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B mocnennue necsaTHICTHS BO BCEM MHPE aKTHBHO W3Y4arOTCs 3alUTHBIC PCAKIUH JICTOYHBIX
MOJUTIOCKOB. B pe3ybrare HAKOIUIEHBI MHOTOYHCIICHHBIE CBEICHUSI O Pa3JIMYHBIX aCIIEKTaX HMMYHHOTO
OTBeTa IyJIbMOHAT KaK Ha KJIIETOYHOM, TaK M Ha TYMOPAIBLHOM YPOBHSIX. AHAIIU3y 3TOr0 Marepuania B
MOCJIeTHUE TOABI MOCBALICHO HECKOJBbKO 0030pHBIX cTarell (Adema, Loker, 2015; Pila et al., 2016a;
Melillo et al., 2018; Li et al., 2020). OnHako B OTEYECTBEHHOU JMTepaType Mof0o0HbIe padoThl OMmy-
OnrKoBaHbI Ooiee maTHAMIATH JieT Hazan (Araes, [lTonepuikos, 2004; Ataes u 1p., 2005a, 6; [anak-
THOHOB, 2005). VIMeHHO ¢ menbro 0000ImeH s COBPEMEHHBIX MPEICTAaBICHN 00 IMMYHHOM OTBETE
JICTOYHBIX MOJUTIOCKOB U 00O3HAYEHHs OCHOBHBIX MPOOJIEM, CBSI3aHHBIX C MX U3YYCHHUEM, BBHIITOJHCH
JaHHbIi 0030p. B paboTre paccMaTpuBarOTCS 3aIUTHBIC PEAKIIMU MOJUTFOCKOB Ha Pa3andHbie (paKTophI
HMMYHHU3aLUH, HO OCHOBHOE BHUMAHHUE YACISETCS IMMYHHBIM PEaKIMsAIM Ha TPEMATOIHYIO HHBA3HIO.
3T0 00YCIIOBICHO HE TOJIBKO OOJIBILINM 3HAYSHUEM ITYJIbMOHAT KaK MPOMEKYTOUHBIX X03i€B TPEMaTo/l,
HO W POJIBIO MOCIETHUX B PA3BUTHH MMMYHHUTETA MOJUTIOCKOB.

KiioueBble c10Ba: JeTrOUHBIE MOJUTIOCKH, KJIETOUYHBIH MMMYHHUTET, TyMOPaIbHBIH HMMYHUTET,
TEMOIUTHI, TEMOTI033
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VY 103BOHOUYHBIX KUBOTHBIX Hapsy C CUCTEMON BPOXKACHHOTO MMMYHHUTETa (DYHKIHO-
HUpYET CHUCTEMa aJalNTHBHOIO MMMYyHHTETa. E€ OTIMUUTENbHBIME MTPU3HAKAMH SIBIISTIOTCS
CIIOCOOHOCTh PACIO3HABATh AHTUICHBI M PEardpoBaTh Ha HUX C 00pa30BaHHEM KIOHOB
TUM(OLUTOB ¥ BbICOKOA(D(UHHBIX aHTHUTEN, a TAK)Ke HaJIM4YMe KICTOYHOW MMMYHHOM ma-
MSITH, KOTOpasi Mo3BoJIsieT Oosiee 23Pp(GEKTHBHO pearnpoBaTh HA MATOTeH MPHU MOBTOPHOMN
HMMYHH3AIHH.

Jlonroe Bpems cymiecTBOBaHHE MOTO0OHOHN 3aIIUTHOIN CUCTEMBI y OECITO3BOHOYHBIX OOJTh-
LIMHCTBOM YUYEHBIX HE JIOMYCKAJIOCh M3-32 OTCYTCTBHS Y THX YKHBOTHBIX «HUCTHHHBIX»
nuMboruToB U aHTutesl. OMHAKO B MMOCICