeva, 1968; Karpov et al., 2013). B
HEKOTOPBIX MYJIBTUTEHHBIX M TeHOMHBIX ¢uuorenusx Aphelidea, Rozellamycota u
Microsporidia o6pa3syrot kimagxy ARM (Letcher et al., 2013), uiau cymepTakcoH paHra HaJTHIIA
Opisthosporidia (James et al., 2013; Karpov et al., 2013), npuuem Takcon Aphelidea 3anumaer
0azapHYI0 TO3WIMIO 10 OTHOWIeHHI0O K nuxotomuu Rozellamycota-Microsporidia.
Bkitouenne TaHHBIX HelaBHO omyOinKoBaHHOTO TpaHckpunroma Paraphelidium tribonemae
B MYJIbTUT€HHBIN (PHITOTEHETUIECKHIA aHAJIM3 YKa3bIBaeT Ha 0a3aabHOE MOJIOKEHHE adeTu I 1o
OTHOIIEHUIO K FUNQi ¥ TOBOPHUT O TOM, YTO TPUOBI MOU3ONULIM OT adeaua0-mog00HOTO
¢darorpodHOro npezka, KOTOPHI B pOIEcce IBONIOINH NEpELIesl K 0CMOTPO(PHOMY MTUTAHUIO,
a kiaaa Rozellamycota-Microsporidia (RM) o6pa3yer cecTpHHCKYO IPYIIITY 10 OTHOIIEHHIO K

nuxoromun Fungi-Aphelida (Toruella et al., 2018) (Puc. 1.2).
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OOmmit mpu3Hak, KOTOPbIi 00beauHseT adenua, Mukpocrnopuanii u Rozella-mogo6usie
OpraHW3Mbl — 3TO HCIOJIb30BAHWE XUTHHOBON KIIETOYHOW CTEHKH [UIsl TEeHEpaIluu
BHYTPHUCIIOPOBOT'O JIaBJICHUS BO BPeMsl BHEAPEHUS 3apOIbIIIA/IPOTOILIACTA B KJIETKY XO35MHA.
DTOT MeXaHU3M, BIPOUYEM, YHACICIOBAaH OT TPHOOB, Y KOTOPHIX HAIPaBJICHHBIA KJICTOYHBIN
POCT BKJIFOYAET CO3/IaHUE TYpPrOPHOTO JAaBJICHUS Ha 3JIACTUYHBIN KOHEI| TH(BI, IEPeCTPOHKY
[UTOCKEJIeTa M aKTUBHBIN CHHTE3 XUTHHA, TaK YTO, IO CYyTH, TPHOHAS ITUTOIIa3Ma JIBHXKETCS B
NIOCTOSTHHO CHHTE3MPOBAHHON XHMTHHOBOM TpyOke. Y Rozella, ademun u mukpocnopuamii
NPOIIECC «MHBEKIUI 3aPOBIIICBOM MPOTOIIa3Mbl BKIIOYAECT TPOHUKHOBEHUE BOJIBI B CIIOPY
(=umcty) u obpasoBanue 3aaHeii Bakyosnu (James et al., 2013). bazanbHast mo3uius adesu
HOATBEPIKAACTCS PAIOM IIC3HOMOP(HBIX YePT KHU3HEHHOTO IuKia u onoxumun (Karpov et
al., 2014), a Takxe TeHOMHBIMH M TPAHCKPHUIITOMHBIMU JaHHbIMU Paraphelidium tribonemae
(Torruella et al., 2018). Takum 00pa3oM, aKTyalbHbIH KOHCEHCYC OTHOCHTEIBHO MOJIOKEHHS
MUKPOCIIOPHIUI B MAKPOCHCTEME DYKAPHOT MOXKHO C(HOPMYITUPOBATH CICAYIOIIUM 00pa3oM:
Tun Microsporidia Bxogutr B cymeprakcoH Holomycota nm6o B cocrtaBe kianel ARM,
CECTPUHCKOI'0 TaKCOHa 10 OTHOIICHUIO K mapctBy Fungi (Karpov et al., 2013; Letcher et al.,
2013) mu, kak yacthb Kiaaasl RM, cectpunckoii mo ornomenuro k Fungi-Aphelida (Toruella et
al. 2018; Corsaro et al., 2019). BeiBog 0 IpuHAAIEKHOCTH MHKPOCIIOPUIMI K rpubam, B
KOHEYHOM CYeTe, 3aBUCHT OT TpakToBKH moHsTus «rpuob» (Keeling, 2014) — xak Fungi,
Fungi-Aphelida, Fungi-Aphelida-RM unu kak Holomycota B ieniom (Puc. 1.2). YuureiBas, uro
HYyKJIEapUHJ1 Bce-TaKu TPYAHO OTHECTH K rpudam, MOKHO pacCMaTpUBaTh «OMUCTOCIIOPUIHIN
(mpencrasuteneit ARM xmazpt, mo Karpov et al., 2013, 2014) xak mpoMexyTodHbie HOpMbI
MeXIy ameOouaHaMu npenkamu rpubos tuma Nuclearia u cooctBenno rpubamu (Fungi wnm
Eumycota). Creayer Takke MOMHHTb, YTO BCE HM3BECTHbIe mpejactaButean ARM Beayt
napasuTHYeCKUi 00pa3 KHU3HU, B OTIIMYUE OT HyKJIeapuu . BeposTHO, mepexo K mapa3uTu3My
MIPOU3O0IIEN BHYTPHU aHIIeCTPAIILHOTO TaKCOHa, MPEICTABICHOTO MEJIKUMU
MHICTUPYIOIIUMUCS ame0o0-(iareiuiataMy, COACPKANIMMUA XUTHH B OOOJIOYKE IHCTHI U
ACCOIIMMPOBAHHBIMU C JPYTMMH OJHOKJIETOYHBIMH WJIM MHOTOKJICTOYHBIMA OOHMTATEIIMHU
MPECHBIX BOJOEMOB. X MOTOMKM TUBEPCUPUIIUPOBATHCH 110 TPYIIIAM X035€B — XUTPUACBBIM
rpubam, IUAaTOMOBBIM, BOJOpOCISAM, amebaM, pa3HOOOpa3HBIM OECIIO3BOHOYHBIM U T.1.,
cOpMHPOBAB TIOCTETIEHHO COBPEMEHHBIE TaKCOHBI, W3 MHOT000pa3us KOTOPBIX HaM
(uccnemoBaTensM) yAaloCch BBIIEIUTH MOKa Tpu Kiaasl, Aphelidea, Rozellamycota u
Microsporidia. MuTepecHo, uTo oauH U3 BUI0B 6a3anbHbIx Holomycota, Nuclearia pattersoni,
BBIJIEJICH 13 kabep TIoTBbl 00bIkHOBEeHHOM (Rutilus rutilus) u, mo-BuauMoMy, pecTaBiseT
coboii (pakynbTaTHBHOTO WM OOJWUTAaTHOTO CUMOMOHTA. Kpome TOro, 3TOT BHA HMEET

(bHITaMEHTO3HYIO SKCTPALIEILTIOSIPHYIO0 000JI0UKYy, cocTosIyio u3 aByx cioeB (Dykova et al.,
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2003), xoropasi, BO3MOKHO, TOMOJIOTHYHA 3BOJIIOIIMOHHOMY IPEANICCTBEHHUKY O00O0IOYKU
crnop onuctocnopuauii. Ilepexoa k mapasuTu3mMy MOT MPOUCXOAUTH MHOTOKpPATHO. B mo6om
cllyyae eme TPEeACTOMT OTKPHITh Pa3HOOOpa3Hble MEpPexXogHble  (OPMBI  MEXKIY
CBOOOTHOXKUBYIIMMH aMEOOUIHBIMH TMPEIKOBBIMU (DOpMaMU W TNPEACTABUTEISAMH TPYIIIIBI
Opisthosporidia — coBepimeHHbIMU TapasuTamu Bogopociii (Aphelidea), XUTpUIHEBBIX U
oomuiietoB (Rozella) u sxuBoTHBIX (Microsporidia).
1.2.3 PoacTBeHHBIE CBSI3W  MHUKpOCIOpUAWMA BHYTpH Kiaael Rozellomycota-
Microsporidia (RM): ymbrpacTpyktypa U  (QWIOTEHHS «IEPEXOIHBIX  (HOPM»:

Paramicrosporidium, Nucleophaga u Mitosporidium, a Takke «IPUMHTHBHBIX»
mukpocrnopuauii cemeiicts Metchnikovellidae u Chytridiopsidae

Htak, Ha OONBIIMHCTBE MOHOTEHHBIX, MOJUTEHHBIX W TC€HOMHBIX (DHUIOT€HETHYECKUX
JIEPEBbEB MUKPOCIIOPUIUU TPynnupyrwtcs ¢ Rozella u knagoil poACTBEHHBIX CHKBEHCOB
(James et al., 2006, 2013). ITpu 370M MOP(OTOrHYECKHE YEPTHI, FKOJIOTHIECKUE ITPEIOYTEHHUS
1 OMOXMMHYECKHE OCOOCHHOCTH Yy MHKPOCIIOPUINH W PO3EIUIbl HACTOJIBKO Pa3iIM4yHbI, YTO
MOHAYaJy 3TO OTKPBITHE BBHI3BAIO HEJIOYMEHHE M CKEIICHUC CPEeId HayYyHOTO COOOIIECTBA.
Mopdonoruueckuii paspbiB MEXIYy XUTPUAUEBBIM MOPGOTUIIOM NpeACTaBUTENeH poja
Rozella u wmukpocmopuausmu ObLT BIEpBhIC 3amojHeH Paramicrosporidium spp. Ilo
VIBTPACTPYKTYpe, BKIIOYAs HAJIUYHUC TMOJSIPHOTO (UIAMEHTA, JBYCIOHHOW XWUTHHOBOM
000JIOYKH M IHJIOT€HHOM CIIOPOrOHWH, 3TH BHYTPHSAEPHBIE Mapa3uThl CBOOOJHOKUBYIIHUX
ame0 TMOpa3UTENbHO HAOMHHAIOT «HHU3IIMX» MHKPOCTIOPUAMA — MEUYHHUKOBEIUIUA M
xurpuauonicua (Corsaro et al., 2014, 2019; Sokolova et al., 2013; Mikhailov et al., 2016).
Opnnako Ha BcexX (WIOT€HETUYECKUX [EpEeBbsIX, IOCTPOECHHBIX HA OCHOBAaHMM TI'E€HOB
pubocomansHoro nuctpona, P. saccamoebae rpymmupyercst Rozellomycota. Drta mosuius
XOPOIIIO COTJIacyeTcss cO CTPYKTypoit reHa pubocomanboit JIHK, kotopas y P. vanellae
yCTpOeHa Tak ke, kak u 'y Rozella u Bcex apyrux sykapuot (SSU+its+5.8S+its+LSU). B To xe
Bpemsi, y P. saccamoebae Ha Bcex cTamusix OTCYTCTBYIOT JKTYTHKH WM TOMOJIOTHYHBIC
CTpYKTyphl. AHanmu3 renoma P. saccamoebae (Quandt et al., 2017) mpoaemoncTpupoBa
HaJIMYMe MUTOXOHPUAIBHOTO T€HOMA, BKIIIOYAs MMOJIHBIA HA0Op I'eHOB JUI OKUCIUTEILHOTO
dochopunmupoBanus, B oriinune ot Rozella, He roBopst 0 MEKpoCTIOPHIHSIX, Y KOTOPBIX BOOOIIE
OTCYTCTBYET MHUTOXOHJpHAJIbHBIH reHoM. B 1ienom, reaom P. saccamoebae nemonctpupyer
CepHI0 AbTEPHATHBHBIX (10 OTHOILICHWIO K MuKpocmopuausm u Rozella) amanranmii
BHYTPUKJIETOYHOMY MapasuTHU3My, HalpUMEp, HE3aBHUCHMYIO IIOTEPIO Pa3JIMYHBIX TE€HHBIX
kiaactepoB. Y P. saccamoebae orcyrcrByror rensl AT®/AJI® TpaHciaokas, 4TO MOXKHO
O0BSACHUTh HaNIWYUEM (YHKIUMOHAJIBHBIX MUTOXOHApUI U monHoro mukiaa Kpebca (xors
yABTPACTPYKTYPHBI aHATM3 MHUTOXOHIpUN He BBIABWI). P. saccamoebae He Moxer

CUHTC3UPOBATb HYKJICOTUABI, T.K. HC HUMCCT TI'CHOB [JIA de novo cunHTe3a IIypUHOB U
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nupuMuIrHOB. [lyTn OmocuHTe3a amMuHOKHCIOT y P. saccamoebae Takxke 3HAYUTENHEHO
penyLrMpOBaHbl: HAampuUMep, B T€HOME 3TOr0 BHJAA HET I'€HOB I CHHTE3a THCTUIAMHA U
tpuntodana. JIroOOMBITHO, YTO HECMOTpPsS HAa HaJU4YME MOJISIPHOTO (UIaMeHTa WM €ro
aHajora, B reHOMe He OOHapyKEHO I'€HOB OEJIKOB IOJIIPHOTO (HIaMEHTa, XapaKTEePHBIX IS
BCEX MHKPOCIOPHINAIBHBIX T'€HOMOB. ABTODPBI JIENAIOT BBIBOJ O HE3aBUCHMOW pEIyKINU
SZICPHOTO U MUTOXOHJIPHAILHOTO TeHOMOB y Paramicrosporidium, Rozella u Microsporidia.

HHTEepecHO, YTO HEKOTOpble (HIOTEHETUYECKHE aHAIM3bl C BKJIIOYEHHEM TI'EHOB
Paramicrosporidium, MEUKpOCTIOpHIHMI U MTPUPOJHBIX CHKBEHCOB PO3EJIOMHUKOT ITOKA3bIBAIOT,
4yTo, XOTS BeTBH Paramicrosporidium HecOMHEHHO NpUHAMICKUT K Rozellomycota u
rpynnupyetcs ¢ Microsporidia, HO ipu 3ToM oHa He Tpynnupyercs ¢ Rozella. Oto yka3siBaet
Ha napadummio Rozellomicota u OTHOBpPEMEHHO Ha MPOUCXOXKICHHE MHUKPOCHOPHIUN OT
OJIHO¥ 13 6a3anbHbIX TpyI pozeraomukoT (Corsaro et al., 2014b, 2016). HoBbie MeTareHOMHbBIE
JIaHHbIE, BKIIIOYAIOIIIE OrPOMHBII MacCHB MPUPOIHBIX cHKBeHCcOB Rozellomycota u 6a3anbHbIx
MUKPOCTIOPH U, yOeTUTETFHO TIOATBEP AN TIpeToiokeHue o mapadumuu Rozellomycota n
BBIJICJICHUU BHYTPH 3TOTO CyIEPTAKCOHA OIPOMHOM M aOCOJIOTHO HEeM3y4deHHOM Kiaabl (Bass
et al., 2018), oxHOIT U3 JUTMHHBIX BETBEH KOTOPOW SIBISIFOTCS COBPEMEHHBIC MUKPOCIIOPHIHU
(Puc. 1-3).

Eme onHolt mpomexxyTouHOU (GOpMOM, pacKphIBAIONIEH 3arajky MPOUCXOXKICHUS U
paHHe# sBomonnu Mukpocrnopuauii, cranmu Nucleophaga spp., kak u Paramicrosporidium,
napasUTHPYIONIHE B sApax cBoOoaHOKHBYIIHMX ameb (Corsaro et al., 2014a, b, 2016). Criopsr
N. terricolae u, ocobenno, N. amoebae mano HamoOMHHAIOT CIOPBI MHKPOCIOPUIUIA, 3a
UCKJIIOYEHHEM MEJIKUX Pa3MEepOB M HAJIWYMS JABYCIOWHON OOOJIOUKM, COJEprKallel XWUTHUH.
Onmnako npu 0oJiee THIATEIHFHOM 3JIEKTPOHHO-MUKPOCKOMTMYECKOM aHaU3€ B CIOpax 000WX
BunoB Nucleophaga BbIsBICHBI SIKOPHBIH AMCK W aTHINUYHBIA (KaK y MEYHUKOBEILIH])
nosstpHbIi pumament (Corsaro et al., 2016). Nucleophaga spp., mogo6uo Paramicrosporidium,
MOTIAJIAf0T B XO35MHA B pe3yibTare (arommro3a, a 3aTeM JOCTaBISIOTCS B SAPO BHYTPH
napasurodoproii Bakyosu. Nucleophaga Spp. mpeanonoxuTenbHO HCHONB3YIOT MOJISPHYIO
TpyOKy JUIsi BBIXO/a M3 Mapa3uToopHOi Bakyonn w/win nonananus B siapo (Corsaro et al.,
2016). Buyrpu sapa Nucleophaga pasBuBaercs kak ameOouaHash Tpoduyeckas craaus,
OKpYKEHHasl TUIa3MaTHYecKoil MeMOpaHoil U, BEPOSATHO, CIOCOOHAS K aronuTosy. Amedouns
YBEIMYHMBACTCSI B pa3Mepe, 3aIoiHAET co00i OOJBIIYIO YacTh siipa U TpaHCHOpMUpPYETCs B
MHOTOKJIETOUHbIM criopanruii. Ha 18S RNA ¢unorenernueckux aepeBbsX HUMEHHO BETBb
Nucleophaga spp. 00pa3yeT AUXOTOMHIO ¢ MHUKpocTiopuIusmMu, a Paramicrosporidium B aTux
buoreHusx Tpymmupyercs ¢ npupoaHbiMu cukBeHcamu Rozellomycota (=Cryptomycota)

(Corsaro et al., 2014b, 2016) (Puc. 1-3). Xapakrepno, uto Nucleophaga spp. obpasyer kiactep
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Dikarya

2 ) Chytridiomycota FUNGI

Blastocladiomycota

HOLOMYCOT A& Aphelidaea

8 OPISTHOSPORIDIA
- Rozellomycota

oy

Pedyxuug 2eHoMa, nomeps ¢hazoyumosa u 300crop, MHO-
XKecmeeHHbIe He3asucuMble alapmayuu K napasumusmy

Microsporidia

Nucleariida

Pucynoxk 1-2. Tlomoxxenune mukpoctopuauii BHyTpu Opisthokonta (Holozoa + Holomycota),
¢unorenust Holomycota u sBosrormst Mopdotumnos mpeakoBbix ¢popm. udpsr B kpyxkax: 1, oOmuii
npenok Fungi u Opisthisporidia: cBoGoaHoXuByIIMi (aroTpod — KryTukoBas ameda, momaoOHas
ariaHocriopaM — adenua, COACPKUT XHUTHH B MOKOSIIUXCS IMCTax; 2, TPEJoK T'prOOB:
CBOOOHOKMBYIINH OCMOTPO(], CONEPKUT XUTHH HA BEreTATUBHBIX CTaIUsIX W B IIMCTaX/CIOpax,
MpeIHA3HAYCHHBIX I JHMCIIEpcHM; 3, Oa3albHas «OMUCTOCHOPUAMS». SHIOOMOHT, (arotpod c
KTYTUKOBOW JMCIEPCHOHHOM cTajneld, CONEpX HUT XUTHH TOJNBKO B HMHQEKIMOHHBIX Iuctax. [lo:
Toruella et al., 2018; Quandt et al., 2017; Corsaro et al., 2016.

C APYTMMH TPUPOAHBIME KiIoHaMu Cryptomycota U3 BOJHBIX 00pa3iioB, BO3MOXKHO, OOTaThIX
ameObamu (Bass et al., 2018). Takum oOpazom, comocTaBieHHE MOP(POJIOTHYECKUX U
MOJIEKYJISIPHO-(DMIIOTEHETHYECKHUX JaHHBIX TOBOPUT O TOM, YTO HEKOTOpPBhIe MOP(HOJIOTHIECKUE
YepThl, CUYMTAIOIIUECS YHHUKAJIBHBIMH JJII MHUKPOCIIOPHIUM, BEPOSTHO, BO3HUKAIU U Y
posemtomukot Turma Paramicrosporidium (Corsaro et al., 2016). B 18S PHK ¢unorennsx
Ophistocontha Nucleophaga o0pa3yioT AnMHHYIO BETBb OBICTPO DBOJIOLHMOHUPYIOIIHX
cHKBeHCOB. He sBisieTcs nu o0beAnHEHUE HYKIECO(aroB M MHKPOCHOPHIHMNA CIIEIACTBHEM
apTedakTa «IpUTHKEHUS JUTMHHBIX BeTBel»? ToUHO 3TO MOXKHO OyJeT cKa3aTh, TOJIBKO KOTAa
u npyrue reasl Nucleophaga 6yayr moctymssl 1ist GUIOreHTHYeCKOro aHanu3a. Ho xopormm
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JIOBOJIOM B IOJIb3y JIOCTOBEPHOCTH 3TOM TPYIIUPOBKH TOBOPUT TOT (AKT, YTO MpPHU
SJIMMUHAIIMK CHKBEHCOB MHKpoOCHopuauii u3 ananuza, Nucleophaga spp. rpymmupyrorcs ¢
Mitosporidium daphniae, emie oxHoil «pomMexxyTouHO# (opmoii» Mexay Rozellomycota u
Microsporidia

Mitosporidium daphniae (Rozellomycota) — 310 BHA MHKPOCIOPHAUA-TIOAOOHBIX
PO3EIOMHUKOT, Tapa3uTUpYOLIHi B kKuiieynuke napuuii. OH, Taroke kak Nucleophaga spp., Ha
(HUITOTEHETHYECKUX JIEPEBBSIX TPYIIUPYETCS C MHUKPOCHOPUAMSMH, 3aHUMas Haubosee
6azanpHOe monokenue (Puc. 1-3). M. daphniae o6namaer xapakTepHO# 1jIsi MEKPOCIIOPHIHIA
CTPYKTYpO#i criopbl. BHyTpHKIIeTOUHBIE TipoiudepaTtuBHbie ctaanu Mitosporidium obpasytor
BBIPOCTHI, MMOJOOHBIE IICEBIONOINSIM, MPOHMUKAIOIIUM B IHUTOINIA3MYy XO3sHWHA (Haag et aI.,
2014). Awnanormuneie cTpykTypbl omucanel y Rozella allomyces u y Nucleophaga, Ho
OTCYTCTBYIOT y GONBIIMHCTBA MUKpocTIopuauii.2 OHM paccMaTpuBaroTCs Kak pyIMMEHTapHbIE
octaTku ameOounHoN  ¢aroTpodHOll  cTaauu, MPUCYTCTBYIOWEH y  adenun W,
IPE/INONIOKUTEIILHO, XapakTepHo# aist npenkoBoit Nuclearida-momoouoi dpopmsr (Corsaro et
al., 2014a, b, 2016; Quandt et al., 2017). [Tpu 3HaunTenpbHOM MOpdoITOTHYecKOM cxoacTBe M.
daphniae ¢ MUKpCTIOpUAKUAME 3TOT BU COXPAHUI MUTOXOHIPUATIBHBIH T€HOM, & €r0 SICPHBIN
TEHOM B OOJbIICH CTEMEHH HAMOMUHAET TPUOHOW, YeM MHUKPOCIOPHIUMHBIA. BakHO
OTMETHTh, YTO B MHUTOXOHApHaATbHOM reHomMe M. daphniae, kak W B peaylnHpOBaHHOM
MHUTOXOHApHadbHOM TeHome Rozella allomyces, otcyrctBytor rensl Kommiekca 1
OKHCITUTENHHOTO (hochOopriinpoBaHus. XapakTepHO Takxke, 4To, kak y Paramicrosporidium, B
saepuoM renome M. daphniae He BbisiBieHBI AT® THEPEeHOCUUKH, a MHTOXOHIPUH HE
uneHmmpuimpoBansl Mopdonorunuecku (Haag et al., 2014). Hanuume nereHepupoBaHHOTO
MHUTOXOHJpHadbHOrO TeHoma y M. daphniae u R. allomyces roBoput o mnocreneHHOU
JereHepanun jpixatenbHoil memu y Rozellomicota, xoropasi, BeposSTHO, KOppEIHpyeT ¢
npuodperenueM AT® mnepeHOCYHKOB. MHTOCOMBI MHKPOCIIOPHIHIA, B KOTOPBIX BOOOIIE
OTCYTCTBYET I'€HOM — KOHEUHBIN Pe3yJIbTaT 3TOTO IBOJFOIIMOHHOIO MPOIecca.

Takum oOpa3zoM, B HacTosIiee BpeMs MOXHO TOBOpuTh O Kiame Rozellomicota-
Microsporidia, mpeacTaBIeHHOH IIUPOKMM pa3sHOOOpazueM MOpPQPOTUIOB — OT (opm,

noao6HeIX R. allomyces, HanoMuHaIOMIMX XUTPUANEBBIE TPHOBI U aheNn, KOTOPBIE 3apaXKatoT

8«IlpoTon/asmMaTU4eCKHE BBIPOCTBI», XapaKTEPHBIE /I MEPOHTOB U CIOPOHTOB
MUKpocnopuaui poaa Anncaliia (Cali et al., 1998; Tokarev et al., 2017), apastoTcs
WCKJIIDOUEHUEM U3 3TOr0 MpaBUJIa U, BO3MOXHO, TAKXKe PYJJMMEeHTapHbIM IPU3HAKOM,
OTpaXKaKIIUM POACTBO MUKpOCopUaAni ¢ Mitosporidia-nofo6GHbIM NPeJKOM.
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X03MMHA C TIOMOIIBIO KI'YyTUKOBBIX 300CIIOP, 10 MUKPOCIIOPUIUSA-TIOIOOHBIX O€3KI'YTHKOBBIX
dbopM, MHPHUIHUPYIOMUX XO035€B C MOMOIILI0 TOJSApHOUW TpyOku. Bce wieHbl ATOW Kiaabl
MOJBEPIIIMCh PEAYKIMH T'€HOMa W TOTepe pa3iMyHBbIX I'€HOB, U BCE OHHM MPOHM3OLUIA OT
rpudonono0Horo mpeaka. Mopgoaorndeckue, MOJIEKyJISIpHbIE U TEHOMHBIE XapaKTEPUCTHKU
MO3au4HO pacIpe/IeJICHbl MKy H3Y4E€HHBIMHU MTPEACTaBUTEISIMU 3TOH Kiaasl (Tabm. 1-2), uto
CBHU/IETEJIbCTBYET, CKOPEE BCETO, O MAJIOW U3YYEHHOCTH TPYIIIBI U O CYIIECTBOBAHUHU OOJIBIIOTO
YKCIa HBIHE JKUBYIIMX W/WIM BBIMEPUIMX (OPM C pa3zHOOOpPA3HBIMU MPHUCIIOCOOICHUSIMH K
BHYTPUKJIETOYHOMY Mapa3uTH3MYy, U3 KOTOPHIX HAM M3BECTHA JIMIIb Manas Toiuka. Kaptuna
9BOJIIOIMOHHBIX CBsi3el MEKAy TakcoHamu kiaael Rozellomicota-Microsporidia Oymer
MOCTETICHHO MPOSICHATBCS TI0 Mepe ONHMCAHUS HOBBIX (JOPM U BBISBICHHS HEIOCTAIOIINX
3BCHBEB.

HanGomnee BeposSTHO, YTO MHKPOCIOPHINHM MPOU3OIUIM OT HSHIONAPA3ZUTHYECKOTO
opranusma, nopobOHoro Rozella, nuIIEHHOrO J>XIYTHKOBBIX 300CHOP, HO COXPAaHHUBIIECTO
aMeOOoUIHYI0 TPOPHUUECKYIO CTAAWI0 U CIHOCOOHOCTh K (Darommrosy, YTEpsHHYIO Ha Oojee
no3nHux stanax. [IpeakoBsie GopMbl MUKpOCTIOpHIWI OBUIM Mapa3sUTaMu MPOCTEHIINX U
0eCII03BOHOYHBIX JKMBOTHBIX, OOWTAIONIIMX B BOAHOW, MPEINOIOKUTEIBHO MPECHOBOIHON
cpene (Corsaro et al.,, 2016, 2019; Gromov, Mamkaeva, 1968; Quandt et al., 2017). He
UCKJIIOYEHO, YTO IMpEeIKH, MO KpalHedl Mepe, HEKOTOpBIX TPYII MHUKPOCHOPUINIM ObLIU
BHYTPUSICPHBIMU Tapa3utamu, momoOHeiMu Paramicrosporidium u Nucleophaga. Kpome
OTYETIMBOI0 MOP(OIOTUYECKOTO CXOJCTBA «HUBIIUX» MIIH «0a3aIbHBIX» MUKPOCTIOPUINNA —
MEUYHHMKOBEIUTHJ, W  XUTPUIHONCHA — C  BHYTPUSJICPHBIMH  MapasuTamMu  ame0
Paramicrosporidium u Nucleophaga, accornuanust MUKpOCIIOPHIHIA C SPOM KIETKH XO03sIMHA
NPOCIIEKUBACTCSI B HEKOTOpBIX rpymmax Microsporidia. IlpencraBurenn 3-X  pojios,
OTHOCSIIIUXCS K OJHOM M TOH e (MIOTCHETHYECKOH Kiage MOPCKHX MHKPOCHOPHIHNA
(Marinosporidia): Nucleospora, Desmozoon (Paranucleospora) u Enterospora, o6muratao
pa3BHBAIOTCSI BHYTpH sifipa kieTku xo3simHa (Stentiford, Dunn, 2014). CiyuaiiHoe pa3BuTHE
BHYTPH HYKJICOIIITA3MbI XapaKTEepPHO TakXke s npeacraButesei poma Nosema u Vairimorpha
(Maddox et al., 1999; Takizawa et al., 1973; Tsai et al., 2009; E¢pumenko u ap., 1990).
HeoObluHast TpaHcIoKalus napa3uTapHON FreKCOKMHA3bI B SAPO KIETKH X0351MHA U €€ POJIb KaK
(bakTopa TpPAHCKPHIIIMK BO BpeMs BHYTPUKIETOYHOro pa3Buths Paranosema locustae,
BoIsiBJIeHHas Tpynmoi B.B. Jloarux (Senderskiy et al., 2014), BO3MOXHO, CBHIETEILCTBYET O
CYIIECTBOBAaHMM CIEIMAIU3UPOBAHHBIX MyTEH MaHUITYJUPOBAHHUS T'€HOMOM, CBSI3aHHBIX C
BHYTPUSJIEPHBIM Apa3UTU3MOM IMIPEIKOBON (hOPMBI.

«lIpumumugnvie MUKPOCNOPUOUUY»: MEYHUKOBEIUObL U Xumpuouoncuosl. PoHHAIA

JlapcoH, KpyImHEUIMI CEeUaIUCT MO [UTOJOTMH MUKPOCTOPHUANI, TPUBOJUT JIBE OCHOBHBIE
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IPYNIbl  MPUMHUTHUBHBIX  MuKpocmopuauii: Metchnikovella-momo6ubie  Mukpocmopuanu,
KOTOpble OH Tpynmupyer B cemelictBo Metchnikovellidae, u Chitridiopsis-nooo6nuie
MHKpPOCTIOpDMAMH — mpejcTaButenu cemeiictBa Chitridiopsidae.’ Dtu  ge rpymmsi
MHKPOCIIOPHIHHA 00JIaIal0T CXOAHBIMU YePTaMH LIUTOJIOTHHU M )KU3HEHHBIX IUKIOB (Larsson,
2014). BoBIIMHCTBO BHIOB XUTPHIUOIICHI U MEYHUKOBEILIN onmKrcaHo B Hayane 20-ro Beka
B KadyecTBE NMOOOYHOTrO MPOAYKTAa M3YYEHHUS TPErapuH U JAPYIHX KUIICYHBIX KOMMEHCAJIOB
0ecri03BOHOYHBIX. PaHHME onrcaHus Ype3BbIUaiiHO KPAaTKH, U UICHTU(UKAIUS OPTaHU3MOB 10
HHUM BeCbMa 3aTpynHeHa. IHTepecHo, YTO HU OJMH BHJl MEYHHKOBEIUIN U XUTPUIHOIICU HE
BBIOpAChIBAET MOJISIPHBIX TPYOOK, T.e. Yy HUX OTCYTCTBYeT (h)yHIaMEHTAIbHBIA NPH3HAK, MO
KOTOPOMY MHUKPOCIIOPUANN HICHTHU(UIUPOBAIIM HAa YpPOBHE CBETOBOW MHKPOCKOITHH.
COOTBETCTBEHHO, BCE BHJbl MEYHUKOBEIUIMJ W XHUTPHIUOICHJI W3HAYAIbHO HE ObUIH
UICHTU(UIIMPOBAHBI KaK MHKPOCHOPHIMH — BIUIOTH JIO 3PBl 3JEKTPOHHOH MHKPOCKOIIHU
(Vivier, 1965).

MeuHUKOBEIUTH/IBI, KaK HENaBHO TPEAIOJIarajoch, Hauboiiee MApeBHSS Tpymma
mukpocnopuauii (kacc Rudimicrosporea, otpsin Metchnikovellida, Sprague 1977) (Sprague,
1977a) - rumepmapa3uthl rperapuH  cemeiictBa Leucudinidae, oOuTaromux B
NUIICBAPUTEIILHOM TPAKTe MOPCKHX MOJMXET, CHIyHKymua u sxuypun (Larsson, 2000).
MeuHukoBeIMABl 00J1a7aI0T HAOOPOM «IIPUMHUTHUBHBIX» MOP(OJOTHYECKUX IPU3HAKOB, B
YaCTHOCTH, KOPOTKOM TOJSAPHONH TpYOKOM XapakTEpHOIO CTPOEHUS U OTCYTCTBHUEM
nosstporutacta (Larsson, 2000; Larsson, Kgie, 2006). BoibIIMHCTBO BHIOB MEYHUKOBEIIHT
oTkpeiTo u omnucaHo Caullery and Mesnil B mnepuon Mmexay 1897 u 1914 romowm.
MeUYHHKOBEIUTH/IBI CYUTATUCH 000COOICHHOM TpyToii skuBbIX opranusmos (Caullery, Mesnil,
1919) u ObUIM OTHECEHBI K MHUKPOCIIOPUAUAM JHIIb B 1965 romy B pabore, MOCBSAIICHHON
3IEKTPOHHO-MHKpOCKonunueckomy omucanuto Metchnikovella hovassei (Vivier, 1965).
Omnucano 3 poma meunumkoBeuna, Metchnikovella, Amphiamblys, Amphiacantha. U3 25
M3BECTHBIX BUJIOB TOJIBKO 8 BHJIOB U3YUEHBI YIBTPACTPYKTYPHO, JIBa M3 KOTOPBIX — aBTOPOM
muccepraiuu (cMm. 'maBy 3). B tabmuue 3-2 cymmupoBaHbl MOPQOJOTHYECKHE MPHU3HAKU
Pa3IMYHBIX BUAOB MUKPOCIIOPUIHIA, ONTMCAHHBIX K HACTOSIIEMY BPEMEHH.

['pynmoii  ydeHbIXx M3  MOCKOBCKOTO  YHHMBEpPCHTETa  OTCEKBEHMpPOBaHA U

npoaHanu3upoBana Oosbimas d4acth (90%) reHoma OEITOMOPCKOW MEYHMKOBEIUIUIBI

®Bcsies 3a JlapcoHOM Mbl 6y/ieM TPaJUIMOHHO Ha3bIBaTh 3TH TAKCOHbI CEMEUCTBAMH, XOTS UX
WCTUHHBIN HepapXUiecKuil ypoBeHb (T.e. CEMeNCTBO, OTPSA/ WU MO TUI) IIOKA HE OINpe/iesieH.
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Amphiamblys sp. — runepmapasura rperapunsl Lecudina sp. U3 KHIIEYHOTO TPAaKTa MOJUXET
(Mikhailiov et al., 2016). ABTopsl mpoBenu (GHIOTEHETHYECKH aHalu3 Ha OCHOBaHWUHU
BbIpaBHUBaHusS 303 reHoB ocoOeit u3 38 takcoHoB Holomycota. PesymbTaTsl ToBOpST O
0a3albHOM TIOJIOKCHHM MEYHUKOBEIUTHJI 10 OTHOIICHHIO K JAPYIMM  HM3yYCHHBIM
MHUKpoOcHopuausM. BerBb, Beaymas Kk Mitosporidium, guBeprupoBaia  paHbIIe
MEYHHMKOBEIUTH]. MUKPOCIIOPUINK, MEYHUKOBEILIHIBl U MUTOCIIOPUINHM TPYIIUPYETCS C
po3eiIoi M Bce BMecTe OOBEAMHEHBI B CECTPUHCKYIO TPYIILY IO OTHOIICHHUIO K Ipudam.
HenaBHo ObUIa OTCEKBMHHPOBAHA M AaHHOTHPOBaHA 3HAYHMTENIbHASI YaCTh TEHOMA €IIe OJJHOTO
npeacrasutens rpymmbsl, Metchikovella incurvata. CpaBauTenbHBIN aHAIH3 IBYX I'€HOMOB
HOATBEPIUJI OCHOBHBIC I'€HOMHBIC YEepPThl MEYHHMKOBEIUIM, BbLsABICHHbIE y Amphiamblys
(Galindo et al., 2018). Cuksenchl Manoi cyobeaunuiipl rena pPHK HecKoNbKUX APYrUX BUIOB
MEUYHHMKOBEIUTH/I, TOSBUBIIMECS HenaBHO B ['enOanke, rpynmupyiotcs ¢ Amphiamblys u M.
incurvata., oopasysi MOHO(HICTUIECKYIO TPYIITY C BBICOKOH moaaepskkoii (Bass et al., 2018).

CewmetictBo Chytridiopsidae (kmacc Microsporea, otpsin Chytridiopsida, Sprague, 1977)
Bkioyaer Tpu poxa: Chytridiopsis, Nolleria u Intexta. XuTpuauoncuabl H3BECTHBI U3
HACEKOMBIX, MHOIOHOKEK | Kieteii. ITepsoiii Bua xurpuauorncua, C. socious Schneider 1884,
OIMCaH W3 KUIIEYHOTO SMUTENHs KyKa-uepHoTenku Blaps sp. (Tenebrionidae). MuTepecho,
YTO TIApa3uT pa3BUBAJICSA BOJM3U sjipa ¢ oOpa3zoBaHueM CHEPUUECKUX CIOp AuameTpoMm 1.5
MkM. [To3mHee ObUTO ommcaHo emie Tpu Buaa poaa Chytridiopsis u3 »ykoB W OAWH BHJ U3
MHOroHOXKeK. ODpaniysckue wuccnepoatean  (Manier,  Ormieres, 1968) omucanu
yabTpacTpykrypy Chytridiopsis socious Schneider 1884, mapasuTupyromiero B KUIICUHHKE
Blaps lethifera, u mokaszanu Hamuuue MONSIPHOrO (UITAMEHTA, YJIOKSHHOTO B JIBa KOJbIIA.
ABTOpBI TaKk)Ke€ OTMETHJIA HEOOBIYHOE CTPOEHHE TMOJSPHOTO (riilaMeHTa U OTCYTCTBHE
nosisporuiacta. [lo3mHee ommcaHO TOHKOE CTPOSHME €Ile OBYX NpenacTtaBureneii pona, C.
typographi u3 »xyxo-kopoenos (Coleoptera, Scolytidae) u C. trichopterae u3 py4eiiHukoB
(Trichoptera). K xwutpuauorncugaM HOPUMBIKAIOT HECKOJBKO POJAOB MHUKPOCIOPUIUN —
Buxtehudea, Jiroveciana, Burkea u Hessea, mpenctaBuTesin KOTOPhIX MOP(OIOTHIECCKU MOTYT
paccMaTpUBaThCsl KakK MEPEXOIHbIC (OPMBI MEKIY XHUTPHUAUONCUIAMU U  «BBICIIUMHE)
mukpocnopumusmu  (Larsson, 2014). /lo HemaBHero Bpemenu mnosiokenue Chytridiopsida
ornocutenbHo  Metcnikovellida u  «Beicmiux»  (core) Microsporidia Obuto  HeE  SICHO.
I[Mpenmnonaranock, YT0 MEYHUKOBEIUTHIBI U XUTPHIUOTICUIBI — POJCTBEHHBIE IPYIIIBI, HO, CY/IS
10 MOP(OJIOTHU M CHEKTPY X035€B, CYUTAIOCH, YTO BTOPHIC T€HETHUECKH OJIVKE K BBICIIMM
MHKpocropuausiM, 4eM mepseie (Larsson, 2014). HenaBHo ynanock aMILTH(QHIUPOBATH T'€H
pPHK Chytridiopsis typographi, mapasura sxyka kopoena Ips typographus. dunoreneTuaeckuit

aHanu3 Ha ocHoBanuu pJ/IHK mokaszan, 4to XuTpuamoncuabl MpeNCTaBISIOT coOol Oosee
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6azansHyio BeTBb Microsporidia, wem Metchikovellida (Corsaro et al., 2019) (Puc. 1-3).
JlanHble (DUIOTEHETHYECKOTO aHAJIM3a XOPOIIO MOATBEPIUINCH CPABHUTEIBHBIM aHAIN30M
ctpyktypsl reHa pPHK: Tonbko y «Bbicmmx» Mukpocnopuanii npucyrctsyer 16S MCpPHK u
nousonuio ciusaue 5.8S ¢ BCpPHK. ¥V MeuHuKOBeIMI M XUTPUAMOICHI HAOJIOIAeTCS
crangaptHas (18S MCpPHK ¢ TunmuuHol BTOpW4YHOW CTpykTypoir u ITS2 cmaiicepom,
oraenstonium 5.8S ot BCpPHK), xoTs 1 penynupoBaHHasi CTPyKTypa pud0OCOMaIbHOTO I'eHa,
a nerenepanusi rena pPHK cunbHee BbIpakeHa y MEUHUKOBEIUTUI, Y€M Y XUTPUIUOIICHT

(Corsaro et al., 2019). MeunukoBeILTHIBI POPMUPYIOT Ha HUIOTCHETHUSCKHUX JIEPEBBIIX
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Pucynok 1-3. CoBpeMenHbIe MpeacTaBIeHHs 0 CTPYKTYpe Kaaasl Microsporidia-Rozellamicota
(TTo: Corsaro et al., 2016; 2019; Qiandt et al., 2018; Toruello et al., 2017; Bass et al., 2018)

Cxema (uIOreHeTHUECKUX CBs3ell MuKpocmopumuii ¢ apyrumu Takconamu Ophisthosporidia wa
OCHOBaHMM TCHOMHBIX JAaHHBIX MpEACTAaBUTENICH poOaOB (KHUPHBI KypcHB) W  MacCHBa
HeupeHTuuIMpoBaHHbx cukBeHcoB MCp/IHK 13 merareHOMHBIX mpoO (TPEYrOIbHUKH HAa KOHIIE
BeTBel). B mpsMoyrompHBIX OOKcaX, OTpaHMYEHHBIX IPEPHIBICTON JIMHWEH, MpHUBEIEHA
TaKCOHOMMYECKasl MPUHAUISKHOCTh XO035€B. MeTareHOMHbIC IaHHBIC YKa3bIBAIOT Ha MapaduUIIUio
Rozellomycota. Yacts TakconoB Rozellomycota, somornonso cesa3zanras ¢ Microsporidia, na cxeme
orpaHnveHa Toukamu. [Ipennonaraercs, 9To Cper OPraHU3MOB — HOCHTEICH STHX CHKBEHCOB MOTYT
OBITh pa3HOOOpa3HbIe MPOMEXyTOuHbIe (hopMbl Mexy mopdorunamu Rozella, Paramicrosporidium,
METYHHKOBEIUTH/I, XUTPUIHOTICH]] 1 MUKPOCIIOPU KA — 3HI00HOHTOB AMO0eb0zoa, npyrux mpoTucros
1 OECTIO3BOHOYHBIX. boJbIast 4acTh CHKBEHCOB, MPHUHAIEKAIINX 3TON Kiazae, momydeHsl u3 JIHK,
BBIJICJICHHON M3 MECTOOOUTAHMUH, PEIMOIOKUTEILHO OOraThix aMe0aMu, TAKUX KaK BIAYKHBIC TTOYBBI
TPONHUYECEKOro Jieca. «Bricine» Mukpocnopuain u MmeunukoBesutias (“Long Branch Microsporidia™)
00pa3yioT Ha (uIorpaMmax JUIMHHbIE BETBU. [10 MHCHHIO HEKOTOPBIX aBTOPOB, Takcon Microsporidia

JOJDKEH OBITh PACIIUPEH, YTOOBI BKIIOYHUTH B Ce0st ATH €llle HeolrcaHHbIe 3H1001oHThI (Bass et al.,
2018).

JUIMHHYIO BETBb, OTPAXKAIOUIYIO JOJTHI ABOJIONHOHHBIA MyTh, CPAaBHUMBIA IO JJIUHE C
«BBICIIUMHUY MHKpocnopuausimu. CkKopee BCero, MEUYHHUKOBEIUIH]IBI, CUMTABIIUECS paHEe
AHIECTPATBHON TPYIIONH MHMKPOCHOPUAMMA, MPEACTABIAIOT CO00H crennaIn3upOBaHHYIO
JIEPUBAHTHYIO BETBb, IBOJIIOLIUS KOTOPOil ObliIa CBsA3aHA C MEPEX0I0M K OOMTAHUIO B MOPCKOM
BOJIC U MpHcIiocoOeHus MU K runepnapazutusmy (Corsaro et al., 2019).

KopoTkmii «aTUNUYHBIA» TONSAPHBIA  (UIAMEHT, OTCYTCTBHE MOJISAPOIUIACTA U
SHJIOTE€HHAsl CHOPOTOHUS (y MEYHUKOBEIUIMJ M XUTPUAMOINCUA BeAyiias K (HOPpMUPOBAHUIO
TOJICTOCTEHHBIX LIUCT) — 3TO TPU aHUECTPATIBHBIX IPU3HAKA, KOTOPbIE POAHAT MEYHUKOBEIUIN
U XHTPUIOWOINCHI CO  CIEIHaTU3UPOBAaHHBIMH  mpenacTaButeasiMu  Rozellomycota,
Paramicrosporidium spp. u Nucleophaga spp. PyauMeHTapHbIME TIpHU3HAKAMH TaKKe MOYKHO
CUNTaATh MEJKHE pa3Mephl, OKPYTIylo (GopMy, IPOJ0JIroBaTOEe MM MOJKOBOOOpasHOE sIpo,
BHYTPUSAJIEPHYIO WJIM OKOJIOSJCPHYIO JIOKAJIM3ALMI0 U HalW4ue ICEeBIONOAUSA-I0J00HBIX
BBIPOCTOB IIMTOIUIA3MBI Y TIPONMU(EPAaTUBHBIX CTaAuid. Bece 3TH mpH3HAaKH, 32 UCKIIIOYCHHEM
ATHITMYHOTO MOJIIPHOTO (PUTaMEHTa U OTCYTCTBHS MOJSAPOTIIACTA, KaK MTOKA3alH, B TOM YHCIIE,
UCCIIEIOBAaHMSI aBTOPA, MEPUOJUYECKHA BCTPEUYAOTCS Y MUKPOCHOPUANHN, HE OTHOCSAIIMXCS K
«IPUMUTUBHBIM» MUKPOCTIOpUIUAM. «BbICIINe» MUKPOCIIOPANH, T.€. MPEICTaBUTENH Kiacca
Microsporea, otpsa Microsporida mo knaccupukanuu Bukropa Cropara (Sprague, 1977a),
NPECTABISIIOT CO00M MOHO(DMIETHYECKYIO TPYIITY Mapa3uTOB >KUBOTHBIX W 4YeioBeka. Mx
KJIETOYHOM OMOJIOTMH, WYTAM MPHUCIIOCOOUTENLHOW HBOJIOIMU M OHOpPa3HOOOpa3Uio

IIOCBAIICHA OOJIbIIIast YacTh ATOM AUcCCepTaluu.
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Tadmuna 1-2. Mopdonoruyeckue,

et al., 2016; Toruella et al., 2017)

OMOXHUMHYECKHUE

U MOJICKYIISIPHBIC
MUKPOCIIOPUAMIA ¥ POJICTBEHHBIX TPy (1mo: Bass et al., 2018; Quandt et al., 2017; Mikhailov
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297
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12

O6o3nauenusn: +, NPU3HAK MPUCYTCTBYET; —, IPU3HAK OTCYTCTBYET; HJ, HET TAHHBIX
*BbIpOCTHI IUTOTUIA3MbBI MEPOHTOB M CIIOPOHTOB OITUCAHBI «IIPOTOILIA3MATHYECKUMHU BBIPOCTAMID
st Anncaliia spp. u3 yenoseka, Hacekombix (Cali et al., 1998) u pakooOpasnsix (Tokarev et al.,

2017).

** YV Metchnikovella incurvata crnoporoHanbHbIii IJIa3MOIMI HEMPaBWILHOH (OPMBI ¢
MHOTOYHCIICHHBIMH [IMPOKAMHU BBIPOCTaMH. DTO MOXET TOBOPUTH 00 amebouaHOW (opme

MaTepHHCKOfI KJICTKH.

***y Amphiamblys HaiizeHs! reHbl anpTepHaTHBHOTO NIepeHocunka AT®, He BCTpeyaronmecs: Hu
B oHoU 13 rpynn kiagael ARM (Mikhailov et al., 2016).
****PazMepbl TEHOMOB MHUKpOCIIOpUIMi BapbupytoT oT 2.3 mb 1o 51mMb 3a cuer Hekonupyromux
anemenToB u nmosropos (Williams et al., 2014).
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I'JIABA 2. OFBEKTHI U METO10JIOTYSI UCCJIEJIOBAHUM
2.1 O0BeKTHI HCCIEeA0BAHUM
2.1.1 TlpupoaHble Tapa3uTO-XO35TMHHBIC CUCTEMBbI

OObekTamMu uccienoBanuii Ol OoJiee 30 BUIOB MUKPOCHOPHIMMA, OTHOCSIIUXCS K
0a3anpHOM TPYINE «HU3LIUX» MUKPOCHOPUIUNA — MEUHUKOBEIUTU] (2 BHAA), U K «BBICIIUM
MuKpocriopuausim» (28 BuaoB). bonbiias yacTh 3TUX BUIOB ObUIAa BBIJECJICHA U3 MPUPOJIBI,
ONKCaHa W/WIM OXapaKTepU30BaHA aBTOPOM MOP(OJIIOTUYECKH U T€HETHYEeCKU. XO03sieBaMU
M3Yy4aeMbIX MHUKPOCIOpUIUil OblTM mpeactaButenn 13 HaapoaoBbIX TakcoHOB Animalia.
Haubonpiiee ynciio u3yuyeHHbIX BUAOB — MHapa3uThl uiaeHucToHorux (tun Arthropoda) (22
Buna). Cemp BujoB M ObLIM BBIACIEHBI U3 TpeacTaBuTeneit kimacca Crustacea (oTpsif
Decapoda, 3 Buna; Copepoda, 2; Cladocera, 2); 15 BugoB — u3 HacekoMmbix (kiacc Insecta)
(Odonata, 1; Psocoptera, 4; Orthoptera, 6; Hymenoptera, 2; Lepidoptera, 1; Coleoptera, 1). Eme
oIWH BHUJI ObLT BeIIENCH u3 Goponuna (tum, otpsn Phoronida), nBa BHma Mukpocrmopumnit
cemerictBa Metchnikovellidae Obumn rumepmapasuramu koibpuaThix depBeit (Polychaeta) u
napasurtam rperaput (Apicomplexa), u 3 Buma ObUTH acCOIMUPOBAHBI C TO3BOHOYHBIMHU (THIT
Chordata): 1 Bux ObLT BbIIEICH M3 PENTUIINI, a IBa IPYTHMX M3Y4allUCh B KYJIbTYpE KIETOK
MJIEKOMUTAIONINX, & U3HAYAJIbHO OBLIM W30JMPOBAHBI M3 KPOJIMKA M uejoBeka (cMm. Pazmen
2.1.3). ITonHBIi cIMCOK U3yYEHHBIX BUJIOB MUKPOCIIOPUIUH C CCBUIKAMU Ha COOTBETCTBYIOLIUE

myOIMKaIUy MpejcTaBieH B Tabmuie 2.1.

2.1.2 DKcriepuMeHTaIbHBIE TApa3UTO-X03IUHHBIE CHCTEMBI C YIaCTHEM HAaCEKOMBIX

Bonpimass 49acTh OSKCIIEPUMEHANBHBIX HWCCIIEAOBAHMS, ONMHCAHHBIX B IHCCEPTAIUH,
IPOBOMIACH Ha JTabopaTtopHbIX KynbTypax cBepuka Gryllus bimaculatus Deg. (Orthoptera,
Gryllidae) u capanuu Locusta migratoria migratorioides R. & F (Orthoptera, Acrididae),
3apakeHHbIX MUKpocnopuausimu Paranosema (=Nosema) grylli (Sokolova et al., 1994, 2003)
u Paranosema (=Nosema, Antonospora) locustae (Canning, 1953) (Sokolova et al., 2003). O6a
BUJIa MUKPOCTIOPUANH Pa3BUBAIOTCS MIPEUMYIIIECTBEHHO B )KUPOBOM Telle M TEMOLIUTaX X035EB
B HEMOCPEJICTBEHHOM KOHTAKTE C IIUTOIUIa3MON KIETKU X035IMHA, 00Ja/1al0T TUTIOKAPUOHOM
1 00pa3yroT OBaJTbHO-IIMIMHAPUYECKHUE CTIOPHI OJTHOTO THIA pa3zmMepom 4-5.2 x 1.8-2.5 MkM ¢
18-20 BuTKaM¥ MOJISIPHOM TPYOKH, pacIoIOKEHHBIME B OJIMH WIIH JBa psija. Bux Paranosema
grylli 6611 BeIsIBIeH Hamu B uHcekTapun UD®ub. um. .M. Ceuenosa B 1993 r. B momynsiiuu
CBepuKoB, mpuBe3eHHbIX U3 Cpenneit Asun (Typkmenusi, ropusiii MaccuB Komer-/lar, BOmu3u
r. Atrxab6an), u omucan aBropom auccepraiuu (Cokonosa u ap., 1994). I[Mapasuto-xo3stuHHAS
cucrema P. grylli-G. bimaculatus oxkaszamace upe3BBIYaliHO yI00HOW 3KCIEPHMEHTAIBHON

MOJICTIBIO JIJISl U3y4YCHUS] OMOXUMUU, KIIETOYHOW OMOJIOTHI MUKPOCIIOPHANN H OCOOCHHOCTEH
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Mapa3uTO-XO3SIMHHBIX B3aMMOOTHOILIEHUN Ha KJIETOYHOM, CYOKJIETOYHOM U OPraHU3MEHOM
ypoBHsX. KymbTypa  cBepukoB  mojajepXHBajlach B  HMHCEKTapuu  J1abopaTopuu
MukpoOnosoruueckoil 3amuTel pacteHuil B BcepoccuiickoM MHCTUTYTE 3alllUThl PACTEHUIN
(BU3P) xpyraelii rox IO METOAWMKaM, pa3apa0OTaHHBIM B MHCEKTapuu MHcTuTyTa
sBOTIOIMOHHON (pu3nonorun u Ooumoxumuun PAH (MDDb PAH) (Kusszes, 1985). Bxkparie:
HACEKOMBIE COJICP)KAINCh B IJIACTUKOBBIX KoHTeWHepax npu 28 °C, 12 4./12 4. neHn/HOYb
¢doronepuozae, 40-45% OTHOCUTENBHOW BIIAKHOCTH; Ha JHETE, BKIOYAIONIEH MPOPOCTKU
MIICHUIIbI, CE30HHbIC 3JIaKHM M TMEeUIETUPOBAHHBIA KOpM Il Kpbic. CBEpPUKOB 3apaskaiu
nobasnenuemM crop B Boay B pacuere 102-10° crop Ha 0co6b B 3aBHCHMOCTH OT 3aj1adu
OKCIIEpUMEHTa. B CTaHIapTHBIX AKCHEPUMEHTaX JIMYMHKH 3-4 BO3pacTa 3apakaluch 10301
paBHo#i pubmM3nTensHO 10° cop Ha 0coOb. B 3ToM ciydae (opMmpoBaHHE CieayIONIeH
reHepanuu crop 3anumano 7-9 nHenens. [lpu nepopalibHOM 3apa)KeHHUH MHUKPOCIIOpHIUEH B
YKUPOBOM TeJI€ M TeMOIUTaX HAKAIUIMBAETCS OTPOMHOE KOJIMYECTBO BHYTPUKJIETOUHBIX CTa TN
u crop (mopsmka 10° -10'° cop Ha 0coOb) 3a cueT BBICOKOH MHTEHCHBHOCTH HHBA3WH,
COMPOBOXKAAMONICHCS THUnepTpoduell 3apakKeHHOM TKaHW. OTO TIO3BOJSET TOIYyYaTh
JOCTaTOYHOE JUIsl [MUTOJIOTMYECKUX ¢ OHOXMMHUYECKHX HCCICOBAHHS KOJIUYECTBO
OMOJIOTUYECKOr0 MaTepuana: CHop, CTaAui U 3apaXCHHBIX KIETOK. bbulo HamakeHo
NOJydeHne TeMONMM(pBbl W3 3apakeHHBIX CBEPYKOB M cCapaHud (C TOMOIIBIO YKOJia B
OeIpeHHYI0 YacTh JIAIKM HACEKOMOTO) JUIS M3YYEHHUS OTBETHBIX PEAKIUU TeMOTHUM(BI H
reMouuToB Ha Mukpocnopuanos (Tokarev et al., 2005; Cokonosa, Cynaykos, 1999; Cokomnosa
u 11ip., 2000) u nmoaaepxkaHus KPATKOBPEMEHHBIX KIIETOYHBIX KYJIbTYP 3apa)KEHHBIX T€MOIIUTOB
G. bimaculatus (Tokarev et al., 2005).

Wutepec k wmukpocrnopuauun Nosema locustae, mnepeBenéHHONW aBTOPOM B PO
Paranosema Ha ocHOBaHM MOJEKYJsIpHOTO (uioreHernueckoro ananmmsa (Sokolova et al.,
2003), 0OBsCHSETCS IMUPOKON CIEM(MUIHOCTHIO M BHICOKOI MaTOrEHHOCTBIO ATOTO Mapa3uTa
110 OTHOIICHHIO KO MHOTMM BHIaM capaHuoBbix (Sokolova, Lange, 2002). 3To equHCTBEHHBIH
NPEJICTaBUTENIb MHUKPOCTIOPHINI, Ha OCHOBE KOTOPOTO OBIT CO3MaH KOMMEpPYECKHH
WHCEKTHIIU 1o ToproBoii mapkoii Nolobait (Henry, 1990), tak:ke cM. CCBUIKM B 0030pax
(Henry, 2017; Lange, Sokolova, 2017). Nolobait B HacTosIIee BpeMsl YCIIEIITHO MTPUMEHSIETCS
NIPOTHB CTAJHBIX M HECTAIHBIX CApaHYOBBIX Ha mactOumax CeBepHON AMEepUKH, APTreHTHHBI
u Kuras (Lange, Sokolova, 2017). Ilpaktuueckas 3HAYUMOCTb 3TOW MHUKPOCIIOPUINU
HOCITY)KHJIa OCHOBHOW MPUYMHON MOJICP’KKHU TpoeKTa 1o pacmmppoBke reHoma P. locustae,
BBHITIOJTHSAEMOTO0 aMmepukaHckumu wuccnenoBarensimu (Genome Project, Marine Biological
Laboratory at Woods Hole, funded by NSF award number 0135272,
http://jbpc.mbl.edu/Nosema/index.htmlhttp://gmod.mbl.edu/perl/site/antonospora01?page
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=intro). locrynHocTth anHOTHpOBaHHOTO Ha 80% renoma P. locustae nobasisier rienHocTH P.
locustae B kauecTBe 00BEKTA FIKCIIEPUMEHTAIBHBIX UCCIeIoBaHmi. JlabopaTopHast MOMyIsIHs
nepeseTHON capaHuu ObuIa oy4deHa u3 MOCKOBCKOTO 300MapKa, CoJIepKalach B cafKax Mpu
temneparype 30 °C, 16 4./8 u. neHb/HOUYb PoTonepuone, 40-45% OTHOCUTENBHOMN BIIAXKHOCTH;
Ha JUeTe, COCTOSILEH M3 MPOPOCTKOB IIIEHUIBI C J00aBICHMEM JIMCThEB TPOCTHUKA
obwikHOBeHHOTO (Phragmites communis) B netuuii ce3on (Sokolova, Lange, 2002). Criopsr N.
locustae mnst 3apaxenus ObutH mpemoctaBieHbl HaMm [Ipod. J. E. Henry u [lp. D. A. Streett
(USDA, Rangeland Insect Laboratory, Bozeman, Montana, USA). 3apaxenue
MHUKPOCHOPUIUSAMH NPOBOAUIOCH C IOMOIIBI0 HAaHEHCEHMsI CYCIIEH3MU CIOp Ha KOPMOBOE
pactenue B pacuere 10%-10° criop Ha 0co0b.

P. grylli u P. locustae ¢unorenernyeckn odeHb OJIHM3KH, 4TO moaTBepxkaaercs 95 %
UJICHTHYHOCTH HOCIeI0BaTenbHOCTel Masoit cyobeaununbsl pPHK o6oux Bumos (Sokolova, et
al., 2003). [l BBIAEIEHHUS CITOP M3 JKHPOBOTO TEIIa, HACEKOMBIX 000MX BUIOB IPEIapHUPOBAIIH,
BBIJICIISIITH ’KHUPOBOE TEJIO ¥ TOMOTEHU3UPOBAIIN €T0 B BOJIE C TIOMOIIBIO Te(hIIOHOBOTO MTECTHKA.
['omorenatsl neHtpudyruposanu 10 mua co ckopoctbio 200 g B 1.5 mMi neHTpudYKHBIX
npobupkax. benblil ocanok, cogepKaiuii 3pesble Cropbl, cOOUpanu U IpOMbIBAJIM BO0M 2-4
u Oosiee pa3 HEeHTpU(PyrupoBaHUEM J0 TEX MOP, IOKA OCAAKH HE COAEPIKaIM CYyCIIEH3HUIO CIIOp,
YUCTOTY KOTOPOHM OILIEHHWBAJIM C MOMOIIbI0 MHUKpPOCKONHpoBaHUs npu yBenudeHun 400X c
nprMeHeHneM (a30BO-KOHTpacTa. BomHbIe CyCIeH3UH CIIOP XPaHMIUCh B XOJIOAMIBHHKE 70 |
rofa 6e3 MOTepU MHBa3HOHHBIX CBOMCTB. CTaauu BHYTPUKIETOYHOTO PA3BUTHUS (MEPOHTHI U
CHOPOHTBI) OTAEISUIN OT CHOP U 3JIE€MEHTOB TKaHU XO35MHA C TOMOIIBIO LIEHTPUPYTHPOBAHUS
B rpajauenTe miotHoctH [lepkoita (Seleznev et al., 1995; Cenesnes u ap., 1994; CokonoBa u
ap., 1994). Dkcrpysuto criop Mukpocnopunuii P. grylli ctumynupoBanm coriiacHO MeTony,
paspaborannomy Kyptu u coaBropamu (Kurtti et al., 1994). Ciops! uaky6uposaiu 30 MUH rpu
KOMHaTHOW Temmeparype B pactBope 1 (I MM Tpuc, 10 mM DJITA). Ilocne
ueHTpudyruposanus crnop B TeueHue 10 muH npu 600 g ocamok pecycrneHzupoBaid B 12
o0wvemax pactopa 2 (10 MM KOH, 170 MM KCI) u unky6uposanu eme 30 mun. Ilocie
OYEePEHOT0 EHTPUPYTUPOBAHUS CIIOPBI pECYCIIEH3UpOBau B 6 00beMax pacTBTopa 3 (25 MM
Tpuc, 10 MM BITA, 170 MM KCI). Ilepenoc criop B mocieIHUil pacTBOP BBI3BIBAT BBIOPOC
HOJISIPHBIX TPYOOK ¥ BBIXOJ crioporuia3M B Teuenue 1-15 mun (Sokolova et al., 2003).

Jpyrum o0beKTOM 3KCIEpUMEHTaIbHOU paboThl, mpoBoauMoii B CIIIA B nabopatopuu
U3BECTHOTO MaTojora HaceKoMbiX J[xelimca DyKchl, ObLIM KOJOHWM OTHEHHBIX MYpPaBBEB
Solenopsis invicta, 3apaxennsie Mukpocnopuaueii Thelohania solenopse Knell, Allen, Hazard
1977, nepeBenéHHBI aBTOPOM amccepranu B HOBBIM pox Kneallhazia na ocHoBanuu

YIBTPACTPYKTYPHOTO U MOJIEKYJISIpHO-(PHIIOreHeTHYeckoro axanuza. KojoHun mypaBbeB,
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3apaXeHHbIC MUKPOCTIOPUINEH, HICHTU(DHUIIMPOBAIH B IPHUPOJIC C MOMOIIBIO Pa3pabOTaHHBIX
HaMHU MOJICKYJISIPHBIX M CBETOOINTHYECKHX MeTonoB auarHoctuku (Fuxa et al. 2005; Milks et
al., 2004; Sokolova et al., 2004b; Ta6nuua 1) u mepeHocwin B 1a0OPaTOPUIO. DTH KOJIOHHUU
U3BIMAJIKCh KOO0 M3 €CTECTBEHHO 3apakeHHOU MOMY/ISAIME MypaBbeB (caidT «Rosepine, LA»),
71100 U3 CalTOB, Ky/la MUKPOCIIOPUINH ObUTH BHECEHBI HCKYCCTBEHHO 3 rojia Ha3a (caiTel «St
Joseph, LA» u «Clinton, LA») (Fuxa et al.,, 2005; Sokolova et al., 2004a). Konouuwu
COJICpKAITUCh B JJabopaTopuu 10 CTaHIApTHBIM METOJIMKaM, onucanHbiM paHee (Banks et al.,
1981). Bospact smmumnaok ompeaeasuin mo O’Neal and Markin (O’Neal, Markin, 1975).
OII0/I0TBOPEHHBIX CaMOK (KOpPOJICB) IMOJUTHHHBIX KOJOHHUHM ONMpPEC/sUId [0 HAIUYUIO

criepMarek Win (QOIUTHKYI ¢ SHIaMU B IPOKCUMAJIBHOM Y4aCTKE OBAPHOJL.

2.1.3 KnerouHnast sKcriepuMeHTalIbHAs CHCTEMa

Knerku mononurtaphoii neiikemun ueaoeka THP-1 (American Type Culture Collection)
BeIpanmBai B cpene RPMI 1640 (Meditech Inc., Herndon, VA), ¢ nmob6aBnenuem 5%
¢detasibHON Oblubel ChIBOPOTKOM, 2 MM L-rmyramuna u antu6buotukoB (100 enuHuig
neHunuiuIHa / M1, 100 Mxr crpentomuniaa / mit) (onHas cpeaa RPMI). Mukpocniopuamii E.
cuniculi  (mepBonauanbHO BbIACHCHHBIE W3 Kponuka, ATCC # 50503) um V. corneae
(mepBoHauanbHO BBIIENCHHBIE M3 denoBeka, ATCC # 50505), BepammBam B RK-13
KpoJIM4bKX AnuTenuanbHbiX kietkax noyek (ATCC # CCL-37) taxke B mosiHo# cpene RPMI,
KOTOPYIO MEHsUIU JiBa pa3a B Heleno. CynepHaTaHThl, COJIEpKalUe CIIOPbl MUKPOCTIOPUIHH,
XpaHWIU B CTEPUIIbHBIX KoJ0ax npu 4 °C.

CycneHsuio crop MUKPOCIIOpUIUI 00oralaig 3a cueT pa3pylIeHUsl OCTaTKOB KIIETOK,
kak omucaHo panee (Didier et al., 2010). OGoraméHHble CylepHaTaHTbl MEPEHOCHIN B
npobupku, nenrpudyruposanu (400 x 10 mun npu 4 °C) U NpoOMBIBAIM MOCIEA0BATENBHO
uentpudyruposannem B dH20, 0,3% Tween 20 8 TBS u TBS. Ocanku pecycrneHaIupoBaiu B
TBS, cmemmuBanu ¢ paBHbIM o0beMoM 100% nepkoina (50% Percoll) u nentpudyruposanu B
teuenue 45 munyt npu 500 x g. Ocanku, coaepraniye Cropsl, CHOBa npomeiBaiun TBS u
CYCHEHIMPOBANIN 0 KelaeMoil KoHIeHTpanuu. CyCneH3ul MEPTBBIX CHOP OBLIN MOJTyYeHBI
KUTISTYEHUEM JKUBBIX crop B TedyeHue 15 muH. KoHUEHTpamuu crop MOACYUTHIBAIM B
reMouuToMeTpe B (ha30BO-KOHTPACTHBIM MHKpockon mpH ysenudeHun 400X, ucnomb3ys

KOHJICHCOP.

Ungpexyua wnemox THP-1, ougpgepenyuayus ¢opbonr-mupucmamom u uHOYKYUsl
anonmosa. Knerku THP-1 BbiceBanu Ha 4 x 10° kietok Ha Ma B 6- WM 24-ITyHOUHBIX
IUTaHIIEeTaxX Ui MpoBeieHus (IyopuMEeTpPHUECKOro aHalu3a Kacmhasbl 3, WM B §-JIyHOUHBIX

npeIMETHBIX cTekiax ¢ kamepamu (chamber slides, Nalge Nunc International, Naperville, 1L)
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qutst ananmusza metogom TUNEL (in situ Terminal deoxynucleotidyltransferase - mediated dUTP
Nick End-Labeling). JKuBbie wim MepTBbIE CIOpPHI MHKPOCHOPHIHMIA J00ABISIM B
COOTBETCTBYIOIIME JTYHKH MIPU OTHOILIEHUM MapaszuTa K KieTke-xozsauny 3: 1. Uepe3 30 mun
KynbTypbl oOpabateiBasin 40-80 HM (25-50 ur / mu) ¢op6on-12-mupucrar-13-ameratom
(PMA) (Sigma-Aldrich, St. Louis, MO) 1 ”HKYOHpOBajIH B TeUcHHE 24 4acOB, I CTUMYJISAIIAN
muddepentmponanuss THP-1 MoHOIIMTOB B aare3nBHbIe Makpodaru. 3aTeM KyJIbTYpPbl TPUKIbI
npoMbIBaNK 171 ynanenuss PMA u no6asnsuii cBexyro noinyto cpeny RPMI. AnonTo3 6611
9KCIIEPUMEHTANIbHO HMHAyHHpoBaH jgoOaBienuem 1uM (50 Hr / wmi) craypocrnopuHa
(Staurosporine, Sigma) (BpeMst yKa3aHO IpH OITUCAHUH PE3YIILTATOB).

O6pabotka xierok PMA 3a 12-24 gaca 10 BHECEHHUsI CIIOP MUKPOCTIOPUINIA TPUBOAMIIA
K CHIDKEHHIO YHCIIa KJIETOK ¢ mapasutodopHsiMi Bakyoisimu (I1B) B 3,5 paza. Taxas peakums
peructpupoBayiach 48 4acoB MocCjie€ BHECEHUs CIOp MHUKpocnopuauu. Hamportus, o6paboTka
PMA uepe3 30-60 muH mocie 3apakeHus CIOp HE oTpaxkaloch Ha kojudectse [IB u, B Toxe
BpEMsi, IPUBOJIIIIA K )KETTAaeMOM are3uu Makpodaros K moBepxHocTH cTekia (Puc. 2-1). Takum
oOpa3om, ObuUIO MpUHATO peuieHne o BHeceHun PMA, areHra, CTUMYJIHPYIOLIETO

muddepeHIIMPOBKY MOHOIIMTOB B MaKpodaru, mocie 3apaeHusi MUKPOCTOPUAUSIMH.

Yucno lNB Ha 100 Knetok

60~ 48 uacos nocne obpabotku Pucynok 2-1. O6paGotka (opOoI MHPUCTATOM
P _IZ’K”B*"M" SOHmIE i (Phorbol 12-Myristate 13-Acetate, PMA) 3a 24 gaca

JI0 BHECEHMS CHOp, MHTHOMPYET pa3BHUTHE
404 Encephalitozoon cuniculi 8 THP-1. JlocToBepHoe
30- CHM)KEHHE 4YHCNa KIETOK C MNapasuTo(OpPHBIMU

Bakyosmsimu (I[IB), B KOTOpBIX pa3BHBaIOTCSI U
PasMHOXKAIOTCSI apa3uTsl, Habmroaanock 48 4 mocne
3apakeHHs. 1-1 KOJIOHKA: HeoOpaOOTaHHBIE KIIETKH;
2-s xosoHka: PMA 3a 24 yaca 710 IpuMEHEeHHSI CIIOp;
3-1 kononka: PMA 30 muH nocne nHQHUIUPOBaHUS
(mn); 4-1 xonouka: PMA 60 muu mu. Komnuectso
& kietok ¢ [IB mocne oxpammBanus mapasuTtoB 2-Mu
S anturenamu-Alexa 488 u TO-PRO-3. Knerku
Habmronanu npu yBenndeHnnu 60X B KOH(OKaIbHBIH
mukpockorn. Komonku: cpemgnee + SEM  3-x
skcniepumentoB. P <0,05 (Tukey HSD test).
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Tadauna 2-1. Cuctemarnaeckoe mosiokeHus xo3seB 1 Homepa SSUrDNA cukBeHcoB B [ enOanke
JUTSL BUJIOB MUKPOCTIOPHIVIA, OMTMCAHHBIX WA H3YYEHHBIX aBTOPOM JIUCCEPTAIUH

Bun Bup xo3smuna Knacc, otpsn~ No cukBeHca JlutreparypHsie Ne
MHUKPOCTIOPHIIH XO03s1MHa B ['enbanke HCTOYHUKHU
1 2 3 4 5

«Bricmmey MHUKPOCIIOPUANHN

Agglomerata Daphnia magna Branchiopoda, KT950767 (Larssonetal., 1996; 1
cladocerae Cladocera Sokolova et al.,
2016Db),
Agmasoma Litopenaeus Malacostraca, KF549987 (Hazard, Oldacre, 2
penaei setiferus Decapoda 1976; Sokolova et al.,
2015)
Alfvenia sibirica  Cyclops sp. Maxillopoda, = KT950766 (Sokolova et al., 3
Cyclopida 2016b)
Alfvenia Ceriodaphnia Branchiopoda, n/s (Buarmans, 4
ceriodaphniae reticulata Cladocera Coxomnosa, 1995)
Anncaliia Niphargogammarus Malacostraca, KY288064- (Tokarevetal., 2018) 5
azovica intermedius Amphipoda KY 288065
Antonospora Xanthocaecilius Insecta, FJ865222 (Sokolova et al., 6
psocopterae sommermanae Psocoptera 2010b)
Apotaspora Palaemonetes Malacostraca MG 708238  (Sokolova, Overstreet, 7
heleios* paludosus Decapoda 2018)
Encephalitozoon Pogona vitticeps Reptilia, KR998311  (Sokolovaetal., 8
pogonae Sguamata 2016a)
Heterovesicula Anabrus simplex Insecta, EU275200 (Lange et al., 1995; 9
cowani Orthoptera Sokolova et al., 2008)
Kneallhazia Solenopsis invicta  Insecta, AF031538 (Moser et al., 1998; 10
(Thelohania) Hymenoptera Sokolova, Fuxa, 2008)
solenopsae*
Larssonia Daphnia pulex Branchiopoda, AF394527 (Refardt et al., 2002; 11
obtusa* Cladocera Buarmans, Cokoiosa,
1994)
Liebermannia Dichroplus Insecta, EF016249 (Lange, 1987, 12
(Perezia) elongatus Orthoptera Sokolova et al., 2007)
dichroplusae*
Liebermannia Covasacris Insecta, EU709818 (Sokolova et al., 13
covasacrae* pallidinota Orthoptera 2009)
Liebermannia Tristira Insecta, DQ239917  (Sokolovaetal., 14
patagonica* magellanica Orthoptera 2006b)
Microsporidium  Phoronis Phoronida n/s (Temereva, Sokolova, 15
phoronidi embryolabi 2018)
Microsporidium  Xanthocaecilius Insecta, FJ865221 (Sokolova et al., 16
sp. 1 sommermanae Psocoptera 2010b)
Microsporidium  Polypsocus Insecta, FJ865224 (Sokolova et al., 17
sp. 4 corruptus Psocoptera 2010b)
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Tabmuma 2-1 (mpogomkeHwe)

1 2 3 4 5
Mockfordia Xanthocaecilius Insecta, FJ865223 (Sokolova et al., 18
xanthocaeciliae* sommermanae Psocoptera 2010b)
Nosema bombi* Bombus impatiens,  Insecta, GQ254295  (Friesetal., 2001; 19
(B.impatiens B. sandersoni Hymenoptera Sokolova et al.,
isolate) 2010a)
Nosema disstriae ~ Malacasoma Insecta, EU219085 (Kyei-Poku et al., 20
disstria Lepidoptera 2008; Kyei-Poku,
Sokolova, 2017)
Paranosema Gryllus Insecta, AY305325  (Sokolovaetal., 2003; 21
(Nosema) grylli*  bimaculatus Orthoptera CoxomoBa u fp.,
1994)
Paranosema Locusta Insecta, AY305324 (Canning, 1953; 22
(Nosema, migratoria, Orthoptera Sokolova, Lange,
Antonospora) Dichroplus schulzi, 2002; Sokolova et al.,
locustae* Schistocerca 2003)
cancellata
Paranosema Tribolium Insecta, AY305323  (Milner, 1972; 23
(Nosema) whitei* castaneum Coleoptera Sokolova et al., 2005)
Perezia nelsoni Litopenaeus Malacostraca, n/s (Canning et al., 2002; 24
(LA-2014 isolate) setiferus Decapoda Sokolova, Hawke,
* 2016)
Systenostrema Aeshna viridis Insecta, AY953292  (Larsson, 1988; 25
alba Odonata Sokolova et al.,
2006a)
«Huzmme» MUKPOCIIOPU AU — METYHUKOBCIUINBI, TUIICPIIApa3uThl MOPCKUX MOJIHUXET
Metchnikovella Polyrhabdina sp./  Apicomplexa, n/s (Caullery, Mesnil, 26
incurvata Pygospio elegans Gregarinosina/ 1914; Sokolova et al.,
Annelida, 2013)
Metcnikovella Polychaeta n/s (Sokolova et al., 2014) 27
spiralis

[osicHenus k Tabawmite 2. Psiypl TabnMIel ¢ paHee ONMMCAaHHBIMH BUJAMU, H3YY€HHBIMH aBTOPOM
¢ moMoIIbi0 OM U (PUIOreHETHYECKOr0 aHAJIM30B, BBIJEICHbI Cepoii 3aMBKoi. HoBble pojibl
BBIZIEJICHBI )KUPHBIM KPACHBIM (CEpbIM TpH 4/0 TieyatH) mpu(TOM 1 TOMEUYCHBI 3BE3/109KO0#H (*).
HoBble BHIBI BBIJENEHB JKAPHBIM 4YepHbIM InpudToM. 3HakoM IUIFOC (+) 0003HAYEHBI
reorpaduyeckue H30JATHI paHee ONHMCAHHBIX BHUJOB, KOTOpble OBUIM OXapaKTEPH30BaHbBI
aBTOopoM. CepbIM LIPU(TOM BbIAETICHBI HEOIMCAHHBIE BUIbI, HOBBIE [UIs1 HAYKH, HO HEAOCTATOYHO
OXapaKTepU30BaHHBIE MOP(OJIOTUYECKH, Yy KOTOPbIX aBTOPY YIAJlIOCh OTCEKBEHUPOBATH
MCpDNA. n/s (no submitted), cuKBeHCHI, He MpeacTaBieHHbIe B [ eHOaHKe.

2.2 MeToabl 1 METOZ070T U MOP(HOIOTHUECKUX UCCIIETOBAHUMI
2.2.1 CBeToBasi MEKPOCKOITHS
Busyanuzayua ocuevix opzanuzmoe. IlepBblii dTam Moucka W HACHTHU(PUKAINHA
3apak€HHBIX MHUKPOCIOPUIUSAMH OPraHU3MOB M TKaHE — 3TO MPOCMOTP Ma3KOB
NOTEHIMAJIBHO 3apa)KEHHBIX OPraHW3MOB, KJIETOK WJIM TKaHEH B CBETOBOH MHUKPOCKON MpHU
yBenndueHun 400X u 1000X. IIpocMOTp HEOKpALIEHHBIX NPENapaToB B CBETIOM IOJIE Mayo
nHpopmatuBeH. Jliis  ycWiIeHHs KOHTpacTa NPHUMEHSUIM  (Pa30BBIM-KOHTPACT  W/WIHU

muddepeHmanbHbI KOHTpacT no HomapckoMy, Wil mpocMaTpUBaId Ma3Ki B TEMHOM IIOJIE.
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@Da30BbIif KOHTPACT IO3BOJSIET BU3YaJM3UPOBAaTh BBIOPOIIEHHBIC IOJSIPHBIE TPYOKH H
CHOpOIUIa3Mbl, a Takxke auddepeHuInpoBaTh HMHTAKTHBIE CIOPHI OT IIyCTHIX OO0OJOYEK,
oOmagaromux Oojiee HU3KUM HMHIEKCOM pe(pakiiy, 4TO BaXXHO MPU OICHKE YUCTOTHI H
Ka4yecTBa CYCHEH3UM CIOp [UId WHOKYSIIMM W A BBIACIEHUS HYKJIEHMHOBBIX KHUCIIOT.
Juddepenunonnslii koHTpact no Homapckomy, 0COOEHHO ITPpH KCII0JIb30BAHUN COBPEMEHHBIX
MuKpockornoB cepun Leica DM 2500 ¢ Plan-Apo OOBEKTHBHBIMH JIMH3aMH, MO3BOJISET
NoJy4yaTh HW300pakeHUs, 10 HMHOOPMATHBHOCTH M0 YCTYMAIOMIME 3JIEKTPOHHOU
MHUKPOCKONUU. DTOT METOJA Mbl NPUMEHSIM NMPU UACHTU(UKALUN U U3YYEHUM 3apakKeHUs
JKUBBIX rperapu MeunukoBesuiuaamu (Sokolova et al., 2014).

OKpacka Mukpocnopuouii 013 npocmompa é céemom noje. CTaHIAPTHBIA METOA
OKpacKd CIIOp, TPUMEHSEMbIH Ui AUArHOCTHKH MHUKPOCIOPHANO30B OECIIO3BOHOYHBIX
KUBOTHBIX U YEJIOBEKa — 3TO OKpacka (PMKCUPOBAHHBIX METAHOJIOM Ma3KoB «TpHUXpOMOM IO
Bebepy». OcHoBHOI kKOMIOHEHT 3ToM Kpacku, Chromotrope 2R, cBA3bIBaeTCS ¢ XUTHHOM
00OJIOYKM CIOp W OKpallMBaeT 3peiible CIOPHl B KPAacHBIM I[BET C XapaKTepHOU
CJ1a00OKPAIICHHOW «aIepeBsA3bioy. DOHOBas OKpacka 00ECTIeYMBACTCS CBSI3BIBAIOLIMMHUCS C
Oenkamu kpacurensimu Fast Green (3enensliit poH rmpu cTanaapTHOM okpacke) win Aniline Blue
(romty0oii hoH MpH OKpacke 1Mo METo Ty «MoauduInpoBanHoro Tpuxpoma», Weber et al., 1999).
Jnis M3ydeHus KU3HEHHOTO IIMKJIA MUKPOCTIOPHIUM Ha CBETOBOM YPOBHE TPaIUIIMOHHO
NPUMEHSUT  OKPAacKy DO03MH-a3ypOM-METHJICHOBBIM CHHUM «10 PomaHOBckomy-I mm3zan.
KoHreHTprpoBanHbIii pacTBOp rotoBuiu u3 1 r cyxoro moporika ['mm3a (Sigma G 9641),
pasBeneHHoro 100% wMeTtunoBbIM crnupToM (66 M) U riuiepoioM (66 M) u mepen
yrnorpebneHuem pazbaBisuin HaTpueBo-pocharaeiv Oydepom (0.067M Na,HPO4 +0.067M
NaH2POg4, pH 7.2) 8 10-20 pa3. Hecmotpst Ha MmHOTONIETHEE ncmons3oBanue (Vavra, Maddox,
1976), 3TOT METO/1 BeChbMa Kalpu3eH 1 JaeT HeCTaOUIIbHBIC PE3YJIbTaThl, KOTOPBIC 3HAUUTEITBHO
3aBUCAT OT pH, 0JJHaKO aIbTepHATUBBI ’TOMY METO/Ty B HacTosiee BpeMs HeT. [1pu npaBuiibHO
nogo0panHOM pH, sipa KIIETOK XO3SMHA OKPAIIMBAIOTCS B KPACHBIA IBET, a IIUTOIIa3Ma B
roixy0oBaTo-cepoBaThlidi. CTaaAuu MUKPOCIIOPUIUI — rof1yOble ¢ PUOJIETOBBIMU SJIpaMH, CIIOPBI
— TEeMHO-CHHHUE (He3pelble) WK CIab0OKpaIlIeHHbIE (3pelible) U UMEIOT XapaKTepHbI pUCYHOK
okparmBanus (Sokolova et al., 2015; Sokolova, Fuxa, 2008).

T'ucmonozusa u yumoxumus. TKaHEBYIO TOKATN3AINIO HH()EKIINU OTIPEIeIsuIn 100 Ha
TUCTOJIOTMYECKHUX Cpe3ax 00BEKTOB, 3aIUTHIX B napad@uH, MO0 Ha TOICTHIX cpe3ax TKaHEH,
3aJUTHIX B SMOH-APAIIUT JUISL 3JEKTPOHHOW MHUKpOCKONMM. B mepBom ciyyae, MOpPCKUX
KUBOTHBIX, HallpuMep, KPEeBETOK M KpaboB, (ukcupoBanmu xommepuyeckum (EMS 641333)
¢ukcaropom JIpBuacona (Davidson’s (Hartamann’s) fixative), xotopsiii comepxut 37%

dbopmaiiiHa, a TaK)Ke ATAHOJI, JICASHYI0 YKCYCHYIO KHUCJIOTY M BOIY B COOTHOmeHuu 2:3:3:3.
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[TpumepHO 5 M puKcaTOpa UHBELUPOBAIN B KaXKIYI0 0COOb, KOTOPYIO 3aT€M MOMEIIaIn B
CBEXYIO IIOPLIUIO TOTO K€ (PUKcaTopa U XpaHwiu npu temmneparype 4 °C. 13 pukcupoBaHHBIX
0co0eil BbIpe3aiy y4acTKU TKaHel IUPUHOH npumepHo 10 MM, packiiagplBaiyu B IIJIACTUKOBBIE
JepKaTeNld s TUCTOJOTMYECKHX TIpernaparoB, OOE3BOXKHUBAIU YEpe3 CEpHUI0 dTaHOJa
MOHIKAIOIIEHCS KOHIEHTPALlMU U 3aiuBaiu B napaddun ¢ nomoibio npoueccopa Tissue Tek
VIP 5 (Sakura Finetek USA Inc., Torrance, CA, USA). Cpe3bl TONIIUHON 5 MKM MOHTHPOBAIH
Ha MpeIMETHbIe CTeKIIa, AenapapGUHU3HPOBAIN U OKpAIIMBAIA TeMaTOKCHIMHOM bbebpuxa
(Hematoxylin-Biebrich scarlet solution), u3BectasiM o HazBanuem «Luna stain». HemaBHo
OBLJIO MPOJEMOHCTPUPOBAHO, YTO ITOT METOJ, OOBIYHO MCIOJNB3YyEeMbIM IJI1 OKpaIIMBaHHS
TpaHys, COACPKAIIMXCS B IPUTPOIMTAX M 03MHODUIAX, CETICKTHBHO OKpAIIMBAET TKAHH,
3apakeHHble Mukpocrnopuausimu (Peterson et al., 2011). C nmoMoIip0 3TOr0 METo/Ia aBTOPY
yIaJI0Ch YTOUYHHUTH TKAHEBYIO JIOKAIHM3AUI0 MUKpocopuaiuu Agmasoma penaei B KpeBeTkax
Panaeus setiferus (Sokolova et al., 2015). IIpu rucTOI0OrHYECKOM aHAIN3€ TKaHei 00poaaToi
aramsl Pogona vitticeps mukpocnopuaueii Encephalitozoon pogonae, cpesbl TKaHe#H TONIMHOM
5-7-mMxM™,, 3amuThix B mapadduH, nenapadGUHU3UPOBAIM M OKPAIIMBAIA T'€MaTOKCHUIMH-
s03unoM (H&E) o pyrunnoit metoauke (Fischer et al., 2008). ToT MeTo1 MO3BOJIHII BBIABUTD
CaliThl TPaHYJIOMATO3HOTO BOCIHAJCHHS PA3JIMYHBIX OPraHOB, BBI3BAHHOIO 3apa’KEHUEM
mukpocnopuaer (Sokolova et al., 2016a). [Tonyronkue (500 HM) cpe3bl TKaHEH, 3aJTUTHIX B
€TOH-apaJIJINT, OKPAITUBAIIA PACTBOPOM METHUIICHOBOTO CHHETO B COOCTBEHHOI MOAM(pUKALINH.
KoH1eHTprupoBaHHbII PacTBOP MPUTOTOBIISIICS ATUTENBHBIM KHUIsTueHueM 1% MeTHUIeHOBOTO
cuHero B 4% TMpOLIEHTHOM pacTBOpe Oopara HaTpus B Boje. HemocpeacTBEHHO TMpen
ynotrpebieHruemM 3ToT pacTBop (uuibTpoBancs uvepe3 0.2 MM QuibTp U pazdaBisics
JUCTUJUTUPOBAHOM BOoM B 5-7 pa3 (Jlorunos u mp., 1987). DToT MeTOA Ja€T MOHOXPOMHOE
roiayOooBaTO€ OKpallMBaHUE TKaHeW, Oojiee MHTEHCUBHO CBS3bIBaeTCs € 0a30(UIbHBIMU
CTPYKTypaMu, HapuMep, apaMu, a TaKKe OKPAIIMBAET JIUMUIBI B IPKO 3€JICHBIH 1IBET.
Humoxumuueckuii ananuz mapxepoe anonmosza memooom TUNEL. Knetku,
BhIpameHHple B chamber  slides, ¢uxcupoBaimm 4%  mapadopmanbaerumom,
nepmeabmmmzupoBanu B Tedenue 30 munyT 0,2% Triton X-100 (Sigma) u monaBepramu
okpammBanutio TUNEL xonopumerpuueckum wmeromom (DeadEnd Colorimetric TUNEL
System, Promega, Madison W1). BuotununupoBanusie Hykieotu sl Ha 3°-OH konnax JIHK B
mectax paspbiBoB JIHK-memouek, xapakTepHBIX ISl amoONTOTHYECKHX SI€P, METHIINCH
cTpentaBUIMHOM-HRP 1 BBIABIISINCH C MCIIONB30BAaHMEM IEPEKHCH BOAOPOAA M cybcTpara
nepoxunasel — auamuHOOeH3uAnHA (DAB). AmonTo3Hble sapa OKpAIIMBAIKUChE B TEMHO-
Kopu4HeBbIi 1BeT. [Tocne 3akmodueHus npenapatoB B cpeay Permount (Fisher Scientific, Fai

Lawn, NJ), ctekna npocmatpuBamu moa Mmukpockonom Leica (NNN) co BcTpoeHHO# 1Tu(poBoit
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kameport SPOT mpu 400X. [Ins xaxgoro BapuanTa ¢ororpadgupoBaivd 5 Mojiei 3peHus, B
KOKJIOM u3 KOoTopbix onpexpensnack A0iasd TUNEL-nonoXUTENbHBIX sSA€p OTHOCHUTEIBHO

o011ero yucna sep.

2.2.2 ®dnyopecueHTHast 1 KOH(POKaIbHAsE MUKPOCKOTIUS

OKpacka muKkpocnopuouit u adepusie Kpacumenu. Hapsny ¢ OKpackoil TpuXxpomowm,
PYTHHHBIM U YyBCTBUTEIIHBIM METOJIOM BBISBIICHUS 3apayK€HUs] MUKPOCIIOPAUSMU SBISETCS
okpacka (ayopecteHuHbIM KpacutesneMm Kambkodiaopom (Cacofluor White). IToT kpacutenb
CBSI3BIBACTCS C XUTUHOM OOOJIOUKH CIIOP M OKPAIIMBACT CIIOPHI B TOJIy00I IIBET (COOTHOIIICHHE
JuiiH BosiH abcopOuuu/smuccuu 380/470 nm) (Weber et al.,, 1999). Jlns okpacku saep
ucnionb3oBan  JIATIM (DAPI, 4,6-diamidino-2-phenylindole, 405/488 wum) wiu (s
¢ukcupoBaHHblx Ma3koB) TO-PRO-3 (642/661 ©m). Xopomme pe3yiabTaThl J1ajo
OJTHOBpEMEHHOE TpuMeHeHne kKaibkoduiopa u JIAIIM, B TOM umcie, Uil OKpacKd H
OTIpEIeJICHUS YUCIIa SIeP KUBBIX CITOP.

Hmmynogpnroopecyenmnolit ananu3 METOAOM HENPSMOW HMMYHHO(IyOpecHeHIn
(UDA) npuMeHsUTH MPH U3YyYCHHH BHYTPUKICTOYHOIO Pa3BUTUS MHUKPOCIOPUIAMN poja
Paranosema. 3apaxxeHHOE IKHPOBOE TEIIO HACEKOMBIX pa3pyllaii B CTEKISSHHOM
TrOMOTEHH3aTOpe Te(PIOHOBBIM MECTHKOM B MpHUCyTcTBHHM PBS M momemnianu Ha MOKpOBHOE
CTEKJIO, TIpeABAPUTEIHHO 00paboTaHHble MOMMIM3HHOM. CTeKia ¢ JKHPOBBIM TEJIOM
dukcupoBanu 4%-m napadopmanbiaeruiomM 15 muH, npomsiBaiu PBS u nokpeiBaau TOHKUM
cioeM 5% xenatuHa. Kinetku nepmeaOunn3oBany B TedeHue 1 yaca B pacTBOpE, CO/IeprKalieM
0.1% Tpurona X100, 50 MM NaCl u 0.5% BSA B PBS. [TonyuenHsie npenapatbl 6JJ0KUPOBAIN
1 yac npu KOMHATHOW TeMIIepaType HHKyOarueit B 6iokupytomem pactsope (50 MM Tris-HCl,
pH 7.4 + 0.05% Tween-20 u 1% BSA) u nHkyOupOBanu ¢ MONMUKIOHAIBHBIMU aHTHTEIAMU
(monmyuenubiMu 1 ountiieHHbiME J{oarux B.B. (Dolgikh et al., 2005), pas6asienubivu 1:20 wiu
1:50 B GuokupytomeM pactBope B TeueHue 12 yvacoB npu 4°C wim 2 yaca nMpu KOMHATHOM
temriepatype. [locne ormbeiBku B TBS-Tween kietkn oOpabaThiBasii BTOPHIMU aHTUTEIAMHU
IPOTHB MMMYHOIJIOOYJIMHOB KPOJHMKA WJIM MBIIIH, KOHBIOTMPOBAHBIMU C (IyOpOXpOMaMu
Alexa Fluor 546 u Alexa Fluor 488 (Life Technologies, CIIIA). Kommepueckue anTuTena
pazBoauiu 1:50 B Giokupyroraem pacteope (0.1% Tpurtona X100, 50 MM NaCl u 0.5% BSA).

J151st aHanM3a KJIOHOB aHTHUTE, TIOJTYYE€HHBIX U3 THOPUIOMBI MBIIITH, UMMYHU3HUPOBAHHOM
anturenamu Paranosema grylli (Sokolova et al., 2000), cropsl 3TOH MHKpPOCTIOPUIMH
HaHOCWJIMCh Ha MpPEJMETHbIe CTeKJa, 00paboTaHHble NOIMINM3UHOM. Craipl co crnopamu
xpanuiu npu -20 °C u nepexa nposeaenneM UDA ¢pukcupoBanu oxiax1eHHbIM atieToHoM 10

MuH. B kauecTBe TICPBbIX AHTUTECJI UCITI0JIb30BaJIN 160 TUIICPUMMYHHYIO CBIBOPOTKY MBIHICﬁ,
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pa3BeneHHyro B 100 pa3, 160 HepazOaBIeHHbBIE CyIepHATAHTHI KYJIbTYPhI KJIETOK THOPHIOMBI.
Bropsie anturtena 6putn Koubtoruposansl ¢ FITC.

Meton UDA npuMeHsIN Takxke UIsl OKpallMBaHUS MUKPOCIIOPUIUI aHTUTENaMU IIpU
uACHTU(DUKAIIMM 3apaKeHUS B KyJIbTypax KJIETOK M JUIsi M3y4eHHs aromnro3a B
unauBUAyanbHbIX kietkax THP-1. B atom ciyuae knetku unkyouposanu B 0.2% pacTBope
xemaruHa koxu peio (FSG, Sigma) B PBS (30 mun) u B 10% ceiBopoTke ko361 (NGS, GIBCO)
(40-60 mMuH) 11t OIOKUPOBKHU HECTICIM(DUIESCKOTO CBSA3BIBAHUS aHTUTEI, a 3aTEM B PAcTBOpPE
nepBbix anTuTen (60 muH npu KT wim 12 9 ipu 4 °C). [1epBbie aHTUTENA TPEICTABIISIN COOO0M
OUMIICHHYIO TIOJUKJIOHAJIbHYIO CBIBOPOTKY KpOJMKAa NPOTUB KOMOWHAIMM  BHJIOB
mukpocnopuauii (Encephalitozoon cuniculi, E. intestinalis, E. hellem u Vittaforma corneae)
(Didier Lab, Covington, LA). Ilepsrie antutena passoxmwmu B 200 pa3 10% NGS. Crexna
npombiBasii B PBS, conepxkaniem 0,2% FSG, a 3atem B PBS, conepskamem 0,1% Triton X-100.
3aTeM CTekJa ¢ KJICTKaMU MHKYOHpOBaIM B CYCIIeH3UH BTOPBIX anTuten, Goat anti-rabbit 1gG
(Molecular Probes, Eugene, OR), konbtorupoannbix ¢ Alexa 488 (1:100 B 10% NGS, 60 muH,
KT). ITocne ormbiBku B PBS crekmna okpammuBamu (iayopeciieHTHbIM Kpacutenem To-Pro-3
(Molecular Probes) ans uaentudukanuu siaep KiIeTok-xo3sieB. OO0paboTaHHbIE aHTHUTEIAMHU
npenapatsl 3axmodann B Vectashield (Vector Labs, CIIIA) u aHaau3HpOBaIN C MOMOIIBIO
(baroopeceHTHOM/KOH(OKATFHON MUKPOCKOIIUM, HMCMOJIb3yS pa3inuunble cuctembl: ZEISS
ICM 405; Axiolmager M1 (Carl Zeiss), Leica TCS SP5, Leica TCP SP2. Jlist BbIsIBICHUSI
MUKPOCIIOpUINH Aenany npuMepHo 12-14 ontuueckux cpe3zos ¢ uarepsainamu 0,3-0,5 mxm. B
KayecTBE HEraTMBHOIO KOHTPOJS BMECTO IMEpBBIX AaHTUTEN mpenapaTsl oOpalaTbIBanu
HEMMYHHOU CBIBOPOTKOIA.

Dnyopecuenmuulilt AHANU3 MAPKEPO8 ANORMO3A 6 UHOUBUOYATILHBIX KIEMKAX
memooom TUNEL. Ilpu ucnonezoBanus ¢uyopecrentaoro meroga TUNEL (In Situ Cell
Death Detection kit, TMR-red, Roche, Indianapolis, IN) KoHIIeBbIE HYKJICOTH/IBI
HETIOCPEJICTBEHHO CBSI3BIBAINCH C (DITyOPECHEHTHBIM KpPAacHTEIeM TeTPaMETHII- POIAMUHOM
(Tetramethylrhodamine, TMR) ¢ mMakcuMymMOM TIOTJIONICHHS B KpPacHOM 007acTH CHEKTpa
(MakcUMyMBI mornoienue/smuccusi, 542/574 am). Knetku BoipamuBanuck B chamber slides
Ha MOKPOBHBIX cTekax (coverslip system), ¢pukcupoBamichk 1 00padaThIBAINUCh, KaK OMMCAHO
BBILIE JUJIS1 KOJIOPUMETPUYIECKOTO MeToAa, okpamuBanuck TMR u xpanunmcs B PBS npu 4 °C.
ITocne nonosHuTenbHOro okpammuBaHus DAPI m anTMTEnamMum npoTHB MHUKPOCHOPUIUH,
npenapatsl 3aKirodany B cpeny Vectashield u Habmonanu B koHpoKambHbIN MUKpockon Leica
TCP SP2. Ins TMR (542/574 um) u TO-PRO-3 (642/661 HM) ucnionb30Baly TeIUEBbIN J1azep
(GHeNe), niis Alexa-488 (495/519 um) — apronoBseiit (Argon lon) mazep. s kaxkmoro ananmsa

OBLIU BBINOIHEHBI TPpHU HE3aBUCHUMBIX SKCIICPUMEHTA.
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2.2.3 TpaHCMUCCHOHHAS HJIEKTPOHHASI MUKPOCKOTIHS

Memoo ynompamonkux cpe3oe. Crnenyronmii 6a30BbIi MPOTOKOJ MCIIONIB30BAJICS IS
TPAHCMHCCUOHHOW MHKPOCKOIIMU MUKPOCHOPUAMA M  3apaXCHHBIX TKaHEW XO035eB,
BBIICJICHHBIX M3 TNpupoAbl. Kycouku 3apa)keHHBIX TKaHed (QUKCHUpOBaIM MNEPBUYHBIM
¢ukcaropom, 2.5% rayrapanpaerunom B 0.1% kakogumaTHOM Oydepe, WIH CMECHIO
riryTapantaeruaa u napadpopmansaeruna (1,6% mapadopmansaeruaa, 2,5% riryTapanbaeruia,
0,03% CaClz B 0,05 M kakoauinoBom Oydepe, pH 7,4) kak MUHIMYM B T€YCHHE 2-X YaCOB MPH
komHaTHOU Temrmeparype (KT). IIpu nHeoOxoaumocTu oOpa3iibl HAXOAWINCH B MEPBUYHOM
¢uxcarope no 30 cyrox, npu 4 °C (ontumansHo) wim npu KT. 3arem KycO4ykH TKaHEi
npomeiBayin B 0,1 M xakomwiatHom Oydepe ¢ mobasiermem 5% (0.15 M) caxapossl,
nepenocusid B 1% wim 2% Terpokcua ocmus Ha 1 yac, mpoMbIBajiv B BOJI€ M IoMelainu B 2%
ypanunanerat B 0.2 M aneratHom uinmn maneatHom Oydepe (pH 3,5-5.0) Ha 2 gaca. O6pasiis
THIATEIFHO MPOMBIBATH TeM K€ OydepoM M JEruapaTHPOBAIA B CEPUU ITHIIOBOTO CIUPTA
Bocxosmed konnentpanuu (30 — 100 %) u B mponmIeHOKCHE, MOCTIE YeTO UX 3aKJII0Yald B
cMech 3moHa 812 u apanaura.

s aHanu3a CyCHEH3MM CIOpP WM OCAJKOB TEMOIMTOB WM KJIETOYHBIX JUHHUHU MpU
KYJIbTUBHPOBAaHUM MHKPOCTIOPUIHMI In Vivo, IMOCJIe TEPBHYHOW (HUKCAMK W TIPOMBIBKU
O0ydepom ocaaku 3anuBanu B 3% araposy. Arapo3Hble OJIOKH pa3pe3ain Ha KyCOYKH MPUMEPHO
1 MM? 1 TOMeIay B CBEKYIO TIOPIHIo huKcaTopa Ha | gac. B manpHeiimem araposnble 6JI0KH
o0OpabaTbIBaliv Tak ke, KaKk KyCOYKH TKaHEH.

duKcanuo «BOCCTAHOBICHHBIM OCMHUEM» TPOBOIMIHN, Kak onucano panee (Polishchuk
et al., 1999). O6pasupl pukcupoBanmu 2,5 % pacTBOpOM TayTapoBoro ampaeruaa Ha 0,2 M
kakoguinatHoMm Oydepe mnu 6ydepe Hepes (pH 7.2-7.4), a 3aTeM HHKYOUpOBalu B pacTBOpE
2% ueTbIpex-okucu ocmus u 3% ¢eppounanuna kanug (1:1) va 0.2 M xakoaunatHoMm 6ydepe
(pH 7.4) 1 gac npu KT. ITocne 6-tu kpatHoil npombiBku PBS, npoBoaunu aeruaparanuio u
OCTaJIbHBIE CTaHAAPTHBIE TPOIEAYpPHl. ODTOT METOJ YCHJIMBAET KOHTPAacT MeMOpaH
CEKpEeTOpHOro Myt U ObUT d(DPEeKTUBEH AN AEMOHCTpPAlMU CTPYKTYp, CBSI3aHHBIX C
anmaparoMm [ oibKu MUKPOCTIOPHIUH.

Jns ycuieHus KOHTpacTa OeJKOB MCNoib3oBalid 1% pacTBOp TaHWHOBOM KHUCIIOTHI Ha
0,05 M kakommratHoMm Oydepe (pH 7.0). OOGpa3isl HHKYOHPOBAIM B 3TOM PacTBOpE IOCIe
OCMHPOBAHMS, a 3aT€M OTMBIBAJIM CHavaja TeM ke Oydepom, a 3aTeM BoJ10i U 00E3BOKUBATU
B CITUpPTax.

Cpe3bl m3roToBisuIH Ha yibrpaTomax Reichert 2E mimm Leica EM UC7. Tonkwue (70-90
HM) Cpe3bl OKpalIMBaId IIUTPATOM CBUHIA B TEYCHHE 5 MUH U HCCIEA0BaIN B MUKPOCKOIax

Hitachi-H300 ¢ d¢otokamepoii, JEOL JEM 1011 wmm JEOL JEM 1440, ocHaiieHHBIX
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muppossiMu  kamepamu HAMAMATSU ORCA-HR wmn GATAN npu  yckopsroiem
Hanpsbkenuu ot 70 1o 120 KB. Bee peareHTsI 1u1st 371€KTPOHHOM MUKpOocKonuu Oblir oT EMS
(Hatfield, PA).

Tpexmepuasa peKOHCMPYKUUA CEPUIIHBIX CPe306. [11sl TTOTydeHrs CEpUUHBIX CPE30B C
nomoinbio anmaszHoro Hoxka (Trimtool 45, Diatome) cHauana W3TOTOBIISUIA MHPAMUIKH
pasmepom 40-60 x 250-350 mxm. J{ns TpexmepHbIX H300paxkeHuid ananusuposanu 20-40
Cpe30B ToNIIHON 60 HM, TTOJYYEHHBIX C IIOMOIIBLIO CTaHAaPTHOTO anMazHoro Hoxka (Ultra 45,
Diatome) na ynbprpatome Reichert 2E unmu Leica EM UC7. Cpessl cobupanu Ha OJeHIbI
(pa3zmep otBepctHs 2 X 1.5 MM) ¢ GhopMBapOBOM TMOMIOKKOH, YKPETUICHHOW YTJIepOIHOMN
IJIEHKOW, U KOHTPACTUPOBAJIN PACTBOPOM ypaHWJIalleTaTa i LUTpaTa CBUHLA 110 PeiiHombACYy.
HemnpepbsIBHOCTh CTPYKTYp, HApuUMep, CEKPETOPHOTO KOMIMAPTMEHTAa MUKPOCHOPUIIUN HIIH
MaHyOpHaNbHON LHUCTEPHBI MEYHUKOBEIUIN] MPOCISKHUBAINA Ha MOCIEI0BATENbHBIX Cpe3ax.
Nzob6paxenus, orcHsaTeie pu yBenudenuu ot 20000X mo 60000X, coBMerianu, UCHOIb3Ys
IPOTPaMMBI Imagel (https://imagej.nih.gov/ij/) " IMOD
(http://bio3d.colorado.edu/imod/doc/serialalign.html).

Inekmponnaa momozpagua. Ceputo u3 10-15 nocnenoBarenbHbIX 3MOH-apaJIIUTOBBIX
cpe3oB tommmHON 150-200 HM mepeHocuian Ha OJIeHIbl ¢ popMBapoBO# MOMIOKKON. s
MapKUpPOBKH CPE30B MPU COBMEIICHHUH H300paXCHUH Ha BBICYIIEHHBIE CPEe3bl HAHOCUIIU
MPOTEeUH A, KOHBIOTUPOBAaHHBIN C YacTUIlaMK 30Ji0Ta 10 HM B quamMeTpe, pa3BeJeHHOM B BOJIC

1:25 11 JDOCTUKEHMS TIOTHOCTM MedueHHs 1-2 Tpamyasl Ha 100 HM?

. ObpaboraHHbIe
KOJIJIOUJHBIM 30JI0TOM CETKM, KOHTPAaCTHPOBAaHHBIE ypaHHJIALETaTOM M LIUTPATOM CBMHIIA,
MIOMEIIATH B JIepKaTellb TOHHOMETpa U aHaJIH3UPOBAIM B AJIEKTPOHHOM MHKpockore Tecnai
12 EM (FEI) npu yckopsitomem HanpspbkeHue 120 kB. Ilepen anamusom cpes3 obiydanu B
Te4eHUe 3-5 MUHYT IYYKOM 53JIEKTPOHOB B OTCYTCBUHM KOHAEHCOPHOM Juadparmbl JUis
PaBHOMEPHOTO BBDKUTAHUE HEAONOIMMEPU3UPOBAHHON CMOJIBI (0OeceunBaeT paBHOMEPHOE
HCTOHYEHHUE CPE30B), a 3aTeM yCTaHABIMBAIM auadparMy M IEHTPUPOBAIN OCh BpAIICHUS
roauometpa. OT6op M300pakeHwid BEIOPAHHOH CTPYKTYpHI ocymiecTBisuu ot +70° mo —70°
yrja HakJI0OHa FOHHOMeETpa IpH yBenuueHusx B 26000, 43000, 60000 u 83000 X B 3aBucumoctu
OT BBIOPAHHBIX CTPYKTYp. 1 JOCTHKEHHSI BBICOKOTO pa3pelieHnss TOMOTpaMM U300paKeHHS
OTOMpANHCh Yepe3 KaXKABIH Tparyc, T.K. pa3pelieHne 00paTHO MPOMOPIHOHAIEHO TOJIIHHE
Cpe3oB W yriay Mexnay mnpoeknusmu. Ilocme orbopa 141-ro m3o0paxkeHus, BCIO CEpPHUIO
aHaAJTM3UPOBAIIU c MTOMOILBIO IIPOTPaMMBI st TOMOrpadpuu IMOD
http://bio3d.colorado.edu/imod/doc/serialalign.html. Cytp anHanmu3za coctosja B TOM, YTO
IporpamMma BBICTpaMBaja Cpe3bl MO OJHON OCH M300pakKeHHsI, OCHOBBIBASICh HA B3aMMHOM

PacioIOKE€HNU I'paHyJl 30J10Ta, a 3aTEM BBICYHHUTHIBaJIa OINITHYCCKYIO IIJIOTHOCTDh AJIA KaXKI0r'o
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TpexMmepHoro mnukcens (“Bokcens’, voxel), emuHHIBI O0BEMa CTPYKTyphl. PesymbTaT
BBIYUCIICHHUSI ObUI TPEJICTAaBICH B BUJIEC BHUPTYaJIbHBIX CPE30B TONIIMHON 2-3 HM, T.e.
dopmanbHOE paspemieHre ObUT0 4-6 HM, a YUUTHIBas BO3MOXKHOCTh aHAJINM3a CPE30B 110 BCEM
TpeM ocsiM (XYZ), ypoBeHb pa3pelieHus TEOPETUIECKU aocturain 2-3 HM, uyto B 40-60 pas
MIPEBBINIACT pa3pelicHue H300pakeHus TMpu ToimmHe cpeza 60 HMm (mpumepHo 120 HM).
[TosyueHHbIE cepUilHBIE BUPTYaJIbHBIE CpPE3bl IporpamMma MCIONb30Bajla Ul MOCTPOEHUs
TpexMepHOro n300paxeHus. KomnuecTBeHHbIN aHATN3 TPOBOMIIN JUTS KaX/10i TOMOTPaMMBbI.
B kaxxoM sKcriepMeHTe olleHUBaNIK 5 Uik 0ojiee TOMOTpaMM.

Yaempacmpykmypuaa yumoxumusa. J{ns BbIABIEHUS IIUC KOMIapTMeHTa [ onbxu
UCIIOJIb30BAJIM METO/I JUTMTENILHON ocMueBor uMmpernanuu (Jezernik, Pipan, 1991). O6pas3iist
uHKyOoupoBasin B 2%-HoM BogHOM pactBope OsOs B Teuenue 2-24 u npu 40 °C, a morom
TOTOBHWJIU K IPOCMOTPY B 3JIEKTPOHHOM MHKPOCKOIIE 110 CTAHIaPTHON METOMKE.

Hns wupentuduxanyu TpaHc-I'ONbIKKM TPUMEHWIM METOJ OKpAalIMBaHUS THAMUH
nupodocdarazoii (TTID) (Novikoff, Goldfischer, 1961) — cnennduyeckum Mapkepom TpaHc-
["onbmxu. MHKyOanmoHHas cpefa conepkana 25 mr cyocTpara, Tuamu nmpodocdara, 7 M
Ou-TuCTIITMpOBaHHONM Boabl, 10 M Tpuc-maneatHoro Oydepa, gosenenHoro g0 pH 7.2 ¢
nomotisio NaOH, 5 ma 0.025M MnClz, u 3 ma 1% nutpara csunma. Kpuocpessl upoBoro
Tena cBepuka, 3apaxxennoro P. grylli, msroraBnusanu Ha kpuocrate Leica CM1850. [list aToro
OTIpENapupOBaHHYIO >KUPOBYIO TKaHb (¢ukcupoBanu B 4% mnapadopmanbaeruae Ha PBS,
npomsiBanu PBS, cogepxxammm 50 MM riuimH, 1 nakyoupoBaiu 30% pacTBope caxaposbl,
KOTOpasi CIy)KMJla KPHOIIPOTEKTOPOM. 3aMOpPOXKEHHBIE Cpe3bl TOJIIMHOM 5-7 MKM
oOpabaTeiBayii MHKYOAalIMOHHOW cpenodt B TedeHue 1 yac mpu 37 °C, OTMBIBAIM BOJIOH,
(GuKcHpoBalii TETPAOKCUIOM OCMUS U 3aJIMBAJIM B STIOH-apaJIUT 110 CTAHIAPTHON METOAMKE.

2.2.4 CrienmaibHbIe METOAMYECKHE TTOAX0I6I TOM, UCTIONb3yeMble s

JI0Ka3aTesIbCTBa HEMPEPHIBHOCTH CEKPETOPHOTO IyTU MUKPOCTIOPUANI U OTCYTCTBUS
BE3UKYI

3amoposxa npu evicokom oasnenuu (High Pressure Freezing, HPF), coemewennas c
Qurcayuelr memooom 3amopadxcusanusi-zamewenust (freeze-substitution) (Dahl, Staehelin,
1989; Mcintosh, 2001; Shimoni, Muller, 1998), sBisercs eIMHCTBEHHBIM METOJIOM,
MO3BOJISIOIINM (DUKCAITUIO HATUBHOM CTPYKTYPHI KIETKH, T.K. AMMOOHMIIU3AIUS CTPYKTYP O]
BbICOKMM pAaBieHueM (2100 6ap) u npu Hu3kux temmeparypax (— 90 °C) mpoucxoauT cBepx
OBICTPO, B TEUEHHUE MWUIMCEKYHJ, W HE COMPOBOXKIACTCS KPUCTAIUTM3AIUCH BOJIHI,
TyOUTEeNbHON AN yIbTPacTPyKTyphl. B pesynbrare mocnemyromeil ¢GuKcalud METOIOM
KpHO3aMeIlIeHus, BUTpUUIUpPOBaHHAas («aMopdHas») BoJa MEIJICHHO 3aMeIacTcs

OXJIQXJCHHBIM a0CONIFOTHBIM ~ alleTOHOM, COJEpXKaluM (UKCAaTOp, YEeM JIOCTUTACTCS
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MaKCHMaJlbHass COXPaHHOCTh HATHMBHOW Mopdosoruu. MBI pemmian BOCIOIb30BAThCA ITUM
HOXOJIOM, T. K. CYIIECTBOBAJIa BEPOSITHOCTD, YTO HAOJII01a€MOE OTCYTCTBUE BE3UKYII CBSI3aHO
¢ apTepakTOM XUMHUYECKOH (pruKcanuu, BEI3bIBAIOLICH caustHue MeMOpaH. Kycouku )KUpoBOro

Tena pasmepoM 0.5-1 MkM?

unkyouposanu B 20% BSA u 3amopaxuBaiiv B yCTpOMCTBE ISl
CBEpXOBICTPOM 3aMOpO3KH TpU BBICOKOM pAaBieHuu Leica EM HPMI100, mo3Bossroniem
YBEIUYUTH TOJIINHY BUTPO(DUIIUPOBAHHOMN 30HBI C «XOPOLICH» yIbTPacTpyKTypoii 10 200-250
MKM (IIpY 3aMOPO3Ke MOTPYKEHUEM B KUAKHHA a30T MeToZioM plunge-freezing TonmumHa 3Toi
30HbI <20 MkM). [Tocie 3aMmopo3kn 00pasibl NEPESHOCHITN B oXJIaxaeHHBIE 10 -90°C cTanbHbIe
KOHTeWHepwl, coxepxkamme 2% OsOs B 00e3BOKEHHOM  areToHe. DUKcAIHio
3aMOpaXKMBaHHUEM-3aMEIIICHUEM OCYIIECTBIsLIN B ycTpoiictBe Leica EM AFS mo mpotokosty,
paspaboTaHHOMY paHee B 1aboparopuu A. A. Muponosa (Mironov et al., 2001). O6pa3sisr (1)
WHKYOMpOBAIIM MPU MOHIKEHHBIX TeMIepaTypax B 3ameratoiem pactsope: -90 °C, 8 yacos;
-60 °C, 8 yacos; -30 °C, 8 yacos; 0 °C, 1 yac, co CKOpOCThIO IIEPEX0/1a OT OJTHOU TEMIIEPATYPhI
k apyroit 30 °C/uac; (2) npoMbiBasiu 2 pa3a 00€3B0KeHHbBIM anieToHoM 1pu 4 °C; (3) 3anuBainu
B 3TMOH-apaIUT U noaumepuzoBaiu rnpu 60 °C, 24 yaca. DNeKTpOHHASI MUKPOCKOIIHS U aHAIH3
TPEXMEPHOU CTPYKTYphI LIECTH TYOYJSIPHBIX KIJIACTEPOB MOCIE 3aMOPO3KH IOJ BBICOKUM
JABJICHUEM M 3aMOpaXUBaHUSA-3aMEIIeHUs Toka3an orcyrcTBue 50-60 HM BEe3HKYJ B KJIeTKax
MHUKPOCTIOPHIHIA.

Ilpesenmusnoe (neped ¢uxcayuetl) uneubOUpo8anue Ge3UKYIAPHO20 MPAHCNOPMA 8
KIemKax napasuma u XO3iuHa ¢ NOMOWbI0 00pAOOMKU 3APANCEHHO20 MUKPOCHOPUOUIMU
orcupogozo mena mempagnioopuoom amomunus (AlFs) u  N-omunmaneumuoom (NEM)
MpeOTBpallaeT BO3MOXKHOE CBEpXObICTpoe ciusiHus chopmupoBanHoii COP-1-Be3ukymsl ¢
MeMOpaHaMH ~ KOMIapTMEHTa-akuenTopa.  TeopeTudyecku, BBICOKas  CKOPOCTb U
KpPaTKOBPEMEHHOCTb 3TOT0 MPOLECCA MOTJIa NPENATCTBOBATh BU3yalln3alluM BE3UKYJ. benok
NSF (N-ethylmaleimide-sensitive factor) u ero romosor y apoxokeit SEC18 (vesicular-fusion
protein) — Ba)xHbIe KOMITIOHEHTBI, OMOCPEYIOIIUE CIUIHUE MEMOpaH, B YaCTHOCTH, CIUSHUC
COPI-Be3ukyn ¢ xommapTMeHTamMu [ONBIKM B KJIETKaX MIICKOMHTAIONIMX M POXKIKEH.
[locnenoBarensHoctn JIHK, kogupyromme NSF, oTMedeHbl y BCEX H3YYEHHBIX BHUJOB
MUKPOCTIOPHINH, U HA 3TOM OCHOBAHHH MBI TIPEIOIOKUIH, YTO UHTHOUTOPEI NSF m0omKHbBI
OCTaHaBJIMBAaTh IMPOLIECC CIAUSHUS MEMOpaH U CIIOCOOCTBOBATh HAKOIUIEHHUIO TPAaHCIOPTHBIX

BE3MKYJ, €CIIH TaKOBble HMEIOTCS, B KJeTKe MUKpocrnopuauid. OgHuM u3 3)PeKTUBHBIX
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narn6uTopoB SNARE-3aBucnMoro cnmstans Mem6pan sisercs N-stunvanenvu (NEM),
MIPOM3BOIHOE MAJIEMHOBOM KUCIIOTHI, JIETKO MPOHUKAIONIMN Yepe3 OMOoIornyeckiue MeMOpaHbl
(Kweon et al., 2004; Mironov et al., 2001). s uzyueHust AeHCTBHS 3TOrO0 MHIMOUTOpaA Ha
CEKPETOPHBIA TPAHCIIOPT MUKPOCHOPUAMUNA >KUPOBOE TENO CAapaHYM YACTUYHO pPa3pyllain
Te(PJIOHOBBIM TIECTUKOM B CTEKJISHHOM TrOMOTreHu3aTope, MHKyOupoBaym B 1 M NEM,
pactBopenHoM B PBS 10 mun, npu 4°C, 3arem 2 munytsl ¢ ATT, ormbiBanu Oydepom u
(duKCUpoBaM I ANEKTPOHHOW MHUKPOCKONHMH. B KIIeTKaX MHKpPOCIOPUIMHA MPOBEICHHAS
oOpaboTka He mnpuBena K mnosBieHUI0 50-60 HM BE3UKYJH, XOTA B KIETKAaX XO3SHMHA
(TOTOXKUTENBHBIM KOHTPOJIb) KOJIMYECTBO BE3UMKYJ YBEIMUMBAJIOCh B 5 pa3. [pyroii areHr,
terpadmoopun  amomunuss (AlF4), WHrHOMpyeT mpomeccsl TpaHCIOpPTa C MOMOIIBIO
“pazneBanus’, T.e. cHatus COPI- ob6onouku c memOpan Besukyn (Cole et al., 1996).
Pa3pymienHoe TeI0HOBBIM MECTUKOM >KMPOBOE TENIO CBEPUKOB MHKYOMPOBAIM B PacTBOpE
AlF; (20 MM NaF; 0.05 mM AlCls), 20 mur npu 37 °C, GUKCHpPOBAIM M H3yYaid B
AJIEKTPOHHOM MUKpockorie. Kak 1 B pepl1yleM 3KCIEPUMEHTE, B KIETKaX MUKPOCIIOPUIUI
He HaOII0Iany BE3UKYJ, XOTS B IIUTOIIA3Me KJIETOK XO3sIMHA YHCIIO BE3HKYJ YBEIHMYMBAIOCH
npUOIM3UTENBHO B TPH pasa, a pa3Mep HUCTEPH [ 0bHKH MIPH 3TOM YMEHbIIAJCs, TOKa3bIBasl,
4YTO OJIOKMPOBKA CIHUSHUS BE3UKYN C HHUCTEPHAMH [ ONbIKH JEWCTBUTENBHO HMMeENa MECTO

(Beznoussenk et al., 2007).

2.2.5 IMMyHO3JI€KTpOHHAs: MUKPOCKOIHS Ha cpe3ax TKaHei, 3anuTeix B LR-White u
Ha Kpuocpeszax no meroay Tokuyasu (1973)

Hacexombix mnpenapupoBaiu Ha Jibay B (UKcAaTOpe UIsi MMMYHHOH 3JIEKTPOHHOMN
Mukpockonuu (4% mnapadopmanbaeruna, 1% rayraposoro anbaeruja B 6ydpepe PHEM (60
MM PIPES, 25 MM HEPES, 2 MM MgCl,, 10 MM DITA, pH 7.4). Kycouku xupoBOro Tena
pasmepoM 1-2 MM? NIepeHOCHIN B CBEXYIO MOPIHIO (uKcaTopa Ha 30 MUH. 3aTeM 00pasIpl
orMmeiBan Oypepom PHEM, obGe3BoxkuBamu B 3tanose (30-50-70-90-100%) wu 3anmBamu B
cpeny LR-White. broku nmonumepu3oBaiu ¢ MOMOLIbIO YIbTPadUOIETOBOM JaMIibl (AIHHA
BonHbl 364 HM) mpu KT mubo mpu temmneparype 60°C. Cpesbl Tommmuoi 60-65 HM
M3rOTaBIMBAJINCh Ha yapTpatome Reichert-Yung.

Jlyig moy4eHust 3aMOPOKEHHBIX Cpe30B 00pasiibl (PMKCUPOBAHHOM, KaK OMKCAHO BBIIIE,

)KPIpOBOﬁ TKaHu 3aKaoganu B 10% JKCJIATHUH, OXJIAXKJAJIM Ha JIbAY U pC3aJik HA OJI0KU pasMepomMm

10 SNARE axponum mns Soluble NSF(N-ethylmaleimide-sensitive factor) Attachment Protein)
REceptor
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1 mm® B XosozHO#M KomHaTe. Bioku BhiiepxuBanu pactsope 2.3 M caxapossl mpu 4 °C B
TeueHue 2-24 4acoB M 3aMOpaKHUBAIM B KHAKOM a3oTe. Kpuocpessl TosmuHoi 50-60 HM
TOTOBHJIM HAa YIBTPAMHUKPOTOME C HPUCTaBKOM mnsi kpuo-ynerpatomun Ultracut R/FCS
(Leica), cHaOeHHBIM aHTHCTATHYECKUM ycTporicTBoM (Diatome) mpu Temmepatype -120 C°.
Cpesbl cobupanu B pacTBop 2% MeTuinesuiono3sl u 2.3 M caxapo3ssl (1:1) ¢ moMo1pto netian
super-loop (EMS) u momerany Ha CETKHA WK OJICHIBI C OpMBap-yTIIEPOTHON TTOIITIOKKOM.

Cpessl Tkanel, 3anmuteix LR White, u xpuocpessr obpabdareiBamu 0.12% pactBopom
mmmiuHa B PBS, 20 MuH, /Uil MHAKTUBAalMU OCTATOYHBIX albAeruaAHbix rpynmn u 0.2%
pactBopom aneruaupoBanHoro BSA  (AURION, Wageningen, Netherlands) B PBS
(uakyOaronnbiii  0ydep), 20 muu. 3atem cpe3sl uHKyOupoBaiu 2 uac npu KT ¢
MOJIMKJIOHAJIbHBIMA aHTUTEIIAaMU TIPOTHB clieAyromux OenkoB: xuantuHa (1:100); OGenka
GM130 (1:50); 6enka ramma-COP (1:100); romonora MmukpocrnopuauaibHoro Secl3 (1:300);
p40; anti-PTP A (nepa30aBneHHbIE OYMILEHHBIE CHIBOPOTKH); a Takke ¢ GNA-JIEeKTHHOM,
KOHBIOTHPOBaHHBIM ¢ uacTuiamu 3osoTa (1:20). Ilpu ucmonbp3oBaHUM MOHOKJIOHAJIBHBIX
AQHTUTEN MPOTUB MOBEPXHOCTHBIX aHTHreHoB cnop P. grylli cobcTBenHoro mpou3sBoncTea
CyNepHAaTaHThl THOPUIOMHBIX KJIOHOB paszBoawiau 1:10 m 1:20. Jns pa3BeneHus aHTUTEN
MCIIOJIb30BAIM MHKYOAIIMOHHBIN Oydep. B kauecTBe BTOPBIX aHTUTEN UCIIONB30BaIH 1160 IgG
(goat-anti-mouse/ goat-anti-rabbit), n1u60 0eq0Kk A, KOHBIOTHPOBAHHBIA C KOJUIOMIHBIM
3010TbIM auamerpoM 10 HM (Aurion, Netherlands). B oTaenpHBIX ciaydasx HCHOJIb30BaIM
JIBOITHOE MEYeHHE YacTHUIlaMHM KOJUIOMAHOIO 30JI0Ta pa3Horo pasmepa. B arom ciyuae
UCTIONB30BAIM TIepBbIe aHTHTENa A u b, BbIpaboTaHHBIE B pa3HBIX KHUBOTHBIX. Cpesbl
WHKYOMpOBAJIM CHayalla C TEpBBIMH aHTUTENaMH A U COOTBETCTBYIOIIMMH BTOPBIMHU
aHTUTENaMu, 3aTeM (ukcupoBanu 1% riyTapoBbIM anbAeruaoM, S MuH, npombsiBasin 0.12%
pactBopom riunuHa U 0.2% BSA-PBS u naKyOupoBanu B anTutenax b u cooTBeTCTBYIOMMX
BTOpBIX aHTHTeNax. [locnme mocrmeaHeld oOpaOOTKHM BTOPBHIMH AHTHTEIAMH, CpPE3bl OISIThH
¢uxcamupoBanu 1% rtayrapoBeiM ampaerugoM (1 muH). Cpessl, 3amuteie B LR-White,
KOHPAaCTHPOBAJIM YpaHWI-alleTaTOM M, NMPH HEOOXOAMMOCTH, IHUTpatoM cBHUHIA. Cpesbl,
U3TOTOBJIEHHBIE 1O MeToay Tokuyasu, KOHTpaCTHpOBAIM YpaHMJI alleTaTOM M 3aKII0Yald B
pPacTBOpP METHJI LIEJUTIOI036I U ypaHwt anerata (1mi 4% YA + 9 ma 2% meTusn nentooss),
Kak omucaHo B yutepatype (Peters, Pierson, 2008).

Hcmoynuku ucnonvsyemvlx anmume, UCHOAb3yemble 05 usyyeHus annapama I onv0xcu
Mmuxkpocnopuouti. B paboTe HCIONB30BAINCH CIEAYIONUME AaHTUTENA: TOJIUKJIOHAIbHbBIE
anturena (PAb) nporus 6enkoB GM130 u mkuantuna (giantin) (Marra et al., 2001); pAb
npotuB against ramma-cyoseaunuisl COP-1, BeiaenenHoi u3 pacrenust Arabidopsis thaliana

(Pimpl et al., 2000); pAbs mpoTHB pa3nu4YHBIX CYOBEAMHHUIL YEITOBEUCCKUX, APOKKEBBIX U
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pactutenbHbIXx COP-1, 1100€3H0 mpenocTaBiICHHBIX KOJUIeTaMu (CM. CIIMCOK MCTOYHUKOB B
Beznoussenko et al., 2007) , panee nokaszaBmmmu BeicoKyto 3ddexruBHocts (Eugster et al.,
2004; Faulstich et al., 1996; Guo et al., 1994; Pimpl et al., 2000). AnTuTena mpoTUB
CTPYKTYPHBIX O€JIKOB 000JI0UKH CIIOPBI U mossipHOi Tpyoku (6eaxu p40 and PTP A), a Taxke

MIPOTHB MUKPOCTIOPUANAIBHOTO ToMojIora Secl3, Oblu moaydeHsl U ounieHsl B.B. JJonrux

(Beznoussenko et al., 2007; Dolgikh et al., 2005).

2.2.6 Cxanupyromas IeKTPOHHAs] MUKPOCKOTIHUS

s ckanupyromei 31eKTpoHHON Mukpockoruu (COM) CycreH3uIo Crop Wi KyCOYKH
3apaXCHHBIX TKaHeW (QurcupoBamu 2.5% TIyTapoBBIM AbJIETHIOM, 00E3BOKUBAIA B CEPUU
STUJIOBOTO CIHPTAa IOHMJKAIOLIEHCS KOHLEHTpauuu, a 3atem 3amemanu 100% sTanon
yraekucibiM razoM COz B MpUCIOCOOJIGHUH ISl BBHICYIIMBAHUS MPU KPUTHUUYECKOW TOYKE
(Polaron E3000, USA). BeicyiieHHbIe 00pa3iibl MOHTHPOBAIM HA AJOMHHHECBBIC CTOJHMKH
auaMeTpoM 13 MM, TOKpBITBIE KIIEHKOW TUIeHKOM-oanoxkoii (carbon adhesive tabs, EMS).
OO0pa3upl HANbUISIM CMECHIO 30J10Ta U Naiaaus B BakyyMHoOM Hambuiutene EMS 550X B
TeueHue 4-8 MUH IS JOCTHXKEHHS TOJIIMHBI HanbuteHus 20—25 nm. OGpa3ibl IpocMaTpUBaId
B ckanupymomem mukpockorne Fei Quanta 200 ESEM B pexxuMe BBICOKOTO Bakyyma Mpu
yckopsitoieM HanpsikeHun 15-20 kB.

Bce pearents! 1uist cBeTOBOM MUKPOCKONUH OB mosydeHsl oT Sigma- Aldrich (Cent-
Jlyuc, Muccypm), a 1 a3nekTpoHHO Mukpockomuu — ot EMS Chemicals (Dopr-Bamunrros,

[TencunbBanus, CIA), ecu He yka3aH Jpyroi HCTOYHHUK.

2.3 buoxumMu4eckne ¥ MOJIEKYJISIPHO-0HOJIOTMYECKHE METObI

2.3.1 DnexTpodope3 B MONMHAKPHIAMHUIHOM TeJie B TPUCYTCTBUH JIOICIIMIICYIb(ara
Hatpus (JJCH-TTAI'D) u uMMyHOOIOTUHT

Jlnst mpuroToBieHus mpo0 pacCTBOPUMBIX OEJIKOB 3apa’KeHHOU MM He3apaKeHHOW TKaHU,
xupoBoe Teao ceepuka Gryllus bimaculatus romoreHusupoBaiu Te(IOHOBBIM TMECTUKOM B
CTeKJIsTHHOM romorenusatope B PBS u nentpudyruposanu npu 160 g B Teuenue 10 Mun 11
OCaXJIeHUs siiep Xo3suHa. s MpUroTOBIEHUS TMPOO PAaCTBOPUMBIX OEIKOB CIIOpP, CIOPHI
Paranosema grylli paspymamu B pydyHOM CTEKISHHOM TOMOTEHH3AaTOpE C HPUTEPTHIM
CTEKJISHHBIM TI€CTUKOM WJIH BCTPSXMBAaHHEM Ha BOPTEKCE CO CTEKISIHHBIMH Oycamu
muamerpoM 2 MM (BDH, Benuko6putannus) B Teuennn 30-40 munyt npu +4 °C B Tpuc-HCI
oydepe ¢ nodasnenuem 0.3 M caxapo3ssl, 3aTem reHTpudyruposanu npu 6000 g B Teuenue 20
muH. CynepHaTaHThl pa30aBiisiiv paBHBIM 00beMoM 2X Oydepa mis obpasuos (BO): 125 MM
Tpuc-HCI (pH 6.8), 4% JACH, 10% 2-M5, 20% rauuepun, 0.002% 6pompeH0I10BOT0 CUHET0)
U KUTSITAIR 5 MuH. OCaiku, MOTyYeHHBIE MOCTIe EHTPU(YTUPOBAHHS CIIOP, TAKKE KHITSTUIIH

B bO, 5 MUH, U UCTIONB30BANIM AJIsl IPUTOTOBJICHUS MPOO HEPACTBOPUMBIX OenKoB crop. s
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MOJTyYeHUsI IPOO MOBEPXHOCTHBIX OENIKOB CHOp, OYMILEHHBIE CIIOpHl KUNATIIA B BO 5 MuH.
Bce o6pasiet neatpudyruposanu mpu 6000 g, 11 0caxk1eHUS HEPACTBOPUMBIX KOMITOHEHTOB.
benku pazgensimm meronom [ICH-TIAI'D (Laemmly, 1970) B 12% rene B xamepe Mini-
PROTEAN® (Bio-Rad, CIIIA) u okpammsam Kymaccu R-250. Ha oHY ZOpOXKY 3arpyKaiu
20-50 mkr Oenka. Konnenrtpamuto Oenka onpenensiiu o bpandopay (Bradford, 1976). s
MMMYHOOJIOTHHTA Pa3/IeJIeHHBIC B relie OeKH NEPEeHOCHIIM Ha HUTPOLIEIUTIONO03HYI0 MEMOpany
(Bio-Rad, CIIA) ¢ mnomompto Briazpima st OnorruHra Mini-Trans-Blot® cormachHo
WHCTPYKIIMU. MeMOpaHbl MHKYOMpOBaIM CHadana 1 yac B OyokupyromeM pactBope (S0MM
Tpuc-HCI, 0.05% Tween-20, 1% BSA), a 3areM B UMMYHHOl CBIBOPOTKE WJIA B OUHIINECHHBIX
aHTHTENaxX, pa30aBICHHBIX OJIOKUPYIOIIUM PacTBOpOM, B TeueHue Houu npu 4°C unm 2 gaca
npu KomMHaTHOM Temnepatype. [Tocne ormeiBkr Tpuc coneBbim Oydepom (TCh: SO0MM Tpuc-
HCI) ¢ no6asnenuem Tween-20 (TTCB), memOpanbl HHKYOUpOBanu 2 yaca Mpu KOMHATHOMN
TEMIIEpaType CO BTOPHIMH aHTUTeNnamu, creuupuyHbiMu K IgG Kponwka WM MBI,
pasBeneHHbIMH OnokupyrommM pactBopom 1-500 — 1:4000. Bropeie aHTHTEna ObUIH
KOHBIOTHPOBAHBI ¢ TIepokcraa3oil xpena (Bio-Rad, CIIIA). ITocne ormeiBku 0ydhepom TTCh
MeMOpaHy HWHKYOMpOBaIM B  CBEXCIPUTOTOBICHHOM pacTBOpe Mg  IPOSBICHUS
nepokcuaazHoil peakuuu coxepxkamem TCbh, 15% wMeranon, cyOcTpaT A MEpPOKCHIA3BI

0.05% 4-xmopo-1-nadron (Sigma-Aldrich, CIITA) u 0.02% H20>.

2.3.2 OdiyoprMeTpUYECKUit aHAIN3 aKTUBHOCTH Kactasbi-3 (K-3)

B pa3znoe Bpems nocne uHGUIMpPOBaHUS U MHIAYKLIMHU aronrto3a (T.e. uepe3 1, 2, 4 u 8
THEW T1ocie WHOUUIUPOBAHUS U uepe3 4-6 4YacoB IMOCJIE aKTHUBAIIMHM AaronTo3a) KIETKU
obpabateiBasin iuTrueckuM oydepom (250 MM HEPES, pH 7,4, 25 MM CHAPS, 25 MM DTT),
Y JIU3aThl COOMpaJI B MUKPOTIPOOUPKH U XpaHuiu rpu -70 °C 110 ucrosib30BaHusl. AKTUBHOCTb
K-3 u3mepsanu ¢ momormibio Habopa A (pIyopuMETpHUEcKOro aHaimu3a B 96-ITyHOUHOTM
ianmere (Caspase 3 fluorimetric assay kit, Sigma, St. Louis MO) cTporo 1no ¢ HHCTPYKIIUU
npousBoauTeNs. [IpuHIMT NelCTBHS OCHOBAH Ha THUAPOJIM3E MENTHIHOrO cyocTpara (acetyl-
Asp-Glu-Val-Asp-amido-4-methylcoumarin Ac-DEVD-AMC), B pe3ynbrare yero oopasyercs
¢ryopecueHTHbIH MpoAyKT 7-aMmuHO-4-MeTmiikymapuH (AMC). Ontuueckast miotHocTs AMC
onpezensgach KOJWYECTBEHHO C MOMOIIBI0 MHUKPOIUIAHLIETHOTO cHeKTpodoTomerpa
SPECTRAmaxM?2 u paccuuthiBaiach Ha MJ Oenka. Konuentpauuu Oeika B aHaTU3UPYEMBbIX
obpasmax omnpenensuiuch ¢ nomoinsio Micro BCA Protein Assay Kit (Thermo Scientific,
Rockford, IL).

2.3.3 Beinenenue JIHK u [THP-ammumudukarms
3anaua BeigeneHus JIHK Mukpocnopuauii pemanach Mmo-pasHOMY B 3aBUCUMOCTH OT

JOCTYIMHOCTHU KIICTOK Iapa3nTa, OT CTaJUU KXKU3HCHHOI'O IUKJIA, Ha KOTOpOfI HaxoauTcCsa
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napasuT, ¥ OT 33/1a4 KOHKpeTHOro npoekrta. CiefyeT cka3aTh, 4TO 3Ta 3aja4ya, 0COOCHHO IS
00BEKTOB, HAWJACHHBIX B TMpUpOJAE, MOXKET ObITh HenpocTo. K cyacTtbio, TeHBI
puOOCOMANbHOrO  LMCTPOHA, Yallle BCEr0  MCHOJb3YeMble Ul  JIMarHOCTUKU U
(bUIOreHEeTUYECKUX PEKOHCTPYKIMI MUKPOCIOPUINN, 3HAYUTENBHO JUBEPTUPOBAIU I10
CPaBHEHUIO C OPTOJOTaMH XO35€B, IOITOMY, KaK IpaBUIO, B CIydyae HEBO3MOXHOCTH
MOJYYEHHS OUUILEHHBIX CIIOP WIM CTaJHi, Mbl BblAeIsUIA ToTainbHyo JHK u3 3apaxenHoro
XO035IMHA ¥ aMIUTA(QUIIIPOBATIN T€HBl MUKPOCTIOPUINHA crielinpUIecKuMH paiiMepamH.

Buvioenenue cenomnoii /IHK u3 oununieHnovix cnop MUKpoCnopuouii u u3 3apai3ceHHvblx
mxanei. Memoo 1 vzBneyenuss [JHK u3 ouMIIeHHBIX CIOP MCIOIB30BAIM JJIsi BBIJCICHUSA
reHoMHo#1 JIHK mukpocnopuauii, 3apaxaromux npsMOKpbUIbIX HACEKOMBIX, Paranosema spp.
u Liebermannia spp., a taxoke Nosema disstrae u3 siecHoro kospyaroro menkornpsaa. Crops
paspyliaiy BCTPSXUBAaHHEM HAa BOPTEKCE CO CTEKISIHHbIMU Oycamu B TeueHue 30 mun B ®Ch
pu KOMHATHOH Temneparype € nodanenuem [Iporeunassl K (100 mxr/mn) u 0.5% ACH. IHK
OKCTPArupoBaIN PaBHBIM 00beMOM (eHosia u xjopodopma U ocaxkaanu aodasieHuem 1/10
obobema 3 M anerara-Na (pH 5.2) u 3-x 06beMoB 96% sTanona. Ocaaku pecyCreHIMpOBaIn B
oydpepe TE (10 MM Tpuc-HCI (pH 7.5), 1 MM D/ITA), unkyoupoBaiu 1 gac npu 37 °C B
npucyrctBun PHKaszer A (0.05 wmr/mm) ans ynanenus npumeceir PHK, mostopHO
HKCTparupoBain (eHosoM U XJIOpOoOpPMOM, OCKIAIM C IOMOIIbIO 3TaHOJA WIH
n3onponanosa u npomeiBanu 70% sranonom. IloacyiieHHble 0ca ki pacTBOPSIIN B BOJE WU
o6ydepe TE u xpannmum npu -20 °C.

Memoo 2 ucnions3oBanu st Beienenus reaomuoi JJHK Agmasoma penaei u Perezia
nelsoni. Criopsl M3BICKATUCHh M3 CHJIBHO 3apaKEHHBIX TKAaHEH KPEBETOK, XPAHUBIIUXCS B
xonoauibHuKe 1pu -20 °C. OTu 1Ba BUJA MOTYT BCTPEUYAThCS OJHOBPEMEHHO B OJHOM U TOM
Ke Xo3auHe. HecMOTpsl Ha JIOKamu3allMi0 B Pa3HBIX TKaHAX, MPOOBI OJHOTO BUAA YacTO
KOHTAaMHUHHPOBaHbl BTOPbIM BHJIOM. Kpome TOro, TOJICTBIE CTEHKHM CHOpP M OOOJOYKH
cropoOpHBIX My3BIPbKOB A. pPenael mpeacTaBisiOT cO0O0# JOMOJHUTEIbHBIE Oaphephl IS
u3pnedennss JIHK. OrtrasBmmme TkaHM TOMOTEHU3UPOBAIM TE(IOHOBHIM TIECTUKOM B
CTEKJISHHOM TOMOT'OHU3aTOpe, (PMIBTPOBAIN Yepe3 MAPIII0, a 3aTeM OUYHILAIN OT IpuMecei 2-
S—KpaTHBIM HEHTPU(DYTHUPOBAHUEM, C MOCIEAYIOIIEM PECyCIIeH3upoBaHuEM ocaakoB B PBS.
LlenTpudyrupoanue npooaunu B 15 mu nmpoOupkax B TeueHue 10 mun mpu 3000 g B
nentpudyre AccuSpin 8C (Fisher Scientific, CIIIA). YuctoTry ocagka KOHTPOJIHMPOBAIU B
(a3zoBo-KOHTpacTHBIH MUKpockorn. [locnenHuit ocalok pecyCleH3HpoBaad B 5 Ml CHOD,
nomemanu nosepx 10 mut cinost 100% Ilepkona (Percoll Sigma-Aldrich) u nuenrpudyruposanu
35 mun mpu 600 g. Croper Agmasoma penaei oOpa3oBBIBaIM IUIOTHBIM OCAaJOK Ha JIHE

npoOupKH, a Oosee Menkue criopbl Perezia nelsoni — peixublii cioi npuMepHo 1 ¢M BhIIIE AHA.
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Hyx#nbie ¢pakiuu oroupanm B 1.5 M nieHTpudyXHbIe MPOOUPKH, pecycrnieH3npoBain B PBS
U npombiBaiu neHTpudyruposanuem npu 3000 g B nentpudyre Eppendorf 5415C, 3 pasza no
10 mMuH. YHCTOTY M LEIOCTHOCTH CHOp MPOBEPsUIM B (Pa30BO-KOHTPACTHOM MHUKPOCKOIIE,
otObupas nns  mpocmorpa 1o 10-15 wmkn  cycmen3uum  crmop.  KoHewHslli  ocajok
pecycnensupoBan B 150 min TAE-O6ydepa (0,04 M Tpuc-anerar Na, 0.01 M 3ATA). s
paspymienust criop u BbicBoOOkaeHuss JIHK, B mpoOupky mobGammsumm 150 mr 0.1-0.3 MM
cTekisHHBIX mapukoB (Mini-BeadBeater Glass Mill Bead, BioSpec — Cole-Parmer, IL, USA).
[IpoOupky momemanu B ycTpolcTBO st paspymenus Tkaned (BulletBlender ™ 24 bead-
beater, NY, USA) Ha | MUH npu MakCHMaJIbHOW CKOPOCTH, a 3aTeM HarpeBaiau npu 95°C B
TeueHue 3-5 MUH, Mocje 4ero nomemanu Ha jea. CTerneHb pa3pylmieHHOCTH Crop (JOJKHA
ObITh >50%) OTCIIE)KUBAIIH, UCTIONIB3YSI (PA30BO-KOHPACTHYIO ONTHUKY. J{J151 TeHOTUTIMPOBAHUS C
MOMOIIbI0 PUOOCOMANIBHBIX TEHOB, MpoOupku ueHTpudyrupoBanu npu 13000 g, u
cynepHarant, couxepxkammii JIHK wmukpocnopuamii, pazbasiasimm B 10 mam 100 pa3 wu
HerocpeAcTBeHHO ao00apmsumm B kadectBe JIHK matpuier B cMech uid amrumuguKanuy
(Vossbrinck et al., 2004). Hns TP ammuudukanuu Apyrux TIeHOB, a TakXkKe [Uis
cekBeHUpoBaHus renoMa Ha iardopme lHllumina MiSeq (B HacTosIee BpeMs 3amyIieH MPOeKT
1o cexBeHupoBaHuio Agmasoma penaei) JTHK u3 paspymieHHBIX CIIOpP BBIACISIA METOJOM
(beHon-XI0poPOPMHON 3KCTpPaAKLM, KAK OMMCAHO BHIIIE WIM C TOMOIIbIO KOMMEPUYECKUX
nabopor s Beytenenus JIHK (Zymo Research Quick-DNATM Universal Kit, Zymo
Research, Irvine, CA, USA; Roche High Pure Template Preparations Kit, Roche Applied
Sciences, I'epmanus u n1p.).

Jnsg  uneHTMdUKALIMM U MOJEKYJISPHOM XapaKTEPUCTHUKU MHUKPOCHOPUAMM U3
NPUPOHBIX MOMYJISIUN OCCIIO3BOHOYHBIX, a TaKXKe I TeHOTHNupoBanus Encephalitozoon
pogonae u3 6oponatoit aramsl, JJHK mMukpocnopuauii BeIIENSIN U3 3apaKeHHBIX TKaHel. B
HeKOTOpBIX ciydasx I[P Obul e IMHCTBEHHBIM METOAOM BBISBICHUS 3apa)KeHHs, HApUMep, B
JUYHMHKaX MypaBbeB 1-3 BO3pacToB, KOT/1a CIIOPBI HE (POPMUPYIOTCS, Mapa3UT HEMHOTOYUCIIEH
U HAXOJWTCS HAa PAHHUX CTAJUSIX MEPOTOHUH, MPAKTUUYECKU HE BBISBISEMBIX CBETOBOI
MuKpockonuen. [loutn s kaxaod mapa3suT-XO3SIMHHOM CUCTEMbl KOHKPETHBIE YCIOBHS
Beiienenns JJHK nonbupanu sxkcnepumMenTanbHo. He BaaBasich B BupocnenuuyHbie JeTanu,
KOTOpBbIE OTPa)K€Hbl B COOTBETCTBYIOIIMX IyOJNMKalMAX, CIEAyeT cKa3aTh, 4YTO ObuIN
WCIIOJIb30BaHbl TPU OCHOBHBIX moaxonaa g nonydenus JIHK u3 3apakeHHBIX X03s1€B IS
TEHOTUIUPOBAHUS MHUKpocropuauii: (1) romoreHatr 3apaX€HHBIX XO35I€B WM HMX TKaHEH
HenocpeactBeHHo cnyxkun JJHK-matpumeii B [P peakumsx, (2) roMoreHat HaHOCWJIM Ha
dunepoBanpayo 6ymary FTA (Whatman Inc., NJ, USA), nporuTanHyi0 peakTHUBaMH ISt

ummobmmuzaruu u sxcrpakiun JJHK, (3) JIHK skcTparupoBaiu u3 3apak€HHBIX X035€B WM
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TKaHEH ¢ MOMOIIBI0 (HEHOI-XITOPOGHOPMHOM IKCTPAKIIUA WM KOMMEPUYECKHX HAOOpOB IS
Boiienenuss  JIHK. Hanpumep, B  pabotax aBTOpa, IIOCBSILEHHBIX CpPaBHEHUIO
YYBCTBUTEIHHOCTH JTHX MOAXOMOB ISl WACHTU(DHUKAIMK 3apaKCHUS MHUKPOCIIOPUTUSIMU
Kosionuii orueHHbix MypaBbeB (Milks et al., 2004; Sokolova et al., 2004a, b; Wang, Chen,
2007), MypaBbHM TOMOIE€HH3UPOBAINCh B OSIIEHAOP(AX OJHOPA30BBIM IIACTMACCOBBIM
nectukoM (cuctema Koates Glass Co.,Vineland, NJ, USA) TCB (25 mM Tris, 150 mM NaCl,
pH 7.4) B Teuenue 15 cek. 3aTem B anmeH0pd H00ABIISIIN CTEKIISTHHBIC APUKU THAMETPOM
0.5 MM, B pacuere mpubausutenbHo 0.04 T Ha OJHOrO MypaBbs, U CMECh pa3pyliald B
romoreHnusatope Mini-beadbeater (Biospec Products, Bartlesville, OK, USA), 15 cek. npu
MakcUMaibHOW ckopoctu. IlpumepHo 25 MKI cMecM HEMEUIEHHO HAHOCUIM Ha
¢unbTpoBasibHYI0 Oymary FTA (Whatman Inc., NJ, USA), koropyto ucnosib3oBanu B 1P
peaKIuu 1o MHCTPYKUUHU pousBoauTes. bonee moapodHo 06 3Tom MeTone OyneT paccka3zaHo
B pazjiene, nocBsaeHHoM u3onuposanuto JJHK Mukpocnopuauit 3 o0pasios cTyna yegoBeka.
OcTranbHyI0 cMech HarpeBaiu 10 95 °C, oxaxaaim Ha TbAy U neHTpudyruposaiu mpu 16000
0, 15 cek, mocie 4ero cynepHaTaHT MePEeHOCHIIN B YUCTYI0 pooupky. Konnenrpamuio JIHK B
pactBope ompenensuid crnekrpodoromerpuuecku. Ilepen mposenenuem IILIP, pacTtBOp
paz6asmsin TCh no xonuentpauuu JJHK 50-500 vr Ha ogHy peakuuio. B anprepHatuBHOM
NPOTOKJIE, MYPaBbEB TOMOTCHHM3MPOBAIM IUIACTMACCOBAM MECTHKOM B OJMIEHIOpde B
npucyrctBuM 150 Mk nutudexoro 6ydepa (50 MM Tris-HCI, pH 8, 4% nonenmncynsdart Na,
5% 2-mepkanrostanon), 15 cek. JJHK skcrparupoBanu ¢eHON-XI0popopMOM U OCaxkIanu
uzonponanonoMm. Ocanok JJHK mpombiBanmu nBaxast 70% 3TaHOIOM U peCyCHEH3UPOBAIH B
oydpepe TE. UnutepecHo, uto uyBcTBUTEIbHOCTH [II[P nuarHocTwky mpu HCHOIB30BaHUHU
IKCTpaKTa M3 3apaKEHBIX TKaHEW, HemocpeAcTBeHHO noOasieHHoro B [P peakiuto wmm
HaHeceHHoro Ha FTA Oymary, He oTiHuanach Wi AaKe OblJIa HECKOJBKO BBIIIE, YeM MpHU
ucnons3oBanu pacteopa JIHK (Milks et al., 2004). nst renotunuposanus E. pogonae, JTHK
M30JIUPOBAIA W3 TIpeABapHUTENbHO 3amopokeHHBIX (-20 °C) TkaHeidt OOpomaTod arambl C
nomotsio Habopa mast skctpakiuu JIHK (Zymo Research Quick-DNATM Universal Kit
(Zymo Research, Irvine, CA), cienys npoTtokoity juist TBepabix TkaHei (Solid Tissue Protocol)
¢ momubpukanusmu. HebGonpimue (mpumepHo 20-Mr) KyCOYKM TKaHH CEpALlA C 3aMETHBIMHU
rpaHyJieMaTO3HbIMU TOpakeHussMu Oeroro mBera MHKyoupoBanu B 200 mkn Solid Tissue
Buffer ¢ no6aBnennem 20 mg/ml Proteinase K B reuenue 4 1 ipu 55 °C. {151 BBICBOOOXKICHHS
JHK wu3 cnop, B mpobupky npobasmsuin 200 mr 0.1 MM CTEKISHHBIX IIAPUKOB U
roMoreHu3upoBaiu BerpsxuBaHueM B Bullet BlenderTM24 bead-beater (Next Advance, Inc.,
Averill Park, NY), 90 cex npu makcumaibHOU CKOpocTH. CTEKISIHHBIC IIAPUKU M OCTaTKH

TKaHel U crop ocaxnanu nentpudyrupoBanueM mpu 12000 g. 3 cynepuaranrta (150 mx)
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smoupoBanu JIHK ctporo mo mporokony. Koneunsnii o6sem pactBopa JJHK B Oydepe mns
anmoanuu Obu1 35 MK DTOT pacTBop ciyxui marpuned 1 [MHP. JHK ammmuduunposanu
yYHUBEpCaIbHBIMU NpaiiMepamu V1-1492 (cm. Tabnuily), a reHOTHUI ONPEACIISIIN M0 CTPYKTYpPE
y4acTKa, cojiepkaimiero BHyrpeHHuid croiicep (ITS) u guankupyromme nociaea0oBaTeIbHOCTH
LSU u SSU, xortopeiii aMrmuduimpoBaid ¢ mnomolpio mpaiimepoB MSP3 u MSP2A
(Katzwinkel-WIladarsch et al., 1996) (Ta6nuua 2-2).

Hcnonp3yemble paiiMepsl K pa3inyHbM yyactkam pudocomansnoii PHK, k renam anbsga
u Oera TyOynuHOB, a Takke reHy RPB1 npusenens! B Tabiuie 2. Hanbosiee yHUBepcalbHBIN
0apKoJT MUKPOCIIOPHIMN - 3TO YYacTOK IeHa Majod CyObeIUHHIIbI, aMIUTH(PUINPYEMbIi
npaiimepamu V1F -1492R (Vossbrinck et al., 2004). [Ins amrumugukanuay 3Toro permoHa
ucrosb30Baiu crangaptHeidi pexxum [ILP: nenarypamus npu 95 °C, 5 Mmun + 35 nukioB
(menatypanus 95 °C, 30 cek; omxur mpaiimepos 45-55 °C, 60 cek; anonranus 72 °C, 2 MuH) +
koHeuHas doHranus 72 °C, 10 mun. [poayktel ammnudukanuu (12000 no) Beipe3anu u3 2%
arapo3HOro Tejsl. AMIUTMKOHBI OYHMINAIN C TIOMOIIbI0 KomMepueckoro Habopa QIAquick Gel
Extraction Kit (QIAGEN, Germantown, MD, USA). CekBeHUpOBaHHE OCYIICCTBIISLUIA C
nomotibio cucreMbl Applied Biosystems BigDye Terminator (version 3.1) Ha cexBeHaTope
«Beckman Coulter Seq 8000 DNA» B 6uorexHonoruueckoi abopatopun BerepunapHoro
¢dakynbreta ['ocynapcrBeHHoro yHuBepcurera mrara Jlymsuana (GenLab, School of
Veterinary Medicine, Louisiana State University, Baton Rouge, LA). [l cekBeHHpOBaHMUsI
ucnonp3oBaiu mpaiimepsl V1, 530r, 530f, 1061f u 1492r (Vossbrinck et al., 2004). Du
npaiiMepsl TPOAYIIUPOBATN TEpPECeKaIONINecs] MOCIeI0BaTeIbHOCTH, KOTOPhIE cobupanu ¢
nomomipto  ChromasPro. 1.34 e  (http://www.technelysium.com.au/ChromasPro.html).
AMIIMGUKALKI0 U CUKBEHC OCYLIECTBISUIM KaK MUHHUMYM JBaXAbl JJIS KaXJ0Tro oOpasia.
VYenosusa IIHP mig apyrux nmap npaiMepoB OTIWYAIMCh HE3HAYUTENIBHO M IIPUBEIEHBI B
COOTBETCTBYIOIIMX CTAThAX.

Buvioenenue /IHK u3z cmyna onsa IlI[P-ouaznocmuku u uoenmuguxayuu 6uooe u
2EHOMUNO08 MUKpOcnopuouil yuenosexa. OCHOBHBIE CI0KHOCTH [11P TnarHOCTUKY KUIIEYHBIX
MUKPOCTIOPHINI CBSI3aHBI, BO-TIEPBBIX, ¢ HANMMYUEM uHruoutopos cuHresa [JHK B cryrne, a Bo-
BTOPBIX, C HEOOXOIMMOCTBIO 3aMOPaKUBAHUS, XPAaHEHHS U TPAHCIIOPTUPOBKH 0Opa3IloB, TaK
KaK OOJIBIIMHCTBO POCCUMCKHMX KJIMHHUK HE 00OpYy/OBaHbI yCIOBUAMH ais npoBeneHus [11IP
tecToB. IlepBasi mpobiiemMa ycnemHo penraercd NpUMEHEHHEM KOMMEpPYECKHMX HabopoB st
Boienenus JIHK. J[ns mamero mpoekra JIHK Boigensnm u3 3aMOpOXKEHHBIX OOpPAa3IOB IO
metoauke (Xiao et al., 2002) ¢ ucnonb3oBanuem kommepueckoro Habopa QIAamp DNA Stool
Mini Kit (Qiagen, Valencia, CA, USA) (Sokolova et al., 2011). Jlns pemreHust BTOpOi

npobnemMbl amantupoBanu HOBBIM Meton “Fast Technology Analysis” (FTA®), panee
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MCIIOJIb3YEMbIN HAMHU JJIs1 BBISIBIICHUS 3aPa’KEHHHBIX MUKPOCIIOPUAUSIMHU KOJIOHUI MypaBbeB, a
TaKkK€ HEKOTOPBIMU JPYTMMHU aBTOpPaMH B SKOJOTMYECKHX U SMHUJIEMUOJIOTHYECKUX
uccnenoBanusx (Duscher et al., 2009; He et al., 2007; Jaravata et al., 2006; Lampel et al., 2000;
Mullen et al., 2009; Snowden et al., 2002). [1;is BbISBICHHS YETOBEYCCKUX MHUKPOCIIOPH I
JIaHHBIM METOJ1 paHee He ucnoJibzoBaica. CyTh MeToaa coctout B ToM, uTo JJHK-conepxaras
CYCHIEH3HUSI HAHOCUTCS Ha crenuaibHo oopadbotannyo JJHK-ancopbentamu GuiibTpoBaIbHYIO
oymary, «FTA-kaptouky» (FTA-Cards, Whatman Inc., NJ, USA). B xauectBe JJHK-matpuist
B IIIIP peakuum ucnonssyercs JAHK, smioumpoBannas ¢ FTA-kaprouku. [ns anamuza ¢
nomoibio Whatman FTA® Ttexnonoruu u3 159 obpasnoB cryna (1o ogHOMYy 00pa3ily Ha
KQKO0T0 MMalMeHTa), CIIy4aiHbIM 00pa3oM OBUIO 0TOOPAHO MATHAECAT 00pa3IoB, B BOCBMH H3
KOTOPBIX paHee ObLIN BBISBIEHBI MUKPOCIIOpU MU cTaHAapTHIMU MeTogamu [I1IP u ceeToBoit
mukpockoruu (Sokolova et al., 2011; CokonoBa u ap., 2011). HeGonbioe (pasmepom ¢
ropomuHy 0.5-0.7 MM) KOJHMYECTBO CBEXEPA3MOPOKEHHOro uiu (uxcupoBaHHoro 2.5%
K2Cr207 cryna orOupanu nepeBSHHBIM anIUIMKaTOpoM U pecycreHaupoBann B Ima OCB,
¢unbTpoBasin yepe3 Mapiuo U ueHtpudyruposanu npu 14000 g 1 mun. CynepHaTaHT
BBIKH/IBIBAJIU, a OCaI0K pecycnenaupoBaiu B 125-250 mxn @Cb ¢ nomoupto Boprekca. Cto
IBaAlaTh MATh MKJ CYCHEH3UH paBHOMepHO HaHocuiu Ha FTA-kapTouky C MOMOIIBIO
MUKpOTUIEeTKH. KapTouku ¢ cycrieH3uei BRICYIIMBAIMA Ha BO3IYyX€E, STUKETUPOBAIH U XPaHWIH
py KOMHATHOM TeMmrieparype 1o ucnonb3oBanus B [IIP, Ho ne mensmie 30 cyrok. Ilepen
MIPOBECHUEM PEAKIIMH U3 KAPTOUYEK BBIPE3AIH IUCKH pa3MEPOM 2 MM B IMAMETPE C TOMOLIBIO
creruanbHoro pesaka. JlanpHeiimas obpadborka muckoB ans [1IP ananmza ocymiecTBisiach
COrTaCHO WHCTPYKIUsAM pazpabdorunka FTA®. JIHK mmubo smompoBanu ¢ momombio FTA
Purification Reagent (Whatman), nu00 k€ JHCKH HEMOCPEJCTBCHHO TMOTPYKAId B
peakiuonnyto cmech (1-3 aucka Ha [IIP mpoOupky). B uccrnenoBanusx, BHIMOTHEHHBIX B
paMKax JuccepTaly, CTOsJIa 3a/1a4a OLIEHUTh NEePCIIEKTUBBI IPUMEHEHUS TOU TEXHOJIOTHH B
KJIIMHAYECKOW MEIUIMHE I apXuBUpoBaHus U reHotunupoBanus [JHK mMukpocnopuanii n3
00pastnoB cryina. BriocieacTsuu pazpaboTaHHBI HaMU METOJ ObUT YCIIEITHO MPUMEHEH IS
UCCIICIOBaHMSI PacIIPOCTPaHEHHs IATCHTHOTO MUKpocHopuano3a y skurteneit Kamepyna (Ndzi
etal., 2016).

Pexxum TILP, cocTaB peakiMOHHONM CMECH, a TaK»Ke BCE MOCIECIYIOIINE MAHUITYJISIIANA C
aMITUKOHaMH (AJIeKTpodopes3, BhIICIEHNE U3 Telsl, CeKBEHUPOBAaHWE) ObUTH HUJICHTUYHBIMHU
s JIHK, BeiiesieHHO#M 13 00pas3ioB cryina u satoupoBannoii ¢ FTA kaprouek (Sokolova et al.,
2011). dns ammunduKaiuy UCTIONIBb30BaIK MeTo 1 BioxeHHoH (nested) TP, mumiensamu mis
KOTOpOH OBLTM BHYTpEHHHH TpaHckpuOupyemsiii cnericep (ITS) u guankupyromme perunoHb

matoii (SSU) u 60:bmmoii (LSU) cyobenunmni rena pudocomanshoi JIHK. Tpsmele mpaiimepsi
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MSP-1 (TGAATG [G/T]GT CCC TGT) u MSP-3 (GGA ATT CAC ACC GCC CGTCIA/G]
[C/T] TAT) cBsazeiBamuch ¢ 3’ yyactkoM SSU M y3HaBaIM IIUPOKHUI CIIEKTP BUAOB, BKIIOYAS
Encephalitozoon spp. u E. bieneusi (Katzwinkel-Wladarsch et al., 1996). O6parHbie npaiimMepbl
MSP-2B (GTT CAT TCG CAC TAC T) u MSP-4B (CCA AGC TTA TGC TTA AGT CCA
GGG AG) cBs3eiBasmch ¢ 5° yuactkom LSU E. bieneusi, B To Bpems kak MSP-2A (TCA CTC
GCC GCT ACT) u MSP-4A (CCAAGC TTATGC TTAAGT [C/T] [A/IC] A A[A/G] G GGT)
y3HaBasmu Encephalitozoon spp. u HekoTopbie apyrue Mukpocrnopuanu, Ho He E. bieneusi.
Peaxiuio mpoBoanin B 00beMe 25 MKJI, HCIonb3ys «imapuku» st [TLP «Pure Tag Ready-To-
Go PCR beads» (GE Healthcare, United Kingdom). Kaxxnprit «irapuk» pactBopsuiv B 21 MK
JTUCTUJUTMPOBAHHOM BObI SuperQ. PeaknmoHHas cMech AJi MEPBOM peakiuu cojepkana 1
MKJI Kaxoro u3 npaiimepoB MSP-1, MSP-2A, MSP-2B u | mxn JIHK matpunbl. Peakiponnas
cMmech A BTopoi peakiuu - 1 mxa MSP-3, MSP-4A6 MSP-4B u 1Mkn npoaykra nepBoit
peakiuu. Pazmep amminkona MSP-3-MSP-4B (E. bieneusi) npumepso 500 mo, MSP-3-MSP-
4A (Encephalitozoon spp. u ap. Buasi) - 300 bp. Takum o6pa3om, ¢ nomorsio TP MoxxHO
obuto auddepeHIpoBaTh 3apaXkeHue, BbI3BaHHOe E. Dbieneusi or mwmkpocmopuanosos,
BBI3BIBAEMBIX JPYTUMH BHIaMH, YTO BaXKHO U KJIMHHYECKOW MpakTHkH, T.K. E. bieneusi
teOyet crnenuanbHoil Tepanuu (Weiss, 2014). AMiunpukanuo NpoBOIUIN B CTaHAAPTHOM
tepmouaiikiepe (Applied Biosystems) mo oanHakoBo# cxeme JUisl IEpPBOM M BTOPOM peakLuid:
95 °C, 5 min + 36 cycles (nenaryparus ipu 95 °C, 30 cek + omxkur npaitmepos tipu 55 °C, 1
MuH + anoHrauus npu 72 °C, 2 muH) + ¢uHanbHas >nonranus, 10 muH. [lomoxxuTtenbHbIE
xouTposu Brmovann JJTHK, uzonuposannyro u3 RK-13 kierok, 3apaxennsix E. intestinalis u
JHK mukpocriopuanu E. bieneusi, BeigeneHHONH W3 00pasiioB Keaud 3apaKCHHONH MaKaKu
pe3yc (Tulane National Primate Research Center, Covington, LA, USA). O6pa3iisl ¢ BOJOH,
nobasnenHor BMecto JIHK marpuiipl, ciyXxunum oTpUIaTeNbHBIM KOHTPOJEM. AMILTHKOHBI
0’KH/1IaeMOr0 pa3Mepa BeIpe3anu u3 2% arapo3Horo rens. JJHK skcTparupoBaiu ¢ moMoIbo
Habopa «Wizard SV Gel and PCR Cleanup system» (Promega, Madison, WI, USA).
CekBeHHpOBaHNE OCYIIECTBISUIM, Kak OINKMCAHO BbIIe. B KauecTBe mpaiiMepoB Uist
CeKBeHHpoBaHus ucnonb3oBanu MSP-3, MSP-4A u MSP-4B, cekBeHUpys KaX/Iblii aMIITUKOH
B JIBYX HANpaBJICHUIX.

Jazepuaa mukpoouccekyus u evioenenue JJHK u3 unousuodyanvuwvix cnop,
6LIPDE3AHHBIX U3 MA3KO6 3APAXCEHHbIX mKanel. JI7Is T0Ka3aTenhbCcTBa TEHETHUECKOU
UACHTUYHOCTH PA3IUYHBIX MOP(GOTHUIIOB CIOP, 3apa)KAIOIINX KOJOHWU OTHEHHBIX MYPaBhEB,
MBI U3BJIEKAJIH CTIOPHI PA3HOTO THUIIA U3 MA3KOB 3apaKEHHBIX HACEKOMBIX C TIOMOIIBIO JTa3epHON
MUKPOAMCCEKIINHN, WCIOJIB3Ysl BapHAlMI0 METO/a JIA3ePHOM MHUKPOAUCCEKIIUH, METOJ

nazepuoro karamynbrupoBanust (LPC, laser pressure catapulting). Panee 3TOT OTHOCHTEIBHO
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HOBBII MeTOJ| ObLI YCIENIHO NPUMEHEH B PA3IMYHBIX OOJIACTSAX KJIETOUYHOW OMOJIOTMH U
OMOMEIUITMHBI, HAIPUMEP, IPU M3YYCHUHU HeoriacTuueckux tpancopmanuii (Eltoum et al.,
2002; Lehmann et al., 2000), maronoruu remomod3a (Fend et al., 2000), mist qHArHOCTHKH
OakTepHanbHBIX U BUpYyCHBIX HH(pekuuii (Ryan, et al., 2002), B utorenetrke (Cao et al., 2001;
Stark et al., 2003) u apyrux obnactax (Grant, Jerome, 2002). Ou oka3ancs UCKIIOUUTEIHHO
MIOJIC3HBIM JJISl aHAJIN3A CEJIEKTUBHBIX KIETOUYHBIX M CYOKJIETOYHBIX MHUIICHEH, OCOOCHHO TpU
COBMEIICHUH C JPYTMMHU MOAXO0JIAMH, TAKUMH KaK HIMMYHHO(IIyOpecUeHTHbII aHanu3, [P,
cekBeHHpoBanue, cozganreM kKJIHK oubmuorek, mporeomusiii ananu3 u ap. (Obiakor et al.,
2002). ABropoMm BriepBbIe IIPUMEHEH 3TOT MeToA uist u3Bneuenus JJHK u3 nHnuBHIya bHBIX
KJIETOK 9YKapUOTHIECKUX MUKPOOPTaHU3MOB. bbIT McT01p30BaH MUKpockon Position Ablative
Laser Microbeam (PALM) microscope (Carl Zeiss), ocHameHHBIH yabTpaduOIETOBBIM
Ja3epoM  JUIS  MUKPOJUCCEKIMH,  YCTpPOMCTBOM sl KaTamyJbTUPOBAaHUS U
snuduiroopecieHnnedl. Ma3ku 3apakeHHbIX TKaHEH HAaHOCWIM Ha MpeIMEeTHbIE CTeKIa s
mukpoauccekuu (Carl Zeiss), ¢pukcupoBaim MeTaHoJIOM M okpammBaiu Kampkodiayopom.
Hcnonb3yst KOpOTKOBOIHOBBIH (GuiibTp (395—415 HM) 1 snuayopecueHInio, HyKHBIE THIIBI
CHOp WACHTU(UIMPOBATIN, MApKUPOBAIM U «BBIPE3AIU» C IMOMOIIBIO (HOKYCHPOBAHHOIO
Ja3epHOro Jyda. 3aTéM Ha BBIJCJIEHHYIO 00JacTh [OJABAIM MOLIHBIA  HMIYJIbC
pacOKyCHPOBAHHOTO JIA3€PHOTO U3ITYYEHUS, KOTOPHIA «3aKUIBIBAI» BBIPE3aHHBIE CO Cpe3a
CIOpBI B PACIIOJIOKEHHYIO HaJ IpernapaToM KpblmKy crnenuanbHoi 0.5 ml nentpudyxHoit
npobupku (Carl Zeiss), mokpeITyr0 aAre3uBHBIM CIOEM B COOTBETCTBUH ¢ TexHonorueit LMPC
“Laser Microdissection and Pressure Catapulting” Zeiss (www.zeiss.com). B kaxmyio
npobupky nomemanu 8-20 meracnop, 8-20 OJMHOYHBIX OKTOCHOp WK 1-5 cropodopHBIX
MYy3BIPEKOB, KaX/ble M3 KOTOPHIX OBLIM MHIWUBHIYaJbHO KaTamyJIbTHPOBAHBI B MPOOUPKY,
coepxamyro 2.5 MKJI CTepwibHOW AeiloHnsupoBaHHoOW Boabl. Ecim I[P He mpoBoammm
HEMEJUIEHHO, CIIOpbl OCAXAAIM LeHTpudyrupoBaHueM u xpanwau npu -20 °C. IIIP
NPOBOJIMIIN B ATHX e MpoOUpKax B JBa 3Tama ¢ moMoinsio Habopa mus [P «FailSafe PCR
kit» (Epicentre-Illumina, Wi, USA). PeakunonHasi cMech JJIsl IEPBON PEaKIMK TOTOBHJIACH B
20 mxa: 10 Mk Oydepa H, 1Mk kaxxaoro u3 npaiimepos (10 uM), 0.5 mxn JIHK nonumepasst
FailSafe, 5 Mk Boxpl, U 2.5 MK BOJIBI CO CIOpAaMH, BBIJICJIEHHBIMU C MOMOIIBIO JIA3€PHOM
mMuKkpoauccekiuu. Mcmons3oBamm 2 maper npaiimepoB: (1) CGAAGCATGAAAGCGGAGC
(1TSSf)— CAGCATGTATATGCACTACTGGAGC (2TSAST), ¢ ammukonom 318 o (Valles
et al., 2002), u AAGGACACCACAAGGAGTGG (TS841f) —
CCGCAAGAAGTCTCACAACA (TS1059r), ¢ ammmukonom 220 o (Milks et al., 2004).
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Pucynok 2.2. [Ipoaykrer [P ammmupukanmm JHK u3
CIOp,  BBIPE3aHHBIX C  TIOMOIIBIO  Jla3epHOU
MHUKPOCANCCEKIINN, Ha arapo3HoMm reine. A. TS841f-
TS1059r: (mopokka 1) mapkep 100-base DNA mass
ladder; (2) 20 meracnop; (3) 10 meracnop; (4) 20
OJIMHOYHBIX OKTOCTIOP; (5) 10 OMMHOYHEBIX OKTOCTIOP; (6)
8 oktocnop (1 copodopHsrii my3sIpek); (7) 8 meracnop;
(8) HHK wu3 HezapaxenHbix MypaBbeB; JHK wu3
3apakeHHbIX MypaBbeB. b. CpaBHeHHWe (parMeHTOB
pPHK, BeimeneHHbIX n3 8 okTocmop (2-4) m 8 meracrop
(5-7), 1 aMIIMGUIMPOBAHHBIX PAa3HBIMH MpaHMEpaMH:
V1F-530R, mukpocmopuamainbHbBIN mpaiimep (2, 5);
TS841f-TS1059r (3, 6); LTSSF—2TSASr (4, 7). (8) AHK
U3  HE3apaXEHHbIX  MypaBbeB  (OTpHULATEIbHBIN
koHTpoub); (1, 9) Mmapkep.

Ta6auna 2-2. [Ipaiimepsl, NCTIOTB3yeMBIe IS TUATHOCTHUKH, (DAITOTCHUN U

CCKBCHUPOBaHMsA, HC IPUBCACHHBIC B TCKCTEC

[Ipaiimepsl CUKBEHCHI Ccpuiku

YHuBepcagpHble paiiMepsl: «bapkom» MUKpocriopuauil; kogupyetr SSU; pa3mep mpoayKTa

1200 — 1400 1.H.

ss18f (=V1) 5-CACCAGGTTGATTCTGCC-3' Baker et al.,
1994

$s1492r 5-GGTTACCTTGTTACGACTT-3'

Hpyrue npaiimepst ans SSU-LSU

$s530f 5-GTGCCAGC(C/A)GCCGCGG-3' Vossbrinck et

$s530r 5-CCGCGG(T/G)GCTGGCAC-3' al., 2014

ss1047r 5-AACGGCCATGCACCAC-3'

$s1061f 5-GGTGGTGCATGGCCG-3'

ss1537 5-TTATGATCCTGCTAATGGTTC-3'

Is212r1 5-GTT(G/A)GTTTCTTTTCCTC-3'

1s212r2 5-AATCC(G/AITIC) (GIA) GTT(GIA)

GTTTCTTTTCCTC-3'

1s580r 5-GGTCCGTGTTTCAAGACGG-3'

Ipaiimeps aiast RPB1, cienmduunsie aast Anncaliia spp.

AncRPB1forl 5'-GATTGCACTACCTCTGTTATTCCTG-3' Tokarev et al.,

AncRPB1revl 5-TGAATTGATAATAACGCCTTGAATTTCTCT-3' 2017

paiimepsr st HSP70, cnennduunsie mis Anncaliia spp.

AncHSP70forl 5'-CTCTGCTCCAAATATTTCGATAGAGC-3' Tokarev et al.,

ANncHSP70rev 5-AAACATCCTGAATGATCAACCTCAC-3' 2017

[Mpaiimeps st TUATHOCTHKY U TeHOTUIUPOBaHHSA U JrudepeHIIUpOBaHNS MEKPOCIIOPH U
ponos Encephalitozoon u Enterocytozoon (nas nested PCR)

MSP1 forward Eb-Ec ~ 5-TGAATG [G/T]GT CCC TGT-3' Katzwinkel-
MSP3 forward Eb-Ec Wiladarsch et
MSP-2B reverse Eb 5-GTT CAT TCG CACTACT-3' al., 1998
MSP-4B reverse Eb 5-CCAAGC TTATGC TTA AGT CCA GGG AG -3'

MSP-2A reverse Ec 5-TCA CTC GCC GCT ACT-3'

MSP-4A reverse Ec 5-CCA AGC TTATGC TTA AGT [C/T][A/C]A A[A/G]G

GGT-3'
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Taomuma 2-3. Ilpaiimepsr mis [P ammiudukanmy W CEKBCHHPOBaHHS TI'€HOB
pubocoManpbHOTO IUCTpOHA W Oodbmioil cyopemuannbl  PHK-mommmepassr  (RPBI1)
MUKpocropuanii pogaa Nosema st onpeaeneHus cTpykTypbl kiaasl N. bombycis u monoxenus
N. disstriae

[Ipaiimepsl CUKBEHCHI Ccpuiku

Tunu4HbI OPSIOK cyObeqUHUI] B ppbocoManbHOM muctpone: 5-SSU—-ITS-LSU-3’

SS530F 5-GTGCCAGCMGCCGCGG-3' Vossbrinck et al.,1993
580R 5-CCGCGGKGCTGGCAC-3'
O6patnsrii mopsmok 5'-SSU-IGS-5S5-3'
FumIGF 5-ATAGTGGTGCATGGCCGTTTCCAA-3' Kyei-Poku, Sokolova,
FumIGR 5-GCTCATACTGGTTTAACTTCGGAG-3 2017
QOnanynpyromuii yaactok Ha 5° koH1e bonbmoit cyoweanans rRNA (LSU)
Trail 1 5-TTAATGAGCCATTYGCAGTT-3' Kyei-Poku et al.,
2012
ChMdT1 5'- CCATAACAACCGCCCTACTGT-3' Kyei-Poku,
ChMdT2 5'- CCAGCTACCACATAGTTCGATTG-3' Sokolova, 2017
5’ xonen bosbmoit cyonseauniel rRNA (LSU)
LSUF 5-ACTCTCCTCTTTGCCTCAATCA-3 Huang et al., 2004
LSU826R 5-ATACTCAACTGTCCTAAGAG-3'
Bonpmas cyopenuamnma rRNA (LSU)
LS228F 5-GGAGGAAAAGAAACTAAC-3 Huang et al., 2004
ILSUR 5-ACCTGTCTCACGACGGTCTAAAC-3’
Buytpennuii ciaiicep (Internal transcribed spacer ITS), npu oOpatHOM nopsiake
ILSUF 5-TGGGTTTAGACCGTCGTGAG-3’ Huang et al., 2004
S33R 5-ATAGCGTCTACGTCAGGCAG-3
Manas cyonsenunuiia rRNA (SSU)
18F 5-CACCAGGTTGCTTCTGCC-3 Baker et al., 1995
1537R 5-TTATGATCCTGCTAATGGTTC-3’

Intergenic spacer(IGS)/5S rRNA (5S) npu 00paTHOM HOpPSIKE CyObEAMHHUIL

HG4F 5-GCGGCTTAATTTGACTCAAC-3' Huang et al., 2004
5SR 5-TACAGCACCCAACGTTCCCAAG-3'

RNA polymerase 11 second largest subunit (RPB1)
MdRp1F1 5-AAGCCCGATCTTAATGCCATTTGG-3' Kyei-Poku,
MdRp1R1 5-GGCGTAATCTTCTCTGGAAACG-3' Sokolova, 2017
NbRPB12F 5-CCTTAAGAAATACGAAATGGA-3' Ironside, 2007
NbRPB12R 5-TCAATTAAACGAAAGTCTTCC-3'
NbRPB13F 5-AATCGACGACCTTCTCTTCAT-3' Ironside, 2007
NbRPB13R 5-ACATGATTTCTCCTCCGCAT-3'
NbRPB14F 5-ATTCGTCCAATGAAAGTCGG-3' Ironside, 2007
NbRPB14R 5-GCAAATCCAAATGGAATTCTC-3'
NbRPB15F 5-TCCGGGTCTAAAGGATCTTT-3' Ironside, 2007
NbRPB15R 5-GGGTCATCTGAGTAGCAGGTT-3'
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PeakimonHyro cmech J00aBIssId B KPBIIKY IMEHTPU(PYKHOH TPOOUPKH, a 3aTeM
HEHTPUPYTUPOBAIM M TNepeMernnBaii Ha Boprekce. I[P mpoBoaunu B Tepmomaiikiepe ¢
HarpeBaemoit kpeimikoit (MJ Research thermocycler 100, USA). Peakius Bxirouana 6 MuUH
HavyaybHOM neHarypanuu npu 98 °C, 25 nuknos (60 cex mpu 98 °C, 30 cex npu 55 °C, 90 cex
ripu 72 °C) 1 3aKIFOYUTENbHYIO 3JTOHTanuio S MuH rpu 72 °C. PeakIimoHHY0 CMECh JIJ1s1 BTOPOM
peaxiu rotoBuiy B 50 Mxi: 20 MK U3 iepBoit peakiuu, 23 Mka 6ydepa H, 1 Mk kaxmoro
u3 npaiiMepoB (20 uM), 1 Mk momumepassl FailSafe u 4 mxn Bomwl. [lapamerpbl Bropoi
peaknuy OBLTM TaKUMH e, KaKk W TMepBod. Puc. 2-1 ngeMoOHCTpHpyeT pe3ysibTaThl
ammumdukanun J[HK u3 criop, Beipe3aHHBIX U3 Ma3KOB 3apa’KEHHBIX HACEKOMBIX C TOMOIIbIO
JIA3€PHON MUKPOCIUCCEKIINH.
2.3.4 OneHka 3KCIpeccry anonTo3bIX TeHOB ¢ TOMOIIBIO konudyecTBeHHoro [111P B

peaIbHOM BPEMEHU C peaKIuei 00paTHON TPAHCKPUTIITUHU B 96-TTYHOUHBIX
mwranmerax (RT-gPCR microarray).

Knerku THP-1 wuHkyOupoBamu ¢ JKUBBIMH MJIM MEpPTBBIMU (YOUTBIMH KHUIISTYEHUEM)
MHKPOCTIOPHIUSAMH, HJIH CPEIOH BO (DIIacKax eMKOCTHIO 25 cM? B TedeHHe Tpex JHeil. AonTos
MHAYLUUPOBAJIN CTAypOCIIOPUHOM, KaK OIMCAHO BhIlIE. Yepe3 ueTrlpe yaca Mociie UHIyKIUH,
KJIETKHM IpOMbIBAIN TpH pasza B PBS, nusupoanu tpuzonom (Tryzol, Invitrogen) u ounmanu
Ha konoHkax Qiagen. ToranmsHyto PHK (1 mkr) ucnonszoBanu ans momyuenus k/IHK c
MOMOIIbI0 HMHKYOAalMM CcO ciaydaHbIMU ofuro-rekcamepamu (Invitrogen) u oOpaTHOi
tpanckpunuuu (Superscript 11, Invitrogen). OGpa3iisl 3aTem odbpadarsiBanu PHKaszoii (RNAse
H, Invitrogen) E. coli mns ouwmctku ot crompaneii PHK-JIHK. TIIIP BeimonHsiu B
ammugukatope Strategene mx3000 ¢ ncnonab30BaHHEM KOMMepUeckoro Habopa «Apoptosis
RT2 Profiler PCR Array» (SABiosciences - Qiagen), npeHa3HaY€HHOTO JUIS aMILTH(QHUKAIIAH
84 reHoB, OTBETCTBEHHBIX 3a PEANU3ALMI0 PA3IMYHBIX IMyTEeH aromnTo3a, B 96-TyHOUHBIX
riaHnierax. Iti 84 reHa BKIOYAIOT 47 MeHOB, KOJUPYIONIUE MPO-aloNTo3HbIe Oenku, 21 —
AQHTH-ATIONTO3HbIE, U 15 reHOB, KOJUPYIOIIUX PEryIaTOpHbIe Oenkn (MOTYT U MHUIIMHUPOBATH,
U TIOJABJIATH arnonTo3). AHTH- WM TMPO-allONTOTO3HbIE (D)YHKIUU TEHOB OIpPENEsUIUCh C
MOMOIIbI0 Ta0UIbl «DYHKIIMOHATIbHAS TPYNIUPOBKA F'eHOB» B Habope Apoptosis RT2 Profiler
PCR Array (SABiosciences — Qiagen, http://www.sabiosciences.c
om/rt_pcr_product/HTML/PAHS-012A . html) u o0meaocTynHbIXx 0a3 JaHHBIX OHTOJOTHU
renos (http://www.genecards.org/; http://www.geneontology.org/). YpoBH#u 3Kcripeccuu reHoB
(E) cuuranuce mnossimeHHsiMu (upregulated) wnm nonmxensiMu (downregulated) Ha
OCHOBaHUH, IO MEHbIIEH Mepe, NBYKPaTHOM pa3HUIBl 110 CPABHEHMIO C KOHTPOJILHBIMHU
HeoOpaboTaHHBIMU Makpodaramu (To ecTh -2 > AE > +2, AE). O6pas3iipl aHaIM3upOBaH B TPEX

MOBTOPHOCTAX W HOPMAJIM30BaJd 10 OTHOIIGHHIO K OKCIIpecCMM TeHa Oera-2-
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MHKpOTJIOOYJIMHA, OAHOTO M3 IIATH T€HOB «IOMAIITHETO XO3SHCTBa», BKIIOYCHHBIX B HAOOD.
DKcrpeccusi 3TOr0 TreHa OblUla CTaTUCTUYECKH HEPa3IUuMMONW B OKCIEPHUMEHTAIBHBIX U
KOHTPOJBHBIX ~OOpasuax. Pe3ynbpraTel aHadM3UpOBald C IOMOIIBIO MPOTPAMMHOTO
obecieuennss Cluster 3 (de Hoon et al., 2004; Eisen et al.,, 1998). Hepapxuueckas
KJIacTepHU3anus Ui TeHEePaIiH ISHI0TPaMM BBIOIHSIACH C TOMOIIBIO TporpaMMbl TreeView
(Saldanha, 2004). Ins rpaduueckoii 1eMOHCTPAIMK NOBBIIICHHON W OHIKCHHOW PEryJIsiu
IeHOB B KAHOHMYECKHX CHUTHAIBHBIX MYTSAX aIronTo3a MCIOJIb30BANIU Mporpammy «Ingenuity
Pathway Analysis» (Qiagen), mpunaraemyro k Habopy Apoptosis RT2 Profiler PCR Array.

2.4 MeToabl (pUIOTeHETHYECKOT0 AHAIN3Aa M CTATHCTHYECKOH 00padoTKu

pe3yJIbTaTOB

Jlns ompeneneHus POJCTBEHHBIX CBSI3€H M IMOJIOKEHUS M3Yy4aeMbIX BHJIOB B CHCTEME
MUKPOCTIOPHINI, TOJy4eHHbIE B pe3yjibTaTe aMIUIU(HUKAIM, IOCIeI0BATEILHOCTH
penakTupoBaIM U cOOMpaIM B KOHTUTH C momomibio mporpamMmbel ChromasPro, a 3atem
CpaBHHMBaIM C opTojioramu, umeronmmmucs B GenBank. HoBble cHKBEHCHI AETTOHUPOBAIH B
I'enbanke (Tabm. 2-1). OTOOp CHKBEHCOB it (HIOIPAMM OCYILIECTBIISIICS HAa OCHOBAHHU
CTEINEHU POJICTBA U3y4aeMOro CHUkBeHca ¢ oprosioramu ¢ nomorisio NCBI BLAST, a takxke
co0o0pa3HO 3ajayaM KOHKPETHOTO TPOEKTa, MCXOMs W3 aHajiu3a JIMTEPaTYPHBIX JaHHBIX.
HykneotuaHsle mocienoBaTeIbHOCTH BBIPAaBHUBAIM ¢ MoMollsio nporpamMm BioEdit (Hall,
1999), ClustulW u Muscle (MEGA); koHubl ¥ TunepapualenbHbie 00nacT youpaiu
BpyuHy0. OnTUMalbHyI0 (QHIOTEHETHYECKYI0 MOJENb Ui aHaIW3a JaHHBIX METOJaMU
MakcumansHoro mnpapaonoaodus (ML, maximum likelihood) wu baiiecoBoit onenku
¢wmnorennn (Mr.Bayes) onpenensiiu ¢ momouisto nporpamMm Model Test, accorumpoBaHHOi ¢
nporpamMmubiMu iaketamu PAUP 4.0b, MEGA (Bepcuu 5.05 u 6.06) u FindModel (Monenb
Weighbor) (http://www.hiv.lanl.gov/content/sequence/findmodel/findmodel.html).
®unorpammel 111 ML ananusa ctpounuch ¢ nomoibto nporpamuoro nakera MEGA 5.05/6.06
(Tamura et al., 2011, 2013) u/wim PhyML (http://www.atgc-montpellier.fr/phyml/) (Guindon
et al., 2010). /[epeBps mnpocmarpuBaiu ¢ nomouipto MEGA 5.05/6.06 u TreeView.
DBOJIIONIMOHHBIE  PACCTOSIHUS M@Ky BHJAMH  PACCUMTBHIBAIM C  HCIOJIB30BAaHHEM
nByxmnapamerpudeckoro Merona Kumyper (Kimura, 1980), anroputM KOTOPOro mmeercsi B
naketax PAUP u MEGA. Jlns noctpoeHus: pUiIoreHeTHYeCKUX JIEPEeBbEB C NMPUMEHEHUEM
baecoBa npuniuna (MrBayes), ucnons3oBanu nporpammbel: MrBayes (Redelings,Suchard,
2005) http://sourceforge.net/projects/mrbayes/ u BEAST (Bayesian Evolutionary Analysis
Sampling Trees) http://evolve.zoo.ox.ac.uk/beast/ primateTutorial.html/). st
KJIAIMCTHYECKOTO aHaJIi3a MOP(HOIOTHIECKUX TPU3HAKOB METO/IOM MaKCHMAaJIbHOTO CXOJICTBA

(Maximal Parsimony) ucnosip3oBanu naker PAUP 4.0b. 10 (Swofford, 2002). Cratuctuyeckue
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aHaJIM3bl U TpadUKU BBITOTHSIIMCH C MCIOJIb30BaHUEM mporpamm Statistica for Windows 7
(http://statistica.software.informer.com/); InStat / PRISM (GraphPad Software, San Diego, CA,
2003) u Microsoft Excel. s cpaBHeHHs rpynn ucnoiab3oBainu ogHocTopoHHHA ANOVA ¢
TecToM ThIOKHU JIJI MHOXKECTBEHHBIX TToniapHbIX cpaBHeHu# (Tukey HSD test) n/unmm HenapHbIi
t-tect. P<0.05 cunrtanoch cTaTUCTUYECKH 3HAYUMbIM. Pe3ynbTaThl BhIpaKEHbI KaK CpeaHHE +
CTaH/IapTHBIE OLUUOKYU CpEAHEH.

Hcmoynuku eenommbix 0annwix. OCHOBHBIM HCTOUHUKOM JIaHHBIX 10 (DYHKIIMOHATBEHON
reHomuke ciyxuin pecypc «MicrosporidiaDB» (http://microsporidiadb.org), uwacte 6a3bl
nanHbix  «Eukaryotic Pathogen Database Resources» (EuPathDB: http://eupathdb.org),
¢unancupyemoit National Institutes of Health (NIH) /National Institute of Allergy and
Infectious Diseases (NIH/NIAID) (Aurrecoechea et al., 2013). [TociemoBaTeabHOCTH T'€HOB
mukpocropuauu Paranosema (Antonospora) locustae naxomsTcst B CBOOOJAHOM JIOCTYIE Ha
caitre http://forest.mbl.edu/cgi-bin/site/antonospora01 (mpoekt: Antonospora locustae Genome
Project, Marine Biological Laboratory at Woods Hole, cioncupyemsiiit NSF, award #0135272).
HOCJ’IGI{OBB.TGJ’IBHOCTH T'CHOB Jpyrux BHA0B MI/IKpOCHOpI/IIII/Iﬁ HaxoOsdaTCdad Ha caure
http://www.ncbi.nlm.nih.gov/ HarmonansHoro meHTpa OHOTEXHOJOIMYECKONW HH(POpPMALUU
(NCBI) CHIA.
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I'JIABA 3. HTATOJIOI' WS, ")KU3HEHHBIE HUKJIbI 1 ®PUJIOT'EHUSA
MHUKPOCIIOPUIUUH, TAPASUTUPYIOIIHUX B PA3JINYHBIX
CUCTEMATHYECKHUX U DKOJOI'MYECKUX I'PYIIITAX XO351EB

[Mocne onucanus nepBoit Mmukpocnopuauu Nosema bombycis B 1857 r. B Teuenue 6oiiee
100 steT n3yyeHuro rpynisl yASIsUI0Ch MaJI0 BHUMaHUA. BHYTpUKIIETOUHOE pa3BUTHE U KpailHe
MEJIKUE pa3Mepbl 3TUX JYKApPUOTHUECKMX KICTOK (Ha Mpejiesie pa3pelieHus CBETOBOM
MHKPOCKOIIMHU) 3aTPyJHsUTM WX H3ydeHue. [lojloKeHne pe3Ko M3MEHWIOCh C IOSBICHHEM
JIEKTPOHHOM MHUKPOCKOIIMU M 3aTEM MOJEKYJISPHBIX METOJO0B MccienoBaHus. Yuciao poros
BbIpociio B 10 pa3, a yucino HOBbIX BUAOB emé Ooinbmie. OaHako paboT 1Mo OHOJIOTUU
MUKPOCTIOPUIUN U CPABHUTEIBHOMY M3YUEHHUIO UX B3AaUMOOTHOIIECHUH C pa3HbIMU TPYIIaMu
X035€B BCe el KpalHe Mano. [IpeacraBieHHbll B qUCCepPTAllMU aHAJIA3 CTPOCHUS KIETKU U
JKU3HEHHBIX IMKJIOB MHKPOCHOPUAMN, a TaKKe OCOOEHHOCTEH HX B3aMMOOTHOLICHHH ¢
X0351€BaMU — MPEJCTABUTENIMU Pa3HbIX CUCTEMATHYECKHX TPYII B ONPEIEICHHON CTEIeHH
BOCTIOJIHSIET 3TOT mpodein. B 3Toil rinaBe pedb MoMAET 0 HECKONBKUX KOHKPETHBIX Mapa3uTo-
XO35IMHHBIX CUCTEMAaX, U3yYEHHBIX aBTOPOM HauboJiee 1eTalIbHO, a TAKXKE O POJIU ITOY4EHHBIX
pe3yabTaTOB B MOHUMAHUUA MOPGO(YHKIIMOHAIBHOW OpraHU3aluu KIETKH MHKPOCIIOPUINA,
OMOJIOTUM TAPa3UTO-XO3SIMHHBIX OTHOIIEHWH W TMPEANOCHUIOK JJs BHI000pa30BaHUS.
W3ydyeHne Kaxa0l M3 OMHCAHHBIX HIKE CHCTEM M CPAaBHHUTENBHBIA aHAU3 COOCTBEHHBIX
JAHHBIX C JIMTEPAaTypHbIMU HE TOJBKO IPEIOCTABUIM HOBYIO Ul HayKH HMH(OpPMALMIO IO
[IUTOJIOTHH, MHOTOO0OpPa3UI0 >KU3HEHHBIX IIMKIOB M OMOpa3HOOOpa3Wio, TMO3BOJUBIINE
BBIIETIUTH HOBBIE KJIa/1bI, BUIBI 1 POJIBI MUKPOCIIOPUINIA, HO TaKkKe MOMOTIIA cPOPMYTHUPOBAThH
TUIOTE3bl O HAIPABICHUAX MPUCTIOCOOUTEIBHON 3BOJIONMM B OTIENBHBIX Tpynmax THUIa
Microsporidia Ha OCHOBaHMHM HAKOIUIEHHBIX 3HAHWA O MOPQOIOTHH, MOJEKYIAPHOMN
¢uoreHny U OGMONIOTHM MAPa3UTOB U UX XO35EB.

3.1 YabTpacTpyKTypa KHU3LIUX» MHKPOCIIOPHIUI-MeYHUKOBEJLIU/T

(Rudimicrosporea, Metchnikovellidae) na npumepe aByx BuI0B poaa
Metchnikovella n oco6eHHOCTH CTPOEHNST KHU3IMX» MHKPOCTOPHIUIA

3.1.1 VawpTpacTpykTypa craauii )xuzHenHoro nukina Metchnikovella incurvata
Caullery and Mesnil 1914, runepnapasura rperapun Polyrhabdina sp., kumeunoro
sH00MoHTa nouxet Pigospio elegans

Metchnikovella incurvata (Ta6mn. 3-1) omwmcana B 1914 romy Mo CBETOONTHYECKUM
HaOmroneHusim ¢ CeBepHoro mobepexnss @pannuun (Caullery, Mesnil, 1919; Vivier, 1975).
ABTOpPOM JHCCEpTAllMA H3YydYeHA YIBTPACTPYKTypa 3TOr0 MapasuTa ¢ MOMOIIBI0 CBETOBOM
(CM) (Puc. 3-1) u anextponHoit Mukpockonuu (OM) (Puc. 3-2) Ha maTepuasne, coOpaHHOM Ha
wircToi sutopanu B UynuHckoit rybe Kannganakmickoro 3anuBa benoro mops. JKusHeHHbIH
nuks M. incurvata Bkirouaer ase cnoporonuu: croporonus 1 (Cl) — ¢ oOpa3oBaHHeM

OJMMHOYHBIX criop u crnoporoHus 2 (C2) — ¢ obOpa3zoBanuem 12-16 cmop, 3aKaiOUEHHBIX B
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TOJICTOCTEHHBIE ITUCTHI, opMoi HanmoMuHarome Oymepanr. B C1 cnopoHTHI IpeBpammaroTcs
B MHOTOSJIEPHbIE KJIETKH (CIIOPOTOHAJBHBIE IUIA3MOJAMHU), M3 KOTOPBIX (OPMHUPYIOTCS
criopo6actel. Pazmepsl xuBbIX okpyribix crop 1.8 £0.2 x 3.7 + 0.4 mxm. DM cniop BbIsiBUIIA
TUMIUYHYIO U1 MEUYHHMKOBEIUIMJ YJIbTPACTPYKTYpPY: IOAKOBOBHJIHOE SAPO, MaHyOpUyM
(KOPOTKYIO MOJIAPHYIO TPYOKY), PACIIONIOKEHHBIN MEPIEHANKYISIPHO ATUHHOW OCH CIOPBI, U
NOJSIPHYIO  IIANOYKy, 3aKIIOYEHHYI0 B WHIMBHIYaJIbHBI MEMOpaHHBI KOHTEWHED.
CrnioponTsl, ciopo6siactsl 1 criopel C1 pacnosnararloTcsi B IpsSMOM KOHTAKTE C IIUTOIIA3MON
KJIeTKU xo3suHa. Hanbonee pannss cragus C2 — HENOYKH ABYSJIEPHBIX KIETOK. DTU KIETKU
bopMUPYIOT SKCTpale/UIIOsIpHbIe  O0OJIOUKHM, M KaxJas KieTka mpeoOpa3yercs B
TOJICTOCTEHHYIO ULUCTy. BHYTpM IMCTBI JMKAapUOHBI CIMBAIOTCS, SAPO IpETepreBacT
MHO’KECTBEHHOE JIEJIEHUE, U B PE3YJIbTATE JCJICHNUS BHYTPEHHUM IIOYKOBAaHUEM (OPMUPYETCS
16 cniop. CTpykTypa u pa3mep Crop, 00pa3yromuxcsi BHYTPU LUCT, UIEHTUYHBI OJMHOYHBIM
cropam. Pasmeps! uctel — 24.2 + 2.6 X 4.6 + 0.3 pm (Puc. 3-1, 3-2 (Sokolova et al., 2013).
HccnenoBanue 1mMo3BOIMIO0 UASHTUPUIUPOBATh BUA benoMopckoil MEYHUKOBEIIUABI U
YTOYHUTh €ro JUarHo3 JaHHBIMH SJEKTPOHHOW MHKpockornuu. Hawmbonee BakHbIE WU
MHTEPECHBbIE Pe3yabTaThl ATOH PabOTHI COCTOAT B TOM, YTO C TOMOIIBIO CEPUIHBIX CPE30B
MOKAa3aHO CTPOCHHUE 33JHET0 KOHIIA MAaHYyOprUyMa MEYHUKOBEILUTU, KOTOPBIA pa3/ieniéH Ha CeTh
BETBALIMXCS LMCTEPH M TpyOOUEK, paHee OMUCHIBAEMBIX KaK ITy3bIPbKH, OKpYKalollue
«MaHyOpuanbHyto miacTuHky» (Puc.3-2g). [lonspuas TpyOka MeUHUKOBEIIU c1a00 pa3BUTa,
U 3Ty CE€Th MOYKHO MHTEPHPETHPOBATh KAK MPEAIIECTBEHHUK (MM TOMOJIOT) JAUCTAILHOTO

y4yacTKa MOJIIPHON TPYOKH BBICIIUX MUKPOCIOPUINHM, CBEPHYTOTO B CIIUPATIb.

3.1.2 )Kusnennslii uki U yaerpactpykrypa Metchnikovella spiralis

U3 Toro xe Buna rperaput (Polyrhabdina sp. u3 P. elegans) u mecra cbopa BbineneH u
omucan HoBeId Bu Metchnikovella spiralis. JKusHeHHBIN UK TUITHYEH TSI POJia — PA3BUTHE C
nsymst crioporonusiMu (Cl1 u C2), dopMmupyromuMu H30JIMPOBaHHBIE CIOPBl U CIIOPHI,
3aKmou€HHble B IUCTHI. boukoBuansie cnopsl Cl u C2 He pa3znuuuMsel 1o ¢popMe U pazMepam
(1.3-1.9 x 2.0-3.2 mkM, Ha cpe3ax) MeKIAy co0oii. BHyTpeHHEe CTpOSHHE CITOp TUITMYHO YIS pojia
Metchnikovella u cxoaHO ¢ BeIIeoncanHbIM BHIOM. B oTiiname ot M. incurvata, criopo0actsr
u criopsl M. spiralis okpy»xenbl MeMOpaHo#i Tapa3uTodopHoi Bakyosar. OBabHbIC IUCThI ATOM
MHKpOcriopuanu, pazmepom 11,6 x 4,7 MKM, NpUYyJIMBO OPHAMEHTHPOBAHbI CIIHPATIbHBIMHU
3JIEKTPOHHO-TUIOTHBIMH CTPYKTypamu u conepxar o 8 crop (Puc. 3-3) (Sokolova et al., 2014).
Haubonee MHTEpECHBIM B HCCIIEIOBAHUH 3TOTO BHJIA OBLIO OOHAPYKEHUE TUKAPUOHOB B
npoau(epaTuBHBIX CTAAMUAX, MNPEANICCTBYIONIUX CIHOPOrOHUH. DTH COBOCHHBIC sijpa
OTIMYAINCh OT JAWIUIOKAPHOHOB BBICHIMX MHUKPOCIOPHINM HAIMYHEM PHOOCOM IO BCEMY

NEpUMCETPY AACP, BKIIOYAA 30HY UX KOHTAKTA. B HCKOTOPLIX ClIydasaX sgapa ObBLIH COCIUHCHBI
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[UTOIJIA3MAaTUYECKUMH MOCTUKAMU M B UX HYKJIEOIIa3M€ BBIABIISIIMCH CHHANITOHEMAJIbHbBIE
xomiuiekeel (CK) (Sokolova et al., 2014). Panee CK oOnapyxkenst B C2 y apyrux
meunukoBeuaa: Amphiamblys bhatiellae (Ormiéres et al., 1981), A. laubieri (Desportes,
Théodorides, 1979) u Amphiacantha longa (Larsson, 2000). Ctaguu co CABOCHHBIMH SAPaAMH
onucanbl ais A. capitellides (Larsson, Kagie, 2006) u Amphiacanta longa (Larsson, 2000)
(Tabn. 3-1). Mpel mpeamosiaraeM, 4YTO JUKAPUOHBI MEUYHHUKOBEIUTHJ T'OMOJIOTHYHBI
nuriokapuonam (JK) Beicmmx mukpocnopuiuii. LluTornnasmatiueckine MOCTHKH MEXIY
aapamu 1K, a taxxe CK, BeposTHO, CBUIETEIBCTBYIOT O HAIMYUU KapHOTaMHH U TIOJIOBOTO
npoiiecca B ku3HeHHOM 1ukie M. spiralis. V «BbICIINX» MUKPOCTIOPH/IHIA CHHAITOHEMAJIbHbIC
KOMIUICKChI HaOJI0ai y BHIOB C Meio30M, Kak siBHbIM (Hampumep, y Buga Kneallhazia
solenopsae, dopmupyromiero wmeiocrnopsl) (Sokolova, Fuxa, 2008), Tak U «CKPBITBIMY
(manpumep, y Buma Paranosema grylli, passuBaromerocs 06e3 cMeHbI saepHbIX (a3)

(Nassonova, Smirnov, 2005).

3.1.3 DBomronus anmapaTa KCTPY3UH: CXOACTBO YIBTPACTPYKTYPHI CIIOP
MeuHHKoBe UM U Paramicrosporidium. Mopdosorust MeUHHKOBEILTH]T B
CBETE I'€HOMHBIX JIAHHBIX: MPEAKOBbIC (POPMBI MK OOKOBasi BETBb?

Ilpu wu3yueHun yiabTpacTpykTypsl Metchnikovella spp. Ha cpesax dyepes
nepudepuiinble ydacTku napasutodoproii Bakyonu M. spiralis, aBropom BriepBbie
BBISIBIICHBI XapaKTEpHbIC JBOWHBIE MEMOpaHHBIE MPOQWIN, COOTBETCTBYIOIINE IO
CBOEH CTPYKType U JHaMeTpy VYTOJIMIEHHOM dYacTH MaHyOpuyMa, KOTOpPBIE
MHTEPIPETUPOBAHBI KaK Cpe3bl BHIOPOIIEHHBIX MOJSAPHBIX TpyOok (Sokolova et al.,
2014). B nuTorua3me rperapuH, HHTEHCHBHO 3apaxEHHbIX M. incurvata, BbISBICHBI
CTPYKTYpbl, HallOMUHAIOIINE CIOPOIUIa3Mbl U «IIYCTbI€» (BBICTPEIUBIINE?) CHOPHI
(Sokolova et al., 2013) (Puc. 3-2h). Ilomy4yeHHBIC YIBTPACTPYKTYpPHBIC TaHHBIE,
BEPOSITHO, YKa3bIBAlOT HAa TO, YTO CIIOCOO BBIOpOCA 3apObIIIa-CHOPOILIa3Mbl U3
CHOPBI B OKPYXKAIOUIYIO IIUTOIUIA3MY KJIETKH XO35MHA Y MEUYHUKOBEIIH]I CXOJIEH C
TaKOBBIM BBICIINX MHKpocropuanid. Crioporiazma MpenoIoKUTEIbHO TPOXOIUT
Yyepe3 BBIBEPHYTYIO TMOJSIPHYIO TPYOKY, OCHOBAaHHEM KOTOPOW CIIY)KHUT CTPYKTYpa,
HallOMUHAIOMIAs  SKOPHBIM  JTUCK  Mukpocmopuauid.  Takum  oOpazowm,
MEUHUKOBEIUIMJIaM, OTHOCSIIMMCS K 0a3ajJbHOM BETBM MHUKPOCHOPHIHUM, Takxke
CBOWMCTBEHHA WHBEKIHMS 3apOJbIIa B KIETKY XO3SHMHA Yepe3 IMOJIPHYIO TPYyOKy.
ATmmapaT SKCTPY3UH Y MEUHUKOBEIUTH/T Pa3BUT 3HAYUTEIHHO ci1adee, 4eM Y «BBICIIIIX»
MUKPOCIOPHIUIL, U, CKOpee BCEro, CIYKHUT Ul pe-UHPHUIIMPOBAHUS TOH ke KIETKU
XO35IMHA W/WIIK JJ1s TIOTIAIaHus! CIIOPOIUIA3Mbl B TPETapuHy U3 LIUCT, Pa3pyIICHHBIX B

KHUIICYHUKE IMOJINXETHI, KaK 9TO ITIOKa3aHO Ha THIOTETHYECKOHN cXeMe KM3HESHHOT'O
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Tadauna 3-1. JluarnoctTruueckue Npu3HaKiu MEYHUKOBEIUINI, U3YYEHHBIX C TOMOIIBIO 3JIEKTPOHHON MUKPOCKOMHH (T10:

Sokolova et al., 2014)

Bun Pox: IIpe- Cpo0oHasi CIOPOTOHMS Hucroobpasyomas cnoporoHns
I'perapuna, cnopo- Coopoursl  HcTrouHuk Coopsr* CnopoHTBI Coopsr* «Muerbn» HcTounnku
AHHeaHnaa TOHAJIb- cropo-
HbIE 0J1acTOB
cTajgum
Amphiacantha Lecudina, Her 2N KIIeTKH, bunpaoe OBanbHEIE, Beperenosun- OBanbHbIe BrrtsnyTele, ¢ Caullery, Mesnil,
longa Lumbrinereis JIAHHBIX 6e3 [1B JieneHne <2.4x<4.5 um Hble, 2N; paH- <6.4pm B BbIpocTamu 70- 1914; Larsson,
MAaTepUHCKOI (f), 6e3 1B HHE CIIOPOHTBHI nuamerpe (f) 80 x4-5 um, B 2000
KJICTKH 63 1HUCTHI nucte >100 criop
Amphiamblys Ancora, Her 1,2, 4N kerkn, MHOXecTBeH- OBaJbHEIe, BritsnyThIE, I npryec- Iumanpryec- Caullery, Mesnil,
capitellides Capitella JTAHHBIX 1B HOE JieNieHre 1.78-2.8x1.18- IN, CK, panHue  KHe, B IIUCTE KH€, C TYIBIMA 1914; Larsson,
multi-N 2.68 um (s), B CIIOPOHTHI (€3 B3aMMHO-TIEpe- KoHuamu, 40- Koie, 2006
1a3MOANS I1B LUCTBI KpeLMBaroTCs, 65%2.5-3.4 pm, B
4.2x1.1 um (s) mucre 32 coopsl
Amphiamblys Lecudina, Her Her nanHbIX Her nannbix Her nanubix Hert nanHbIX Hununapuaeckne  Elongated, Desportes,
lauberi Echiura JIAHHBIX 10x0.9 um (s) 125x2.5um, Théodorides, 1979
¢.30 cmop
Amphiamblys Bhatiella, Her Her nanHbIX Her nanubix Her nanubix IN, SCs, pan- OBaJbHbIE, Elongated, 2plug., | Ormiere etal.,
bhatiellae Marphysa JTAHHBIX HHE CIIOPOHTHI 1.9x1.5 pm (s) 70-90x4-5um 1981
6e3 UCTHI ¢.30 cmop
Metchnikovella Polyrhabdina, Iemouku 1N-kieTkH, MHOXeCTBEH- OBaJbHbIE, OBaJsibHbIE, B OBaJbHEbIE, BepereHoBuIH. Caullery, Mesnil,
incurvata Pigospio 1N- u 2N- multi-N HOE JIeNieHHe 3.7x1.8 um (1), ucTe 3.6x1.8 um (1), 22-26x4.3-4.9 1914; Sokolova et
KJIETOK iasmoauu, 6e3  multi-N 3.4x1.5 um (s), 2.7x1.2 ym (s) pm; 2 plug., al., 2013
1B T1a3MOAUS bes I1B 10 16 ciop
Metchnikovella Lecudina, IN kmerkn, | 1N- xmerTkn, MHoXecTBeH- OBasbHEIeE, Oxkpyriele, B Oxpyrio- Oval, Vivier, Schrével,
hovassei Perinereis multi-N multi-N HOE JIeNICHHE 1.75x1.25um LICTE OBalIbHbIE 10x4 pm, 1973
wiasmoauu | ruasmomuu, [1IB multi-N (s), BIIB 1 plug., 8 criop
TUIa3MOAHSI
Metchnikovella Lecudina, Her Multi-N MHOKeCTBEH- OBaJibHbIE, Her mannbIx OBaJibHbIE OBainbHEIE, Hildebrand,
wohlfarthi Nereis JTaHHBIX mIasMoauu, 6e3  Hoe JelieHHe 3x1.9 um (s), 10x5 um, 1plug., | Vivier, 1971;
1B multi-N BIIB 8-12 cnop Hildebrand, 1974;
IJIa3MOIHS Vivier, 1975
Metchnikovella Polyrhabdina, 2N knetkd, | IN u2N- MHOKeCTBEH- OBaJbHBIE, OBaJsibHbIE, B BoukoBuHbIE, OBaJbHBIE, Sokolova et al.,
spiralis Pigospio CK, INAN | xmerku, multi-N  Hoe nenenue 2.2x1.5 pm (s), icTe 4x 2 um (1) 15x4.5 pm, 2014
KIIETKH miasmonuu, 1B multi-N BIIB 3x1.8 (s) CrUpaIbHbIe
TU1a3MOIHSI BBIPOCTHI HA

CTEHKe, 8 criop

*CrHopbl 00erX CIIOPOTOHMH Y BCEX BHJIOB MEUHHKOBEIUIU] OJHOsIEpHBIE, 3a nckimoueHrneM Amphiacantha longa c 2-saepabiMu ciopamu. Cokparenus: [1B —
napasurodopnas Bakyoib; CK — cuHanToHeMalibHbIe KOMILIEKCh; f— pukcupoBanusie; | —xuBbie; N — sapo, (1IN, 2N — 1-, 2-saepusiid, multiN — MHOTOS I pHBII);

plug. — yrommiénnoe obpazoBanne Ha KOHIlE IUCTH (plugging structure); s — cpe3bl.
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Pucynoxk 3-1. Polyrhabdina sp. u3 kumeunnka Pygospio elegans, 3apaxennoro Metchnikovella incurvata
(CretoBas mukpockonust, nuddepeHnnansHbi KoHTpacT). (a) Hezapaxénnas rperapuna; (b) I'perapuna
¢ nenoukoit cranuit C2 (crpenxu); (c) I'perapuna co cnoporonansabiMy nazMoausiMu Cl (ctpenxn); (d)
MHorouncieHHble IIHCTHl B QopMe OymepaHra BHYTpPH KIeTKH xo3suHa. (¢) LlucTel B 1muroruazme
rperapuHbl Tpu OonblieM yBenndeHud. Kaxnas mucra conepxut o 16 cnop. (f) Lucra, maTepuHckuit
CIIOPOTOHAJBHBINA TIa3MOIMH (CTpenka) u rpynmna u3 4-X KIETOK, Pe3yJbTaT JEeJCHUS MaTepHHCKOTrO
mwiazmoaus. (g) I'pynma omHosmepHbIX KieTok — cnopoHTtoB Cl. (h) Bysmepnas crtamust (CTpenku
YKa3bIBAIOT Ha s11ipo). (1) MHorosiepHbie crioporoHanbHble mna3moanu Cl. () LlucTsl, H30mupoBaHHbIE U3
rperapuHbl. XapakTepHble «3aThldku» (plugging structures) Ha Oo0OMX IONIOCAX yKa3aHbl CTPEIKAMH.
Macwmabnas nunetixa, a—e, 10 mxm; £, 5 mxm. HN, simpo rperapusst (Sokolova et al., 2013).
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Pucynok 3-2. Metchnikovella incurvata. M craauii cBo6oHo# ciopororuu (C1). (2) Criopo6iact (Spb)
C XapakTepHO# yHayamMpyroiei o6omoukoit (crpenka). (b) Cropobiact, comepikalinii mpeecTBEHHUK
sskOpHOTo nucka (crpenku). Criopbl (S) OKpYKEHBI dICKTPOHHO-TIPO3PAYHON 30HOH (3BE3m0ukn). (C, d)
Cropbl ¢ TUIMYHBIM IOJJKOBOOOPA3HBIM SIIPOM M CEThIO MaHyOpPHAIBHBIX IHCTEPH (CTpesiku). (€)
VBenuueHHbIH y4acTok d, IeMOHCTPUPYIOIIHIA TPEXCIIOWHYIO CTEHKY CIIOPbI, OpPHAMEHTUPOBaHHYO 20 HM-
rinoOynamu. (F) TIpomonbHelii cpe3 yepe3 nossipHyto marnouky (PC) u manyopuym (Ma), manyOpuanbHas
[UCTepHA yKa3aHa cTpenikoil. Ha BcTaBke — mormepednblii cpe3 yepe3 Ma. (§) Ma B AuCTanbHON YacTh
pacragaeTcsi Ha pa3BeTBIstoIuecs uctepHsl (cTpenkn). (h) Cpes yepes mycTyro (BHICTPEIHBIIYIO) CIIOPY
(DS) u cnoporutazmy (Spm). 3apaxenHas rperapuna. ER, supomnasmatudeckuii perukyaym; N, sapo
napasuta; SP, croporonansHeIi mwasmoauii. Macwmabnas aunetika, a—€, g, h, i, 500 um; f, 250 um; i, 2
MKM.
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Pucynok. 3-3. Metchnikovella spiralis. DM cmoporouun ¢ dopmuposanue muct (C2). (a) Iucra,
cojiepkaiias MaTepUHCKUi crnopoHT ¢ JonacteBuAHbIM siipoM (N), okpyxénaeiMm DP (ER).
[lepudeprdeckne Bakyosn OOO3HA4YEHBI CTpelKaMu. HaKOHEUHMKHM YKa3blBalOT Ha MEMOpaHbI
napasurogpopHoii Bakyosu (IIB). IlpocBerT Bakyosiu 3amoiHeH (UIAMEHTO3HBIM MaTepUATIOM
(3B€310ukK) u Gpuiamentamu (SS), COOTBETCTBYIONMMHU CIUPATIBHBIM CTPYKTypam, BUAUMBIM B CM.
(b, ¢) MarepruHCKHI CIIOPOHT B Mpoliecce BHYTPEHHETO MOYKOBaHUS («BaKyoJu3alMu»). Bakyomu
coaepkar KiryOku MemOpaHHOTro MaTepuaia (Oesble 3BE3404KH) U OKpyTbie Tena ¢ sapamu (N). Llucra
OKpY’KE€Ha AJIEKTPOHHO-TUIOTHON cTeHKOH (W), TOKPBITOI HEPaBHOMEPHBIM CIIOEM MEHEE 3JIeKTPOHHO-
IUIOTHOTO BellecTBa (MEJIKWE YEpHBbIE CTPENIKH). DTOT CIIOH JaeT Hadano TskaM (PUIIaMEeHTO3HOTO
MarepHaia (depHbIe CTPEIIKH) U CIUPAIBHBIM CTPYKTypaM (SS), HEKOTOpbIe U3 KOTOPHIX MOACTUIIAIOT
memOpany [1B (naxoneunuku). (d) Crnopobnact (Spb) BHyTpu nucThl. OHIAMEHTO3HBIH MaTepHa
(3BE€3710YKH) KOHIICHTPUPYETCS BOKPYT CIHUPATBHBIX TsKeH (SS), COCTOSIMMX W3 MyYKOB CIHAPATBHO
opueHTUpOBaHHBIX (hrtameHToB (b'). (e) Llucra co 3penbivu ciopamu (S). CTpenku yKka3pIBaroT Ha 3-X
CJIOMHYIO 00O0JIOUKY CIIOp, HAKOHEYHHKH — Ha TONEePEevHO cpe3aHHbld MaHyOpuym. N, sipo, V,
Be3UKyNbl. Macwmabnas aunetika, 500 am. (f) Cxemartudeckuii pUCYHOK IMCTHI (HAKOHEUHHKH)
BHyTpu MeMmOpanwl [IB (ctpenkm). Bremmnsas oOonouka oOpa3oBaHa CHHPAJbHBIMH CTPYKTYPaMu
(3BE31104KM).
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| Polychaete gut lumen ‘ ‘ Gregarine cytoplasm

Pucynoxk 3-4. Tmnortermueckas cxema xusHennoro tmkiaa Metchnikovella spiralis. Cramum,
COIIPOBOXK/IaeMble IU(QpaMH B paMKe, 3aJ0KyMEHTHpOBaHbI. CIUIOIIHBIMH CTpEIKaMH IOMEUYCHBI
NepeXo/ibl OT OJHOW CTa UM K OPYroi, KoTopsle Mbl HaOmoganu. Ctagun cnioporonuu C1 noanucansl
3enéHpiMu OykBamu, C2 — xkéntbiMu. [lpennonaraercsi, 4TO MOJMXETa MOXKET 3aXBaThIBATH IHCTHI
MEYHUKOBEJUIMJ C MUMICH. B KHIIeYHHKe UCTa pacTBOPSETCS, CHOPHI OKa3bIBAIOTCS B KUINEYHHUKE,
3acenéHHOM TperapuHamy. He n3BecTHO, Kak mapasuT IomagaeT B IperapuHy. Bo3mokHO, cropbl
NPUKPEIUIIIOTCS K MEJUIMKYJie, MaHyOpHMyM BBIBOPAYMBAaeTCs, a CIOpOIUIa3Ma HHAYLHUPYET
MIePECTPOUKY MEJUTUKYJIBl ¥ (Paronuro3 (He XapaKTepeH Uil rperapuH). Bo3MoxkHO, crioporia3zmbl
NPOXOIAT B KJIETKY TperapuHbl Yepe3 CIeHUaTU3UPOBAHHBIC YYacTKH, MHUKpONOpHL. B rperapune
cnopomuiazma TpaHcgopmupyercs B Mepont (1, C1), pactér (2, C1), reHepupyeT AOTOIHUTEILHYIO
0007109Ky W TmpeobOpasyeTcss B MHOTOSIICPHBIM CIOpOTOHANBHBINM Tuiazmoawit (3, 4, Cl), xotopsiid
pacnamaeTcs Ha criopobiactsl (5, C1). 3penbie cropsl JIOKAIU30BaHbl B Iapa3uToopHoii Bakyosu (6,
C1). Cnopst C1 BbImycKarOT CHOPOIUIA3MBbI Yepe3 BBIBEPHYThIE MaHyOpryMbl. BeposiTHO, moBTOpsieTcst
HeckoJIbKOo IUKIIOB C1, mocie yero napasut nepexoaut k C2, T.e. GoOpMUPOBAHUIO TOJICTOCTEHHBIX IICT
co crnopamu. Ilpeamnosnaraercs, uto y Metchnikovella spp. (kak y Amphiamblys u Amphiacantha),
rameroramus (2, C2), nuxapuoruueckas cragus (3, C2), kapuoramus (4, C2) u merio3 (3BE3gouka)
NPOUCXOAAT MO0 B camoM Haudasie C2, mubo MmpeamecTByeT pa3AeieHUIo HMKIa Ha JBE CIIOPOTOHUH.
CrioporoHansHble razMouu C2 fensiTcsi BHyTPEeHHUM TTOYKOBAaHHEM BHYTPH TOJICTOCTEHHBIX ITUCT (5,
C2). Lluctel, comeprkaliye 3pesble CIOphl BEIXOISIT U3 IPErapuHbl Yepe3 pa3pblB HEJUIMKYJIbI, WIN C
MOMOIIBIO DK30I[MTO3a, KOr/la MeMOpaHa NapasUTOQOPHOH BaKyolId CIMBACTCS C TEJUTUKYJIOH
rperapunsl (Sokolova et al., 2014).

96



mukaa M. spiralis (Puc. 3-4). Jlas pacnpocTpaHEHHs MEYHHUKOBEILIMI CPEIH TOMYJISIIHIA
XO035IMHA, T.€. OT OJHOM MOJHMXETHl K APYrod, HEOOX0aUMO (POPMHUPOBAHUE TOJCTOCTEHHBIX
ICT, 3alIMIIAIONIMX CIOPOIUIa3Mbl OT HEOJIArONPUSITHBIX YCIOBUIT BHEIIHEH CPEIbl.

VY «BBICHIMX» MUKPOCIIOPUANH B MPOLIECCE SBOJIONMH CTAANS LUCTHI, (PYHKIIMOHATIBHO
COOTBETCTBYIOIIAs CIOPAHTHIO 3WTOMHUIETOB W Apyrux Holomycota u 300cmopaHruio
dboponua, apenua U po3eIIua, dMMMUHUpPOBaHa (eciu oHa BOOOINE ObUIa y HUX), a CIopa
CTaHOBUTCS OJHOBPEMEHHO M CTaJWeil NMEepeXMBAaHUS, U CTAJAUEH paCCEICHUS. DBOJIOIHS
ammapara KCTPY3UH y BBICHIMX MUKPOCIIOPHANI MpUBeEa K (a) YTONIIEHUIO CTEHKH CIIOPHI,
(0) pa3BuTHIO 3aHEH BaKyoJIM JUIS CO3JAaHUS BBHICOKOIO BHYTPH CIIOPOBOTO MaBJICHHUS W
yBeJMUYeHUs cuibl BbliOpoca nossipHoit TpyOku (IIT), (B) ycoBeplIEeHCTBOBAHUIO SIKOPHOTO
nucka nyTém kéctkoro coenunnenus ¢ [T mst ynepskanus ocHoBanus [T BHyTpu criopsl, (T)
YUIMHEHUIO TOJSPHOW TPYOKM Ui YBEIHUYCHHS «paanyca aTaku», U (1) TOSBICHHUIO
HOJISPOIUIACTA YIS CO3AaHMs Iysa MeMOpaH, (OPMUPYIOIIUX IIa3MaleMMy CHOPOILIa3MBbl.
Bce 3TH CTPYKTYpBI OTCYTCTBYIOT WM clab0 BBIpaKEHBI y MeuHHKoBeunn. Ilo cBoei
mopdosoruu criopa Metchnikovella spp. Gosiee Bcero moxoxa Ha criopy Paramicrosporidium
Spp. — crpoeHueM OOOJOYKH, OpPHAMEHTAIMEHl SK30CIOpBI, CTPYKTYPaMH, HOIOOHBIMHU
MaHyOpUyMy U SIKOPHOMY JIUCKY, @ TaK)K€ BBITSHYTOW HJIM TOAKOBOOOpa3HOM (opMoii siipa.
[To-Buaumomy, Paramicrosporidium spp. (Rozellamycota), mapasutupyroiiue B sapax ame0,
KaKk M METYHUKOBEJUIHIIbI, MCIOJB3YIOT MOJIIPHYIO TPYOKY JUIsS BBIXOJA CIOPOILIa3Mbl U3
ciopel. B omnmume ot meuynukoBewwnz, Paramicrosporidium He ¢opMmEpyeT TOICTON
000JI0YKH BOKPYT CITIOPOTOHAJIBHBIX IIIa3MOIUEB. S11po aMEDBI, B KOTOPOM MOT'YT pa3BUBAThCS
HECKOJIPKO TIIA3MOJIMEB, TIOCTEIIEHHO 3aMemasi coOOW HYKJIEOIIa3My, CIYXHT O00O0JIOYKON
«cmopanrus» (Puc. 3-5). Dta uepra poauut Paramicrosporidium c¢ adenumamu wu
po3eIIHIaMy, KOTOPBIE HMCHOJNB3YIOT KIETOYHYIO CTEHKY XO3sIMHA B KayecTBE OOOJIOYKH
300cniopanrusi. YTo KacaeTcs CTPYKTYP — BEPOSTHBIX 3BOJIIOIMOHHBIX MPEAIIECTBEHHUKOB U
TOMOJIOTOB MOJISIPHON TPYOKH MUKPOCIIOPUINH, TO UMH MOTYT OBITh TPYOKH MPOHUKHOBEHHUSI,
dopmupyroIecs y WHIUCTHPYIOMUXCS 300CTOp adelua W PO3eUTUA U CIyKallue s
NPOHUKHOBEHMs B Xo3simHa. Hampumep, y Pseudoaphelidium spp. mucter obnamator Gonee
TOJICTOM 000JIOUKOI MO CpaBHEHMIO C IMpeJICTaBUTEIIMU Apyrux ponaoB Aphelidea. B stux
mucTax oOpasyeTcsl crienuaibHas TpyOKa, CIIocOOHasi BEIBOPAYMBATHCS MOJO0HO TOJSIPHON
TpyOKe Mukpocrnopuauii. Emie 6oee 1r000MbITHO, 4TO B 0€3)KTI'yTHKOBBIX 300cmopax Rozella
UMEIOTCS CIIeNMANIbHBIE IUCTEPHBI YHOIUIA3MATHYECKOTO PETHKYIIYMa, aCCOLMHPOBAHHBIC C
saepHoit obonoukoii (Held, 1975) u yneTpacTpyKTypHO HAITOMUHAOIIHE BEIBOPAYHBAIOIILYIOCS
Tpyoky Pseudoaphelidium (Karpov et al., 2014). Takum 06pa3om, OpraHeiuibl, KOTOPhIe MOKHO

CUMTaTh Mpe-aJanTauusiMu K (HOPMHUPOBAHHUIO TMOJSIPHOM TPYOKHM MHUKpPOCIOPHINH,
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MPUCYTCTBYIOT BO BeeX TpEX rpymnmax ARM kmanpl. V adenun u po3esin, mapa3uTHPYIOMIX
y BOJOpOCICH H OOMHIICTOB, OHH pEAJM30BAIUCh B XHUTHHU3UPOBAHHYIO TPYOKY
NPOHUKHOBEHHSI, Y TAPAMUKPOCIIOPUINHI, HYKJIeo(ar 1 MEUHUKOBEILTH I, TApa3UTHPYIOIINX
B aME€0ax W albBeOJSITAX — B KOPOTKHWE HEXUTHHH3HPOBAHHBIC TPYOKH-MaHYOpPHYMBI, a y
MUKPOCTIOPHIIUI — mMapa3uToB Metazoa — B JIJIMHHBIC IOJIAPHBIE TPYOKH, JOIOJHEHHBIC
JIPYrUMHU DJIEMEHTaMH armaparta 3KCTpy3uu. XapaktepHo, 4yro y Mitosporidium daphniae,
napasura JgagHuU, O0a3aIbHOW MHUKPOCIOPUIUK C AHLIECTPAIbHBIMU OMOXUMHYECKHMHU
NpU3HAaKaMu (HaJIMYMEM MHTOXOHJIPUAIBHOTO TeHoMa U 1uKia Kpebca) — Bua, reHeTUYECKH
OoJiee yan€HHOTO OT «BBICIINXY» MUKPOCIIOPUINN, YeM MEYHHKOBEIUTU/IBI, HMEETCSI armapar
OKCTPY3UM MHKPOCIIOPHIMMHOTO THHa. Takoe MO3aM4YHOE pacIpelelieHe IMpU3HaKa,
BEPOSITHO, TOBOPHUT O HAJIMYUHU OOJIBIIOr0 PasHOOOpa3us TAKCOHOB, M3 KOTOPOTO ceifuac HaM
W3BECTHA JIMIIbL KPOIIEYHAs YacTh, HEIOCTATOYHAS IS BBISABICHHS POJCTBEHHBIX CBS3CH
MEXJy W3BECTHBIMH B HACTOsIIee BpeMs BUAaMu. [lodyueHHBbIE HETABHO JaHHBIC
¢butorenernyeckoro u puorenomuoro ananu3on (Bass et al., 2018) cBuaeTeIbCTBYIOT O TOM,
YTO MEUYHHKOBEILUIH/IBI, CKOPEE BCETO, HE PEIMKTOBBIC MUKPOCIIOPH/IMH, 3aKOHCEPBUPOBAHHBIC
B CBOEH CTaOMIIBHOM 9KOJIOTHYECKO# HHuIlE, Kak npeanonaranu padnee (Sokolova et al., 2014),
a TPOAYKT JOJITOW TPHUCIOCOOMTENBHON 3BONIONMUA K CICHUAIM3UPOBAHHOW HUIIIE
runepnapasuToB rperaput. CooOpaxeHne 0 MEYHUKOBEIUNAAX Kak 00 OTKJIOHMBILEHCS OT
MarucTpajibHOTO  HANpPAaBJICHUS  OBOJIONMU  Tpymne  0a3albHBIX  MHUKPOCTOPUIMI
NOATBEPKAACTCS UIMHOM MX BETBH Ha (DMIIOTCHETHUYECKHUX JIEPEBBSX, CPABHUMOW C BETBBHIO
«picix mukpocrnopuauii» (Mikhailov et al., 2017; Galindo et al., 2018). UutepecHo, uTo
anHOTarws reroma Amphiamblis sp. BesiBiia 2 ¢pepmenta 1ukia Kpedcea, OTCYyTCTBYIONIHX Y
«BBICHIMX MUKPOCIIOPHIUI», XOTS HA (PYHKIIMOHAIBHBIX MHUTOXOHPHIA, HU OKHCIHTEILHOTO
dochopuarpoBaHUs Y MEYHUKOBEIUIH] ONPENCICHHO HET, KaKk M Yy APYIHX H3YYEHHBIX
MHKpPOCIIOPHIMH. BBISBICHNE «pyANMEHTapHBIX» TE€HOB IMYTH TPHUKAPOOHOBBIX KHCIOT B
0a3aJpHOW TpyIIe MOATBEPXKAACT THUIOTE3y O TOCTENICHHOW yTpare OKHCIMTEILHOTO
dbochopupoBaHUs U ITUKIJIA TPUKAPOOHOBBIX KUCJIOT B (PUIOTEHETHIECKON BETBH, BEIYIIICH
K MukpocnopuausiM. Kpome toro, B rerome Amphiamblys BbISIBIEHBI T€HBI, KOJUPYIOIINE
HEKOTOpble OENIKM, CBSI3aHHBIE C JHIOLUUTO30M, M, TaKUM OOpa3oM, MEYHHKOBEILIH[IHI,
BO3MOXXHO, NPEJCTaBISIIOT Cco00M Takke UM MPOMEXKYTOUHBIM d3Tall B JJIMMUHAIUU
SHOLUMTO3HOM YaCTU CEKPETOPHOTO IyTH, CBSI3aHHOM ¢ yTpartoil ¢arorpodun. Taxxke
TEHOMHBIH aHAJIN3 BBISBIJI PSJI CIICUATM3UPOBAHHBIX TEHOB MEUHHKOBEIUIN, HE HAllIEHHBIX
B TEHOMaX MHUKpPOCIIOPHIUH, W, HA00OOPOT, T€HOB, OTCYTCTBYIOIIMX Y MEYHHUKOBEIUIUI, HO
NPUCYTCTBYIONIMX Y OCTAIbHBIX MUKpocnopuauii. Hanpumep, B renome Amphiamblys sp. we

obnapyxxeH TeH AT®O/AJ/I® TpaHCIOKa3bl, BBIIBICHHBI B TEHOMax BCEX W3yYEHHBIX

98


https://www.ncbi.nlm.nih.gov/pubmed/27694476
https://www.ncbi.nlm.nih.gov/pubmed/27694476
https://www.ncbi.nlm.nih.gov/pubmed/27694476

MHKPOCIIOPH/IHIA, 3aTO MMEETCS T'eH MHUTOXOHAPHAIBHOIO TMEPEHOCYMKA HEOPTaHHYCKOTro
docdara, TOMOTOrHYHBIN OPTOJIOTY M3 JAPOsKel Saccharomyces cerevisiae, U He UMEIOIIHIA
anasora y npezcrasureneid ARM knanel. JlroGomnbiTHO npucyrerBue B rerome Amphiamblys
Sp. OOJIBIIOTO CHEUATU3UPOBAHHOTO CeMecTBa TeHOB, Koaupyromux rpynny CMGC kuHa3.
DTOT KJIacTep reHOB He UMEET roMoIoroB B renomax E. cuniculi u S. cerevosiae (Mikhailov et
al., 2017, Figs S10, S15). YuutbiBas, 4TO KHHa3bl 3TOr0 CEMEHCTBA Yy4acCTBYIOT B
pa3HOOOpa3HBIX META0ONIMYECKUX MYTSAX JYKapuUOT, CBS3aHHBIX C HOpoiudepanuei,
CUTHAJIBHOM TPAHCIYKIHEH, CyOCTpaTHbIM (ochOopHIMpOBaHUEM, OTBETHOM peakIHMer Ha
cTpecc, cMeHo (a3 sxu3HeHHoro 1ukia u np. (Biondi, Nebreda, 2003), M0o3kHO IpeAIOI0KUTS,
yro Metchnikovellidae — 370 Becbma crniennanu3upoBaHHas TPYIIA, MTPOIICANIAs [UIMHHBINA 1
HE3aBHCUMBIH MyTh OMOXUMUYECKOH IBOJIOIMU. OYEeHb BO3MOXKHO, YTO MEYHHKOBEIUIHIBI
BEIYyT HA4yaao OT OOIIero mpeaka ¢ MHUKPOCIOPUAMO-10oa00HbIMA Rozellamycota, Tuma
Nucleophaga u Paramicrosporidium. MeTtarecHOMHBIN aHaau3 OHOMa TPOIMYECKOrO Jjeca
BBISIBWII MHOXecTBO cukBeHcoB pPHK, mnpunHamiexamux BuIaM, MTPEANOI0KHTEIEHO
POJCTBEHHBIM MHUKPOCIIOPHIUSM, HO MMEIOIIMM 00Jiee KOPOTKHUE «IBOJIIOIIMOHHBIC BETBUY
(“short branch microsporidia”). Cpeau 3Tux BUAOB, KOTOPBIE €IIIe TOIbKO MPEACTOUT HANTH U
omucath, IO MHEHHIO aBTOPOB, OYAyT BBIABICHBI TMEPEXOJAHbIE (OPMBI  MEKIY
Paramicrosporidium u nmpoasunyThiME (“long branch’) mukpocniopuausmu (Bass et al., 2018).
Nucleophaga (Rozellamycota), Mitosporidium wu Metchnikovellidae (Microsporidia) —
MPUMEPBI TAKKX «IIPOMEKYTOYHBIX» TAKCOHOB. HecoMHEHHO, 4TO B OuinkaiiiieM Oy TylieM Hac
OKUIAaET MHOTO JIFOOONBITHBIX OTKPBITHI, KOTOpBIC, TPUBEAYT K YTOYHCHHIO TOHSITHS

«HU3IINE MUKPOCIIOPUIUNY, a TAK¥KE, BO3MOXKHO, pacHIMPAT paMKH Beero Tuna Microsporidia.

Pucynok 3-5.

Paramicrosporidium sp.
(KSL3) B smpe Saccamoeba
polustris. 1. Cmopa ¢
BBIBEpHYTOH  TpyOKoii; 2.
aMeOOMTHBIN I1a3MoIui; 3-4.
cropo0jacTbl W CIIOPBI
BHYTPU CHOPOGOPHBIX Iy-
3BIPHKOB, OOpa30BaHHBIX 000-
JIOYKaMH MaTEePUHCKHX IUIa3-
MOJHMEB B sape ameOnr; 5-7.
Cropsl. (puxcupoBannsie
ameOBb! OBbUTH NPEI0CTABIICHBI
ITpod. Pomsdhom Muuemom).
Macmta0: 1-2, 4-7, 500 nm; 3,
2 MKM.
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3.2 MuKpocnopuIuu MOPCKHX U MPECHOBOAHBIX PAK000Pa3HbIX

PakooOpasnpie (moarumn Crustacea) — BTOpasi rpyIia WICHUCTOHOTHX-XO03S€B IOCIIe
HACEKOMBIX 10 YHCIEHHOCTH BBIJICJIEHHBIX U3 HUX BUAOB MUKpocriopuauil. [loutn yetBepTh U3
OTNHMCAHHBIX K HACTOAIIEMY BpeMeHU poaoB Mukpocnopuauii (50 u3z 200) napazuTupyroT B
pakooOpa3HbIX, MPUHAUISKAIINX KO BCEM IsATH KilaccaM noaruna (Malacostraca, Maxillopoda,
Ostracoda, Branchiopoda, Cephalocarida), oouraromumx B pa3iuHbIX SKOJOTHUSCKUX HHIIAX
COJIEHBIX, COJIOHOBATBHIX M MPECHOBOJHBIX BOJOEMOB M IMPEACTABICHHBIX Pa3HOOOpPa3HBIMU
JKU3HEHHBIMH (opMaMH — OT MapasuToB pbel0 10 CBOOOJHOKUBYIIHMX oOuTaTenen
rJ1yOOKOBOAHBIX BIAJAWH. MUKPOCHOPHINU PaKOOOpa3HbIX emé Mano u3ydeHsl. Oxumaemoe
pa3HooOpa3ue MUKPOCIIOPUANHN CBSI3aHO ¢ (PaHTACTHUECKUM Pa3HOOOpa3ueM pakooOpa3HbIX
MOET MHOTOKPATHO MPEBBICHTh KOJIMYECTBO yXe omucaHHbIx TakcoHoB (Stentiford, Dunn,
2014). B aToM pasesie npeacTaBIeHbl pe3yIbTaThl H3YUCHUST MUKPOCIIOPUINN PAKOOOPa3HbIX,
npuHaaexanmx 3-m kiaccam: (1) Maxillopoda, B wactrHocTH, Cyclops spp. (n/ki1 Copepoda),
(2) Branchiopoda, Daphnia magna (otp. Cladocera) u (3) Malacostraca, Litopenaeus setiferus
u Palaemonetes paludosus, npeacraButenu otpsina Decapoda cemeiict Penacidae u Caridea.

3.2.1 Agmasoma penaei u Perezia nelsoni — 1Ba napa3uta KpeBeTOK ceMeiicTBa
Penaeidae, npeBueit rpymnmnbsl Mmopckux Decapoda (kinacc Malacostraca)

B 2012-2016 romax B JIMAarHOCTHMYECKYIO TabOpPAaTOpPUIO BOJHBIX JKUBOTHBIX
Berepunapuoro daxynbrera 'ocynapcTBenHoro yuuepcurera mrara Jlynszuana B baron Pyx,
C KOTOPOH s COTpyIHHYANA, OT KPEBETOUHUKOB-TIPOMBICIIOBUKOB B OOJIBIIIOM KOJHYECTBE
cranu moctynath KpeeTku Litopenaeus setiferus ¢ menbda JlyusumaHckoit wactu
MekcruKaHCKOTo 3a/1iBa (OCHOBHOM MIPOMBICTIOBBIN BUJ KPEBETOK B MEKCHKaHCKOM 3alluBe) €
OITYXO0JIETIO00OHBIMU MOPaXEHUSIMU IK30CKeIeTa " BHYTPEHHUX OpTaHOB.
MUKpOCKOTIMPOBAHUE BBIIBHIIO CIOPBI MHUKPOCTIOpHUIHHA. [IpenMyIiecTBeHHO B JKEHCKHX
roHajziax ObLIU BBISIBICHBI OKPYTJble CIOPOOPHBIE MY3bIPbKH, coaepkaiiue mno 8 crop (3,6 £
2,1 mxm) ¢ anmsodwrsapHoit (2-3 + 4-6) nomspHoit TpyOkoi (Puc. 3-6). Dt mpusHaku
MO3BOJIHITH HACHTH(UITMPOBATH BHT Kak Agmasoma penaei (Sprague) (Hazard, Oldacre, 1976)
— MHUKPOCIOPHU/INIO, BBI3BIBAIOIIYIO PAa3pyIIUTEIbHBIC SMU300THH B MOMYJSIHUIX TUKAX U
KyJbTHBUPYEMBIX KPEBETOK cemeiicTBa Penaeidae mo Bcemy mupy (Tabxa. 3-2). Bnepsoie BUI
ObUI JIeTalbHO OXapaKTepU30BaH C IMOMOIIBI0 CBETOBOM M 3JIEKTPOHHOW MHUKPOCKOIHH, U
MOJIEKYJISIPHO-TEHETHUECKOTO aHayu3a. OuiioreHeTH4YECKHe PEKOHCTPYKIIUU C
ucrnonp3oBanueM mocienoBarenbHocTeit MCpPHK u ansda- u Gera-TyOylIMHOB MOMEMIAOT
atoT poxa B kiany IV «Terresporidia» (Vossbrinck, Debrunner-Vossbrinck, 2005), rae Taxxe

pa3MelarTcss MUKPOCTOpHInH — mapa3uThbl poaos Daphnia, Cyclops u Arthemia (Puc. I13-1).
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W3yuenne maHHOW Tapa3WTO-XO3SIMHHOM CHCTEMBl BBISIBUJIO HWHTEPECHBIC (DAKTHI,
u3oxeHHele Hroke. [lepBrlil kacaetcs cnenuduku BUA00Opa30BaHUS Y MUKPOCHIOPUANN —
[apa3uTOB MOPCKHUX OECIO3BOHOYHBIX C OOIIMPHBIMU, IPAKTUYECKH BCECBETHBIMH apeaslaMH.
Bce tpu m3omista A. penael u3 3-x Todek mupoBoro okecana: Tammanackwii (Tuxuii OkeaH,
npubpexubie Boasl FOro-Bocrounoit Asun) (Laisutisan et al., 2009; Pasharawipas et al., 1994),
Ceneranbckuii  (Atnantuueckuii Okean, mnoOepexxbe 3amamHoit Adpuku) (Clotilde-Ba,
Toguebaye, 1994) u Jlyusuanckuii (Atnantuka, Mekcukanckuii 3anuB) (Hazard, Oldacre,
1976; Sokolova et al., 2015), ckopee Bcero, mpeACTaBISIOT CO0O0M pa3HbIe, XOTS W HEIaBHO
pasomenmecss BHIbL. Bce OHM XapaKTepu3YHOTCS CXOAHOH Mopdoiorueit cmop ¢
AHM30PIISIPHON TIOJIIPHOM TPYOKOI U CIIOpOroHuei ¢ popmupoBanuem oktocnop (Puc. 3-6).
[Tpu 5TOM MapameTp «IBOJIOIMOHHOTO PACXOXKACHUS MEXIy BUIaMmu» (pairwise evolutionary
distances), paccuuThiBacMbIi 0 creneHu pasanunii B cukBencax MCpPHK (K-2P distance
analysis, Kimura, 1980), mexxny Jlynsunanckum u TammaHackuM u3oistamu cocrasisieT 0.066
(93.4% cxopacTBa), YTO HECKOJIBKO BBIIIE OOBIYHO PETHCTPUPYEMBIX BHYTPUBHUIOBBIX PA3IHUHUiA
(0.01-0.05). Kpome Toro, Bce TpH H30JsITa ITOH MHUKPOCHOPUIMU MAPA3UTHPYIOT B PAa3HBIX
BHUJIaX KPEeBETOK poja Penaeus sensu lato, B HacTosiiiiee BpeMst pa30UTOro Ha HECKOJIBKO POJIOB.
Tannanackuit u3ossat 3apaxaet Littopenaeus vannamei u Penaeus monodon, Ceneraibckuii —
Farfantepenaeus notialis. CeHeraabCkuii HM30JST TaK)KE€ HECKOJIBKO OTIMYACTCS OT
Jlynzuanckoro u TannaHackoro npornopuusMu (COOTHOIIEHUEM JUIMHBI U IIUPUHBI) CIOP U
TKaHEBOW CIEeU(HUYHOCTBIO, B YACTHOCTH, 0Opa30BaHUEM KCEHOM BO BHYTPEHHMX OpraHax
KpeBeTkH. [loMuMO 3-X MEpednclieHHBIX W HEIUIOXO M3YYEHHBIX H30JATOB A. peneae,
3aperuCTPUPOBAHBI HAXOJKH 3TOTO BU/Ia B IPYrUX Buaax Penaeidae B npyrux reorpaduueckux
toukax (Tao6us. 3-2). Jlo mosydeHus: NOMOJHUTEIbHOW WHGOpMAIUU 00 YIbTPaCTPYKType U
cukBeHce pPHK y MHOroumcieHHsIx reorpaduveckux H30JATOB A. pPeneae, MOXKHO
HPEIIONIOKHTh, 4TO A. pPenaei npenacrapiser coO0N KIMH OIM3KOPOICTBEHHBIX GopM, crabo
pa3IMYarIuXCcss MOP(OIOTHIECKH ¥ TEHETHUECKH, TOCTETICHHO AUBEPCH(DHUIINPYIOIIHX CPeTr
KpeBeTok cemelicTBa Penaeidae, oburtaromux B pa3iMyuHbIX reorpapuieckux 30Hax MupoBoro
OKeaHa.

HccnenoBanue Taxoke mokasaio, yto A. Penaei coueraer B cede CepHro MIe3noOMOPPHBIX
NPU3HAKOB, B YaCTHOCTH, JEJIEHHWE CIIOPOHTAa IIyTeM BHYTPEHHETO IOYKOBAHHS,
anm3odusipayto  mossipayto  Tpyoky  (Sokolova et al., 2015) (Puc 3-6, 3-7) mu,
NPE/IOIOKUTEBHO, IBYXO3sSUHHBIN ku3HeHHbI nuki (Pasharawipas, Flegel, 1994). 3to
HEIJIOXO0 COoTlacyeTcs ¢ TeM (pakToMm, 4yTo xo3seBa A. penaei — kpeBeTku cemeiicTBa Penaeidae,
MIPEACTABISIIOT 000 000CO0IeHHYI0, Oa3anbHYIO U ApeBHION rpynmy Decapoda. B oTinuume

OT OOJBIIMHCTBA BBICIIUX MHUKPOCIOPUIUHN, Yy KOTOPBIX MATEPUHCKUU CIIOPOHT AEIUTCS
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OMHApHBIM JIeJICHMEM WM PO3ETKOBHUJHBIM IOYKOBaHHMEM, JEJIeHHE CIopoHTa A. peneae
HAIIOMMHAET BHYTPEHHEE TIOYKOBAaHWE, XapaKTepHOE IJs TMPEICTaBUTEICH CEMEHCTB
Metchnikovellidae wu Chytridiopsidae. bputo npoaeMOHCTPHUPOBAHO, YTO BHYTPEHHEE
MOYKOBAaHHWE Y MHKPOCIOPUINII He 00s3aTeiabHO CBS3aHO ¢ (OPMUPOBAHHMEM IUCT W,
BO3MOXXHO, 0oJiee pachpocTpaHEHO, ueM IMpeAnoiaraiock paHee. Kapuoramus szep
JTUTUTOKAPUOHA, MPUCYTCTBUE CUHANTOHEMAIbHBIX KOMILICKCOB, YKA3bIBAIOIIUX HA HATHYUE
Me€03a, HUIMYKE TPEX MOCT-MEUOTUUECKHUX AEIEHUN SApa U IIa3MaTOMUs, 3aKaHYMBAIOLLIAsICS
dbopMUpPOBaHUEM OKTETa OJHOSIACPHBIX CHOP — BCE 3TO TOXE AaHIECTPAIbHBIE YEPThI
YKU3HEHHOTO 1IMKJIa, YHACJIETOBaHHBIE OT OOIIEro ¢ TpubaMu mpeka, 001a/1ai01ero nojJoBbIM
npoueccom (James et al., 2013; Lee et al., 2008), 1 >nMMUHIPOBAHHBIC B IPOJIBUHYTHIX POJax
MHUKpocHopuuii, Takux kak Nosema, Encephalitozoon, Enterocytozoon u np. AanzoduspHast
noysipHas TpyOka C IIMPOKOW TMPOKCUMAIbHOM W TOHKOW JIUCTAIbHOM 4YacTsAMHU,
COOTBETCTBYIOIIMMHU MaHyOpUyMy U MaHyOpHaIbHBIM HUCTEpHAM MeuHuKoBeuH I (Sokolova
et al., 2013), Takxe MOXKET pacCMaTPUBATHCS KaK aHIIECTPAIIbHBIH MPU3HAK.

['pynmupoBka A. penaeli ¢ MHUKPOCHOPHIUSMH  HAa3eMHOTO  IPOMCXOXKICHUS,
NapasuTHPYIOIIUMU B HEPOJACTBEHHBIX Penaeidae COTOHOBAaTOBOAHBIX W TMPECHOBOIHBIX
pakooOpa3ubix (Puc. 3-7), BecbMma M1000MBITHA C TOUKH 3peHUs IKONIOTUU. ClelyeT OTMETUTb,
grto L. setiferus urpaet ncKIFOUNTENILHYIO POJIb B IPUOPEKHBIX BOAax MEKCHKAHCKOTO 3aJI1Ba,
HaXO[sICh Ha TEPECEYEHWH OCHOBHBIX IMHINEBbIX MYTEH 3TOW CIIOKHOW SKOCHUCTEMBI.
JKvi3HEHHBIN LUK KPEBETKU COJAEPKUT JTMYMHOYHBIE TUIAHKTOHHBIE CTAIWU, OOHWTAOIINE B
ACTyapusix pek ¢ Hu3kon con€HocThio (0.2-10 %o) u muTaronmecs BOJAOPOCIIMH, THIYHHKAMHU
HACEKOMBIX W MEJTKHMH PaKoOOpa3HBIMH, a TaK)Ke FOBEHWIBHBIE W B3pocible (Gopmbl —
oburtarenu 6EHTOCA, MUTPUPYIOIIUE B IITyOOKOBOIHBIC YAAIEHHBIE OT Oepera 30HbI ¢ BEICOKOM
CONEHOCTBIO  (>35%0). OTu  (QopMbl MNHTAIOTCS, TJIAaBHBIM 00pa3oM, (ekaausMu
0ECIO3BOHOYHBIX U PBHIO, OJHOBPEMEHHO MPECTABIISIS COOOH OCHOBHYIO MUIIEBYIO 0azy s
nocienaux (Muncy, 1984; Perez, Farfante, 1969). JKu3HneHHbIe IIUKIIBI, BKIIOYAIOINE B CeOs
oOWTaHWE B PA3IUYHBIX JKOJOTHYCCKMX HHINAX, XapaKTePHBI JIJII BCEX HBIHE JKUBYIIUX
npencraButeneil ceMm. Penaeidae u, BeposiTHO, ObUIM XapaKTEpHBI W I MPEIKOBBIX (OpM.
Taxoit 06pa3 )KU3HH MOT CTaTh MPEATOCHUTKOMN TSI MHOTOUMCICHHBIX TH30/I0B CMEHBI X035€B
B TIPOIECCE DBOJIOIMHM TPYHIBI — OT KPEBETOK K JIMYMHKAM BOJHBIX HACEKOMBIX, K
NPECHOBOJHBIM M COJIOHOBATOBOJHBIM KOIEMOAaM, apTeMusM, gapHusM u pbidam (u
Hao00poT). MBI mpenmnonaraeM, 4To X03s5i€Ba, MOJOOHBIE KpeBeTKaM U Kpabam, ¢ oOpa3zom
JKU3HU, BKJIIOYAIOIIUM Pa3HOOOpa3HbIE HKOJIOTMYECKHWE HHIIM W TMHUIIEBBIE MPEAMOYTCHHUS,
MOTJIM UTPaTh KJIIOYEBYIO POJIb B AUBEPCUPUKALINYA MUKPOCIIOPUINI U UX PAaCIpOCTpaHEHUU

Cpeu Ha3eMHBIX, IPECHOBOJAHBIX U MOPCKUX X03sieB. [lyTu nmepenauun u pacmnpoctpanenus A.
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penaei B MOPCKUX SKOCHCTEMax OCTAOTCS IIOJIHOCTHIO HEU3BECTHBIMU. Y UUTHIBAs 3apaKeHUE
KEHCKHX TOHAJ[, MOKHO NPEANOJIOXKNUTh, YTO TPU HE3HAYUTEIHHOH HMH(EKIUU TMapasuT
nepeaaércsi TpaHcOBapUaIbHO. B To ke Bpemsi, HHGeKIus ToHa, HabnronaemMas B X0/1€ Hallero
uccinenoBanus, a takke apyrumu asropamu (Kelly, 1979; Overstreet, 1973), upe3Bbiuaiino
MHTEHCUBHA U, CKOpee BCEro, JOJDKHA NMPUBOJUTH K KacTpauuu. MHOIOYMCIEHHbIE TOIBITKA
NEPOPAIBHOTO 3apaKEHUS] KPEBETOK BCET/1a ObUIM HEYJauHBIMU, U ObLIa BBIIBUHYTA TUIIOTE32
0 HAJIMYHMU MPOMEKYTOYHOTO X035iMHA, peI0 oTpsiaa Perciformes. Ota rumoTesa moaaep:xana
PSIOM KOCBEHHBIX JJOKAa3aTeNIbCTB, BKIIOYas npuMeHeHus A. penaei-cneuuduunbix JJHK-
3ou10B (Pasharawipas, Flegel, 1994). B 1o ke BpeMs, PAMBIX JOKa3aTeIbCTB 3apPaXKCHUS PHIO
MHKpocriopuaiei A. penaei noixyueHo He ObLIO.

[TpumepHo B 20% ciiydaeB MOMHMO 3apakK€HUs T'OHAJ U CYOKYTHKYJSPHBIX OIyXOJIeH,
XapaKTEePHBIX ISl MAaToJoruu A. penaei, y KpeBeTOK MOPaKeHbI M CKeJICTHbIC MbIIIIBL. [Ipu
CBETOMHUKPOCKOIMYECKOM  HCCJIEOBAHUN TOPaXEHUH BBIABICHbl OJAMHOYHBIE CIIODBI,
3HAYUTENILHOTO MeHblIero pasmepa (2,0 x 1,1 Mkm), dyem crnopel A. penaei. OM u
cekBenupoBanne MCp/IHK moxazamu, uro L. setiferus Obutn oIHOBpEeMEHHO 3apakeHbBI
JIPYTUM BHJOM MHKPOCIOPHIHMN, CTPYKTYPHO M FeHETHYECKH HICHTHYHbIM Perezia nelsoni
Sprague 1950, n3BecTHbIM Takke U3 MeKkcuKaHCKOro 3ainuBa u3 mrata Muccucunu. CUKBEHC
storo Buaa (AJ252959) panee 6bu1 nenonuposan B ['enOanke noa numenem «Pleistophora sp.
LS (Canning et al.,, 2002; Cheney et al., 2000), u nam cuxBenc (KX85642) okazaiucs
NPAaKTUYECKH HACHTHYHBIM. BeposTHO, 1BOWHOE 3apa’keHHe KPEBETOK HEpPOJCTBEHHBIMU
MHUKPOCHIOPUJIUSIMH € PA3JIMYHBIM ~ TKAHEBBIM  TPOMM3MOM  JIOCTATOYHO  LIMPOKO
pacrpocTpaHeHo, a UHPEKIIHS MBIIIILI, KOTOPYIO MPEAbIIYIIHE aBTOPbI IPUIUCHIBAIN A. penael,
oOycnoBnena 3apaxenuem P. nelsoni (Sokolova, Hawke, 2016) (Puc. 3-7).

3.2.2 Apotaspora heleios u3 npecHoBoHOM KpeBeTkn Palaemonetes paludosus
(Decapoda: Caridea: Palaemonidae)

Jlo nmaHHOrO HccieqoBaHUsl OBUIO ONMUCAHO HECKOJBKO BHUJIOB MHUKPOCIOPHUINH,
napasuTUPYIOIUX B KpeBeTkax cemeiicTa Caridea, pacnpoCTpaHEHHBIX PEUMYIIIECTBEHHO B
MPECHOBOIHBIX M COJIOHOBATHIX 3BTPOdHBIX Bogoemax Hosoro u Craporo Ceera (Ding et al.,
2016; Ovcharenko, 1984; Overstreet, Weidner, 1974; Stentiford et al., 2017; Wang et al., 2013).
Onnako Palaemonetes paludosus, HekpymHas KpeBeTKa C TPO3pauyHBIMH ITOKPOBaMH,
KJIIOYEeBOIl KOMITOHEHT OMOIIeHO3a A3CTyapHeB PEeK B MEKCHKAaHCKOM 3alMBe, B KadecTBE
X035lMHAa MUKPOCIOpUIUI paHee He Obula OTMEYeHa. 3apa)K€HHbIE MOJIOYHO-Oelble ocoOu
HaWJeHbl B TPaBSHUCTOM OojioTe B AenbTe peku Mobunm B Amabame (CIIIA). CeroBast
MHUKPOCKOIHS Ma3KOB U CPE30B TKaHEH OpPIOIIHOM IMOJIOCTH TOKa3aja 3apakeHHe CIOpaMu

MUKPOCTIOPHINH, 3aKITIOYEHHBIMU B pOoYHBIE criopodopuble my3bipbku (CII), 5-6 Mxkm
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Ta6muua 3-2. Cpozka myOnukaruii 0 Haxoakax Agmasoma penaei B kpeseTkax cemeiictBa Penaeidae (Sokolova et al., 2015)

Xo3suH Mecto Muxne/ 3apaskeHHbIe TKAHU Meton ABTOpBI
(Ha3BaHue Ha KyJbTypa U3y4YeHust
AHTIHIICKOM U
JIATBIHHU)
Atlantic white shrimp  MekcukaHcKui 3aJIUB JMKHE lonanst CM, TOM, Sprague, 1950
Litopenaeus setiferus (CHIA); TumoBast TOUKa: CoOM, Hazard, Oldacre, 1976;
(THIIOBO X03SIMH ) Grandlsle, LA MCpJIHK Sokolova et al., 2016
Pacific white shrimp Tanmann, Uanuiickmii KyJIbTypa  BpIOIIHBIC MBIIIIIHL, CM, TOM Laisutisam et al., 2009
L. vannamei OxeaH renaTronaHkpeac
Indian prawn [To6epexne 10. Adpukn JIMKHE Ionael CM Sprague, Cough, 1971;
Fenneropeneus indicus (FOAP), 0. AtnanTuka/ Sprague, 1977
Nunniickuit Oxean
Banana shrimp Fen. Taunaun, Uuanuiickuit JIMKHE Her nannbix CM, Pasharawipas, Flegel, 1994;
merguensis Oxkean KyJIbTypa MCpJIHK Pasharawipas et al., 1994
Pink shrimp Farfante- AtnanTuyeckoe modepexxpe  HKHE MBpI1iipl, TenaTonaskpeac, CM Kelly, 1979
penaeus duorarum 1O. ®aopuasr (CIIA) TOHAJIBI,
Pink shrimp [ToGepexbe 3. Appuxu JIMKHE I'onazpl, remaronankpeac, CM, TOM Clotilda-Ba, Toguebaye
Far. notialis (Ceneran), Atnantuka cep/iie, KUIEYHNK, HEPBHAS 1994
CHCTEMa, MBIIIIIBI, KCEHOMBI
Black tiger shrimp IMo6epexbe 3. Adpuku KyJIbTypa  MBIIIIBI, TOHA/IBI CM Clotilda-Ba, Toguebaye
Penaeus monodon (Cenerai), ATIaHTHKA) 2001
3. TTobepexnbe JTAKHE Het nannsix CoM Toubiana et al., 2004
Maparackapa
Taunann, Unaniickuii KynbTypa  Her maHHBIX CM, Pasharawipas, Flegel, 1994;
Oxean MCpJHK Pasharawipas et al., 1994
Green tiger prawn Taunann, MHauicknii KynbTypa Her maHHBIX CoM Toubiana et al., 2004

P. semisulcatus

Oxean
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Pucynok 3-6. Agmasoma penaei, mapa3uT mpombIcIoBOW KpeBeTku Litopenaeus setiferus. a.
3apakeHHasl KpeBeTKa: OeJble CTPENIKU YKa3bIBAIOT Ha CYOKYTHKYJISIPHBIE «Y3€JIKW», YépHasi — Ha
3apakéHubie roHaapl. b. Cnopodopusie my3sippku (CIT) B cBeToBOoM MuKpockore. CTpenku
yKa3bIBAIOT Ha KPYIHBIC 33JIHUE Bakyosd. C. MeponTsl ¢ mumiokapruoHom (DK). d. CriopoHTs
BHYTpu CII, 3a110JHEHHBIX 3JIEKTPOHHO-TIIIOTHBIM COICPXKHUMBIM (YepHbIe 3BE310ukH). CHapyXu
000JIOYKH CHOPOHTOB OTKJIAABIBACTCS IEKTPOHHO-IJIOTHBIN MaTepuai (HAKOHEYHHK Ha JICBOH
BcTaBke). TyOyisipHBIN cekpeT, BbijenseMblii cHapyku oT CII, momedeH Oenoi 3BE3TOUYKOI.
Kaxnpiit criopont cogepxkut siapo (N). IlpucyrcrBue BCTPOCHHBIX B SIACPHYIO OOOJOYKY
KJIETOUHBIX LEeHTpoB (spindleplaques) (HMXHSS BCTaBKa, CTPENKH) M CTPYKTYpP, HOZOOHBIX
KHHETOXOpaM (HIKHSS BCTaBKa, HAKOHEYHWK), TOBOPHUT O JeNeHWH sijpa. €. MHOTosAepHbIN
CIIOPOHT TIepe]] HavalloM JieJieHHsI BHYTPEHHUM TIOYKOBaHKeM. B mone 3peHus 2 nepudepudecku
pacnionoxkensslx aapa (N). benble cTpenkn yka3piBatoT Ha U3rHOBI 000JIOUKK CHIOPOHTA. TOHKas
memOpana CII ykazaHa OenbIiMy HAKOHEYHUKaMU. YepHble CTPEJIKM U HAKOHEUYHHKH YKa3bIBalOT Ha
MeMOpaHHBIE IUCTEPHBI C JJEKTPOHHO-TIOTHBIM COJEP)KMMBIM W Ha TOJOCKH BIIEKTPOHHO-
IUIOTHOTO MaTepualia, KOTOpble B JalbHEHIIeM copMHUPYIOT 000JI0YKy CTIOpOHTOB. OKpyTriibie
MeMOpaHHble npoduian (4€pHas 3BE3mOUKA) M KIyOku MemOpaHHOro marepuana (Oeibie
3BE3/I0YKM) — TUIMYHBIE 3JEMEHTHl [UTOIUIA3Mbl MATEPHHCKOTO CIOPOHTa Tepel HadalioM
nenenust. f. CIT co ciopodiactamu (Spb). 3BE€3mouka ormMevaeT ckoruienus cekpera Buytpu CII. g.
CII co 3penbiMu cniopamu (S). PV, 3anuss Bakyouns. h-i. Yiusrpactpykrypa 3pensix crop. AD,
SIKOpHBIHA quck; En, sanocnopa; Ex, sk3ocnopa; N, aapo; PFa, mupoxas yacte nonsapHoit TpyOKu;
PFb, y3kas gacte momnsipHod TpyOku; Ppl, mepemHsisi yactb mossporuiacta; Pp2, 3ajHss 4acTh
nossiporuiacta; PV, 3aauss Bakyosib. j. CiopodopHbie my3bIpbki B ckaHupyoiiem IM. Crpenku
1 3BE3/I0YKM yKa3bIBAIOT Ha CEKPETOPHBIA MaTepHall, MpHieralomuil K HapyxHoi obomouke CIL
k. Onpenenenue TkaHeBOM Jokanu3zaimu A. penaei Ha mapadUHOBBIX Cpe3axX, OKPAIICHHBIX
MmetonoM JlyHa: 3apaxéHHble TKaHW — oBapuolibl (OV) M CYyOKYTHKYJISpHBIE Y3E€JKH (CTPEIKH)
OKpallleHbl B PO30BBIA LBET (TEMHO-CEpble Ha dYepHO-Oenoil komuum). Myckynarypa (Mus) u
renaronankpeac (Hep) ne 3apaxennl. BcraBka Ki: okparieHHbie MeToZ0M JIyHa CrOpbl mpu
OousbilieM yBenuueHnd. MacirraOHble THHEHKH: a, 5 cM; b, j, Ki, 5 um; c, e, f-i, 500 nm; d, 2 um;
d insert, 1 pm; k-cieBa, 500 pm; K-cripaBa, 250 um.
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Pucynoxk 3-7. Perezia nelsoni B ckenetHo#t MyckynaType kpeBeTku Litopenaeussetiferus (OM). Beepxy
CJICBA, )II/IHHOKapI/IOTI/I‘IeCKI/Iﬁ MCPOHT,; BBEPXY CIIpaBa, MCPOHTLI U CIIOPLI; BHU3Y CJICBA, HE /10 KOHIIA
pas/esieHHbIE MO3IHKIE CIIOPOHTHI, COSMHEHHbIC XapaKTEPHBIMH LIUTOIIA3MATHIECKUMHA MOCTUKAMH H
CIIOPBI; BHU3Y CIPaBa, CIIOPHI P OOJIBIIEM YBEITHYCHHH.

nuamerpom. Kaxnerit CII cogepkuT 8 mmpoKo-oBaJIbHBIX criop pazmepom 2,9 £ 0,06 x 1,7 +
0,03 mxm (2,5-3,3 x 1,6-1,9 mxm, n = 11). ['unogepmanbHbIil SOUTENNUNH U MyCcKylaTypa ObLITH
3aMOIHEeHbl CTAAUSIMH CIIOPOTOHUU. DM BBISIBUJIA TUIUIOKAPUOTUYECKUE MEPOHTHI, KOTOPHIE
MIOCJIE CIUSTHUS SIIEp AUTUTOKapHOHa TPAaHC(HOPMHUPYIOTCS B CIOPOHTHI ¢ OOJIBIIIMM OTMHOYHBIM
sapom. [TmazmameMma MaTepuHCKOTO CrOpoHTa cTaHoBHUTCS obosoukoit CII, a siapo menurtes
MeH030M, 3a KOTOPBIM CIEAYIOT MHTOTHYECKHE JeleHHs. B pesynbraTe BHYTpPEHHErO
MOYKOBaHUs 00pa3yercs 4CIIOPOHTA, KOTOPBIE 3aTEM JIEISITCS OMHAPHBIM JIEJICHHEM, TaK 4TO B
utore B CII dbopmupyercs 8 omHOsimepHBIX cropoOmactoB, 3arem crop. CropodopHbie
My3bIPbKU  3aMOJHEHBl (PUOPWILIIPHO-TPYOUaThIM cekpeToM. Cropbl — ¢ H30PUISIPHON
HOJISIPHOM TpyOKOH, yiokerHoi B 10-13 ButkoB B 2-3 ciost (Puc. 3-8).

WntepecHo, uro ¢unorenernueckuii ananus Ha ocioe MCp/IHK nomernaer HoBbIi BUJ
MUKPOCTIOpUJIUHI B OJHY TpYIIy C ABYMs BUAaMHU poja Potaspora — kceHoma-o0pa3yonmmu
MUKPOCIIOPHIUSIMH M3 TIPECHOBOJHBIX OKYHEBBIX pBIO (oTpsim Perciformes) Oacceiina

Amazonku (Puc. 3-10). Ilockonbky Mmopdonornyeckre NpU3HAKK I1apa3suTa MaToreHes,
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XO3SIMHHAS CTICIU(PUIHOCTh U JAPYTUE IKOJOTHUSCKHE XapaKTEPUCTUKUA — HE COOTBETCTBYIOT
nuarHosy poja Potaspora (Casal et al., 2008), mis 3ot MuUKpocopuary ObLIT ONTUCAH HOBBIN
pox Apotaspora (Sokolova, Overstreet, 2018). YuursiBasi 6;1U3K0€ POJCTBO ITHX JBYX POIOB
(89-90% cxoncrBa MCp/IHK mexy A. heleios u Potaspora spp.), Mbl mipeanosaraeM, 4to ux
OO0IIUil MPEAOK MUPKYIUPOBAI MO TPOPHUUSCKUM IIETSIM OT KPEBETOK K pbhldaM U 00agan
CIIO)KHBIM  JKM3HEHHBIM IIUKJIOM, BKJIOYAIOMIAM OECIONyl0 CIIOPOrOHHIO B  PbIOAx
(MPOMEKYTOYHBIA  XO35SMH) C O00pa3oBaHWEM KCEHOM, U TIOJIOBYIO CIIOPOTOHHIO,
3aKaHYMBAIONIYIOCS (OPMUPOBAHHEM MEHOCIIOp B KpeBeTKaX (OKOHYATCIBHBIH XO3SHH).
HenaBuo mokaszano, uyto Inodosporus octospora, mapasut eBporeiickux kpeserok Palaemon
serratos, ouenb 01130k renetudecku (98,4% cxoncrea cukBenca MCpPHK) k Kabatana sp. u3
pei6 Gobiusculus flavescens. MutepecHo, 9TO TOT K€ BHJ KPEBETOK IMOpPA)Xacs IPyroif
mukpocnopuareit Ovipleistophora arlo, reneruuecku (99.5% cxoncrsa cukBencaMCpPHK) u
mMopdoaoruuecku uaentuunoit Ovipleistophora spp. u3 suunukos pei6 (Stentiford et al., 2017).
DTH HOBBIC JJAHHBIC MOT'YT 03HAYaTh CYIIECTBOBAHUE CII0KHBIX KU3HCHHBIX [IUKIIOB CO CMCHOMN
X0351eB  (pbIO/paK00Opa3HbIX) HE TOJIBKO y BBIMEPIIMX, HO M y COBPEMEHHBIX BHUJIOB
MHUKPOCIIOPHIUiA, OTHOCAIUXCS K Kiaze 5 (mo: Vossbrinck, Debrunner-Vossbrinck, 2005). Kak
yKa3bIBAJIOCh paHee, CIOXHBIM KU3HEHHBIM IMKI MPEINOoIoKeH u s Agmasoma penaei,
BH/a, OTHOCSIIErocs K japyroi cymepkiazge (Terresporidia). XpecToMaTHWHBIM B XOPOIIO
W3YYCHHBIM MPUMEPOM CIIOXKHBIX JKU3HEHHBIX IHUKIIOB CTAIH MHKPOCIIOPHINHA CEMEHCTBA
Amblyosporidae, nupKynupyroime Mexay KoMapamMu ¥ MPECHOBOJHBIMH PaKOOOpa3HBIMU
orpsaa Cyclopida (Becnel, Andreadis, 1999). IlpsiMbie ke CBHAETEIBCTBA CYIIECCTBOBAHUS
KU3HCHHBIX IUKJIOB MHKPOCHOPUANI C ydacTHEM pPbIO M paKooOpasHbIX, MpeCcKa3aHHbIC
panee (Overstreet, 1973), moaydeHnsl moka Toiabko s Paranucleospora theridion,
UpKyIupyromeil Mexay jococeBeiM (Salmo salar u Oncorhynchus mykiss) B kauectse
IPOMEKYTOUHOTO XO3siMHA U MapasuthHueckumu konernogoamu (Lepeophtheirus salmonis u
Caligus elongates) B kauectBe okoHuaTenbHOro xo3smHa (Freeman, Sommerville, 2011;
Nylund et al., 2010).

Takum 00pa3oMm, aHamUW3 COOCTBEHHBIX W JIMTEPATYPHBIX JAHHBIX IO3BOJIAET
HPEIIIOIIOKHTh, YTO CYHIECTBYET KIajJa MHKPOCIOPHIH, pactpoctpaneHHas B CtapoMm u
HoBowm cBete, 00beanHSIONAs OIM3KOPOICTBCHHBIC, HO MOP(OIOTHUYECKH Pa3THIHbIEC BHIBI
MUKpOCTIOpHINH, Mapa3sUTHpyolIue B KpeBeTkax cemeiicTBa Carideae M B MpPeCHOBOJHBIX
okyHeBBbIX pb10ax (Puc. I13-2). [IpennonokuTeabHO, )KU3HEHHBIE LIUKJIIBI IPEJICTABUTENEH 3TOM
KJT1ajibl BKIIFOYAIOT, MJIM BKJIIOYAIH B MPOILIOM, CMEHY XO035€B, COOTBETCTBYIOIIYIO CMEHE
oJI0Boit U Oecroyoi craauii pasmuoxenus (Sokolova, Overstreet, 2018). HMccnenoBanue

MaJIOM3Y4€HHOTO B HacTosllee Bpems OuopazHooOpa3usi MUKPOCHOPUAMNA M3 BOJHBIX
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9KOCHCTEM, TPEOYIOMNX CIENUAIBHBIX MEXaHHU3MOB JIIsl OOECIICYCHHUs IOAICPKAHUS
IIPUCYTCTBUS ITapa3uTa Cpeau NOMYIIALNUNA X039€B HU3KOU INIOTHOCTH, BO3MOKHO, IIPUBEIET K
BBISIBJICHUIO MHOXECTBa HOJ'II/IMOp(bHBIX BUI0OB C IIOJIMKCECHHBbIMU NUKJIaMU,
UPKYJIUPYIOIMIMMA MEXIYy ITO3BOHOYHBIMH, OECIIO3BOHOYHBIMM W WX Mapa3uTamu (THIa
rperapuH W TPEeMaTo]l), CPaBHUMOTO C OmopazHooOpazuem aHamopd u Tereomopd rpuboB

noaapcTea Ascomycota.

Pucynox 3-8. Hossrit pon u Bux Apotaspora heleios Sokolova, Overstreet 2018 13 npecHoBoJHOM
kpeserkn Palaemon etespaludosus (Decapoda: Caridea: Palaemonidae). a. Buemmnuit Bua
kpesetku. b. Cnopodopusie my3bippku (CII), xuBble, Ga3oBblii KoHTpacT. C-0. Masku
3apaXKCHHBIX TKaHel, PUKCHUpPOBAaHHBIE METAHOJIOM M OKpamieHHbIe o ['um3a (C) u Tpuxpomom
(d). e. TlomyToHKHii cpe3 3apaxEHHOW OCOOM, OKpAIICHHbIH METHICHOBHIM CHHHM. f.
Ckanupytoimas OM nemoHcTpupyet Tosctyto obonouky CIT u obunue cexpera Buytpu CII. g-h.
JIMTIIOKapHOTHYECKUE MEPOrOHaJbHbIe CTaauu. . CHHANTOHEMAallbHbIE KOMIUICKCHI (BCTABKa) B
SZIpe CIIOPOHTA, MOCIIE CIUSHUS SACp AUIUIOKApUOHA. j. MAaTepUHCKHIA CIOPOHT Mepe]l HauaaoM
Mpoliecca BHYTPEHHETO TTOYKOBAHMA U cerperanuy nuroruia3Mbl Ha CII n MaTepuHCKH CIIOPOHT.
OGparaer Ha ce0si BHUMaHKE 00HIME MEMOPaHHBIX CTPYKTYp B LUTOILIa3Me u siape. K. JlouepHue
crioponthl BHyTpH CII. |. CriopoGuacter 8 CIT. m. CII ¢ TepatougHbIMH (HEKU3HECTIOCOOHBIMHM)
cnopamu. N. CII ¢ HOopManmbHBIME criopaMu. 0. 3peras criopa Npu OOJbIIEM YBEIWYCHHUU C
XapaKkTepHBIMH TpPU3HAKAMH: KPYITHOM 3aJHell BakyoIblo, M30QIISPHON TOJNSAPHON TPYyOKOH,
SIIPOM, Ha cpese, UMEIOIIEM TPEYrojbHylo (opMy, U IBYXYACTHBIM MOJIIPOIUIACTOM. Macmrab:
a, lem; b-g, 10 um; f, 2 um; g-o, 500 M.
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3.2.3 Mukpocnopuinu NpecHOBOIHBIX pakooOpa3Hbix oTpsaaoB Cladocera (kiacce
Branchiopoda) u Cyclopoidea (kimacc Maxillopoda) u monekynspaas ¢puaoreHus
«AquaticOutgroup»

B pesynbrate 00paboTku mpoO MPECHOBOIHBIX PAKOOOPA3HBIX, COOPAHHBIX B paiioHE
peku Kapacyk u mpunerarommx Bogoémax (HoBocuOupckas 00iacTh), BBISBICHBI JBa BUIA
MuKpoctiopuauid. [TepBolii BUjI, BBIICICHHBIA U3 THIIOAECPMbI U HpoBoro teina Cyclops sp.
(Maxillopoda, Copepoda), xapakTtepusyercsi oBaibHbIMH cropamu, 2.0 X 3.6 MKM,
3aKJIFOYCHHBIMM ~ WHJMBHYaJIbHO WM HEOOJBIIUMH TPYIIIAMA B XPYIKHE, OBICTPO
paspymatoruecs: criopodopusie my3sipbku (CIT). OCHOBBIBasCh Ha yIbTPACTPYKTYPHOM H
¢unorenernueckom (MCpPHK) ananmse, ommcan HoBwiii Bua Alfvenia sibirica (Puc. 3-9).
Bropoit Bux BhaenacH w3 Tex ke TkaHed Daphnia magna (Branchiopoda, Phyllopoda).
['pymeBuHbIE CrIOpbI BTOporo Buja (2,3 x 4,0 mxM) pazmeranucs B croiikux CII no 8-16 criop
B KaXIoM. Ha OCHOBaHHMH yJIbTPAaCTPYKTYpPbI 3TOT BUJ HACHTU(DHUIIMPOBAH KaK CHOWUPCKHIA
uzoist (Si) Buma Agglomerata cladocera (Pfeifer) (Larsson et al., 1996), onucansoro u3 D.
magna w3 Amxrmmu. Okazamoch, uro A. cladocera (Si) pasmensor 99% cxozactsa
nocienoarenbiocty  MCpPHK ¢ apyrum Bumom, Binucleata daphniae uz D. magna,
coopannoro B bensruu (Refardt et al., 2008), ogHako pas3iauuus B KM3HEHHOM IMKJIE H
Mopdostoruy He MO3BOJISIOT CHHOHUMU3UPOBATh pojisl Binucleata u Agglomerata. OcHoBHBIM
pe3yinbTaToM paboThl aBTOpa IMCCEPTAllMU OblIa BIEPBBIC BBIMOJHEHHAS MOJICKYJSpHAsI
XapakTepucTHka IByx ponoB — Alfvenia (B Hacrosiee Bpems BkitouaeT 3 Bua) u Agglomerata
(7 BUIOB), ¥ YCTAHOBJICHUE TIO3HUIIMN ATHX POJOB Ha (UIOTEHETHYECKOM JIPEBE, B COUCTAHUHU
C YIBTPACTPYKTYPHBIM aHAIU30M CTaJIUN YKM3HEHHOTO IUKJIA dTHX MHKpocrmopuauii. Takxke
ObuTH 00001IIeHBI THTepaTypHbie AanHbIe o Alfvenia u Agglomerata spp. u mpezcraBieH ux
CpaBHHTENILHBIN MOP(dOIOrHUeCKrid aHaTK3. DTH JBa POJia IPUHA/IJICKAT K BETBHU, HA3bIBAEMOMN
«Aquatic outgroup» (Vossbrinck et al., 2004), m1oxo H3y4eHHOW CECTPUHCKOW TPYIIIIBI
cemelictea Amblyosporidae. IlpencraButenu mocieIHEH XapaKTEPU3YIOTCS CIIOKHBIMU
MOJUKCCHHBIMH KU3HEHHBIMHU ITUKJIAMH, TPOXOISIIMMH B KOMapax U MpeJACTaBUTENAX OTpsIa
Copepoda. BepostHOo, «Aquatic outgroup» BKJIIOYaeT MHOTOYUCICHHBIE TaKCOHBI
NPECHOBOJAHBIX ~MHKPOCHOPHIMHA, OOJBIIMHCTBO M3 KOTOPBIX €HIe HE OIUCAHBI
@dunoreHeTHYECKUd aHanu3, OCHOBaHHBIM Ha cukBeHce reHa MCpPHK, u ananus
CHEeU(PUYHOCTH IO OTHOIICHHIO K XO35€BaM IIOKa3bIBAIOT, YTO OJHO W3 HAlpaBlICHUN
nuBepcu(UKAIMU B paMKaX 3TOM TPYIIIbI CBI3aHO CO CMEHOM X035€B ¢ KOTENo [ Ha TadHUU/
B OJIHOM M3 aHIecTpalibHBIX Ipynn Amblyosporidae (Puc. 3-9, 3-10, I13-3) (Sokolova et al.,
2016).

Buytpu rpymmsr Buos “Aquatic outgroup” (AOG) mMoseKysipHbIi (QHUIOreHETHUECKUI

anamu3 (mo MCp/IHK) naentudunmpyer nse Bersu (Puc. I13-3): (1) Alfvenia-Trichotuzetia-
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Hazardia, k kotopoii npunapiexut Alfvenia sibirica, u (2) Agglomerata-Binucleata-Gurleya-
Senoma-Larssonia-Berwaldia, conmepxamias A. cladocera. MuTepecHo, 4TO wWieHBI NEpBOi
IpyYIIBI TApa3UTUPYIOT MpenmylnecTBeHHo B mukinonuaax (Maxillopoda, Copepoda) (nxonka
¢ m3obpaxenuem Cyclops sp., Puc. I13-3), a wieHsl BTOPOii — IJIaBHBIM 00pa3oM, CBSI3aHBI C
napuungamu (Brachiopoda, Cladocera) (uxkonka Daphnia sp.). O6e rpyIimsl BKI0YaoT B ce0s
HECKOJIbKO TaKCOHOB, Hapasutupyrommx B komapax (Diptera) (MkoHKa ¢ H300pakeHHEM
Chironomus sp.). YuutsiBasi, yto Ommxkaiiimmid poacTBeHHUK Kiagsl AOG — 3T0 ceMelcTBO
Amblyosporidae, MHOTHE BHIBI KOTOPOTO XapaKTEPHU3YIOTCS MOJIMKCEHHBIMU >KU3HCHHBIMU
[IUKJIAMH, MOKHO TPE/IOJIOKUTh, YTO MO3andHoe pacnpeneincaue BugoB AOG mo xo3sieBam
cBsizaHo ¢ oO0muMu ¢ Amblyosporidae guMophHBIMEU TIpeAKaMH, KOTAA-TO HUPKYIAPYIOIIAMA
MEXIy JBYKPBUIBIMA M pakooOpa3HbIMH, MOA0OHO coBpeMeHHbIM Amblyospora spp.
(Vossbrinck et al., 1998), a 3arem yTepsIBIIMMHU YaCTH IIMKJIOB U MEPEIISANIMMHI K Pa3BUTHIO B
onHoM xo3suHe. Ha ¢unorenernyeckom nepeBe Alfvenia sibirica rpymmupyercs ¢
Trichotuzetia guttata, omHako [OBOJBHO HH3Kas CTAaTUCTHYECKash MOJJEPKKA ITOH
IPYIIIMPOBKH, @ TAK)KE BBICOKHMI YPOBCHb JMBEPICHIMH CHKBEHCOB CTABUT IOJ] COMHCHHE
JOCTOBEPHOCTD 3TOM acconuaryu. [1010KeHe CEeCTPUHCKOTO TAKCOHA 10 OTHOIICHHIO K BETBH
Alfvenia-Trichotuzetia 3ammmaer mukpocmopuaus u3 komapoB Hazardia milleri, taxke
OKa3aBIIasicsi OMKaiMM TakcoHOM K A. Sibirica mpu aHanm3e BOJIONMOHHOTO PACCTOSIHUS
mexay Bugamu metogom K2P. Agglomerata cladocera rpynmupyercs ¢ Binucleata daphniae,
BUIOM, ommcaHHbIM u3 EBpomeiickoii momyssiunu Daphnia magna (Refardt et al., 2008),
npudeM JaeMoHcTpupyer 99,07% reHeTHYecKoe CXOICTBO C ATHM BHUJIOM IPU MapHOM
cpaBuenun cukBeHcoB MCpPHK (aBomrommonnoe paccrostaue 0.009), wumeHTHYHOE
conepxanue GC (52%) m moutu abCOMOTHOE MOP(OIOTHYECKOE CXOJICTBO Ha CBETO-
OINITHYECKOM H 3JIEKTPOHHO-MHUKPOCKOIIMYECKOM YPOBHSX. Bce 3TO CBHAETENBCTBYET O TOM,
uyro A. cladocera u B. daphniae — Gnu3kue BHIBI OJAHOTO pPOJa, @ MOHOTHITMYHBIA PO
Berwaldia momken yiTi B ciHOHUMBI. OTHAKO CIIEyeT OTMETHTh, YTO aHAJOTMYHOE HU3KOE
ABONIOIIMOHHOE paccTostHue pacctostHue (0,009) B ananmzax, ocHoBanHbix Ha MCp/IHK (a
JpyrHe TeHETHYECKUEe MapKephI ISl ATOH TPyl OTCYTCTBYIOT), HAOMIOAAIOCh B 3TOW KiIaje
mexny Berwaldia schaefernai w Larssonia obtusa, Bumamu ¢ JTOBOJIBHO KOHTPACTHOM
mopdomoruert (Vavra, Larsson, 1994; Buarmann, CokomnoBa, 1994). lns cpaBHEHWHS,
npezacraButend ogHoro poaa Gurleya daphniae u G. vavrai geMoHCTpUpPYIOT 0ojice HHU3KHE
3HauyeHus storo napamerpa (0,0015). Kpome Toro, xots Mmopdosoruyecku Binucleata daphniae
u Agglomerata spp. upe3BbaiiHO TOXO0XH, y B. daphniae orcyrcTByrOT aBE BaKHBIC

xapakrtepuble ueptsl Agglomerata spp: (i) puOpHILIBI, COSAUHSIONIME K30CIOPY ¢ MEMOPaHOi
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Pucynok 3-9. Alfvenia sibirica u3 Cyclops sp. (a) CseroBas mukpockomus; (b-1) Tpancmuccuonnas M. (a)
Heokpamennsie cropsl, (ukcupoBanHbie MeTaHONOM. (b) MEpOHT-CIIOPOHT IMPOMEKYTOUYHAst CTafus,
JEMOHCTPHpYIOIIasl Hadaio popMupoBanus 060104ku copodopHoro my3sipbka (CII), orcinanBaromieiicst ot
TUIa3MaTHYeCKO MeMOpaHbl (HaKOHEYHHUKH). (C) «Po3eTka» I10YepHUX MOJIOJBIX CIIOPOHTOB, OKPYKEHHAas
ocratkamu obonouka CII (HakoHeunnkH). M30bITOUHBIH MaTepran 000JI0UYKH CIIOPOHTOB (YEPHBIE CTPEIIKH)
HakaruBaercsi BHyTpu ClI (cekper mnactunuatoro tuna) (6emsie ctpenkn). (d) Tpu ciopobiacta okpysKeHbI
memOpanoii CI1 (HakoHedHHKH). X CTEHKH TOMOJIOTUYHBI HAPY>KHOMY CJIOI0 3K30CHOPHI (YepHBIE CTPENIKH).
3BE3I0YKO OTMEUYEHBI 3JIEKTPOHHO-TIOTHBIE TeNa, acCOIMMPOBaHHBIE ¢ [OJNB/DKH, conmepkaimue OelIKu
nonsipaoit TpyOku (IIT). (di) Yuacrok ob6onouku (d) ¢ BeIpocTaMH, aHAJIOTHYHBIMH HAONIOaeMBIM Ha
BHEIITHEM cJI0e 3K30cTopsl. (€) Cpes uepes criopobiacT B nporecce auddepentmponku I1T. B none 3penus
TyOyssipHblil onbmku, nuctepHsl ¢ npeamectBeHHukaMu 1T, Butku IIT u 37eKTpOHHO-TUIOTHBIE Tena
(3Bé3moukm). (f) 3penast criopa ¢ YHAYIMPYIOIIMM BHEITHUM CJIOeM 3K30ctophl. (g) [lepennuii KOHEI[ CIIOpsI
npu OOJBIIEM yBEJIWYCHUU. B 1ojie 3peHus: SKOPHBIH TUCK, MOJSAPHBIN cak, nepeanuii yuactok IIT u
9K30C10pa, cocTodAmas u3 3-x cnoés (1, 2, 3), BeUIHNU U3 KOTOPBIX HECET KOPOTKHE BBIPOCTHI (BcTaBKa gi). (h)
Criopa ¢ TOMOTEHHOM 3K30CIOPOM, B KOTOPOU ¢ TpyAoM pazindumbl ciiou. (1) Criopa, OKpyKEHHAs ABYMS
obonoukamu: Mmemopanoii CI1 (HAKOHCYHHKH) U YHAYJIHPYOLIei 9K30cmopoii (cTpenku). Maciira6: a, 5 Im;
b-c, 1 Im; d-f, h-i, 500 nm; g, 200 nm. AD, sikopHbriii quck; CPF, mucrepna ¢ npeamectsennnkamu I1T; DK,
murutokapuos; En, sumocnopa; EX, sk3ocnopa; G, Iomsmxu; N, MoHokapuotuueckoe siapo; PF, IIT, Pp,
noJsiporutact; PS, monsipusiii cak; PV, 3a1Hss BakyoIIb.
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Pucynox 3-10. Cubupckuii usonsat Agglomerata cladocera uz Daphnia magna: ymsrpacTpykrypa
cropel. (a) Cropodopusie my3sippku (CIT) co 3pensiMu criopamu, ckauupyromias OM. Crpenku
YKa3bIBAlOT Ha CKOIUIEHHSA TIpaHysio-TpyOuaroro cekpera Ha mnosepxHoctu CII. (b) Cpes uepes
3apak€HHbIN remouut, coxepxamuii CII co 3penbiMu criopamMu U IBYSJOEPHBIA «Ipe-cnopoHT». U3
OpraHesul KJIETKH X0391Ha 3aMEeTHBI TOJIBKO MUTOXOHAPHUH. (€) Monoaas cropa ¢ TOHKOI 3HI0CTIOpOit
(HaKOHEYHHKH) ¥ TUITUYHBIM Habopom opranesut BHyTpu CI1, 3an0THEHHOT0 TpaHy I pHO-TYOYIISIPHBIM
CEKPETOM, CKOHIIEHTPUPOBAHHBIM Yy IOBEPXHOCTH CHOPHI (3Be310ukH). CTpesNkd yKa3bIBalOT Ha
nepeaHue Oojiee KPyHHbIE BUTKH IOJSIPHOW TPYOKH, KOTOpPbIE OTIMYAIOTCA OT 3aJHUX BHUTKOB
BHYTPEHHHMM cTpoeHueM. JlucranpHas yacTh noisiporuiacta (Pp3) cocrout ux tpydouek. (d, di) Criopa
C XOpOILIO Pa3BUTON 00OJIOYKOH, COCTOSIIEH M3 MIa3MaTHyeckoid MeMOpaHs! (di, cTpenku), TOICTOR
9H/IOCTIOPBI, aMOP(HOr0 MEPEeXOTHOro yyacTka (Oenble HAaKOHEYHHKH), 3-CIOHHOM 3K30CIOpHl U
SMUCIIOPATTLHON YacTH, cocTosmed u3 6—12 HM BBEIPOCTOB, KOHTaKTUpyrOmux ¢ MemoOpanoi CII
(uepHBle HaKOHEUHHKH). (€) Cropa ¢ BBITSIHYTHIM SIPOM M XOPOIIO COXPAaHHBIIEHCS MOCTEPOCOMO
(3aj1He# BaKyOIIbI0), 3aTI0JTHEHHOW MEMOpaHHbBIM M TPYOUaThIMU MaTepraioM. Macmura6, a, 5 Im; b, 2
Im; c-e, 500 nm; di, 250 nm. AD, sikopHBIit auck; En, samocmopa; EX, sx3ocmopa; Mi, MUTOXOHIpHH;
N, sinpo; PF, nomspueiit punament, PS, nmomsapuelii cak; PSp, mpe-ciopont; PV, 3agusst Bakyonb; S,
3peibie CIIOPHI.

criopoopnoro my3eipbka (CII), u (i1) MHOTOCIOWHAS IK30CIOpa, COCTOSIIAs U3 TI0 MEHBIIEH
mepe 3-x cioes (Puc. 3-9). Dx3ocnopa B. daphniae, manportus, ogHopoanas u riraakas (Refardt
et al, 2008). Takue cyimiecTBeHHbIE MOP(OIOTHYCCKUE pA3IHUUs HE IO3BOJISAIOT

CHHOHHUMU3HMPOBaTh poJ Binucleata, mo kpaitneii mepe 10 Tex NOp, oka 0oJIbIIEe YKCIO BUIOB
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poma He OyayT IOCTYHHBI Al YNBTPACTPYKTYPHOTO M (PHIOT€HETHYECKOTO aHAIM30B.
WurepecHoil mpezacraBisieTcs rpynnupoBka aquxoromun Agglomerata-Binucleata ¢ Senoma
globulifera (Puc. I13-3). CpaBuurenbubiii anannz MCp/IHK S. globulifera mokasan cxomnoe
conepxkanue GC (53%) ¥ OTHOCUTENIBHO HHU3KHE 3HAYEHUS IapameTpa SBOIOIMOHHOTO
paccTosiHHs MpH TomapHoMm cpaBHeHuu ¢ B. daphniae (0,0298) u A. cladocera (0,0234).
VYuutsiBas, uto S. globulifera pasurensHo oTiMyaeTcs MO yIbTPACTPYKTYPE U MApa3sUTHPYET B
komapax (Simakova et al., 2005), mb1 ipenonaraem, 4to 3ToT B, mogoono Hazardia milleri
B rpymme Afvenia-Hazardia — 3BoIOLIMOHHBIA TOTOMOK «MOCKHTHONH MOP(BD» MPEIKOBOM
JTMKCEHHHOM MUKpocropuauy. He HcKiroueHo, 94To He TOJIBKO BBIMEPIINE, HO U HEKOTOPHIE U3
coBpeMeHHbIX mnpezacraBureneii AOG HyXHalTcs B JIONOJHUTEIBHOM, IIOKa €lIe He
oOHapy>KEHHOM XO03sMHE JUIS 3aBepIICHHs )KU3HEHHbIX UKIoB (Refardt et al., 2008).
DBOIIOIMOHHBIE IPEEMHHUKH «KOTIEMOAHOM MOP(dBI» 00IIero mpeaka Moriiu MepeiuT K
napasUTHPOBAHUIO B IPYTUX OECIIO3BOHOYHBIX, B IIEPBYIO OYEPE/ib, B IPEACTABUTEISAX OTPsAA
Cladocera, nadHusx, 3aHUMAIOMIUX TPUMEPHO TY K€ IKOJOTHUECKYIO HUILY, YTO U IUKJIOIIBL.
WuTepecHo, 4to, 00uTast B CXOIHOW Cpee, IUKIIONGI U Ta(HUN 3HAYUTEIHHO Pa3IndaroTCs 10
NOTPEOJICHUIO KHCIIOpOJa, COJepKaHUIo a3ora U (ochopa M APYrUMU OHOXUMHUYECKUM
npusHakam (Arhonditsis, Brett, 2005; Bertilsson et al., 1995). Dtu rpynmsl pakooOpasHbIX
TaKXe JEeMOHCTPHPYIOT Pa3JIMYHbIE TeMIIEpaTypHbIe OrpaHHueHHs. B 9acTHOCTH, y KOTeno.n
0oyiee MMPOKHNA MO CPABHEHHUIO ¢ Ja(HUSMHU JWANa30H JOMYyCTUMBIX TEMIepaTyp, Cierka
CIBUHYTBII B CTOpOHY HU3KuX 3HaueHui (Bertilsson et al., 1995). Takum o6pasom, Cyclopidae
u Cladocera oOecrieuuBarOT Al CBOMX MHUKPOCIOPHUIMAIBHBIX MApa3sUTOB JBE pa3IHYHBbIC
HUIIM, TpeOyolue CcHenupuiYeckux OHMOXMMHUYECKMX U MOPQOJOTHYECKUX aJanTalui,
KOTOpBIE, BEPOSITHO, COOTBETCTBYIOT AuBepcupukanuu kiaasl AOG Ha JBe rpynmbl BUAOB,
0JIHa M3 KOTOPBIX NMPEUMYIIECTBEHHO COCTOUT U3 napa3uTtos cemeiictBa Cyclopidae, a npyras
UCIIONIB3YET B KauecTBe X03seB BubI 0Tpsifa Cladocera (Puc. 3-13).
3.3 YabTpacTpyKTYypa, 0CO0eHHOCTH BHYTPHKJ/JIETOYHOI0 Pa3BUTHS U
(¢pustoreHeTHYECKHUE CBSI3H MUKPOCTIOPUAN HA3eMHBIX HACEKOMBIX
MUKpOCTIOPHINN H3BECTHBI W3 BCEX OTPSIOB HACEKOMBIX, a MPOUCXOXKICHHUE U
nuBepcudukanys OONBIIMHCTBA TAKCOHOB OOYCIIOBJICHBI ABONIOIMEH U OHMOpa3zHOOOpasueM
stoit rpymnmel Metazoa (Mccu, 1986; Coxomnosa, Hccu, 2001). [IeBIHOCTO TpH THUIIOBBIX BHJIA
U3 ONMCAaHHBIX K HactosuieMy BpeMeHH 200 poaoB MHUKPOCHOPHIUI MapasUTHPYIOT B
HacekoMbix (Becnel, Andreadis, 2014). MukpoCopuanu HACCKOMBIX — HECOMHEHHO, caMasi
M3ydeHHas rpymnmna tuna Microsporidia, 1 OCHOBHbIE COBPEMEHHBIE 3HaHMsI 00 ITUX Mapa3uTax

MOJIY4YCHBI HUMCHHO Ha OHTOMOIIaTOI'CHHBIX Buaax. KpOMe TOTO, HUMCHHO C
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SHTOMOIIATOTCHHBIMH MHUKPOCHIOPHIUSMHU  SBOJIIONIMOHHO W/WJIM SKOJIOTUYECKH CBSI3aHO
OOJIBIIMHCTBO BUIOB, MOTEHIIMAIBLHO WM PEaIbHO MATOTCHHBIX IS YEJIOBEKa.

OCHOBHBIMH ~ OOBEKTAMH  HCCICIOBAHUI  aBTOpa  OBUIM  DHTOMOIIATOTCHHBIC
MHUKPOCIIOPHINH U3 TPEX OTpsamoB HacekoMbix: Orthoptera — u3 ceepuka Gryllus bimaculatus
(Gryllidae), capanun (Acrididac) u ky3neunkoB (Tristiridae u Catitidae), Lepidoptera — u3
JIECHOTO KOJIbYaToro KokoHompsiaa Malacosoma disstriae (Lasiocampidae) u Hymenoptera —
U3 OTHEHHOTO MypaBbs Solenopsis invictae (Formicidae).

MuKpociopuii  PSMOKPBUIBIX ~M3YYaIMCh Kak B J1a0OpaTopud B KadyecTBE
AKCIEPUMHTAIIBHBIX OOBEKTOB, TaK W B NMPHUPOJTHBIX IMOMYISALHUAX XO35€B, U 3HAYUTEIbHAS
YacTh PE3YJIbTAaTOB JTHX HCCICAOBAaHWM BOIIA B Jauccepranuio (cM. Takke [7aBy 4).
MHUKpOCTIOPHIMH YeIIyeKPBUIBIX TPEICTABICHBI B AuccepTanuu Buaom Nosema disstriae, T.k.
paboTa 1o CpaBHUTEIHLHOMY MOP(HOJIOTHIECKOMY U MOJICKYJIIPHOMY aHAJIM3Y TPYIIIbI BHJIOB,
Kk kotopomy otHocuTcst N. disstrae, xopoimo BBICBEYMBACT MPOOJIEMBI 3BOJIOIIMOHHBIX
B3aMMOOTHOIICHWH BHYTpu poxa Nosema, nambosiee MHOTOUMCiIeHHOro y Microsporidia.
Bonbioii nHTEpEC 115 aBTOPa MPEACTABIISIIN MAPa3UThl OOIIECTBEHHBIX MEPEITOHYATOKPBUIBIX,
B UYACTHOCTH, MYpPaBbEB — KaK BEPIIMHBI 3BOJIOIMHA HA36MHBIX HACEKOMBIX. To
OOCTOSITENILCTBO, YTO MypaBbH  OONANAIOT  YHUKAJIbHBIMU  (DU3HOJIOTMYCCKHMU |
MOBE/ICHYCCKIUMH 3alUTHBIMU PEAKIMSIMU IPOTHB 3apakeHus MukpomnaroreHamu (Holldobler,
Wilson, 1990; Tschinkel, 2006), BbI3bIBac€T MOMOJHUTEIBHBIA HHTEPEC K HIYUCHHIO
Napa3suTUPYIOIIUX B HUX BUIOB. OmMyOJIMKOBaHHBIC aBTOPOM JAaHHBIC IO MHUKPOCIIOPUIMSIM
crpeko3 (Odonata) (Sokolova et al., 2006a) u cenoenos (Psocoptera) (Sokolova et al., 2010) e
BOIIJIM B IUCCEPTALIMIO, HO ObUIM MCHOJIb30BaHbl MO0 B (PMIIOT€HETUYECKOM aHaIN3e, JTU00
KaK MaTepual JUIs CPAaBHEHUS NP 00CYKICHUH PE3YJIbTATOB.

3.3.1 Mukpocnopuauu poja Paranosema u3 KJIeTok )KUPOBOTO Tejla MPSIMOKPBUIBIX
Y JKECTKOKPBUTBIX HACEKOMBIX

HoBblit 5Tan uccnenoBaHuii Ho3eM Hauacs ¢ onucanus mukpocropuaun Nosema grylli,
napasuTHpPYIOLIeH B )KUPOBOM TKaHH M remormrax cBepuka Gryllus bimaculatus (Orthoptera,
Gryllidae). OtoT BuA BhIABIEH B 1abopaTopHOi nonymsuuu ceepukoB B UDDb um. Ceuenona
(CoxomoBa et al., 1994). [To3xe, Ha OCHOBAaHHU MOJICKYJISPHO-(UIOTCHETHYSCKOTO aHAIN3a
9TON MHKpPOCIIOPUIMH BBIJICJICH HOBBIA poja Paranosema, K KOTOpOMY TakXe OTHECEHBI
Nosema locustae u3 nepenernoii capanuu Locusta migratoria u N. whitei u3 manoro my4noro
xpymaka Tribolium confusum (Sokolova et al., 2003, 2005). [Tapa3uto-xo3siuuaHas cuctema P,
grylli — G. bimaculatus crama mMomenbpHO#M, U €e M3y4eHHE A0 MHOKECTBO MyOIHMKAIUN U
nucceptauii, B Tom uuciae B.B. Jomrux (1996, 2017), E.C. Haconosoit (2007), II.C.
Cemenona (2004), FO.C. Tokapesa (2003, 2016) u np.
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Bce cramum skmsuennoro nukiaa P. grylli mpoxoasT B HemocpeacTBEHHOM KOHTAaKTE C
KIIETKOM X03siMHA. 3penbie cropel, 5 X 2,2 MkM (pukcupoBanusie 3,3 X 1,4 MKM), UMEIOT
OBaJIBHO-IIMIIMHPUYCCKYI0 (HOpMy, JAMIUIOKAPHOH M JUIMHHBIA TOJISIPHBIA  (DUIIAMEHT,
CBepHYTHIM B criope B 15-18 BUTKkOB B 1-2 cnosi. JKU3HEHHBIA LMK 3TOW MUKPOCIOPUIUN
JOCTAaTOYHO ciokeH. OH BKIJIIOYACT CIUSHHE SIep AMIUIOKApHaHa, IMOJIOBOM Iporecc H
KpaTKOBPEMEHHYIO ojiHosiepHyto cTamuto (Nassonova, Smirnov, 2005; Sokolova et al., 2003).
bonee moapoOHO yabTpacTpyKTypa 3TOro Buja u3JioxeHa B [ 1aBe 4 muccepraiiuu, TJe onucaHa
OpraHM3alus CEKPETOPHOM CHCTEMbI MUKPOCIIOPHU N, B OCHOBHOM, Ha ripumepe P. grylli.

3.3.2 Mukpocnopuauu poja Liebermannia — cienmanu3upoBaHHbIC TTApa3UThI
SMUTEIMEB KUIICYHOTO TPAKTA M €ro MPUIATKOB

Eme oxgna HoBas kiama mukpocrnopuamii (pox Liebermannia Sokolova, Lange, Fuxa
2006) ObL1a BBIIEICHA HX apreHTHHCKHX Ky3HeunkoB (Sokolova et al., 2006b, 2007, 2009). B
poxe Liebermannia omucano aBa HOBBIX BHJIA M YTOYHEHO CHUCTEMATHYECKOE IMOJIOKCHUE
TpeThero Buaa. Bce Tpu BHIA MapasUTUPYIOT B KIETKAX KHIIEYHOTO TPAKTa M OOpPa3yroT
menkue (2.5-3.0 X 1.1-1.5 MKM) mpoJoiroBaThie CIOpPHI B pe3yjbTaTe MHOKECTBEHHOTO
JIeJICHUS BEPETEHOBUIHOTO croporoHainsHoro miazmoaus. CxoxctBo MCp/IHK wmexmy
Bugamu — 97-99%. Bce Tpu Buma Liebermannia spp. 9BOSIONMOHUPOBAIM Kak
CTEIUATM3UPOBAHHbBIC MMApa3sUThl pa3HbIX YYaCTKOB KHIIEYHOro TpakTa. L. patagonica
Hapa3uTHPYeT B KIETKaX CPEIHEero KHIIeYHUKa Ky3Heurnka Tristira magellanica (Tristitidae),
L. (=Perezia) dichroplusae — 8 Mansnuruessix cocyaax Dichroplus elongates (Melanoplidae),
L. covasacrae — B cmoHHBIX jkenezax Covasacris pallidinota (Acrididae). Anmamrarnus L.
patagonica k mapasuTHPOBAHUIO B OBICTPO OOHOBIISIOIIUXCS M OOTAThIX MHUIICBAPUTEILHBIMH
depMeHTaMu KJIETKAaX OITENUs CpPEJAHEH KHUIIKH — KOPOTKUH JIUTUIOKAPUOTUYCCKHIA
JKM3HEHHBIH IMKJI, BBINIAJICHUE MOJIOBOTO IMPOIecca M Pa3BUTHE BCEX MPECIIOPOBBIX CTaIuid
napasurta B OKpyxeHun JP kieTku xo3simHa. JTH npu3Haku otcyTcTBytoT y L. dichrpolusae u
L. covasacrae, obuTaronmx B MpHIaTKax KUIICYHUKA, T.€. B MEHee arpeccuBHOM cpexe. O0a
NIOCJIC/IHUX BUJIA, B OTIIMYHE OT IEPBOTO, 00Pa3yIOT OJJHOSICPHBIC CIIOPBI M COXPAHIIIH MEHO03
U CMEHY sJepHbIX (a3 B xu3HeHHOM nukie (Puc. 3-10).

bonee moapoOHOE 00CYXICHUE Mapa3uTo-X03sMHHOW cucTembl Tristira magellanica —
Liebermania patagonica menecooOpa3Ho O psay NpUYHH. Bo-TIepBBIX, MOJEKYISIpHAs
¢wtorenus L. patagonica, Buna, onucannoro B 2006 roay (Sokolova et al., 2006b), BeisiBua
CyIIIECTBOBaHKME HOBOW KJaJbl MHKpocmopuauii, poaa Liebermania, u3 ky3ueunkoB Hosoro
Ceera. Bo-BTOphIX, 3TO TMEpBOe ¥ TIOKa EAMHCTBEHHOE OIHCAHHUE 3apPAKCHUS
MHUKPOCTIOPUIUAME Ky3HEUHKOB ceMmeiictBa Tristiridae (m/otpsin Caelifera), o6ocoGnenHoi

IpynIbl OeCKpbUIBIX KY3HEYHKOB Tpomnuueckux yecoB 0. Amepuku. B-TpeTbux, nzyueHue
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ATOM Mapa3UTO-XO3IMHHON CUCTEMBI BCKPBIJIO MHTEPECHEUIIINE aJanTallii MUKPOCTIOPUINI K
Napa3uTUPOBAHUIO B HECTAOWJIBHOM Cpele TOCTOSHHO OOHOBJISIFOIIETOCS —KUIIEYHOTO
ANUTENUS, €LIE pa3 JAEMOHCTPUPYS DSBOJIOLMOHHYI0 M SKOJOIMUYECKYH IUIACTUYHOCTD
MUKpocTIOpUIuK. 3a HEOONbIIMMU HCKIIOUEHUSIMH, MHUKPOCIOPUINU  MPSIMOKPBUIBIX
JEMOHCTPUPYIOT HU3KHUM ypOBeHb 3apakeHHOCTH (1-5%) B MpHUPOAHBIX MOMYJISAIUSIX XO35€B
(Lange, 2003; Streett, Henry, 1984). 3apax&énHocTh e Ky3HeuukoB L. patagonica Obuia,
BBICOKOW W BapbupoBana oT 54 no 81% B teuenue 6 ner nabmozenuit (1998-2003). Kak
MHUHHMYM TPH XapaKTEPUCTHKH Mapa3urapHoi cucremsl T. magellanica — L. patagonica moryr
00BSACHUTH CTAOUIILHO BBICOKYIO 3apakKEHHOCTH KYy3HEUHKOB: (1) orpaHnYeHHbIE BOBMOKHOCTH
MepEeABMKEHUST XO035MHA M3-32 OECKPBUIOCTH W CKIOHHOCTh K CKOIUICHHIO B KYJIUTH, (2)
BBIJICJIEHUE CIOp C (PeKAIUAMH, T.e. HAJIMYME IMOCTOSTHHOTO HMCTOYHUKA WHQEKIMOHHOTO
Hayvaja B cpefie oburtanus, u (3) HU3Kasi BUPYJICHTHOCTh MMapa3uTOB Ui OPTaHU3Ma XO3SIMHA,
T.K. pa3pyIIaoIrecs B pe3yJIbTaTe 3apaKeHUs SHTEPOLUTHI, ¥ Tak Hepoaroseunsl (Billingsley,
Lehane, 1996), a BoicoKasi pereHepaTHBHAsE aKTUBHOCTD SITUTEIHSI MUIIIEBAPUTEIBHOIO TPaKTa
OTYACTH KOMIIEHCHPYET IIOTEpH DJHTEPOLMTOB H3-3a mapasuToB. llepexn mnapasuramu,
Pa3BUBAIOIIMMUCSA B TaKOW B HECTAOMJIBHOM M arpecCUBHOM cpefie KaK KJIETKH KUIIECYHOTO
SMUTENNA, BCTAa€T KaKk MUHUMYM 2 KM3HEHHO Ba)KHbIC 3aJaud: OBICTPO 3aBEPIIUTH ILIHKII
pa3BUTHs, YTOOBI M30€XKaTh MPEKICBPEMEHHON >SIMMHUHAIIMM BMECTE C OTpaOOTaBIIMMU
SHTEPOLMTAMU, U MPOTUBOJAECHCTBOBATh BHICOKOM AaKTUBHOCTH (paro-in30COMHON CHUCTEMBI,
XapaKTEepHOU AJIs JAHHOTO TUIIA KJIETOK. YIbTPACTPYKTYPHBIN aHATN3 IEMOHCTPUPYET, KAKUM
obpazom L. patagonica «pemraer» 3TH 3amadd. Bo-TepBBIX, Mapa3suT UMEET MPOCTOH M
KOPOTKUH KU3HEHHBIN IIUKJ 0€3 BCSIKUX NMPU3HAKOB MOJIOBOTO Ipoliecca (CHHAIITOHEMAIbHBIX
KOMIUIEKCHI, siiepHON aucconmarmu u mp.) (Puc. 3-11 — 3.13). Cragms MeporoHuu
penynupoBaHa:  MEpPOHTHl  HAOMIOJANMCh  KpallHE  peaKo U,  MO-BHAUMOMY,
TpaHCPOPMHUPOBATKCH B CIIOPOHTHI Cpasy MOCIE MEPBOTO JEIECHUS CIIOPOILIa3Mbl. BO-BTOPBIX,
CIIOPOHTHI, TPEJICTABJICHHbIE Y/UIMHEHHBIMH IUIa3MOJUSIMU — OCHOBHAas Tpoduueckas u
npoiudepaTuBHas CTaaus Mapa3uTa, OKPYKEHbl IIEPOXOBATHIM SHIOMIA3MATHYECKUM
petukynymoM xo3suHa (IIIDOP), B oTimune oT MEpOHTOB, CIIOPOOIIACTOB U CIIOP. JTa YepTa He
yaukanbHa Juis L. patagonica (Canning, Curry, 2004; Silveira, Canning, 1995).
IIpeanonaraercs, 4to okpyxeHue nucrepHamu HIDP 1mo3BosnseT BHYTPUKIETOUHBIM CTAIASM
MUKpOCTIOpUIUN K30ekaTh B3aMMOIECHCTBHS C (Paro-TM30COMHON CHUCTEMOW KJIETKH Ha
KPUTHYECKOM 3Tarle )U3HEHHOTOo ukia. K Tomy MoMeHTYy, korza criopobiactsl L. patagonica
TEPAIOT 3aIUTHBIHN cioii LIIDP, onu, moxosxe, CTAHOBATCS BOCIPUUMYMBHI K TIM30COMHOM aTake
(Puc. 3-14). Tloutn OKOJIO KaKAOW CIOpHI HAOIIOANach OJHA WM HECKOJIBKO BE3UKYII,

CXOJIHBIX 1O CTPYKTYpPE U MHTEPIPETUPYEMBIX HAMH KaK MEPBUYHbIE TU30COMBI.
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L. patagonica L. dichroplusae L. covasacrae

Pucynok 3-11. Bapuauuu »u3HEHHOTO IIMKJIA Y TpeX BHIOB pozaa Liebermannia. 1 — MmepoHTbI;
2 — MepOrOHANlbHBIC TUIA3MOJMH; 2¥ — JHCCONMANUS SAep JUIUIOKapuoHa (MEepexoa OT
MEpOTOHHH K CIIOPOTOHHH); 3 — CIIOPOTOHAIBHBIN IIa3MONI; 4 — CIIOPBIL.

Pucynok 3-12. Craauu u ciopsl Liebermannia patagonica. Ceerosast mukpockorus. (A—D) Okpyriibie
JUTUIOKaproTHYeckue mpecrnopoBbie craguu. (E) Cycnensus crmop u3 3apak€HHOTO HACEKOMOTO
COJICP)KHUT CIIOPOHTHI HAa Pa3HBIX CTaAMAX CO3peBaHUs (CTpenku). HakoHEYHWKH yKa3blBalOT Ha
BEITSIHYTBIE CIIOPOHTHI TIepel] WX pas3leliecHHeM Ha HECKOJIbKO (MUHHMYM 3) CIOpo0acTos,
JIEMOHCTPHPYS MONHCIIOpodIacTudecKkyto crioporonuro. (F) CopoHT, OT KOTOPOro OTHOYKOBBIBACTCS
criopo0iact (crpenka). (G) Ckomienue crop u cropodiactoB B arocome. (H) Mazok 3apaxénHoi
TKaHU CO 3PEIBIMH OBAJTLHBIME CTIOpaMH OJIMHAKOBOTO pasMepa. (1) BerrsayTerit ciopont. (J) Menkue
OBAJIBHBIE CIIOPBI M BBITSHYTHIA CIIOPOHT, B KOTOPOM OTYETIMBO BUACH AMILIOKapuoH (ctpenka). (K)
TTonmyToHKHMIA Cpe3 depe3 KUIICUHBIN MUTETNH, 3apaKEHHBIN CTATUsIMA U CIIOpaMu (HAKOHCYHHKH) U
Y9aCcTOK 3apaKEHHOHN KIIETKH (CTpeNKH) B mpocBeTe kumeyanka (A, B, E-G), CBexxenpuroToBieHHbIC
HeukcupoBanusie Ma3ky; (C, D, H), ma3ku, okpamiennsie o I'umza-Pomanosckomy; (I, J), okpacka
kankoduryopom u JIATIN, dayopecuentras mukpockonus; (K), okpacka cpe3a METUICHOBBIM CHHUM
methylene blue. BB, merounas kaiima; BM, 6a3anpaas memOpana; N, sapo xo3simHa. Macmtab: A-E,
H, 5 mxmMm; F, G, I-K, 10 MkM.
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Pucynok 3-13a. TOM wmepontoB (M) u criopontoB (Cm) craauii L. patagonica. (A. B) M BayTpu
SHTEPOLMTOB OKPY)KEHbl MHUTOXOHApusMH W OP xietkum xo3suHa (ctpenka). (C) Ilepexom
crnoporonnu: OP xo3suHa okpyxaroT CI IUIOTHBIM CJIOEM; HAKOHEYHHMKH YKa3bIBAIOT Ha MEJIKHE
Bakyosu B nuroruiazme Cr. (D) [epexomHast ctamusi, MpeaieCTBEHHUK CIIOPOTOHATBHOTO TIA3MOIHS.
OxkaiiMIIEHHBIC TTy3bIPbKU BOIM3U HEHTpHONApHX tiacTHHOK (LIIT), HakoHeunuku. [Topbl Ha 000104Ke
sIpa yKa3aHbl YEPHBIMH CTpeJIKaMu. BBITSHyThIE U yIUTOIEHHBIE nucTepHbl DP X03suHa GpopMupyror
JIOTIONTHUTENBHYO 000710uKy (Oesnbie HakoHewHUKH). (E) 3apakénuspriii suteporut. (F, G) LTI (cTpernkm)
aCCOIMHMPOBaHbl ¢ 3—5 MeMOpaHHBIMH ITy3bIPbKaMH, BO3MOXKHO MHTOCOMaMH (HakoHeuHukH). (H)
CIIOpOHT, IeJIAIIMNCS 3aKPbITEIM MUTO30M. CTpenku ykasbiBaroT Ha LI, Menkue cTpenku — Ha saepHble
nopsl. (I, J) Berrsanyteie CII ¢ 2-3 K, ynakoBanHsle B muctepHbl DP xo3smHa. (K) Iozgaue CII,
OKPYKEHHbBIE 3JIEKTPOHHO-IUIOTHBIMH 000JIOYKaMHU (HAaKOHEYHMKH). TyOynspHBIE CTPYKTYpHl B
UTOIIa3Me KJIETKH XO3siMHA ykazaHbl crpenkamu. Ch, xpomocombl; DK, auruiokapuon; ER,
9HIOMJIA3MAaTUYECKUH peTuKyinyMm; Me, MepoHT; Mi, mutoxonapuu; N, sapo xoszauHa; NE, snepnas
obomouka; S, cmopa; Sp, cmopont; Spb, cmopobmact; Ve, Be3ukyussl, accouuupoBanHbie ¢ LI
Macmra6: A-D, G, H, J, K, 1 mxMm; E, 5 mxm; F, 0.5 Mxm; 1, 10 MM,
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Pucynok 3-13b. DM cnop L. patagonica. (A) IIpomonbHblii cpe3 uepe3 cropy. Ilomspaas TpyOKa
3aKpy4eHa B TPU BUTKA. 33 {HSS YACTh CIIOPHI 3all0JIHEHA TPyOJaThiM cekpeToM. [lomsapHblil cak ykazaH
ctpenkoil. (B, B”) [lonepeunsrii cpe3 uepes 3aHIO0 YacTh CIIOPHI: MOJIIpHAs TPYOKa Ha cpe3e COCTOUT
M3 KOHIEHTPUYECKHUX KPYTOB Pa3HOW 3JEeKTPOHHOU TuIOTHOCTH. [lnasmarnueckas memOpana yka3zaHa
ctpenkoii. (C) [lepemusisi 4acTh CIOPHI C ABYXYACTHBIM MOJIAPOIIIIACTOM, SIKOPHBIM JTMCKOM U TIOJISIPHBIM
cakoM (ctpenka). (D) IlpononbHelii cpe3 yepe3 cropy, aeMoHcTpupyromuii gurokapuoH (DK). (E)
JumnnokapuoH OKpyxkEH mHCTepHAMU ImepoxoBaroro OP. Bricokas 5>1meKTpoHHas IUIOTHOCTH
MOJISIPOILIACTa M MIPUCYTCTBHE BBIEMKH Ha HK30CTIOpE Ha TEepeaHeM KOHIIE (CTpesKa) TOBOPUT O TOM,
YTO CIOpa rOTOBa BHIOPOCUTH MOIsIpHYIO TpyOKy. (F-I) Criopbl Ha pa3HbIX CTaaHMsSX BHIBOPAYMBAHHSI
HOJISIPHBIX TPyOOK. CTpeNKH yKa3bIBAlOT HA BBIEMKH OK30CHOphl Ha mepexHeM kouie. (J-L)
CopepxrMOe CIIOPbl M3JIMBAETCSA 4epe3 OTBEPCTHE B IepeaHeit yactu obosiouku (ctpeska). DK,
nurutokapuos; En, sugocnopa; ER, sHpomnasmMarudeckuii petukyiym; Ex, sk3ocnopa; TN, TyOynspHas
ceth; PD, momspubiii muck; PF, momspHas tpyOka; PP, momspormiact; PP1, mepennss yacts
poisiporutacta; PP2, 3aanss yacTs nossporuiacta; Ps, mocrepocoma; Spl, crioporniazma. Maciira6: A,
C-E, G-L, 1mkm; B, 0.5 mxm; B?), 125 um; F, 5 Mxwm.
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Pucynok 3-14. TkaneBas nokanu3aiusi L. patagonica u BzammopeiicTBue ¢ KIeTKO# xo3siuHa. (A)
WHTeHcuBHO 3apakE€HHBIE KIETKH KuieyHoro snurenus. (B) Ilpun nHTeHCHBHON MHBa3uM 3apaskeHbI
TaKXe TPaxeollbl, pacroyiokeHHble BONM3K kuineunuka. (C) YBenudeHHbd ydacTok B. JInzocomsbr
(cTpenku) 3aMeTHBI TPAKTUYECKH 0KO0JI0 Kaxkaoi ciopsl. (D—F) Criops! BHyTpH (arocom Ha pa3inuyHbIX
cTaqusix nepesapuBanusi. DS, «mycrasy» cropa ¢ BRICTpeNnuBILIEeH crioporuia3moil; Me, meponT; N, siipo
KJIETKU X03suHa; Ph, ¢arocoma; S, ciopa; Sp, criopont; Tr, mpocseT Tpaxeoiibl. MacmTad: A, 10 MkMm;
B, 5 mxm; C—F, 1 Mmxm.

B 3apax€HHBIX KIeTKax HaOII0JalOCh MHOXECTBO (arocoM (BTOPUYHBIX JIM30COM) CO
CIiopaMu BHYTpPH, MHOTHE M3 KOTOPBIX OBLIM B Ipoliecce BbIOpoca (MM CKOpEe BBIXOJA)
crioporuia3Mbl. MBI IpeAnoiaraéM, 4To B3auMOJECUCTBUE C KUCJIOW CPelloN JTM30COM Kak pas
CILY>KMT CTUMYJIOM JUIsl BRIBOPAUMBAHUS MOJISPHON TpyOKH. bonbmHCTBO HAOII0JaeMbIX CIIOP
L. patagonica Ha cpe3ax HUMEJIO CHMIITOMBI, CBHJCTEIBCTBYIOIIUE O 3alMyCKe MeXaHH3Ma
BbIBopaunBanus TpyOku (Puc. 3-13). IHTepecHO, 4TO 3aAHSIsI BAKYOJIb CIIOP B «MHTAKTHOM» U
«CTUMYJIUPOBAHHOM» COCTOSIHUU COJIepKajla MHOTOUYHUCIICHHBIE TYOyIsSpHBIE CTPYKTYpPBI U
HAllOMMHAJIA «IIOCTEPOCOMY», KOMIOHEHT TpaHC [ 0Jib/kH, BBISBISEMBIN B criopoOiactax U
MOJIOJIBIX CITOpaX MHKPOCIIOPUANMH U coJeprKaniuii 6eaku nossipaoi Tpyoku (Sokolova et al.,
2003; Takvorian, Cali, 1994), 13 KOTOpOIi B 3peibiX criopax (HOPMUPYIOTCS TUCTaTbHbIC BUTKH.
Hanare moctepocoMbl v Malioe YKUCII0 BUTKOB TOJISIPHON TPYOKH YKa3hIBAIO Ha HEJIOPA3BUTHE

amnmapara 3KCTPY3UU y CIOp, JIOKAIM30BAaHHBIX B KJIETKaX KHIIEYHHKA. Takum o0paszoM,

TpeThbUM mpucrnocobaeHnem L. patagonica k ycioBHsSM pa3MHOXKEHHUS B JHTEPOIUTAX,
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BO3MOYHO, CTaJI0 MPUOOpETEHHE CIOpPaMU CIIOCOOHOCTH K BBIOPACBHIBAHHIO 3apOJbllIa Ha
OoJiee paHHeW CTaJuU KU3HEHHOTO IMKJIA, CBOoeoOpa3Hasi HeoTeHus. [Iporecc, KOTOPBIH MbI
HaOJIOaMM B DHTEPOLMTAX, TPYIHO HA3BaTh «BBIOpACBIBAHMEM» TPYOKH — 3TO CKOpee
«BBITEKAHHE» CIIOPOIUIA3MBI YE€PE3 OTBEPCTHE B AllMKAJIBHOM KOHLE CIIOPBI, HAIIOMUHAIOLIEE
BBIXOJ croporuiasm MeunukoBewing (Puc. 3-13). IpennonoxuresibHO, Takoil MeXaHHW3M
CIIY)KUT JUIl aBTOMHBA3MM, T.€. 3apaKEHUS TOU K€ KIETKU. Te Cropsl, KOTOPBIE y4acTBYIOT B
TOPU30HTANILHON Tiepenade MHQEKIUH, BO3MOXKHO, «I03PEBAIOT» B OTHAJAIOLINX KJIETKAX

AIUTENUS U/WIK BO BHEIIHEH cpeie U (POpMHUPYIOT MOTHOLUEHHBIM SKCTPY3UBHBIN amnmapar.

3.3.3 ®dunorenernyeckoe nonoxxenre Nosema disstriae u quBepcupukanms
OJM3KOPOICTBEHHBIX BHIOB B rpymie Nosema bombycis

Nosema disstriae — mapasur jnecHoro Koip4aroro Kokonompsga Malacosoma disstria. s
ATOTO BPEIUTENS XapaKTEPHBI PEryIISIPHBIC BCIBIIIKK BRICOKOH YHCICHHOCTH, YHUYTOKAIOIIHNE
reKTapbl JUCTBEHHBIX JiecoB B Kanazne. M. disstria — kapantunHblit Bpenurens B Poccun. Bua
N. disstriae naBuo u kpatko omucan (Nordin, Maddox, 1974) na cBeToBOM ypoBHE. ABTOPOM
JIMCCepTallii M3y4eHa €ro YJIbTpacTpykTypa u (uiorenus; BbisicHeHo, uto N. disstriae
3apaka€T MHOTHE TKaHHW, BKJIIOYAas MBIIIB M JXHPOBOE TEJIO, HO MPEUMYIIECTBEHHO
nokanusyercst B anurenaun Tpaxed (Puc. 3-15). Uspenka wHaOmomaercs peaylupoBaHHAs
CHIOPOTOHMS, 3aKaHYMBaroLlasics (GOPMHPOBAHUEM OJIHOSJIEPHBIX CIOp B MapasuTO(GOPHOM
ny3bIpbke. B octaibHOM MOp(OIOrus u yabTpacTpyKTypa 3TOr0 BUAA TUIIMYHA JJIsl HO3EM U3
Lepidoptera (Puc. 3-16). Jlast N. disstriae xapakrepna pesepcusi renoB PHK mucrpona (5'—
LSU-ITS-SSU-IGS-5S-3") (Puc. 3-17), 4TO TOBOPUT O MPHUHAIICIKHOCTH Buaa K kiaiae N.
bombycis (NbK). ®unorennn, na ocuoBe remoe RPB1, SSU-RPB1 and RPB1-LSU-ITS-
SSUrDNA noazepxuBatoT 6a3ajbHOE MOJI0XKEHHUE 3TOTO BU/Ia BHYTPU KJIAJbl  TPYIIUPOBKY
¢ Nosema (Vairimorpha) anthereaeae (Kyei-Poku, Sokolova, 2017) (Puc. I13-4, I13-5).

DTO UCCIeI0BaHUE TIOMOIJIO Pa300paThbCsi ¢ OOIBIION TPYIION OJIM3KOPOJICTBEHHBIX BUIOB,
npuHaUiexkamux Kk poay Nosema. IToutu Bce BUIBI 3TOM TPymIbl — Mapa3uThl HACEKOMBIX,
noJaBJisolee OOJIBIIMHCTBO OMMCAHHBIX BUAOB — Mapa3uThl yemyekpblibix. Cropar u Hcen
unentudunmuponaau ot 80 o 150 BuaoB HO3eM, mapazutupyrmux B 150 BUgaX HOYHBIX H
THEBHBIX 0abouek (Sprague, 1977a; Hccu, 1986). [1o Uccu (1986), kaxaprit Bua Lepidoptera
UMEeT, Kak MUHIUMYM, OJIMH BUJI TIApa3UTUPYIOIIEH Ha HeM HO3eMbl. CBETOBas MUKPOCKOTIHSI
(CM) He 1mo3BoOJISI€T MIPOBEPUTH TOUYHOCTh 3THX pacueToB, Tak Kak Mopdonornyeckn Nosema
spp. paznuyaiorcs ciabo. B wactHocTH, ¢ momMompio Tobko CM HEBO3MOXXHO OTIHUUTH N.
disstriae ot BochMH IpYrux BHJIOB HO3EM 4eIIyeKpbUIbIX, Hampumep, ot N. bombycis, N.
trichoplusiae, N. mesnili u N. fumiferana (Nordin, Maddox, 1974; Sprague, 1977a). Pasmep u

(I)opMa CIIOp, IUKJI PAa3BUTHS, KaK U TKAHCBAA U XO3sIMHHAA CHCI_II/I(i)I/I‘{HOCTL HC MOT'YT CIIYKHUTb
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HaIE&KHBIMH XapaKTEPUCTHKAMU JUTs U depeHIInanuy BUa0B 3toro poaa. Hampuwmep, Bua N.
bombycis 3apaxaet 6oiiee 30 ecTECTBEHHBIX U SKCIIEPUMECHTATBHBIX X035€B M IMUPOKHUI CIIEKTP
tkaneit (Wang, 2012). DiekTpoHHass MHUKPOCKOIHUs Majo momoraer ¢ auddepeHuunarmeis
BHUJIOB, BBISBIISASA BeChbMa OJHOTUITHYIO TOHKYIO MOP(OJIOTHIO CIIOp U CTaauil OOJIBIINHCTBA
U3yYCHHBIX B HACTOSIIEE BpeMs MpeacTaBuTesei poaa Nosema (1 6J1M3Koro, a uis psijia BUI0B
cuHoHuMuyHOTO poxaa Vairimorpha) (Canning et al., 1999a, b; Hopper et al., 2016; Maddox et
al., 1999; Coxkosora, Mccu, 1997; Cokoosa et al., 1988). Jlist MHOTHX BUI0B pooB NOsema u
Vairimorpha, napasutupyromux B Lepidoptera, Bkiarouas u N. disstriae, xapakTepHbl CXOJHBIC
YepThl YJIBTPACTPYKTYPhl U OCOOCHHOCTH BHYTPHKJICTOYHOTO MMapa3suTU3Ma, TaKue Kak:
HaJIMYKE TUIJIOKAPHOHA BO BCEX CTAIAMAX PA3BUTHS, PA3BUTHE B MPSIMOM KOHTAKTE C KIIETKOM
XO35IMHA, AaCCOIMAIMs MPOJU(EPATUBHBIX CTaaUii C MHUTOXOHJIPUSIMU KICTOK XO3SMHA,
TpyO4aThle CTPYKTYpPbl Ha IOBEPXHOCTH MEPOHTOB, Hanmu4ue 4-i7AepHON CTaauw,
HPEANIECTBYIOMIEH  AUCIOPOOIACTHYECKON  CIIOPOTOHHMH, «3BE3UYaThie»  CIIOPOOIACTHI
(apTedakt Qukcanuy, OTpaKAIOMUNA W3MEHEHUS B TPOHUIIAEMOCTH OOOJIOYKH I1apa3uTa)
(Sokolova, Lange, 2002), a takxke GpopMHUpPOBaHHUE TOHKOCTEHHBIX «PAHHHUX CIIOP» B Hadaje
UH(EKINH, TpeHA3HAYCHHBIX [T aBTOMHBA3WH. PaHHUE CIIOPBI HAOIIOIAINCH Y HECKOJIBKUX
BuioB Ho3em (Maddox et al., 1999) — y N. bombycis (Iwano, Ishihara, 1991), N. furnacalis
(lwano, Kurtti, 1995) u N. disstriae (Kurtti et al., 1983). [Ipumenenue MONEKYIIPHON
¢unorenun, 6azupyromeiics Ha MCpJIHK, mokazano, 4To HO3EMBI, NapasUTUPYIOIIHE B
YeIIyeKPbUIBIX, TPUHAUICKAT K IByM cecTpuHckuM rpymnam (Baker et al., 1994) (Puc. 3-21).
I[TepBas rpymma, «true Nosema subgroupy, Bkirouaer N. bombycis — napasuta 1enkoBHIHOTO
4yepBst Bombyx mori, Han6osiee n3y4eHHOT0 U 3KOHOMUYECKH BaKHOTO BU1a MUKPOCITOPHIHNI
u3 Lepidoptera. Bropas rpymma, «Vairimorpha subgroup», Bxiodaer Buja Vairimorpha
necatrix u3 Hemapaoro menkonpsaa Lymantria dispar, xapakTepusyromierocs, Kak U JIpyrie
Vairimorpha spp., auMopdHBIM pa3BUTHEM ¢ O0pa30BaHHUEM JHUIUIOKAPUOTHUYCCKUX CIIOP
«HO3EMHOT'0 THUIa» B PE3yJbTaTe aceKCyaJbHOTO IMKJA, M TOJCTOCTEHHBIX OJHOSICPHBIX
«Thelohania- mogo6HbIX» criop (OKTOCIOP), 00BETUHEHHBIX 110 8 B CTOPODOPHBIX My3bIPhKAX,
(GopMmHpyrOIIMXCS B pe3yibTaTe Meio3a U MOJOBOrO Tporecca. BHYTpU MepBOM TIPYIIIbI
BBIICISICTCS OONBIION KiacTep BHIOB, pojcTBeHHbIx Nosema bombycis, kotopsiii B
JanbHeIeM Mbl OyieM Ha3biBaTh Kinaga Nosema bombycis (NbK), u kotopomy otHOCcuTCs N.
disstriae. Kpome mapa3utoB 4enryekpbuibiX, nepsas rpymmna Biiaroyaetr N. granulosis — Bug,
Hapa3UTHPYIOLIMH B PaKOOOPa3HbIX M HMCIOUIMI OTIHYHYIO OT HO3EM YelIyeKPBUIBIX

mMopdonoruro criop (Terry et al., 1999).
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Pucynok 3-15. Nosema disstriae: ceeroBast Mukpockomnusi. (a) Criopbl Ha Ma3Kax 3apakEHHbIX TYCCHHUII,
(bUKCUPOBAHHBIX METAHOJIOM M OKpalleHHBIX 110 I 'mm3a-Pomanosckomy. (b) JKusbie criops! B ha3oBo-
KOHTPAaCTHOM MHKpockore. (C—i) 0.5 MKkM-cpe3bl, OKpalieHHbIe MeTuieHOBbIM cuHuM. (¢) N. disstriae
3apakaeT pazIMyHble TKaHH (Oenble CTPENKN): MBIIIIB], KUILICUYHBINA SMUTEINN, SHOLUTHI U SIUTEINN
Tpaxeil. (d) DnuTennii Tpaxei co CHOpaMU U HE3HAUUTEIBHOE 3apakKeHUE SMUTEIHsI CPEAHEH KUIIKH.
3apak€HHbBIC KJIETKU yKa3aHbl OenbiMu crpenkamu. (€) Criopsl MUKpocHopuauii (OeJble CTpeNkn) B
Tpaxesix. UepHble CTPEIKH YKa3bIBalOT Ha BRICTpesuBIIME crophl. (f) MepOHTHI, CIIOPOHTHI U CLIOPHI B
SMHUTENMU CPEOHEro KHIIeYHHWKa. (g) OHouur (Oenmas CTpenKa), «HArpyXeHHBI» CTaausiMu
mukpocropuanid. (h) Crmopel ¥ MEpOHTBI B MBIIIIAX: pa3pylICHHbIE (QHOPUILIBI 3aMENIaloTCs
JKUPOBBIMH OTIIOXKEeHUsIMH (cTpenkn). (i) lpecropoBele cTaauu W criopsl B ajgunonute. JKupoBbie
rpaHyibl ykazansl ctpenkamu. Cokpamenus: FB, xxuposoe teno; M, mepont; ME, snutenuii cpeaueit
kumky; MF, muodubprmner; Mu, memsr; N, sapo; Oe, sHomut; S, ciopa; Sp, criopoHt; Tr, Tpaxes.
Macrira6: a, b, e-i, 5 mxm; ¢-d, 20 mrm.

Bropas rpymnmna, noarpymma Byupumopd (Vairimorpha subgroup), Bkirouaet napa3uToB
Lepidoptera, Coleoptera u Hymenoptera, B ToMm 4uciie, X035HCTBEHHO BaXKHBIX ITAPA3UTOB MTYEIT
N. apis u N. ceranae (Baker et al., 1994; Guan et al., 2012; Hopper et al., 2016; Ironside, 2007,
Kyei-Poku et al., 2008, 2012). Xoporieii HOBOCTbIO [UII CHCTEMATHKOB CTaj0 BBISBICHHE
uHBepTUpoBaHHO# cTpykTyphl PHK muctpona y BumoB kiaasl NOK (v TOBKO y HUX M3 BeeX
Terrosporidia) (Kyei-Poku et al., 2012). BrisBnenune uHBepTHpOBaHHOW CTpyKTYphl PHK-
mucrpona y N. disstriae (Puc. 3-17) ¢ momornisio crieruduyHbIx mpaiimMepos (cMm. ['nmaBy 2) He
ocTaBWIa COMHeHHI B mpuHaiekHocTH Buaa kK NDK. Bonee neranpHO (umoreHeTHueckue
ceazu BHytpu NDK ¢ momomipro anamm3oB, ocHoBanHbix Ha MCp/IHK, paspemnmts
HEBO3MOXXHO, T.K. JIUISl 9TOH TPYIIIBI XapaKTepHO HAJTMYNE MHOXKECTBEHHBIX MOJIUMOPQHBIX

konuit PHK muctpona, pa3OpocaHHBIX MO BCeMy T€HOMY, KOTOPBIE SBOJIOIMOHHUPOBAIU
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nesasucumo (Liu et al., 2008; O'Mahony et al., 2007; Tay et al., 2005). I'enernyeckue
Bapuauuu Mexay konusMu PHK  BHyTpu ofHOro reHoma 3a4acTyl0 IIPEBBIIIAIOT
MEXIONYJIALUOHHBIE U MEXBUIOBBIE pasznuuus, u npumeHenue MCp/IHK B kauectBe

TEHETUYECKOTO MapKepa poJcTBa Manod3(pHEeKTHUBHO.

Pucynok 3-16. Criopronust N. disstriae: anexrponHass mukpockonus. (a, b) Jensiiuecs: CIOPOHTHI B
UTOIIIa3Me OOKAIOBHJHOM KIJIETKH OJMUTENHsl cpenHeidd Kumku. OJUH CHOPOHT COJIEPKHUT 2
JumiokaproHa. CTpenky yKa3bIBaloT Ha TyOyJI0-Be3UKYJISIPHBIN KitacTep, anmnapat [ o1bKy CliopoHTa.
(c) Cpe3 depe3 cropobiact, IEMOHCTPHPYIOUIMH YBEIWYCHHYIO IMCTEpHY TpaHc [onbmkun —
npejmecTBeHHrKa moisipHor TpyOku. (d) Cropobiact Ha «3BE3I4aTOi» CTaJNH, OKPYKEHHBII
3JIEKTPOHHO-IIPO3pavyHOI 30HOM (3BE310uKa). bemblii HAKOHEUHUK yKa3bIBaeT Ha SKOPHBIN JHCK, YEpHAS
CTpeJKa — Ha TOHKYIO 000JI0UKY criopobiacTa, Oymymryro sk3ocnopy. (€) Criopodophsrii my3bipék (CIT)
C TIECTHIO CIIOPOHTaMH B moiie 3peHusi. Ctpenku ykaspiBaloT Ha MeMOpany CII, uepHbie 3BE3/10UKH
OTMEYaIOT 3JIEKTPOHHO-TIPO3payHbIe 30HBI BOKPYT CHOpoOiacToB, Oenble 3BE3M0YKM — TyOYJISIpHBIN
cekpet BHyTpH CII. (f) 3penas cnopa. UepHble CTpenKy yKa3bIBAIOT Ha TOJCTYIO 3HAOCHOPY, YEPHbIE
HAKOHEYHUKU — Ha YHIYJUPYIOIIYIO 3K30CHOpY, Oellblii HAKOHEUHHK — Ha SIKOPHBIA JINCK, YepHBIE
3BE3JI0YKH MAaPKHUPYIOT AJIEKTPOHHO-TIPO3PAYHYIO 30HY BOKPYT criophl. (g) Criopa ¢ TOHKOH 3K30CTIopoi
— «paHHsIs criopay. Y€pHast cTpesika yKas3bIBaeT Ha BHIEMKY Ha MECTE 3aJHEl BaKyOJIH, XapaKTEePHBIN
npusHak «paHHux crop». (h) Cmopel B CKaHUpYIOIIEM MHKpPOCKONE. BcTaBka OeMOHCTpHpYET
XapaKkTepHble TPEOHM Ha TIOBEPXHOCTH CIIOP, COOTBETCTBYIOIIUE YHIYyJHMpYyromern sk3ocrope. DK,
muruiokapuoH; PF, monspuas TpyOka; Pp, momsporutact; PV, 3ammss Bakyosb; S, crmopa; SG,
CEKpeTOpHbIe Tpanyiibl. Macmitad: a—g, h, 2 MKM.
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Pucynok 3-17. Omnpenenenue mocnenoarenpbHOCTH cyobenuann reHa pPHK ¢ momompro IILIP.
Ceepxy: ammukonsl I[P B arapo3nom rene. A. Peaknus ¢ mnpaiimepamun SS530F/580R,
aMITTUQUIUPYIOIIUME  TUNHYHBIH mopsiaok reHoB PHK nuctpona, Bb. Peakuusi ¢ mpaiimepamu
ILSUF/S33R, ammiuduimpyroniie WHBEpTHpOBaHHbIN mopsgok; C. Peakuus ¢ mnpaiiMepamu
HG41/5SR, unBeptupoBanubiii nmopsaok. Jopoxku: 1. Her JIHK (xontposs); 2. Nosema thomsoni
(unen Nosema-Vairimprpha kiaast ¢ TunuuHoit opranuzanueid PHK muctpona); 3. Nosema sp. FCWex
Dioryctria abietivorella; 4. N. disstriae; 5. N. fumiferanae; 6. Nosema sp. CO ex Choristoneura
occidentalis, 7. Nosema CPP ex C. pinus (wienst N. bombycis knansr). Buusy: cxema opranusanuu
pPHKictpona Nosema spp. rpymmst Nosema bombycis u nipaiimepst muist ITLP (cM. crinok mpaiiMepos
B [naBe 2).

HepeBo, nzobpaxénHoe Ha Pucynke 13-4, xopomo AeMOHCTpUpPYET HECHOCOOHOCTh
storo mapkepa MCp/IHK paspermts poacteennsie csa3u B NDK. Mcnonb3oBanue 2-x apyrux
pubocomanbhbix reHoB (BCpIHK u ITS, BHyTpeHHUMI TpaHCKpUOMpYEeMbIH CIIdicep) JTUIIb
HE3HAUUTENIbHO YIydllaeT pa3pelleHue aHaiu3a. B jomonHeHue k TpéM prOOCOMalbHBIM
reHam, Mbl Bocriosib3oBanuchk reHoM RPB1 (DNA-directed RNA polymerase II subunit). 9TtoT
OJIHOKONMMHBIA  T€H, JAEMOHCTpUPYIOIIUMN  Oojbllleeé TEHETUYECKOEe pa3zHooOpasue
(momuMoppu3M) MO CpPaBHEHUIO C KOHCEPBATUBHBIMH PHOOCOMAIHLHBIMH TE€HAMH, JTaBHO
IpEeUIO’KEH B KayecTBE aJlbTEPHATUBHOIO (PUIOTEHETHYECKOTO MapKepa MHKPOCIIOPUIAMNA
(Cheney et al.,, 2001) u mPOAEMOHCTPUPOBAT XOPOLIME PE3YJIbTATHI JUIS pPa3perICHHs
¢unoreneTHyeckuX cBszell BHyTpH kiaa «Vairimorpha subgroup» (lronside, 2007). B narem
HCCICIOBAaHNM aHalM3bl, OCHOBAaHHBIE Ha CHKBeHcax TeHa RPBI, a Takke Ha
koHkateHupoBaHHeix RPB1+ MCp/IHK+ JICp/IHK + ITS mocnemoBaTenbHOCTSIX, TaBalv
0oJiee BBICOKOE pa3pelIeHre U JIydllne cTaTucTuueckue nojaepxxku serseit (Puc. [13-5). Bo-
nepBbiX, RPB1- u MynbTHIreHHBIC aHATH3BI TO3BOJIMIIM YBEPEHHO OTAenuTh coocTBeHHO NDK,
COCTOSIIIYIO LEIMKOM U3 Mapa3uTOB YEHIYEeKPBUIBIX (3a HUCKII0YeHHeM ojnHoro Buaa Nosema

sp. PA u3 Phyllobrotica armata (Coleoptera, Chrysomelidae)), or mapa3utoB pakooOpa3HbIX,
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N. granulosis u N. cheracis, u or N. empocapsae, u crpykrypupoBath camy NDK kmany. Bo-
BTOPBIX, oka3zanock, uto N. disstriae rpynmupyercs ¢ N. antheraeae, mapasurom ay00oBOrO
IIEJKONPSA, ¥ YTO 3TH J[Ba BHJA 00pa3yloT Oa3alibHYIO BETBb KJa/bl. bazanbHoe MOIoKeHHEe
ATOW JWXOTOMHUU M, HA TEPBbIA B3IV, HEOXKWJAHHAS TPYNIHPOBKA BHIOB U3
HEOJIM3KOPOJICTBEHHBIX YEITyEKPBLIBIX XOPOIIIO COOTBETCTBYET CXO/ICTBY JKU3HEHHBIX ITHKJIOB,
KOTOpbIC Yy OOOMX BHJOB BKJIIOYAIOT AHIECTPAILHBIA MPH3HAK — MPOJYKIHIO OKTOCIOP,
CBHJICTEIbCTBYIOIIMX O HAJIMYMH IOJIOBOTO TIpoliecca W Meio3a. Cieayer OTMETUTh, YTO
curonum N. antheraeae B pycckos3brunoii tureparype Vairimorpha antheraeae (Edumenko u
ap., 1990), uro orpaxaer ¢axkT mpoaylupoBaHus 3TuM BuaoM Thelohania-momxo6HbIx
OJTHOSIIEPHBIX CIIOP IpHu onpenenéHubix yenoBusix. Y N. disstriae Hammuue oKTocnop U3BECTHO
u3 surteparypubix wuctounukoB (Nordin, 1975; Nordin, Maddox, 1974), u wmbl TaKxke
3aukcupoBanu oauH crnopodopHblii my3bipek npu DM uccnenoBanuu (Puc. 3-16). He
U3BECTHO, MPOAYLHMPYIOT JIA 3TOT BUJA (YHKIIMOHAIBHBIC OKTOCIIOPHI MM )K€ MMEET MECTO
He3aBepuICHHas («abOpTHUBHAs») OKTOCIOPOTOHHMS, Kak y MUKpocmopumuu Vairimorpha
imperfecta (Canninget al., 19993, b; Canning, Vavra, 2000). V. imperfecta tax:xe oTHOCHTCSI K
NbK, u B8 MCpJIHK ¢unorenusix (apyrie reHsl i 3TOro Buaa B ['eHOaHKE OTCYTCTBYIOT)
pacrnosaraercst 6a3ajabHO MO0 OTHOLICHUIO K OCTajbHOW wacTu Kiaaael (Puc. I13-4). Panusis
nuBereHiys BugoB NDK ¢ 0kToCopoBo# CrioOporoHue# XOpoIo MoATBEPkKAaeT TUIIOTE3Y O
TOM, 4YTO CJIOKHBIE€ XKHU3HEHHBIE IUKJIBI CO CMEHOM CEKCyaJlbHOM U aceKcyalbHOW (a3
NpPE/ICTABISAIOT COOOM  aHIECTpaNbHBIH TNPH3HAK, M 4YTO «ACEKCYallbHBIE»  BHJIBI
9BOJTIOIIMOHUPOBATH U3 «cekcyanbHbix» (Vossbrinck et al., 2004; Vossbrinck, Debrunner-
Vossbrinck, 2005) HeoqHOKpAaTHO M HE3aBUCHMO B pa3HbIX kiamax Microsporidia. Panee
CUMTAIOCh, uTO B Kitage Nosema-Vairimorpha (‘‘true Nosema” + ““Vairimorpha subgroup”),
aceKkyalJlbHe BETBU BO3HHKAJIHM KaK MUHHMYM JIBQXK/Ibl Ha 0a3e CEKCYalIbHBIX MPEIKOBBIX (POPM:
B Touke pacxoxiaenust N. apis ot BerBu V. nectarix, xapakrepusyroleicss TuMOp(HBIM
pa3BUTHEM, U B TOUKe pacxoaeHus rpymmbl N. bombycis ot V. imperfecta (Ironside, 2007).
[MpucyrctBue okTocnopoBoii crioporonnu B BetBu N. disstriae-V. antheraeae rosopur o Tom,
YTO BBINAJICHHE CEKCYaTbHOM (ha3bl MPOUCXOMIO HEOJHOKPATHO (KaK MHHUMYM IBaXK/bl) B
npouecce muBepcudukammu NDK. Cremyer oTMeTHTh, YTO OKTOCIIOpOBasi CIOPOTOHHUSI HE
SIBJISIETCSI PETYIIIPHOM YacThIO XKU3HEHHBIX IUKII0B V. imperfecta, N. antheraeae u N. disstriae.
Y V. imperfecta monoBas 4YacTh LMKJIA CUUTAeTCs «aOOPTHBHON» M HE MNPUBOASIIEH K
dopmupoBanuto Qyskumonaneheix cmop (Canning et al., 1999a). V V. antheraeae
(dopMupoBaHue OKTOCHIOp — KpaitHe penkoe sBieHus (U.B. Uccu, mnanoe coobmenue), a y N.
disstriae mosoBast 4yacTh IMKJIA TaK)Ke PelKa W, BO3MOXHO, abopTuBHA. OHUM CJIOBOM, 3TH

BUJbI YK€ OOBOJIBHO OAJICKO 3allllIi Ha IYTH IMEPEXodJa OT aHUECTPAJIbHOI'O ITPpHU3HAKA —
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TUMOPGHOTO JKM3HEHHOTO IHMKIa ¢ (OPMHUPOBAHHWEM OKTOCIOP K MPOJBUHYTOMY
MOHOMOP(HOMY aceKCyalbHOMY Pa3BUTHIO, XapaKTEPHOMY I OOJIBITMHCTBA COBPEMEHHBIX
HO3eM. Bripodem, BbIcOKa BEpOSITHOCTh, 4T0 BO MHOTHX BHIax NDK cekcyaibHas 4acTh nukia
TaKKe HE TOJHOCTBIO MCYE3Na, a MPOCTO elle He oOHapyxkeHa. OKTOCIIOpoBas COPOTOHHMS
MOXET OBITh PEAKHM U CKPBITHIM COOBITHEM, NPOUCXOJSAIINM B ONPEACHEHHBIX TKAHAX, B
QIBTCPHATUBHBIX X035€BaX M IPH IKCTPEMAIBHBIX YCIOBHUSIX CPE/bl, YIUTHIBas TOT (DaKT, 4TO
y 00JHMraTHO MOJMMOP(GHBIX MUKPOCIIOPHIUI TOJICTOCTCHHBIE OKTOCIIOPHI (PYHKIIHOHHPYIOT
Kak cTaaus s repexuBanus Bo BHemHe# cpeae (lronside, 2007; Pilley, 1976; Sokolova,
Fuxa, 2008). Uutepecuo, uro N. mesnili, mapasut kamyctHoii Oenssuku Pieris brassicae, B
ceBepHO# yactu cBoero apeana (Cesepo-3anan Poccun) popmupyeTr OKTocnopsl OAUH pa3 B 4
rojia B aBrycTe-CEeHTOpe mepes 3uMHEH auanay3oi xo3suHa Ha nuke snu3ootud (Sokolova,
Entzeroth, 1995; Uccu, 1986; Coxonona, Uccu, 1997). K coxanenuto, MOJIEKyIIpHbIC JaHHBIE
no N. mesnili orcyrcTByroT, HO BeposiTHOCTh pa3meinenus: 3toro Buaa B NbK moBosbHO
BBICOKA, CYJIsl TI0 MOP(OJIOTHH, yIbTPACTPYKTYpE U TKaHeBo# criennpuanocTu. lronside (2007)
NPEIONI0KHI, YTO CEJCKTHUBHAS SBOJIIOLUS, MPHUBOIIIAS K TOTEpe Meio3a M I0JIOBOTO
nporuecca y MHUKPOCIOPUAMH, HampaBieHa HE MPOTHUB IOJOBOIO MpOILEcca, KOTOPBIN
NPAaKTHYECKH BCETAAa BBITOACH JJIsI BHAA B JOJTOCPOYHON IEPCHEKTHBE, a IPOTUB
SHEPIreTUYECKHU 3aTPATHOM MPOIYKIIMK TOJICTOCTEHHBIX oKTocmop. [l mpeacraButenein NbK
KaK pa3 XxapaKTepHbI MyTH Nepeiaun UHEKIUH, KOTOPbIe MUHUMH3UPYIOT HAX0XKICHUE CIIOP
BO BHEUIHEH cpeie W JenarT (opMHpOBaHHE OKTOCHOpP M3JIUINHMM. Hampumep, y MHOTHX
BUIOB, B T.4. 1 y N. disstriae (Kurtti et al., 1983) perynspro HaOm01aeTCs TpaHCOBapUAbHASL
nepeaaya, a TakKe TOPU3OHTAIbHAS Tepeada HH()EKIUN C MMOMOIIBIO MEPEeNnOHYaTOKPBUIBIX
napasuronos. (Andreadis, 1980, 1986; Brooks, 1968; Canning et al., 1999a; Johny et al., 2006;
Siegel et al., 1986; Solter et al., 1991; Wang, 2012; Yefimenko u mp., 1990).

OCHOBHBIM ~ pe3yJIbTaTOM Hameld padoThl 1O CPaBHUTENBHON (HIOTCHUH |
YIABTPACTPYKTYPE MHUKPOCHOPHIMU W3 KOJHYATOTO IICIKOINpSAa BKyIE C aHaJIH30M
JMTEPATYPHBIX JaHHBIX CTajdo ynopsgodenue takcoHomuu NDK xmamer (Tabmuma 3-3).
Bonpimas yacte MHOrouncieHnbix Nosema spp. u3 demryekpbuibix (Sprague, 1977b; Hccn,
1986), Bo3moxno, mpuHamiexkuT K NDK. OgHako B HacTosmiee BpeMsl MOJIEKYJspHas
(GHUIOreHUsT TOATBEPXKIACT MPUHAIICKHOCTh K ITOH rpymie Toibko 13 BuaoB, BKiroyas N.
disstriae (Table 1A). Dra wiama Takke BkiIo4aeT 11 GopManbHO HEOMHMCAHHBIX BH/IOB,
reneTndecku Om3kux k N. bombycis, He n3ydeHHBIX WM c1abo U3y4eHHBIX MOP(OIOTHYECKH
Y M3BECTHBIX TOJIBKO IO CUKBeHCaM B ['eHOanke. MBI IPEIIOKMINA CUUTATh UX noaBuaamu N.
bombycis no Tex mop, moka oHM He OyAYT ONMUCAHBI KaK HE3aBHCHUMbIC BHUJIBI WIIH MOIBHIbI

JIpyroro BUA.
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Tao6auna 3-3. A. Buasr muxpocnopuaunii knaaer Nosema bombycis (Kyei-Poku, Sokolova, 2017)

Bunmbl, Homep B I'enbanke IlepBUYHBI Tkann' CM: IM: Jlutepartypa
aBTOPbI CX0CTBO CHKBEHCA C XO0351UH pasmep, MKM; 4UCIIO
(apead) N. bombycis (%0) THI BUTKOB
MCpPHK RBP1 cnoporonun  IIT; ap.
Nosema bombycis 139111, DQ996231 Bombyx mori Kum, 3-4x1.5-2; 10-12, nc; Ishihara, 1969
Naegeli 1857 100% 100% (Bombycidae) LIEJIK,[eH cropor-2, 3-5, pc; lwano,
(Asia, Europe) AB093009,  JX213754 pe/me BHSI; Ishihara, 1991
98.7% 98% TC Takizava et al.,
1973
Wang, 2012
N. antheraeae EU864526, HQ215550 Antheraea Kuu, rem, xr, 3-4x1.5-2; 9-11; Simchuk et
Simchuk, Lysenko, 99,3%" 92.6% pernyi TOH crnopor-2, 8 BHSI; TC; al.,1979;
Chetkarova 1979 DQ073396, (Saturniidae) Edumenko u 1p.,
(China, Russia) 99,1% 1990; Wang et al.,
2006
N. disstriae EU219085, HQ457438, Malacasoma Ku, Tpax, 4.3x2.2 9-12 Thomson, 1959
(Thomson, 1959) 99.4% 92.8 % disstria MBIIII, FeH 3.9-4.7x1.7-24; T1C Nordin, 1975
(North Ontario, (Lasiocampida criopor-2,8 Kyei-Poku et al.,
Canada; USA) e) 2008; 2011
N. fumiferanae EU219083 HQA457435, Choristoneura Kum, manen,  3.8x1.9; cmopor-  11-15 Thomson, 1955;
(Thomson 1955) 99.3 % 92.4 % fumiferana reH 2 Percy, 1973; Kyei-
(Canada) (Tortricidae) Poku et al., 2008;
Hopper et al. 2015
N. furnacalis U26532 Her nanupix Ostrinia IMlenx 3.4x2.0 (2.9- 8-12, ic Iwano, Kurtti,
Wen, Sun 1988 97.6 % furnacalis 4.0x1.9-2.4); 3-5, pc 1995
(Asia) (Crambidae) criopor-2, pe/mc Fries et al., 1996
N. heliothidis FJ772435 Her nanubix Helipoverpa Ky, cu, 2.5-6.6x1.7-3.5  Her Sprague, 1977;
Lutz, Splendore, 99.5 % armi- trpax, M, 2 sporog JIAHHBIX Dong et al., 2011
1904 gera TOH, TeH
(Americas, (Noctuidae);
Eurasia) Parasitoids
(Hymenoptera)
N. pyrausta AY958071, Her manHbIx Ostrinia K, T, 3.5-6x1.8-3 10-12 Sprague, 1977
(Paillot, 1927) 99.4 % nubilalis reH (4.7x2.6); Andreadis, 1980
(North America, (Crambidae); criopor-2 Tokarev et al.,
Europe) Parasitoids 2015
(Hymenoptera)
N. spodopterae AY211392, DQ666959, Spodoptera No data 4.0x1.9 Her Hsu, Hsu, Yen,
Hsu, Hsu, Yen, 99.5 % 97.5% litura JIAHHBIX 1992
1992 (Taiwan) (Noctuidae) Tsai et al., 2005
N. trichoplusiae u09282, DQ996234, Trichoplusiani  Kum, rem, 3-4x2 (3.6x2.0); Her Tanabe,
Tanabe, Tamashiro ~ 99.5 % 98.0 % Hyphantria rex criopor-2 JIAHHBIX Tamashiro, 1967;
1967 (Japan) cunea Sprague 1977;
(Arctiidae) Pieniazek etal,
1996; Ironside,
2006.
N. tyriae Canning, AJ012606, AJ278948, Tyria Kum,menk,xr 4.7 X 2; cmopor-  10-15; Canning et al.,
Curry, Cheney et 99.4 % 97.2% jacobaeae , TeH 2 TC 1999
al., 1999 (England) (Erebidae) Philogéne,
Massalski, 1977
N. mesnili 2 Her nanHbIX Pieris CJ1, KU1, KT, 3-4x1.5-2; 11-12 Sprague, 1977,
Paillot 1918 brassicae, P. rem criopor-2,8 TC CoxkooBa u Jip.,
(China, Russia) rapae (Pieridae) 1988; CokoroBa,
Parasitoids Hccwu, 1997,
(Hyme-noptera) Cheung, Wang,
1995
V. imperfecta AJ131645, Her nannbix Plutella Kwuu, T, 4.3x2.0; 15 Canning et al.,
Canning, Curry, 99.6% xylostella reH criopor-2,8 1999
Cheney et al., 1999 AJ131646 (Plutellidae)
(Malaysia) 99.4%
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Tao6auna 3-3. b. Heonmucanusie Buasr kimaasr Nosema bombycis*

Buabl Homep B I'enbanke IepBuuHbIi Tkann! CM: IM: Jlutepart
[Amsa B CXo0/JIcCTBO CHKBEHCA XO035IUH pasmep, YHCII0 ypa
OPUTHHAJIbHOM c MKM; BUTKOB
nyoaukanmun| N. bombycis (%0) THI IIT; ap.
aBTOPBHI MCpPHK RBP1 CIIOPOTOH
(apeay) 5051
N. bombycis armata EU864528 KJ728831 Phyllobrotica Ilenxk, 4.7x2.6 13-14 Zhu et al.,
[Nosema sp. PA] 99.4% 100% armata (Coleoptera,  kwiw, MbiwI, 2011
(China) Chrysomelidae) KT, TOH, '€H
N. bombycis atrilineata EU864527, Her gaumsix  Hemerophila Her Her Her Liuetal.,
[Nosema sp. HA] 99.3 % atrilineata JTAaHHBIX JIAHHBIX JIAHHBIX 2012
(China) (Geometrida)
N. bombycis blanda EU338534 Her marueix  Eurema blanda Her Her 12 Tsai et al.,
[Nosema sp. ex Eurema  99.0% arsakia (Pieridae) JAaHHBIX JAHHBIX BHst,tc 2009
blanda] (Taiwan) L.dispar cell lines (2.7x1.2 na
cpesax)
N. bombycis cynthia FJ767862 Her nanusix  Philosamia cynthia Her 4.1x2.2 Her Talukdar
[Nosema sp. SC/ 99.5% ricini (Saturniidae) JaHHBIX JAHHBIX 1961
“Nosema philosamiae”] Zhu et al.,
(India, China) 2010
Xie, 1989
N. bombycis litura Ind. DQ323510  Her gamnbix  Spodoptera litura Kr 3.8-4x1.8-2  Her Johny et al.,
[Nosema sp. NSD], 99.5% (Noctuidae) (3.9x1.9) JAHHBIX 2006
(India)
N. bombycis litura Jap. No data Her pannsix  Spodoptera litura Kr, 3.0-4.5x Her Watanabe,
[Nosema sp.] (Noctuidae) Heps, kum,  1.7x2.2 JAHHBIX 1976
(Japan) MBIIII (3.6x 2)
N. bombycis machaon KM190863  KM207665 Papilio machaon Ky, xT, 3.2x2.0 10-13 Liu et al.
[Nosema sp. PM1] 99.5% 98.0 % (Papillionidae) rex 2015
(China)
N. bombycisoccidentalis ~ EU219084,  HQ457436 Choristoneura Her nanueix  No data Her Kyei-Poku et
[Nosema sp. CO ] 99.2% 92.1% occidentalis JTAHHBIX 1.,2008, 2011
(Canada) (Tortricidae)
N. EU219082, HQA457437 Choristoneura pinus ~ Her nanusix  No data Her Kyei-Poku et
bombycispinus[Nosema 99.4 % 92.4% (Tortricidae) JTAHHBIX al., 2008,
sp. CPP] (Canada) 2011
N. bombycis rhodopae KP100640 Her nanusix  Histia rhodopae Hlenx, 3.1x1.9 14-15 Liuetal.,
[Nosema sp. HR] 99.5% (Zygaenidae) KHII, KT, 2015
(China) MBIIII, TeH
N. bombycis stipatana EU267796 Her nanusix  Cerace stipatana Her 3.1x1.9 14-15 Maetal.,
[“Vairimorpha 99.2 % (Tortricidae) JTAHHBIX criopor-2, 8 2008
ceraces”]
(China)
N. bombycis xylostellal ~ AY960986  DQ083405 Plutella xylostella Her Her Her Ku et al.,
[Nosema sp. PX1] 99.5% 99.3% (Plutellidae) JTAHHBIX JTAaHHBIX JTAHHBIX 2007
(China) Tsai et al.
2003
N. bombycis xylostella2 ~ AY960987 DQ083406 Plutella xylostella Her 4.0x1.9 Her Kuetal.,
[Nosema sp. PX2, « N. 99.0% 97.7% (Plutellidae) JaHHBIX JTAHHBIX 2007
plutellae»] (Taiwan) Tsai etal.,
2009

*ITH TaKCOHBI KJIAaCCU(PUIMPOBAHKI 311eCh Kak moasuasl N. Bombycis.
lTkaHu, OTMEUEHHBIE KaK OCHOBHOE MECTO JIOKAIM3AIMK BbIIEIEHbI XKUpHbIM mpudtom; 2N. mesnili
npenBapuTenbHO oTHeceHa Kk NDK Ha ocHOBaHMH MOP(OJIOTHYECKOTO CXOCTBA.
Bugsl, xopomo u3ydennsie (OM), 3aIUTHl TEMHO-CEPHIM, HEAOCTATOYHO M3yYeHHbIE B DM — CBETIIO-
cepbIM, HeM3y4YeHHbIE — He 3a1uThl. COKpalleHus : BHS, pa3BUTHE BHYTPH S/Ipa; TeM, B TEMOIIUTAX; ['eH,
reHepajn30BaHHas MH(EKUus; TOH, TOHAIbl; KT, KUPOBOE TEJO; KHIL, B KHUIICYHHKE, MaJjbll, B
MaJibITUrueBbIX COCy1ax; MBIIL, MBIIIIBL; HEPB, TKAaHK HepBHOH cuctemsl; 11T, nonspHas TpyOka; pe/mc,
paHHWE W TIO3JHHE CIIOpBI, CJI, CIIOHHBIX jxene3ax; CM, cBeroBas MHKPOCKOIHs; CIOPOr-2,
JCTIopoOIacTHYecKast CIIOPOTOHUS: (OPMHUPYIOTCS H30JHPOBAHHBIE JTUILIOKAPHOTHYECKHE CIIOPHI;
CHOpPOTr-8, OKTOCIIOPOBasi CIOPOTOHMS: (OPMHUPYETCS OKTET OJHOSAEPHBIX CIOp; Tpax, Tpaxew; Tc,
TpyOUaThie CTPYKTYphl Ha IUIazMalieMMe/000J04Ke Mpoiu(epaTHBHBIX CTAUSIX; IIENK., IIEITKOBbIC
xKelne3br; M, 2JIeKTPOHHAS MEKPOCKOTIHSI.
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Kpome TOro, aBTOpOoM BBIIENCHBI CIEAYIONIME XapaKTepHCTHKH, Mo3BoimBime NDK
CTaTb OJAHOM M3 CaMbIX IPOLBETAIOLIMX IPYHN Ha3eMHbIX Mukpocnopuauid. 1. Illupokoe
pacrpocTpaHeHHEe aTbTEPHATUBHBIX MyTeH mepenayn HHPEKIUU crocoOCTBYET YMEHBIICHUIO
POJIM PUCKOBAHHOT'O IIEPOPAILHOTO IYTH, a TAKXKE BEJET K MEePeKUBAHUIO HEOIArOPUATHBIX
yCIOBUH BHEUIHEW cpelbl. TpaHCcceKkcyallbHasi, 0COOEHHO TpaHCOBapHallbHas, TPAHCMUCCHS,
KpOME TOro, 00ecreYrBaeT MOCTOSHHOE IMPHCYTCTBUE Mapa3WTa B MOMYJSLIUN XO3IMHA U
IOHMIKAET pPUCK €€ mepe3apaxeHus. 2. buoxumuueckue aganTaluu K IIMPOKONH TKaHEBOM
crieruuUHOCTH, OOBIUHOM cpernu Beex npencrasureneii NDK, obecrneunBaroT ycremHocTs
3acesIeHUs] X03siMHAa HE3aBUCUMO OT MECTa IepBOHAdaJabHOro 3apaxeHus (portal of entry).
[ToGounbM 3 pekToM mHUPOKON TKAaHEBOH CIENM(UIHOCTH CTaja, BO3SMOXKHO, CIIOCOOHOCTH
pa3BUBAThCS B spe KICTKU X03s5MHA, HAOIr0jaeMasi y MHOTHX BUIOB 3Toi rpymmbl (Maddox
et al., 1999; Takizawa et al., 1973; Tsai et al., 2009; Edbumenxo u ap., 1990), HeoOblunas 1is
MHKpOCIIOPHIHIA 3a mpeaeaaMu ceM. Enterocytozoonidae (Sprague et al., 1992; Stentiford,
Dunn, 2014). 3. ®opMupoBaHHE TOHKOCTEHHBIX «PAHHUX» CIIOpP C KOPOTKMMH HOJSPHBIMH
¢rraMeHTaMu Ha Ha4aJIbHBIX JTalax 3apakeHusi 00eCreunBaloT ObICTPOE PacpoCTpaHEHHE U
3acesieHUe X0351MHa 3a CUeT aBTOMHBA3HH.

B 3akimodeHre HeoO0XoauMo oTMeTHTh, uTo NDK BKItOUaeT B ceOsi MHOTOYHCIICHHBIC
OJIN3KOpPOACTBEHHbIE (DOPMBI, HAXOJAIIMECS Ha pa3HbIX CTagusX BHUJ000pa3oBaHUSA U
MpEeJICTaBISIIOIINE COOON UICAIbHYIO €CTECTBEHHYIO MOJEIb JUIsl U3yUEHUsl TUBEPCUPUKAITUN
(oOpas3oBanusi HOBBIX (HOPM), BHYTPH- U MEKBHIOBOIO HONUMOPGH3MA M KO-3BOIFOLUH
[1apa3uTO-XO3SIMHHBIX OTHOIICHHH.

3.3.4 Cnoxublii s)xu3HeHHBIN MK Mukpocnopuauu Kneallhazia solenopsae,
a/IalITHPOBAHHBIN K Mapa3UTHU3MYy B KOJIOHUHM OOIIECTBEHHBIX HACEKOMBIX

Hsyuenne wmmkpocnopuauu Kneallhazia (Thelohania) solenopsae w3 orueHHbBIX
mypaBbeB Solenopsis invicta B mabopatopum J[[kuma Dykchl, H3BECTHOrO MaTONOTa
HACEKOMBIX, CTAJI0 OJTHUM M3 HHTEPECHEUIIINX Pa3/IeNIoB AUCCEPTAIMOHHON paboThl. OTHEeHHbIE
MypaBbH OBUIM CiTydailHO MHTpOAyLHpoBaHbl u3 Aprentunsl B CIIIA, a nmo3nHee u B npyrue
CTpaHbl C TPONMUYECKHUM U CyOTponuyecKkuM KimMaToMm (ABcTpanuito, ctpanbl OB Aszum).
biarogapss arpecCMBHOM JKM3HEHHOW CTpPAaTETWH, OPraHU3alMd KOJIOHUM M OTCYTCTBHIO
€CTECTBEHHBIX BparoB M OoJie3HEl, OHM BBITECHSIOT MECTHBIE BH[bI, PACHPOCTPAHAIOTCS C
ycTpalaroIei CKOpOoCThIO 0 MECTOOOUTAHUIM C HAPYIIEHHBIMUA OMOIIEHO3aMH U CTAHOBSITCS
HacToAlell MNpoOJeMo Ha «3aXBau€HHBIX» HMH TeppUTOpHsX. OCHOBHBIMHU 3ajjauaMu
HCCJIEIOBAaHUM aBTOpa CTajll OIEHKAa POJM MHUKPOCHOPHIWNA B KOHTPOJIE YHMCICHHOCTH
MYpPaBBbEB U ONPEEICHUE TOTCHIMAIBHON BO3MOKHOCTH HCIIOIb30BAHNUS MUKPOCIIOPUIUN B

Ka4CCTBC 6HOH€CTI/II_II/II[0B, a TaKXeC BLIpa6OTKa IKCIPECC-MCTOAOB OLCHKU Sapa)KéHHOCTI/I
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KOJIOHMH, WM3Y4YE€HUE JKU3HEHHOIO LMKJA, MyTed Mneperayd HMHPEKIMH U paclpeleseHus
uH(peknuu no mrary Jlynszuana.

KuzHeHHBIN UK 3TOH MUKPOCHIOPHINH paHee He ObUT M3Y4YEeH U OKa3ajcs CTOJb Ke
CJIOKHBIM, KaK OpPraHu3alys KOJOHMHM MypaBbEéB. OH BKIIOYAET YETHIPE THUIIA Pa3BUTHUSA, B
pe3yabTaTe KOTOPBIX B CIIOPOTOHUSAX PETYIApHO popmupyeTcst 4 MOpPOIOrHUeCcKH Pa3InIHbIX

THUIIA CIIOP, a TaKKe, Hepery sipHo, Tepatocnopsl (Puc. 3-18) (Sokolova, Fuxa, 2008).

®.
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Pucynok 3-18. CeeroBas MuKpockomus cTamauii »kusHenHoro mwkia Kneallhazia solenopsae. A.
Yertripe Buma crop, (azossiii koutpact. (8) K cmopsr mepsoro tuma (JIKC1) ¢ 3amerHoi 3amHei
Bakyonbto (ctpenka). (b) K cnoper Broporo tuma ([JKC2) u cnopodopusie my3sippku (CIT) ¢
okrocniopamu (ctpenku). (C) Meracmopsl u okTocnopsl (ctpenka). (d) Oxrocnopbl. CTpeska yka3biBaeT
Ha TepaTOCHOpPYy — pe3ynbTaT Aedekra rmociaeHero nocr-meioruyeckoro nenexus. b. Cexuit Ma3ok
YKMPOBOT'O TeJa M3 3apakEHHOM paboueit ocodbu (minor worker) Solenopsis invicta moa 6GuHOKYIISIpOM
(a), B ¢azoBo-kouTpactHeiii Mukpockon mpu 400X (b-C) u Bo (IyOpecHeHTHBIN MOCiHe OKACKH
Kanbkopmopom u JTATIA (c, BcraBka). (a) HezapaxéHHble aTuMOIMTHI YKa3aHbI YEPHOW CTPETKOM;
3apax€HHas TUNEpTpoUpOBaHHAS KIETKA, MPEBPATHUBINASCS B «IUCTY», MOMEUYEHa 3BE3II0UKON;
muorounciernnbie CIT, BEICBOOOIUBINUECS U3 «IUCTB» — Oenoi ctpenkoit. (b) Craguu croporonuu:
OJTHOsIZICPHAsi MEPOHT/CIIOPOHT MEepeXOHas CTaus co ciuBiuumucs sapamu JIK B mporecce Meiiosa, u
KIIETKH — TIPOAYKTHI 3-X TOCIEIOBATENFHBIX MOCT-MEHOTHYECKUX JIENeHUH — 2-saaepHble KieTku (1,
nepBoe JieneHue), 4-saaepHele KIeTku (2, BTopoe naeneHne), 8-saepHsie (3, Tperbe nenenue), u CII ¢ 8
crniopobnactamu. (C) Oxrersl okTOCHOp, BhicBoOOmuBmIMecs u3 muct. C. Cramum K. solenopsae,
pasBuBaromuecss B JIWYMHKaX 4 Bo3pacTa W B KyKonkaX. (a-d) OmHOsIepHBIE MENKHE KIETKH,
npeanojaoxkuTenbHo rametsl. Ha okpamennsix JJAIIN npenapatax BUAHO, YTO OAHA U3 KJIETOK Mapbl
numieHa sapa. (e—g) OnHosaepHast KiIeTKa ¢ KPYIMHBIM SApOM, TPEANOIaraeMblil IPOIYKT CIUSHUS 2-X
rarmionHeIX saep. CTpesika yKa3plBaeT Ha alleHIUKC, XapaKTePHYO YepTy ATOM CTaauu (0CTaToK 2-i
rametsl?). (h—j) Hucconmanus sinep. (k-x) OGocobiieHue siiep U LMTOKUHE3 ¢ (opMupoBaHueM 2-X
JIMTUIOKAPHOTHYECKHX MEPOHTOB. (M—() 4-X siiepHbIe CIIOPOHTHI B IMYMHKAX U (N—p) B KYKOJKax. (1-S)
Crniopo6uactel JIKC1 Tuna passutus. (t) ABTOMHBA3HsS B KHPOBOM Tej€ KYKOJKH: BBICTPEIIUBIINE
CHOpBI yKa3aHbl CTPEJIKOW, MHTAKTHbIE — HakOHeYHHKOM. (u) Meracnopsl (ctpenka) u JKC1
(HaKOoHEYHHK) B KUPOBOM Teiie Kykosiok. (v) JIKC1 (HakoHeuHHK) U criopobiacTsl (cTpeska). (W- X)
JAKC1. (y) Meracnopa. (z) Okrocriopsl, (a, b, t, u) ¢a3zoBeiii kourpact; (d, z) okpacka DAPI
He()MKCHPOBAaHHBIX TperaparoB. (e—s, v, W) okpacka ['nm3a-PomaHoBckM u (X, y) TpPUXpOMOM
npenapaToB, GUKCUPOBAHHBIX METaHOJIOM. MacmiTad it a—S, V—z rmokasaH Ha ¢ u X. JI. 3apaxenue B
KOpOJieBax (=OIJIOOTBOPEHHBIX OECKPBUIbIX caMkax). () Ma3ok >KUpOBOrO Teja: JBE MPUIICHKAIIUe
JIpYr K Jpyry KJIETKH 3alojHeHbI: OJHAa — OKTOCTopamu (CTpeika), Apyras — MeracrnopaMmu
(naxoneunuk). (b) OBapHoIBI 3aM0JTHEHBI Meracnopami (cTpeska). (C) ['pymma Meracnop, OKpykEHHast
criepmaTo3ousamu (ctpesiku) Ha Maske simuHuka. (d) Iycteie (BbicTpesnmuBiine) (HAKOHEYHHK) M
HHTaKTHBIC CIIOpHI. (€) Meracmopa ¢ BeiOpoIieHHol crioporuiazmoit. (f-g) JIBysiaepHbie Crioporuia3mbl.
(h) Pannsist cragus ¢ quccormmupoBaHHbIMU siapamu. (i) Ctaguu, HaOIro1aeMble HA Ma3KaxX SUYHUKOB!
OJTHOSIJICPHBIC KIICTKH, HAKOHEUHHK; 2-sJIepHasi CTa Iisl, CTPEJIKA; U KIIETKa C IBYMsI S[paMH B ITpoIIecce
nenenust. (j) JIse onnosnepusie kietku. (K) JIBe kinetku ¢ aumuiokapronamu. (a-b) ha3oBeiii KOHTpacT;
(c) oxpacka Tpuxpomomu, (e—K) okpacka mo I'mmza-PoMaHOBCKOMY.

[MprHaUIEKHOCTh BCEX OTUX YETHIPEX THIIOB CIIOP K OJHOMY BHJLYy J0Ka3aHa aBTOPOM C
TIOMOIIBIO JIA3EPHOM MUKPOIMCCEKIINK MHANBUIYAIBHBIX CIIOp, BhiaeaeHus u3 Hux JJHK u
CpaBHEHHUS MPOAYKTOB aMILTH(HKAIMK yJ4acTKOB pubocomaibHoro rena (Sokolova et al.,

2003b, 2004b) (Puc. 2-1, I'nara 2).
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Tao6auna 3-4. Pacpenenenune tumos crop Kneallhazia solenopsae mexy kactamu u CTagussMu
YKM3HEHHOTO IIUKJIa MyPaBbEB, COOPAHHBIX M3 3-X 3apaKEHHBIX KOJOHHH (Ha OCHOBAHUH OKPACKH
Ma3koB Tpuxpomom.*

% 3apaxkenus (n)?

Tun cniop HMaro MMaro an4uHKH [V KYKOJIKH
(6ecKkpBIIBIC CAMKH) (pabouwe)
oktocopnl | 75.6 (50) abc 98.6 (78) a 0.0 (0)d 8.8 (2)d
meracnopsl | 90.6 (58) ab 29.5(24) cd 68.0 (17) abc 91.7 (26)ab
JK cnopsi 1 37.6 (24) bcd 41.4 (32) bcd 0.0(0)d 0.0(0)d
JK cnopsi 1 0.0(0)d 0.0(0)d 67.7 (17) ab 100.0(29)a

1 Bbuto mpocmoTpeno 413 nacekoMbix, 198 U3 KOTOPBIX ObLIN 3apakeHbl, KaK MPABUIIO, Oosee YeM
otHUM TUIOM c1iop.2CpeiHue, 33 KOTOPBIMHU CJIELYIOT OJMHAKOBBIE OYKBbI, HE OTIMYAOTCS TTpH P<
0.05. Tect Tyku (TukeyHSDtest).

Uzyduena MophoIorus 1 yIbTpacTpyKTypa CTajuii, MEpO- U CIIOPOTOHHH, BCEX TUIOB criop'?, a
TAKKE MX JIOKATU3AIKS B PA3IMYHBIX TKaHAX U WwieHax kojoHuu (Puc. 3-18-3-22, Tabn. 3-4).
Junnokapuorudeckue crnopsl nepsoro tumna (JIKC1) pasBuBatorcst Toapko B auuuHKax 1V
BO3pPAacTa U KYKOJIKaX. OTO OBAJIbHbIE TOHKOCTEHHBIE CIIOPHI C OOJIBIINMU 38 JHUMH BaKyOISIMU
U KOPOTKUMH H30(QWISPHBIMU NOJSPHBIMU TpyOKkamu ¢ 3-4 BuTkamu. Pazmepsl KUBBIX CIIOp
4.5 +0.10 x 2.3 £ 0.05 mxm (n=50), pukcupoBanHbx MeTaHogoM — 3.9 = 0.33 x 2.0 = 0.24
(n=50) (Puc. 3-18), nanubie DM (o Shapiro et al., 2003). Bropoii Tuil pa3BUTHS peaTn3yeTcst
B JKMpPOBOM Teie umaro Bcex KacT. JIK cragum pa3BuBaroTcsi B NIPSMOM KOHTAakTe C
nurorutazmoit  amumnoruta.  JIK  cmopsr  Broporo tuma (IAKC2) dopmupyrotcs B
mucriopobacTuyaeckoit crioporonnu. Pazmepst xuBbix JIKC2 —4.93 £ 0.58 x 1.85 £ 0.16 mxMm
(n=50), ¢uxcupoanubix — 4.6 = 0.29 x 2.3 £ 0.20 mxm (n=50). M3odunsipHas moispHas
TpyOka obpaszyer 11-13 BUTKOB, YJIOXXEHHBIX B OJUH P, 000JO0YKA CIIOP — OTHOCHUTENIBHO
toukas (0.13 £ 0.045 mkm), ¢ Taaakoi sx3ocmopoit (0.04 £ 0.014 mxm) (Puc. 3-18, 3-19). Dtu
nea tuna crop, AKC1 u JIKC2, nerko BBICTpPENUBAIOT MOJSIpHbIE TPYOKH B TKaHSAX U Ha
cTeknax. TpeTuil TUN pa3BUTHS 3aKaHUMBaeTCs (OPMHUPOBAHEM METaclop, a YEeTBEPTHIA —
OJTHOSAJICPHBIX ~ TOJCTOCTEHHBIX ~ OKTOCHOp. [ 'pyIIeBHIHBIE OJHOSJCPHBIE OKTOCIOPHI
3aKJIFOYEHBI B CJIETKA BBITSHYTHIE CIIOPO(OPHBIE MYy3bIPbKU JUIMHOM MPUMEPHO 9 MKM, 1O 8
crop B kakaoMm (Puc. 3-18, 3-20). Ouu BcTpeyaroTes BO BCEX KaCcTax MMaro, HO MPEBaTHPYIOT
y pabouux MypaBbEB M HUKOT/Ia HE Pa3BUBAIOTCS B TMYMHKaX. PazMep ®uBbIX okTocmop 3.32
+ 0.48 x 1.95 + 0.20 mxm (n=100), puxcupoBanubix 3.1 + 0.38 x 2.1 + 0.23 mxm (n=100).

VY IbTpacTpyKTypHBIH aHAIN3 3TOTO THIIA CIIOP BBIABISET U30(DMIAPHYIO MOISIPHYIO TPYOKy, 9-

11 DnekTpoHHAs MUKPOCKOMHS CIIOP, Pa3BUBAIOIIMXCS B JIMYUHKAX, u3yueHa panee (Shapiro et al., 2003).
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12 BUTKOB KOTOPOH YJIOKEHBI B OTUH Psij, 00010uKy ToammHoM 0.15 = 0.062 MxM, cocTosmyro
U3 ToJICTOM 3HA0cTOps! ¥ TOHKOH (0.040 £ 011 MKkM) yHAYIUPYIOIIEH YK30CTIOPHI, U JTUHHBIA
HOJISIPHBIA CaK, OKPYXAIOIIWK TMEepeHIo YacTh noisiporuiacta. CrnopodopHbie My3bIpbKU
coJiepKaT JBa THIA CEKpPeTa: JIEKTPOHHO-IUIOTHbIE TPYOOUKH, OTXOJAIINE OT MOBEPXHOCTH
CHOPOTOHAJILHOTO  MJIasMOAMs, U «IAOMPUHTO-NIOJOOHBIE» CKOIJIEHUS I'PaHYJSPHOTO
cekpeTopHoro Matepuana. O6a Tuma ceKkpera ucue3aroT U3 IeHTPATbHON 001aCTH My3bIpbKa 110
mepe co3peBanus criop (Puc. 3-20). Meracnopbl 00pa3yroTcs B SMUHHKAX CAMOK U Y4aCTBYIOT
B TpaHCOBapHaJbHOM mepenadye. B HeOosbIIOM KOJIMYECTBE 3TOT TUI CIIOP BCTPEYAETCs B
UMaro Bcex KacT, JINYMHKAX IOCJIEAHEr0 BO3pacTa U KyKOJIKax, HO BHICTPEIIMBAHHUE 3apO/Ibla
IPOUCXOJUT TOJIBKO B OIUIOJOTBOPEHHBIX (CO criepmMaTodopamMu) SUYHUKAX CaMOK (KOpOJIEB):
3TO MOJTBEP)KIAETCSI TEM, YTO TOJBKO B SIMUHUKAX M OKPYKAIOUIMX UX TKaHSIX BCTPEUAIOTCS
«I1yCTBIE» CIIOPbI U BEIOPOLIEHHBIE U3 CHOP 3apObIILIU-CcIIoporIa3Mbl. Pazmepsl Meracnop 7.3
+0.17x 3.7+ 0.13 mxm (kuBsie) u 6.2 + 0.41 x 3.6 £ 0.29 mxm (bukcuposannsie) (Puc. 3-21,
3-22). Meracnopa wuMeeT OBaJbHYIO (OPMY, COICPKHUT JUIUIOKAPUOH U  ClierKa
aHU30(QWIBSIPHYIO TIOJISIPHYIO TPYOKY, YIOKEHHYIO B 2-3 psia u 18-23 ButkoB. O00109Ka ITHX
crop (0.4 £0.10 mxm) xapakrepuzyercs oTHocuTenbHO TosicToit 0.14 + 0.053 sx30cnopoii (Puc.
3-22). Buemne 3apaxenue MmypaBbeB K. solenopsae mpoxoaut mpakTHYecKu 0€CCHMITTOMHO.
[Ipu MuKpockonmupoBaHMM oOpamiaeT Ha ce0s BHHMMaHHUE THIEepTpous XKUPOBOTO Teja
3apaxXE€HHBIX 0cOo0el M Halnyue B Opromkax 3apaxEHHbIX pabounx ocobeit 1-20 «uumcty,
BapbhHpYyOLIHX B qramerpe ot 70 1o 260 MM U 3arnonHeHHbIX oktocnopamu (Puc. 3-18B). Kak
[I0KAa3aJ0 HCCIEIOBAHME, KaxJas LUCTa — IPOU3BOJHOE OJHOM KIETKH >KMpPOBOrO TeENa
(Sokolova et al., 2005b). IlepekmoyeHne IUTIOKAPUOTHYECKOW HO3EMO-1T0I00HOM YacTh
UKJIa Ha (opMHpOBaHHE OKTOCIOP M MEracrnop MPOUCXOIUT IOCJIE€ KapuoraMuu saep
JUIUIOKapMOHAa M TOCJIENYyIOIIEero Meio3a. BoccraHoBieHHME — TUIIOKApUOTHYHOCTHU
POMCXOIUT, MO-BUTUMOMY, B Pe3yIbTaTe CIUSHUSA FAMETO-NIOJOOHBIX OJJHOSACPHBIX KIIETOK,
KOTOpO€ HabJII0/1ali B CBETOBOM MUKpOcKon Ha okpanieHHbIX JIATIN npenaparax iuunHok 1V
Bo3pacta (Puc. 3-18C). Okrocmopbl — caMmblii MAacCOBBIH THIT CIOp, CIAYXAIIUX JUIs
NepeXKMBaHUsl BO BHEIHEH cpejie U rOpU30HTANbHON nepenaun nHoexkuuu. [lonumnonansie
MEracrnopbl HepeAaloT MapasuToB TpaHcoBapualbHO. OT CcTaguu filla 10 JUYUHKH 4-TO
BO3pacTa 3apayKeHUE MUKPOCTIOPUIUSIMU MYPaBbEB MOKET OBITH BBISIBIIEHO TOJIBKO C TOMOIIBIO
[TIIP. Cnoporonuu, Beaymue K (pOPMHUPOBAHUIO AUIJIOKAPUOTHUECKUX CIOp 1-To Tuma u

METacIiop, HAYMHAKOTCA Ha CTaAUU JINYUHOK 4-ro BO3pacTa.
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Pucynok 3-19. Jluriokaprorudeckue criopsl Broporo tuma (JIKC2) (a—h) u nepexox Kk OKTOCIIOPOBOi
CIIOPOTOHHH B 3apayKEHHOM >KHPOBOM Tejie pabouero mypassst (i—-1). (a) Axunonur co craausimu JJIKC2
tuna passutus (crpenka). (b) Amumnorur ¢ JIKC2. HekoTopbie Criopbl — MycThbie (BBICTPEIHBIINE)
(ctpenkn). (¢) AK mepontt. (d) AK crioponT B mporiecce aenenus sipa. () 4-3saepHsbiii ciopost. (f-g)
Cnopo6nacter. (h) JAKC2. (i) Paunumii crnopont. HakOHEYHHKH YyKa3blBAlOT HAa PACIIHPEHHOES
MIEPUHYKJIEAPHOE TPOCTPAHCTBO, CTpesnku — Ha pazaenuBmmecs LIOMTEI, cBuaeTensCTByIONINE O
Havane neneHus. (j) CHOPOHT ¢ XapakKTepHO# «Operibioy» (HAKOHEYHHK) B 30HE KOHTAKTa MEXKIY
sapaMu, mosBisionieics nepen causauem sigep. (K) MepoHT B mpoliecce Kapuoramuu, «Operin»
ykazanbl crpenikamu. (I) CopoHT ¢ AuccounpoBaHHbIMY sipamMu (HakoHeuHHKn ). DK, murminokapuoH;
F, sxupoBsie Tpanyisl; N, sapo knerku xo3suHa; Nu, siipeimko; PF, nonspaas TpyOka; P, 6ernxoBbie
rpanysl; Pp, momsiporuiact; V, Bakyodib.

136



Pucynok 3-20. Oxrocnioporonust BHyTpu «uuct». () JIK cramuu B mporiecce KapuoraMuu; CTPEIKH
yKa3bIBaIOT Ha «OpEeIin» B 30HE KOHTAKTa MEXKIY SApPaMH; B PaMKe — YBEIMUYCHHBIA (parMeHt ¢
CHHANTOHEMaJbHBIMH KoMIUIekcamH. (D) BakyonusupoBannas kietka ¢ pasaenusimumucs sapamu (N).
(c) Cnoporonanbhbiit mwiasmoauii (SPI) BuyTpr criopodoproro myssipeka (CIT) (0o603Hauen SV Ha
pucynke); TyOymsipHblii cexper (TSe) 3anonuser CII. (C*) YBenuuenHsiit ¢pparmeHT (C): 371€KTPOHHO-
TUTOTHBINA CJIOW, COCTOSIIMN M3 OOOJIOUKH TUIA3MOJHS W Oyayleidl dK30CIOpPbI, OTKIIAJLIBACTCS IO
ma3ManeMmoit. [lnasmanemma miasmoust craHoButcest o6onoukoit CIT (SVW). (d) CrioporoHanbHbIi
ma3mo uii BHyTpu CII, 3amonHeHHOro AByMs THIAaMu cekpera: TyOymsipHbiM (TS€) U rpaHyisipHbIM
«1a0upHuHTO-110/I00HBIMY  cekperom  (LSe). (e) TyOymspubiit cexkper (TSe), OTIIEUISIOUIHACS
orobomouku CIT (Spl) (crpenxa). (f) CII(SP) B mporiecce menenust Ha criopobiactsl. (g) Cpes uepes CIT
co cropo6uactamu (Spb). 3Bé3mouka ormeuaer amopdHbIit Matepuan BHyTpu CII, cTpenika ykasbiBaeT
Ha octatku TyOymsipHoro cekpera. (h) CIT co cnopamu (S), crmopobiactamu (Spb), amopdHbIM
MarepuaioM M ocTtaTkamu TyOyssipHoro cekpera (crpenka). (i) 3pensie okrocrnopsl BHyTpu CII ¢
TyOysspHbIM cekperoM Ha nepudepun CII (crpenka). a—i, Macmtad = Imxm. N, sapo mapasurta;
ocTasbHble 0003HaUeHus Kak Ha Puc. 3-25.
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Pucynok 3-21. [Iponudeparust 1 Meiio3 B CIOPOTOHUH, 3aKaHYUBAIOLIEHCSl (POPMUPOBAHMEM METacIop.
Kneallhazia solenopsae B simuHmKax orioA0TBOpEHHBIX KoposieB Solenopsis invicta. (a) Cpes uepes
KHUPOBYIO KJIETKY SIMYHUKA, 3aM0JHEHHYIO cTaausamu. [{uromnasma mepontos (Me) Gonee cBetnast mo
CpaBHEHHIO CO criopoHTamMu. CTPEJIKM YKa3bIBalOT Ha 3JIEKTPOHHO-TIOTHBIE TeJa, BRIXOAAIINE U3 SIIep.
3Be3/1049KaMi IIOMEYEHbI CTaIH, TpUCTYyatoiine K Meio3y. (b) e Tunuunbie craauu. (C) demsimecs
MEPOHTBI, CTPEJIKH YKa3bIBAIOT HA MEJIKUE YIUTONIEHHBIC BE3UKYJIbI, OKPYKaIoLINe KIeTKy rnapa3uta. (d)
CrHoporoHaJIbHBIA TIIa3MOJMI BIIPOIIECCE MHTO3a: CTPEJIKM YKa3bIBAIOT HAa IMCTEPHBI [ OJbIDKH,
pacnajaronecss npu MuTo3e. (€) PaHHHMI CHOPOHT C YY4acTKOM 3JIEKTPOHO-TUIOTHOH OO0OJIOUKH,
(dbopmupyromieics Mo clioeM YIUIOMIEHHBIX Be3ukyn (crpenka, BcraBka €*). (f) Ilycteie cropsl B
TKaHsX, Mpuierarmux Kk osapronam. (g) Cpes yepes oBaprony (OV) ¢ mycTbiMi 000I09KaMu CIIOp H
aktuBupoBaHHbiME criopamu. (h-i) Cropbl Ha pas3ianuHbIX cragusx aktuBaimM. (j-1) Cpesbl depes
crioporuia3Mel 1 TyOyssipHyto ceth MIN (ammapaty ['oyib/Ku CIOpOTIIa3Mbl), PAITOJIOKEHHYIO BOJU3U
COCIMHEHUsI CIIOPOILIIa3Mbl ¢ MOJSIPHON TPpyOKoit (cTpenka). (M) Cpes uepe3 muTarouyro KieTky (nurse
cell), 3amomHeHHyro croporiasmMaMud U paHHUMH TponudepatuBHbiMu ctagusamua, MIN ykazansl
crpenkamu. (N) PaHHMe cTagum C OJNEKTPOHHO-IUIOTHBIMH TPaHYJbl, BBIXOJSIIMMH M3 sApa B
[MTOIIa3My. Y IUIOIIEHHBIC BE3UKYIIBI CHAPYXKH OT IIa3MaJIeMMbI YKa3aHsbl cTpenkamu. (0) J[Be paHHue
CTaJIMU: JIeBasi ICMOHCTPUPYET dJICKTPOHHO-TUIOTHBIC IPaHyJIbl B IiTOILIa3zMe (cTpenku). Jleras — MIN.
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(p) Cragms co ciAMBIIUMHUCS sApaMM, TPHCTyNaoomas K MeHody. BHyTpu sapa 3ameTHBI
cuHanToHeManbHble KoMIUIeKchl (SC). TOHKHE CTPEJIKU YKa3bIBAIOT Ha AIEKTPOHHO-TUIOTHBIE IPaHYIIBL.
(p*) CunanToHeManbHbIC KOMIUICKBI NpU OouibiieM yBenuueHuu (ctpenku). () PaHHuMii criopoHT
(coporoHanbHBINM TUIA3MOAMI), C JABYMS JMCCOLMUPOBAHHBIMHU SIPAMH; CTPENIKU YKa3bIBAlOT Ha
BE3MKYJIbI, OTIHOYKOBBIBAIOIINECSI OT 000704KH sinpa. () PaHHMIT CIOPOHT B mpolecce UTOKHHE3A,
CTPENKU YKa3blBalOT Ha HMHBAMHALMIO IMTOIUIa3Mbl. (S) J[Be KIETKM C OJMHOYHBIMHU SAPAMH,
NPEAIICCTBEHHUKN CroporoHansHoro rmiasmozus. (t) Cpe3 uepe3 CrOpOroHaNIBHBIA IIa3MONH,
OKPY)XEHHBIH YIUIOMEHHBIME THCTEpHAM (cTpenku. (U) CroporoHalbHbBIH MIa3MOJMN B IMPOIECCEe
MHOXECTBEHHOTo jenenus siupa (V). PanHue nponudepaTHBHbIC KIETKH, OKPY)XCHHBIC IUIOCKUMHU
BesuKkynamu (CcTpenku) BHyTpu ooruta. Ch, xpomocomsr; DK, mumokapron; G, anmapar I'onbmku; Me,
mepontsl; MIN, multilayered interlaced network, TyOynsipaas cets croporiasm, Al'coporasm; N,
sanpo; Ov, oBpuoibl; SC, cHHaNTOHEMAJIbHBIE KOMIUIEKCHI; S, criopbl; SP, cioponTs; ST, craauu; V,
BaKYOJIH.

Pucynok 3-22. CpaBHuTeNbHAs yIbTPACTPyKTypa 3-x usyueHHbix crop K. solenopsae. IKC2,
JIMTUIOKAPHOTHYECKHE CTIOPhI BTOporo Tumna; N, H30JUpOBaHHOE SIIPO OKTOCIIOP WIH siApa
mumokaproHoB JIKC2 u meracniop. Macmra0, 0.5 M.

OCHOBHBIE ~ pe3yJabTaThl  HCCICIOBAHUSA  MHKPOCIIOPHANO3a MYPaBBEB  MOYKHO
CYMMHpPOBATh CIIEAYIOIUM 00pa3oM. Bo-TiepBbIX, HA OCHOBAaHHH H3y4YEeHUS MOP(OIOTUU U
YIBTPACTPYKTYPHl CTAIWN >KHU3HEHHOTO IHMKIAa, a Takke (uiorenerndeckoro (MCpPHK)
aHaIM3a MOKA3aHO OTCYTCTBHE POJACTBA M3YYCHHOrO Mapasdta C IPYrHMMH OMUCAHHBIMHU U3
MypaBbEB BHIaMH MHUKPCOMOPHANN, a Takke co BcemHu Buaamu poxaa Thelohania, uto
MOJITBEPIK/IaCT BAIMIHOCTh BU/Ia, paHee onrcanHoro kak Thelohania solenopsae Knell, Allan,
Hazard 1977 (Knell et al., 1977), u o6ocHoBBIBacT BhigeiieHue HOBBITO poma Kneallhazia
Sokolova, Fuxa 2008. ®unoreHetiHueckuii aHanu3 eiie pa3 MmoATBEPAI HOIUPHUICTHIHOCTD

pona Thelohania (Sokolova, Fuxa, 2008).
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Bo-Bropsix, sxusHeHHbIH ki1 K. solenopsae, packpbIThiii (XOTS W HE MOJHOCTHIO)
UCCIICIOBAaHUSIMU aBTOPA, IMPEJCTABISAET COOOW SIPKUK NMpPUMEp IJIACTUYHOCTU SIEPHBIX H
KJICTOYHBIX HUKIOB y Mukpocnopuanii. JIK mepontsr K. solenopsae — ucTouHUK reHeTH4ecKon
uH(bOpMalMK ISl YETHIPEX albTePHATUBHBIX mporpamm auddepenunanuu. Peanuszamus
KOHKPETHOH NporpaMMbl CBs3aHa € KOMOMHaluMed COOCTBEHHBIX Napa3uTapHBIX (LUKI
MEpOHTA, 3almpOrpaMMHUPOBAHHBIM Ha OINPEACIEHHOE KOJUYECTBO JCJICHU), XO3IMHHO-
OpraHu3MEeHHBIX (0 U KacTa X03iWHA, THIl KJIETKH XO035IMHA, T'yMOPAJIbHBIN/ TOPMOHAIbHBIN
CTaTyC) W BHEIIHUX (CE30HHOCTh, TEMIIeparypa, BIAKHOCTb) (akTopoB. M3 6 OmMUCaHHBIX
paHee MOJMCIOPOBBIX poaoB Mmukpocmopuauii (Amblyospora, Culicosporella, Edhazardia,
Hazardia, Parathelohania u Vairimorpha) ronsko Edhazardia nemonctpupyer 4 pa3nuuHbIx
tuna cnopyisuuu (octanbabie — 1o 3) (Sokolova, Fuxa, 2008). Y)Ku3HeHHbIH UK U HAOOD
mopdotumos criop E. aedis ynusurensHo HamomuHarot K. solenopsae. E. aedis pa3suBaetcs B
OJHOM Xx03stuHe, komape Aedes aegipti, popmupyer TonkocrenHbie JIK criopsl B JIMYMHKAX,
kpynsble [IK cnopsl B oomuTax caMoOK Jii TPaHCOBapHaJIbHOM IMepenaydd, OAHOSAEPHBIE
IPYLIEBUJIHbIE CHOPBI JJIs aBTOMHBA3UM, 3apa)kalollUe KHUPOBOE TEJIO, U OKTOCIOPHI
(Mefiocriopsl) IJIsl TOPU3OHTANBHOM repeaaun napasuta (Becnel et al., 1989). Takoe cxomcTBO
CJIOXHBIX JKU3HEHHBIX LHUKIOB Yy HEPOACTBEHHBIX MHKPOCIOPUAMM CBUIECTEIBCTBYET O
BPOKAEHHOM MOTEHIMaJIe MYJIbTUBApPUAHTHBIX TUIIOB CHOPYJISAIMH, KaK 00 yHHMBEpCalIbHOU
yepte Bcero tuma Microsporidia (Flegel, Pasharawipas, 1995; Vossbrinck, Debruner-
Vossbrinck, 2005).

B-TpeTbux, aBTOPOM BHEPBBIE UCCIIEAOBAH U OMHUCAH MOJIUMOP(GHBIN KU3HEHHBIN ITHKII
MUKPOCTIOPHUINY, aJallTUPOBAHHON K Mapa3uTU3My B KOJIOHUHU OOIECTBEHHBIX HACEKOMBIX.
OcHoBHasi ocobenHocTh K. Solenopsae — 310 yHHKaIbHOE COOTBETCTBHE KM3HEHHOTO IUKJIA
napaszuTta OMOJOrMU XO035IMHA, KOTOPBIA B JAaHHOM Cllydae MpeJICTaBlIeH KOJOHUEH MypaBbeB.
Mopddonoriueckue JaHHbIC MO3BOISIFOT HHTEPIIPETUPOBATH KHU3HEHHBIN 1MKa K. solenopsae
cienyrommM  oopazom  (Puc. 3-28). Tun passutus, dopmupyrommii  JIKC2  cropsi,
OCYIIECTBIISIETCS B JKHPOBOM TeJle MMAaro, XapakTepHu3yeTcss HHM3KOH WHTEHCHUBHOCTBIO U
HKCTEHCUBHOCTHIO MHPEKIMHU U MPOXOJUT OECCUMIITOMHO Ha KJIETOYHOM M OPraHU3MEHHOM
ypoBHsIX. Posib 3TOr0 3Tana — pacnpocrpaHneHue HHPEKIUN B OpraHu3Me pabounx MypaBbeB, a
TaK)Ke KpbUIAThIX caMIlOB U caMoK. [loa neficTBueM ompeneiéHHOro CTUMYJia UM KakK 4acTh
perynsapHoro pa3sutus, JIK MepoHTHI mpuCTymaroT K aKTUBHON mposmdepanuu, a 3aTemM
MEPEKITIOYAIOTCS. Ha «IOJOBBIE THUIBI» Pa3BUTHUA. 3allyCK ABYX aJIbTEPHATUBHBIX MOJOBBIX
TUIIOB Pa3BUTUS — POPMUPYIOLIUX JTUOO OKTO-, TMOO METacopbl, BEPOSTHO, KOHTPOJIUPYIOTCS
IpagueHTOM T'yMOpaJIbHbBIX (hakTopoB. OKTOCTIOPOreHe3 B a0 I0OMUHANIBHBIX aJIUMOIUTAaX BEAET

K THUMEpIUIa3ud >KUPOBOTO Tela U (HOPMHUPOBAHHUIO «IIUCT». ['amjougHble OKTOCIOPHI —
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HanOosee 3aMETHBII M MHOTOYMCICHHBIH THII CIIOp, a TaKXKe €AWHCTBEHHBIM THUII CHOD,
COIPHUKACAOLINXCS C BHEIIHEH cpe1oil. ABTOPOM BBICKa3aHO MPEATIOIOKEHUE, YTO OKTOCIIOPHI
Y4acCTBYIOT B TOPH3OHTAJIbHOM JUCCEMUHAIMM WMH(EKIMH BO BHEIIHEH cpene.
[lpogyuupoBaHue mapa3uTOM  H30BITOYHOTO  KOJHMYECTBa  OKTocmop  (r-cTparterust)
HOJJICPKUBACT UACI0 O TOM, YTO OHH MOTYT OBITh BOBJICYCHBI B PUCKOBAHHBIH ITyTh IIepeaun
uHpexnun. GopMupoBaHue MUCT 00eCIIeYNBAET KOHIEHTPAIMIO MH(PEKIIMOHHOTO Hayajla U
OJIaronpUsATCTBYET €ro COXPAHEHHIO BO BHEIIHEH Cpele WM MEePEeHOCY HACEKOMOSIHBIMU
KMBOTHBIMHU. 3apak€HHE YICHOB KOJOHHM dYepe3 MHILY MOXKET OCYMIECTBISATHCS TOJBKO
mnurHKamu 1V Bo3pacta, y KOTOPBIX OTCYTCTBYET OYKKaIbHBINH (QHUIIBTP, BCIEACTBHE YE€r0 OHU
CIIOCOOHBI TOTJIOIIATh YacThIpl nmuimu pasmepom Oosee 0,88 mm (Glancey et al., 1981).
Paboune MypaBbu CKapMIIMBaIOT TBEPIYIO nuuly auuuHkam |V Bospacra, KOTOpbIE UIparOT
HEHTPAIBbHYIO POJIb B PAaCHpEACICHUH NMPOAYKTOB HMHUTAHHS CPEIHM YICHOB KOJOHUH Yepe3
tpodamtakcuc (Holldobler, Wilson, 1990). MmeroTcst KOCBEHHBIE JT0KA3aTEILCTBA TOTO, YTO
muunHKA |V Bo3pacra ydactByroT B pacnpoctpanenuu K. solenopsae. Bo-niepBbix, 3apaxkeHue
KOPOJICB BO3MOKHO TOJIbKO B TpUCyTcTBHH 3apaxEHHbIX guunHok IV (Oi et al., 2001). Bo-
BTOPBIX, OKTOCIIOPBI 3aMEUCHBI B CPEIHEH KHIIKe 1 MeKOHMsIX TuauHOK |V Bo3pacrta (Chen et
al, 2004). B-tpeThbX, MBI HaOJIIOJAIN IIYCTHIC OKTOCIIOPHI U OAHOSIEPHBIC raMETO-110100HbIE
CTaJUM TOJBKO Ha Ma3KaxX JTHUX JIMYMHOK. Paboume ocoOM MOTYT 3aXBaThIBaTh MEPTBBIX
MypaBbB, HMH(DHUIMPOBAHHBIX OKTOCIIOpaMH, W B ciaydae JAe@uiura OeIKOBOW MNHIIU
CKapMiMBaTh MX Ju4yuHKaM |V Bo3pacta. DTO MpeanojoXKeHWe OCHOBAaHO Ha YacTOM
HaOIIO/ICHUH B «MYCOPHBIX Ky4yax» (midden piles) MEPTBBIX M YMUPAIOIINX KPBUIATBIX 0COOCH
C OTKyCaHHBIMHU Opromkamu. Kpome Toro, Ipyroit B MUKPOCTIOPH I OTHEHHBIX MYpPaBbEB,
Burenella dimorpha, pactipoctpansiercst myTém KaHHHOATM3MA YWIEHOB KOJIOHHH, 3aPaKEHHBIX
ciopamu (Jouvenaz, 1981). Meracropsl, HalIPOTUB, B OCHOBHOM, JIOKAJHM3YIOTCSI B TKaHIX
SUYHUKOB, BBICTPEIIMBAHHE CTHUMYJHUPYETCS OIJIOAOTBOPEHHEM, U MX OCHOBHAs (DYHKIMS —
TpaHCOBapHalibHas Teperada. Mbl BBIABISUIM CIIOPOIUIA3Mbl M paHHWE TMPOTHQEepaTHBHBIE
CTaJIUM B KJIETKaX (DOJLTHKYISIPHOTO SMTUTEIUS U B HE3PEIBIX SUIEKIETKaX. DTO TOBOPHUT O TOM,
YTO UH(PHUIUPOBAHUE TPOUCXOIUT JI0 TOTO, KaK (POJUTUKYIISPHBIE KJIETKH CEKPETHPYIOT XOPHOH
aiina. JlanpHeimas cyap6a mapa3suToB B AWIE M JIMUMHKAX PAaHHUX BO3PACTOB HE sSCHA —
MUKPOCKOIIHSI HE BBISIBISIET MUKPOCIIOPUAMI, HO MTOJIOKUTENbHBIE pe3yabTatsl [IL[P roBopst
0 TEepCUCTHpPOBaHWM  WHOpEKIWH. Bo3MOXHO, WHrHOMpOBaHWE pPa3MHOXKEHUS U
cropooOpa3oBaHus B AHIAX U MIIQAIINX JIMYMHKAX, HanOoJiee ysI3BUMBIX CTaIUsIX OHTOTEHEe3a,
CIIY’)KMT YacTblO >KM3HEHHOM cTpareruu napasuta. Tonkoctennole JIK cnoper (JKCI),
npoaynupyembie B nduHKax IV M KyKonKaX, CTpYKTYPHO HAIIOMHUHAIOT «PAaHHHUE CIIOPBHD»

HO3EMHBIX IIMKJIOB, O KOTOPBIX PeYb IIUIa B MpeapayiemM pazaene 3tou riasel. JIKC1 cioyxar
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JUTSL pacTipOoCTpaHeHUs] HHPEKIUN Ha Mpe-UMarnHAILHOW (a3e M MHUIUHUPYIOT THUIT PA3BUTHUS
JAKC2 y umaro. Ilokazano, uro JIKCI1 ciyxar s TOpU30OHTaJIbHOIO PaclpOCTPaHEHUS
UHQEKIUH MEXAy KOJOHUSMH 4Yepe3 «pEHIepCTBO» JIMYMHOK M KYKOJIOK pPaboduMU
mypaBbsiMu coceanux kosonmii (brood raiding) (Oi et al., 2001), a takke, BUAMMO, U IS
pacrpoCTpaHeHHs 3apaXCHUs BHYTPU MypaBeiHHKa, T.K. TUYMHKU |V BO3pacta M KyKOJIKH
PEryJISIPHO UCTIONB3YIOTCs sl uTanus kosonuu (Tschinkel, 2006).

B-4eTBepThIX, BBIABICHBI JIBE HMHTCPECHBIC YEPThl I[UTOJIOTMU MHKPOCIOPUIHH,
MIOJITBEP K TAIOIIHE MTPEIBITYIIIE HAOII0IeH!s aBTOpa. B yacTHOCTH, HAOIFO 1N 3JICKTPOHHO-
miotHele Tpanynbl (Puc. 3-21, n-0), mosBisAmOmMecs B sApax OJHOBPEMEHHO C HX
JccoLMalel mocie rnepBoro Meloruueckoro aeneHus. CXoqHble CTPYKTYpPbl paHee BUIEIIN
y Paranosema spp. npu mepexonae oT meporonuu k croporonunu (Sokolova, Lange, 2002;
Sokolova et al., 2003a, 2005b; CokomnoBa u ap., 1998). IlonbITku uUX HAECHTH(PHKALNUU C
nomotnkto aututel K JIHK u SARNPS nanu HeratuBHbIC pe3yibTaThl U HE OMyOJIMKOBAHBI. DTH
TpaHylibl TPAHCIOPTHPYIOTCS B LHUTOIUIA3MYy C TIOMOIINBIO BE3UKYISIPHOIO MEXaHU3Ma,
OTIIOYKOBBIBASICh OT BHEIIHEW MeMOpaHbl siiepHoil o0osouku. M3BecTHO, 4yTO prboCcoMBI U
npyrue OeNKOBbIE KOMIUIEKCHI, KOTOPBIE IO pa3Mepy CYIIECTBEHHO MeEJb4Ye AIIEKTPOHHO-
wiotHeiX rpanya K. solenopsae, mpoxoasr B muromiasmy yepes saepHbie mopbl (Ossareh-
Nazari et al., 2001). MoryT ji1 3Ty TpaHyJIbl IPEICTABIATH COOOM MPOITYKThI BHYTPHUSIEPHOTO
0EJIKOBOTO CHHTE3a, TPAHCIIOPTHPYEMbIC CHaYalla B TIEPHHYKIICApPHOE MPOCTPAHCTBO, KOTOPOE
Yy MHKPOCTIOPU/INIA CITyXHT MPOMEKYTOUHbIM KoMmapT™MeHToM [osbmku ([naBa 3), a 3atem B
nuroriasmy? Bompoc ocraércsi OTKpBITBIM, Kak W IpoOjieMa KO-TPaHCKPUIIIMOHHOW
TpaHcisnuu OenkoB BHyTpu sapa sykapuor (Aguilera, 2002; Hentze, 2001), y koTopsix
TPaHCISIMS W TPAHCKPHUIIIMS, KaK TPABHIO, pa3/elieHbl CIUIACHHTOM, W TPAHCIISIHSI
NPOHUCXOIUT Ha HUTOIUIa3MaTndyeckux pudbocomax ¢ MPHK, 0cBOOOIMBIIMXCS OT HHTPOHOB.
[Tpn 5TOM OONBIIMHCTBO KOMIIOHEHTOB TPAHCIALMOHHOTO MeXaHu3Ma (Hampumep, GakTopsl
WHHUIMAIMK ¥ 3j0HTanud, aminoacetyl-t-RNA cuHTeTa3bl) MPUCYTCTBYIOT B sApax BCEX
u3yueHHbIx sykapuot (Iborra et al., 2004a, b; Mangiarotti, 1999). IIpeamnonaraemas ¢yHKIHs
BHYTPUSICPHOW TPAHCISIIUU JYKapHOT CBs3aHa C TPOBEPKOH TPAHCKPUIITOB Ha OLIMOKU
(Hentze, 2001). IIpoTeWHOBBIi  CHHTE3 Ha  BHYTPHSIEPHBIX  MOJMPHUOOCOMAx
npojaeMmoHcpupoBan Ha Dictiostelium u kmetkax HELA. He mMorimu u MUKPOCTIOPUANH, IS
OOJIBIIIMHCTBA BUOB KOTOPBIX C MPOYHUTAHHBIMA TCHOMAaMH XapaKTepHa 3HAYUTEIbHAS
peIyKIIHs MEXaHU3MOB (T€HOB) CIUTaCUHTa U MUHUMaJIbHOE KosmuecTBo HHTpoHOoB (Williams
et al, 2014, ucrionp30BaTh APEBHUN MEXaHWU3M BHYTPHSJICPHON TPAHCKPHIILUK JUIS CUHTE3a
(GyHKIMOHATBHBIX OeNKOB? DTa THIOTe3a, 0e3yCIOBHO, 3aCIy)KHBAET KCIIEPHUMEHTAILHON

MIPOBEPKH.
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Bropas BbIsiBIIeHHAas aBTOPOM JIFOOOTBITHASL Y€pTa — 3TO MPUCYTCTBUE B CIOPOILIa3Max
U panHux nponudeparuBHbix cranusax K. solenopsae crpykrypsr, uaentiuunoit MIN (Puc. 3-
26, j-1), onucannoit emié Toapko y Anncaliia algerae (Cali et al., 2002) — cBoeoOpa3HOTr0O
KoMIuIekca ['onbku MuKpocriopuauii. boee moapoOHO 00 3TOM CTPYKType ckazaHo B [aBe
4, NOCBAIEHHOW OPraHU3alMy CEKPETOPHOI0 KOMIIAPTMEHTA.

Taxoke u3y4eHo reorpauveckoe pacrpeaesieHue MUKPOCIOPHINU B 3aBUCUMOCTH OT
TUNIOB KOJOHUM (IIOJIMTMHHBIX M MOHOTMHHBIX), HO pacCMOTpPEHME JaHHOM dYacTu

UCClieIoBaHMs HE BXOIUT B 3amaun auccepraruu (Fuxa et al., 2005a,b; Sokolova et al., 2004a).

ﬂ
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Pucynok 3-23. CxemaTuueckasi HHTEPNPETAIUS CJI0KHOTO MOJUMOP(HOro KU3HEHHOTO IUKJIA
Kneallhazia solenopsae. O6o3navenus: JKC1 u JKC2, aumiokapuoTH4ecKue Cropbl 1-ro u 2-ro
tuna; TP, tun paszsutus; TP:meracnopsl/ TP:oxktocnopsr/ TP: JIKC1/ TP: IKC2, tTun pa3zsurus ¢
dopmupoBanuem meracrnop/okrocrop/JIKC1/IKC2; TP: IKC2 npoXoauT B KHPOBOM TeJI€ HMAro.
Brenrnuii mim BHyTpeHHUH (TOPMOHAIBHBIN?) CTUMYJI 3aITyCKaeT MHTeHCUBHOE Jienenne JIK MepoHTOB,
KapUOTaMHIO JUIUIOKaPHOHOB M Melo3. POopMUpPOBaHHE OKTOCIOpP NPOHMCXOJUT, B OCHOBHOM, B
a0JIOMUHAITLHBIX aIUIOIMTaX pabounX MypaBbeB. Meracropsl POAYIUPYIOTCS B MBIIIIAX W )KHPOBOM
Teje, MPHWJIETAIONEM K OBapHojaM KpbUIATBIX CaMOK W KOpOJieB. Meracmopsl BBICTPEITUBAIOT
CIOpOIIIa3Mbl B SIMYHMKAX OIJIOJOTBOPEHHBIX KopouseB. [IpucyTcTBHE MHMKpOCHOpHIMN B AWLAX U
nuuuHKax 1-3 Bo3pacrta BeIIBIsIETCS TOJNBKO ¢ oMomibio [1LP. B muunnkax IV Bo3pacta n Kykomkax
nponyuupytores JJKC1 u 6p1cTpo pacnpocTpaHsatoTest MEKAY IMUYMHKAMU € IOMOILBIO TPO(OJUIaKCUCa.
Meracniopsl Takke MOryT oOpa3oBbIBaThCsl B JmuMHKax |V u kykosnkax. CBs3b MEXIY CKpBITOH
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uHbeknyer y auunHoK 1-3 Bo3pacta u BosHukHOBeHHeM JIKCI1 u meracmop y imuuHok |V, kak u
npoucxoxaenue TP: JIKC2 y mmaro THIOTETHYHBI W O0O3HAYEHBI CEPOM MPEPHIBICTON JTMHHUEH.
ToJscThle YepHBIC CTPEIKU YKa3bIBAIOT HA CTAJUW JKU3HCHHOTO IUKJIA, MOJATBEPKAEHHBIC MPSIMBIMU
HAOJIIOJICHUSIMHA. bBelible CTPElKU ¢ BOIPOCUTEIBHBIMUA 3HAKAMH COOTBETCTBYIOT THUIIOTETHYECKOMN
TPAHCMHCCUU OKTOCIIOP OT TPYNOB K JIMYMHKaM |V, B KOTOpBIX MPOUCXOJHUT BOCCTAHOBIICHHE
JUTIOKAPHOTHYECKOTO COCTOSIHUS sifiep. TOHKHE 3elEHbIe CTPEeNKH C HOMEpPAaMH YKa3bIBalOT Ha
TOPMOHAJIbHBIE WU UHBIC CTUMYJIbI, TICPEKITFOYAFOIINE TUTIBI PA3BUTHS. 3BE3I0UYKH 0003HAYAIOT MEHO3.
3HaK BONpPOCa B HW)KHEM JICBOM YIJIy U Cepbie KOHTYPHI CTaUil pa3BUTHs 0003HAUYAIOT HEJOCTATOK
WH()OPMAITIHN O Pa3BUTHH TTapa3uTa B TIEPHO OT si1a 10 JuauHOoK |11,

3.4 MUKpPOCTIOPHANH — NAPA3UTHI O3BOHOYHBIX ;KHBOTHBIX H YeJ0BeKa
Pacripenenenne MuKpocmopuanii 1Mo rpymnmnaM Xo3sieB He paBHOMepHO. M3 mpumepHO
1400 orcanubIx BUI0B 70% mapa3suTHpyoT B 0€CIIO3BOHOYHBIX, 10% — B ppi0ax u ampuodusx,
U Juib okoino 1% oOHapykeHbl B HIPECMBIKAIOIIMXCS M TEIUIOKPOBHBIX (NTHLAX U
miekonuraronux) (Becnel, Andreadis, 2014).
3.4.1 Mukpocnopuauu penrtunuaii: Encephalitozoon pogonae — HoBbIi BH

MHKPOCTIOpHIHiA 3 60poaaToit aramel Pogona vitticeps. Ausepcudukanus posaa
Encephalitozoon o 1mo3BoHOYHBIM X03s5i€BaM

Mukpocnopuuy  penTHIuil  KpaiiHe cimabo wm3ydyeHel. B mociemHem  0030pe
MHUKPOCHIOPUJIMI TO3BOHOYHBIX Iapa3uTaM penTUiuid u ampuoOuil ynensercs OJIHO
IPEUIOKEHUE CO CChUIKOM Ha Taluuly, LUTHpPYoOLlyl0 4 yIOMHHAaHUS O Haxoakax
muKkpocriopuauii B pentwiausx (Snowden, 2014). Opnako u3y4eHHUE MHKPOCIIOPUIUN
penTwINi BaXHO € y4€TOM TOTO, YTO BCE TPH Kjacca «BBICIIMX MO3BOHOUHBIX», Reptilia,
Mammalia u Aves, cOCTaBIAIOT OJHY YBOJIOLUOHHYIO K14y U IPOUCXOAT OT OOLIETo Npeika
(Donoghue, Benton, 2007). B pe3yabTaTe WHTEHCHBHOTO IIOMCKA CBHJIETEILCTB
pacrpocTpaHeHHsl  MHKPOCIIOPHAMKA  CPeOu  penTHINi  aBTOpoM  OOHapyxeHo 18
ONMYOJIMKOBAHHBIX YIOMHUHAaHUH O MMKPOCHOPUAMO3aX pentuiauii, 14 u3 KOTOpbIX
NPECTaBISIOT COOON KpaTKUe OTYEThl MPAKTHUKYIOIIUX BETEPUHAPOB 300MaPKOB M KIMHUK.
[Tonasinstomiee OONBIIMHCTBO HMIACHTU(UKALMI MPOBEIEHO TOJBKO IO JAHHBIM CBETOBOM
MHUKPOCKOIIHH, a HEKOTOphIe U3 HUX — ommbounsie (Sokolova et al., 2016). MuTtepecHo, uTo
MUKPOCTIOPHIIUM OOHApy>K€Hbl B TpeX W3 4YeThIpeX OTPsSA0B penTtwind (Squamata,
Rynchocephalia u Crocodilia) u He oOHapyxensl TonbKo y uepemnax (Testudines). IIa1e u3 6
YIIOMHUHAHUN MHKPOCIIOPUMO30B 3MEH OTHOCHUTCS K 3apa)KCHUIO MPEJCTaBUTENICH CeM.
Colubridae obmmmu ¢ peibamu pogamu MuKpocnopuamii, Takumu kak Pleistophora (Canning
et al., 1964) u Heterosporis (Richter et al., 2014), Bo3mosHO, G1aroapst BOBICYCHHIO B OOIITHE
MUIIEBBIC TIETTH BOJHBIX dKocucTeM. OcTallbHble HEMHOTOUYMCIICHHBIE HAXOJKH OTHOCWIH K
poxy Encephalitozoon, nmpuyem 1o uccienoBaHust aBTOpa BCe STH BUJBL, 32 UCKIIOYEHUEM

onHoro, E. lacertae (Canning, 1981), cuuranucek usonstamu E. cuniculi.
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ABTOpPOM amccepTanuu ObUT WCCIEAOBAaH BO30YIUTETh MUKPOCIOPHUINO03a 00OpOaaTOM
arambl Pogona vitticeps, 2-x siiepuir ¢ OmyXoJsiMH T'OJIOBbI U KOHEUYHOCTEH, HAXOISAIIMXCS B
JICTAPTHYECKOM COCTOSSHMHM. OJTH CHMIITOMBI, KaK TIOKa3ajd aHaiu3, OBbUTM BBI3BaHBI
Mukpocnopuano3zoMm. OOe siepuilbl MOTUOJM, a BCKPBITHE I0KA3aJl0 MHOTOYMCIICHHbBIE
rpaHylieMbl BHYTpeHHMX opraHoB. CM BbIsiBUJIa crnopsl B Makpodarax H odarax
IPaHyJIOMaTO3HOTO BOCHAJCHHS. Ha OCHOBaHWUM  yIABTPACTPYKTYpHI, TMATOreHe3a U
ceKkBeHHUpoBaHus ydactka pubocomansHoro reHa (ITS-MCp/IHK) Obu1 onucan HOBBIA BHIT

Encephalitozoon pogonae, poacreennsiii E. lacertae u E. cuniculi (Puc. 3-18, 3-19, I13-6).

Pucynok 3-18. Encephalitozoon pogonae: ceeroBassi mukpockonus. (A) Toncteie (500-HM) cpesbt
yepe3 TIpaHyleMy, OKpalleHHble METHICHOBBIM CHHUM. CTpeNKd YKa3plBalOT HB  CIOPHI
MUKpoctiopuanii BHyTpu MakpodaroB. N, sapo wmakpodara. (B) I'pynma cnop (crpenku) B
napa3urodopHoii Bakyosin npu Oosibmiem yBenudeHuu. (C) Cropsl Ha MaskaX, (PMKCHPOBAHHBIX
METaHOJIOM Iociie Okpacku TpuxpoMoM. (D) Criopsl (cTpesku) u napa3utopopHas BaKyoIlb (3BE3/1049Ka)
OKpameHHble Kanbkohayopom. Macmtab: A, 20 mxm; B-D, 5 MkM.

AHanu3 JMTepaTypbl IO BEpepUMHApUM TIOKas3al, 4YTo 3apaxeHue E. pogonae
Ha0JI01aJ7I0Ch U paHee, HO MaroreH Jubo He ObLI MAEHTH(PUUUPOBAH, MO0 0003HAUEH Kak
usossat E. cuniculi. Takum 06pasom, ckopee Beero, E. pogonae — oObIvHBIi NaTOreH penTuimii,
BbI3bIBAIOIIMM 3a00seBaHre y ocoOeil ¢ ocliabieHHOHN 3amuTHON cuctemoil. Bcenenctaue
CIIMIIKOM BIIQXKHOTO KJIMMata | Jjaedekra WMYHHOW CHCTeMbI, OOpojaThie aramsl,
UHTPOIYyLMpPOBaHHbIE U3 ABcTpanud, B Jlyn3sunaHe oKa3aJuch OCOOEHHO TOBEPIKEHBI
pa3MUUHBIM OaKTepHalbHBIM, BUPYCHBIM U rpuOHbIM uHpekmsM (Crossland et al., 2018; Le
Donne et al., 2016). Bce craguu E. pogonae pa3BuBaroTcs B mapasuTo(OpHOIl BaKyoJIH.

Pa3meps! criop Ha Ma3kax, pUKCHPOBaHHBIX MeTaHooM, 2.1 x 1.1
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Ta6auna 3-4. Cpasuenue mopdonoruu criop Tpéx usonstoB Encephalitozoon u3 Gopounaroit
arambl Pogona viticeps u msitu Encephalitozoon ns pp. (mo Sokolova et al., 2016)

Bun/uzonsnt Yucao Ivpuna x xauHa HUcrounuku
BUTKOB duxcupoBaHHBIX mupuHa/
TOJISIPHOM crop: JUINHA
TPyOKH  (cpelHee 3HAYeHHe),
MKM
Encephalitozoon ex. 6 1829x08-18 - Johnson et al. 1998
Pogona
Encephalitozoon ex. 5-6 1.4-2.1x0.9-1.2 - Richter et al. 2013
Pogona
Encephalitozoon pogonae ~ 3-5.5 1.7-2.6x 0.9-1.7 0.52 Sokolova et al., 2016
(2.1x1.1)
Visvesvara et al.
E.cuniculi 5-7 ?2'05;3);01X5)1'0'1'5 0.60 1999 Ghosh et al.
' ' 2014,
Del Aguila et al.
E.intestinalis 47 ?2'062);51’(2)1'0'1'2 0.60 1998
' ' Ghosh et al. 2014
2.0-25x1.0-15 o
E.hellem 4-9 (2.0 x 1.0) 0.50 Didier et al. 1991
E. romaleae 7-8 (3.0x1.8) 0.60 Lange et al., 2009
25-35x1.0-15 Coudela et al.,1998
E. lacertae 57 2.7x12) 0.44 Canning 1981

!B oprurunansroi ny6mukanuu Microsporidium sp. (Jacobson et al., 1998); 2E. cuniculi (Richter et al.,
2013).

miM (1,7-2,6 x 0,9-1,7), na ynsrpatonkux cpeszax 0,8-1,1 x 1,8-2,2 mxm. [TonspHblit pumamMeHT
CBEpHYT B 3-6 BUTKOB. O0111as MOpdoorus 1 BHYTPUKIETOUHOE pa3Butue E. pogonae noxoxu
Ha npyrue Buabl Encepahalitozoon spp. (Sokolova et al., 2016).

Nnentudukamus emé omHoro Buaa poxa Encephalitozoon — crernumanusupoBaHHOro
napasuTta PernTWINH, OTJIMYHOTO OT APYTrHX BHIOB 3TOTO POJa, JEMOHCTPHUPYET, YTO POJ
Encephalitozoon nuBepcuiimpoBaH 1o rpymaM MO3BOHOYHBIX X035¢B, €ANHCTBEHHBIH U3 BCEX
U3BECTHBIX POJIOB MHKpocmopuauii. M3 5 BuIoB poaa, nBa Buia, E. lacertae u E. pogonae —
CrenHaIM3upOBaHHbIe Mapa3uThl penTuinii; 3 Buaa, E. cuniculi, E. intestinalis u E. hellem,
3apakaroT MTHIl ¥ MJICKOMUTAIOMKX, mpudem E. hellem B Gombimeii cTernenn acCorMupoBaH ¢
ntuiamy, E. intestinalis — ¢ yenosexom, a E. cuniculi— yauBepcanbHblIii BUI, HAXOISAIIMNACS B
npoliecce pas/iesieHus Ha MOABHIbI. B HacTosIIee BpeMs H3BECTHO KaK MUHUMYM 3 TEHOTHUIIA
9TOTO BHJa, 00JIaaoNIMe OnpeaeieHHoN xo3suanHoM cienupuunocteio (Didier et al., 1995).
E. romaleae, poncteennsiii E. hellem, Bropudno nepermien k napa3uTHPOBAHHIO B HACEKOMBIX,

BeposTHO, ¢ niTril (ccbuiku B: SoKolova, 2015; Sokolova et al., 2010).
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Pucynox 3-19. Encephalitozoon pogonae: DM Tkaneii, npedukcupoBantbix 10% dopmanuHom. (A)
COM: cnoper Encephalitozoon sp. ¢ rmaakoii MOBEpXHOCTBIO 3K30CIOPBI B  Pa3pyLICHHOM
napazurodopuoii Bakyonu (IIB). (B—-1) TOM. (B) Cpe3 uepe3 IIB co cropamu. 3Be3gouxa (*)
Mapkupyer crnopy B mporecce BoicTpenubiBens. (C) WuauBumyanabpHas —(MPENOa0KUTETBHO
(baroruTHpOBaHHAasI) CIIOpa BHYTPHU Bakyouu (CTpesku) B nuToriazme makpogara. (D) Cpes uepes I1B:
JIBE TUIOXO COXPaHHBIIHMECS TMpecrnopoBbie craauu (*) koHTakTUpyroT ¢ MmemOpanoit IIB. (E)
Cropob6utact, coeauuénnsiii ¢ memopanoii I1B (crpenka). (F-H) Cpessr uepes 3pensie criopst. (1) Cpes
yepes [1B, BOMM3M sifpa KIETKH X03skHA. HIKHSA criopa — B Tporieccce BHIOPOCa MOISPHOM TPYOKH
(TIT). (J) BeBepuyras IIT mpoxoaut yepe3 memOpany I1B. AD, sxopusiii auck; En, sumocmopa; EX,
ak3ocniopa; G, Nombmxu; HC, nmuronnasma xinerku xo3suna; HN, sapo xo3suHa; 1S, uHIuBHIyanbHas
criopa; M, muroxouapusti; N, simpo mapasura; Ph, darocoma; Pp, nomnsporiact; PV, 3axHsist BaKyoJib;
PVM, membpana I1B. Macmta6: A, C, 2 mxm; B, D-J, 500 am.
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E. pogonae otinuaercs ot mopdosoruuecku cxoaubix E. cuniculi, E. intestinalis u E.
hellem (Ta6muua 3-4), B nepByi0 odepeb, MapasMTHPOBAHHEM B MpPECMbIKAOMMXcs. OT
Jpyroro Bujaa poja — mapasura pentwimii E. lacerate, stor Bua omimyaercs ¢opmoi u
MEHBIIIMMHU pa3MepaMu CIOp, a Takxke TkaHeBoi cnenupuunocteio (E. lacerate sapakaer
sHTeponuthl). E. pogonae ornuuaercs or E. romaleae mapasutupoBaHueM B MO3BOHOYHOM

X03sMHE M pasMmepoM crop. [IpucyrcTBME YHUKanbHOM moOcienOBaTeNbHOCTH 57

GTTTTGTTTGTTTGTTTTGTTTGTTT 3” B ywactke ITS pubocomanbHOro HHCTPOHA
H03BOJISIET OoTiIMYaTh E. pogonae ot apyrux npencraBureneid poma Encepalitozoon na
MOJICKYJIIPHOM YPOBHE.

Bce Encephalitozoon spp. u3 mo3BOHOYHBIX MOTYT BBI3bIBaTh CXOIHYIO HAaTOJOTHIO —
IPaHyJIOMaTO3HOE BOCIAJICHUE DPA3JIMYHBIX OPraHOB M JIMCCEMUHHPOBAHHYIO HHQEKIIHIO.
darouuTHpYOLIKE KJICTKH, B IIEPBYIO OUepeib MaKpo(har, 4acTo CIIyKat ePBHYHBIM 04aroMm

I/IH(1)CKI_[I/II/I H PA3HOCHAT I1apa3nuTOB 110 BCEMY OPIraHU3MY.

3.4.2 Mukpocnopuinu — peajibHble U MOTEHLUAIbHbIE IaTOT€Hbl YEJIOBEKA
Mukpocnopuduu uenogexa: nepgoe 6vlasneHue Cayuaee Mukpocnopuouosza cpeou BUY-
UHPUUUPOBAHHBIX NAUUEHMOE C CUHOPOMOM UMMYHOOehuyuma uenoeexa (CIIH/I) ¢
Poccuu. Xopomo usBectHo, 4to npodrema BUY wmadexnuit u CIIM/]a B Poccuu crout
nocrarouno octpo (Kozlov et al., 2006), a MEKpOCTIOpHUIHH OTHOCSTCS K OJHOM M3 THITHYHBIX
OMNIOPTYHUCTUYECKUX MH(EKIMH, TPETHUM 110 BaXKHOCTH BO30YAUTENIEM IUappei U cuHaApoMa
notepu Beca y BUY-uHQUUUpPOBaHHBIX TMOCIE€ LIHUTOMErajloOBUpyca W KPHUITOCTIOPUIAMN
(Sharpstone, Gazzard, 1996; Weiss, 2014). Ilpu »toM B Poccum auarHoctuka
MUKPOCTIOPHINO30B Y YEJIOBEKa HUKOT1a HE MPOBOJMIIACH, U JAHHbBIE O POJIM 3TOM UPeKIuu B
kaptuHe CIIN]JIA poccuiickux manueHToB OTCYTCTBOBAJIN MTOJIHOCTBIO. JlaHHOE HCCIIeJOBAHUE,
IPOBEICHHOE COBMECTHO ¢ Menukamu HHpexnnoHHoi OonbHuIbl uMeHH boTkuHa u
AMepuKaHCKUMU KoJuteramu B pamke npoekra CRDF, Ob1710 MHHUIIMMPOBAHO YYaCTHBIIUMUCS
CIy4assMH OCTPOM M XPOHWYECKOM IHappen HeAcHOW sTthojornu y BUY-monoxuTenbHbIX
HalMeHToB ¢ HU3KUM TUTpoM CD4-T kieTok B KpoBU. MBI TPEANIOI0KHIHN, YTO 3TH CUMITOMBI
BBbI3BaHbl MHKpocnopuanozoM. BUY-upunupoBaHHble MAMEHTHl € AUAPPEsIMH HESCHOU
ATHOJIOTUU /Wi HU3KUM ypoBHeM CDA4-T nmumdounToB OBUIM NMPOBEPEHH HAa HAIWYHE
MUKpPOCTIOpUIUH B CTyne. MerogamMu THUCTOXMMHUU (OKpacka Ma3KOB TPUXPOMOM U
kanbkodmyopom) u [P (c momoursio mpaiimMepoB k TS u ¢nankupyrommm ygactkam MC u
bC p/IHK) mMukpocnopuann Obud UASHTU(UIMPOBAHbBI B 00pa3uax cryiaa 30 manueHToB U3
159 obcnenoBannbix (18,9%) (Puc. 3-32). Bkiax Kamaoro M3 METOAOB B JHATHOCTHKY U
ompeiesieHue BUOBOTO COCTaBa MUKpociopuauii mpueAcH B Tadmuie 3-5. CekBeHupoBaHue

aMIUTMKOHOB TIOKa3ayo, 4To Hamboinee pacnpocrpanén Buj E. intestinalis, BeiBnennsiii y 21
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naruenTa. E. cuniculi upentudunuposan y 3-X manueHToB. XapakTePHO, YTO B aMIUIMKOHAX
E. cuniculi ot pa3HbpIX manueHTOB BapbUpoBasio yucio nmoBTopoB 5’-GTTT-3" B ITS yuacTke
pAHK, koTopoe onpeaenser npuHauIexkHOCTh H3ousATa E. cuniculi k oqHOMY U3 3-X reHOTHITOB
(Didier et al., 1995). AMIUITHKOH OHOIO MAalMEHTa COACPIKAI 3 MOBTOPA, YTO XapaKTEPHO IS
reHoTHIIa |, a IBa IPYrUX aMIUIMKOHA COACPIKAIIH 110 2 IOBTOPA, YTO XapaKTEPHO JUIsi TEHOTUTIA
Il. E. hellem (renotun 1A) BbiZiesicH U3 OJJHOTO MaIKeHTa, a E. bieneusi (reaotun D) — u3 aByx
narenToB. Ammiukonsl p/IHK u3 2-x npyrux manmeHTOB ObUTM OIMHAKOBOTO pa3Mmepa ¢
ammuiukonamu  Encephalitozoon  spp.  (mpumepro 300 1mo), OOHAKO WX CHKBEHCHI
MPOIEMOHCTPUPOBAIM HHU3KYI0 TOMOJIOTHIO C KaKUMHU-IMOO cuKBeHcamu 3 ['eHOaHka. DTu
CHKBEHCHI JICTIOHMpOBaHbl moj uMeHamu Microsporidium sp. 1 (Ne GQ408914) wu
Microsporidium sp. 2 (Ne GQ408914). IlepBblii CHKBEHC BBISBISICT MaKCUMAJIbHYIO
rOMOJIOTHIO ¢ cukBeHcoM Larssonia obtusae (86%) u3 xomemoxn, Bropoii — ¢ Vairimorpha sp.
(84%) u3 yenryekpbuibix. B Tabmwuiie 3-6 mpeacraBieH CpaBHUTEIbHBIN HYKJICOTHIHBIN aHAIH3
HOBBIX CHKBEHCOB M MX OpTJIOroB u3 ['enOaHka. CTaTHCTHUYECKHUX JIOCTOBEPHBIX KOPEISIIMI
3apaxkeHust ¢ mojoMm, Bo3pactoM u cragued CIIWJla we BbIsIBIEHO, onHako BUY-
UHQUIMPOBAHHBIC TALMEHTHl JIEMOHCTPUPOBAIN CHIDKEHHOE KoimdectBo CD4+  T-
mumbountoB (<100x/mkia kposu) (P =0,0116) u motepro Beca (>10% OT UCXOIHOTO YPOBHS)
(P =0,0352) no cpaBHEHHUIO ¢ MAIUEHTAMH 0€3 MUKPOCIIOPHUINO03a.

B 1enom, pacnpocTpaHEHHOCTh 3apaKCHUS MUKPOCIIOPUAMSMH B 3TOM ITHJIOTHOM
UCCJIEIOBAaHUM COBIMAJaeT C TAaKOBOM B CTpaHaxX C OrPAaHMYCHHBIM NPUMECHEHHEM
AHTHPETPOBUPYCHON Tepamuu (cM. ccbutku B: Sokolova et al., 2011). Koppemnsuus
MHKpPOCIIOPH/I03a C TAKUMU CUMITOMaMHU Kak nmoHwkeHHbId TuTp CD4-TxieTok u moreps
Beca TaK)Ke COOTBETCTBYET MaHHbIM Jipyrux aBropos (Kotler, Orenstein, 1998). HeoxuaanHoi
ObuTa OoJiee BBICOKas pacmpocTpaHeHHOCTh E. intestinalis mo cpaBuenuto ¢ Enterocytozoon
bieneusi, oObiyHO HamboOee pacrmpocTpaHeHHOro Buaa cpenu BUY-uHUIIMpOBAHHBIX
narentoB ¢ aumappesmu (Didier, Weiss, 2006). Takke yHHKaIbHBIM OBIJIO BBISBICHUS
rerotumna |l Buga E. cuniculi, Hukoraa panblie He BeIIBIsIEMOro y rozei. Haubomee yacto y
mroneit Berpeuaercst renotun | (3 moBtopa 5°-GTTT-3°, BuepBbie BBIIENEH U3 KPOJUKA) U
rerotun Il (4 moBropa, BriepBbie BbiieneH u3 cobaku) (Didier et al., 1995). UenoBeueckue
uHdekuuu E. cuniculi cunTarorcs 300HO3HBIMH, a TeHOTHIT || paHee BBIIENSIN U3 MBIIICH,
KpBIC, JIUCHIl M JPYTUX JUKAX J>KUBOTHBIX. BO3MOXKHO, YTO KPBICHI, MOJJICPKUBAOIINE
BbICOKYI0 umuciieHHocTh B C.-IlerepOypre, Mornm ObBITh HCTOYHHMKOM 3apaxenus BUY-

UHQHUIMPOBAHHBIX JIIOCH.
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Tadauna 3-5. PacipocTpaneHHOCTh MUKPOCTIOPUANHA HACHTH(MUIINPOBAHHBIX PAa3IMIHBIMA METOAAMHU
B oOpa3nax cryia 159 nanuentoB ¢ BUY undeknueit

MeTon Yucio auarao3os (% ot 159)

IToJ10:KuTEIBbHBIE THATHO3BI IPH MCI0Jb30BAHUH 18 (11.3)
cBTOBOM MuKpockonus u I[P
Kanbkognop u IILP nonoxutensHble 3

E. cuniculi

E. hellem

E. intestinalis

E. bieneusi

E. cuniculi u E. intestinalis

Microsporidium sp. 1

Microsporidium sp. 2
Tpuxpom u [P nonoxxurensHbIe 4

E. cuniculi

E. hellem

E. intestinalis

E. bieneusi

E. cuniculiand E. intestinalis

Microsporidium sp. 1

Microsporidium sp. 2
Kamskodmop, Tpuxpowm u TP monoxurensHbIe 11

E. cuniculi

E. hellem

E. intestinalis

E. bieneusi

E. cuniculi u E. intestinalis

Microsporidium sp. 1

Microsporidium sp. 2

CaeToBasi MUKPOCKOTHS- OJIOKATEIbHbIE 2(1.3)

OO OO WOoOOo

QO OFrNEFO

OOk PFP OWOOo

o

Calcofluor White stain only

Modified Trichrome Blue stain only
Both stains 2
IIIP- moyIo:KuTEIbHBIE 10 (6.1)
E. cuniculi
E. hellem
E. intestinalis
E. bieneusi
E. cuniculi u E. intestinalis
Microsporidium sp. 12
Microsporidium sp. 2°
O0111ee YHCJI0 MOJT0KUTEIBHBIX IMATHO30B 30 (18.9)

PP OOOON

8 Henonnposan ['enbank, Ne GQ408913
b Henonuposan ['endank, Ne GQ408914
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Ta6muua 3-6. CpaBuenue cekBenupoBannoroydactka pPHK (ITS), Beiaenensoro u3 o6pasios
CTyJIa, ¢ CHKBEHCAMH, JCTTOHNPOBaHHBIMU B [ 'enbanke (query)

o o
Bunarnl e Mo
nanueHta ['enOanke [No3uuus nykneoruaa (qUery) 1 MOTHB CUKBEHCA
E. cuniculi 7641- 7801- 7809- 7813- 7817- 7821-
7644 7804 7912 7816 7820 7824
Query AL391737  TCGC GGAT GTTT GTTT GTTT GTGT
124 ***T % %k %k k % %k %k k % %k %k %k kk__ * %k %k %k
156 ***T 3k %k %k %k 3k %k %k %k 3%k %k %k %k kk__ % %k %k k
E. hellem 291-299
Query AF338367 TAG-CGACG
E. intestinalis 143-149
Query Y11611 GAGGATT
140 CQ408911  *****xC
152 CQ408912  *****C*

E. bienusi

E.cuniculi

2

C

Pucynok 3-20. /Ilnarnoctika MUKpocTiopuuii B oopasiax cryna BUY-uHQUIMpOBaHHBIX MMAI[EHTOB.
A. Okpacka TpuXpOMOM Ma3KoB cTyiia. CTperkn yKa3bIBalOT Ha CIOphl MEKpocnopuanii. B. Okpacka
kanekodiaopom (E. intestinalis, pedepentnsiii obpasen, kyastyp B THP-1). C. duddepenumanus
Enterocytozoon bienusi (ammmikon 500 no) vs. Encephalitozoon spp. (300 o) ¢ nomorusto TP ¢ MSP
npaiimepamu. D. Bepudukanus undeximu B IM: Criopa E. bienusi u3 dexansapix 00pasios. Ctpenka
YKa3bIBaeT Ha BUTKH IOJIIPHOM TPYOKH, PacIIOIOKEHHBIE B HECKOJIBKO PSIIOB, XapaKTepHbII NpU3HaK
criopsl E. bienusi. Macmura0, 1 Mxm.

B xone nanHoro uccienoBanus Brepssie ucnbitana Texnonorus FTA® (Whatman FTA

technology http://www.whatman.com/) s c6opa, apXuBUpOBaHHS K MOJICKYJISIPHOTO aHAIH3a

JHK wmukpocnopumuii u3 o0pas3moB cTynda. OJTa «OyMaxKHas» TEXHOJOTUH CHEIHATBHO

pa3paboTaHa W BHEJIpPEHAa B TMPAKTHKY, YTOOBI OOJIETYUTH COOp, MEPEBO3KY M OUYHUCTKY
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HYKJICMHOBBIX KHCJIOT U3 Pa3IMYHBIX OMOJOTMYECKHX CYOCTaHIIMH, BKITIOYAst 00pa3ilbl KPOBU
u kaia (Jaravata et al., 2006). /laHHy O TEXHOJIOTHIO YK€ YCIECIITHO UCTIOIBb30BaJIH JJIsl aHAIH3a
JHK BupycoB, 6akTepuii, OJHOKIETOUYHBIX ¥ MHOTOKJIETOYHBIX Mapa3zuToB. MeToxa mokazai
XOPOIIHE PE3YJIbTAThl IPU TeHOTUITMPOBAHNH OPTaHU3MOB, B YaCTHOCTH, TIPU aHAJIN3E CaliTOB
€MHUYHOrO HyKJIeoTHaHOro nonumopdusma (SNPS) B pazHOOOpa3HBIX MOMYISIITUOHHBIX U
SMHUIEMHOIOTUYECKUX HcchenoBaHusx (cM. ccbuiku CokosoBa u jp., 2011). CrernuanbHo
obpaboTtanHas QuibTpoBambHas Oymara ObICTpO 3axBaThiBaeT W ctabummsupyer JHK, uro
MO3BOJISIET JUIUTENbHOE BpeMsa xpaHuTh 3Ty JHK npu komuHatHoi Temnepatype. Cuurtaercs,
yro nipu ancopoupoBanun JIHK Ha FTA-KapTOUKHM ynansercst 3HAYUTEIBHOE KOJIUYECTBO
unruoutopos TP (Mullen et al., 2009). 3ToT MeTon yCHEMIHO MPUMEHEH MPU U3YYCHUU
pacmpocTpaHeHHMss W TI'eHETH4YecKoil BapuabenbHocTH  Mukpocmopuauu — Kneallhazia
(=Thelohania) solenopsae u3 xonounwuii Solenopsis invicta 8 Texace, CIIIA (Snowden et al.,
2002). PaboTa aMepHMKaHCKHX Y4YCHBIX, MPOBEJACHHAs HAa HACEKOMBIX, TaK K€, KaK U Hallle
uccienoBanue, nokaspiBaer, uro JHK Mukpocnopunuit xopomo ancopoupyercst Ha FTA
KapTouku, U FTA-MeTon MoKeT OBITh HCIIOJIb30BaH B KIMHIMUECKUX U TTOJIEBBIX YCIOBUSX JUIS
BBIJICJICHUS] U XPAaHCHUsI TCHETUYECKOT0 MaTepuaia MUKpocrnopuauii. B Hamewm ciyuae, JIHK
MUKPOCIIOPHIUI ycrienHo amiuinduiupoBana B 6 u3 50 oOpa3ioB CTyia, HAaHECEHHBIX Ha
crienuanbHO 00paboTanHylo (uabTpoBambHyto Oymary (FTA-Cards, Whatman Inc.
FlorhamPark, NJ, USA). Ammummkonsl (dpparmentsl reHa pubocomanbhoit PHK) Obuin
IPOYMTAHBI IPSIMBIM CEeKBeHHpOBaHueM. Buasl Mukpocnopuauii — E. intestinalis, E. cuniculi,
E. hellem u Enterocytozoon bieneusi naentudunuposatsl B I'eHOaHKE ¢ TOMOIIBIO IPOrPAMMBI
NCBI BLAST. Meron ummobunuzaruu JHK nHa QuibtpoBansHoit Oymare ocoO€HHO
NEPCIEKTHBEH IS AMHIEMHOJIOTHYECKHX W IOMYJISIUOHHO-TIONIEBBIX HCCIIEIOBaHUH,
TpeOYyIOUIMX TE€HOTUIHMPOBAHUS BHMJOB M H30JIATOB MHUKpocnopuauii. B To ke Bpewms,
pe3yNbTaThl IPUMEHEHUs «OyMakHOTO» U cTanaapTHoro [1L[P He Bcerna coBnanamu. [Ipnunna
TAKOTO HECOOTBETCBHs TpPeOyeT MOMOJHHUTEIHHOTO aHajdh3a M TPOBEICHHS CIIEIHATBHBIX
uccnenoBanuii. be3 coMHeHHs, «OyMakHas» TEXHOJOTHS MOXKET pacCMaTpUBATBhCS Kak
NEePCHEKTUBHBIN METO U1l UASHTU(DUKALMU MUKPOCIIOPHINO30B YEIOBEKa, OIHAKO BBEJICHHUE
ATOM TEXHOJIOTUH B PYTUHHYIO KIMHUYECKYIO MPAKTHKY TpeOyeT JaibHeiieil paboTel mo ee
ontumusarmu (Cokososa u ap., 2011; Sokolova et al., 2011).

B nenom, usydenuwe OnopazHOOOpa3usi MUKPOCHOPUAWNA U CPaBHUTENBHBIN aHaIU3
BUJIOB, IAPA3UTUPYIOIINX B OE€CIIO3BOHOYHBIX M TTO3BOHOYHBIX, TO3BOJIMIIN IT0KA3aTh, YTO POJIb
MHUKPOCIIOPUJIMI KaK Mapa3uTOB YeJOBEeKa He CiIuIKoM Benuka. OHa omnpezaensercs
OMITOPTYHUYTUIECKON MPUPOIOH MUKpocTiopuanii. [Ipu 3TOM prCK MUKPOCTIOPHINO30B ISt

J'[I-O)I@ﬁ C BPOKICHHbBIMH, HpI/IO6p€T€HHBIMI/I HJIM  KOHCTUTYLHHMOHAJIbHBIMU )Ie(beKTaMI/I
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UMMYHHUTETA HEJb3s HEIOOIIEHHBATh, OCOOCHHO YYUTHIBAs TPUPOJHYIO 09aroBOCTh HH(EKIINU
U TIOCTOSIHHOE (TIPOTIOPLMOHATIBHOE YyCIeXaM MEIUIMHBI) pPACHIMPeHHe TPYMI PUCKA.
[IpoBenenHOE aBTOPOM BBIsABICHHE MHUKpocnopuanii y BUY-undunmpoBaHHbIX NalMeHTOB
bonsuunel um. borkuna B CII6 moarBepkaaeT 3TO MOJIOKEHUE.

Ilpoucxorcoenue u  unozenemuueckue cea3u  6U008  MUKPOCHOPUOUIL,
napazumupyrlouiux y menaoKpoeHuIX dcueomuvlx. Bcero y denoBeka 3a BCIO HCTOPHUIO
W3YYCHUS BBISBICHO 14 BHIIOB MHUKPOCHOPHIMNA, OOJBIIUHCTBO — €IUHUYHBIC HAXOIKU Y
arofel ¢ moHMKeHHBIM MMMyHHTeTOM (Tabmuima 3-7). Tombko 4 BHAa MHUKPOCIOPHIHIA,
OTHOCSIIHECS K 2-M pOJiaM, MOTYT CUMUTAThCS €CTECTBEHHBIMHU Mapa3uTaMy MJICKOITUTAFOIINX
U yesioBeka (Kak Hanbosiee u3ydeHHOro npejacraBuTens kiracca Mammalia): Enterocytotozoon
bieneusi, Encephalitozoon cuniculi, Enc. intestinalis u Enc. hellem. Bce stu Buabl cuurarorces
300HO3HBIMU WH(PEKIMOHHBIMU areHTaMH M TPEACTaBISIFOT COOOH yrpo3y JUisl JIKOJEH,
0COOEHHO ¢ OCIA0JICHHOM M0 Pa3IMYHBIM IPUYMHAM UMYHHOW CHUCTEMOM, B TOM YHUCIE IS
JeTell W MOKWIIBIX JIO/IeH, OCOOCHHO B SMUJAEMHOJOTHYECKH HEOJIaromoydHblX paioHax.
Jlpyrue BUIBI MUKPOCTIOPHINH, OOBIYHO TTAPa3UThl YWICHHUCTOHOTHX, CITYYaiHbI M BBISBIISIOTCS
y JIFOJICH ¢ HapyIICHUSIMU UMMYHUTeTa. B TO ke Bpemsi, HAXOJKU 3TUX CIy4YaillHbIX BHJIOB
MOYKHO WHTEPIPETHUPOBATh KaK IOCIIEAOBATCIbHBIC 3TAIlbl aJaNnTallii MHKPOCIIOPUINA K
napasuTu3My B MICKOmHTAROMUX: (1) OT TPaH3UTHBIX CHKBEHCOB MHUKPOCIIOPHINN
WICHWCTOHOTHX, BbIBIEHHBIX B cryne OosbHbIX CIIMlom (Sokolova et al., 2011), (2)
UH(EKIUAM KOKH M TOACTHIAIONINX TKaHeH, BbI3BaHHBIX Microsporidium sp. (u3 rpyrmibi
Endoreticulatus) u Tubulinosema spp. y mamueHToB ¢ OCIa0JE€HHBIM HMMYHHTETOM, (3)
paszBututo Vittaforma spp. B MMMYHHO-ITPUBHIICTMPOBAHHBIX HUIIIAX THUTIA POTOBHUIIBI IU1a3a; (4)
MOPAXCHUIO MBI MHUKPOCIIOHIUSIMHU-«KyHUBepcaaaMuy, Tuma Trachipleistophora spp. u
Anncaliia spp., (5) k cneuuan3upoBaHHbIM HHpEKIUsIM druTenust kumeunuka (E. bieneusi) u
(6) cucTeMHOMY MHKpPOCIIOPHINO3Y, BbI3biBaeMoMy Encephalitozoon spp. (Ta6muma 3-7). E.
bieneusi, nHambosiee pacmpoOCTpPaHEHHBIA BHJ MHKPOCIOPHIHA YeIOBEKa, 3BOJIOLMOHHO
CBSI3aHHBIH C MOPCKMMH DPaKOOOpa3HBIMH W pBIOAMH, TIepelien K Iapa3suTHPOBAHUIO B
KUIICYHUKE MJICKOITUTAIOIINX, CKopee Bcero, yepe3 nuiiesbie mnenu (Stentiford et al., 2016).
Bcee ocranpHble BUABI MUKPOCHOPHAWHM, OOHApy>KEHHbIE Yy YEJIOBEKa, BEIyT CBOE
MPOUCXOXJICHUE WU POJCTBEHHBI MHKPOCHOPUAMSIM HACEKOMBIX. lloTeHInanbHbIC
UCTOYHUKA  MHUKPOCIIOPUIUAIBHBIX ~ WH(PEKIHUHA  YeloBeKa, BO3MOXKHO, CBSI3aHBI C
«YHUBEPCATBHBIMUY» TApa3sUTaMH HACEKOMBIX C IIUPOKUM CIEKTPOM XO3sieB M TIpe-
aJaNTUPOBAHHBIX K BBICOKUM TeMIiepaTypam (Harpumep, JUYUHKA KOMapoB, Pa3BUBAIOLITUECS
B MUHHU-BOJIOEMaX IPH BBICOKOW TEMIIEpaType), a TAKXKE C THIIEPIIapa3suTaMy MICKOITUTAFOIINX

U UX pOACTBEHHUKaMHU. JampHeHIne uccie10BaHusl MUKPOCTIOPUIUI B IPEACTABUTENSIX
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Tabauua 3-7. MUKPOCTIOPH/IMH, BBISIBJIEHHBIE Y JIFOJIEH, UX POACTBEHHBIE CBS3U W TPYIIIEI X0359€B!

Cucremarnuec- | bawkailimme poacTBeHHMKH
TkaneBas KOe I10JI0KeHne (% cxoactBa MCp/IHK),
I'ensl 1 poasl
CHeIll/I(l)l/I‘lHOCTb €CTECTBECHHOI'O CUCTEMATHYECCKOE IMOJOKCHUE
X03sIMHA HX X0351€B
Encephalitozoon Mockfordia xanthocaecilliae
E. cuniculi Mos3r, KKT, Mammalia, (79-81%)?, Insects, Psocoptera
JIFICCEMHUH. Aves, Reptilia E .romaleae (93-96%), Insecta,
E. hellem JIMCCEMUH. Orthoptera; E. lacertae, E.
E. intestinalis KT, xKemd. my3sIph, pogonae® (96-98%), Reptilia
OYKa, rias
Enterocytozoon Paranucleospora theridion
E. bieneusi XKk, xemu. my3sipb, | Mammalia (82%), Crustacea, Copepoda,
MOYKa, IJ1a3 Actinopterygii
En.hepatopenaei (84%),
Crustacea: Decapoda
Nucleospora salmonis (80%),
Actinopterygii
Anncaliia ..
A. vesicularum Koska, rimas, mermisn, | Insecta (A.a); Annca“!a SPp. (97-99%), ]
A. algerae nuccemuH. (A.C) Primates (A.v Insecta: Diptera, C_oleoptera,
' : e " Crustacea: Amphipoda;
A. connori Ac)

Tubulinosema

Tubulinosema spp. (99%),

T. acridophagus Meimmsn, auccemud. | Insecta, Insecta: Diptera, Lepidoptera,
Primates Coleoptera, Hymenoptera,
Orthoptera
Trachipleistaphora T.extenrec (98%), Mammalia,
T. hominis I'11a3, MBITIIIET HewussecrHa; exp. infection in insects;

T. anthropopthera

I'nma3z,
MO3T, JUCCEMHUH.

Okcr.3apxk:Inse
cta

Vavraiaculicis (97%), V.
oncoperae (96%), Insecta:
Diptera, Lepidoptera

Vittaforma Endoreticulatus spp. (89%),

V. corneae I'nma3 Hewussectaa Cystosporogenus sp.(98%),
DKCIL.3apK: Insecta: Lepidoptera,
Mammalia Coleoptera, Orthoptera

Endoreticulatus group Endoreticulatus spp. (83-91%),

Microsporidium sp. MBbIiip! HewusBecTHa Insecta: Lepidoptera

Gl st Pleistophora s

P. ronneafiei* MBI HeusBectHa ACtino?)terygiri)p.,

Pleistophora sp.* HewnsBectHa

N?Zimzmm* | a3 !/IJLGH’I'H(I)HKall,l/lﬂ BbI3bIBacT comHeHus (V. corneae?)

" p— QJ'ICKT})OHH‘dﬂ MHKPOCKOIIUS 1 MOJICKYJIAAPHBIC
Microsporidium ) o
M. africanus* Tnas NAaHHBIC OTCYTCTBYIOT.

M. ceilonenesis*

Ucrounnxu: Cali, Takvorian, 2003; Cali et al., 1998, 2005; Cheney et al., 2000; Docker et al., 1997; Franzen
etal., 2006a, 2006b; Koudela et al., 1998; Lange et al., 2009; Nylund et al., 2010; Pilarska et al., 2015; Plischuk
et al., 2015; Richter et al., 2013; Sokolova et al., 2007, 2010, 2016; Suankratay et al., 2012; Tokarev et al.,
2017; Tourtip et al., 2009; Véavra et al., 2006, 2011; Weiss, 2014. 2 Ccouikn cm. B: Cokonosa, 2015.
*MOJIeKyJ'ISIpHLIC JAaHHBIC OTCYTCTBYIOT; COKpaIlCHUA: NUCCEMHH., JUCCECMUHHUPYIONIAA I/IH(i)eKLII/IH; JKEJI4.
ITy3bIPb, KEITUHBIN My3bIPh; XKKT, )K€y I0YHO-KUIIEYHbINA TPAKT.

154



otpsinoB Psocoptera, Phthiraptera u poacTBeHHBIX WM Trpynmax, a TakXke B JApPYTux
HKTOIAPAZUTUIECKUX U KPOBOCOCYIIMX HACEKOMBIX (OJI0XH, TOCTENbHBIE KIIOIBI, IBYKPBUIbIC
U remaroaru-uenyekpbuibie) 1 B ACaring, yKaxyT Ha KOHKDPETHBIC apa3HTO-XO3SUHHBIC
CHCTEMBbI, CIIY)KUBIINE MCTOYHHKAMHU II€PEX0Aa MHUKPOCIOPHINM K Tapa3suTHU3My B
TETJIOKPOBHBIX )KUBOTHBIX, & TAK)KE HA BO3MOKHBIE PUCKH 3apakeHHs. TOJIBKO MpeCcTaBUTEIN
pomna Encephalitozoon u E. bieneusi cymenu mnpeomoneTb TeMIEpaTypHbId Oapbep u
rYMOpPaJIbHbII IMMYHUTET — JIBa IIEHTPAIBHBIX (DAKTOPA, CACPKUBAIOIIUX PACIPOCTPAHCHUE
MUKpocropuauii y TertokpoBHbix (Sokolova, 2015; Sokolova et al., 2010; Stentiford et al.,
2016).

3.5 3ak/10uenue no riaase 3

Ha ocHoBe u3yueHust yabTpacTpykTyphl Gojee 20 BHJIOB MHUKpPOCIOPUAMMN, BKIIOYAs
JBYX IpejctaBuTeneil 0azanpHoi rpymnmbl Metchnikovellidae, a takxe Paramicrosporidium
sp.  (Rozellamycota), mpomeMOHCTpHpOBaHAa  CTPYKTypHas  TIOMOJIOTHMs ~ OpTaHelll,
NPEACTAaBISIOMUX €000l Mogudukanuu anmapara [OJbIKH: WHBA3UOHHOW TpPyOKH
NapaMUKPOCIIOPUINM, MaHyOpHUymMa MEUHUKOBEIUIMJ UM  LEHTPAJIbHOTO KOMIIOHEHTa
SKCTPY3UBHOI'O ammapara BBICHIMX MHUKPOCHOPUIMN — TOJSIpHOW TpYyOKH, OCHOBHOIA
cuHaroMopduu, oOeCTeUYHnBIICH IIUPOKOE PACIPOCTPAHEHHE MHUKPOCHIOPHIUN  Kak
BHYTPHUKIIETOYHBIX IMapa3UTOB MOYTH BCEX TPYII OMIATepaIbHBIX >KUBOTHBIX. M3ydeHHBIC
BUIbI MIPUHAUIEKAT KO BCEM IMATH U3BECTHBIM (PMIIOTEHETHYECKUM IpyMIaM (CyrnepKiagam)
tuna Microsporidia ¥ mapa3uTUPYIOT B Pa3IMUHBIX TKaHIX OECIIO3BOHOYHBIX M MO3BOHOYHBIX
X0351€B, OOUTAIOIIMX B Pa3HOOOPA3HBIX CYXOIMYTHBIX M BOAHBIX MecTooOuTanusix (Puc. I13-7).
AHanu3 MHOrooOpasusi HW3Y4YEHHBIX MPUPOAHBIX (OPM TMO3BOJMI OLIEHUTH pa3Max
BapHabeNbHOCTH KJIETOYHOW OpraHu3allid M BBIABUTH MOP(OJOTHYECKUE KOPPEATHI
BUJ000pa30BaHUsl BHYTPU OTIENbHBIX TIpynn Mukpocrnopuauil. IlomydyeHHble aHHBIE
JEMOHCTPHUPYIOT, YTO IWBEPCU(UKALINS MUKPOCTIOPUINH, KaK M APYTHX IMapa3uToOB, B IIEJIOM
cienyer 3a AuBepcudukanmeil Xo3sieB, a HampaBieHHs] MPUCIOCOOUTEIHHONW 3BOJIOLUU B
U3YyYEHHBIX TaKcoHaX ompenenstorcs (1) TUIMOM mapa3suTUpyeMoil TKaHu, T.e. pa3iIMuYHbIC
NPU3HAKU YIBTPACTPYKTYPHI U MATOTe€HEe3a PEalMU3yIOTCsl B 3aBUCUMOCTH OT JIOKAJIM3ALUU B
SMUTENMH KUIICYHHWKA, B €r0 MPHUAATKaX, MyCKyJaType, aJulonuTax Wid Makpodarax; (2)
KU3HEHHBIMH IIUKJIAMH M SKOJOTHYECKHUMH MPEAMOYTCHUSIMHU X03IWHA, KOTOPhIE MOTYT OBITh
CBSI3aHBl C HAJMYUMEM MPOMEXKYTOYHOTO XO35MHA, (POPMUPOBAHUEM CIIOp Pa3IMYHOIO
CTpOEHUs, yepeoBaHMEM MOP(OTUIIOB CHOpP M THUIOB pa3BUTUs; U (3) MecTooOUTaHHEM
X035IMHa — TaK JJIs apa3uTOB BCECBETHO pacHpoCcTpaHEHHBIX Mopckux Decapoda xapakTepHo
(OpMHpOBAHNE «KIMHOBY» IOCTENIEHHO H3MEHSIOIUXCA BHUAOB €O C€1a00 BBIPAKEHHBIMU

MOp(pO.HOI‘I/IquKI/IMI/I U TCHCTUYCCKUMU Pa3JIMIUAMU. BBII[GJICHI/IC " XapakKTepusanuss HOBOI'O
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Buaa poaa Encephalitozoon u3 aramsr (Sokolova et al., 2016), ananu3 pacnpocTpaHEHHOCTH
MUKPOCTIOPHIIUI Y PENTHIMH U H3ydeHHEe (UIOTEHETHYECKHX CBS3eH ONMHMCAHHOTO BUAA C
JIpyruMu TipencTaBuTensiMu pona Encephalitozoon, k koTopoMy mpHHaAIEKAT MPAKTHYESCKU
3HAYMMBbIE ITapa3uThl CEILCKOXO03MCTBEHHBIX KUBOTHBIX U uesoBeka (E. cuniculum, E. hellem
u E. intestinalis), mokasano apesBHue KopHH mapasuTupoBaHus poxa Encephalitozoon y
MO3BOHOYHBIX JKMBOTHBIX, B OTJIMYHE OT BCEX JPYIHX POJOB MHKPOCIIOPUIHIA,
(HIOTEHETHYECKU CBSI3aHHBIX C OECIIO3BOHOYHBIMU XO035ICBAMH.

BrnepBeie mnpoBeneHa HIACHTH(PUKALMIO MHKPOCIOPUIMH dYeiaoBeka B Poccuu Ha
HEOOJIBIION AKcIepuMeHTanbHOl rpynne BUY-uHQUIIMPOBaHHBIX MAIMEHTOB W ITOJIY4YEHBI
HOBBIC pE3yJbTaThl 110 OHMOPA3HOOOpA3UI0 MHUKPOCIOPUAMN uelloBeKa. Bo3Oyaurenu
MHKpPOCIIOPHIO30B YEJIIOBEKA HKOJOIMYECKH W JBOJIONMOHHO CBSI3aHBI C  BHJAMHU,
NapasUTHPYIONUMU B JKHBOTHBIX, ¥ MIMEHHO aHAIN3y 3TUX CBs3el ObLIa MOCBSAIIEHA CEpHUs
TEOPETHUYECKHUX pabOT aBTOPA, BBIBOJIBI U3 KOTOPHIX HU3JIOKEHBI B TIOCIICAHEM Pa3/ieiie IIaBbI.

W3yueHune yabTPacTPyKTYphl, >KU3HEHHBIX IIMKJIOB M MOJCKYISPHOW (UIOTCHUH
pa3HoOOpa3HbIX BUAOB HE TOJBKO PACIIMPHUIO 3HAHUSA O IUTOJIOTHH MHUKPOCIOPHIUN |
M0Ka3aJ10 pa3Hoo0pa3ue U 0OTHOBPEMEHO €AMHCTBO UX KJICTOUYHON OpraHU3aliH, HO ¥ IOMOTJIO
copMyIHPOBATH 3a1a4H IS JalbHEHITNX UccaenoBanmii. Kakue ske 0COOEHHOCTH KIICTOYHOM
OpraHHU3aluH U OMOJIOTHH «BBICIINX)» MUKPOCIIOPHIUI OMTPEACITHIN UX SBOJIFOIIMOHHBIN yCIeX
u 0oJiee MIMPOKOE pacrpocTpaHEeHUEe Cpear OeCIO3BOHOYHBIX JKUBOTHBIX MO CPABHEHUIO C
MHOTOYHMCIICHHBIMH KJIaJlaMH POACTBeHHBIX Cryptomycota W 0a3ajibHBIX MHKPOCTIOPHIHMA,
npe/ICTaBICHHBIMU B HacTosIee BpeMst Paramicroaporidium, Nucleophaga, Mitosporidium u
MEUHUKOBEIUTHIAaMH? YHUKAIbHBIM MOJICKYJISPHBIM ©  OMOXMMHYECKHM  aJanTarusM
MHUKPOCIIOPH/IUI MOCBSIIEHO MHOXKeCTBO crareit u 0030poB (Williams et al., 2014), oxnako
MHOTH€ MOMEHTBI OCTAIOTCSI HESICHBIMU, H €Ille OOJIbIIe CYOKIICTOYHBIX a/IallTallkid, BEPOSITHO,
NPEJCTOUT OTKPBITh ¥ U3y4nTh. Ha OCHOBaHMM M3y4eHUs: MOP(HOJIOTHH U KIETOUYHOM OUOJIOTHH
MHUKPOCIOPH/INI, YaCTHYHO TMPEACTABICHHBIX B O3TOW TIJaBe, MOKHO BBIACIUTH JIBE
NPUHIUIAAIBHBIX ~ MPHYHAHBI  YCIEMIHOCTH  MHKPOCHOPHIWI.  DTO,  BO-TIEPBBIX,
YCOBEPIICHCTBOBAHKUE CIOCO0A 3apakeHHsl KIETKH C TIOMOIIBIO armapara 3KCTPY3WH, B
KOTOPOM IIEHTPAJbHYIO POJIb UTPAET MOJSIpHAs TPYOKa, COCTOSINAs U3 YHUKAJIbHBIX OCIIKOB,
CIOCOOHBIX K caMocOOpKe. BO-BTOPBIX, ¢ TOYKU 3pEHHSI Mapa3uTO-XO3IUHHBIX OTHOIICHUH,
YCHENHOCTh MHKPOCIIOPHU/IMI KaK MapasuTOB CBs3aHA CO CIIOCOOHOCTHIO MOIYJIHUPOBATH
KJICTOYHBIH IIUKJI X035MHA, B YACTHOCTH, IIPOTUBOJICHCTBYS €CTECTBEHHBIM poIieccaM rubenu
KJICTKH-X035IMHA, & TAK)KE CIOCOOHOCTH pa3BUBATHCS B (arolUTUPYIOMIUX KieTKaX. IMEHHO
CIMOCOOHOCTh MHIYIIMPOBATH (HaronuTO3 U Pa3MHOKATHCSA B (harommrax MmoMoria mpeakaMu

Encephalitozoon mepeiith Kk mapa3sUTHPOBAaHHMIO B  TCIUIOKPOBHBIX. B CcB3m ¢
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BBIICYIIOMSAHYTBIM, B HAalIMX 3KCIEPUMEHTAJIBHBIX MCCIEIOBAHUAX Mbl CHOKYCHPOBAIN
YCUJIMS HA U3YYEHUH CEKPETOPHOU CHUCTEMbBI MUKPOCIIOPUINH, HEIIOCPEACTBEHHO CBA3aHHOMU C
dopMupoBaHHEM ammapaTa JKCTPY3MHM, a Takke Ha (EHOMEHE WHTHOMPOBAHUSA
MUKPOCIIOPHIUSAMHU AallONTO3HOIO KacKaJa KIIETKM XO35MHA, OJHOW M3 CaMbIX IPEBHUX

3alllUTHBIX KJIICTOYHBIX peaKuHﬁ. OTIM BOIIpoCaM IIOCBAIICHBL 4-as v 5-as ry1aBEI AUCCEPpTAllN.
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I'JTABA 4. AIITIAPAT I'OJIBJKU A CEKPETOPHBIA TPAHCIIOPT
MHUKPOCIIOPUIUN

4.1 Oco0GeHHOCTH CTPYKTYPHO-()YHKIMOHAJIBHOMH OPraHU3aliy anmnapara
I'0J1bAKN MHKPOCTIOPUAN 110 CPABHEHHUIO C IPYTUMH 3YKApHOTaMH

Ammapar I'onsmku (Al') perynmupyeT nmporeccsl cekpeTopHoro TpancropTa. B Al 6enku
U JIUIHJIBI COPTUPYIOTCS M MOJBEPraroTCs MOCT-TPAHCISIMOHHONW MOAM(UKALNY, TJIAaBHBIM
00pa3oM, TIIMKO3HIMPOBAHUIO CIICITU(PHUUSCKUMHE TIIMKO3K,1a3aMu U TpaHcdepasamu (Rothman,
1994). Paznenenue AByX MEMOPaHHBIX JOMEHOB — SHIOILUIa3MaTH4YeCKOro peTukyiayma (OP) u
€ro 4acTH, JIepHON 000J0uYKH, U MIazMaTudyeckoir memOpans! (IIM), oTinruaeT sykapuoT OT
NpoKapuoTa, W mepBUYHAsA (yHKIUS [ONbIKM Kak pa3 W COCTOMT B TOAJEPKAHHH
xumuuaeckoro cocrasa [IM (Schekman, 1994). Pa3nenenue MeMOpaHHBIX JJOMEHOB ITPOU30IILIO
B MPOIIECCE IBOIIOLUHU MPEAKOBON (OPMBI 3yOaKTEPHil, TPEANOI0KUTEIHHO AKTHHOOAKTEPHUIA,
CIIOCOOHBIX TPOU3BOJIUTH CTEPOJIbI (YTO OOECIeUnsIo CIocoOHOCTh K darorpodun), B
AYKaPHOTHYECKYIO KJIETKY M TOTPeOOBaJO pPa3BUTHUS MEPEXOJHON CHUCTEMbI MeMOpaH s
TpaHCcIopTa OEJIKOB | JIMIIKIOB OT caiiToB ux ouorenesa (OP) k [IM (Becker, Melkonian, 1996;
Mowbrey, Dacks, 2009). IIpeamonaraercsi, uto Al yke NPUCYTCTBOBaT B KJICTKE
TUIOTETUYECKOr0 O0Iero MpeaKa SYKapuoT U, CKOpee BCEro, MMEeTcsi B KJIeTKaxX BCeX
CYIIECTBYIOIINX JYKAPHOTHUECKUX OpraHu3MoB. AHanu3 Mopdonorud Al' y HbIHE KUBYIIHX
NPEICTaBUTENICH PAa3IMYHBIX TaKCOHOB TOBOPUT B TOJIb3Y TOTO, YTO TMpenkoBeid Al Obu1
opranu3oBaH B BHJEe cTomok (“stacks”) mucrepH I'onbmku, OKpYXEHHBIX MeMOpPaHHBIMU
MEIIOYKaMH U ITy3bIpbKaMH, MOT00HBIX JUKTHOCOMAM KJIETOK COBPEMEHHBIX MJIEKOITUTAIOIIUX
u pacteHuil. B mpouecce npucnocoOuTenbHOM 3Boonnn Mopdororus Al B HEpoICTBEHHBIX
KJIajax 3ykapuoT MeHsuiach HesaBucumo (Dacks, Doolittle, 2001; Mowbrey, Dacks, 2009).
Takum oOpa3oM, CTPyKTypHas opraHu3anus [OoipIKM B KIETKaX JYKapHUOTHUYECKUX
OpPraHU3MOB pa3HBIX TPYII BECbMa pPa3HOOOpa3Ha M ONpeAessaTcs, B IEPBYIO OYepesb,
HKOJIOTMYECKUMHU MOTPEOHOCTSIMH OpraHu3MoB. OcoOeHHO HarjisgHO 3TO pa3HooOpaszue
MOHO MPOCIICNTh Ha IPUMEPE Pa3uuHbIX rpymm npotuctos (Tadum. 2-1, Puc. 2-1) (Becker,
Melkonian, 1996; Dacks et al., 2003; Dacks, Doolittle, 2001; Mowbrey, Dacks, 2009;
Sokolova, Mironov, 2008; CokoinoBa u ap., 2007).

Y MuUKpoCHOpHUIMI Tak e, KaKk W Yy MPEACTaBUTENEH MHOIMX TpyNH 3YKapHoT,
HampuMep, y JApOXoKel Saccharomyces cerevisiae u Apyrux HEXHTPUIMEBBIX TPHOOB,
OTCYTCTBYET «CTaKoBas» opraHu3anus [ onbmpku. BakHO OTMETHUTH, YTO €€ OTCYTCTBHE HE
MEILIAET, B YACTHOCTH, APOKKAM, UMETh CXOAHbIE C KJIETKAMU MJICKOIUTAIOIINUX MEXaHU3MBI
BHYTpHUKJIeTOYHOr0o TpaHcmopra (Beznoussenko et al., 2016; Morin-Ganet et al., 1998;
Rambourg et al., 1995; Rambourg et al., 2001).
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OPISTHOKONTA

Choanomonada\ Glaucophyta

Fungi

PLANTA
Metazoa

Chloropiastida

Rhodophyceae
“H 29
exmpﬂ‘ﬂmm R Apicomplexa CHROMALVEOLATA
N\
Microsporidia= Dinozoa Alveolaiu
Chytridiomyce A Ciliophora
Radiolaria Stramenopiles
RHIZARIA A \ bpe” - -
Cercozoa . e ﬁ [ Retortamonadida ]
Mastigamoebae ‘Parabasalia
@ ﬁ Euglenozoa Euglenida ESCAVATA
Entamoebidae Pelomyxa | N Kinetoplastida
Eumycetozoa N | Heterolobosea |
[ Oxymonadida |
AMOEBOZOA TrimastisL- — —
EUBACTERIA
ARCHEA

Pucynok 4.1. Kmagorpamma (Adl et al., 2005) orpakaeT KOHLEMIIHIO MOHO(MHICTHYIECKOTO
NPOUCXOXKJICHHS JyKApUOTHUECKOW KIETKH OT MPOKAPHOTHYECKOH U PACXOKICHHUE OCHOBHBIX
BeTBeil sykapuoT. Hambosee BeposiTHble MO3UIMK KOPHs (£ ): OCHOBaHHUS BETBEH, BEIYIIMX K
knazam Parabasalia/Diplomonada u Opisthokonta. TakcoHBI, y KOTOPBIX OTCYTCTBYET CTaKoOBas
opranmzaiu  [ompmxu — ( @ ), oOBeneHBl HeNpephIBHOM JuHHEH. buoxumuyeckue,
VIBTPACTPYKTYpHBIE WIIM MOJICKYJISIpHBIC CBHJETENbcTBA Hanmnuuss Al momydeHwl JUisi Beex
TaKCOHOB, 3a HUCKIoYeHHeM Retortamonada wu Oxymonada (mpepsiBUCTas —JIMHHEH).
[Ipeamonaraercs, yTo OOUIMKA MPeNoK dYKapuoT obnazan aukTnocomamu ['onpmxu. B mponecce

sBoronun Al™ m3mMeHs1 MOPGhOJIOTHIO TI0 KpalfHEeH Mepe IITh pa3 (MIePeUEPKHYTHIE «CTOIIKHY).

VY mpocreitmux pomoB Mastigamoeba (Pelobionts), Negleria (Heterolobosea), Entamoeba

(Entamoebids), Giardia (Diplomonadida), Chilomastix (Retortamonadida) (Dacks, Field,
2007; Ghosh et al., 2000; Lujan et al., 1995; Lujan, Touz, 2003; Manning-Cela et al., 2003;

Marti, et al., 2003) craku nucreps ['onbmku Takxke orcyrcTBytoT (Taom. [14-1, Puc. 4-1), uro

B CBOE BpeMsl, Hapsily C OTCYTCTBUEM MHUTOXOHIPUM, CTANO JOMOIHUTEIbHBIM apI'YMEHTOM B

noJib3y «apxeo3oinoi runore3br» (Cavalier-Smith, 1993; Corliss, 1994; Vossbrinck et al.,
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1987). PyTuHHBIH yIbTPaCTPYKTYPHBIN aHAIH3 HE MO3BOJISUT OJHO3HAYHO HUACHTH(HUIIMPOBATH
KOMIOHEHTbI Al' y MEpOHTOB — paHHHX MPOIU(EpPaTUBHBIX CTaIuil MHUKpocmopuauid. o
HalIUX UCCIIEIOBAHUN «IIPUMWTHUBHBIM BE3UKYJIPHBIN anmapar ['oybIKH MUKPOCIOPUIUIN»
OTMEYaJICsl y CHOPOHTOB U CIIOPOOJAcTOB, IVIABHBIM 00pa3oM, B CBSI3U C MOp(doreHezom
anmapara skctpy3un cropsl (Cali, Takvorian, 1999; Takvorian, Cali, 1996; Vavra, Larsson,
1999). B 10 e BpeMsi, CEKpeTOpHasi aKTHBHOCTh UMEET MECTO M Ha MEPOT'OHAIIBHOM CTa IHH:
HaJIMYME IIEPOXOBATOr0 M Tiankoro JP, a Takke MHOTOYHMCICHHBIE BBIPOCTHI, MY3bIPbKHU H
TyOyJibl, OTHOYKOBBIBAIOIIMECS OT IJa3MajleMMbl [apasuTa B LMUTOILUIA3My XO3sHMHA U
XapakTepHbIe I MHOTHX H3YYeHHBIX BHI0B Mukpocmopuauii (Vavra, Larsson, 2014),
CBHUJICTEJICTBYIOT 00 MHTEHCUBHOM B3aUMOJICHCTBUY KJIETKH Mapa3uTa ¢ KJIETKOH X03i1Ha, a
OMOXMMHYCCKHE JaHHBIC O HAKOIUICHWHM OCJIKOB IMapa3uta B Mapa3suTO(GOpPHON BaKyolIu
(Ronnebaumer et al., 2008), B nuToIIa3Me 1 Jaxke B sape KiaeTku xo3suHa (Senderskiy et al.,
2014), HaunHas ¢ paHHUX CTaJUIl Pa3BHUTHsI, JOKA3BIBAIOT, YTO CEKPELUs HE OrPaHHYMBACTCSI
MPOM3BOJICTBOM O€JIKOB OOOJIOUKM W TOJIIPHOH TpPYOKH CIIOp TMO3JAHUMH CIOPOHTAMHU H
cnopobnacramu. HakoruieHHele AaHHbIE 1O  (U3HONIOTHH, OWOXMMHHM U TEHOMHUKE
MHUKPOCIOPHUJIUI MO3BOJIAIOT CHENaTh BBIBOJ O TOM, YTO CEKPETOPHBIM TPaHCIOPT UTpaer
Ba)XHYIO pOJIb B (PU3UOJIOIMHU MUKPOCHOPHUIUI B IEPHUO UX BHYTPUKIETOYHOTO pa3Butus. OH
obecreunBaeT COpTUPOBKY, MOIU(PHUKAIIMIO U TPAHCIIOPT K caliTaM KOHEYHOMU Jiokaym3aiuu (1)
0ETKOB, CEKPETHPYEMBIX B KJIETKY XO35IMHA [T CO3J[aHUS OJIarONPUATHON JUIS ITapa3uTa CpeIbl
obOutanus, (2) TpaHCMEMOpaHHBIX OEJIKOB-NEPEHOCUYMKOB, MOAYJIUPYIOUIMX TPAHCHIOPT
pecypcoB Xxo3siuHa s oOecrieueHus: napazuta AT® u apyrumu MoneKylnaMu XO3sMHA,
HEOOXOIUMBIMHU ISl )KU3HEIEATEIbHOCTH Napa3uTa, a Takke (3) OesKoB anmapara 3KCTpy3uu
(TToJIIpHOM TPYOKHM U MOJIIPHOTO caka) u obosouku craauii cioporonuu (Williams et al., 2014).
3agaueil aBTOpa JuccepTaluy ObUIO M3YYUTh OPTaHU3ALUIO0 CEKPETOPHOIO KOMIIAPTMEHTA Y
MHUKPOCHOPHJIUIl, B 0COOEHHOCTH, HA PAaHHUX CTAAMSX JKU3HEHHOIO IMKJIA, HE U3yYEHHbIX B
ATOM OTHOIICHHUH.

4.2 YabTpacTpyKTypHasi opranu3anus TyoyasapHbix cereii (TC) — annaparta

Ionbazku mukpocnopuauii u moaupukauun TC B Xo/1e JKU3HEHHOT0 IMKJIA

Ha mozaensroit cucreme Gryllus bimaculatus — Paranosema (Nosema) grylli, ucrons3yst
KOMOWHAIMM ~ CTaHJAPTHOW AJIEKTPOHHOM MHKpockornuu (OM), yabTpacTpyKTypHOU
UTOXUMUH, TPEXMEPHON pPEKOHCTPYKIMH CEpUIHBIX YIbTPATOHKUX CPE30B, a TaKxKe
IeKTpoHHON ToMorpaduu ToicThiX (150-200 HM) cpe3oB, ObUTO MOKa3aHO, YTO HEOOBINNE
(300-900 HM) CKOIMICHHS OKpPYIJIBIX WJIM OBaJbHBIX MeMOpaHHBIX mpoduiei 25-50 HM B
auaMerpe, HaOdrofaeMbIXx BOMM3M IUCTepH OP U CBS3aHHBIX C MEPUHYKICAPHBIM

MPOCTPAHCTBOM, TPEJACTABISAIOT COO0OM TOMOJOTH AMKTHOCOM ammapata lombmxu. B
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JAIbHENIIEM U3JI0KEHUHU 3TH CTPYKTYPhI Ha3BaHbI «BE3UKYIISIpHBIMU KinacTepamuy» (BK), xors
CTPYKTYpBI, Ha cpe3ax BBIMJISJICBIINE KAaK BE3WKYJbI, NMPU OOBEMHOW PEKOHCTPYKIIUU
CepUIHBIX CPE30B OKAa3aJHCh pPAa3BETBIEHHON CEThIO TJIAJKUX M BAPUKO3HBIX TYOYIL
KomnuectBo BK Ha kneTky BapsupoBaio ot 1 1o 8. Tpéxmepnas pexkonctpykuusi BK noka3zana,
YTO KaXKIbIH KIAcTep COCTOMT u3 JAByX uacTeil. [lepBas uwacTh mpencraBisieT coOoi
pa3BeTBIEHHYIO ceTh Thaakux Tpyobouek 30-45 HM B aumameTrpe, BTOpas — MeHee
pa3BeTBIEHHYIO CETh TPYOOUYEK ¢ HEPAaBHOMEPHO YTOJIIEHHBIMU CTEHKaMHU («BapHKO3HBIC
TpyOOUKH»), CO CPEAHUM JIuamMeTpoM 25 HM. B MepoHTax 3TH CTPYKTYypbl ObUIM HEMHOT'O
memnbie (300 - 700 um), gyem B cioporTax (500 - 900 um) (Puc. 4.2.) Takxke 10715 BAPHKO3HBIX
TpyOOYeK B CIIOPOHTAX MOYTH JBYKPAaTHO BO3pacraja MO CpaBHEHHIO ¢ MepoHTamu. [lo-
BUJUMOMY, HWMEHHO B BE3HKYJSPHBIX KIACTepax OCYIISCTBISACTCS COPTHUPOBKA U
Monupukamus OeIKOB, SKCIOPTHUPYEMBIX Ha MPECIOPOTOHANBHBIX CTaausax pa3Butus. He
UCKIIIOYEHO TaKXe, 4YTO YacTh OEJIKOB OSKCIOPTHPYETCS HEMOCpPeACTBEHHO wu3 OP
KOMITapTMeHTa, MUHYsS Al', Kak 3TO ONMKCAHO y APYTUX MpocTeiiumx u y nmpokapuot (Marti et
al.,, 2003), tak KkaK CIMSHHEC LHUCTEpH Tiaakoro P ¢ r1urasmMaTtudeckoi MeMOpaHOH
NEePHOANYECKH HAOMI0IaIoch Ha YibTpaToHKuX cpe3ax (Puc. 4.2 a-r). Ha mociemHeit
IPECIOPOrOHABHON cTaguu sku3HeHHOro Imwkiaa P. grylli («mo3gauii  MepoHT» Win
«MEpOHT/CIIOPOHT NMPOMEKYTOUHASI CTaJANS»), CTAHOBSITCS 3aMETHBI 00Jiee KYITHbIE KIIaCTepPhl
BE3UKYIl, OKPYXEHHBIE IHCTEpHAMH TJaakoro OP M Takke W3HAYAJIbHO CBSI3aHHBIE C
paCIINPEHHBIMH YIaCTKaMH TEepUHYyKIeapHoro npoctpanctsa (Puc. 4.2 3). OHu 0003HAYEHBI
TEPMHHOM «TyOymsipHbIie kinacTteps» (TK), B oTauune 0T BE3UKYISIPHBIX KJIACTEPOB MEPOHTOB
n paHHux crnopoHTtoB. KommuectBo TK cooTBeTcTBOBamo uwMcily siaep B KIETKE, U B
OOJIBIIMHCTBE KJICTOK HAOJNIOJACsS OJUH Takod kiactep. B »xusHenHom nwmkie P. grylli
MPUCYTCTBYET KpaTKOBpeMeHHas 4-X siiepHas CTaus, T.€ B MO3JHEM MEPOHTE AUIIOKAPHOH
JENUTCS HAABOE, MPOUCXOAMUT PACXOXKIEHUE €ro slep, Mocle 4Yero AUIUIOKapHOTHYecKas
CTpyKTypa siapa OBICTpO BOCCTaHaBiMBaeTcs. Toraa e  CTAHOBSTCS — 3aMETHBI
CHUHANTOHEMAIbHBIE KOMILIEKCHI, MapKepbl Melo03a, YTO CBHUICTEILCTBYET O HAIWYNU
MIOJIOBOTO Tpoliecca B 3TOT nepuo xku3HenHoro mukia P. grylli (Nassonova, Smirnov, 2005).
XapakTepHo, 4TO Ha 4-X-SepHOM CTagUU OKOJO KAXIOTO sapa HAXOAUTCSA IO OJHOMY
TyOyJISIpHOMY KJIacTepy, T.e. B KJIIETKE B 3TO BpeMs MPUCYTCTBYET 4 TYOYISIpHBIX KilacTepa
(Puc. 4-3), yto roBOpUT 0 B3aUMOCBSI3U TreHepaui Al B JoUepHUX KJIETKaxX C JAeJICHUEM sipa
MaTEPUHCKOTO MEPOHTA. DTH JaHHBIC, KaK U PEe3yabTaThl, MOTy4YEeHHBIC HA IPYTUX MPOTUCTAX,
HOJTBEPXKIAIOT OJHY M3 TMIOTE3, COINIACHO KOTOpoil reresnc Al mpoucxomut de novo mpu
JICTICHUH KJIETKH U Tororpauvecky cBs3aH ¢ Kiaetounbivu neaTpamu (L{OMTamu) (Hager et

al., 1999). V HeKOTOpBIX BUIOB BOJIU3H OT IICHTPHOISAPHBIX TtacTHHOK (LIOMToB
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Meront, HPF

Pucynok 4-2. YabTpacTPpyKTypHasi OPraHM3alysi CeKpPeTOPHOro KoMmapTMeHTa Paranosema
grylli. a-r. DeMeHTBI CEeKPETOPHOTO KOMIAPTMEHTA 3PEJIbIX MEPOHTOB, BhISIBJICHHBIC Ha TOJICTHIX (150-
200 M) cpesax npH yckopstouiem HanpsbkeHnd 200 kV. dukcanys BoccTaHOBIEHHBIM ocMueM (2%
dhepporranu kamus + 2% 4eTBIPEXOKHCh OCMUS ), TOcT-(hukcanus 1% TaHMHOBOM KUCIOTOH. a. B morne
3penus 3 «Be3uKypHbIX» Kiaactepa (BK). BK coennHeHsl ¢ nepuHykiicapHbIM IPOCTPAHCTBOM (Oebie
CTPEJKH) U C IIJJa3MaTHYeCKOW MemOpaHOW (uepHas crpenka). 0. UepHas cTpeiika ykKasbIBaeT Ha
COEIMHEHNE UCTEPHBI SHIOIIa3MaTHUECKOro peThKyinyMa (OP) ¢ miazmaruyckoit Mmemopanoit (I1IM).
B, I'. B mosne 3penus kontaktsel BK ¢ nucrepaamu OP — nepuBaTaMu NepuHyKI€apHOTO MPOCTPAHCTBA
(Oenbie cTpesku). A. KommbroTepHas peKOHCTPYKIIMS BE3MKYJSIPHOTO KiacTepa (ITOKa3aH B JBYX
npoeknusix) mo 20 mocnenoBarenbHbIM ToHKEM (80 HM) cpesam (mporpamma IGL trace and 3D Viewer
(bynanues, 2009)). B nenrpe — nzo0Opaxenus kpaitHux cpe3oB uepe3 BK. BK mpencrasisier coboit
€IMHYIO CeTh TyOYJISIPHBIX KOMIOHEHTOB, COSIMHEHHBIX C NMEPUHYKJICAPHBIM IIPOCTPAHCTBOM (Oeble
CTpesiku). e. TpExMepHble PEKOHCTPYKLMU BUPTYAIbHBIX CpPE30B uepe3 TyOyJsipHbIE KIIACTEphl
MEPOHTOB U CIIOPOHTOB, IOCTPOSHHBIE ¢ TOMOLIBIO MeToAa DM ToMorpaduu. Knetku xupoBoro tena
cBepuka (PMKCHPOBAHBI CTAaHJAPTHBIM METOJOM, 32 HCKJIIOYEHHEM IPABOr0 BEPXHETO H300paKeHUs
(Mepont, HPF), mojiydeHHOro CO Cpe30B TKaHHU, OBICTPO 3aMOPOKEHHOM IOJ{ BHICOKMM JIaBJICHHUEM
(High Pressure Freezing), ¢ mocnenyromeit (ukcanueii MeTOIOM 3aMOpaXKHBAHUSI-3aMEIICHHUS.
Cpenumii pang (Mepontsl, NEM) npencrasnsier coboii nzoOpaskenns Be3uKyIspHbIX kiactepoB (BK)
MEpPOHTOB, MpenBaputensHo o0padboranHeix NEM (Gokupyroer popMupoBaHue Be3UKYI) B TEUCHUU
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15 muH. Bce BK MepoHTOB M CHOPOHTOB MpEACTaBISAIOT co00¥ HEMpephIBHBIE TYOYJISIPHBIE CETH,
pas3znenEHHbIE Ha Iiafkue (OKpalleHbl B KOPUYHEBBIH M KPAaCHBIN I[BETA) U BAPHKO3HBIE (OKpAIICHBI
KENTBIM) Y4acTKH. MecTa coenuHEHus TyOymsapHbIX ceteii ¢ DP (OkpamieH 3enéHbIM) yKa3aHbI
CTpenkamu. K-H. TOHKHME cpes3bl 4yepe3 pasHble craauu sku3HeHHoro nukiaa P. grylli (bukcamus u
nocThuKcanus Kak yKa3aHo IJIsi PUC. a-T). K. Be3UKyIsipHbIE KlIacTepbl MEPOHTOB — KOHIJIOMEPATHI
MeMOpaHHBIX Tipoduieii 20-40 HM B TuaMeTrpe, COSTUHEHHBIX C IEPUHYKIICAPHBIM TPOCTPAHCTBOM U
OP mucrepnamu. 3. B muTommasMe MEpOHT-CHOPOHT MPOMEKYTOYHOH CTaauH TMOsBIsiETcS Ooee
KpynHbId «TyOymsipubrii kinactepy» (TK) (crpenmka), KOTOpbIi B manmpHedmeM TpaHChOpMUPYETCS B
TyOYyJISIpHYIO CETh, CBSI3aHHYIO C MOP(OreHe30M 53JIEMEHTOB ammapara 3KcTpy3ud. W. llozgamit
CEKPeTOPHBI KoMmapTMeHT (TpaHc [ompaku) crnopobiacTa 3amofHSAET IOYTH BCIO KIETKY H
npescTaBiIeH (a) TyOyJIsIpHO# ceThto, B KoTopoi pasnuunmbl riaaakuii (TTH1) u Bapukosnsrit (TTH2)
yuactku;, (0) BBITSHYTOH W CBEPHYTOW MO 000NOYKOW cropobiacTa IUCTEPHOM, copepiKaineit
nossipuyto Tpyoky (IIT), coenunénnoit ¢ TI'H2, a Taxke (B) KOHTEHHEp C amMKadbHasl 4acThIO
amnmapara SKCTPY3HH — 3a4aTKOM MOJISIPHOTO TMCKAa W alMKaJbHON 4acThio moisipHoi Tpyoku (AIIT).
OToT KOHTEHHEp CBs13aH ¢ 3auaTkoM nossiporiacta (I1I1). 3BE3m0uK0il OTMEUEHBI 37IEKTPOHHO-TIIIOTHBIE
rpaHybl, conepxaue 0erok nosipHol TpyOoku. Odo3navenus: AIIT, anukansHas gacts I1T; BK,
Be3uKkyNsipHeld KoMmriuieke; JIK, mumnokapuon; IIM, mna3marudeckas memOpana; [II1, 3agarox
nossiporiacta; TC, TyOynspHas ceTs; P, sHnonnasmMaruueckuil petukyiayMm. Macmrad: a-0, 250 HM;
B-¢, 100 uM; k-3, 500 HM; 1, 1 HM.

Pucynoxk 4-3. Tyoyaspubie kiaacreppl P. grylli (a) Ha 4-x-simepHoii MepOHT-CIOPOHT
NpoMexKyToYHOil craguu. Oxono kaxgoro u3 saep (SIl) Haxomutess mo ogHOMY TYOyIsipHOMY
wiactepy (TK), T.e. B KiIeTKe B 3TO BpeMsi IPUCYTCTBYET 4 TyOysipHbIX Kiactepa. (6). [Ipu nenenun
MAaTEepUHCKON KJIETKH KaXABId JOYCpHHMHA CIOPOHT Tmony4daeT mo ogHomy TK. Otu nannble
HOATBEPKIAIOT THUIOTE3y, COOTBETCTBEHHO KOTOpoi reresnc Al mpoucxoaut de novo npu JejIeHuH
kaetku. AL, sapo napasura; AX, aapo xozauHa. Macmra6: 500 HM.

MHKPOCIIOPH/THIT) OTMCAHBI CKOTUICHHSI OKPYTIIBIX MEMOPaHHBIX MPOGHIICH, OTICNAIOMINXCS OT
snepHoit memOpansl (Vavra, Larsson, 1999, 2014), kotopsie, BO3MOKHO, ciyKaT 3aqatkoM TK
MUKpocnopuauii. B kaxgoMm 3penoM cropoHte mnpucytcTByeT mo ogHomy TK. ITo mepe
MPOXOXKACHHUSI CIIOPOTOHMU OTH KJIAcTephl YBEIMUMBAIOTCI B pa3Mmepe, U TyOymspHas
OpraHU3aIMs COCTABIISIFONINX MX MEMOpaHHBIX MPOQHUIIeH CTAHOBUTCS Bce Ooiee 3ameTHOM. B
MOJIOZBIX criopoOiyiactax (MM TMO3IHUX CIIOPOHTAX) TYOYJSIPHBIM KJIAcTep TEPSET CBSI3b C

SIPOM U MUTPUPYET K TUCTAILHOMY KOHIlYy KJeTkH. Ha cragum ciopobiacta Be3UKYIISPHBINA
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KJlacTep TpaHchOopMUpYETCsS B TYOYISPHYIO CETh, OMUCAHHYIO paHee KaK KOMIIAPTMEHT «C
OnoxumMHuYecKuMH cBorcTBamu TpaHc-I onbmxm» (Takvorian, Cali, 1994) uiu Tpanc-I ombmku
TyOysipuyio cetb (Sokolova et al., 2001). TyOynsipHasi ceTh criopo0JIaCcTOB, B CBOIO OUEPE/Ib,
TaéT Havajlo MHUCTepHaM, B KOTOpbIX (opmupyercs nosspHas Tpyoka (IIT) (Puc. 4.2).
XapaxktepHo, uto y P. grylli u nqpyrux u3y4eHHbIX aBTOPOM MHUKPOCIIOPHIUI CO3PEBAOIIHE
AJIEMEHTHI armapara KCTPY3UH JIOKATU3YIOTCS B IBYX 000COOIEHHBIX KOMIAPTMEHTAX: OJUH
COJIEPKUT 3a4aTKU AUCTanbHOro KoHua IIT, npyroil — 3a4aTky anuKaIbHBIX CTPYKTYP CIIOPBI:
MOJIIPHOTO Caka, MOJSIPHOM MIano4yku U anukaibHou dactu [IT, mpuMbikaromas K sskopHOMY
mucky (Puc. 4.2). IlpoucxoasaT im 06a KOMIApTMEHTa U3 OJHOTO TYOYISpPHOIO KilacTepa,
CBSI3aHBI JIM 3TH KOMIAPTMEHTHI MEXAY €000, W KaK MPOMCXOJUT MX OOBEIUHEHHE IS
dopmupoBanus (YHKIIMOHAIEHOW MOJIIPHON TPYOKH B 3peJIol CIope, BBISICHUTH HE YIaloCh.
Ha cramuum mo3gHero cmopo6iacta aneMeHThl Al 3aloNIHAIOT MPaKTUYECKH BCIO KIETKY
napazuta (Puc. 4.2). Oto (1) pa3BeTBi€HHAsA ceTh TPyOUaTHIX M BAPUKO3HBIX TYOYISPHBIX
ctpykryp (Ha Puc. 4.2, TC1 u TC2), (2) omHa WM HECKOJIBKO TJIO0YJ, COCTOSIIUX W3
AJIEKTPOHHO-TUIOTHOTO MaTepuana, o Bce BUIMMOCTH, 3anac Marepuana [T, (3) BeiTanyTast
U CBEpPHYTas CIOUpAIbI0 IUCTepHA — 3auaTok auctanpHoil uvactu IIT, u (4) cakkyna,
coJieprkariasi 3a4aToK MOJISIPHOM IIAMOYKU U SKOPHOTO JIMCKA ¢ anukanbHOl yacTeio [1T. Dta
CaKKyJia B 3peJioif criope mpeodpa3yeTcsi B MOJSIPHBINA CaK, KOTOPBIN TaK XkKe, Kak U CIupaIbHas
[UCTEPHA TOJISIPHOM TpPyOKH, OCTa€Tcs BHYTpPU OOOJIOUKH CIIOpBI TOCTie BhIOpoca
crioporuiasmel. B copoGactax BceX M3y4eHHBIX «BBICHIMX» MUKpocnopuauii (Microsporea
Sprague, 1977) 3auaTku ammapara SKCTPY3HH BBITJIAIAT CXOAHBIM 00pa3oM, B TO BpeMs Kak
CTPYKTYpa 3pelbIX CIop BechMa m3MeH4HBa. [lonsipHas TpyOka «BBICIINX» MHKPOCIIOPUIHHA
TOMOJIOTMYHA Pa3BeTBIEHHON MaHyOpHanbHOM nucTepHe MmeuHukoBeun (I'nasa 3) u moxer
paccmatpuBaThest kak TC cnopsl. Unceno BuTtkoB I1T BapeupyeT y pa3HbIX MUKPOCIOPHUIUI OT
0 10 HECKOJNBKUX JECSITKOB BUTKOB, PACHOJOXEHHbIX B 1-2-3 u OGonee psanos. Kpome toro,
3amac 6enkoB [1T MOXkeT IpUCYTCTBOBATH B 3pEJIOH CITOpe HEKOTOPHIX BUIOB MHUKPOCIIOPHIHIA
B BHJIE «IIOCTEPOCOMBI», COCTOSIIIEH W3 MEMOpaHHBIX TYOYJSPHBIX CTPYKTYp pa3zHOTO
JIMaMeTpa M Takke oTHocsiieics kcTpykrypam Al cmoper (Weiser, Zizka, 1974; Vévra,
Larsson, 2014). Yucno ButkoB [IT MoxeT ObITH OJJUHAKOBBIM B MOJIOJIBIX U 3PEJIbIX CIIOpax, a
MOYKET BO3pacTaTh Mo Mepe co3peBaHus criop. Popma u pazMep SIKOPHOTO TUCKA, TIOISIPHOTO
caka, YHCJI0, CTPYKTYpa U YroJl HakjioHa BUTKOB [1®D OTHOCHTETHHO OCH CITOPBI OTHOCATCS K
JMAarHOCTUYECKUM MPU3HAKaM POJIOB U BUI0B MUKPOCTIOPUIHH.

HenaBHO mpoieMOHCTpUPOBAHO, YTO CTpyKTypa ¢ (yHkiued Al mpucyTrcTByer u B
crioporutazme Mukpoctopuauu Anncaliia algerae. B opranemie MIN (multilayered interlaced

network, mHorocoitHas pa3BeTBiéHHas ceTh) (cM. ['maBy 1) BBIABICHBI MapKephl MO3JIHETO
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[Nomsmxu, Hykiaeo3ua qudocdaraza u Tuamud nmupodocdaraza. TpéxmepHas peKOHCTPYKIIHS
¢ momoIbio ToMorpadun nokaszana, yto MIN oprannzoBana B BUj€ YIUIOIIEHHBIX LUCTEPH,
CBSI3aHHBIX TEPEIUICTAIOIMMHUCS TYOyJIaMU U CaKKyJaMH, COeIMHEHHBIMU C TUIa3MaTHYECKOM
membOpanoit (Takvorian et al., 2013). Dtu aBTopsl npeamonoxuin, uro MIN yuactByer B
CEKpELMU KOMIIOHEHTOB KJIETOYHOM CTEHKH, KOTOPbIE y 3TOro BHAa (OpMUPYIOTCS yxkKe Ha
CTaJu¥ PaHHUX MEPOHTOB, a TaKXKe 4TO (GopmupoBaHue [ 0JbIKHU-TTONOOHONU CTPYKTYPHI y
CIIOpOILIa3M — 3TO YHHKaJbHAs aJamlTalys, XapakTepHas MCKIounTesibHO st A. algerae.
OpHako, cKopee BCero, Bce MUKPOCIIOPUINH HYKJAl0TCs B IOA0OHOH opraHesuie, CocoOHON
ObICTPO MOAM(UIMPOBATH IJa3MaTUYECKYI0O MEMOpaHy CHOPOIUIa3Mbl IOCIE IMOMaJaHus B
KJIETKYy Xo3suHa. K coxaneHuro, MeTOJUYecKre TOIXO0Ibl K 9KCIIEPUMEHTAILHONW paboTe co
Croporia3MaMu emé He pa3paOdOoTaHbl, ¥ HAIIA 3HAHUS 00 ATOW KPAaTKOBPEMEHHOW CTaIuu
KU3HEHHOTO LMKJa OTpaHWYEHbl ciydailHbIMU Haxojkamu. Ilpotus yHuxambHOCTH MIN-
oI00HOM CTPYKTYpHI, onucaHHou y A. algerae, roBopuT TOT (haKT, yTO MOAOOHAS CTPYKTypa
HalileHa HaMH Yy CHOPOIUIa3M M PaHHUX MEPOHTOB MHKPOCIIOPUAMH OTHEHHBIX MYpPaBbEB
Kneallhazia solenopsae (Puc. 4-4) (Sokolova, Fuxa, 2008). ¥ o6oux BumoB MIN-cTpykTypsI
HaOroAanuch BOJM3M AMCTAIBHOTO KOHLA MOJSAPHOM TpyOKM cpasy Iocie BHEAPEHUS
CIIOpOILIa3Mbl B KJIETKY X03siuHa. K. solenopsae He umeeT B CBOEM jKU3HEHHOM IHKIIC CTAIHU

«TOJICTOCTEHHOTO MEpPOHTay, oA00Ho A. algerae.

Pucynok 4-4. JxcTpy3usi M yJIbTPACTPYKTYpa ciopomia3msl. a. 3penas criopa P. grylli. 6. Cnopa P.
grylli B mporecce sxcTpy3un. benbie cTpenku yKa3plBalOT HA MEMOpaHHBIE CTPYKTYPHI (IIPOU3BO/IHbIC
HOJIPOIUIAcTa), OrpaHUYMBAIONIME CIIOpoIuIa3My. MemOpaHa cHopbl (YEepHBIE CTPEIKH) OCTaeTCs
BHYTpPH 00OJIOUKH CHOPHI mocie BeicTpenuBaHus. B. O6onouku criop Kneallhazia solenopsae mocne
BeIOpOCca crioporuia3Mbl. CTpENKK YKa3bIBalOT HA MHOTOYKMCIICHHbIE MEMOpaHHbBIC CTPYKTYpHL. T. JIBe
CIOpBI C BBIOPONICHHBIMH HHUTSMH W crioporuiazma Sprague lophii B ckanupyrommii 31eKTpOHHbIH
MuKpockort  (cropel  soOe3Ho  mpenoctaBienbl  Earl  Weidner). Crpenka ykasbpiBaeT Ha
BaKyOJIM3UPOBAHHBIN y4aCTOK IMTOIUIA3Mbl Ha MepU(EepHUr CHOpbl, COOTBETCTBYIONIUN TYOYJIIpHON
cetu MIN- anmmapaty Tosbpku crioporuiasm. a. Croporiasma P. grylli ¢ memOpanubiMu nipoduisimu
(cTpenku), NPEANONIOKUTEIBHO, TNpou3BogHBIME cetd MIN, paspymuBiieiics B pesynbTare
OCMOTHYECKOTO IIoKa. e-k. CeTb MeMOpanHbIx TyOyn (MIN) B cnioporazmax K. solenopsae (crpenxw).
DK, nummokapuos; PT, monsipHas TpyOka.
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OTH /1Ba B2 MUKPOCIIOPUINI BOOOIIIE HE TIOXOKH HHU 10 MOP(OJIOTUH, HU TI0 SKOJOTHH, 32
uckimoyenuem npucyrcteus MIN opranesuist B cioporiiazmax (Franzen et al., 2006; Sokolova,
Fuxa, 2008). HurepecHo, 4YTO MpH BCEH HEMOXOXKECTH, (PHIOTCHETUYCCKUN aHAJIu3,
ocHnoBanHbIi Ha cukBence MCpPHK, o6benunsier ux B oxny kiaany (Sokolova, Fuxa, 2008).
Bo3MoxHO, MOpP(}OJOrHYECKOe CXOJICTBO OpraHM3allMd CEKPETOPHOro KOMIIAPTMEHTa Ha
CTa/IMH CIIOPOILIa3M OTPAXKAET FeHETHYECKOE POICTBO ITHX BHUIOB. B ombITax ¢ 3KCTpy3uei y
P. grylli (Puc. 4-4) u y apyrux BHJIOB TaKkKe HaOJIIOJAINCh MHOTOYHCICHHBIE MEMOpaHHbIC
CTPYKTYpPBI B CHOpOILIa3Max — BO3MOXHO, 3T0 octaTku MIN, moxsepriieiics pa3oyxaHHuio 1
pacnany u3-3a HeaJeKBaTHBIX YCIOBHI COJIEPKAHUS BBICTPEIICHHBIX CIOPOILIa3M, HapUMep,
CITHIIIKOM TUIOTOHUYHOM cpenbl. Takum 00pa3om, CKOpee BCEro, M Ha CTAHU CIIOPOILIA3Mbl

CEKPETOPHBI KOMIAPTMEHT MUKPOCIIOPUANM OpraHU30BaH B BUAE TyOYJIIPHBIX CETEH.

4.3 MopdodynkuuonanbHblie 10ka3aTteaberBa pynkuuii Foabaxu y TC
4.3.1 B TC KOHUEHTPUPYIOTCSI CEKPETOPHBIE OEIKH MUKPOCTIOPUINIA

Cepueill uccnenoBaHuil ObUIa IMpOBEpeHa T'MIIOTE3a O TOM, YTO €CIIM BE3HUKYJISIpHbIE U
TyOyJIsIpHBIE KJIACTEPHI MEPOHTOB U CIIOPOHTOB MPEACTaBIAIOT co00i Annapat I'osbmpku (A),
TO B HHX JOJDKHBI KOHLEHTPUPOBATHCS CEKPETOPHBIE OENKH, KaK 3TO MpoucxoauT B Al
MIIEKONUTAIONMMX U Apoxoked. OCHOBHBIE CEKPETOPHBIE MPOIYKTHI MUKPOCHOPUANNA — 3TO
OeIKU MOJIAPHOM TPYOKHU 1 000JI0UKH CIIOp. 3300 JI0 HALIKX UCCIIEA0BAaHUM ObLITO MTOKa3aHo,
YTO ammapaTr SKCTPY3MM (OPMHPYETCsl Ha MO3JHUX CTAaJUsAX CIOPOroHMU B «I onbIku-
NOJ0OHBIX UCTEPHAX C IIUTOXMMHUYECKUMHU (GyHKIMsIMU Tpanc-I ompmxm» (Takvorian, Cali,
1994, 1996). Ml e ¢ TOMOIIBIO OUHUINEHHBIX MOJUKIOHAIBLHBIX AaHTUTEJ, TIOJTYYCHHBIX PaHEe
rpynmnoii B.B. [loarux npotus Tpex 6enkos nossipHoit Tpyoku P. grylli (BIIT A, BTII B u BIIT
C) (Dolgikh et al.,, 2005), mpomeMOHCTPHUPOBAIX METOAOM HMMYHHOW JICKTPOHHON
MUKPOCKOIINH, YTO 3TH OCJIKH HAYWHAIOT KOHIICHTPUPOBATHCS B TYOYIISIPHBIX CETSAX MO3IHUX
CIIOPOHTOB. B MepoHTax ypoBeHb METKH, KOHBbIOTUpOBaHHOU ¢ BIIT A, Haxoauics Ha ypoBHE
«pona» (Tabnm. 4-1). B cmopobmacrax kxonunenrpanust BIIT pe3ko Bo3pacrama, U MeTka
JIOKaJIM30Bajach B HUCTEPHAX C 3a4aTKaMHM amrapara dKCTPY3uH, Kak B allUKaIbHOM, TaK U B
JUCTaTbHOM KOHIE KieTkd. [Ipm 3ToM OHa wucde3ana W3 TYOyJIsIpHOH CeTH 1O Mepe
dbopmupoBanus CTpyKTyp 3peioii cmopel (Puc. 4-5). B cmopax aHTHTEeNa HWHTEHCHBHO
OKpaIlIMBaJIM BCE YYAaCTKHU MOJIApHON TpyOku. AnTtHTena k BIIT A oxpammBamu Takke U
o0omnouky crop (Puc. 4-5a). IntepecHo, 4To Oosiee paHHUMHU MUJIOTHBIMH UCCIIEIOBAHUSMHU C
MCTIOJIF30BaHUEM MOHOKJIOHAJBHBIX aHTHTET K 000JI0YKE CIIOP TaKKe MOKa3aHO, YTO OJTHO U3
MOHOKJIOHAJIFHBIX AHTHTEI, MOJyYSHHBIX Ha TIOBEPXHOCTHBIC aHTHTEHBI CIIOp, OKPAIIHBAJIO
Kak 000JIOUKY CIIOpHI, TaK U moisipHyto Tpyoky (Sokolova et al., 2000). YuuTeiBast BBICOKHI

YPOBEHb IIIMKO3WIMPOBAHUS U3YUYEHHBIX OEJIKOB IMOJIIPHON TPYOKH W OOOJIOYKU CIIOp, ATOT
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(GeHOMEH MOXHO OOBSICHUTh MPUCYTCTBHEM CXOIHBIX KapOOTHIPATHBIX AHTUTCHOB B
monekynax BIIT A u ogHoro u3 6enKoB 000JI0YKH CIIOP.

IToka3zaHo, uTo OCHOBHO# Oenok obosouku crop P. grylli, p40 (oxapakrepusoBaH paHee,
Seleznev et al., 1995), HaunHaeT HAKAIUTUBATHCS yXKE B BE3UKYJSIPHBIX KJIacTepax MEPOHTOB.
Ero koHuentpanus Bo3pactaeT y crnopontoB (Tabmn. 4-1). B cnopo6nacrax anturena k p40
KOHLICHTPUPYIOTCS B Nepu(epUvecKor 4YacTU CeTH TYOYJSIPHBIX CTPYKTYp U B 00OJOYKE
napasura, a y Mo3JHUX CIopo0IacToOB U CIIOpP — UCKIIIOYHUTENILHO B 000ouke. bemok p40 — sto
0eI0K DK30CIOpbI, T.e. BHemHedl o6omouku cropsl (Puc. 4-6), KoTopas HadWHACT
(bOpMHUPOBATHCS C CAMOT'0 Havaa CIIOPOTrOHUH, IO3TOMY HE YAMBUTEIBHO, YTO YXKE Y O3 THUX
MEPOHTOB 3TOT OEJIOK HAKAIIUBACTCSI B CEKPETOPHOM KOMIAPTMEHTE. XapaKTepHO, YTO 3TOT
0EJIOK TaKXKe acCOIMUPOBAH ¢ MEMOpaHO-110100HbIME CTPYKTYpamu (Puc. 4-6), BbIABIsIEMbIMU
B KJIETKaX JKUPOBOro Teia cBepuka mnpu nepexoze P. grylli k cnoporonuu. Ckopee Beero, 3tu
CTPYKTYpPBI NPEICTABISIIOT COOOH HM30BITOK OOOJIOYKH Iapa3uTa, BHICBOOOXKIAIOIIUICS TpU

dopmuposanuu criop (Beznoussenko et al., 2007; Dolgikh et al., 2005).

Pucynok 4-5. Konuentpauus 6eixa nmoasipuoii tpyoxu (IIT) PTPA B TyOyasipubix cersix (TC)
cniopodaacroB u crop P. grylli. a, n. UmmyHOs1eKkTpOHHAsT MUKpOcKomus (MeTka: 10 HM 30510TO—
aatutena kK PTPA) Ha 3aMoposkeHHBIX cpesax (a-r) W Ha cpesax, 3anuteix B LR White (m-e). 6-r.
Criopo6uactel. e. Criopel. B cnopobnactax metka nokanusyerca B TC (Oesble HAKOHEUYHUKH) U B
muctepHax ¢ 3auatkamu [T (4epHble HAKOHEYHUKH), HO HE B IUCTepHaX DP (TOHKHE CTpENKH, B-T).
Mertka ncuesaer u3 TC mo mepe co3peBaHHs criopbl. HekoTopoe KoIm4ecTBO METKH JIOKAIU3YeTCs B
obosouke criopobiiacta (KOpOTKast TOHKasl CTPEJIKa, a) 32 CUET CXOMHBIX KapOoruapaTHeix rpymin PTPA
u oxHoro u3 OenkoB 000M04YKM. B cnopax aHTuTena MHTEHCHBHO OKpamuBainu Bce ydacTku IIT.
Maciura6: a, B, 100 am; 6, 300 uM; r, 70 aM; e-a, 500 mm.
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Ta6aumna 4-1. [INOTHOCTH YacTHII 30J710Ta, CBA3aHHBIX C aHTUTEIaMH IPOTUB Oelika 00ooukn criop P40 u
Oenka mossipHo# TpyOku PTP A B MeMOpaHHBIX CTPYKTYpaxX Pa3UYHBIX CTAIUH MUKPOCTIOPUIANI

MaotHoCTL MeueHus (% IP + CO)

Besiok (n) OP, mepoHT BK, mepont IIM, ciopoHT IIT, cnopobaact
p40 (31) 100+21 298+40* 657+72* --
PTP A (29) 100+25 -- 432+63* 1254+67*

N, YHCIO IPOAaHAIN3UPOBAHHBIX Be3UKYISIpHbIX KiactepoB (BK); -- Her pesymbraroB; OP,

sHjOIUIa3MaTnyeckuil perukynym, [IM, mmasmaruyeckas memOpana; [IT, momsipuas tpyOka; CO,
CTaHJapTHas omMOKa. [laHHbIe HOPMATU30BaHbl OTHOCUTEIILHO CPEAHEH MIIOTHOCTH MEUSHHS IUCTEPH
3P, B3sroii 3a 100%. *3HaueHNE TOCTOBEPHO OTIMYHO OT 3HAYECHUS MeTKU B DP.

Pucynok 4-6. Konuenrpanus p40, 6esika BHelIHeH 000104YKH cop (3K30CNOpbI) B TYOYIAPHBIX
cersix P. grylli. IMMyHO3JI€KTpOHHAS MHKPOCKOITHS Ha 3aMOPOXKEHHBIX cpe3ax. a-B. bemok p40
Ha4YMHAeT KOHLIEHTPUPOBATHLCS B BE3UKYJISIPHBIX KilacTepax (4épHas 3BE3/10UKa) MEPOHTOB, CBSI3aHHBIX
¢ OP (tonkue ctpenku, a-B). B meponrax p40 ko-nokanusyercs ¢ 6enxkom GM130, mapkepom Iuc-
Tonmbxu (B). B cioponTax u criopo6iactax p40 KOHIEHTPUPYETCs B TYOYISPHBIX Kiactepax (Oesbie
3BE3I0YKH, TOHKHE CTPEJIKH, [-€), HO HE Ha BHUTKaxX IMOJSIPHOH TPyOKH (TOHKHE CTpENIKH, T') U Ha
obonouke crop (ToycThie cTpenkH, r-e). B cmopax p40 nHakammBaeTcss B 3K30cmope (YepHbIC
HAKOHEYHHKH, *K-H) U B MEMOpPAHHBIX CTPYKTypax KIETKH X03siuHa (Oesble HAKOHEYHWKH, 3-H).
Maciura6: a-r, e-u, 80 um; A, 90 HM.
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4.3.2 TC conepxkat cneruduueckue Mapkepsl Al u, cienoBarenbHO, 00J1a1al0T €ro
UTOXUMHYECKUMH (PYHKIHSAMU

Mapkepol yuc- u mpanc- I'o1p0xcu KOMRAPMMEHMO8 IYKApUoOm udeHmuguyupyrom
coomeemcmaytougue 30uot TC muxkpocnopuouii. Ins unentudukany muc-Al" ObUT IpUMEHEH
CTapbplii MeTOZ (PUKCAIlMA BOAHBIM PACTBOPOM HYETBIPEXOKHUCH OCMHS B TeueHHe 24 4JacoB
(meton  ocmueBoii  ummmpernanuu)  (Novikoff,  Goldfischer, 1961). mutensHoe
UMIIPETHUPOBAHUE MPUBOIUT K OTJIOKEHUIO HEPACTBOPUMBIX OKCHUIOB OCMHUS B IMPOCBETaX
HUCTEPH HUc-I"0abaKu B pe3ysIbTaTe B3aUMOJICHCTBUS YETBIPEXOKUCH OCMUS C albACTUAHBIMU
IpyNIamMyd OCTAaTKOB CaxapoB, M30MpATENbHO HAKAIUIMBAIOMIMXCS B 3TOM KOMIIAPTMEHTE.
[TokazaHo, 4TO y4acTKU MEPUHYKJIEAPHOTO MPOCTPAHCTBA, COCAUHEHHBIE ¢ HucTepHaMu OP,
BE3UKYJISIPHBIE KJIacTePhl MEPOHTOB M CIIOPOHTOB, TYOYISpHBIE KJIACTEPhl U CETH CIIOPOHTOB U
CHOPO0JIACTOB MHTCHCUBHO OKPAIIIMBAIOTCS «OCMHEBOM uepHbio» (Puc. 4-7), uTo moKa3bIBacT
ux npuHamiexHocts kK 1uc-Ionpmxu (Sokolova et al.,, 2001; Sokolova, Mironov, 2008;
Coxkomnosa et al., 2001). Mbl He HaOMIOAANU OKpAIIMBAHHE OCMHEBOW YEPHBIO KAKUX-THOO
CTPYKTYp B IMO3JIHUX CIIOPOOIACTaX U CIIOPAX, YTO MOKET TOBOPUTH 00 OTCYTCTBUU B HUX IIHC-
kommapT™menTta Al'. J{ns unentudukanum Tpanc-I'onbku MPUMEHWIN METO/ OKPAITUBaHHS
tuamuH nupodocdarazoit (TIID) (Takvorian, Cali, 1994), crieruduuecKuM MUTOXUMHYCCKIM
mapkepoM TpaHc-I'onbku. Jlokamuzauuun TII® B TyOynspHOil ceTh M B MeMOpaHHBIX
KOHTelHepax, coaeprkamux Oenku I1T B cnopobiiactax v ciopax, CBUAETENBCTBYET O TOM, UTO
BCE€ 3TU KOMIIAPTMEHTHI BBIMOJIHAIOT (PYHKIINIO TpaHC-1 0JbIKHM TUIMYHBIX SyKapuoT. B To xe
Bpemsi, TII® He BbIsBICHA HAa paHHUX TpoiudepatuBHbIX cTamusax (Puc. 4-7¢). Bo3moxHo,
(depMeHTHbI TpaHCc-1'0NbIKM HE 33€HCTBOBAHBI B MPOLIECCHHIE OENIKOB, CEKPETHPYEMBIX Ha
PaHHHUX CTAIUSAX KUZHEHHOTO IUKJIAa MUKPOCHOPUANUN, a UX MOAU(UKAIMSI MPOUCXOIUT Ha
ypoBae DP u muc-T'oiabmku.

Takum o0pa3oM, yabTpacTPYKTYPHBIM IIUTOXUMUYECKUM aHAIIW3 yKa3bIBae€T Ha TO, YTO
KoMnapT™MeHTanuzanus Al y MUKpocriopuuil TpPOMCXOJUT HE B IPOCTPAHCTBE, UIIH HE TOJIBKO
B IIPOCTPAHCTBE, HO U BO BpeMeHU. 1IHTepecHO, UTO CXOAHOE pa3JelIeHne paHHUX U MO3JIHUX
KoMnapTMeHToB Al mo cTajuaM >KM3HEHHOTO ILMKJIAa XO3SIMHA ONHUCAHO W JUIsl JPYroro
BHYTPHUKIIETOYHOrO mapasuta — Toxoplasma gondii (Apicomplexa), Buma, y KOTOpOro
CEKpETOpHBIE MyTH (POPMUPOBAHUS AITMKATIBHOTO KOMIUIEKCa JOCKOHANBHO n3y4eHsl (Hager et
al., 1999). ABTOpHI CBS3BIBAIOT TaKyl0 HEOOBIYHYIO KOMIIAPTMEHTAIU3AIMIO BO BPEMEHH C
MaJICHBKUMH pa3MepaMiy KJIETKH BHYTPUKJIETOYHOIO MMapa3nuTa, U 3Ta MHTEpPIpeTalys BIOJTHE
MOIXOIUT AJisi MUKpocropuauii. UTo kacaeTcsi HalllMX BBIBOJOB, TO HENb3sI UCKIIIOUUTH, UYTO
JUTSL BBISIBIIGHUSI HEMHOTOUYHMCIICHHBIX JIEMEHTOB Iuc-Al’ Ha mo3qHuX cTaausx u Tpanc-Al' Ha

paHHHUX TPOCTO HC XBATUJIO YYBCTBUTCIIBHOCTHU HUCIIOJIB30BAHHBIX MCTOA0B.

169



w Sporoblast’’
-~ control ax:

Pucynok 4-7. Ilutoxumudeckue Mapkepbl muc ToabIKi (OKpacka 0CMHEBOI YepHBIO, «0SMium
impregnation», a-ax) u Tpanc-T'oabaku (oxkpacka tHamuH mupodocdarasoii (TPP, e-n)
HIeHTU(PUUUPYIOT pasanyHbie TyOyasipuble cetu (TC) mukpocmopuaumii. YyacTku
MIEPUHYKJIEAPHOI0 TPOCTPAHCTBA, COCAMHEHHBbIE ¢ DP (Oeible CTpPENKH), BE3UKYJIAPHBIE KiIacTEPhI
(Oenble 3BE304YKK) U TYyOYJIIpHBIC KJIACTEPhI (YSPHBIC 3BE3/I0UKH) MEPOHTOB U CIIOPOHTOB OKPAIICHBI
ocmueM. BuTku monsspHOW TpyOKM (YEpHBIE CTpENKH), a Takke APyrue CTPYKTYPbl B TMO3IHHUX
criopo0J1acTax v Cropax He okpalieHsl (1). B u€pHoit paMKe MoJI0KUTENbHBIN KOHTPOJIb: UMIIPErHALIUS
e T'onb ke agunonuToB cBepuka. TIID He BbIsIBICHA B CIOPOHTAX M MEPOHTAX (), HO MPUCYTCTBYET
B TC u B MeMOpanHbix KoHTe#Hepax ¢ IIT (uepHble cTpenku), B cropobnactax u crmopax (i, 3). H,
OTtpuniaTeNnbHbIN KOHTPOIIb (0e3 cyOcTpara). Macmtad: 500 HM.
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benku nonapnou mpyoku u kiemounou cmenku aukozuaupyrwmcesa ¢ TC. Panee
OKpaIllMBaHUEM aKpHJIAMHIHBIX Tenel ¢ Oenkamu cramuit P. grylli peaktuBom Iluda Obu10
NI0Ka3aHo, YTO OMH U3 OeKoB noysspHoit Tpyoku, PTP A (PTP-56) rimko3unipoBaH, mpuiemMm
Jake B 3HAUYMTENBHO Oojblleii cremeHu, yem Ocnku kiaetku xo3suua (Dolgikh et al., 2005).
Meronom mHKyOHMpoBanus OeiaxoB Mmukpocrmopuauii ¢ GNA (Galanthus nivalis agglutinin)
JICKTUHOM, CBSI3aHHBIM C arapo3HbIMHU IIAPHKAMHU IOKA3aHO, YTO SKCTParupoOBaHHBIA OEIOK
obomnouku crop p40 cBsa3bIBaICs ¢ MaHHO3a-crieUpUIHBIM GNA JIeKTHHOM. DTO yKa3bIBalIo
Ha TO, 4yTO Oenok p40 MoIuUIMPOBAIICS MaHHO3MITPaHChEpa3aMU MHUKPOCIIOPUIHA, U MbI
OPEINONIOKHUIN, YTO O3TOT TPOLECC JODKEH MNPOUCXOMUTh B [ ONbIKH-110100HOM
KOMITAPTMEHTE, T.K. 1O KpaiiHe Mepe oaHa U3 MaHHO3Wi Tpanchepas (o-1,2-
mannosyltransferase) I'osnbmku-crienuduyna, 1 TeH UMEHHO 3TOH TpaHcdepasbl BbISBICH B
renome mukpocnopuauu E. cuniculi (Katinka et al., 2001). Ha 3aMoposkeHHBIX Cpe3ax
sapaxenHoro P. grylli sxupoBoro tema, oOpaGoTaHHBIX MaHHO30-crienupuuabiM GNA
JIEKTHHOM, KOHBIOTHPOBAHHBIM C YaCTHIIAMU KOJUIOMIHOTO 30JI0Ta, MBI TIOKA3aJld, YTO METKa
BBISBJSUIACH Ha O0OJIOYKE CIOp, IHCTEPHAX C IOJSIPHOM TPYOKOH W B TyOyNISIpHOW CeTH
no3aHuX cropoosiactoB (Puc. 4-8). DTm naHHBIE MOATBEPKIAIOT JaHHBIC OWOXMMHHU M
YKa3blBAlOT HAa TO, YTO TJUKO3WIMPOBAaHHE OCIKOB HAYMHACTCS B TYOYJISIPHOH CeTH
cniopo6sactoB. IHTEpeCcHO, 4TO ATOT IMpOoIiece UAET U B 3pEIIBIX CIIopax co chopMUPOBABITHMCS

anmapaToM SKCTPY3UH U MOJSPHOU TPYOKOM, TOTOBOM K BBICTPEIMBAHUIO.

Pucynok 4-8. Ha 3aMOpoKeHHBIX cpe3ax 3apakEHHOTO
P. grylli xupoBoro Tena, 00pab0TaHHBIX KOHBIOT'ATAMHU
GNA-komtoniHOe 305I0TO, METKa BBISBISLIACH Ha
000JI0YKE CIOp W CIOpOOJAacTOB (HAKOHEYHUKH), B
IUCTEpHAX C MOJSIPHOI TPYOKO# CIIOpo0JIaCcTOB U CIIOP
("4epHbIE CTpENKH), B TYOYISIPHOW CETH CIIOPOOIacTOB
(Oenast ctpenka). DTH JaHHBIE MOATBEPXKIAIOT TAaHHBIE
ouoxumun (Dolgikh et al., 2005) u yka3biBaroT Ha TO,
910 rimko3unupoBanue 6eaxoB PTPA n 40 HaunHaeTcs
B TyOyJISIpHOH ceTr crpobIacToB.

B TC npucymcmeyrom pesudenmnsie oenxu AI. TlonvkioHanbHbIe aHTUTENA K OETKY
Sec 13 Paranosema locustae, ommxaiitneit poacreennuiie P. grylli, ckoHcTpynpoBanbl u
HapaboTansl rpynnoi B.B. lonrux (Meronuku noadopa npaiftMepoB, KIOHUPOBaHUS reHa Sec
13, HapaOoTKy OenKka B HKCHPECCHPYIOLIEM BEKTOpPE, MMMYHHU3AIMM M OUYMCTKU AHTUTEI
onucanbl B: Beznoussenko et al., 2007). bemok Sec 13 mpexacrasisier coboii CyObeAMHUILY

OJIHOTO W3 JBYX TE€TepOAMMEPOB KoMiuiekca OenkoB-koaromepoB COPII, ygactByrommx B
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OKalMJIEHUH BE3WKYJI aHTeporpaaHoro tpancnopra u3 OP B AI' (cchutiku B: CHUTHPEBCKAs U
ap., 2006). C momMo1ipi0 UMMYHORJIEKTPOHHOM MHKPOCKOIHMHU MbI IMOKA3aJii, YTO aHTUTENA K
Sec 13 ckoHIeHTpUpPOBaHbI B TyOynsipHbIX ceTsx («BK») MEpoHTOB, U B MEHbIIICH CTETICHH
crioponToB (Puc. 4-10). Bosnbliras 4acTh METKH pacmosiaraiach BJOJIb BHITIHYTBIX MEMOPAHHBIX

npoduiei.

Pucynok 4-9. B tyoymsipubix cetsix (TC) P. grylli koHueHTpupyoTCs pe3uieHTHbIe OENKU [HC-30HbI
anmapata [onpmku: Sec 13 (COPII), Sec 21(=yCOP, COPI), mxuantuna u GM-130. A. AnTtuTrena K
Sec21 ceasbiBasiuchk C TC MEPOHTOB, CIOPOHTOB U, B MEHBIIIEH CTEIEeHH, criopodnacToB. B. AHTUTENa K
Sec 13 mermim TC MmepoHTOB M crmopoHTOB; B. AHTHTena mnporuB mxuantiHa u GM-130
nokanu3oBanuck ¢ TC MEepoHTOB U, B MeHbIel creneny, ¢ TC apyrux craamii. Macmira6: A, B, 100
uM; C, neBsiii cHuMOK, 180 um; C, mpaBerii cHUMOK, 120 HM.

Jns manpHeWIen XapaKTEepPUCTUKH CEKPETOPHOrO KOMIIAPTMEHTAa MHUKPOCIOPUIUN
UCIIOJIb30BATIM  CTAHIAPTHBIM TOAXOJ, KOTOPBIA 3aKi0Yajics B TECTHPOBAHHH METOIOM
BECTEPH-THOPHIM3AINN UMEIONIMXCS aHTUTEA K OejKaM IIeJIeBOr0 KOMIIApPTMEHTa JPYIHX
opranu3MoB, mpoTuB dKkcTpakToB OenkoB P. grylli u P. locustae (Beznoussenko et al., 2007;
Jonrux, 2017). Auturesna, HapaboTaHHBIE MPOTUB pekoMmOuHanTHOTO Oenka Sec21 (yCOP)
Arabidopsis thaliana (Pimpl et al., 2000), na Omorax y3HaBaj M MOJHUIENITH MacCOW
npubmmsurensHo 80 k/la B skctpaktax P. grylli u P. locustae. Dto 6buto OXHIaeMo, T.K.
MaKCHMaJIbHOE CXOJCTBO TreHa, koaupyromero YCOP y P. locustae, HaGmromanoch UMEHHO Y
ero oprosora u3 A. thaliana. Bosee toro, macca 6emka, npenckaszannas s YCOP P. locustae,

obuta 80kxa. (http://jbpc.mbl.edu/Nosema/ index.html, Nosema locustae Genome Project,
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Marine Biologocal Laborarory at Woods Hole). Ha 3amMoposkeHHBIX cpe3ax >KHPOBOTO Teja
3apaXEHHBIX CBEPYKOB AHTUTENA METWIH TYyOyJsSpHBIE CETH MEPOHTOB M CIOPOHTOB, B
KOTOPBIX METKAa acCOLMHUPOBANiach, TJIABHBIM 00pa3oM, C OKpYyrJIbIMH mpodwismu. B
cnopo0yacrax, BOJTU31 KOHTEHHEPOB, COJIEpPKalIUX MOJIIPHYIO TPYOKY, TaKkyKe ObLIO 3aMeUeHO
JIOBOJILHO MHTCHCHBHOE MeueHue (Puc. 4-9).

Kpome Toro, BectrepH-ruOpuiM3aiiis BoIsBIIIA B3aUMOICHCTBHE OETTKOB MUKPOCTIOPU TN
¢ MeMOpaHHbIMH Oenkamu Al' MIIEKOTTUTAIONIUX, DKUAHTHHOM M MAapKepHBIM OEITKOM IHC-
INonsmxu («ronsmxuHOM») GM-130. AHTHTENA K JDKUAHTUHY y3HABaJIU €IMHCTBEHHBIN O€I0K
maccoit 190 xJla B MeMOpanHoii (pakiuu BHyTpuKIeTOYHBIX cTamuii P. grylli, B To Bpems kak
anTu-GM-130 antuTena B3anMoaelicTBoBaim ¢ 6eaxom maccoit 90 k/la Bo dpakumsax craauii
u crop (Beznoussenko et al., 2007). UMMyHO3J1eKTpOHHASE MUKPOCKOIHS Ha 3aMOPOKEHHBIX
cpe3ax IMokasasa, 4To 00a aHTHUTEeNa CBSA3BIBAIOTCS C TyOYNIIPHBIMU CETSMHU KaK PaHHUX, TaK U
MNO3JAHUX CTaaui BHYTpHUKIeTOYHOro pa3BuTus (Puc. 4-9). Takum o00pazom, ONBITHI ¢
UMMYHOMEUYCHHEM Ha 3aMOPOXKEHHBIX Cpe3ax MOKa3aiu, YTO aHTUTEIA MPOTUB PE3UICHTHBIX
6enkoB nuc-I'onpmku, Sec 13, yYCOP, GM-130 u mxuaHTHHA, JTOKATU3YIOTCS B TYOYJISPHBIX
CeTSIX MEPOHTOB, CIIOPOHTOB M CHOPOOIACTOB. OJTO YKa3blBa€T HA IUTOXUMHUYECKOE

coorBetrcTBUE TC nuc-I"oabKu KOMIIApTMCHTY.

4.4 OnbIThI, NOATBEP:KAAIONLINE OTCYTCTBHE Be3UKYJ B AI' MuKkpocnopuauii

C MOMOIIBIO TPEXMEPHBIX PEKOHCTPYKLUH YIbTPATOHKUX CPE30B M BUPTYaJIbHBIX
Cpe30B, MOJYYEHHBIX METO/I0M 3JIEKTPOHHOH Tomorpaduu ObLIO MOKazaHO, 4YTO [ oybmaKu-
NONOOHBIE CTPYKTYpbl Kak paHHMX, TaK UM TO3JHUX CTaAUui KU3HEHHOTO IMKJa
MuKpocniopuauii npenctasienbl TyOymsipHbiMu cetiMu  (TC). Otu TC coenuHeHbl ¢
HNEPUHYKIICApHBIM TPOCTPAHCTBOM, HHJOIIA3MATHYECKUM DPETHUKYIYMOM, IJIa3MaTHYECKOU
MeMOpaHOM U KOHTEHHEPOM, COAEPIKAIIMM MOJISIPHYIO TPYOKY, KOTOPBII caM 1o ce0e sBiseTcs
yacTbio anmapata ['ONbJKHM, TOMOJOTHYHBIM  TpaHC-I'OJIBKM  LMCTEpHE  KIIETOK
MiIekonuTaromux. Pekoncrpyrnpoano 6osee 10 KJI€TOK MUKPOCIIOPUINI Ha pa3HBIX CTalUAX
KU3HEHHOTO LIMKJA, U HU B OJHOW M3 HUX HE OOHApPY>KEHO IMy3BIPbKOB (Be3uKyi). UTOOBI
yOeaUThCs, UTO OTCYTCTBHE BE3UKYN — HE apTe(hakT XUMHUYECKON (PUKCAIMH, UCTIOIb30BAIH
CBEpXOBICTPYIO KpHO(HKCAIIMIO METOJOM 3aMOPaKMBAaHUSA TOJ] BBICOKHM JaBJICHUEM,
MPEOTBPALIAONIYI0 BO3MOXKHOE CIMSHHE BE3UKYJI B pe3yJbTaTe B3aUMOJCHCTBHUS C
anpaeruaamMu puxcupyromiero pactsopa (Puc. 4-10). Be3ukyibl T€OpETHUECKH MOTJIH OBITH
TPaH3UTHOW KPATKOBPEMEHHOW cTaaueill TpaHCIopTa, KOTOpPYHd HaM HE YJaloch
3auxcupoBath. [yt UCKIIOYEHHS ATOM BO3MOXKHOCTH Mbl HHTHOMPOBAIM CIUSIHHE MEMOpaH
au6o c¢ momomipio NEM (N-ethylmaleimide, daktop Omoxupyromuit SNARE-3aBucumoe

CIIMSIHUE BE3MKYIN), MO0 ¢ momoiubio (iayopuna ammomuaus (AlF4), kotopsiii Gnokupyer
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pazneBanue COP-1 Be3ukys, HEOOXOAUMOE ISl UX CIUSHUS JPYT C IPYrOM HIIA C JPYTUM
MCM6paHHBIM KOMITIapTMCHTOM. Hu B OAHOM M3 OTHUX OKCIICPUMCHTOB B KIICTKAX
MHUKPOCHIOPHIUI BE3UKYJIBI HE OOHAPYXKEHbI, XOTS B KIETKaX XO35MHA, B JJAHHOM Ciydae
CIIY’)KUBIIHX TOJIOKHUTEIHHBIM KOHTPOJIEM, BE3UKYJIbI HA0JIOTAJIMCH W/WITN HAKATUTUBAINACH IPU
HCITOJIb30BAaHUM MHTHOUTOPOB ciusiHUsT MeMOpaH (Puc. 4-10) B COOTBETCTBUU ¢ KOHIENITHEH
BE3UKYJSIPHOTO TpaHcopTa. [1o pe3yibratamM 3TUX OIBITOB CIEIaH BBIBOJ] 00 «aBE3UKYISIPHOM
MexaHu3Me» (pyHKIMoHupoBaHus anmapara [ oibKki MUKpociopuauii. OTCyTCTBUE BE3UKYIT
B aHAJIOTMYHBIX SKCIIEPHMEHTAaX TakXe mo3aHee mokazano u s Al cmoporutasm (MIN)

Anncaliia algerae (Takvorian etal., 2013).

Pucynok 4-10. YabsTpacTpykrypa Tyoyasipubix cereii (TC) P. locustae mocie xumuueckoi
¢uxcanun u pyrunnoi IM (a, A-e), WM Mocjae (PUKCANUH 3aMOPAKUBAHHMEM IO/ BBICOKHM
JaBjieHHEM C MOCJeqyoIIuM Kpuo3damemenueM (0-r) u M Tomorpadueii (6). a. TC mepoHTOB —
«BE3HKYJISIPHBIN KJacTepy (CTpeska), COCTOSIINHN U3 BBITSHYTBHIX U OKPYTIIBIX MEMOPaHHbBIX IPOdHIICH,
coeauHeHHbIX ¢ DP. 6. TpéxmepHas pexoHcTpykuusi TC Mmeponra (kpacHas)) W mpuiiexamiero DP
(3enenslit). benoii cTpenkoii ykazana «moukay (cunsis) Ha TC. B. CBA3b BE3UKYIISIPHOU CETH C SIEpHON
o6onoukoii (NE) ykaszana crpenkoil. 0, r, x. O6pasiisl 3apaxEHHOMN KUPOBO TKaHH mepe]] QUKcarmei
osut 06paborarsr NEM (N-ethylmaleimide — ¢paxtopom, 6mokupyromum SNARE-3aBucuMoe ClustHIE
Be3MKyJ). B KieTkax mapa3uta BEe3HKYJAlMU He Habmomanock (B, r). A. Ilocne obpabotkn NEM
armapat ['obKK KICTKH XO3S5IMH TPE/ICTABIISIT CO00# CKOIUICHHE BE3UKYIT Pa3HOro auamerpa (cTpeska
1 3BE3/10uKa). e. OOpasibl 00padoTansl Guryopuaom amtomMunus (AlF4), GnokupyromieM «pasieBaHue»
COP-1 Be3ukyi1, He0OXOAMMOE IS CAMsIHUS. Be3ukyiibl B KJIeTKaX MUKPOCIIOPHINKM HE HAOFOIaIMCh
u B 3ToM citydae. Ctpenku ykaspiBatoT Ha TC. Macmta6: a, 6, 120 um; B, 300 uMm; T, €, 80 uM; A, 250
HM.

4.5 YpoKu reHOMHBIX MPOEKTOB
Anamu3 renomoB Encephalitozoon cuniculi, Paranosema (Antonospora) locustae,
Trachipleistaphora hominis u np. (Heinz et al., 2012; Katinka et al., 2001), Antonospora

locustae (Genome Project; http://forest.mbl.edu/cgi-bin/site/antonospora01, Marine Biological
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Laboratory at Woods Hole; cm. takke o63op: Williams et al.,, 2014) nokasamu, 4uto y
MHUKPOCTIOPHIUI COXpaHEHBl OCHOBHBIE KJIACTEPhl T'€HOB, OOECIEYMBAIOLINE CHUCTEMBI KO-
TPAHCIIALMOHHON TPAHCIOKAIIUY MOJIMIENTHIOB B IPOCBET DP, BHYTPUKICTOYHBIN TPAHCIIOPT
u sKk3ouuTo3. Ilpu 3TOM pemepryap IeHOB ISl KaXAOW M3 cucTeM OelHee, YeM Y KIIETOK
Ipoxokeit u miekonuTaronmx. Hampumep, B renome E. cuniculi mpucyrctByer nuiib
OTPaHUYEHHOE YHUCIO TEHOB, KOJUPYIOIIUX OEJKH, BOBICUEHHBIE B  IMPOLECCHI
BHyTpuKIeTouHOro Tpancnopra (Katinka et al., 2001). Cucrema tpancinokauu 6ei1koB B JP
MpeJICTaBIeHa OCHOBHBIMUA KOMIIOHEHTAMH TPAHCIOKOHA Sec 61, BKIIOYIOMIETO o, Y ¥ Apyrue
MEeHee KOHCEpBaTHUBHBIE CYObEIMHUIIBI, & TAKKE COMyTCTBYIOMmuUe 6enku Sec62, Sec63 u Hsp70
(Slamovits et al., 2006). Kpome TOro, UMEIOTCSI T€HBI «CHUTHAIBHBIX KOMIUIEKCOB Y3HABAHUS
(signal recognition particle, SRP54 u SRP19) u peuenTopbl Kk 3TUM KOMILJIEKCaM, KOTOPbIi
y3HaeT OenkW, MpeAHa3HaueHHble A TpaHciaokanuu B OP. OOHapyxkena Ttakxke Secll-
nofoOHas CUrHalbHAs TMENTHa3a, KOTopas KaTalu3upyeT OTIIerieHre N-TepMUHAIbHON
CHUTHAJIBHOM TIOCJIEIOBATEILHOCTH TPAHCIONUPYEMBIX OenkoB. UTo Kacaercs mMoaupukanuu
OenkoB BHYTpH DP, To B reHome E. cuniculi BeisiBiieH red pepmenTa aucynbdua-uzomepasasi,
KOTOpasi Katanu3upyeT GopMupoBaHue OMCYIb(PUTHBIX CBS3EeH U TAKUM 00pa3OM y4yacTBYET B
CBEPTHIBAaHUU O€NKOB. XapaKTepHO, YTO Y MHUKPOCIOPUIUN TONTHOCTHIO TOTEPSIHBI
KOMITOHEHTHI N-TJTUKO3MIUPOBAHHS, KOTOPOE Y IPYTHX DYKAPHUOT MPOUCXOIUT B pocBeTe DP
(Katinka et al., 2001).

N3 6 6enxoB SNARE (Soluble NSF Attachment Protein Receptor), B n3yueHHBIX reHOMax
mukpocnopuauii npucyrctBytoT Ba R-SNAREs (SNC2 u cunantoOpeBuH) U 4etbipe Q-
SNARESs (syntaxin 5, VAMP, Bosl u Vtil). Cneayer ormetuts, uto cTpykTrypHo SNARE-
OCJIKM MUKPOCTIOPUIUHN U JPOXKEH odeHb moxoxu, a ¢xoacTBo SNARE cucrem npoxokeit u
miiekonuraromux odmensBectHo (CHurepeBckas u ap., 2006). OnHako, 9ucIo 3TUX OETKOB Y
MHKPOCTIOpH 1 (BCero 6) 3HAYMTEILHO MEHbIIIE, 4eM y npoxckeii (y S. cerevisiae — 26) (Burri,
Lithgow, 2004; Sokolova, Mironov, 2008).

Mexanusm, oTBeTcTBEeHHBIH 3a pa30opky SNARE komrmuiekcoB, mpeacTaBieH TOJIbKO
oaHMM OenkoMm, Secl8 (romosior NSF miekonuTaromux), a 6enku, romosioruaabsie SNAP-awm,
BoBce He oOHapyskeHbl (Katinka et al., 2001). Dto o3HauaeT, 4TO, BEpOSITHEE BCErO, CUCTEMA
SNARE y mukpocnopunuii pabotaer, HO MeJIEHHEE, YeM Yy JIPOXOKEeH M MIIEKOMUTAIOLIUX.
MunuManbHbIH Habop OenkoB cemericTBa Rab (Yptl, Rablb, Rab5, Ytp6, Rab10) u Rab-GDP
UHTUOUTOP AMCCOIMAIK TPUCYTCTBYIOT B reHome E. cuniculi.

Bmecto 7 cyOweaunun koatomepHoro komriuiekca COPI, TUNMUYHBIX Ui KIETOK
MJICKOMTUTAIONINX, PACTEHUU M JPOXIKEH, y MHUKPOCHOPUIUM TPUCYTCTBYET TOJBKO 6

cyobequann; COPI. Dncunon (g)-COP 1 orcyrctByer B renmome E. cuniculi m apyrux
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mukpocnopuauii (Katinka et al., 2001; Williams et al., 2014). B kieTkax MIEKOMUTAIONUX &-
COPI omocpenyer reHepupoBaHHe MMy3bIpbKOB, okaiMiéHHbix COPIl (Guo et al., 1994).
Penepryap ARF 6enkoB y MUKpOCTIOpUAMIA OrpaHUYeH IByMs Oenkamu; umeercst oqua ARF-
nonoOHbI Oenok, Oenok ARF-exchange factor, u omun ARF-GAP O6emnok. Omnako y
MUKPOCTIOPUIUN MPUCYTCTBYIOT Bce 4 M3BECTHBIE CyOBEAMHHUIIBI KOATOMEPHOTO KOMILIEKCA
CORP II: Sec13, Sec23, Sec24 u Sec31 (Katinka et al., 2001). Ects 6enok Sarlp, HeoOX0oauMbIit
JUIs MHUIHMAUK cOopku kKoaromepHoro kommiekca COPII, Ho mpu 3Tom otcyrcrByer Sarlp
(guanine nucleotide exchange factor). M, HakoHem, y BCeX M3YYEHHBIX «BBICIIHX
MUKPOCTIOPUIUH OTCYTCTBYIOT TI'€HBI, KOJUPYIOUIME KJIATPUH M COIYTCTBYIOLINE OEIKHU-
aJalTUHBI, YTO CBA3AHO C IIOJIHOM YTPAaTOM MHKPOCIOPUAMAMHU JM30COMHOM CHUCTEMBI H
cucrema sHjouurosa. Ananu3 merogoM RT-PCR mnpoaemoHcTpupoBan NPUCYTCTBUE BO
BHYTPHUKJIETOYHBIX cTaausx Paranosema (Antonospora) locustae mRNA TpaHCKpHUNTOB,
KOAUPYIOMHUX cyObeauHuIIb KoaTomepHoro komiuiekca COPI, Secl3, Sec31, cunantoOpeBuHa
U CHHTaKCHH-TI0JJ00HOTO Oenka cemeiictBa SNARE. YpoBeHb skcnpeccun u3y4aeMbIX T€HOB
OBLT IOCTATOYHO BBICOKHMM, CPAaBHUMBIM C YPOBHEM JKCIPECCHUU AIBTEPHATHBHONW OKCHJIA3HI,
KIr049eBoro ¢pepmenTa metadbonmmsma mukpocmopuauii (Dolgikh et al., 2010). ITonuknonanbHbIE
aHTUTENIa NMPOTUB pEeKOMOWHAHTHOW cyObeauHuipl Secl3, skcnpeccupoBannoin B E. coli,
MOKAa3aJM acCCOIMAIIMI0 ATOro Oenlka ¢ MeMOpaHaMH W €ro HaKOIUICHHE B CIOpaX M BO
BHYTPHUKJIETOYHBIX cTaausx P. locustae (Beznoussenko et al., 2007).

Jpyras uHTEepecHass 0COOEHHOCTh CEKPETOPHOTO arapara MUKPOCIOPUIHIA, O KOTOPO
y)K€ YINOMMHAJIOCh, O3TO OrPaHWYEHHOE pa3HooOpazue KapOOTHUIPATHBIX HAIACTPOCK B
TJIMKONIPOTENHAX M MPOTEOTIMKaHAaX MHUKpocropuauii. Bece onn mpunapiexar k rpymme O-
CBS3aHHBIX MaHHO30-0JIITOCAXapuJI0B. B TeHOMax BceX W3YYCHHBIX MHUKPOCIIOPHINN
BBISIBJICHO TOJIKO TPH T'€HA, OTBETCTBEHHBIX 3a O-MaHU3UINPOBAaHUE OENKOB, M HE BBISBICHO
HH OJIHOTO KOMITOHEHTa cucTeMbl N-cBs3anHoro rimkosunuposanusi (Corradi et al., 20009,
2010; Heinz et al., 2012; Katinka et al., 2001). DT reHOMHBIC JaHHBIC MOATBEPKIAIOTCS U
onoxumuueckumu uccienosanusmu (Dolgikh et al., 2007; Taupin et al., 2007; Xu et al., 2004).

W3 ananu3a TEHOMHBIX W TPOTEOMHBIX JAHHBIX CIEAYIOT B2 OCHOBHBIX BBIBOJA,
MOITBEPIKIAIOIIUE UCCIIeoBaHus MOp(ho-dyKIIMoHaIbHOU opranu3anuu A" MUKpOCTIOPHIHHA.
Bo-mepBbIX, MHKPOCHOPUAMH WCIOJIB3YIOT T€ K€ 0a30BbIe MEXaHH3MBI CEKPETOPHOTO
TPAHCIIOPTA IYKAPHOT, YTO XapaKTePHBI JUIS KICTOK JPOXKKEH M MitekonuTaronux. [Ipu atom
OTIMYUTEIFHOM YepTOM CEeKPEeTOPHBIX MEXAHU3MOB KIETOK MHUKPOCIIOPUIUN CIYKUT
3HAUUTENNbHAS PEAYKIHs OTICIbHBIX (HECYIIECTBEHHBIX?) 3IIEMEHTOB BHYTPHUKJICTOYHOTO

TpaHcnopTa. Bo-BTOpbIX, aHanM3 penepTyapa T'€HOB MHUKPOCHOPHAMUNA, BOBJICUYEHHBIX BO
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BHYTPUKJIETOUHBI TPaHCHOPT, CBHUJCTEIbCTBYET O MHMHUMAJIBHOM pOJIM OKaHMIIEHHBIX
y3BIPbKOB.

4.6 MUKpPOCIIOPHINH KaK eCTeCTBEHHbIE IKCIIePHMEHTAJIbHbIE CUCTeMbI /sl

U3y4YeHHs CeKPEeTOPHOI0 TPAHCIOPTAa

JlaHHble, KpaTKO H3JIOKEHHBIE BhIIIE W Ooiee MOAPOOHO B CepuUM IyOJIMKAIMMA
(Beznoussenko et al., 2007; Dolgikh et al., 2005; Sokolova et al., 2001; Sokolova, Mironov;
2008, Cokogosa et al., 2007; Cokososa u ap., 2001), moay4ensl B pe3ynbrate pabOThI HaJI
IPOEKTOM, MOAJIEPKAHHBIM MeXTyHapoaHbIM (pouaom INTAS nox nazBanuem «CTpyKTypHas
opraHusanus ['oybIKM KOMIIAPTMEHTA Y MUKPOCIIOPUINN: €€ OJUH IPUMEpP MUHUMAIBHON
cekperopHoii cucreMbi?» (Structural organization of Golgi compartment in microsporidians:
one more example of a minimal secretory system?). Mues npoekra Bo3uukia B 1999 roxy Bo
BpeMsi MOe# cTaxxupoBku B jabopatopuu [Ipodeccopa A.A. Muponora (Mario Negro Sud,
Santa Maria Imbara, Abruzzo, Italy), M3BECTHOr0 CHELHMAIUCTA 10 BHYTPHKICTOYHOMY
TpaHcnopty. B maGoparopuu B 3TO BpeMsl TECTHPOBAjach BE3UKYISPHO-MyTapalOHHas
TUIIOTE€3a CEKPETOPHOTO TpaHCIOpTa U pa3padaThlBaIMCh €€ BapuaHTbl. B cBs3u c 3THM
U3ydanach U 1e0aTHpPOBaIach pojb AHTEPOTPAJHBIX U PETPOTPAJHBIX BE3UKYII, OKAHMIEHHBIX
koaromepHbiMu Oenkamu COPII u COPI, a Takke BO3MOXHOCTH TpPaHCIIOPTUPOBKU
PE3UICHTHBIX U Kapro OEJKOB 110 HEMpephIBHBIM TYOyIsspHbIM cTpykTypam (Hirschberg et al.,
1998). DTUM KOJUICKTHBOM BIIEPBbIC OBLIO IMOKa3aHO, YTO BHYTPHKICTOYHBIA TPAHCIIOPT
KPYIHBIX arrperaTtoB MpokoJijiareHa B ¢puOpodiacTax He TpeOyeT ydacTHsl aHTE€pPOrpaHbIX
(COPII) Besumkyn (Bonfanti et al., 1998). Cama co0oii HampammBagach MbICIb, YTO
MHUKPOCHIOPHJIMM C HMX MOIIHBIM amNlaparoM OSKCTPY3HUH, (OPMHUPYEMBIM BHYTPHU
TUNepTpopUPOBaHHON TpaHC-IUCTEPHBI [OJBIKH, TaKKe MPEACTaBIAIOT COOON HarJIsAIHbIHN
pUMEpP CEKPETOPHOTO TPAHCIIOPTA IYTEM «cO3peBaHMs HUCTepH». Kpome Toro, mpocrora
UJCHTU(UKAIIMM OCHOBHOTO «Kapro» — Oeika MOJIApHOW TpyOKH, MEJKHE pa3Mepbl U
penylrupoBaHHBIA HAO0Op OMOXUMHUYECKUX MyTel AETar0T MUKPOCIIOPUANN yIOOHONH MOJEINBIO
JUISL U3YYEHHsI OT/ENbHBIX aClEeKTOB BHYTPUKIETOYHOTO TPAHCIIOPTA, MOJOOHO HEKOTOPHIM
apyrum npotuctam (CoxonoBa u np., 2007). Jlns Toro, 4ToOBl MOHSATH YHUKAJIbHOCTH
MUKPOCTIOPHIIUIT KaK MOJEIBHOW CHCTEMBl «MHUHUMAIBHOTO» CEKPETOPHOTO TYTH,
HE00XO0/IMMO KPaTKO pacCMOTPETh CYHIECTBYIOIINE TUIIOTE3bl BHYTPUKIIETOYHOT'O TPAHCIIOPTA.

4.6.1 MHOTOOOpa3ue Mozesel CTPYKTYPHO-(pYHKIIMOHANBHOM oprann3anuu Al™ u

napasuTHUYECKUE MPOTHCTHI B KAYECTBE MOJICITBHBIX O0BEKTOB ISl H3YUCHHS
CEKPETOPHOT0 TPaHCIIOPTa

bonee 50 mer mebGatupyercs BOMpPOC O TOM, KaK CHHTE3UPOBAHHBIC B DP MpOIYyKTHI
(xapro) nepemernatorcs yepe3 Al', 1 KakuM 00pazoM COXPaHSAETCs JOKATM3AIU PE3UICHTHBIX

O6enkoB (depMeHTOB) B oOTAenbHBIX KommapTmeHTax Al. IlepBas Mojaens TpaHcmopra,
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MamypayuonHas 2eunome3a WIW MOJETb IPOTPECCHU U CO3pEBaHUS LUCTEpH, ObLIa
npeyioskeHa B konme 1950-x romos (Grasse, 1957). I'mmore3a MOCTYyIUpYeT, YTO IUC-
mucrepasl AT popmupytorcst de NOVO, a 3aTeM «CO3pEBaIOT», MEPEeMEIasich K TpaHC-
MOBEPXHOCTU. JTa MOJETh HE OOBSACHSATA YHUKAIBHOCTh KaXKJI0M IIMCTEPHBI, CoAeprKalleit
WHAUBUAYaIIbHBII Ha0Op (EpPMEHTOB, U HE YUUTHIBAJa POJIb BE3UKYI. Be3uxyiapras mooeinsb
obuta npemiokena Ilanane (Palade, 1975) Ha ocHOBaHWM W3ydeHHUs YIBTPACTPYKTYphl Al
DK30KPUHHBIX KJIETOK ITOJKEIyIOYHOU skeie3pl. 1lanane OTKpbLI HAllpaBIEHHBIM TPaHCIOPT
CEKPETOPHBIX MPOAYKTOB, TIIOKa3aJl CYIIECTBOBAaHHE BE3UKYJSIPHOTO TpaHCIOpTa H
pOoJEeMOHCTpUpOBaNl posib A’ B KOHLIEHTpAallMd M YIIaKOBKE CHHTE3UPOBAHHBIX OEIKOB B
cekperopHble rpanyinsl. [lpeacraBienus Ilamage o Be3UKyIIpHOM TpaHcropTe OENKOB depe3
Al' momyumnu IIUPOKOE pacmpocTpaHeHue. bbpulo  MPOAEMOHCTPHPOBAHO, YTO B
aHTeporpaaHoM TpaHcmopte uepe3 Al' yuacTBytoT my3sipbku ¢ okaiimienuem COPI (Orci et
al., 1986). YoenuTenabHbIe 0KA3aTebCTBA B IMOJb3Y BE3UKYISIPHON TMITOTE3bI IOTYUYCHBI
PormaHOM c co-aBTOpaM B OIbITaxX, TOKA3aBIIUX OBICTPBIN NepeHoce 0eaKOoB MexAy AByMs Al
B I'eTepPOKAapHOHAX, MOJYYCHHBIX B pe3yJbTaTe CIUSHUS JBYX KJIETOK, M B OECKIETOYHBIX
cuctemax. KiieTku-1oHOpBI HECIM MYTalIUIO B TeHE MITI0KO3aMUHOAIeTUATpaHchepassl U ObLTH
WH(OUIUPOBAaHBl BUPYCOM Be3ukyispHoro cromatutra (VSV), rmukomnporeunst (VSVG)
KOTOPOTO CHHTE3MPOBATHCH B JIOHOPCKHX CTakax [ONbKH. AKIENTOpHBIE CTakd He
coJiep)Kall BUPYCHOro Oelika, HO HMMeEIM HOopMalbHYIO TpaHcdepasdy. [lo BkitoueHuio B
TpancnoptupyemMblii VSVG paanoakTHBHOrO ocTaTka TpaHc(epasbl MOXKHO ObUIO CYJUTh O
nepexoie Kapro u3 IUc- B MEIUAIbHYI0 LUCTEepHY. [IpH 3TOM 3J€KTpOHHAsE MUKPOCKOMHUS
nokasasia, 4To OT Kpa€B LHCTEPHBI OTIIHYPOBBIBAIOTCS OKAWMIICHHBIE (HE KJIATPUHOBBIC)
Ny3bIPbKH, KOTOPBIE, TIO-BHIUMOMY, NiepeHocHn Kiertodnbie Oenku (Ostermann et al., 1993;
Rothman, 1994; Rothman, Wieland, 1996). Anodeo3oM BE3HMKYIAPHOW THIIOTE3bI CTAJIO
npucyxkaenue B 2013 rox HoOeneBckoit mpemMuu mo ¢Gu3uoigoruv U menuuuHe J[xoanmcy
Pormany, Paunu lllekmany u Tomacy CroaxoTy «3a OTKpBITHUSL B 00JaCTM MEXaHU3MOB,
PETYIUPYIOMIUX  BE3UKYJSAPHBIA  TPAHCIIOPT, OCHOBHYIO CHUCTEMY BHYTPHUKJIETOYHOTO
TPAHCHOPTA HAIIMX KJIETOK». OJHAaKO, HECMOTPS Ha IIMPOKOE MpPU3HAHUE BE3UKYJISIPHOU
MOJIENIN, CYHIECTBYIOT CephE&3HBIE MPOOJIeMbl B OOBSCHEHHWH C €€ MOMOILIBI0 HEKOTOPBIX
MIPOIIECCOB BHYTPUKIIETOYHOTO TpaHcTopTa. Bo-mepBhiX, B pe3ynbrare MmeueHus kapro (VSVG)
3enéubiM ¢uryopeciieHTHBIM OenkoM (GFP), B COPI ny3bippkax He HailIeHO CeKpEeTHPYEeMbIX
0EIKOB, HO BBISIBJICHBI pe3uicHTHBIC Oenku, B uacTHOCTH KDEL penenirop (Presley et al., 1997;
Scales et al., 1997). Bo-BTopbIX, B MyTaHTHBIX IITAMMaX JPOXIKeH ¢ OJIOKMPOBAHHBIM T€HOM
SNARE, HE0OXOauMBIM [IJIsl BE3WKYJISAPHOTO TPAHCIIOPTA, HE MPOUCXOJUIIO HAPYIICHUS B

anteporpagaom tpaucropre (Pelham, 1995). B-tperbux, TpaHCIOPT KPYITHOMOJIEKYIISIPHBIX
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KOMIUIEKCOB, TaKMX KaK TJIMKONPOTEHHOBHIC YENIYHKHM HA MOBEPXHOCTH OJHOKIETOYHBIX
3en€HBIX BOAOPOCIeH (scales), arperarsl mpo-koiareHa B pudpobiacrax, amoumonpoTeHHbI
B KJIETKaX IICYCHH M MaKPOMOJICKYJSIPHBIC KOMIUICKCHI JKEITOYHBIX OCIKOB B KIIETKaX
KHPOBOTO TeJla HACEKOMBIX He MOXeT ObITh ocymecTBnéH COPI myssippkaMu B CBSI3U C
MmaneiMu pasMepamu nocieanux (Bonfanti et al., 1998; Hicks, 1966; Horstmann et al., 2002;
Melkonian et al., 1991; Snigirevskaya et al., 1997). [{luToXxuMHYECKH 3TH KPYITHBIC KOMILICKCHI
BBISBJISIFOTCSL TOJBKO B HUCTepHaX A, HO HE B BE3MKYISIPHBIX IepeHocunkax. [1ockoibKy
HepeyrciIeHHbIe (aKThl HE MOTJM OBITh OOBSCHEHBI BE3UKYISIPHOW THMIIOTE30M, MHTEPEC K
MaTypallMOHHOW THUIIOT€3e BO3POAMIICS CHOBAa. bbUla co3maHa HOBas cCuHmemuueckas
BE3UKYIAPHO-MAMYPAYUOHHASL MOOelb, OOBEIUHSIONIAs BE3UKYISAPHYI0 M MAaTypallMOHHYIO
runore3sl (Bonfanti et al., 1998; Mironov, et al., 1997; Polishchuk et al., 2000). Cornacho 3toii
mozenu, 1uc uuctepHsl Al oOpasyrorcs de novo u3 DP. IluctepHbl CcO3peBalOT U
npoJBUraroTcs K Tpanc-I onbmku. ChopMupoBaHHBIE BHOBb TPAHC LUCTEPHBI MPEBPAIAIOTCS
B MEMOpaHHbBIC IEPEHOCYUMKU CEKPETHPYeMbIX MNpoaykToB. OpHAKO, HE IpUBJICKas
BE3UKYJISIPHBII TPAHCIIOPT, TPYAHO OOBSICHUTH COXpaHEHUE MOJSApHOCTH Al M MOCTOSIHHOTO
(epMEHTHOTO COCTaBa ONPEACIEHHBIX IIUCTEPH, HAXO/SIIMXCS B COCTOSIHUU JHHAMHYECKOTO
paBuoBecust (Farquhar, Palade, 1981; Glick, Malhotra, 1998). CormacHo Be3HKYJSPHO-
MaTypalroHHOW MOJeH, OCJKH, CUHTe3upoBaHHbIe B ER, yImakoBBIBalOTCSI B BE3MKYIIBI,
okaitmiennbie COPII B caiitax tER (nepexonnoro komnaptmenta mexxay AI' u ERGIC (ER —
[onmbKM MTPOMEKYTOUHBIH KOMIIAPTMEHT)). DTH BE3HWKYJBI 3aTE€M BXOJST B BE3UKYJSIPHO-
TyOynspubele knactepbl kommapTMeHTan ERGIC. Cumraercs, uro ERGIC o6pa3yetcs
MOCPEACTBOM T'OMOTHUIIMYECKOIO CIUSHUS BE3UKyJ, MoTepsaBmux okaiimiuenue COPIL
Onementsl COPII TpaHcionupyroTcst BI0JIb MUKPOTPpYOOUek K A" AMHEnH-0omnocpe10BaHHBIM
obpazom. [Ipu cozpeBaHnM IUCTEPH UX (HEPMEHTHI BO3BPAIIAIOTCS B TIPEIBIYIINE IUCTEPHBI B
cocraBe COPI-okaiiMIIeHHBIX Y3BIPBKOB (peTporpaansiii Tpancmopt) (Bannykh, Balch, 1997;
Malhotra et al., 1989; Mironov et al., 1997; Pelham, Rothman, 2000). CyiiiecTBytoT BapHaHThI
9TOM THIOTE3BI, TAKUE KaK Moodens jamepaivhol ouggysuu (Beznoussenko, Mironov, 2002;
Mironov et al., 2005; Trucco et al., 2004), modenv cozpesanusi MeMOPAHHBIX NEPEHOCUUKOE T
npyrue (Beznoussenko, Mironov, 2002; Mironov et al., 2005). Opnako Haumbonee
HEMPOTHBOPEYMBBIN BApPUAHT ITOM THUIIOTE3bI, KOTOPBIH TOMYCKAaeT BO3MOYKHOCTh TPAHCIIOPTA
0e3 yJacTHsi BE3UKYJI U MOITOMY OOJIbIIE APYTUX MOAXOIMT [T MHTEPIPETAIIMA MEXaHU3Ma
CEKPETOPHOT0 TPAHCIIOPTa MUKPOCIIOPUINH, ITO MOOenb Oblcmpoll KOMRAPMMEHMATUZAYUU
(rapid partitioning model). Dta monens paspaborana B naboparopuu Jlunuukot-llIBapi
(Lippincott-Schwartz) na MoaenpHBIX KJIETKaX MIICKOMHUTAIONINX, HHOUIIUPOBAHHBIX VSV, 1

noaTBEepKAeHa paboramu Ha Aposxokax (Jackson, 2009; Patterson et al., 2008). Omna
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MOCTYJIUPYET, UYTO ONPEICNAIONIYI0 pPOJIb B TPAHCIOPTE HUIpaeT COPTUPOBKA JIHUMIHIOB B
memOpanax 1ucrepH Al' Bcex ypoBHeit: oOoraménubie rmiepodochomunumamu (I'DJT)
noMeHbl conepxar pepmentsl A, a oboraménnsie chunronunuaamu (CJI) — kapro-0exu.
Takass KOMIapTMEHTaIU3aUsl IPOUCXOIUT Onarogaps crenupudeckuM OeITKOBO-JIUIUIHBIM
accouunanusaM. CoraacHo 3TONW MOJIEH, TPAHCIIOPT PE3UICHTHBIX OEJIKOB U Kapro MOXKET UATH
B 00€e CTOpOHBI (Kak 3T0 ObLIO Mpeacka3ano panee, cM. Pelham, Rothman, 2000), a komruiekc
[onbpku TpeAcTaBiIeH MEMOpPaHHBIM KOHTHHYYMOM. Ilpu 3TOM BaKHasi pijib OTBOJUTCA
TyOyJISpHBIM CBSI3SIM. MoJenb OBICTPOl KOMHApTMEHTAIMU3ALMU  XOPOHIO OOBSICHSET
9KCIIEPUMEHTANIbHBIE JaHHbIE, B YACTHOCTH, [OYTH MOMEHTAJIbHOE MEepEeMEIICHHUEe Kapro o
BCEM KOMITapTMEHTaM [ oibKu mocie Bbixoga u3 OP, uTo He OOBSCHSIET HU OIUH U3
OPEIBIAYIIAX BapHaHTOB MYTApallMOHHOW THUIOTE3bl. ['Mmore3a OOBACHSIET TaKkKe JaBHO
M3BECTHOE CYILECTBOBAaHUE JMIHIHOTO IpagueHTa B MemOpaHax muctepH Al': meMOpaHbI
ERGIC wu uuc-muctepHsl HachlmeHHbl riunepodochomumunamu  (I'OJI), koTopsie
cuUHTE3upyroTcs B OP, B TO BpeMsi Kak Me[HuaibHas IUCTEPHA M TpaHC-30HA Ooiyiee OOrathl
counromqunumaamu (CJI), kotopbie 00pa3yroTcs uckiountenbHo B Al'. Pesunentapie Oenku
cBs3anbl ¢ I'DJI nomenamu, B To Bpems kak Oenku kapro — ¢ CJI momeHamu. JlumuaHbie
B3aMMOJICHCTBHS TaKXKe OIpPENesSOT KOHPOPMAIMOHHbIE U3MEHEHUsT MeMOpaH, BEedylIue K
dbopmupoBanuio padToB, My3sIPHKOB, TYOYsI 1 TyOysipHbIX ceteit (Patterson et al., 2008). Dra
TUIOTE3a COIJIacyeTcsi W C JaHHBIMHU, JeMoHcTpupytommmu, uro Al — IIM Tpancnopr
CEKPETOPHBIX TMPOJYKTOB MOXKET OCYILECTBJIAThCA U3 J1000i 30HBI Al', BKIOYas muc-
IUCTEPHBI C TOMOILBIO TYOYIISIPHBIX IEPEHOCYNKOB (BE3UKYI0-TYOYyIsIpHBIX ceTei). [lokaszano,
YTO KaXkJas LHCTEpPHA CTaka CBA3aHa C TyOyJO-BE3UKYJIPHOM «HEKOMIAKTHOH 30HOW», B
KOTOpOM BbIsBJIEHBI 37eMeHThl okaliMieHus: COPI u kiaTpuH, BOBJIEYEHHbBIE B COPTUPOBKY
kapro (Polishchuk et al., 2003). Mexanu3Mbl TpaHcHopTta uyepe3 TyOYJISpPHBIC CETH paHee
JIeTaIbHO OTHMCaHbI B KieTkax aposoked (Rambourg et al., 2001). BaxxHsIM MOMEHTOM [UIst
NOHWMaHHS CTEeNN(UIECKON OpraHu3aIllii CEKPETOPHOTO TPAHCIOPTA Yy MHUKPOCTIOPHIUIA
cTajia Takxke AeMoHcTpaius (B onbitax ¢ TpaHcmoprom VSVG) paszenenus TpaHCIIoOpTa Kapro
K [IM ¢ 5HZ0COMO-JTM30COMHOTO ITYTH. DKCIIEPUMEHTAaMU ¢ HHTHOUpOBaHueM OpedenbanHOM
(rpuOHOI TOKCHH, BBI3bIBaIONINI pa30opky Al' U Bo3BpalleHus: pe3uJeHTHBIX OenkoB B OP)
M0Ka3aHo, 4Tto TpaHcnopT VSVG-coaepkalux KapuepoB HE YYBCTBHUTENIEH K JIEHCTBHUIO
opedenpauna u munyet tpanc-I'oasmku ceth (TGN) (Patterson et al., 2008). Pe3ynbraThl 3THX
HKCIIEPUMEHTOB COTJIACYIOTCSl C HAOJIOJICHUAMH, ONyOJIMKOBaHHBIMH paHee, 4yTo TGN
npejcTaBisier co0oi crenuamTu3upoBaHHBI KOMIIAPTMEHT JUIsl TPaHCIOpPTa KOMIIOHEHTOB

BH,HOCOMaHBHO-HHSOCOMaHBHOﬁ CUCTEMBI, © YTO 3TOT KOMIIAPTMCHT OTJIHWYCH OT paﬁOHOB
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tpauc-I"oabmku, mocrasisromux Al'- IIM kapuepsr (Ladinsky et al., 1999; Mogelsvang et al.,
2004).

CymMMupysT OTpOMHBI 00BEM JUTEpaTypbl IO BHYTPUKIETOYHOMY TPAHCIIOPTY
JYKapUOTHYECKON KIJIETKU, MOXHO KOHCTAaTUPOBATh, YTO JOCTUTHYTHI 3HAYUTEIIbHbIC YCIIEXU B
UACHTU(DUKAIIMN CTPYKTYPHBIX KOMIIOHEHTOB, OENKOB, JHUMHIOB M TE€HOB, NMPUHUMAIOIINX
y4yacTHs B TPAaHCHOPTE; XOPOIIO M3Y4YCHbl pEaKIUH, MPOUCXOIAIINE B OTACIHHBIX
KOMITApTMEHTaX [ OJIb/PKM, OMHMCaHbl UX CTPYKTYPHBIE KOMIIOHEHTBI, CO3/IaHbl HArJIsIHbIC
SKCIIEPUMEHTANIbHBIE ~ CHUCTEMBI,  IO3BOJISIIOIIME  CHUHXPOHU3UPOBATH  CEKPEUUI0 U
MaHUIYJIUPOBATh IMpoleccaMu cOOpkHU M pa3zdbopku opraHesisl. OnHaKo equHOM Ooree wiu
MEHEe HEIPOTHBOPEUYUBOW KOHUENIIMYA BHYTPUKIETOYHOTO TPAHCIIOPTA MOKAa HE CYIIECTBYET.
B pamkax 3-4 OCHOBHBIX MOJENEN TpaHCIOpPTa CYIIECTBYeT Kak MUHUMYM 20 Bapuauuii
(Jackson, 2009; Mironov et al., 2005; Patterson et al., 2008; Cuurupesckas u jp., 2006). Bce
CYILIECTBYIOIIME THUMOTE3bl OTPaHUYEHBI, T.C. OMMCHIBAIOT TPYNNbl (DAKTOB, YaIIe BCETO
MOJIy4YCHHBIC B JAHHOW HAyYHOH TpyNIe W AAaHHBIMHA METOJaMH. B deM ke mpuurHa TaKkoro
OOMJINS THITOTE3, OTMCHIBAIONINX OPraHU3aly TpaHcnopTa? Bo-mepBbIx, BO3MOXKHO, €MHOTO
MeXaHHM3Ma TPAHCIOPTa U HE CYIIECTBYET: B KJIETKaX pealu3yeTcs JBa U 0ojiee MEXaHU3MOB
AHTEPOTPAJHOTO U PETPOTPAJHOTO TpaHCHIOPTa. BO-BTOPBIX, OCHOBHASI MOJIETIb, UCIIOJIb3yeMast
JUI ACCIeoBaHUS MOPPO(YHKIIMOHAIFHBIX OCOOCHHOCTEH TpaHCIOpTa — 3TO KYJIBTYPHI
HenupPepeHIIMpPOBaHHBIX (Yallle BCEro paKOBBIX) KIETOK MIieKonuTaromux. Kierku
pacIIacThIBAlOTCA IO MOBEPXHOCTH U CO3AAI0T PABHOMEPHBIM CIOW, yIOOHBIA JUIs
(U3UOTOTHUECKUX SKCIEPUMEHTOB M MUKPOCKOIMYECKOro aHanu3a. OaHako GyHKIMOHAIBHO
9TO HETOJHOIICHHBIE KIIETKH, C O0CTHEHHBIM (CEeKpelHs HalelieHa, TJIaBHBIM 00pa3oM, Ha
BOCIPOM3BOJACTBO MeMOpaH s nOpoiudepanuu) U HEHANpaBJI€HHBIM (OTCYTCTBYET
HOJISIPHOCTh, CBOWCTBEHHAsi CEKPETOPHBIM KJIETKaM) THUIIOM CEKPETOPHOIO TpaHCIIOpTa.
PaboThl ¢ KynbTypaMu MOJSPU30BAHHBIX AMHUTETHANBHBIX KIETOK YK€ BBISBUIU PA3IUYUs B
OpraHu3aIliy AalTMKAIEHOTO B 0a30-JIaTepabHOTO TPaHCTIOPTa. M cOBCceM He YINBUTEIBEHO, YTO
pe3ysbTaThl, TONyYEeHHBIE Ha (YHKIIMOHAJIHHO AKTHBHBIX CEKPETHPYIOIINX KIETKaX WIH
BBIJICTICHHBIX U3 HUX MeMOpaHax (OopuruHaibHbIe onbITh [lamnane), u Ha kinerkax HELA wacto
HE BIIOJIHE COTIACYIOTCS APYT ¢ IpyroM. K coxasieHuto, TpyJHO HalTH BBIXOJ M3 CO3/IaBIIETOCs
TYylIUKa: HE CYIIECTBYET CHCTEMBI IS W3YyYeHHs BHYTPHUKIETOYHOTO TPaHCIOPTA
QIbTEPHATUBHOM KYJNBType KIETOK MIICKONHTAIONNX. V3ydeHue BHYTPHKIETOYHOTO
TPaHCHOPTAa B DJMUTENUSAX NpU (U3UOJOTMUECKUX HArpy3kax — OJUH U3 BO3MOXHBIX H
HE/IOCTaTOYHO IMOKa MCIOJb3YEMBIX MOAXOM0B K aHAIN3Y (YHKIMOHAIBHBIX BO3MOXKHOCTEH
anmapara [ombmku (CHurupeBckas u ap., 2006). JlpyruM mMOIXOA0M MOXKET OBITh

HCIIOJIB30BAHHUE OAHOKJICTOYHBIX OPraHU3MOB (HpOTI/ICTOB) — I'OTOBBIX 3KCIICPHUMCHTAJIBbHBIX

181



cucreM, mpepocraBisseMbix Ham npuposoi (Cooke et al., 2004; Joiner, Roos, 2002; Lujan,
Touz, 2003; Overath, Engstler, 2004; Plattner, 1993; Sokolova et al., 2001). [TpakTuyecku
Ka)K7asi TpyIma MpOTHCTOB 00J1a/1aeT 0COOBIM THIIOM CEKPETa U XapaKTEPHOH opraHu3anuei
CEKPETOPHOTO TPAHCIIOPTa, B TMPOIECCE SBONIONHMU HICATBHO IOJOTHAHHBIM O]
(GyHKIMOHATBHBIE 3alaud — OyAb TO CEKpeluss OOOJOYKH ILHUCTHI JIIMOJIUH, DIIEMEHTOB
KJICTOYHOW CTEHKHU JPOXIKEH, «YEIIYeK» OJHOKIETOYHBIX 3€JIEHBIX BOIOPOCIEH, SKCTPYCOM
UH(Y30pHll WIM TOBEPXHOCTHBIX TIHKONpoTenaoB tpunanocom (Tabn. I14-1). Pomp
Mapa3sUTUYECKUX MPOTHCTOB KaK IKCIIEPUMEHTAIBHBIX CHUCTEM JIJISl M3YYEHUS! CEKPETOPHOTO
TpaHCIopTa MoaApoOHO paccmoTpena B 0063opax (Cokososa u ap., 2007; Sokolova, Mironov,
2008), 3amaua KOTOPHIX ObLIa MPOJEMOHCTPUPOBATh, KaK Mapa3sUTHUCCKUN 00pa3 >KU3HU
OTpeCNsIeT CTPYKTYpHbIE U (PYHKIMOHAIbHBIE OCOOCHHOCTH CHCTEM CEKPETOPHOIO
TPaHCIIOpPTa B TAaKUX HEPOICTBEHHBIX TPyIIax mpocreiimux kak Parabasalia (Trichomonas),
Diplomonada (Giardia), Entamoebidae (Entamoeba), mapasutmueckux Alveolata Ttuma
Apicomplexa (Toxoplasma, Plasmodium), a taxxe Kinetoplastida (Trypanosoma, Leishmania)
M0 CPAaBHEHUIO C CEKPETOPHBIM TPAHCIIOPTOM B MOJCIBHBIX CHCTEMaX — KYJIbTUBHPYEMBIX
KJICTKaX MJICKOMUTAIOMUX U JApoxoked. OOJMratHele TMapa3uTHUECKUE MPOCTEUIIIHE
OTHOCHTEJIBHO XOPOIIIO U3YYEHBI C TIOMOIIBIO COBPEMEHHBIX ICHETUYECKUX, MOJICKYIISPHBIX U
CTPYKTYPHBIX METOJIOB IO JIBYM INPUYHHAM. BO-TIepBBIX, M3ydeHUE KJICTOYHON OHOJIOTHUN
MATOTSHHBIX JIJIS YSJIOBEKA M JIOMAIITHUX KUBOTHBIX BHJIOB CBS3aHO C MIOMCKOM MHUIICHEH JIJIst
JIEKapCTBEHHBIX  TperapaTtoB, © TMOITOMY Xopomo cyocuaupyercs. Bo-BTOpbIX,
napa3suTHYECKHUe MPOCTEHIINE OKa3aluCh YIOOHBIMU OOBEKTAMHU AJI JKCIEPUMEHTAIBLHOTO
W3YYCHUS BHYTPUKIETOYHOro TpaHcrmopra. C OHOW CTOPOHBI, TPUCIIOCOOJICHHUE K
00JIMTaTHOMY TIAPa3UTH3MY MIPUBENIO K PEAYKIINN 9acTH (DEPMEHTHBIX CHCTEM M CTPYKTYPHBIX
AIIEMEHTOB CEKPETOPHOTO MYTH, & C APYroil — y OONBIIMHCTBA Mapa3sUTHUECKUX MPOCTEHIIINX
HabOmo1aeTcs TUepTPoGUPOBAaHHAS CEKPEIHsl KU3HEHHO-BAXKHBIX ISl Tapa3uTa OEIKOB WU
TJIMKOIIPOTEHHOB, KOTOPBIC HCIOIB3YIOTCS KaK (YHKIIMOHAJIBHBIC MapKepbl CEKPETOPHOU
aKTUBHOCTH. M, HakoHeN, MeIKHe pa3Mepbl 00JerdaroT MOp(OJIOTHYSCKUN aHaIu3, B
YaCTHOCTH, TPEXMEPHYIO PEKOHCTPYKIIUIO 1O CepUitHBIM cpe3aM. [lyOnukanusMu mociaeIHux
JeT yOeIUTENbHO TPOAEMOHCTPUPOBAHO, UYTO W3Y4YEHHE CEKPETOPHOTO TpaHCIOpTa Y
Mapa3sUTHYCCKUX TPOCTCUIINX CYMECTBEHHO JOMOJHIET W YTOUYHSET WPEICTABICHUS O
CTpykType W (yHKIMM anmapara ['OJbIKd, CIOXKHUBIIHECS Ha OCHOBAHWH aHAIN3a KIETOK
«BBICIIIUXY» 3YKapHOT — MiIeKonuTaronmx u apoxokeit (Sokolova, Mironov, 2008; CokosioBa u
ap., 2007). Kak moka3aiu HCCIIEIOBaHUS, MHUKPOCIOPHIUM BIIOJHE MOTJH OBl 3aHSATH
JOCTOWHOE MECTO CPEeI MOACTHHBIX OOBEKTOB JJISl H3yUCHHUST BHYTPUKICTOYHBIX MEXaHU3MOB

CCKPCIIHH.
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4.5.2 YHUKaJIbHbBIC U YHUBEPCAIbHBIE YePTHl «MUHUMAIBHON) CEKPETOPHOU
CHCTEMbl MUKPOCIIOPUIUH (BMECTO 3aKITFOUEHHS)

Hawubonee sipkasi OTIUYMTENILHAS YepTa CEKPETOPHOTO KOMITAPTMEHTa MUKPOCTIOPHTHIA
— 3TO MOJHAs SITUMHHAIUS YHI0COMAIBLHO-ITU30COMAIBHOTO MYTH, CBSI3aHHAs, BEPOSATHO, C
norepel cnocoOHOCTH K (aronuTo3y. Y «BBICIINX» MHUKPOCIOPUINA HE COXPAaHUIOCh HU
TCHOB, HH CTPYKTYp, YUACTBYIOIIUX B 3HJIOIMTO3¢ U B aro-in3ocomuoi aerpanarmu (Vavra,
Larsson, 1999). Bo3MOXHOCTh MOJHOM JIMMHUHAIIMM YaCTH CEKPETOPHOrO MyTH B OJHOM M3
BETBEH YKapHOT KOCBEHHO MOATBEPKAAET UICI0 HE3aBUCUMOCTH COOCTBEHHO CEKPETOPHOTO
(o6ecnieunBatomiero Tpancnopt u3 Al' k [IM u noxnepsxanue coctas [IM) u sHA0COMATEHOTO
nyteii (Ladinsky et al., 1999; Mogelsvang et al., 2004; Patterson et al., 2008). BozmoxHo, 311
JBa MyTH (YHKIMOHUPOBAIM HE3aBHCHMO HA PAHHHX ATarax JBOJIOIUH dYKAPHOTHUECKOU
KJICTKH. B 3TOM CBSI3M CTOUT OTMETUTh, 4TO y Tpodosoutos Giardia nadbmogaercs oopaTHas
CUTyallHs: UX CEKPETOPHBIH KOMIIAPTMEHT IPE/ICTaBICH HCKIIOYUTEIHFHO SHI0COMAIIbHO-
JM30COMAIbHBIMKA KOMITOHEHTaMHu B Bujie niepudepuueckux rpanyi (Hehl, Marti, 2004).

ABTOpOM JHcCepTaliy moka3ano, 9to (1) cekpeTOpHbIi KOMIIAPTMEHT MUKPOCTIOPHINI
Ha BCEX CTaAMSIX JKU3HEHHOIO LIMKJIAa OPraHu30BaH B BUAE TYOYJISApHBIX ceTei, (2)
BHYTPHUKIIETOYHBIH TPAHCIOPT MPOUCXOAUT IYTEM CO3pPEBaHHMA LHUCTEPH (C TOMOIIBIO
«IIPOrPECCHOHHOT0 MEXaHU3May), 1 (3) OH OCYIECTBIISAETCS IPU MOJIHOM OTCYTCTBUHU BE3UKYII.
TyOynspHbIe CeTH — XapaKTepHbI KOMIIOHEHT CEKPETOPHOM CHCTEMBI IPOXIKeH, cocTosmen
13 KOHTHHYYMOB TyOY/10-Be3uKyIsApHbIX KitacTepos (Mogelsvang et al., 2003; Rambourg et al.,
2008). Mopdororndeckoe CXOACTBO CEKPETOPHBIX CHUCTEM MHKPOCHOPHIMNA U JIPONOKEH
COOTBETCTBYET (DYHKIMOHAJIBHONH TI'OMOJIOTMH, BBIPQXKEHHOW B BBICOKOM IIPOLIEHTE
UJCHTUYHOCTH CHUKBEHCOB, KOAMPYIOUIMX O€NKM BHYTPHKJIETOYHOIO TPAHCIOpPTa, U
YCIIEIIHOCTH TeTePOTOTHYECKON HIKCIIPECCHH KJIETOK MHUKPOCTIOPUIHIA B IPOMIKEBBIX CHCTEMaX
(Dolgikh et al., 2009, 2010). Takoe CXOACTBO BIIOJIHE MOXET OTPaXKaTh JBOJIOIMOHHYIO
OMU30CTh MMKPOCIIOPUAMH K JApokkaM. MeXaHu3M CO3peBaHHE Kapro B pe3yJbTare
co3peBaHusl UCTepH Oe3 ydactusi anteporpaaubix (COPIIl) Be3ukys, Kak Mmoka3aHO BBILIE,
OTHCaH y HEKOTOPHIX THUITOB KJIIETOK MHOTOKJIETOYHBIX,  TAK)KE Y OJTHOKJIETOYHBIX BOJIOPOCIIEH
U TPOTHCTOB. TeopeTwueckass BO3MOXKHOCTh TPAHCIOPTHPOBKH CEKPETHPYEMBIX OEIKOB
BOOOIIEe 0€3 yd’acTusi BE3UKYN IMpeJcKa3aHa MOJENBI0 OBICTPOM KOMIApTMEHTAIU3alUH
muctepH Al'. OgHako BO BCeX M3YUEHHBIX IO CHUX IMOpP CHUCTEMaxX TPAHCHOPTHHIE BE3UKYJIHI,
onetrbie koaroMepHbiMH KoMmruiekcamu COPl w/mmm COPI, Bce xe HaOmomamuce. Y
MUKPOCTIOPUJIUN OTCYTCTBYET I'eH, konupytouuit e-COPI, oTBeTcTBEeHHBIH 3a hopmMHupoBaHUS
My3bIPbKOB, a MOP(QOJIOTHUECKUI aHAJIU3 CEKPETOPHOIO KOMIIAPTMEHTA JIEMOHCTPUPYIOT

CIUHCTBEHHBI CpEeIM JYyKapuoTa IPUMEpP IOJHOIO OTCYTCTBHS BE3HUKYHI Kak Ul
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anTeporpaaroro (COPII), rak u qist perporpanuoro (COPI) tpancniopra. Hanuune snemenToB
BE3HMKYJSIPHOTO TpaHCIopTa, B yacTHOCTH, koaromepoB COPIl u COPIIl, mpu otrcyrcTBUUM
BE3UKYJl CTaBUT BOINPOC OO0 UX JOMOJHUTEIbHBIX (YHKIUSAX B KIETKAX JYKAPHUOT.
[Ipenmnonaraercs, 4To GYHKIUS KOATOMEPHBIX KOMIUIEKCOB Y MUKPOCIOPUAMI TakK ke, Kak B
KJIETKaX MJIEKOIUTAIOUINX U IPOKKEH, MOXKET OBITh CBS3aHA C COPTUPOBKOM U KOHIIEHTpaIuei
cekperupyembix OenkoB (Beznoussenko, Mironov, 2002; Polishchuk et al., 2003). /lansusie,
NOJIyYeHHbIE HAaMH HAa MHKPOCIIOPUAMSAX, XOPOIIO COTNIACyloTcs ¢ JaHHbIMHU llonmimryka u
COAaBTOPOB, HAOJIONABIIMMHU  KO-JIOKAJTU3alUI0  OEJIKOB-KOATOMEPOB U TYOYJISpPHBIX
nepeHocunkoB VSVG. MOXHO MNOpeiokUTh, 4YTO JBa THUIA CEKPETOPHBIX JIOMEHOB,
Hpe/ICKa3aHHBIX MOJICNBIO OBICTPOM KoMIapTMeHTanu3anuu ucrepH (Patterson et al., 2008),
COOTBETCTBYIOT Y MHUKPOCIIOPHUINI HAOIF0JaeMbIM HAMU BAapPUKO3HBIM M TJIAAKUM y4acTKaM
TyOyJISpHBIX CETe, W YTO BapPUKO3HBIC 30HBI MPEACTABISAIOT CO00HM 30HY TYOYISPHBIX
KapuepoB C KOATOMEPHBIM OKaiiMieHueM. JlanbHeWlue OmbITHI MO  JIOKAJTU3aluu
KOaTOMEPHBIX OEJIKOB TIO3BOJIAT JOKA3aTh MM ONPOBEPTHYTH TY TUIIOTE3Y.

W3yuenne CTpyKTypsl [ OmbmKHM Ha pa3HBIX CTagusSX IKU3HEHHOTO  ITUKIIA
MUKpPOCTIOPUIMH TOBOPUT O HAIWYMM KaK MHHHUMYM TpEX CEKPETOPHBIX NyTeH H
COOTBETCTBYIOIIUX UM KOMIIAPTMEHTOB, pa3/ieIEHHBIX B IPOCTPAHCTBE U/WiH BO Bpemenu: (1)
MIN cnopomiazmsl, (2) Be3UKyISpHbIE KJIACTEPhl MEPOHTOB M CIIOPOHTOB, U (3) TyOyIspHBIN
KJIaCTep CIIOPOHTOB, co3peBarouii B (4) TpaHc-I 0JIbHKH KOMITAPTMEHTHI (TyOYIsIpHBIE CETH
U TPaHC-LIUCTEpHA C MOJSPHOW TpyOKoH) cmopobiactoB U crop. Cienyer OTMETUTh, UTO
HAIMYUE HECKOJIBKUX CIEIUATU3UPOBAHHBIX CEKPETOPHBIX MYyTEHl B KIETKAX Mapa3sUTHUECKUX
NPOTHCTOB — CKOpee MpaBmiio, yeM uckimoueHue (CokomoBa u ap., 2007). OxHoBpeMeHHAs
peanu3anys IByX 1 0oJiee CEKPETOPHBIX MTyTEH U MEXaHH3MOB CEKPELIUH B KIJIETKAaX IMPOTHUCTOB
TOBOPUT B TMOJIb3Y NMPEATOI0KEHHS], YUTO BapUabeIbHOCTh CEKPETOPHBIX MEXaHU3MOB MPUCYIIA
KJIETKEe DJYKapuoT. MojenbHble KIETKA MIIEKOMUTAIONINX, BEPOSATHO, TaKXKe MOTYT
peaT30BhIBATh HECKOJBKO BApHAHTOB BHYTPUKIETOYHOTO TPAHCIIOPTA IOJ JACHCTBHEM
€CTECTBEHHBIX WM JKCIIEPUMEHTAIBHBIX (AKTOPOB — CEKPETUPYEMOTO IPOJYKTa, dTara
KJIETOYHOTO IHUKJIA, TEMIIEPATyPHBIX YCIOBUIA, WH(EKIIMOHHOW HATPY3KH U T.J., 9TO KaK pa3 u
BBIp@)KAETCsI B OOMJIMHM TEOpUIl KJIETOYHOIO TpaHCHOpTa. Y MHUKPOCHOPHIMH B XOje
KM3HEHHOTO IIMKJIAa TOCJIEIOBATEIbHO pPEAN3yeTCss HECKOJIbKO CEKPETOPHBIX ITYTEH.
Cekperopubiii kommaptmeHT (MIN) crnoponnasm, onvcaHHBIH MMOKa TOJBKO y IBYX BHIOB
MHUKPOCHIOPHUIUI, JOCTaBIseTCS B KIETKY XO3sMHa TNOJSIpHOW TpyOKoil BMecTe coO
CIOPOINIa3MON M CIYXKHT, BEpOSATHO, M1 MoAuuKanud MeMmMOpaHbl MOJSPOIIIACTa,
OKpY’XKarollled Croporia3My, B IUIa3MaTHYECKyl0 MeMOpaHy CHOpPOHTa. JTa CTPYKTypa

HCYC3aCT IMOYTH Cpady IOCJE IolagaHHud ITapa3uTa B KIICTKY. Ha nawanvuvix smanax
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BHYMPUKTIEMOYHO20 pa3gumusi OEIIKH, OTBETCTBEHHBIEC 32 MApa3UTO-XO3SIMHHBIE OTHOIICHUS,
MO-BUAMMOMY, SKCIIOPTUPYIOTCS B KJIETKY XO3fMHA KOHCTUTYTHBHO, MuHYS Al. OO0 sTOM
TOBOPUT OTCYTCTBHE Y PAHHUX MEPOHTOB «BE3UKYJISIPHBIX KJIACTEPOB» MM MHBIX MEMOPAaHHBIX
CTPYKTYp, 3a uckirodeHue OP u sumepHoit MemOpanwsl. Kpome Toro, m3 0OJioka TEHOB
BHYTPUKJIETOYHOTO TPAHCIOPTA HMEHHO TEHbl CHCTEMbI TpaHCIOKauuu OenkoB B OP
npeJCcTaBiIeHbl Haubojee IMOJHO B TeHOMax MHUKpocnopuauil. B To ke Bpems, Hamuuue
AKCTPALICJUTIOJIIPHBIX BBIPOCTOB  IUIA3MAJIEMMBI, IE€PEPACIIPENEICHUE OPIraHeul KIETKH
X035iMHa, B YACTHOCTH, OKPYXXEHHE Mapa3uTa MUTOXOHIpUsIMH U DP Xo3simHa, Habmo1aeMble
MOYTH Y BCEX U3yYEHHBIX BUJIOB MUKPOCTIOPUAMIA, CBUIETEIBCTBYIOT O IIOCTYIJICHUU B KIIETKY
X03siMHa (PaKTOPOB, CHHTE3UPYEMBIX MapasuToM. Ha Oonee no3ouel cmaouu MepocoHuu u y
PAHHUX CNOpPOHMOE PACUIMPEHHOE MEPUHYKIIEAPHOE IPOCTPAHCTBO, CBSA3aHHBIE C HUM
nuctepubl OP M KOMIAKTHBIE KOMIUIEKCHl BBITSHYTBIX ~MEMOpaHHBIX mpoduieit
(«BE3UKYISIPHBIE KJIACTEPhI») UTPAIOT POJIb LIUC-KOMIAPTMEHTOB [ 0JIbJIKH, Ha YTO yKa3bIBAET
OKpacKa 3THX KOMIUIEKCOB OCMHEBOW uepHb0. CBsA3b KJIACTEPOB C IJIa3MaJIE€MMOM, a TaKxkKe
KOHIICHTPALUs B HUX He TOJbKO kuanTiHa 1 GM130, HO 1 6eKa 9K30CIOpbl, TOBOPUT 00 X
CEKpPETOPHOH (YHKIMH M TOATBEPKAAET BO3MOXKHOCTH (POPMHUPOBAHUS CEKPETOPHBIX
OPOAYKTOB HAa ypOBHE IIUC-IIUCTEPH, B COOTBETCTBUU C TEOpHEHl  OBICTpOM
kommapTMmentanu3anuu (Patterson et al., 2008; Polishchuk et al., 2003). ITo-Bugumomy, y
MUKPOCTIOPUJIUN PaCIIMPEHHOE MEPUHYKJIEapHOE MPOCTPAHCTBO (YHKIIMOHUPYET KaK IUC-
mucrepHa ['onbxku. Mpl HaOMIOAAMM CBS3b 3TOTO KOMIApTMEHTa HerocpeacTBeHHO ¢ [IM.
B03MOXXHO, MUKpPOCHOPUIIMM HUCIOJB3YIOT M TAaKOM KpaT4alliMid MyTh JOCTAaBKU
CUHTE3UPOBAHHBIX Ha pHOOCOMAax SAEpHON OOO0JIOUKM NPOAYKTOB B KIETKY XO35HHA.
XapakTepHo, uTo siiepHasi 000JI04Ka PYHKIIMOHUPYET KaK YacTh CEKPETOPHOI0 MyTH TaKXKe U
B KJETKax JPYTMX BHYTPUKJIETOYHBIX Mapa3uToB. Hampumep, B KieTkax IsaMOmuii u B
MOJIIPU30BaHHBIX 30MTAaX KOKIMJIWN 3Ta OpraHeula BBIIOJHAET POJb IPOMEXKYTOUYHOTO
kommapTMeHnTa mexay OP u Al (ERGIC). ®opmupoBanme anmapara ['oybpku-TI0JOOHBIX
CTPYKTYp Ha spuTporuTapHoii craguu Plasmodium spp. takxke CBS3aHO ¢ MEPUHYKICAPHBIM
IIPOCTPAHCTBOM U BECbMa HAalIOMHUHAET MPOLIECC BOSHUKHOBEHMSI BE3UKYJISPHBIX KJIACTEPOB Y
MuKpocnopuauii. HekoTopoe cX0ACTBO ¢ IUIa3MOAMEM IPOCIEKHUBAETCS U B TEHIECHUUU
HKCIOPTa COOCTBEHHOTO CEKPETOPHOTO0 KOMIIApTMEHTA B KJIETKY X035MHA. Y HEKOTOPBIX BUJIOB
MUKPOCTIOpUINI KJI€TKa X035MHa ObIBAa€T 3all0JIHeHAa MEMOPAHHBIMU CTPYKTYpaMH Mapa3ura —
OOBIYHO B BHUJI€ BBIPOCTOB M TYOYJSIPHBIX CTPYKTYp, CBSI3aHHBIX C IUIazManeMMoil. OueHb
BEPOSITHO, UTO ATU CTPYKTYPBI HECYT CEKPETOPHYIO GyHKIMIO. Ha npomescymounol cmaouu
Mmedxncdy mepo- u cnopozoruetl GOpMHUPYTCS «TyOymsipHbIA Kinactep» — AT Mukpocnopuani,

CBSI3aHHBIN C CEKPEIME OCHOBHBIX Kapro-0enkoB Mukpocnopunuii — 6enkoB I1T n 060m0uku
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cnopsl. V3HauanbHO TyOyNsipHBIA KiacTep 00J1aaeT HUTOXUMUYECKMMH CBOMCTBAMHU LIMC-
lonpmku, a 3aTeM B CIOpoOiacTax W cropax TpaHCHOPMHUPYETCS B TPaHC-KOMITAPTMEHT.
TyOynsipHblii KJIacTep B HM3y4CHHOM HaMHU CHUCTEME CKopee Bcero Bo3HuKaer de novo,
BO3MOXKHO, Ha OCHOBE MEMOpaHHBIX MpoduiIe, OOBYHO HaOIIOAAEMBIX BOJIU3H
HEHTPUOJISIPHBIX MIACTHUHOK. [losiBieHne TyOyNspHBIX KJIacTepoB COBMIAJAET MO BPEMEHU C
pacxXoKJIeHHUEM siiep ITUIUIOKApOHA M WX MOCIeayrmuM aeneHueM. [IpucyrctBue 4-x
TyOYJISIpHBIX KJIACTEPOB Ha 4X-SIEPHON MPOMEKYTOUHON CTaJMH U MO OJHOMY KJIacTepy B
Ka)KIOM U3 TOUYEPHHUX CIIOPOHTOB TOBOPUT 00 accouuanuu Al ¢ sApoM U anmaparom JeJIeHHs
kietkd. [lomoOHast accouumanusi HaOmroganach y MNpPEACTaBUTENCH TaKUX HEPOJCTBEHHBIX
rpymnn npotuctoB, kak Parabasalida, Apicomplexa, u Kinetoplastida, uro, BeposiTHO,
CBHUJICTEILCTBYET B TIOJIB3Y APEBHOCTH CBSI3M CEKPETOPHOMN CHUCTEMBI U SICPHOTO anmnapara. B
NO30HUX Cnopobiacmax u cnopax TPUCYTCTBYET TONBKO TpaHc-kommapTMeHT Al. On
MPEJICTaBJICH TYOYJISIPHBIMU CETSIMH U IIUCTEPHOI, cosieprkaleil monspHyto Tpyoky. LlucrepHa,
colepkamias TMOJIAPHYK TPYOKy, TIPEIACTABISIET COOOW THraHTCKUH TPaHCIOPTHBIN
«MEPEBO3YMK)», KOTOPBIA CTAHOBUTCS OCHOBHOM OPraHEIOW CHOPbl — HHCTPYMEHTOM,
npeIHa3HaYeHHBIM JJIs1 JOCTAaBKH SJIEPHOTO MaTepuaia B KJIETKY XO3sIMHA.

AHanu3 pe3ynbTaToB M3yYEHUS CUCTEMbI CEKPETOPHOTO TPAHCIOPTa MUKPOCIOPUIUI
MOKa CTAaBHUT OOJBIIE BOMPOCOB, YeM JaéT OTBETOB. IIpu TOM, 4TO Y MHKPOCIOPUIUI
MPUCYTCTBYIOT TUITUYIHBIC JIJIS 3YKAPHOT OCHOBHBIC KOMITOHEHTHI 3TOH CHCTEMBI, TSHICHIIUAS K
MHHHAMH3AIMU — OCHOBHAS 3BOJIIOIIMOHHAs cTparerus mukpocrnopuauit (Keeling, Fast, 2002),
XOpOIIIO TPOCHEKHUBACTCS W HA OpraHu3allMd BHYTPUKIETOYHOTO TpaHcHopTa. Tak,
MUKPOCIIOPHINU YCIIEIITHO 00XOATCS 0€3 dHJ0COMAIILHON YacTH CEKPETOpPHOTo myTH, 0e3
BE3WKYJSIPHOTO TpaHCHOpTa, 0e3 MexaHm3Ma O-TIUKO3WIUPOBAHUS W C MHUHHUMAIbHBIM

Ha60pOM KommoHeHTOB N -IJIMKO3UJIMPOBAHU.
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I'JTIABA 5. MOAYJISIHUS AIIOIITO3A KIIETKH XO3SIMHA KAK MEXAHU3M
IMATOT'EHE3A MUKPOCIHIOPHU UM

ATonTo3, CIY)XUT YHHBEPCAJIbHBIM MEXaHM3MOM HECIECHH(PHUYCCKOr0O MMMYHHTETA, U
CUTHAJIBHBIC ITYTH, KOTOPBIE €r0 PEryJMPYIOT, XOPOIIO M3BECTHBI KaK MHUIICHU JUISI MHOTHX
BHYTPHKIIETOYHBIX IAapa3MTOB, Kak mpo- Tak u sykapuor (Faherty, Maurelli, 2008; Hay,
Kannourakis, 2002; James, Green, 2004; Luder et al., 2001).

MuKpocnopuIiy, O0JUraTHbIC BHYTPUKICTOYHBIC MApa3uThl ¢ MUHUMH3UPOBAHHBIMU
TeHOMaMH U MPOTEOMaMH, HACTPOCHHBIMH Ha BHICOKYIO CTETICHb 3aBUCHMOCTH OT OHOXUMUUH
KJICTKHM XO0351HAa, TAK)KE BBIPA0OTAIM COBEPIICHHBIC MEXaHU3Mbl MaHUITYJTHPOBAHUS KJICTKOM
xo3stmaa (Williams et al., 2014). [Toka3aHo, 4TO MUKPOCIOPHIUHU TEPCKITIOYAIOT KICTOYHBIC
(GyHKIMM XO35IMHA B CBOMX MHTEpECax MyTeM cekperuu crerpduyeckux pakropos (Cuomo et
al., 2012; Desjardins et al., 2015; Panek et al., 2014; Senderskiy et al., 2014; Timofeev et al.,
2017). Tuneprpodus U yUIMHCHHUE CPOKA YKU3HU 3apPAKEHHBIX MHKPOCIOPHIMSIMHU KIETOK,
ormeuaembie MHOrumu aBTopamu (Williams et al., 2014), mo3BonsIOT MPEANOIOKHUTH, YTO
MHKPOCIIOPHINH, TOJJOOHO JPYTUM Tapa3urtaM, ClioCOOHBI MOJYJIMPOBATh KICTOYHBINA IHKII
XO035lIMHA W TOAABIATH amnonTto3. Hampumep, XapakTepHOW OCOOCHHOCTBIO Tapa3uTH3Ma
MUKPOCIIOPHIUI B HACEKOMBIX U PhIOAX SBJISICTCS 00pa30BaHHE TMTAaHTCKHUX KJIETOK, KOTOPBIC
00€eCIIeUnBAKOT 3ANUIIEHHBIC HUILIY JJIsl PA3BUTHS MMApa3uToB. Y PhIO — 3TO TaK Ha3bIBAEMbIC
«kcernombl» (Lom, Dykova, 2005), y HaceKOMBIX — «IIUCThI» U THTAHTCKUE SHOUUTHI (Sokolova
et al., 2005). WurepecHO, YTO SHOIMTHI YEHIYEKPBUIbIX, 3alOJHEHHBIC CTAIUSIMHU
MUKPOCTIOPHIUI, MOTYT TIEPEKUBATh MeTaMop(03 M MEPEHOCUTh HHMEKIINIO ¢ JINYMHOUYHOU
Ha nMaruHanpHyio ¢azy (Mccu, 1986), B To BpeMs Kak OKpy)Karolllie HEHH(DUIMPOBAHHbBIE
KJIETKH MOJIBEPraioTcsl ayrodaruu u/wiM 3anporpaMMHUpPOBAHHOM THOENM IO aroNnTO3HOMY
oyt (Romanelli et al., 2016). Perynsiius KJI€TOYHOrO IMKJIAa U MHTMOMPOBAHHE aroNTo3a
HECKOJIbKUMHM ~ BHJIaMH  MHKDPOCIIOPUIHMH  OBUIM  MPOJEMOHCTPUPOBAHBI B MPSIMBIX
IKCIEpUMEHTaX in vitro u in vivo. Anncaliia algerae naruduposana MHIYIIMPOBAHHBII alIONTO3
B (hubpobacrax nerkux uvenoseka (Scanlon et al., 1999). 3apaxenue kieTok Vero BHIaMU
pona Encephalitozoon Bei3biBasio HapymieHus kiaerounoro nukia (Scanlon et al., 2000).
Vittaforma corneae wunHmynmpoBasa o00pa3oBaHHE MHOTOSICPHBIX KCEHOMO-TIO00HBIX
CTPYKTYp B KyJbType KieTOK rmouek obe3psubl (Leitch et al., 2005). 3apaxenue E. cuniculi
MI0/IABJISUIO MHTYITUPOBAHHBIN aIONTO3 B KJIETKaX Vero U MOIyIMPOBAIIO UK KJIETOK-X035I€B
nocpenctBom umurubupoBanus pS3 (del Aguila et al., 2006). Bruio Takke mokasaHo, 4TO
Nosema bombi monassina amonTo3 B KynbType KieTok oBapron Bombix mori (He et al., 2015).
N. ceranae u N. apiS MOayaMpOBaIM KICTOUHBIN IMKI W TOAABJSUIM aIONTO3 B KJIETKAX

BeHTpuKyIsipHoro sruteaus Apis melifera (Higes et al., 2013; Huang et al., 2016; Kurze et al.,
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2016; Kurze et al., 2015; Martin-Hernandez et al., 2017). Hama paGora — 3T0 mepBoe
SKCIICPUMCHTAJIbHOC HCCICAOBAHWA BJIMAHUA MI/IKpOCHOpI/IIII/Iﬁ Ha HWHAYKIOHWIO allornro3a B
q)aFOLII/ITI/IPYIOH_[I/IX KJICTKAX, a TAKXKC MEpBas MOIbITKAa CPAaBHUTCIIBHOT'O U3YUCHUA MOAYJIALUU
aronTo3a JBYMsI BHJIaMH MHKPOCIIOPHUIUHN C paznuyHor Ouosorueil. Kpome Toro, Hukorma
paHEC HE U3y4ajlOCh BJIUMAHUC MPIKpOCl'IOpI/II[I/Iﬁ Ha 3KCIIPECCHUIO KOMILJIIEKCA I'€CHOB, CBA3aHHBIX
C peryJisaluen amnomnrosa.

5.1 Poan MﬂKpO(l)aFOB B KIIETOYHOM U I'YMOPAJbHOM I/IMMyHI/ITeTe;

B3aMMOOTHOILIEHHE MUKPOCTIOPUINiA ¢ MakpodaramMu; BbIOOP M3y4aeMbIX BUAOB U
3aJa4u padoThbl

Makpodarn uUrpamT KIIOUYEBYI0 pOJb B HMMYHHOW CHCTEME ITO3BOHOYHBIX |
0ecro3BOHOYHBIX. OHU SBJISIFOTCS IEPBUYHBIMU MEIMATOPAMH BPOXKAEHHOTO HECTICIH(PUIECKOTO
UMMYHHUTETa, [IEPBOM JIMHUEH 3aIllUThl OT BHYTPEHHUX IApa3uTOB, a TAKXKe KOOPIUHATOPAMH
I'YMOPAJIbHOTO HWMMYHHOTO OTBETa BBICHIMX IO3BOHOYHBIX. ATONTO3 HHPHIIMPOBAHHBIX
Makpo(aroB MPUBOJUT K  BBICBOOOXKICHUIO MMAPAa3UTAPHBIX AHTUTECHOB W SIBJSIETCS
YHHUBEPCAIbHBIM MEXaHH3MOM, IIOMOTAIOIIUM KaK YCTPaHUTh HMH(MEKIMIO, TaK M BBI3BATh
I'YMOPAJIbHBIA OTBET Ha YY)KEPOHbIC aHTUTCHBI ITOCIe CMEPTH Makpodara ¢ MOMOIIBI CUCTEM
penpesenranuu anturenos (Mills, 2012). [lis GONbIIMHCTBA MHUKPOCHOPHINN — Iapa3suTOB
BBICIIHMX [TO3BOHOYHBIX, CIIOCOOHOCTb 3apaKeHUsI MaKpO(aroB v pa3MHOXKCHHS B HUX — KIJIFOUEBOM
bakTop B TUCCEMUHAIIMY HHPEKIIMHA U PA3BUTHU MUKPOCITOPUINI.

Kak yxe ymomuHamoch Bbime (pazznen 3-4), OOJBIIMHCTBO MHUKPOCIIOPHUINN
napasUTHPYIOT B OECIIO3BOHOYHBIX U PbIOax, ¥ TOJIBKO JBa pojaa u3 mpumepHo 200 ONMCaHHBIX B
Hactosmiee Bpems, Enterocytozoon'? and Encephalitozoon (Becnel, Andreadis, 2014; Stentiford et
al., 2016) MOKHO CUMTATh ECTECTBEHHBIMH ITATOTCHAMH TEIIOKPOBHBIX KMBOTHBIX (Sokolova et
al., 2015). Bce npencraButenu poaa Encephalitozoon mapasutupyior B BBICHIHX MO3BOHOYHBIX
(Reptilia, Aves, Mammalia) u pojacTBeHHBI MHKpocmopuausM HacekoMbix (Vossbrinck,
Debrunner-Vossbrinck, 2005). Encephalitozoon spp. 3apaxkaer ¢aronurupyromme KIeTKH

MO3BOHOYHBIX, B TMEPBYIO ouepeab, Makpodaru (3HTepouuThl B ciydae E. intestinalis).

12 M1 HE paccmaTpuBaeM 37ech ENtecytozoon bieneusi — eTMHCTBEHHOTO MPeICTABUTEIS
MOHOTHITHYECKOT0 posa Entecytozoon, mapasuTHpyromero B SMUTEIHATBHBIX KIETKaX KHIICYHUKA
miiekoniraromux u nruil. Snowden K. F. Microsporidia in higher vertebrates // Microsporidia:
Pathogens of Opportunity: First Edition / Weiss L., Becnel J. J., 2014. — C. 469-491. E. bieneusi
HpECTaBIeH MHOKECTBOM XO3SHHO-CIICIU(DUYHBIX M30JIATOB U (PUIIOTEHETHYECKH TECHO CBSI3aH C
KJIaJI0i MUKPOCTIOPUANI-NIApa3suTOB MOPCKUX PBIO U PaKOOOPa3HBIX. DTOT POJI, BUANMO,
CPaBHUTEIIHLHO HEJAaBHO MEPEIell K Napa3UTUPOBAHUIO B TEITIOKPOBHBIX Yepe3 MHUIICBBIC LIETIH.
(Stentiford et al., 2016), 1 ero maToreHe3 HEMOCPEACTBEHHO HE CBA3aH ¢ MakpodaraMmu.
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[MpencraButenu poma Encephalitozoon criocoOHBI pa3sMHOKAIOTCS B OCEAIBIX M MUTPHPYIOIIUX
makpodarax. XapakTepHblii TNpH3HaK TaroreHeza Encephalitozoon spp. y pentuimi,
MIICKOIIUTAIOLIMX W TTUIl — OOpa30BaHME OIYXOJCBHIHBIX TPAHYJICMATO3HBIX IMOPAKCHUN B
MO3Te, Cep/Le, NeUCHH, IMYHUKAX U APYTUX OpraHax. JTH IpaHyJIEMBI COCTOST U3 3alOJTHEHHBIX
napasuTaMu MakpogaroB M OKPYKAIOMIUX WX MOHOHYKJICOIMTOB M 03WHO(MHUIOB, KOTOPHIE
NPUBJIEKAIOTCS CeKpeTupyeMbiMu Makpodaramu nutokunamu (Richter et al., 2013; Snowden,
Shadduck, 1999; Sokolova et al., 2016). Caenyronme 4epThl yKa3blBalOT Ha YHUKAIBHOCTb
Encephalitozoon spp. u, BeposTHO, OTpa)kalOT BOJIIOLMOHHBIC AJaNTAlMHA K Mapa3sHUTU3MYy B
«BBICIIUX TO3BOHOYHBIX». (1) caMblii MaJeHBKHI Cpeayu MUKpOCIOpHanil renom — 2,3-2,9 M6
npotuB 4,1-51,3 M6 y npyrux BumoB (Desjardins et al., 2015; Keeling, 2014), (2) pa3sutue
BHYTPH Mapa3suTo(OpHON BaKyoIH, (OPMHUPYIOIIEHCS U3 MIa3MaTHYECKOW MEeMOpaHbl KIETKH-
xo3s1Ha, U (3) cnoco0 MPOHMKHOBCHUSI B KIICTKY XO3SHMH C IOMOIIBI HHIYLIHPOBAHHOTO
¢arorurozom crop u croporuiasm (Bohne et al., 2011), a He yepe3 MONAPHYIO TPYOKY, KaK y
OoJIbIIMHCTBA MUKpocropuauii. TloBbilieHHas Temreparypa Tejla M pa3BUTHE T'yMOPAIbHOIO
UMMYHUTETA SIBJSIFOTCS OCHOBHBIMH JIMMUTHUPYIOIIUMH ~ (aKTOpaMH, MPEHSTCTBYIOIIUMU
nepexo 1y OOJIBIIMHCTBA TPYII MUKPOCIIOPUANI K Mapa3suTH3MYy B TEIUIOKPOBHBIX X03si€B. MBI
1oJ1araeM, 4To CIOCOOHOCTh MAaHUITYJIUPOBATh CEKPETOPHON aKTUBHOCTBIO M OMOXUMHYECKUMHU
nyTsiMA  (DarolMTapHBIX KJIETOK, BKIIOYAas TIOJIAaBJICHHE amonTo3a B Makpodarax, ceirpaia
peraronyro poiis B 3oy Encephalitozoon spp. kak mapa3uToB MO3BOHOYHBIX.

E. cuniculi — Hanbonee pacrnpocTpaHEHHBIH U XOPOIIO U3YYCHHBII MPEACTaBUTENb PO
Encephaloozoon — napa3ut 4enoBeka, AMKUX, JOMAIIHUX U CEIbCKOXO3SIMCTBEHHBIX KHUBOTHBIX
(Snowden, 2014; Weiss, 2014). DTOT BHUI JIETKO KYJIbTUBHPYETCS B Pa3IMYHBIX KICTOYHBIX
muausx miekonuraromux (Visvesvara et al., 1999), 1 UMEHHO OH CTad OCHOBHBIM OOBEKTOM
HAIINX MCCIICJOBAHUI 110 MHTHOMPOBAHUIO HHAYIIMPOBAHHOTO allONTO3a MUKPOCTIOPUANSMH.

Bropoii Bux, Vittaforma corneae, taxxe poACTBEHEH MHKPOCIOPHIHSIM HACEKOMBIX

(Vossbrinck, Debrunner-Vossbrinck, 2005). Ero Henb3s Ha3BaTh THUIHYHBIM I1apasuTOM
MJICKOTTUTAOIIMX, T.K. HM B KAKKX JAPYTHX OpPraHW3Max KpOMe YeloBeKa ero He HaXoIuwid. Y
JFOJIEH ero BBIABISUIM Bcero jBa wiu Tpu pasza (Weiss, 2014) B snuTenuu poroBHIbI IJia3a,
U3BECTHOW  «MMMYHHO-TIPUBWJICTUPOBAHHBIN»  HHINE, TUOUYHOH Ui pa3BUTHA
OINMOPTYHUCTUYIECKUX MHDEKIHIA, B TOM uuciie Mukpocnopuauanbheix (Didier, Khan, 2014).
Mukpocrnopuaust V. COrneae Xopomuio KyJIbTHBHPYETCS B PA3IHUYHBIX KJICTOYHBIX JTHHHUSIX
MIICKOTIUTAIOLIMX U MCHOJIB3YeTCsl KaK J1adopaTopHblii 00bekT. B orimmume ot E. cuniculi, V.
corneae pa3BHMBAeTCs B HEMOCPEICTBEHHOM KOHTAKTE C IUTOILIa3MOM KJIETOK-X03seB 0e3

napa3uto(OopHOI BaKyOJIH.
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ABTOpOM HccaemoBano BiausHue E. cuniculi u V. corneae Ha anornrtos, HHIYIHPOBAHHBII
CTaypOCIIOpUHOM, B JuHUH KiIeToK THP-1, Onoxumudecku Hambosee OMM3KUX K HATUBHBIM
MakpogaraMm MIICKONUTAIOIINX, €CTeCTBEHHON MumeHu FE. cuniculi. PaGouyio rumoresy,
KOTOPYIO MBI TECTHPOBAJIM, MOKHO C(OPMYIMpPOBATH CIEAYIOIIUM 00pa3oM: 3apakeHue
MUKPOCTIOPHUIMSMH 3aILMIIAET KIETKH OT UHYLIUPOBAHHOI'O allONTO3a C TOMOILBIO PETYIISIIUN
OMOXMMHUYECKUX ITyTeH, OTBETCTBEHHBIX 3a MPO- U aHTHU-ATIONTO3HbIE MEXaHU3MbI. MeXaHU3MBI
ATOHM Peryisiluu BapbUPYIOT Y ABYX (PHIOTEHETHYECKH U OMOJOTMYECKH pPa3iIMYHBIX BHJIOB.
Hamu 3amaun 3akimovannch B craeayromeM: (1) BeISICHUTD, Kak uHdekuu ¢ E. cuniculi u V.
corneae BIUSIOT Ha YPOBEHb AIONTO3a, MHIYLIUPOBAHHOI'O CTAYypOCHOPUHOM B KynbType THP-
1 keTok, (2) nokazaTh HHIMOMPOBAHKE ATIONTO3a B MHIMBUIYaIbHBIX KJIETKaX, (3) cpaBHUTH
3¢ GeKT KUBBIX 1 MEPTBBIX criop E. cuniculi u V. corneae Ha skcrpeccuio reHOB, CBA3aHHBIX C
arornTo30M, U MO0 BO3MOXKHOCTHU BBISIBUTh META0OIMYECKUE MTYTH, YIACTBYIOIIUE B MOTYJISIIUU
arnoINTO3HOTO KAacKaa 3TUMU MUKPOCIIOPUTUSMHU.

5.2 3apaxeHHe MUKPOCIOPHINSMH MOAABJsieT AKTUBHOCTH Kacna3bl-3 (K-3) u

Be/leT K YMEHbIIEHUI0 KOJIHYeCTBA aNlONTO3HBIX f/iep, OKPALLIEHHbIX 110 MEeTOLY
TUNEL

Bapaxenue wietok THP-1 sxuBeiMu crmopamu E. cuniculi u Vittaforma corneae
OPUBOAMIO K  CHIDKEHHIO  MHAYLUUpOBaHHOM  aktuBHocTH  K-3,  mM3MepeHHOM
cnektpodoromerpuuecku (cM. ['maBy 2) uepe3 4 aHs mocne BHeceHus cnop. BHeceHue
MEPTBBIX CIOpP, HAPOTHUB, MPUBOJWIO K TIOBBIIICHUIO akTHBHOCTH (epmenTa (Puc. 5-1). B
JPyroil cepur HKCHEPUMEHTOB 3apaKCHHbIE M He3apaKeHHble Makpodaru OKpalluBaiu
metoqoM TUNEL s BeisiBienust anmonto3ubix saep (cMm. ['maBy 2). Mubekuus XuBbIMU
copamu E. cunicul (mo we V. corneae!) nocroBepHo ymenbmmana jgomo TUNEL-
MOJIOKUTENBHBIX KIIEeTOK B monyisanusax kierok THP-1 (Puc. 5-2A). B konopumerpuueckm
TUNEL amonrto3Hble sapa OKpalMBajIuCh B TeMHO-KopuuHeBbli mBer (Puc. 5-2B). B
KyJbTypaX, WHIYIHPOBAHHBIX CTaypOCIOPHHOM, BHECEHHME >KMBBIX crop E. cuniculi
NPUBOAMIO K yMeHblmeHWio kommdectBa TUNEL-monoxwutensHbIx KieTok Ha 30-60%.
BHecenue MEPTBBIX CIIOP, HAIIPOTHUB, CYLIECTBEHHO YBEJIMYUBAJIO JIOJIIO allONTO3HBIX siaep. B
HEMHYIMPOBAaHHBIX  KyJabTypax KomudecTBO TUNEL-ONOXUTENBHBIX — KIETOK  HE
u3MeHsuioch. BHecenue criop V. corneae cymecTBeHHO He Bimsuio Ha koiuuectBo TUNEL-

MOJIOKUTEIBHBIX Makpo(aros mocie HHAyKIMu anontosa (Puc. 5-2).
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AKTUBHOCTb Kacnasbi-3
(Mean Fluor. Units / mg Protein / ml

Pucynok 5-1. AktuBHOCTh Kacmaszbl-3 B THP-1 mocne KynbTUBHpPOBaHUS C )KUBBIMH M MEPTBBIMHU
cropamu Encephalitozoon cuniculi (Ec) u Vittaforma corneae (Vc). Uepes 4 aus mocie 100aBaeHUs
CTIOp KJIETKH OBLIM WHAYIUPOBAHBI CTaypocHOpHHOM (Stauro). AKTHBHOCTH (pepMeHTa M3Mepsiach
crekTpooToMeTpoM yepe3 4 yaca Iociae MHIYKUMU arnonrto3a. KoloHKu: cpenHee + cTaHAapTHas
ommbKka 3-X SKCIEPUMEHTOB B 3-X TMOBTOPHOCTSIX.
nonapHeiM cpaBaeHreM metogoM Tyku (Tukey’s post hoc test for pairwise comparisons): *, P < 0.05;
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** P <0.01; ***, P <0.001; ****, P <0.0001.

% TUNEL-Positive Cells

Pucynok 5-2. A. Cratuctuueckas o0paboTKa pe3ysibTaToB SKCIIEPUMEHTOB ¢ OKpamBanuem THP-
1 makpodaros merogqom TUNEL (DeadEnd colorimetric system, Promega) uepe3 4 nHs mociie
BHECEHHS JKUBBIX MM MEPTBBIX CIOpP. ANONTO3 WHAYIMPOBAIN CTaypOCIIOPUHOM 3a 4 daca 10
¢ukcanmu. A. TUNEL-nonoxuTenbHble KISTKH MOJICYUTHIBAIUCH MO MHUKPOCKOIIOM B CBETJIOM
nosie npu yenudeHun 400X. KonoHKU mpeAcTaBisIIOT CPpeAHUE 3HAYEHUS MO S5 MOJISIM 3PEHUs C
Kaxkaoro u3 10 cTexomn A oqHON IKCepuMeHTanbHOM rpynnsl £ SEM. JlucriepcnoHHbBIH aHamu3 ¢
MOCIEAYIONIMM TIo-TapHbiM cpaBHeHueM MetojgoMm Tyku (Tukey’s post hoc test for pairwise
comparisons): *, P < 0.05; **, P < 0.01; ***, P < 0.001; **** P < 0.0001. B. Ilpumep okpacku
MerogoM TUNEL. THP-1 kneTkn okpammBaiuch depes 4 JHS MOCiIe HHKYOalny B KyJIbTypalbHOMN
cpeze 6e3 crop (a), ¢ xuBbIMHE criopami (b) 1 MepTBEIMHE criopamH (¢) E. cuniculi. Amorrrosueie simpa

(Mean + S.E.M.)
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Jis mosyueHHWst OTBETa Ha BOMPOC, 3aTpardBaeT JiM OJIOKUPOBKA aronTo3a TOJBKO
3apa)KEHHbIE KJIETKU WIM PacHpOCTPAHSAETCS U Ha COCEJHUE HE3apaKCHHBIE KIIETKHU, MbI
npuMeHIM (ayopecuenTHbIi BapuanT Metoga TUNEL, mo3Bossitonuii BU3yanu3upoBarhb
anonTo3HbIE sapa B GuryopecueHTHbIM Mukpockon. Okpacky TUNEL mbl koMOuHUpOBaIIH
C OKpalllMBaHMEM aHTHUTEJIAMM IPOTUB MOBEPXHOCTHBIX AaHTUI'€HOB MHUKPOCHOPUAMN, U C
oKpackoii saep duryopecuenTHbiM kpacutenem TO-PRO-3 (Puc. 5-3).

100 -
=8 ] | |

Puc. 5-3 A. ) -(8“- 50+
28 4
E =
< © 304
1 -
g5 20 NN
8T 1o '
OF |

E. cuniculi V. corneae

83.6 69.8 1 % HesapaxeHHbIX U TUNEL ==

3.3 9.7 B % HesapaxeHHbix 1 TUNEL+
0 3.7 NN % 3apaxeHHbix 1 TUNEL+

10.4 16.8 [ % 3apaxeHHbix 1 TUNEL ==

Pucynok 5-3. A. Jlons TUNEL-nmonoxurensHbIX MakpodaroB MmpH 3apakeHHH KyJIbTYPbl IBYMS
BHIaMu MuKpocnopuauii. Cektop cromduka «V. COrNeae», 3amoJIHEHHBIA KOCHIMU JTMHHUSIMU,
cootBeTcTBYET noimu TUNEL+kneToK, comepxamux cnopsl. b. THP-1 makpodaru uepes 4 nus
nociie WHKyOauu ¢ xuBbiME criopamu Encephalitozoon cuniculi (A) u Vittaforma corneae (B), u
youteiMu criopamu E. cuniculi (C), okpamennsie mo meroay TUNEL, koH(oKagbHAS MUKPOCKOIIHSI.
BepxHuii psii CHUIMKOB MOJIyYeH B PE3yJIbTaTe HAIOKEHHS 3-X KaHAJIOB: JJIMHHOBOJIHOBOI'O KPaCHOTO
(far red) nns smeproro kpacutenst TO-PRO 3 (nmpencraBiieH CHHUM IBETOM), KpacHoro — st TMR-red
(kpacut TUNEL-monoxurensabeie siapa) u 3emeHoro - ALEXA-488 (kpacuT MUKpPOCTIOPHINH).
Hwxuuu psan canmvkos, DIC. BeraBka Ha puc. B jeMoHCTpUpyeT THIMYHYIO KIIETKY, 3apaXEHHYO V.
corneae, ¢ AByMs allonTo3HBIMU siapamu. BeraBka Ha puc. C nemonctpupyer TUNEL-nonoxutensHbie
KJICTKH, 3al0JIHCHHBIE (paroUTHPOBHHBIMH MEPTBBIMU criopamu E. cuniculi. Macmra6: pucyHku a-c,
BcraBka C, 20 MxM; BcraBka b, 10 MxMm.
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AHanu3 KOH(OKaTbHBIX H300paKeHHH JAEMOHCTPUPYET, YTO B Cllydae 3apaKeHHUs
KyJbTYpbI KJIETOK >KUBBIMHU criopamu E. cuniculi nuie He3nauutensHas nons siuep (3,3%)
okpammBanuck TUNEL. IIpu 5T0M B KiIeTKax ¢ pa3BUBAIOIIUMHUCS IPOCTEUIINMHU AITIONTO3HBIE
si7ipa HAOJIFOIAKCH KpaiiHe penko. M3 66 kieTok ¢ napasutopopHbiMU Bakyossimu E. cuniculi
tonbko ABe (3%) conmepxkanu anonto3nble (TUNEL-nonoxutenbHble) sigpa. 3apakeHue
cnopamu V. COrneae, BO-IIEPBBIX, B MEHbILIEH CTENEHW WHIMOMPOBAJIO HMHIYLHPOBAHHBIN
aronto3 (9.7% anonTo3bix KiIeTok npotuB 3.3% B ciydae E. cuniculi) u, BO-BTOpBIX, MOYTH B
22% xJIeToK, coAepiKaluxX CHopbl W craguu V. corneae, Habmromajics aronTo3, 4To HE
MO3BOJIET CJeNIaTh OJHO3HAYHBINA BBIBOJI OTHOCHUTEIBHO MHTMOMPOBAHUS WHIYLUPOBAHHOTO
arornTo3a TUM BUJIOM MuKpocnopuauii (Puc. 5-3A).

Kak u B npenpinymux skcnepuMentax ¢ (ayopomerpuueckum TUNEL-tectom,
MHKYOalusg C MEpPTBBIMU cropamMu OOOMX BHUOB YyBENUYHMBAJIa KOJIUYECTBO AarONTO3HBIX
kietok. K 4-my nHIO mocrie 3apakeHuss MEPTBBIMH CHOpamMH OOJBIIMHCTBO CHOp OBLIU
nepeBapeHsl. B Tex makpodarax, KOTOpbhIe BCe €Ile ObLIM 3arpy’KeHbl OCTaTKaMU MEPTBBIX

crops, peryssipuo nHadmoganuch TUNEL-nionoxurensubie sapa (Puc. 5-3B).

5.3 AHAJIU3 IKCNPECcCUH T'eHOB, CBA3AHHBIX € ANONTO30M

KommuectBennsiii [1LIP B peansHOM BpeMeHH ¢ peakiueit o0paTHoit Tpanckpuruuu (OT-
kIILIP) neMoHCTpUpYET, 4TO N3YUEHHBIE BUBI MUKPOCIIOPUINH IO-pa3HOMY BO3/IEHCTBYIOT Ha
9KCIPECCHIO T€HOB, CBSI3aHHBIX C allONTO30M.

YroObl  MOHATH  MEXaHM3M  TOJABJIEHHs  aronTo3a  MUKPOCHOPHIUSAMH,
MPOJIEMOHCTPUPOBAHHBIA C TIOMOIIBI0 H3MEPEHHUs] KaCla3HOM aKTUBHOCTH W OKPACKU
anonTo3HbIX saep merogom TUNEL, a Takke CpaBHUTb aKTUBHOCTb I'€HOB, CBS3aHHBIX C
arionTo30M, NpPU 3apaXEHUW PA3HBIMM MHKpocrnopuausMu, Mbl Bbigenwin PHK  u3
MakpodaroB, ”HKYOUPOBaHHBIX C )KUBBIMU M MepTBbIMH criopamu E. cuniculi u V. corneae, n
CpPaBHUJIM YPOBHU JKcrmpeccuu 84 reHoB ¢ momoinbio kKoiaudectBeHHOTo [P B peansHOM
BpEMEHH C 00paTHON TpaHCKpUILIMENH Ha MUKpouHIiax (cM. Matepuan u MeTo/ibl). AKTUBHOCTh
TeHOB CPAaBHUBAJIACH MEXKIY 4-Msl SKCIIEPUMEHTAJIBHBIMU IPYNIIaMyi MaKpo(haroB: HHKYOAIHsI
¢ meptBbIMH criopamu E. cuniculi, (i) xuBsiMu criopamu E. cuniculi, (iii) MepTBbIME criOpaMu
V. corneae u (iv) xuBbIMH cropamu V. corneae. Ilokazatenn axTUBHOCTH TEHOB
PAacCUUTHIBAIUCH OTHOCHUTEIFHO AaKTUBHOCTH TEHOB B HEWHQUIIMPOBAHHBIX KJIETKaX,
00paboTaHHBIX MHIYKTOPOM amoITo3a, craypocrnopuHoM. MHKyOaus ¢ MEPTBBIMU CLIOpaMHU
E. cuniculi mpuBena x yBenM4YeHUIO J0JM anperyiupoBaHHbIX (upregulated) mpo-amonTo3HbIx
reHoB (93.5%) ¥ yMEHBIICHHIO J0JIM alperyJMpOBaHHBIX aHTH-ANONTO3HBIX TeHOB (36.1%).
Hanpotus, 3apakenue kuBbiMu criopamu E. cuniculi cormpoBo1anocs CHIKEHHEM IO arl-

PEryJIMpPOBAHHBIX MPO-ANONTO3HBIX TeHOB (27.5%) U yBenTuYeHUEM JI0JIM aHTU-aIlONTO3HBIX
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TCHOB C MOBBIIICHHBIM YpOBHEM peryisiiun (69.4%). B ciydae Vittaforma corneae, nporueHt
MPO- W aHTU-ATIONTO3HBIX T'€HOB C TMOBBIIICHHOW JKCIPECCHEH MPH BHECCHUH MEPTBBIX U
YKUBBIX CIIOp, CYILIECTBEHHO HE pa3Inyaics U cocTaBui 0koi1o 50% Ju1st Kayka0l rpyIIibl FEHOB:
48.5% npo-anonTto3Hbix U 50.0% aHTH-AaNONT3HBIX FEHOB MPOJAEMOHCTPUPOBAIIN MOBBILIEHUE
YPOBHSI 9KCIIPECCHHU TPH BHECEHUH KUBBIX criop, 47.4% u 55.2% - mépteeix criop (Tabu. 5-1).

YpOBHH 3KCIIPECCHU TEHOB OTOOpaKAIMCh B BUJIE TEILUIOBBIX KapT (heat maps), kotopeie
HarJSIIHO JIEMOHCTPUPOBAIM ar-peryiisiliMi0 KJIACTEPOB aHTHU-ANONTO3HBIX T'€HOB M JayH-
PEryJIALUI0 MPO-alONTO3HBIX T'€HOB MpPHU 3apa)KeHUH Makpo(aroB >KMBBIMU CIOpamMH, U
00paTHOE COOTHOIICHUE TPU MHKYyOaruu ¢ MEPTBBIME criopamu. B ciyuae E. cuniculi sra
KapTUHa OblIa BhIpakeHa 3HaUnTeNnbHO spue (Puc. 5-4).

CIucoK TeHOB, YPOBEHb IKCIPECCHH KOTOPBIX CYIIECTBEHHO M3MEHSJICS NP BHECCHUH
CIIOp MUKPOCTIOpUAUH, BKItOYaT 42 reHa, 23 U3 KOTOPbIX CUUTAIOTCS MPO-aloONTO3HBIMU, 9 —
aHTH-anmonTo3HeIMU U 10 — peryasitopusivMu (Tabs. 5-2). BHeceHue criop MHUKPOCTIOpUANI
3HAYUTENIBHO BIIMSJIO HA TPU TPYNIBI TeHOB, Koaupyrommue (i) 6enku cemerictea BCL2 (11
TeHOB), (i1) Kacmasel U UX peryasaTopsl (8 renoB) u (iii) 6enku cymepcemericte TNF u TNFR
(11 renos).

Crniopsl 060uX BUIOB BIIHMSUIA Ha SKCIIPECCUIO aHTH-anonTo3Horo rena BCL2 onunakoBo:
JKUBBIC CTIOPBI YCHJIMBAJIHM OJKCIPECCHIO0, a MEPTBBIE CHOpBI ocnabdisum. WMHTEepecHo, 49TO
JKCTIpeccus reHa mpo-anonto3Horo 6enka BAX, uzBectHoro kak antaronuct BCL2, taxke
HE3HAYUTENbHO YCHUJIMBANach MpU 3apakKeHUuW KUBbIMU (+1.75) u MEpTBBIMH criopamu E.
cuniculi (+1.04), a taxxe MEpTBbIMU criopamu V. corneae (+1.10). B ciydae xe 3apakeHus
KUBBIMU criopamu V. corneae skcnpeccuss BAX yBenuuuBanachk nmoutu B 8 (7.67) pas. I'en
BAX okazajicst 4eTBEpTHIM 10 POCTY YPOBHS KCIIPECCHH, CBSI3aHHOTO ¢ BHECCHHEM KUBBIX
criop V. corneae, nocie (i) omyxonesoro 6enka TP53 (+100), (i) BAD (+10.72) — erte ogHOTO
ujgeHa cemeiictBa mpo-amonto3Heix BCl 2, u (iii) kacmaser 1 (+8.17). B ciydae BHeceHUs
xwuBbIX criop E. cuniculi, reast BAD u CASP1 Obutn qayH-perynupoBansl. B memom, B cirydae
E. cuniculi, GonabIIMHCTBO MpO-anonNTO3HBIX wWieHOB cemeiictBa BCL2 xapakTepH30BaUCh
MOHIKEHHOU AKCIIPECCHEN MPH 3apayKEHUH KUBBIMU CIIOPAMH M MOBBIIIEHHOW — MEPTBBHIMU
(Tabmuma 5-2, Puc. 5-4). T'ennt Bcex 4-x kacmaz (CASP1, CASP3, CASP4 u CASPY9),
nomagaomux B «Tom-10 crnucok» (3HaueHHs, BbIIEICHHbIE KypcuBoM B Tabm. 5-3),
MOKa3bIBaJIM CHW)KEHHE SKCIPECCHU NpU BHeceHWH >kuBbIX crmop E. cuniculi. Cnopsr V.
corneae, HapOTHUB, BHI3BAIM 3HAUUTENbHOE MOBbIIIIEHNE aKTUBHOCTU TeHOB CASP1 u CASP4,
KOAMPYIOIINX «BOCHAIUTEIbHBIC KAaclasbl» W YYaCTBYIOIIME B aKTUBAIMH HH(IAMOCOM
(Sollberger et al., 2012). MutepecHo, uro MEPTBBIEC CIIOphI V. COrNEae, B OTIIMYKME OT MEPTBBIX

cop E. cuniculi, mogaBnsiu skcrnpeccuio 3tux renoB. ['en CASP9 Obut Hambonee mayH-
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peryIMpOBaHHBIM T€HOM B CiIy4ae BHeceHus »uBbIx crop E. cuniculi (-5.33) (Ta6m. 3). Ipu
3apaXCHUH JKUBBIMU crmopamu V. COrneae »ToT TeH ObUT JayH-peryJupoBaH JIHIIb
HezHauntenbHo (-0.66). 3apakeHue KMBBIMUA CHOpaMU OOOMX BHJOB JIayH-PETYIUPOBAIN

CASP3, xots u B pa3Hoii crenienn: V. corneae — B (-) 3.83 pasa, E. cuniculi — B (-) 1.88 pa3a.

Ta6auua 5-1. JloJist mpo- U AHTH-ANMONTO3HBIX F€HOB, XapaKTePHU3yIOIHUXCS
MOBBIIIEHHON WM MOHNKEHHOM IKcIpeccHeii™ mociae o0padorku makpogparos (M®P)
cIopaMu MHUKPOCTOPHANI

BI/II[BI** IIpO-aIio I'cHbl, IIpO-aIio Ir'cHkbl, AHTH-aIlo I'cHbl, AaHTH-aIloO I'CHBI,

up down up down
N % N % N % N %
Ecd_1 42 93.3 3 6.7 4 21.1 15 78.9
Ecd 2 44 93.6 3 6.4 9 42.9 12 57.1
Ecd_3 44 93.6 3 6.4 9 42.9 12 57.1
cpennee  43.3 935 3.0 6.5 7 36.1 13 63.9
Ecl_1 7 14.9 40 851 11 524 10 47.6
Ecl_2 19 39.6 29 60.4 17 81.0 4 19.0
Ecl_3 13 27.7 34 723 15 75.0 5 25.0
cpennee 13 27.5 34 725 14 69.4 6 30.6
Ved_1 16 37.2 27 628 8 40.0 12 60.0
Ved_2 23 47.9 25 521 10 50.0 10 50.0
Ved_3 26 60.5 17 395 10 62.5 6 37.5
cpennee 22 48.5 23 515 9 50.0 9 50.0
Vel 1 14 311 31 689 8 40.0 12 60.0
Vel _2 20 435 26 56.5 10 52.6 9 47.4
Vcel_3 31 67.4 15 326 14 73.7 5 26.3
cpennee 22 47.4 24 52.6 11 55.2 9 44.8

* ypoBenb 3kcnpeccuu (E) reHoB cumrancs w3mMeHEHHbIM Tipu -2 > AE > +2 (A E = E
obpaboTanubix ciopamu M®: E neobpaboranusix M®). **Ecd, Encephalitozoon cuniculi
méptaeie; Ecl, E. cuniculi xxussie; Vcd, Vittaforma corneae, méprseie; Vcl, V. corneae,
’KuBbIe; 1, 2, 3, HOBTOPHOCTH OMBITA.
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E.cuniculi 8882228 V.corneae

live dead -3 fold +3 live
1 2 2

dead
1 3 1 2

3 1 3 3
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Regulat

Pucynoxk 5-4. [uddepenumanphuas skcrupeccus 84 rewop B THP-1  wmakpodarax (Md),
HWHKYOHMPOBaHHBIX C )KUBBIMH U MEPTBBIMH criopamu E. cuniculi u V. corneae. L{udpbl KypcuBOM CBEPXY
0003Haua0T 3 MOBTOpPHOCTH. l[BeTa yKa3pIBalOT HA ypOBEHB IKCIPECCHU OTHOCHTENTbHO MDD, He
00paboTaHHKIX criopamMu. TerIoBbie KapThl U HepapXHUUecKHe JePEBhs KIACTEPOB T'€HOB, CBA3aHHBIX C
amorrro3oM (Cluster Software u Java Treeview (de Hoon et al., 2004; Eisen et al., 1998).
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Taéauna 5-2. Crucok u3 42 TeHOB, CBSI3aHHBIX C allONTO30M, IEMOHCTPUPYIOIIHUX U3MEHEHHUE YPOBHS
AKCIIPECCHUU XOTS OBI B OJTHOW M3 IKCHEPUMEHTAIBHBIX TPYI MakpodaroB, 00pabOTaHHBIX CIIOpaMHU
MUKPOCTIOPUJIUM.

HasBaHue rena Onucanue (yHKLns) OKCnepuMeHTanbHbIe rpynmbl*
Ec'live Ec dead Vc2live  Vcdead
ABL1 C-abl oncogene 1, receptor tyrosine kinase +4.65 -1.48 +2.20 -1.92
AKT1 V-akt murine thymoma viral oncogene hom.1, Ser/Thr kinase ~ +1.43 -1.07 +4.38 -7.90
BAD BCL2-associated agonist of cell death -1.58 +1.83 +10.72 -3.36
BAG1 BCL2-associated athanogene +2.60 -0.38 +1.7 -1.24
BAG3 BCL2-associated athanogene 3 +2.17 -2.51 +1.52 -0.35
BAG4 BCL2-associated athanogene 4 -1.45 +0.83 -0.94 +2.79
BAK1 BCL2-antagonist/killer 1 -2.70 +1.52 -0.17 +1.91
BAX BCL2-associated X protein +1.75 +1.04 +7.67 +1.1
BCL2 B-cell CLL/lymphoma 2 +2.04 -1.91 +2.36 -3.13
BCL2L1 BCL2-like 1 -1.52 +2.14 +4.41 -3.20
BCL2L11 BCL2-like 11 (apoptosis facilitator) -1.80 +2.96 +4.13 -5.08
BCLAF1 BCL2-associated transcription factor 1 -1.96 +2.93 -2.20 +1.70
BIRC2 Baculoviral IAP repeat-containing 2 +0.52 -1.13 -2.04 +2.89
BIRC6 Baculoviral IAP repeat-containing 6 +1.89 -2.79 +1.56 -0.98
BNIP3 BCL2/adenovirus E1B 19kDa interacting protein 3 -2.62 +1.92 +1.60 -2.18
BNIP3L BCL2/adenovirus E1B 19kDa interacting protein 3-like +4.48 -2.30 +0.52 +0.07
CARD8 Caspase recruitment domain family, member 8 -2.94 +2.18 -1.9 +1.7
CASP1 Caspase 1, apoptosis-related cysteine peptidase -4.78 +2.82 +8.17 -12.44
CASP3 Caspase 3, apoptosis-related cysteine peptidase -1.88 +1.84 -3.83 +3.68
CASP4 Caspase 4, apoptosis-related cysteine peptidase -2.24 +2.03 +3.32 -3.21
CASP9 Caspase 9, apoptosis-related cysteine peptidase -5.33 +2.29 -0.66 +1.37
CIDEA Cell death-inducing DFFA-like effector a -3.91 -1.22 +2.46 -0.84
CRADD CASP2 and RIPK1 domain with death domain adaptor +1.58 +3.64 +0.11 +1.40
DARK1 Death-associated protein kinase 1 -1.48 +2.97 -2.49 n/d3
DFFA DNA fragmentation factor, 45kDa, alpha polypeptide -1.67 -1.80 -2.02 +1.26
FADD Fas (TNFRSF6)-associated via death domain -1.69 +3.14 -2.19 +3.09
GADD45A Growth arrest and DNA-damage-inducible, alpha +1.47 -2.12 -0.48 +1.99
LTA Lymphotoxin alpha (TNF superfamily, member 1) -2.66 +2.51 -5.85 +7.72
NOL3 Nucleolar protein 3 (apoptosis repressor with CARD domain) ~ +1.69 -2.55 +0.08 -0.91
PYCARD PYD and CARD domain containing +1.10 +3.15 +0.73 -0.53
CcD27 TNFR family, CD27 molecule +1.76 -2.36 -3.99 +5.24
CD40LG TNFR family, CD40 ligand +2.74 -5.56 -4.33 +4.94
FAS Fas (TNF receptor superfamily, member 6) -2.32 +1.64 0.32 -1.88
TNFRSF11B Tumor necrosis factor receptor superfamily, member 11b -3.05 +2.61 +3.94 -3.87
TNFRSF1A Tumor necrosis factor receptor superfamily, member 1A +2.81 -1.63 -3.01 +4.25
TNFRSF21 Tumor necrosis factor receptor superfamily, member 21 +2.16 -1.72 -2.02 +2.32
TP53 Tumor protein p53 +2.46 +1.59 +100.6 -46.4
TP53BP2 Tumor protein p53 binding protein, 2 -2.87 +2.65 -2.98 +3.91
TP73 Tumor protein p73 +2.11 +2.75 -3.15 +10.16
TRADD TNFRSF1A-associated via death domain -2.78 +1.57 -2.56 +1.86
TRAF2 TNF receptor-associated factor 2 +0.29 -2.04 +3.25 -3.58
TRAF4 TNF receptor-associated factor 4 -1.82 +2.40 +3.58 -3.38

*[{upsl MOKA3BIBAIOT, BO CKOJBKO Pa3 U3MEHIIICS YPOBHB DKCIIPECCHUH IO CPABHEHHIO C
HeO6pa6OTaHHBIMI/I CIIOpaMM; KaKA0€ 3HAUCHUC - CPCAHCC U3 3-x HOBTOpHOCTeﬁ. B paaax 663 BBIJACJICHUA
— @HTHU-alIONTO3HbIC I'CHbI; TCMHO-CEPBIM BBIACIICHBI PAABI C IMTPO-AIONITO3HBIMU I'CHAMU; CBECTIIO-CECPbIM —
¢ perymstopubivu. L Ec, Encephalitozoon cuniculi; 2 Ve, Vittaforma corneae; ® nannsie oTcyTCTBYIOT;
3HaueHus U1 10 MacuMalibHO ar- WM JayH-peryJIHpPOBAHHBIX T€HOB B KaXKI0H SKCIIEPUMEHTAIBHOM
TpyMIIE BBIACTICHBI )KUPHBIM HIPUPTOM.
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NudummupoBanre KUBBIMUA CITOpaMH OOOMX BHJIOB 3aMETHO yMEHbIIao 3kcmpeccuio LTA,
reHa, Koaupyrolnero ¢pakrop Hekpos3a onyxoiu-f wiu Limphotoxin-o (E. cuniculi: -2.66; V.
corneae: -5.85). MeptBbIe criopsl, HA000pOT, HHAYIMPOBaIU dKkcnpeccuto LTA (E. cuniculi:
+2.29, V. corneae: +5.85. Ilpo-anonto3usie rensl FAS, FADD, TNFRSF11B, TRADD,
KOJIMPYIOIIHE pelenTopbl NUTOKHHOB HajacemeiicTBa TNFR u cBs3aHHBIX ¢ HUMH O€JIKOB,
ObUTH JTayH-pPEryJIMPOBaHbI JKUBBIMH M all-peryyiMpoBaHbl MEPTBBIME criopamu E. cuniculi.
Opnaxo xuBble criopsl V. COrNeae, HalpoTuB, cyliecTBeHHO an-perynupoBain TNFRSF11B
(+3,94) u mesnaumrtensHo — FAS (+0.30), torma kak mMEprBeie V. COrneae cropsl JayH-
perynupoBainy 00a 3TuX reHa. ['eHbl aHTH-AaNONTO3HBIX M PETYISATOPHBIX YWICHOB CEMEHCTBA
TNFR, CD40LG u CD27 neMOHCTPHpPOBAIM IMOBBIIICHHYIO SKCHPECCHIO MPH 3apaKCHUU
*wuBbIM criopamu E. cuniculi, moHmwkeHHy0 — npu 3apakeHnn MEPTBBIMU criopamu E. cuniculi,
U 00paTHYIO0 3aBUCHMOCTh B CIydae 3apakeHHs XMBBHIMU M MEPTBBIMHU criopamu V. COrneae
(Tabm. 5-2). DToT (hakT CBUACTENBLCTBYET O TOM, 4To 00a Bua, E. cuniculi u V. corneae, mo-
pa3HOMY BIHUSIOT Ha CEKPELUIO IUTOKMHOB Makpogaramu.

Haubonee Bneuarnstommm O0bu1 hakt 100-KpaTHO# am-perynisnuu reHa OIMyXOJEBOTrO
pocta PT53 sxuBbiMu crnopamu V. corneae mpu 46-KpaTHON HayH-PETYNISIMA MEPTBBIMU
ciopamu. Takasi CBEpXMOIIHAs SKCHPECCHsl YKa3blBaeT Ha HCKIIOYHUTENBHYIO POJIb 3TOTO
TPAHCKPHUITIIMOHHOTO (PaKTOpa BO B3aUMOJICHCTBUM UMEHHO V. COINEae ¢ KIETKONH-XO35HMHOM.
Jlnst cpaBHEHHs, KHUBBIE U MEpTBBIE criopbl E. cuniculi yMepeHHO yBeMYHMBaIN IKCIPECCHIO
TP53 (xuBble B 2,5 pa3a, mepTBble B 1,59 pasza).

5.4 O6cyxnaeHnne pe3yJibTATOB: CPABHUTEIbHBII aHATU3 MOAYISIIIUH

HHIYUHMPOBAHHOIO ANONTO32 MUKPOCIOPHIUSIM

IlonaBneHue akTHBHOCTM ILMCTEMHOBOW acmaparuHoBOM mpoteassl 3 (kacmaza K3)
xuBbiMH (HO He MEpTBBIMH!) cmopamu E. cuniculi m V. corneae cBuaeTenbCTBYET O
OJIOKMPOBKE 3aKIIOYUTEIBHOTO JTala anonTO3HOTO KacKala pa3BUBAIONIMMHUCS B KIIETKE
napasuramu. Hamm nansele cornacyroTes ¢ npeamectByromumu padboramu (del Aguila et al.,
2006), B KOTOpBIX MMOKAa3aHO C TIOMOIIBIO BECTEPH rHOpHIM3aluy, 4yTo 3apaxkenue E. cuniculi
npensTcTBoBaio pacierneHuto K3 B knetkax Vero. B npyroii pabote ¢ HoOMOIIbIO TUTOXUMUU
OBLTO TIPOIEMOHCTPUPOBAHO CHMKEHNE aKTUBHOCTH K3 B KHMIIIEUHOM STTUTEITNH METOHOCHBIX
nuen npu 3apaxeHun Nosema ceranae (Higes et al., 2013). Cnemyer OTMETHTBH, YTO
Toxoplasma gondii u npyrue BHYTPUKIETOYHBIEC APa3UTHl TAKXKE OJIOKUPYIOT akTHBaimio K3
B 3apakeHHbIx Kierkax (Payne et al., 2003). B xone amonTosa, kacmassl K8, K9 u K10
akTuBUpYIOT K3, dWro 3amyckaer mporecchl ayrodaruu W MpPOTEOCOMHOTO PACIHICTIICHHS,
NPUBOJAIINE K JeTrpajalliy saep U APYTUX opraHeiul. Bce Tpu CUrHAIBHBIX MYTH aronTo3a

MHUTOXOHApHaIbHBIA (INtrinsic), peuentopHbiit (extrinsic death-receptor) u mepdopruHOBHIA
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(perforin/granzyme pathways) mnepekpemuBaiotcs Ha ypoBHe K3, pacmieruieHre KOTOpOi
3amyckaer uHanbHyro (asy amontosa (Bruchhaus et al., 2007). OkpammBanue MeToa0M
TUNNEL nosBosisser BusyanusupoBaTh pa3pbiBbl Mosekyn JIHK, xapakrepusie st
paspymarmmmxcs saep. 3nauutenbHoe cokpamenue unciaa T UNNEL-nonoxutensHbIX saep
OBLJIO paHee MOKa3aHO B KHUILIEYHBIX SMUTENNATBHBIX KJIETKaX MEIOHOCHBIX MYel B OTBET Ha
undekuuto N. apis u N. ceranae (Huang et al., 2016; Kurze et al., 2015; Martin-Hernandez et
al., 2017). Takum oOpa3oM, pe3yJibTaThl OKpAIIMBAHUS, IIPEICTABICHHBIC 3]ECh,
MOJTBEPKIAIOT MPEAbLAYIIHIE HCCIEA0BAHUS U MOATBEPKAAIOT, YTO OJI0Ka/1a 3aKTF0UUTEIbHBIX
CTaJMi amonTo3a sIBJsSeTCs 00Iel YepToi maToreHe3a MUKPOCTIOPUTUH.

WuTepecHo, urto B cirydae V. COrneae Ml He CMOTIIH MPOJIEMOHCTPUPOBATH 3HAUUTEIILHOTO
ymenbiienuss uncina TUNNEL-monoxurensupix ximerok. Kpome Toro, ¢uryopecieHTHBIH
TUNNEL B couetanuu ¢ MMMYyHOOKpAIIMBaHUEM CIIOp TMoka3ai, uto > 20% makpodaros co
cropamu V. corneae mojaseprainuch anontosy. CyliecTBOBaHUE Pa3iIMYHBIX CXEM KOHTPOJIS
CHUTHAJIBHBIX IyTeH, BEAYIIUX K THOENTH KIETKH XO3fMHA, OTPAKAET PA3IUYHYIO OMOJIOTHIO
napasutoB. E. cuniculi pas3BuBaercs B mapasutodopHoit Bakyomu (IIB) u moxer
MH(OUIUPOBATH COCEIHUE KIIETKU IMYTEM BBICTPEIIMBAHUSI CIIOP, PACIONIOKEHHBIX BHYTpu [1B.
Kpome Toro, B ciiydae eCTECTBEHHOTO 3apa)keHHs, Makpodaru, HarpykKeHHbIE CTATUSIMU H
criopamu, 3akio4éHHBIMEH B [IB-memOpaHy, ciykar Ui TpaHCHOPTHPOBKH IIapasuTa OT
NEPBUYHOTO OvYara MH(EKIHH K IPYTUM TKaHAM opraHu3Mma. TakuM o00pa3oM, 3BOIOIHS
OMOXMMHYECKUX  MEXaHH3MOB, OO0ECHNEYMBAIOUIMX  3AIIUTy KJIETKHM  XO35MHAa  OT
IPEX/IEBPEMEHHONW  3alporpaMMHUpPOBAaHHONW THOENM KJIETOK, MoOTIja CIocoOCTBOBAThH
ouonormueckomy ycrnexy E. cuniculi. V. corneae, B otiimune ot E. cuniculi, pasBuBaercs 6e3
[1B, u criopsl B KOHEYHOM HTOTE 3aIOJHSIOT BCIO IUTOIUIA3MYy KIETKH Xo3suHa. Criopsl V.
COrneae JA0JKHBI HOKMHYTh KIETKY-X0351MHa U O] IEHCTBHEM BHEIIIHEr0 CTUMYJIa 3aIlyCTUTh
BBIOPOC MOJISIPHOM TpyOKM A MH(UIMPOBAHUS COCETHUX KiIeTOK. CMepTh M pa3pylleHHe
KJIETKH-X03sIMHA TI0CJIE co3peBaHusi crop V. COrneae — eQMHCTBEHHBIH CIOCOO JTOCTaBHTH
CTHIOpBl BO BHENIHIOK Cpeny, W 3alldTa OT allonTo3a IOCNIe CO3PEBaHHS CIOpP HE UMEET
Ouonornyeckoro cMmoicna. [Ipyroit oTnuunTeNbHBIN IpU3HaK V. corneae — oopazoBaHue JBYX-
¥ MHOTOSIJIEpHBIX KJIeTOK. Panee monoOHbIN 3¢ ekt Habmoaasncs npu 3apaxenun V. corneae
kiaerok Vero (Leitch et al., 2005). Mcxoas W3 HammMX JaHHBIX, MOKHO 3aKJIFOYHTH, YTO
uH(ekuus V. Corneae B MeHbIlIeH CTENEHU MOAABIIAET anonTo3. D(@eKT 3Toro Buaa Ha KIETKY
X035IMHA, MO-BUAMMOMY, 3aKIIOYAaeTCs B TOPMOXKEHUH IUTOKHMHE3a 3apakEHHBIX KIIETOK.
Crnenyer ormeruth, yro Nosema ceranae u N. apis Takke MOIYIMPOBAIN KICTOYHBIA ITUKII
SHTEPOIMTOB ITUEJ C TOMOIIBIO YCKOPEHUS TTepexoia 3apakEHHBIX KIeTok u3 (a3l G1 B dazy

cunTe3a S. [1pu TOM KakIbIil BUI MCIIOJIB30BaN Criel(PpruIecKne OMOXMMUIECKNE MEXaHIU3MBbI
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(Martin-Hernandez et al., 2017). BapbupoBanue crmoco00B MOIYJISIIMKA KJIETOYHOTO UK U
aronTo3a KJIETOK-X035€B Pa3IMYHbIMUA BUAAMU TPEAIONIATaeT, YTO B XOJI€ SBOJIIOLMU HMEa
MECTO TOHKas HACTpOWKa O3THUX TIPOLECCOB B COOTBETCTBUU C BUAOCHENH(DUYECKHUMHU
(U3UOTOTHUECKUMH aJaNTallsIMUA TTapa3nuTa.

AHanmm3  JKCHIpPECCHH  amoNTO3HBIX TI'EHOB, OOYCIIOBIIGHHOW BHECEHHEM  CIIOp
MHKPOCIIOPH/INI, TAK)KE BBISBUI TIIyOOKHE Pa3iuuusi Mexay IByMms Buaamu. Mugpeknus E.
cuniculi u V. corneae 4acto BbI3bIBaJIa MOBBINICHUE SKCIPECCUU PA3IUUHBIX TPYIIT T'€HOB.
JBenannare u3 42-X reHOB, HAa KOTOPBIX 3apaKCHUE MUKPOCTIOPHIUSMHE TIOBJIHSIIO HanboJee
sHauntenbHo (Tabi. 3), pasHoHanpasieHno peryimupoBaiuch E. cuniculi u V. corneae. B ciiyuae
E. cuniculi, npo-anonro3usie rensl, Takue kak Bad (-1,6), Bel-2L1 (-1,5) u BelL-2L11 (-1,8),
OBLTM TOJABJICHBI, 2 aHTH-AIONTO3HBIC TeHBI, Takue Kak Birc2 (+0,52) u CD40LG (+2,74) -
aKTUBU3UpPOBaHbl. B ciyyae V. COrneae, BhIIICHA3BaHHBIC MPO-ANONTO3HBIC T€HbI OBUIH, B
OCHOBHOM, am-peryaupoBanbl (Bad (+10,72), Bcl-2L1 (+4,4) u Bcl-2L11 (+4,1)), anTu-
arnonTo3ueie — Haobopot (Birc2 (-2,4) u CD40LG (-4,33)) (Puc. 6A). Cnektp an- U gayH-
peryJupOBaHHBIX T€HOB YKa3bIBacT Ha TO, uyTo uHbekius E. cuniculi 3ammurmiana makpodaru ot
aronTo3a B aHAIM3UPYEMON BPEMEHHOMW MEepHoJ] — uepe3 4 JTHS MOocie 3apaXKeHus, T.€. TOr/a,
Kor1a pOPMHPOBAIIOCH TIEPBOE IMOKOJICHHE cIiop. V. COrNeae, HalpOTHB, BBI3bIBAJIA IIOBBILICHHUE
AKTUBHOCTH psiZia MPO-allONTO3HBIX T€HOB, YTO yKAa3bIBAET CKOpPEE Ha IMOJIOKUTEIBHYIO, YeM
OTPHIIATENIbHYIO perysiuio amonro3a (Taomn. 5-2, Puc. 5-5).

DKcnpeccust HECKOIBKHX T€HOB, OTHAKO, H3MEHSIACh OJJHHAKOBO ITOCTIE BHECEHHS )KUBBIX
crop 00OMX BHIOB: aHTH-ANONTO3HBIM TreH Bcl-2 am-perymupoBaincs, Toraa Kak Mpo-
anonro3nblie renbl LTA, CARD8 TP53BP2, DARC1 u BCLAAF 1 Obutn ayH-peryinupoBaHsbl.
VYuuTthiBas, uro MEpTBBIE criopbl E. cuniculi u V. corneae MomynupoBain SKCHPECCHIO 3TUX
TeHOB B 0OpaTHOM HamnpasieHuu (Puc. 7a), Mbl pemonaraem, 4To 00a BUaa MUKPOCIOPHIHIA
B X0JI¢ BHYTPHKIICTOYHOTO Pa3BUTHS MPOIYLUPYIOT aHTH-AMONTO3HbIE CTUMYJIBL. B cimydae V.
corneae, 3ametHas (+10,7) monoxwurenvHas perynsuus Bad, unena rpynmel Oenxo BH3,
KJIFOUEBBIX PETYJISITOPOB MUTOXOHJIPHUAIBHOIO CHUTHAJIBHOTO IYTH, BMECTE C TOBBIIICHHON
skcrpeccuert mporenHkuHaszbl Aktl (+4.38), MokeT yka3bIBaTh Ha TO, YTO MUKPOCIIOPHUINO3
BbI3bIBAaeT (ochopunupoanne Bad. VYeenumuenune nomu ¢ochopunupoannoro Bad
KOPPEIUPOBAIIO ¢ MHIMOMPOBAHMEM aroNTo3a, MPU 3apaKCHUH KJIETOK Trypanosoma cruzi u
Leishmania spp. B atux ke sKkcmepuMeHTax ObUIO TOKa3aHo, 4To (ochopuIrpoBaHue,
onocpenoBanHoe Akt / PKB, oTpunaTenbHO peryinmpoBalio akKTHBHOCTB MPO-allONTOTO3HOTO
Bad (Aoki et al., 2006; Ruhland et al., 2007).

CyIleCTBEHHOE BIMSHUE 3apKCHHUS MHUKPOCTIOPHIMSIMH Ha OKCIPECCHIO OEIKOB

cemerictBa Bcel-2 Ob110 0HIaeMBIM. DTO CEMEHCTBO BKIIFOYAET MPO- U aHTHU-AMONTOTO3HBIC
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MOJIYJIATOPHI AMONTO3HOIO IYTH, KOTOpbIE PEryaupyloT BbICBOOOXAeHHE muToXpoma C u
JPYruX TPO-aloNTOTOIIHBIX (AKTOPOB M3 MEKMEMOPAHHOTO MPOCTPAHCTBA MUTOXOHAPHIA
(Luo etal., 1998). benku Bcl-2 orpuniatenbHO peryaupoBaiich MHOTHMHU BHYTPUKICTOYHBIMU
napasutamu (Faherty, Maurelli, 2008; Graumann et al., 2009). Mudexuuu Toxoplasma gondii
(Channon et al., 2002; Goebel et al., 2001; Molestina et al., 2003; Orlofsky et al., 2002),
Trypanosoma cruzi (Aoki et al., 2006; Chuenkova, Pereira, 2000), Theileria parva (Dessauge
et al., 2005), Cryptosporidium parvum (Liu et al., 2009) nnayupoBasu 3KCIPECCUIO aHTH-
armonTo3HbIX OenkoB cemeiictBa Bcl-2. U, HakoHell, B KiIeTKaX KHUIIEYHOTO SMUTEIHS MTYE,
uHbuIupoBaHHbIX  MuKpocmopuausmu  N. ceranae u N. bombycis, Obuta Takxe
3aperucTpupoBaHa am-peryisinus Oeska, TOMOJOTHYHOIO aHTu-anonTozHomy Bcl-2
(“Drosophila buffy protein) (Martin-Hernandez et al., 2017).

Kacnaza K9, skcmpeccuss KoTopol 3aMeTHO CHMKainoch (-5.53) mocne 3apaxenus E.
cuniculi, 3amyckaeT paciieruieHie Mpo-Kacnasbl 3 U MOCISAYIONIHE PEaKIUU, TPUBOISIINE K
nesuHTerpaun U cmeptu kierok (Bratton, Salvesen, 2010). TToxasnenne K3 u K9, napsay ¢
aKTUBAIMel aHTU-aronTo3Horo Bcl-2, mokaseiBaet, uto E. cuniculi (Puc. 8) u, BepositHo, V.
Corneae KOHTPOJIUPYIOT MUTOXOHPUAIbHBIA CUTHATBHBIN MyTh. BBIJIO MOKa3aHO, YTO UMEHHO
9TOT MyTh HauOoJliee YacTO OTPULIATEIBHO PETYIUPYETCS MHOTUMHU BHYTPHUKICTOYHBIMU
napasutamu (Graumann et al., 2009), Bxirodas HECKOJIBKO BHIOB MUKpocmopuauii, Anncaliia
algerae (Scanlon et al., 1999), Nosema ceranae, N. apis (Huang et al., 2016; Martin-Hernandez
etal., 2017) u N. bombicis (He et al., 2015).

[Tomumo MoxyIHpOBaHUS anonTo3a, oenku cemeiicTBa Bel-2 Moryt GpyHKIMOHUPOBATH B
KayeCcTBE BaXHEHMILIMX PEryJIsTOPOB BOCHAIUTEIBHOIO OTBETA, CBA3AHHOIO C HMH(EKIUIMU
pa3IMYHBIX Mapa3uToB, Kak mpo- Tak u sykauot (Faherty, Maurelli, 2008; Hay, Kannourakis,
2002; James, Green, 2004; Luder et al., 2001; Orlofsky et al., 2002). B nammx ombiTax
HOBBIIIEHHAs! YKcIpeccust mpo-amonTto3Hbix Bel-2L1 u Bel-2L11 nocne 3apaxenus V. corneae
(vo ue E. cuniculi), MoxeT CBHAETENHCTBOBATH O TOM, YTO V. COrNEae BhI3BIBACT CHIIbHBIN
BOCTIAJIUTENIBHBI OTBET 4Yepe3 CHUTHAJIBHBINA IyTh, BKIFOUAONMi Oenku cemeiricTBa Bcel-2.
3apaxenue E. cuniculi, Bo3MOXXHO, MOTABISIET 3TOT CUTHAIBHBIA MyTh. V3BECTHO, YTO
MPOTUBO/ICHCTBHE BOCIIATTUTENILHON OTBETHON peaKIMK OpraHnu3Ma 00ecrieunBaeT BEDKUBAHNE
U peIUIMKAIMIO TMapa3uTa U SBISIETCA ero KirodeBod nenbto. [lokasaHo, 4To MHOTHE BUIbI
MUKPOCTIOPUIUH YCIIEITHO HUCIOJIb3YIOT BOCHAIIUTEIbHbIE CUTHAJIBHBIE ITYTH X035UHA B CBOUX
uHTepecax. Hanmpumep, MHOTHE mapa3uThl pbIO pa3BUBAIOTCS B UHIYIIUPYEMBIX HMH OITYXOJISIX -
KCEHOMAaX, B KOTOPBIX BOCHAIUTENIbHBIE W JMUTEIUAIbHBIE KJIETKH 3alUIIAOT U MHUTAOT
Mapa3suToOB U JlaXe CEKPETHPYIOT (AKTOpPhl POCTa, CTUMYJIUPYIOLIUE aHTHOreHe3, Kak B

tunruHbix omyxoisax (Kent et al., 2014; Lom, Dykova, 2005). JIpyroii npumep — BUABI poaa
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Encephalitozoon, Bei3biBarorre odOpazoBaHne MyJIbTHOPTraHHBIX rpaHyaeM. B To e Bpems,
MuKpoctiopuaiu pojaos Enterocytozoon, Tracheplistaphora, Anncaliia u Vittaforma, raxxe
WHOTA Mapa3suTHPYIOMIMX B MIICKONMUTAIOUIMX, HE HPOSBISIOT 3Ty mnarosoruro (Snowden,
2014; Weiss, 2014), uro emie pa3 TOBOPUT O pa3IMYHBIX CIOCO0AX MOIYJISIIMH
BOCIIJIUTEIBHOTO OTBETA PA3JIMYHBIMUA BUIAMHA MUKPOCTIOPHIHA.

Wpnes o Tom, uto V. corneae u E. cuniculi akTuBupyroT pa3indHbie BOCTIAIUTEIbHBIC Ty TH,
coriacyercs ¢ JJaHHBIMH O TOM, 4To Kacnasbl K1 u K4 HeraTuBHO perynmpoBaliuch >KUBBIMU
cropamu E. cuniculi (-4.78 u - 2.24 COOTBETCTBEHHO), U MOJOKUTEIBHO — XHUBBIMHU CIIOPAMHU
V. corneae (+8.17 u +3.32). Otu nBe (yHKIMOHAIBHO B3auMOCBs3aHHble Kacmasbl (K1
NEeNUCTBYIOT, Kak cyOctpatr nnsi K4) wurparor pojib B BOCHAJICHUU U BPOKICHHOM
HecnenupuaeckoM nMMyHHTeTe. OHU YIacTBYIOT B (JOPMUPOBAHHH HMMYHHBIX KOMIUICKCOB,
uH(pIAMOCOM, U aKTUBHUPYIOT cekpenuto wnutokuHoB IL-1f u IL-18 wmakpodaramu
miekonuraromux (Sollberger et al., 2012). MoHO NPEANOIOKUTh, YTO B IPOLECCE
amantuBHOW "Boironmu y E. cuniculi — crenuanu3upoBaHHOTO mapasuta Makpodaros
MJIEKOITUTAIONINX, C(HOPMUPOBAINCH MEXAaHU3MBI TTO/IABIICHUS «BOCIIAJMTEIBHBIX Kacnaszy. C
npyroi ctoponbl, uHMekims E. cunicli xapakTepr3oBanach U30BITOUHON SKCIPECCUEH TEHOB
CD 27, CD 40LG, TNFRSFIA u TNFRSF21, koropsle, HanmpoTUB, ObUIM OTPUIIATEIBLHO
perynupoBansl V. corneae. Bee atu wiensl HagcemeiictBa TNFR (penentopsr paktop Hekpo3a
OITYXOJIH) SIBJISIFOTCSI MPO-BOCTIAIUTEIHFHBIMUA MOJYJISITOPAMH W/WJIU MOIIHBIMU [TIUTOKUHAMU
(Hehlgans, Pfeffer, 2005; Locksley et al., 2001). ITomoxutenbHas peryisius 3THX reHoB E.
cuniculi, BeposiTHO, TIOMOTaeT MapasuTy PEKPYTHPOBATh MMMYHHO-KOMIIETEHTHBIE KICTKH -
Makpodaru, JIEHKOIUTH, MOHOHYKJICOIHMTHI W D03WHOMDHIIBI, WHIAYIIUPOBATH KICTOYHYIO
nposmpepannio 1 GopMHUPOBaTH MHOKECTBEHHBIE I'PaHyJIeMaTO3HbIE TOPAKEHUS PA3ITNIHBIX
opraHoB. IMEHHO 3Ta TATOJIOTHS XapaKTEPU3YeT MHUKPOCIOPHINO3bI, BBI3BIBACMBIC
Encephalitozoon Spp. B pa3muuHbIX MO3BOHOYHBIX Xo3seBax (Snowden, Shadduck, 1999;
Sokolova et al., 2016; Weiss, 2014).

Hakonen, HeoObruaitHo pe3koe (>100 pa3!) moBbleHue 3Kcrpeccuu TreHa pS3 mocie
BHECCHHUsI JKMBBIX criop V. COrneae, moka3aHHOE B HAIllEeM HCCIICJOBAHUH, YKa3bIBaeT Ha
y4acTHE CHTHAJILHOTO MYTH P53 B Mapa3uTO-XO3SUHHBIX B3aWMOOTHOIICHUSX. PaHee ObLIO
nokaszaHo, 4ro 3apaxenue Encephalitozoon spp. uHruOGupoano dochopuarpoBanue u
TpaHCIOKauio p53 B sapa KIETOK Vero, U TeM caMbIM OJIOKHPOBAJIO TPAHCKPUMIIIMOHHBIE
(GyHKINHU 3TOTO Oesika. ABTOPBI IPUIILIN K BBIBOJIY, UTO IMTAPA3UT KOHTPOIUPOBAI IIUKIT KJIETOK-
X0351€B, WHTHOUPYS aKTHBAIMIO p53, HO HE amomTo3, MOCKOJBKY OHU He HaOIomanu
yBEIUYEHUS SKCIPECCHU TeHa Bax - oHO# 13 TpaHCKpUIIIIMOHHBIX Mulienei p53 (del Aguila

et al., 2006). B namem wcciaeqoBaHun 3apaskeHUE JKUBBIMUA U MEPTBBIMHU criopamu E. cuniculi
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TaK)Ke BBI3BIBAJIO YMEPEHHOE TTOBBIIICHUE KCITPECCHH 0eKOB cemeiicTBa pS3 (p53 u p73), uto
yKa3bIBAET HA y4aCTUE CUTHAJIBHOTO MyTH pS53 B peakiuu Ha nHpekuo. CYuTaercs, 4ro myTh
pS3, Hapsay ¢ myréMm NF-Kf — ki1rodeBoil CHTHaNBHBIA MapHIpyT, OOCCIICUUBAIONIUI
CTa0MJIBHOCTh TEHOMA, WHTHOMPOBAaHME HEOIUTACTHMYECKUX MPOLECCOB W COXPAaHEHUS
kiaerounoro romeocrasa (Cooks et al., 2014; Fridman, Lowe, 2003).

Onna u3 posneit P53 — 370 3amura KJIETKM U OpraHu3Ma OT BOCHAJIUTEIBLHOTO CTpecca,
CBSI3aHHOTO C BHUPYCHBIMM U OaKTepHaJbHBIMH HMH(EKUUAMH, U NPEJOTBpAIICHHE
npeoOpa3oBaHUsl XPOHMYECKOTO BOCHAJCHUS B pak. HekoTopble OHKOreHHBIE BUPYCHI H
Oakrepun, Ttakue kak Helicobacter pylori, BeipaGoranu MeXaHH3MBI, ITO3BOJISAIOIINE
WHAKTUBUPOBATH MM MOJAYJIHpOBaTh MHruOMpyromiee aedcreue pS53 (Cooks et al., 2014).
Oyukmus pS3 (kak 1 NF-kB) B kadecTBe TpaHCKPUIIIMOHHOTO (haKTopa W MOMIYISITOpA
UMMYHHOTO OTBETa BOCXOJUT K PAaHHUM OECIIO3BOHOYHBIM M CBSi3aHa C BPOXKIAEHHBIM
ummyHuTeToM (innate immunity). B wactHoCTH, OBUIO MMOKAa3aHO, YTO P53 aKTHBHUPYET TE€HBI
TLR B T-nmumdonurax u anpBeossapabix Makpodarax (Menendez et al., 2011). IToBblimeHHas
sKcIpeccus pS3 MOXKET yKa3bplBaTh Ha OCTPbIM OTBET Makpodara Ha cTpecc, BbI3BaHHbBIN V.
corneae. IlpumeuarenbHO, YTO OSKCIIpEeCCHs €IIe JBYX TI'€HOB, Bax, TpaHCKpUIIIMOHHON
MHUIIECHU P53 B CHTHAIBHOM PEryJISIH aronTo3a, 1 Atk, KHHa3bl, KOTOpas IPEANOI0KUTEIEHO
dochopunupyet pS3, TakxKe 3HAYUTEIHHO MOBBIMAIAch. CBEpXBBICOKAs IKCIpeccus pS3 u
AKTHBALIMS CUTHAJIBHOTO MYTH P53 MOTYT OBITh UCKIIIOUUTENBHON 0COOEHHOCTRIO V. corneae,
YUYHUTBIBAsl, YTO TOT BHJ MUKPOCIIOPUAWH BIHSET HA KJICTOYHBIA LUKJI XO3SUHA, BBI3BIBAS
apecT KJIETOYHOro Iukia u MHorosepHocts (Leitch et al., 2005; wHamm wuccnenoBaHus).
l'umoTesa 00 akTUBAIMH TPOTHBOPAKOBOTO CUTHATILHOTO MYTH P53 COTJIACYeTCsI ¢ JAHHBIMH O
MOJIaBJICHUH OIyX0JIeBOro pocra mMukpocrnopumusmu (Petri, 1976) u tpeOyer TiiaTenbHON
IKCTIEPUMEHTAILHON MPOBEPKHU.

5.5 3akiir0ueHme No riase S ¥ NepcrneKTHBbI HCCJIAeJ0BAHNH MOLYIS LT

KJIETOYHBIX IHKJIOB KJIETOK X03SIMHA MHKPOCTOPHINUSIMHA

3apaxxeHue OKUBBIMH cropamu  E. cuniculi w V. corneae wuHruOupoBaio
MUTOXOH/IPHATGHBIA CUTHAIBHBIM TYyTh aIonTo3a, WHAYIHPOBAHHOTO CTAaypOCIOPUHOM
(cHIDKeHME aKTHBHOCTH Kacma3sbl 3, cHIbKeHue 3kcrpeccun renoB Casp 3 u 9 u Bel2 u 1p.); B
TO K€ BpeMs, BHECEHHE YOWUTBHIX CIIOp, HANpPOTUB, CTUMYJIHMPOBAIO amnonTo3. DPQexT
MHrUOMpOBaHuUs ObLI sipye BBIpaKeH B cirydae 3apaxkenus E. cuniculi. 3apaxenue E. cuniculi
3alMIAI0 KaK WH(OUIMPOBAHHBIC, TAK U COCEIHHME Makpodaru ot anomnrto3a. B To xe Bpems,
3apaKeHHe KUBBIMU criopamu V. COINeae BBI3BIBAIO OOJiee CHIIBHYIO DKCIPECCHIO TE€HOB,

CBSI3aHHBIX C BocnanuTenbHbIM mpoueccom (Bcl2, Casp 1 u 4). Pasmuunbii sddekr
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MHUKPOCIIOPHIUMA JBYX BHUJOB Ha T'€HBI, aCCOIMUPOBAHHBIC C aIMOMNTO30M, OTPa)KaeT, IO-

BUIUMOMY, pa3jindyas B OnoJIoruu MCKAY ABYMS BUAAMHU.

An-perynupoBaHHbIe reHbl

[layH-perynupoBaHHbIe reHbl

A E. cuniculi V.corneae xwswie  E. cuniculi V. corneae
BAD*
CASP 1,9,4* BNIP3L- CASI'°1‘
TNFRSF118* TNFRSF1A- BAX .
BAKT* CD40LG- BCL2L1
BNIP3- TP538P2" TNFRSF21& BCL2L11*
CIDEA* DARKY. il
E. cuniculi V. corneae wmepTtBble E. cuniculi V. corneae
CASP1*
BCL2L11* i cp27%
TNFRSF11B* BCL2L11% CD40LG-
TRAF4%& CASP7* TNFRSF1A%
i CASP3*
B TNFRSF118 —
CASP4* CRADD"
BCL2L1* P73 BAG4-
TNFRSF214 TP53%
B

XuBble

CARDS*

MepTBble

E. cuniculi

XuBble

MepTBble

FADD*

CASP1,39,4* CD40LG~ ’

TNFRSF118* BIRC6~ ABL17% géf:,:r

TP53BP2* NOL3~ BNIP3L~

TRADD* BAG3- TNFRSF1A® TP53BP2* X

BAKT* CD27 CD40LG~ ;leRSRF 1. 1B

LTA* BNIP32- BAG1- 5 cha’D

BNIP3~ GADDA45A BAG3- s

CIDEA* BCL2~ TNFRSF21% .
TNFRSF21% BCL2~ CASP1

BCcL2L11*

XuBble

LTA*

MepTBble
CASPT1*

V. corneae

XuUBble

BCL2-
ABL1%

MepTBble
TP73*

CD40LG- TP53¢ LTA*
co27t AKT1- cp27¢
CASP3* BCL2L11* CD40LG-
TP73* TNFRSF118* BCL2L1* TNFRSF1A%
TNFRSF14 TRAF2 ACTT- TP538P2*
TP538P2* TRAF4* BOL2L11* CASP3*
TRADD* BAD* FADD*
DARK1* CASP4* TRAF 48 BIRC2-

BCLAF1* BCL2L1* CASP4* BAG4-

CARDS, BCL2- BAGTH-

BAG3-

Pucynok 5-5. CpaBHeHue BIMSHUS KUBBIX M MepTBbIX criop E. cuniculi and V. corneae na skcnpeccuto
aronto3HbIX TeHoBOB B THP-1 makpodarax. Ha quarpamMmmax noka3aHbl 'eHbl, KOTOPbIE OBLUTH all- WK AayH-

perynupoBaHsI Kak MuEEMyM B 1.5 pasa. 7 A. E. cuniculi vs. V. corneae. 7 B. XKussie vs. Meptssie criopsr.t

MIPO-aroNTO3HbBIE T€HBI; ~~ aHTH- allONTO3HBIE TE€HBI; & peryIsATOpHbBIE TEHBHI.
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JlanHOE HccnenoBaHME — JIMIIb HAYAJIbHBIA 3Tall B M3YYEHHM B3aUMOJCHCTBUSA
MUKPOCTIOPHINN ¢ METa0OINYSCKUMU MYTSIMH KJICTKU XO35MHA, CBS3aHHBIMU C arlONTO30M.
OHO T1O03BOJISICT HaMETUTh HauOoliee TIEPCIEKTUBHBIC HAMPABICHUS JUIS OyIyIIuX
UCCJIEIOBaHMM, Takue Kak: (1) M3y4YeHHEe BIMSHHUS MUKPOCHOPUAUNA Ha CHUTHAJIBHBIMA MYyTh
daktopa NF-kB (anToronucra p53), (ii) aHanu3 posi OEJIKOB TEIJIOBOTO IIOKA B 3aIUTE OT
arnonTo3a MpU MUKpOCHopuauose, (iii) M3yueHue MOCT-TPAHCISAIHMOHHBIX MOJU(PHUKAINUNA U
TpaHCIOKAIUK Oenka pS3 B AP0 ¥ MUTOXOHJAPUH KIIETKHA XO3SHHA, (1V) U3yYCHHE KHHETUKH
9KCIIPECCUH T'€HOB, a Takke (V) CpaBHEHHUE JEHUCTBUS PA3IIMYHBIX BHI0B MUKPOCIOPUIUI Ha

OJIEMCHTHI allOIITO3HOI'O KacKajJia KJIE€TOK PAa3HbIX XO35CB.
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3AK/IIOYEHHUE

B nmucceprammm 0000IIEHBI HMCCIIEOBAHUS IO KJIETOYHOW OWOJIOTHUH, TaKCOHOMUH,
MPOUCXOXKICHUIO M ABOJIIOLIMM MUKPOCIOPUANH, BBIOJHEHHBIE aBTOpoM ¢ 1995 mo 2017 r.
N3yuena ynprpacTpykTypa 6osee 20 BUI0B MUKPOCIIOPHINMA, BKITFOYAs ABYX IPEICTaBUTEICH
6azanpHOU rpynnsl Metchnikovellidae. Ha ocHoBanuu MonekynsspHOTO (pUIOTEHETHYECKOTO U
YIBTPAaCTPYKTYPHOTO AHAJINW30B ONMCAHO 12 HOBBIX ISl HAyKHM BMJIOB MHUKPOCHOPUAMN U
BBIJICJIEHO 6 HOBBIX POJOB, a B LI€JIOM YTOYHEHO WJIM OINpPENENIeHO MoJlokeHue B cucteme 30
BUJIOB MHUKPOCIOPUANN, MApa3sUTUPYIOIIUX B TIPErapuHax, pPakooOpa3HbIX, HACEKOMBIX MU
n03BOHOUYHBIX. Cpenu 3TUX BHUIOB OONBIIMHCTBO — TApPasUThl XO3SHCTBEHHO Ba)KHBIX
OpraHU3MOB, TAKUX KaK IPOMBICIOBbIE JAECATUHOTUE PaKH, LIMEJIN-ONBbUIMTENN, OTHEHHbIE
MYpaBbH, CTAJHbIE U HECTAJHbIE CAPAHUOBbIE, YEILIYEKPbUIbIe — BPEAUTENH Jieca. M3yueHHble
BUbI M ITpUHA/JIEKAT KO BCEM IIATH U3BECTHBIM (PUIIOTEHETUYECKUM IPYyIIaM (CynepKiiagam)
tuna Microsporidia, YTO TO3BOJWIO OICHUTH pa3Max BapUaOCILHOCTH KJICTOYHON
OpraHM3alMl MHUKPOCHOPUAMM, BBIIBUTH pPAa3IMYHbIE HANPABJIEHUS MPUCIIOCOOUTEIBHOMN
9BOJIIOLUM U MOP(OJOTHUECKUE KOPPEIAThl TUBEPCUPUKAUKN BHYTPH OTAEIBHBIX IPYIII
MHUKPOCIOPHJIUI, a TaKkKe pa3pelIuTh HEKOTOpblEe MPOOJEeMbl TAKCOHOMHHM MHUKPOCIIOPUIANH
U3YYEHHbIX TIpynn. B dacTHOCTH, U3ydyeHa  yIbTPacTpyKTypa U yCTAHOBJICHBI
¢unoreneTnyeckue cBs3u s (a) Agmasoma penaei u Perezia nelsoni, mapasuToB
X03HCTBEHHO BakKHBIX MOpckuX Decapoda; (6) Alfvenia sibirica u Agglomerata cladocera —
MUKPOCIIOPHUIUH, MapasUTHPYIOIIUX B HauboJiee MAacCOBBIX MPECHOBOJIHBIX PAaKOOOpPa3HbIX
otpsanoB Cladocera u Cyclopoidea; (B) mpeacraButeneit poga Paranosema — mapa3uToB
YKUPOBOTO Teja MPSIMOKPBUIBIX (CBEPUKOB M CTaJHBIX CApaHYOBBIX) U XKYKOB; (T) BUJIOB poJa
Liebermannia, azanTupoBaHHBIX K Mapa3UTHPOBAHHIO B SIHUTEIHIX KHIICYHOTO TPAKTA U €rO
npuaaTtkoB capaHyoBbix HoBoro Caera; (1) TunumyHoro mpencraButens poga Nosema, N.
disstriae, mapasuTHpyrOIIero B KapaHTHHHOM BpemuTene Jjeca, Malacasoma disstria
(Lepidoptera); (e) muxkpocnopuauu Kneallhazia solenopsae u3 oraennsix MmypaBseB Solenopsis
invicta (Hymenoptera), 1eMOHCTpHPYIOIIEH CIIOXKHBIH KU3HEHHBIN IMKJI, aJallTAPOBAHHBIN K
NapasuTUPOBAHUIO B KOJIOHUH COLIMAJIbHBIX HaCEKOMBIX. Ha OCHOBaHMY N3y4eHNs TAKCOHOMUH
u sBomonuu poxa Encephalitozoon, k kotopomy mnpuHamaekaT Hanboee COIHAIBLHO
3HaYUMBbI€ BUJIbI MUKPOCTIOPUINH — Tapa3UThl CETbCKOX031CTBEHHBIX )KUBOTHBIX U YEJIOBEKA,
BBIJICJIEH W OXapakTepHU30BaH HOBbIM Bua E. pogonae, crnenmanu3upoBaHHBIA MapasuT
pentunuil.  PacnpoCTpaHEHHOCT,  MHUKPOCIOPUAMM y  pEeNTWIMH U HU3Y4CHHUE
(buIOreHeTUYECKUX CBsI3el 3TOro BUJa C IPYTMMHU MPEACTaBUTEISIMU POJa MTOKa3ajio IpeBHHUE

KOPHHU Mapa3suTUPOBAHUS SHIIE(PATUTO300HUT Y TO3BOHOYHBIX KUBOTHBIX.
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AHanu3 TUTepaTypHBIX U COOCTBEHHBIX JTAHHBIX MO3BOJIMI CAENATh BHIBOJIBI O MPUPOJIE
MUKPOCTIOPHIMATBHBIX WH(pEKIM deinoBeka. HecMoTps Ha TO, 4TO MOAABIISIOIICE
OOJBIIMHCTBO MHUKPOCIIOPUINN — Mapa3uThl OCCIIO3BOHOYHBIX U PBIO, U TOJNBKO 4 BHJA,
MpUHAJICKAIUE K JIBYM poJiaM, U3 onucaHHbiX nmpuMepHo 200 poaos u 1400 BUAOB, MOKHO
CUMTaTh Mapa3uTaMH 4YejoBeKa, TeM HE MEHee, ONMOPTYHUCTHUYECKHe WH(MEKIUH JoJeH ¢
MOHIKEHHBIM HMMMYHHUTETOM HECBOWCTBCHHBIMH BHUIAMH MHKPOCHOPUAHMNA JTOCTATOYHO
HIKPOKO PaCIpoCTpaHeHbl. [loTeHIManbHbIe UCTOYHUKN TaKuX HH(EKIUN — NMPeICTaBUTEIN
(buIOreHeTUYECKUX KJIaJ MUKPOCIIOPHUINHM, BKIIIOYAIOIIUE BUJIbI-«T€HEPAIHUCTHIY, TAKHE KaK
Anncaliia-Tubulinosema, Trachipleistaphora-Vavraia, Endoreticulatus-Vittaforma. Jlns
BBISIBJICHUS CJIy4acB BO3MOXKHOW CMEHBI XO3S€B B IPOIECCE ABOJIOIMU U OLIEHKH PUCKOB
3apakeHUsl JIIOJIeM clieayer oOpamarh 0co00€ BHUMaHHME TakkKe Ha TMapa3suToB U
TUIEpPIIapa3uToB, 3apakaloIUX HACEKOMBIX OTpsnoB Psocoptera m Phtiraphtera, mapazutos
050X,  Kiemeid,  KpPOBOCOCYIIMX  JBYKPBUIBIX U YEHIYEeKPBUIBIX-TeMaTo(aros,
ACCOIIMMPOBAHHBIX C YEJIOBEKOM M TpPE-aJalTUPOBAHHBIX K PA3BUTUIO TMPU BBICOKUX
TeMIlepaTypax.

BrepBeie ¢ momomipl0 crenu@pUUeckoro OKpamuBaHus MaszkoB cryna u  [II[P-
JTUArHOCTHKYU BBISBJICHO 3apakeHrne MukpocrnopuausmMu BUY-uHGUIIMpPOBaHHBIX NAIllEHTOB
poccwuiickoro rocriutaiis. [IpoOsl ctymna 19% o06cnenoBaHHBIX MAIIMEHTOB COAEPKAIU CIIOPHI U
JHK mukpocnopuauii cienyromumx BugoB: Encephalitozoon intestinalis (13%); E. cuniculi
(2%); E. hellem (1%); Enterocytozoon bieneusi (1%); u 1Ba He OMHMCAHHBIX paHee TEHOTHIIA.
OTU JaHHbBIE, a TAK)XKE PE3YNbTaThl KIMHUYECKUX aHAITM30B CBUJIETENLCTBYIOT O BaXKHOU POIU
MHUKpPOCIIOPHIN03a B CHHAPOME HMMMYHOACHHUIIUTOB M TOJATBEPKIAIOT HEOOXOIUMOCTH
JTUAarHOCTHKY U JICUEHUS MUKPOCTIOPUINO030B, KOTOphIe B Poccun He MpoBOASTCS.

Ha ocHoBanuu m3ydeHus 6MOpa3zHOOOpasusi U KIETOYHON OMOJIOTUU Pa3TUYHBIX TPYIII
MUKPOCTIOPUIMN BBIZCNIEHBI JBE MPUHIUMUATBHBIX MPUYUHBI YCIEIIHOCTH MHUKPOCIIOPUIUI
KaK Tapa3uToOB >XWUBOTHBIX. JTO, BO-TIEPBBIX, YCOBEPIICHCTBOBAHWE CIIOCO0a 3apaKeHUS
KJIETKH C TIOMOIIBIO armapaTa dKCTPY3UH, B KOTOPOM LEHTPATBHYIO POJIb MTPAET MOJISIpHAS
TpyOKa — OJJHOBPEMEHHO U MPOIYKT, U YaCTh CEKPETOPHOTO MYTH CIIOPHI MUKpOCcTOopuanuid. Bo-
BTOPBIX, C TOYKH 3PEHUS MAPa3uTO-XO35MHHBIX OTHOILIECHUH, YCHEIIHOCTh MHUKPOCHOPUIANI
CBSI3aHA CO CIOCOOHOCTBHIO MOJIYJIUPOBATh KJIETOUYHBIM IIMKJI XO35iMHA, B YacCTHOCTH,
MIPOTUBOJICUCTBYS €CTECTBEHHBIM MPOIECcCaM rHOeNH KIeTKH-X03siiHa. [IpoBe1€éHHOE aBTOpOM
u3ydeHne  MopPoQyHKIMOHAIBHBIX  OCOOEGHHOCTEH  CEKpEeTOPHOTO  KOMMIapTMEHTa
MUKPOCIIOPHUINNA, TOATBEPKIECHHOE pe3yIbTaTaMu APYTUX UCCIEN0BaTENeH, YKa3bIBaeT Ha TO,
YTO Ha BCEX CTAIUIX Pa3BUTHS CEKPETOPHBIA KOMIAPTMEHT MUKPOCIIOPUANNA OPraHW30BaH B

BUJIE HEMIPEPBIBHBIX TYOYISIPHBIX ceTel, Gpopmupyroumxcs de novo Ha MociieoBaTeIbHbIX
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CTagusAX XHU3HEHHOro uukiaa. MIN-koMmapTMEHT cropormia3M, BE3HKYISIPHBIA KiacTep
MEpPOHTOB, TYOYJSPHBIN KiacTep CIIOPOHTOB, TYOYJSApHasl CETh CIOPOOJIACTOB M JIaXKe cama
noJsipHasi TpyOKa 3penbIX CIOp MPEICTAaBISAIOT COOOW CHUCTEMBI CBSI3aHHBIX MEXAY COOOU
MEMOpPAaHHBIX TPYOKOBHIHBIX CTPYKTYp. TpaHCHOPT CEKPETUPYEMBbIX OENIKOB, O-BUIUMOMY,
Ha BCEX CTa/UAX MPOUCXOAMT C IOMOIIBI0O MEXaHU3Ma IIPOrPECCUBHOIO CO3PEBAHUS LIUCTEPH
U CIUSHHUS TOMOTHUITMYHBIX KOMIIAPTMEHTOB 0€3 ydYacTHsl BE3UKYJSPHOTO TPAHCIIOPTA.
Opranmzanus A’ MHKpOCTIOpUAMH, OCOOCHHO HA PaHHHUX CTAAUAX KU3HEHHOTO IUKIIA,
HAIlOMHHAET TYyOYJIO-BE3UKYJSIPHBIC KJIACTEphl MUKHX INTAMMOB ApOXoked Saccharamyces
cerevisiae u Pichia pastoris (Rambourg et al., 2001, 2008), uto cormacyercst ¢ KOHIEIIUCH
POJCTBa MUKPOCTIOPUANHA U TprOOB. MOXKHO MPEANOI0KHTh, 9YTO Ha 06aze TyOynspaoro Al B
nporecce aganTUBHON SBOJIOUMU K BHYTPHUKJIETOUYHOMY MAPa3sHTU3MY Y MHUKPOCIOPUANN
chopMHpOBAJICST KOMILJIEKC OpraHesul, KOTOpbIi oOecredns BO3HUKHOBEHHE YHHUKAJIbHOI'O
crnocoba nucceMuHanuu. TpaHcopmanuio TpaHC KoMOapTMeHTa [ofbJKH B KOMIUIEKC
OpraHeiyI ammapara SKCTPY3HH MOXKHO CUHTaTh OCHOBHBIM apoMOp(030M, CBSI3aHHBIM C
BO3HMKHOBeHHE THna Microsporidia, 00€CIeYnBIIMM pPacHpOCTpPaHEHHWE U yCIeX
MHUKPOCHOPUJIUI Kak BHYTPUKIJIETOYHBIX IApa3sUTOB JKUBOTHBIX. CrHenuanuzainus 3TOro
KOMILJIEKCa OpraHesl K HyKAaM Mapa3suTUPOBAHUS B KOHKPETHBIX X0351€BaX B 3HAUUTEIIbHON
CTENEHHU OIpeAeauia MOP(POJOTUYECKYI0 AUBEPCU(UKALNIO BHYTPH THHA. YHHUKAJIbHON
0COOEHHOCTBIO  OpPTraHU3aIlMM  CEKPETOPHOTO TPAHCIOPTA MHKPOCIIOPUANN  SBISETCS
OTCYTCTBHE Ha BCEX CTaJMAX >KM3HEHHOTO LIMKJIA Be3ukyn pasmepoMm 50-60 HM, KOTOpbIE B
COOTBETCTBUM C OCHOBHBIMH TEOPUSMH CEKPETOPHOIO TpaHCIOpTa 00eCHeunBaroT
AHTEPOTPAJHBIA W PETPOTPAIHBIM TPAHCIOPT KApro U PE3UJEHTHBIX OenkoB Al
Mukpocnopuiuu NpeAcTaBIsoT CO00W YHUKAJIbHYIO MOJEIb MHUHMMAJIBHOM CEKpPEeTOPHOM
CHUCTEMBl DYKapUOTHUYECKOW KJIETKH, (DYHKIMOHUpYIOMEH O0e3 53HI0COMalbHON YacTu
CEKPETOPHOIo MyTH, 0€3 BE3UKYJSAPHOro TpaHCIopTa, 6e3 MexaHuzMa O-TIIUKO3WINPOBAHMS,
NEPCIEKTUBHOMN ISl M3yUeHHs OOIINUX BOIIPOCOB (PM3UOJIOTHH U (PYHKIIMOHATBHON TEeHOMUKH
BHYTPHUKIIETOYHOTO TpaHCHOPTa dyKapuoT. C MOMOIIBI0 YIBTPACTPYKTYpHOTO aHAlM3a U
IUTOXUMUYECKUX METOOB TAK)KE€ MPOJEMOHCTPUPOBAHA CTPYKTYpHAsi TOMOJIOTUSI OpraHesul,
OpEeCTaBIAIOMUX co00i  Moaudukanmuu anmnapara [OJbIKH: WHBA3MOHHOM TpPyOKH
Paramicrosporidium, wmanyOpuymMa MEUHHUKOBEIUIHJ W COBEPHIICHHOTO 3KCTPY3MBHOTO
ammapara BBICIIHX MHKPOCIIOPHIHH.

Ha cnenmanbHo pa3pabOTaHHBIX HSKCHEPUMEHTANBHBIX MOJENAX «MHKPOCTIOPHINH
yenoBeka Encephalitozoon cuniculi u Vittaforma corneae — xynpTypsl MakpogaroB 4einoBeKa»
C IOMOIIBIO IIUTOXUMHUYECKUX METOAOB, M3MEPEHHUs aKTUBHOCTU Kacmaszbl 3 U aHalIu3a

9KCIIPECCUM  TEHOB, pETYJUPYIOLUIUX  KJIETOUYHBIH IUKI W aloNTo3,  BIEpPBbHIE
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IPOJEMOHCTPUPOBAHO CYIIECTBEHHOE CHMYKEHHME CIIOCOOHOCTH 3apakEHHBIX Makpo(aroB K
aronTo3y 10 CPaBHEHHUIO C HE3apa)KEHHBIMH, allperyJisiliis aHTU-alonTo3HbIX TeHoB (BLC2,
TP53 u np.) u gaynperynsuus npo-anonto3ssix reHos (FADD, CASP3, CD40LG, LTA u
reHoB cemeiictBa TNF). Otm pesynabTaThl MMO3BOJMIM TOATBEPAUTH THIOTE3y 00
MHTUOMPOBAHUY AIIONTO3HOIO Kackaja KIETKHM XO35SMHA IPU MHUKPOCIOPUAMO3E, a TaKXke
BBICKA3aTh IIPEAINOJIOKEHUE O II0AABJIEHUU AalolTo3a KaK YHHUBEPCAIbHOM MEXaHU3Me
[aTOreHe3a MUKPOCIIOPUIUH.

JlanHas pa0GoTa MOATBEP)KAAET BaXHOCTh BKJIIOUEHUS NApa3UTUYECKUX NPOTUCTOB B
YHCI0 O0BEKTOB KJIETOYHOH Ouonoruu. VzyueHue UTONOTHMH, MOJEKYJISPHOM Ouosoruu u
pazHooOpa3usi OopraHu3allii OJHOKJIETOYHBIX OPIraHHW3MOB, IOJOOHBIX MHUKPOCHOPHAUSAM,
MO3BOJISIET JIy4Ille MOHSTH NMPUHIMITE (PYHKIMOHUPOBAHUS M TOTEHIMH 3YKApUOTUYECKON
KJIETKH, U3y4UTh BO3MOXKHOCTH TpaHc(opMaIuy ee opraHesil JJis BHIIOIHEHUS KOHKPETHBIX
GyHKLIUH, a TaKke cBiA3aTh MOP(HOPYHKUMOHAIBHYI0 HM3MEHYMBOCTH C MOJIEKYJISPHBIMU
(reHOMHBIMH) XapaKTEPUCTUKAMHU.

B wurore pabotbl (a) m3ydeHa ynbTpacTpykrypa 24 BHIOB MHKPOCIOPUIMA, YTO
HO3BOJIMJIO PEKOHCTPYMPOBATh MX >KU3HEHHbIE IUKJIbBI M B KOMOMHALMU C JAaHHBIMU IO
MOJIEKYJSIPHOM ~ (QUIOreHMM M XO3SMHHOH  CHeuu(UYHOCTH  IMPOAEMOHCTPUPOBATH
POJICTBEHHBIC CBSI3M W HampabiicHHus nuBepcudukanuu BHyTpu Tuma Microsporidia; (0)
OIMCaHa TOHKasl OpraHu3alisl YHUKAJIbHOTO anmnapata ['obKu MUKPOCTIOPUINI U MTOKa3aHa
€ro poJib B (POpMUPOBAHUU HOJSIPHON TPYOKH; (B) SKCIIEPUMEHTAIBHO MPOAEMOHCTPUPOBAH
IIPUHLMIIAAIBHBIA MEXaHU3M B3aUMOJEHCTBUS MUKPOCIIOPUINH C KJIIETKON XO351MHa, JIeKaIun
B OCHOBE MAaTOreHe3a MHUKpPOCIOPHAMO30B: IMOJABJICHUE amonrTo3a. AHalu3 MOJy4YE€HHBIX

JAaHHBIX MMO3BOJIACT CACIIATE CIICAYIOIINEC BHIBOABI.

BbBIBO/bI

1. Ha OCHOBaHHH BBITTOJIHEHHOT O MOJICKYJIIPHO-(UIOTEHETUYECKOTO u
YIBTPACTPYKTYPHOTO AHAJIU30B OMUCAHO 12 HOBBIX [JI1 HAYKH BHJIOB MHUKPOCIOPHUIUH,
BBIZICJICHO 6 HOBBIX POJOB, YTOYHEHO MoOyiokeHue B cucreme 20 BHUIOB MHUKPOCIOPUIMH,
MapasUTHPYIOMIUX B WICHUCTOHOTUX (PAaKOOOPa3HBIX U HACEKOMBIX ).

2. Mukpocnopua ¢ NMPUMHTHBHBIMU TPU3HAKAMH MOTYT COXPAHATHCS Y XO35EB,
MIPE/ICTABJICHHBIX HanboJiee IPEBHUMHU BHJIAMH B TIpe/esiaX CUCTEeMaTHYeCKO rpynmbl. Tak,
JKU3HCHHBIM IIMKJI W CTPOEHHE KISTKH Agmasoma penaei JIeMOHCTPUPYIOT CEpHUI0
TIE3UOMOP(HBIX MPU3HAKOB, UYTO XOPOIIO COTJAcyeTcss C JIPEBHOCTBIO HX XO35EB,

npeacraButeneit cem. Penaeidae, 6a3anpHoi rpynmsl Decapoda.
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3. Jlns mapa3uTOB BCECBETHO pacIpOCTPaHEHHBIX Mopckux Decapoda w3 cem.
Penaeidae, Takux kak A. penaei u P. nelsoni, xapakrepao hopMupOBaHHE KIMHOB IIOCTEIICHHO
U3MCHSIOUIMXCS BHJOB CO CJIA00 BBIPAXKCHHBIMU MOP(OIIOTUYECKUMUA M TCHETHYECKHMHU
PA3TUYUSIMH.

4. Amanu3 ynbTPacTPYKTYpHl, XO3SMHHOW CHEHU(PUYHOCTH M  MOJEKYISIPHOH
¢dwmrorennn Apotasora heleios ykaspiBaeT Ha CyIlIeCTBOBAaHHE KiIaJbl OJM3KOPOJICTBEHHBIX
MUKPOCTIOPHINH, 00BEAUHSIONMIEeH MOP(OIOTHIESCKH pa3TuYHbIe (POPMEI, TAPA3UTUPYIOLTUE B
OKYHEBBIX pbIOax M KpeBeTkax ceM. Carideae, W Ha HanW4YHe CIOXHBIX LHUKIOB C
[UPKYJIUPOBAHUEM ITapa3uTa MEXIY STUMHU TPYIIIaMH X035€B.

5. HM3yuenuwe mnapa3suTO-XO3IMHHBIX OTHOLIEHUN MUKPOCIOPUAUN IOKa3ajlo MX
BBICOKHE a/IalITHBHBIC BO3MOXXHOCTH B MPUCIOCOOJICHHH K )KU3HU B KIJIETKAX XO035I€B Pa3HOTO
THIA WIK B pa3HbIX (opMax xo3sieB. Tak, Tpu U3yueHHbIC BHa HOBOro poxa Liebermannia
JIEMOHCTPUPYIOT BHJOCIECUU(PHUYHBIE KJIETOYHBIC aJanTallid K [apasuTHPOBAHHIO B
Pa3IMYHBIX JMUTEIUSIX KUIIEYHOro TpakTa (MalbIUTrMeBbIX COCylaX, CIFOHHBIX XKejle3ax H
CpeIHEel KHUIIKE); B YaCTHOCTH, OOMTaHHE B OBICTPO OOHOBISIOLIMXCS SHTEPOLUTAX BEIET K
YKOPa4MBaHHIO KU3HEHHOTO IIMKJIA, YIPOIIECHHUIO CTPOSHHSI CIIOP U BBIXOAY CIIOPOILIAa3M M3
MOJIOZIBIX CIIOp € Hepa3BUTON mojsipHOM TpyOkoit. Kneallhazia solenopsae u3 ormeHHbIx
mypaBbeB Solenopsis invicta (Hymenoptera) IeMOHCTPHPYET CIIOKHBIA MOIUMOPOHBINA
KU3HEHHBIH UK ¢ POpMUpPOBaHUEM 4-X BUIIOB CIIOP, aalTHPOBAHHBIH K Mapa3uTHPOBAHUIO
B KOJIOHHM COLMAIBbHBIX HACEKOMBIX, MNPEACTABICHHOW KaKk MHHUMYM 7 >KU3HCHHBIMHU
dbopMmamu (sifia, TMYUHKU, KYKOJIKH, 2 KaCThl pa00YnX, KOPOJIEBBI, CAMIIbI).

6. Usyuenue Nosema disstriae — runmunoro npeacraButens poaa Nosema u3 kinaabt N.
bombycis, cocToseit u3 6IM3KOPOACTBEHHBIX MAPA3UTOB YCITYEKPBUTBIX C UHBEPTHPOBAHHOM
CTpyKTypoil komruiekca reHoB PHK, yka3piBaeT Ha HEOOXOIUMOCTh HCIOJNB30BaHUS
JIONOJTHUTENIBHOTO ~ T@HETHYeCcKoro Mapkepa — reHa RPB1  jmns  ycraHoBineHHs
buioreHeTHYECKUX  CBsI3ed Mexay BuAamMu 3Toil  rpymmbl.  Tak  MyJIbTUT€HHBIN
¢bunoreneTnyeckuii ¢ BKItoyeHrneM reia RPB1 u Hanuume okTocrnopoBoit CioporoHuM B BETBU
N. disstriae-V. antheraeae moka3zayiu, 4TO BBHINAJCHHE CEKCYadbHOW (Da3bl MPOUCXOIUIIO
HEO/IHOKPATHO (KaK MUHHMYM JIBaX]IbI) B IIporiecce auBepcudukanuu NbK.

7. Encephalitozoon — equHCTBEHHBINH PO MUKPOCTIOPUANH, TUBEPCH(DUITUPOBAHHBIH
Cpe/iv BBICHIMX MTO3BOHOYHBIX, YTO YKa3bIBAET HA IPEBHOCTH Mapa3uTU3Ma SHIC()aTUuTO300HHT
y TIO3BOHOYHBIX XO35i€B. OTO TOATBEP)KAACTCS aHAIU30M  PacIpOCTPAHEHHOCTH
MuKpocniopuauii poga Encephalitozoon y pentunmii, BO3MOKHOCTBIO ONMCAaHHS HOBOTO BUJIA

E. pogonae u uzyueHuem GuIOTeHETUUECKUX CBsI3ei ATOTO BUA.
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8. Bmepsbie B Poccum mccnenoBaHo pacnpoCTpaHEHME M BHIOBOE pa3HOoOpasue
MHUKPOCHIOPHIUH, BcTpevatonmxcs y moaei ¢ BUU-undexmueii; pa3paboTaHbl ¥ MPeI0KEHbI
KJIIMHAYECKHE METOJbl TECTUPOBAHMS HA MHKPOCIOPUAMO3, IIOKazaHHble mi1 BHY-
MHQHUIHUPOBAHHBIX OOJIBHBIX C CHMITOMAaMHU «IMapel HEesICHOM ATHOJIOTUN» U C TTIOHUKEHHBIM
taTpoM T-TuMponutoB (urcio CD4 kinerok <100).

9. CpaBHHUTENBbHBI aHAIM3 YIBTPACTPYKTYPHl JABYX BHJOB MEYHHKOBEIUIU]I,
Paramicrosporidium (Rozellomycota) u «BbICIINX» MHUKPOCHOPUAMN IMPOAEMOHCTPHPOBAI
CTPYKTYPHYIO TOMOJIOTHUIO HMHBAa3MOHHOM TPYOKM IapaMUKpOCHOpUAUH, MaHyOpuyma
MEYHHMKOBEJUIM] U COBEPIICHHOTIO aniapaTra 3KCTPY3UH «BBICIINX>» MUKPOCIIOPUIHH.

10. Mukpocnopuuu MpPEACTABISAIOT COOO0H MOAETh MHHUMAIBHOW CEKPETOPHOU
CUCTEMBl JYKapUOTUYECKOW KJIETKH, NEPCIEKTUBHOM JUIsl M3Yy4€HHs OOIIMX BOIIPOCOB
¢u3uonoru M (QyHKIMOHAIBHOM T'€HOMHMKH BHYTPHKJIETOYHOI'O TPAHCIOPTA 3YKapuorT.
N3yueHune CeKpeTOpHOro TPAHCIOPTAa BO BHYTPUKIETOYHBIX CTAIUAX M (DYHKIIMOHAJIBHOM
Mopdororus anmapara ['oJdpIKH Ha Pa3HBIX 3Talax JXU3HEHHOTO IUKJIa MHUKPOCIIOPUINNA
BBISIBUIO CJICTYIOIITUE OCOOEHHOCTH.

e Ha Bcex aTanax xu3HeHHoOro nukia Al' opranusoBan B Buje TyOynspubix ceteil (TC).
[Tonsprast TpyOka, Qopmupyromascs Ha CTagud CHOpoOJIacTa, MPEACTaBiIsAeT CO0Oi
runepTpodupoBaHHyIo TpaHc nuctepny Al

e (CeKpeTopHBI TPaHCHOPT OCYILIECTBISETCS NPU IOJHOM OTCYTCTBHM BE3HKYJI C
MOMOIIBI0 MYTYPAallMOHHOTO MEXaHM3Ma B COOTBETCTBHUM C THUIOTE30i «OBICTpOi
KOMIIApTMEHTAIU3AIH LIUCTEPHY.

e  Mukpocnopuauu JEMOHCTPUPYIOT MUHUMH3ALUIO CEKPETOPHOIO MTyTH, BEIPAKEHHYIO
B OJUMHUHAIMM 3HIOCOMAJbHOIO MyTH, O-TIMKO3UIMPOBAHUS U  BE3UKYJISIPHOTO
TpaHCIOPTA.

11. Ha  sKkcnepuMEHTaJdbHBIX  KJIETOYHBIX  MOJAENSAX  HPOJEMOHCTPUPOBAHO
CYIIIECTBEHHOE CHUXEHHE CIIOCOOHOCTH MakpodaroB K HWHAYLHPOBAHHOMY aIloONTO3y MHpU
sapaxeHnn Mmukpoctopuausmu Encephalitozoon cuniculi u Vittaforma corneae.

e 3apakxeHNE MUKPOCHOPUIUAMU BEJET K MOJIOKUTEIBHON PErYIISILUS aHTH -allONITO3HBIX
reHoB (BLC2, TP53 u np.) u oTpuIaTenbHON peryssiuu mpo-anonto3usix renoB (FADD,
CASP3, CD40LG, LTA u renos cemeiictBa TNF).

e [lomaBieHHe aKTUBHOCTH M JKCIPECCHM Kacma3 3 W 9, Hapsay C akTUBaLMEW aHTHU-
anonTto3Horo resa Bel-2 o6oumu n3ydeHHBIMU BUAMH MUKPOCIIOPUINIA, TOKa3bIBAET, UTO
3TH Napa3uThl KOHTPOIMPYIOT MUTOXOHAPUAIbHBINA CUTHAIBHBIN IIYTh alloNTo3a.

e PasnuuHbIe BUBI MUKPOCIOPUANN NO-Pa3HOMY MOAYJIMPYIOT BOCIIAIINTEIBHBINA OTBET

KJIETKU-X03s5IMHa, HarpuMep, y E. cuniculi, cnenmanusupoBanHoro napasura Makpogaros
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MieKkonuTarmux (Ho He y V. corneae, mapa3uTa OSIUTEIUS CETYATKH TJ1as3a),

c(hOpMHUPOBAITUCH MEXAHNU3MBI TIOJIABJICHUS «BOCTIAIMTENBHBIX» Kacna3 K1 u K4.
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Cnmcok ucnojib30BaHHbBIX COKpallleHUil

BonbmmHCTBO HIKE MPUBEIEHHBIX COKPAILCHHIA, 32 UCKIIOUEHHEM Hamboiee MHUPOKO
pacIpoCTpaHEHHBIX, PacIIU(pPOBBIBAIOTCS B TEKCTE MPU MEPBOM YINOMUHAHHH, OAHAKO IS
y100CTBa YTEHHs OHU TaKXKe MPUBEICHBI HIXKE B CITUCKE.

AT, ammapar [ompmxu; AT®, anenosmHTtpudocdopHas kuciora, AD, amnmapar
skcTpy3un cnopsl; BK, Besukymsapubiii knactep(sl), AI' mepontoB; BCpPHK, LSUrRNA,
Manas cyopenuuuna pudbocomansHoii PHK; JACH-IIAI'D, omHOMEpHBIH 3nekTpodopes B
MOJIMAKPUIIAMUTHOM Tejie B IpUCYTCTBUM AoAenmicyinbdara natpus; K3, K4, u T.1., kacnaza
3, 4, u 1.0.; KT, xomuatHas temneparypa; MCpPHK, SSUrRNA, manas cyObenuHuia
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258


https://www.uniprot.org/uniprot/P36594

baarogapHoCTH M HCTOYHMKH (pHAHCHpPOBaHHE

ABTOp BBIpa)KaeT OrPOMHYIO 0JIar0apHOCTh BCEM KOJIJIETaM M COABTOPOM 3a ITOMOIIIb B
SKCIIEPUMEHTANIbHOM padoTe W IUIONOTBOpPHBIE AMCKyccuu. B mepByro ouepenb, s Xouy
nobnaroaaputs Upmy BukropoBny Mccu 3a coBeThl, TMYHBIN NpUMEp U MOAJIEPKKY Ha BCEX
JTanax MOEW Kapbepbl, 3a TIIATEIbHBIA M KPUTHUYECKUMM aHaJIW3 IIEPBOrO BapuaHTa
JMCCePTALMOHHBIA paboThl. 1 GnarogapHa MouM KoJuieram U coaBTopam u3 JlaGoparopuu
MUKpoOHosiorndeckoi 3ammurtbl pactennii BU3P, B ocobennoctn, BsyecmaBy B. [lonrux,
Enene C. HaconoBoii (ceituac corpyauuk MHII[ PAH) u HOpuio. C. TokapeBy, a Takxke
COTpyAHUKaM ['pymmbl Mo M3Y4EHHIO KIETOYHBIX MeMOpan WMuctutyra nuronoruun PAH,
Exarepune CepreeBne Cuurupenckoii u SAny FOnosuuy Komuccapuuky, 1, KoHEUHO, BceM 0e3
UCKJIIOYeHHs] coTpynHukaMm JlabopaTopuu IUTONOTHH OJHOKJIETOYHBIX OpPTaHHU3MOB 3a
noafepKKy u momomb. CrhenuaibHO MHE XoueTcs mnobmarogaputh Moero Haydnoro
koHcynbTanTa Cepres OpectoBuda Ckapiato 3a EHHbIE COBETHI IO 0000IICHUIO, HAITUCAHUIO
U TIPECTABICHUIO MaTepUaJIOB MOei paboThI K 3amuTe. 13 3apyOeKHBIX KOJIJIET, s 0COOEHHO
npusHaTenbHa Anekcanapy MuponoBy u ['anune beznoyccenko (Alexander Mironov u Galina
Besnoussenko, Utanus), Ponsdy Dunexpory (Rolf Entzeroth, I'epmanus), Jxxumy @ykce (Jim
Fuxa, CIIA) u JIu3z Hunse (Elizabeth Didier, CIIIA), B mabopaTopusix KOTOPbIX MHE
MOCYaCTJIMBUIIOCH paboTaTh, a Takke Kapnocy Jlanre (Carlos Lange, Aprentuna), u J[xopxy
Kiten-IToky (Jeorge Kyei-Poku, Kanana).
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1-6, 2004. Comparative ultrastructural analysis of three species of the genus Paranosema from
Orthoptera and Coleoptera. Sokolova Y.Y., Issi I.V., Tokarev Y. S., Morzhina E. V., and
Lange C.E. (poster).

12.  37th Annual Meeting of Society for Invertebrate Pathology, Helsinki, Finland, August
1-6, 2004. Sokolova Y., Fuxa J. Structure and development of Thelohania solenopsae in fire
ants (talk).

13.  52nd Annual Meeting of the Entomological Society of America, Salt Lake City, Utah,
November 14-17, 2004. Sokolova Y., Fuxa J., Borkchsenius O. Further studies on life history
of Thelohania solenopsae: the nature of cysts produced in abdomens of infected fire ants
Solenopsis invicta. (poster)

14. 3o005I0THYECKHE  KYJAbTYppl M OHOJIOTHUYECKHE  pecypchl.  MoOcCKOBCKas
CenbckoxossiiicTBeHHass Axkaaemus u  MockoBckuii 3oomapk, 04-06 despams, 2004.
CoxouioBa 10.51, CemenoB I1.b., Tokape 10.C., bepesun M.B. Ilpotuctheie nndexnuu
Gryllus bimaculatus and Locusta migratoria mpu mabopatopHom pasBereHur. COOpHUK
nokianoB koHuepenuun. 2005. ITox pen PoxnoBa u ap. Mocka, MockoBckas CKIbX03.
Axaaxmust. ctp 135-136) (mpurnameHslii JOKIam)

15.  38th Annual Meeting of Society for Invertebrate Pathology, Anchorage, Alaska 7-11
August, 2005. Sokolova Y. Y., Lange C., Tokarev Y., Fuxa J. Do Johenrea locustae and
Paranosema locustae represent two different developments of the same species? (talk)
Abstract book. P 41(talk)

16. 38th Annual Meeting of Society for Invertebrate Pathology, Anchorage, Alaska 7-11
August, 2005. Fuxa J., Milks M., Sokolova Y., Richter A. Epizootiology of Thelohania
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solenopsae in the red imported fire ant, with emphasis on social form of the host. (talk)
Abstract book. P 88 (talk)

17. 'V European Congress of Protistology, July 23-27, 2007, St. Retersburg, Russia.
Demyanov A.V., Sokolova O.l.,, Cama V.A., Yakovlev A A., Xiao L., Sokolova Y.Y.,
Skarlato S.O. Occurrence of Microsporidia and Cryptosporidia in stool samples from HIV
positive patients with chronic diarrhea in Botkin City Hopital (St. Petersburg, Russia). (poster)
Protistology: 5(1): 21.

18.  V European Congress of Protistology, July 23-27, 2007, St. Retersburg, Russia. Fuxa
J.R., Milks M.L., Sokolova Y.Y., Richter A.R. Epizootology of Thelohania solenopsae
(Microsporidia) in the red imported fire ant, Solenopsis invicta. (talk) Protistology: 5(1): 32
(talk)

19.  V European Congress of Protistology, July 23-27, 2007, St. Retersburg, Russia.
Sokolova Y.Y., Tetz V.V. Effect of “Micobactovir”, a new broad-spectrum fungicide, on
Encephalitozoon cuniculi replication in vitro. (poster) Protistology: 5(1):76 (poster)

20.  V European Congress of Protistology, July 23-27, 2007, St. Retersburg, Russia.
Sokolova Y.Y., Fuxa J.R. Social parasitism in microsporidia: Thelohania solenopsae
development in colonies of the fire ant, Solenopsis invicta. (talk) Protistology: 5(1):76 (talk)
21. X International Workshops on Opportunistic Protists (IWOP-10) May 28-31, Boston
Massachusetts, USA. Sokolova Y.Y., Sokolov I.M., Carlton C.E. New microsporidia-insect
host association: four new species of microsporidia parasitizing bark lice (Psocoptera).
Program and Abstracts, p. 86-87. (poster)

22.  57th ASTMH Annual Meeting December 7-11, 2008, New Orleans, Louisiana USA.
Bowers L.C., Rasmussen T.A., Thopmson T., Sokolova Y.Y., Didier E.S. Accelerated loop-
mediated isothermal amplification (LAMP) of Enterocytozoon bieneusi and Encephalitozoon
intestinalis (Phylum Microsporidia). The American Journal of Tropical Medicine and
Hygiene, 2008 79(6), Suppl. (Abstract book): 135-136. (poster)

23.  The 96th meeting of the American Association of Immunilogists. May 8-12 2009
Seattle, Washington. Sokolova Y.Y., Bowers L.C., Alvarez X., Didier E.S. Encephalitozoon
cuniculi (Microsporidia) suppress apoptosis in human macrophages. (poster)

24.  42nd Annual Meeting of Society for Invertebrate Pathology, Park City, Utah, 16-20
August, 2009. Sokolova Y.Y., Fuxa J.R. Social parasitism of Kneallhazia solenopsae in
colonies of fire ants. (invited talk, Symposium “Microsporidia of Beneficial Arthropods).

25.  42nd Annual Meeting of Society for Invertebrate Pathology, Park City, Utah, 16-20
August, 2009. Sokolova Y.Y., Sokolov I.M., Carlton C.E. New species of microsporidia
parasitizing bark lice (Psocoptera). (poster)

26. International Workshops on Opportunistic Protists IWOP 12. Tarrytown, New York.
August 5 -9, 2012. Sokolova Y.Y. and Hawke. J.P. Molecular and Morphological
characterization of Agmasoma penaei parasitizing Litopenaeus setiferus from the Gulf of
Mexico, and analysis of microsporidian diversity in marine decapods inferred from SSUrDNA
phylogenies. Program and Abstracts, p. 107. (poster)

27. International Workshops on Opportunistic Protists IWOP 12. Tarrytown, New York.
August 5 -9, 2012. Sokolova O.I., Demyanov A.V., Dedov V.F., Didier E.S., and Sokolova
Y.Y. Microsporidia and Cryptosporidia in HIV infected patients in St. Petersburg, Russia,
Program and Abstracts, p. 56. (invited talk)

28. International Workshops on Opportunistic Protists IWOP 12. Tarrytown, New York.
August 5 -9, 2012. Sokolova Y.Y., Bowers L.C., Alvarez X., and Didier E.S. Macrophage
apoptosis inhibition by microsporidia Infection. Program and Abstracts, p. 48 (invited talk)
29. 47nd Annual Meeting of Society for Invertebrate Pathology and International Congress
on Invertebrate Pathology and Microbial Control, Mainz, Germany, 3-7 August, 2014.
Sokolova Y. White Sea metchnikovellids: morphology, life cycles, potential ancestral features
of microsporidia. Program and Abstract book, p.47 (invited talk on the Symposium:
“Microsporidiology: Advances in Europe”)
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30. 47nd Annual Meeting of Society for Invertebrate Pathology and International Congress
on Invertebrate Pathology and Microbial Control, Mainz, Germany, 3-7 August, 2014.
Sokolova Y., John J. Observations on Agmasoma penaei and Perezia nelsoni in White Shrimp
Litopenaeus setiferus from the Gulf of Mexico. Program and Abstract book, p.67 (contributed
talk)

31.  48th Annual Meeting of Society for Invertebrate Pathology and International Congress
on Invertebrate Pathology and Microbial Control, Vancouver, Canada, 9-13 August, 2015.
Sokolova Y., Tokarev Y., Rusakovich G., Senderskiy I. 2015. Ultrastructural analysis and
SSU rRNA gene sequencing of Alfvenia sp. and Agglomerata cladocera from Siberian
microcrustaceans shed light on diversification within the “Aquatic Outgroup. Program and
Abstract book, p.46 (contributed talk)

32.  48th Annual Meeting of Society for Invertebrate Pathology and International Congress
on Invertebrate Pathology and Microbial Control, Vancouver, Canada, OECD-CRP Satellite
Symposium «Microsporidia in the Animal to Human Food Chain: An International
Symposium to Address Chronic Epizootic Disease” 9. Sokolova Y. Clues from Invertebrate
Research. (invited talk).

33. VIl ECOP-ISOP Joint Meeting. 5-10 September 2015. Seville-Spain. Congress
Programme & Abstracts, P.172. Nassonova E., Paskerova G., Sokolova Y., Rotari Y., Smirnov
A. 2015. Phylogenetic position of Metchnikovellids (Microsporidia: Metchnikovellida).
(contributed talk).

34. Sokolova Y., Bowers L., Alvarez X., Didier E., 2016. Inhibition of apoptosis is
a universal mechanism of intracellular survival of microsporidia? The 49th Annual Meeting of
the Society for Invertebrate Pathology and International Congress on Invertebrate Pathology
and Microbial Control, Tour, France, 9-13, August, 2016.

35.  Sokolova Y. 2017. History and highlights of microsporidia research in Russia. The
50th Annual Meeting of the Society for Invertebrate Pathology. La Jolla, CA, USA, 13-17
August 2017 (invited talk)
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Ipuaoxenue 2: JlonoaHureabHbie MaTepuaibl kK [nase 3 (Puc. I13-1 — I13-7)

Paranosema grylli

Amezon michaelis

79;1.0

Amezon pulvis
96; 1.0 | Nadelspora canceri

I__ Microsporidium sp. Metapenaeus

Perezia nelsoni

80;
-0.66| 9.gg [ Myospora metanephrops

84;1.0

62;0.96

Thelohania butleri
76;0.98
58;0.99 Fascilispora margolisi
—— Triwangia caridinae
95; 1.0 Spraguea lophii
Tuzetia weidneri

-|os; 0.75

Heterosporis anguillarum
99; 1.0
| — Glugea anomala

Agmasoma penaei (Louisiana isolate)
[— Agmasoma penaei (Thailand isolate)

Mrazekia macrocyclopis

Enterocytozoon hepatopenaei
Microsporidium sp. Daphnia

~;0.82
ngmozoon lepeophtherii

Nucleospora salmonis
Hepatospora eriocheir

- 0.52|

Areospora rohanae

I Hamiitosporidium magnivora
Hamiltosporidium tvaerminnensis

Puc. TI3-1. ®unorenernueckue cBs3u Agmasoma penaei u3 Litopenaeus setiferus (Decapoda,
Penaeidae). JlepeBo, moctpoeHo Ha ocHoBaHuH aHaim3a cukBencoB MCpPHK BaiiecoBckum MeTo10M
(MB) u meToioM HanbobIIero npasaomnooous (ML) (0ba MeToaa 1al0T HASHTHYHYIO TOTIOJIOTHIO). B
aHaM3 BKIIOYEHBl 559 MH(POPMATHBHBIX MO3MILMH, MOJYYCHHBIX B pe3yJibTaTe BhIpaBHUBaHUs 20
CUKBEHCOB junHOM 720 mo. 3nayenust Oyrcrpanos (ML), mpeamecTByoT 3HAaYSHUSM alloCTEPHOPHOI
BeposiTHOcTH (MB). O6a ananu3a ucnosib3oBanu GTR + G4 monens 3Boironmu. BeTBu ¢ momaepxxkoit
<50 B MB moka3aHbl B BUJi¢ MOJUTOMHA. MUKpPOCIIOPUINY, 3apakaroline MOPCKMX W COJOHOBATO-
BOJIHBIX JieKano/l (BBIICICHBI JKUPHBIM MIPU(TOM), pa3IeieHbl MEXAY ABYMs KialaMu (cepble OOKCHI).
BeTBb, cofieprkaiiiasi CMHKBeHC A. PENaei, MpuHaUISKUT KO BTOPO# Kiia/ie M 00bEIHHACTCS C CHKBEHCAMH
MUKPOCIIOPHINI TIPECHOBOIHBIX M COJIOHOBATO-BOHBIX pakooOpa3HbIX oTpsinoB Anostraca, Cladocera
(1e BKITrOYEHBI B TaHHbIH aHanu3) 1 Cyclopoida (npenctasnen Mrazekia macrocyclopis). UepHbie kpyru

._T Thelohania contejeani
Thelohania montirivulorum

0.2

Larssonia obtusa

o3HauaroT 100% moaaepkKy Kiaasl 00ouMu aHam3aMu. Maciirab: 0.2 3aMeHbl Ha CaiT.
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41.,.,'_— FJ914315 Mrazekia macrocyclopis -
JX915758 Anostracaspora rigaudi s
—— JX915760 Enterocytospora artemiae -

Agmasoma penaei B C|ade |V (Terresporidia)
AF394528 Microsporidium sp. ex. Daphniaq_,

HMB800847 Desmozoon lepeophterii

o

g4 [~)Q085991 Microgemma sp. GC-2012
86| EA1252952.1 Microgemma sp. i
B 90 AF364303.1 Tetramicra brevifilum &

- |AF104086 Spraguea lophii

98 L~ AF033197 Spraguea lophii i
RA16082-1C Inodosporus octospora
EU682928 Kabatana sp. kel

AY305325 Parang

China
China

USA

«( Brazil

«( Brazil

‘=== === | A 1271 Agmasoma penaei " 3

Puc. T13-2. A. Apotaspora heleios Bxomut B kiacrep BumoB Potaspora-Microgemma-Spraguea,
cyneprakcona «Clade V Marinosporidiay. B. ®unorenerndeckue csizu A. heleios ¢ monmdunetnaapm
ponom Potaspora, mpeacraBieHHBIM Mapa3uTaMu peIO OacceliHa AMa30HKH M KPEBETOK BHYTPEHHHUX
BogoémoB Kuras, u ¢ kiamoit Kabatana-Microgemma-Spraguea. TlpeanonoxurtenabHO, s
MPEeACTAaBUTENIEH STUX TPYII XapaKTepHBI IMOJHWKCEHHBIE >KM3HEeHHble HuKiIbl. AxHamm3 MCpPHK
cukBeHcoB MeToioM ML (A:889 undopmaruBHbix no3uuuii (u.11.), 30 cukBeHcos no 1200 m.o.; B:728
n.1., 12 cukBeHCoB 1o 759 11.0.); X035ieBa — pbIObI / pako0Opa3HbIe, yKa3aHbl HKOHKaMH. VIeHTHYHOCTh
cukBenca Inodosporus octospora (ue yuactBoBan B Haiu3e) u Kabatana sp. nokasana Stentiford et al.
2017. Buemnue rpymmsl: A. Paranosema grylli; B. Agmasoma penaei Maciura6: 0,1 3amMeHa Ha caiT.
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99,1 Berwaldia schaefernai

¥

Aquatic outgroup . Larssonia obtusa | ¢
| "
[Gurleya vavrai ?
%1 1001 |Gurleya daphniae | #
Senoma globulifera e
100, 1 Binucleata daphniae | #
99,1 lAgglomerata cladocera 'j
— Hazardia milleri _—
55.0.74
85, 0.99 Alfvenia sibirica J'
87,0.88 63, 0.82 Trichotuzetia guttata P g
Marssoniella elegans P
—1100,1 Octosporea muscaedomesticae  —=
Amblyospora ferocious — g% ===
75.0.98 Andreanna caspii. = e
Amblyosporida
005

Puc. 13-3. ®unorenus «Aquatic outgroup» u AuBepcuUKAIMs KIIaJIbl [0 TpymnaM xo3ses. [1o

Sokolova et al., 2016 (mosicuenus B TekcTe, paszen 3.2.3)
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AY 747507 Nosema spodoprerae e
AF238239 Noseawa sp. ex. Spodepera Ninra \
f FITTI43S Noseawa hefionhidis

KPLO0640 Nosema sp. ox. Histia redopar HR
FIT6T862 Nosema sp. ex. Phllosamia cynibia SC
“True Nosema clade” NBC | 130111 Nosems bombyeis

KMI90863 Nosema sp. ex. Papitlo wachaon PM-1

sl I.\i’DSSu’II Novema pyramsia
ABOINS Nosema bombycis NS 520

EU219085 Nosema dissiriae s
BSIAYO60056 Vosewms sp. vx. Plitells sylosiella PX1
AJLIL 645 Firimerpha imperfecta
e KU267 706 Nessiuns s . ox Ceruce stripatana V., coraces
p— EURI853d Noweme vx, Ealeava Mande
= EUSS4528 Noveww sp. ex Phyllobaotrics armain PA
= AJ012606 Neema fyriee
P DQITIYO6 Nosema amtheraeae
'ls'l EUSG4526 Nosema antheracae

EUS64527 Nosema sp. ex Hemerephila atrifincats HA
EUI23526 Noema sp, o8 Antheraeae gssama BIKP-2007h
V09282 Nosema trichoplvise
AY 211392 Nosewa spodopierse
EUZ19083 Nosemva fimifcranae
EU219082 Nosewa sp. ex Cherlstomenra piaus CPP
21 P E U2 19984 Noseaa s, ox Choristenenra occidenialis CO
AYDO9ET Nosemwa sp. ex. Platella xylostelloe PX2
AJL31646 Vairimorpha imperfecta

J

\

AJOLIK33 Noseaa gramulosis

1126532 Nosemva furmaculis

AF327408 Fainimaerpha cheracis

V26834 Nosewa gpis
[ AY MK TS Nasema bombid

EU219086 Noseavs thom soni

Y0266 Vairimorpha necatrix
126533 Vosema cvranae

AFO33316 Novema portugal

AFU3331S Valrimorpha lymantrise

76

“NosemalVairimorpha clade”

0.02

Puc. I13-4. ®umorenernueckue cms3u Nosema disstriae Buyrpm BetBm NoSema-Vairimorpha,
yCcTaHOBJIEHHBIE MeToAoM MakcumansHoro Cxoactsa (ML) (punorenernueckuii mapkep: MCpPHK).
Kiama Nosema bombycis (NbK, 3anuTeiii 60KC) MPUHAICKUT K TPYIIE HACTOSIIMX HO3eM (‘‘true
Nosema subgroup”). J[laHHbIii (UIOTEHETHYECKHH MapKkep HE B COCTOSHHU Pa3pelInTh
B3anMooTHOLIeHHs BHI0B BHYTpH NDK, 0 ueM roBopsIT MHOTOYHCIICHHBIE TIOTUTOMUH M CBEPXKOPOTKHE
BeTBH Ha (uiorpamme. [lepeBo MoCTpOeHO Ha OCHOBAHUM BBIpAaBHUBaHUS 38 mociienoBaTeIbHOCTEH
(1019 uubopmanoHHbIx no3ulMi) ¢ ucnoib3oBanueM (HKY+G) mozenu sBosonuu. YKa3aHsl
3Ha4yeHus Oyrcrpanos >70% (500 resamplings). Macmira6: 0.02 3amMeHbI Ha JIOKYC.
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A. RPB ﬁ DQOS30S Nosema sp. PX1 NBC\

DOQYY231 Nosema bombycis
=3 KIT28831 Nosema sp. PA
~a DOGE6ISY Nosema spodopterae
ey DQUS3406 Neosema plutellac PX2
JX2I3754 Nosema bombycis
AJ2TRO4S Nosema tyriae
87 KM207665 Nosema sp, PM-1

= DOQYY6234 Nesema trichoplusiae

7 d: HOQA57436 Nosema sp. CO
100 HOQJUST435 Nosema fiumiferanae

104 | 72 HOQ457437 Nosema sp. CPP
ﬂ[ HQ2155%) Nosema antheracae
HOQ457438 Nosema disstriae W
| DQYIN2IZ Nasema granilosis
94 5

DQYIN2IS Vairimorpha cheracls

DQYIE232 Nosema empoascae

DOQYYE2M) Nosema apis

100

o8 XM (2995386 Nosema ceranae
I JX213749 Nosema lymantriae
AFO60234 Vairlmorpha necatrix
——
1
B. RPB-LSU-ITS-SSU 75—Nosema bombycis

Nosema sp. ex Phyllobotrica armata (PA)
Nosema sp. ex. Plutella xylostella (PX1)
Nosema spodopterae

- l——Noscma sp. ex. Papilio machaon (PM-1)

Nosema plutellae

93

14
i Nosema sp. ex Choristonenra occidentalis (CO)

V) ———— Nosema fumiferanae
Nosema sp. ex Choristoneura pinus (CPP)

o[ Nosema disstriae *

A Nosema antheracae
NS

Puc. I13-5. A. JlepeBo, MOCTpOCHHOE Ha OCHOBAaHWHM CPaBHEHHS IOCienoBaTeNbHOCTEH TeHa RPB1
(RNA polymerase II subunit). Bayrpu N. bombycis knamst (NDK, Bbimenena 3ammBkoit) Nosema
disstriae u N. antheraeae o6pa3ytoT IMXOTOMHIO C BBICOKOM MOIEPXKKOM TpynmupoBku. Metox ML.
B. TTosumms Nosema disstriae, yrounennas mynprurenasiM (RPB+ MCpPHK+ITS+ BCpPHK)
anamm3zoM. N. disstriae rpynmupyetcs ¢ N. anteraeae u ¢popmupyer 6a3anbHblii TakcoH. MeTtox ML,
HKY+G, 1419 undopmaTUBHBIX MO3UIMA. YKa3aHbl 3HaueHUs1 OyrcTpanos >70% (500 resamplings).
Macmra6: (A) 0.1; (B) 0.05 3amensI Ha JTOKYC.
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/ Paranosema grylli \
— Mockfordia xanthocaeciliae

Encephalitozoon ex. Pogona

%0 [— E. lacertae

E. cuniculi (human 3)

E. cuniculi (dog)
100

E. cuniculi {(mouse)
E. cuniculi (human 2)

E. cuniculi (rabbit)

E. cuniculi (human 1)

E. cuniculi (fox)
100[ E. intestinalis (human 1)
E. intestinalis (human 2)

99| E romaleae (lab)

E. romaleae (field)

E. hellem (human 2)
99

0.1 E. hellem (human 1)

E. hellem (bird)

Vittaforma corneae A

100
\ Enterocytozoon bieneusi /

E. cuniculi (human 1) \

E. cuniculi (fox)

E. cuniculi (human 3)
97

E. cuniculi (dog)

E. cuniculi (rabbit)
95

E. cuniculi

E. cuniculi (human 2)

ex. Pogona

\ e—— g CEItGE )

Puc. I13-6. dunorenerndeckue cesizu Encephalitozoon pogonae ¢ npyrumu MEUKpOCHOPUIHSIME —
nmapasutamu ueoBeka (Encephalitozoon spp., Enterocytozoon bieneusi, Vittaforma corneae) u ¢
omwkaimmMm  poacTtBeHHnkoMm  Encephalitozoon  spp., mapasurom cenoemoB  Mockfordia
xanthocaeciliae. Buemnsis rpynma: Paranosema grylli. [lepeBbst mocTpoeHsl Ha OCHOBaHHH
BbIpaBHMBaHUs mocnenoBarensHocted MCpPHK meromamu MakcumansHoro [lpaBmonomoOus
(ML) (A) u Makcumansroro Cxozacrsa (MP) (B). ®unansHast MaTpuia BKtodeT 20 CHKBEHCOB U
1,202 unpopmaruBHbix mo3utmu. [lognepxka Betseii (Oyrcrpan tect, 1000 moBropHocteit)> 50%
yKa3zaHa B y3nax jepesa. (A). E. pogonae — cecTpHHCKHIT TAKCOH 10 OTHOIIEHHIO K JUXOTOMUH
«xomruteke E. cuniculi — E. lacerate». (B). ®parment nepesa MP, mpeacTaBieHHBI B BHIE
KJIaJJOTpaMMBI ¢ HEMHOTO WHOU TOToJIOTHEH. E. pPOJONae — ceCTpUHCKHI TaKCOH O OTHOIICHHIO K
xkomiutekcy E. cuniculi. E. laceratae zanmmaer 0a3aibHYIO MO3UIMIO 1O OTHOLIEHHIO K 3TOM
nuxoromuu. Betsu ¢ momiepkkoit <50% B OyTcTpan-recte MoKka3aHbl Kak MOIUTOMUH. MacmiTab:
0.1 3ameHbI Ha JIOKYC.
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—— Mockfordia xanthocaeciliae’
— Encephalitozoon pogonae v
— Microsporidiumsp. 4 ex Psocoptera !

— Heterovesicula cowani !
Nosema bombi' Slade - N .,

[ Nosema disstriae ' ierrespondia

—— Nosema sp. ex Choristoneura pinus '
Agmasoma penaei©
Liebermannia patagonica’

— Liebermannia covasacrae'

—— Liebermannia dichroplusae’

— (o

| fgglomgratztcladgcerae Clade 1

arssonia obtusa « i
Alfvenia sibirica © Rauasporidia
Microsporidiumsp. 1 ex Psocoptera !
Antonospora psocopterae
. Paranosema grylli! Clade 2

— Paranosema locustae “Terresporidia”
Paranosema whitei !
Perezia nelsoni© Clade 5

-z — Nadlespora Sp. ex C.sapidus© “Marinosporidia”

[ Sistenostrema alba' Clade 3

| : I
Kneallhazia solenopsae “pAquasporidia”
Metchnikovella incurvata”©

Paramicrosporidium vanellae (Rozellamycota) ®

Puc. I13-7. ®unoreHrss MUKPOCHOPHIUI ONMUCAHHBIX WIM HM3Y4YeHHBIX aBTOpoM (10 2018 1),
MOCTPOCHHAsI Ha OCHOBaHMM aHanmn3a cukBeHcoB reHa SSUrRNA merogom Maximum Parsimony.
Buemnsis rpynma: P. vanellae. M3yuenHble BHIbI MPEICTABISIOT BCE MATh CYIISCTBYIOIINX KJIa]
tuma  Microsporidia  (Vossbrinck,  Debruner-Vossbrinck, 2005). Bykeel  0003HadaroT
crcTeMaTHYecKoe MmojiokeHue xo3stmua: A, Amoebazoa; G, Gregarina; C, Crustacea; I, Insecta; V,
Vertebrata. *Cuxsenc M. incurvata He y4acTBOBaJI B aHAJIHM3€E U MO3MITUA ITOTO TAKCOHA OTIpeesIeHa
Ha OCHOBaHMH TIpeaBapuTenbHBIX Aanubix (Nassonova et al., 2015)
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Mpuioxenne 3 (k ['nase 4)

Taoauna I[14-1 JiieMeHTHI CEKPETOPHOI0 MYTH Y NPOTHCTOB PAa3HBIX CHCTEMATHYECKHX TPy

1 2 3 4 5 6 7 8 9 10 11
Caat: v CeXDETA Pewmkn.  AT:crakw; Ne §2ﬁ1‘;”°‘°“' GTP-asbl SNARE

o Aa - Tpynna, pyembie 9P 3P curH. umctepH/ Ar Trc: (COP1,COP2 (Nerab 6enkoB)  cnusHuA WUcTouHMKK
PoA NpoayKTbl mMoTMBa cTak ’ ’ BE3MKYN

KNaTpuH)
2

Opisthoconta: ! + - + + + +(>30) + Rambourg et al.,
Fungi BakyonsipHble b, ; ) i

ungi b, SMM oM B, SMM B, SM,M B, SMM B, SM,M B, SMM 1995; 1996; Morin-

Benku OM, M3

Sacharamyces ganet et al., 2000
Amoebozoa: rugponassbl, + + + + HeT naHHbIX COPs, +(?) + Lenhard et al.,
Dictiostelia obonouyka b M 3-4, b A KnaTpuH M b 1989; Becker,
Dictiostelium cnopb! M oM, M Melkonian, 1996
Amoebozoa: rugponasbl,umMct  + + - :+NBD- + + +(?) + Ghosheetal., 1999;
Entamoebida a,noBepxH.6enk  atun B, M M ceramide) b,M M b,M b Manning-Celaetal.,
Entamoeba n B, M 2003;
Amoebozoa: HeT gaHHbIX Her HeT gaHHbIX - HeT gaHHbIX  +P 4 COP1, HeT gaHHbIX HeT gaHHbIX
Pelobiontida A [aHHbIX A M A €TpoM Adaptin® A A Dacks et al., 2003
Mastigamoeba M M
Excavata: O6onuka + -+ + - nnm + +(?) + L“Ja'.‘ otal., 1995 )

! + Marti et al, 2003a,b;
Diplomonada cnopbl, no- b, M, 5 M. M 6atun b, IM atmn oM, M M M Luian Touz. 2003
Giardia BEpXH. 6enku M e oM oM, M ot é ' ’ ’
Excavata: AaresuHbl ¥ HeT AaHHbIX ' ¥ i i HeT AaHHbIX HeT gaHHbIX Dyer, 1990,
Parabasalida B A 8-13, 3M B, OM M M A A Benhimol et al.,
Trichomonas 2001
Excavata: Clayton et al.,
Kinetoplastida lMoBepxH.rmuko-  + + + + + + +(9) HeT aaHHbIX ;?91595; scenko et
Trypanosoma MPOTEHWHbI b, M b, OM, M 4-6,3M oM, b B, M " ;

. , McConville et al.,

Leishmania

2002

276



1 2 3 4 5 6 7 8 9 10 11
Excavata: H i
xcavate. Het nanHbIx o1 HeT gaHHbIx - Het fanHbix  Petpom.4 COPf1, HeT faHHbIX Het gaHubix  Dacks et al., 2003
Heterolobosea LaHHbIX M M Adaptin®
Naegleria M aptin
Karsten et al.,
SAR, Alveolata: MwuKpOHEMBI, + + e + N N +(2) 2002;
Apicomplexa ponTpum i X Het paHHbix  Hager et al., 1999;
Toxoplasma NAOTHbIE b, SM,M 5, 3M.M 2t5 B, M, M b, 3M, M b, 3M, M SMM Stedman et al.,
Plasmodium rpaHynbl P 2003
SAR, Alveolata: ' : ' ' ! ' * (9) HeT paHHbIX é:ﬁ?r’le}:ro1ké;§93;
Ciliophora OkcTtpycombl B oM 2-3, OM b, OM B,9M MM M A ’ '
i Becker, Melkonian,
Paramecium
1996,
o KnetouHble .
glrg:;iplastlda. CTEHKM, + ‘ N ‘ N N +(6) HeT faHHbiX ?g;léer, Melkonian,
6 .
Chlamidomonas scales b oM 5-20, OM b B, M B, M b
Mo xnaccupukamun  Adl et al. (2012) oykapuoTsl gensrcs Ha nate  kiaax:  Opisthokonta, Amoebozoa, Excavata, SAR

(Stramenopolis+Alveolatat+Rhizaria) u Archaeplastida

2«+», IPU3HAK TIPUCYTCTBYET, «—», OTCYTCTBYET; «+/—», Ha OJIHUX CTAJUSX KU3HEHHOTO IMKJIa IPUCYTCTBYET, Ha PYTHX — OTCYTCTBYET
SMudopmanus moaydeHa Ha OCHOBaHHK: DM, yIbTPacTpyKTypHBIX; B, 6MOXMMHYECKMX/IIMTOXMMUYECKHX; M, TEHOMHBIX JTaHHBIX

“PeTpOMEPHBIN KOMILIEKC, KOMILIEKC IPOTEMHOB OMOCPEAYIOIIMX PEMKIMPOBAHUE TPAHCMEMOPAHHBIX PELENTOPOB OT SHI0COM K TpaHc-T 01k KK
SAIanTHHBI, BCIOMOTATENbHbIE OENIKH, Y9aCTBYIOLINE B CBA3BIBAHMY KJIATPUHA C MEMOPAHOM BE3UKYJT

6<<qemy1”41<1/1>>, AKCTpA-UEJUTIOJISPHBIA KOMIIOHEHT KJIIETOYHOM CTEHKH HU3ILIUX 3€JIEHBIX BOJOPOCIIEH

Apyrue coxpamenusi: Al', anmapar [onbmxu; aTmm., atunuyHelii; P, HIOMIA3MaTHYECKU peTHKynyM, Peumkia. P cura. moruBa,

peuukiupoBanue DP curnansaoro MmotuBa; TI'C, tpanc ['onbaxu ceThb, Ne, UucIo 371€MEHTOB.
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punoxenne 4 (K I'nase 5)

Xussble V. corneae Mepteble V. corneae

Puc. I15-1. Buusinue XMBBIX H MepTBBIX cmop E. cuniculi m V. corneae na anonrto3Hblii
curnajabHblil myTh (Ingenuity Pathway Analysis). [Ipo-anoniro3usie renst Bak, Bim, Bad, Bcl-X, an-
peryIMpoBaHbl MEPTBBIMHU H JJayH-PETryJIHPOBaHBI )XUBBIMU criopamu E. cuniculi. AHTH-anonTo3HbIe
reHbl ceM. BCl2 — mao6opot. Bee 5Tv reHsr Moy MpyroT Bbixo 1 iuroxpoma C u3 mutoxouapwuii (Mit).
BricBoboxxaenne nuroxpoma C mpuBOAMT K (OPMHPOBAHUIO armontocomsl (Ap), aktuBanun K9,
pacmemienro npo-K9 u KieTouHoil cMepTH MO «MUTOXOHApHaIbHOMY» IyTH. [Ipo-amonrto3nsle
rensl Apaf 1, K9 u K3 Obun Takke AayH-peryJIMnoBaHbl PeryIMpOBaHbl )XHBBIMU, HO HE MEPTBBIMU
cnopamu. D¢ ekt V. Corneae BeIpaXeH MEHEE OJHO3HAYHO. 3arlOJTHEHHBIE CTPEJIKH YKa3bIBAIOT HA
an-peryiupoBaHHbIC TeHBl (KpacHble KPYru), MyCTble CTPEJKHM — Ha JayH- PeryJMpOBaHHBIE TI'€HbI
(3enenbie kpyru). KpacHble cTpeikM yKas3plBalOT Ha IPO-, CHHHE — Ha aHTH-AIONTO3HBIC TI'CHBI,
peryaupyeMsble pa3HOHAIPABJIEHHO KUBbIMU U MEPTBBIMU CIIPAMHU.
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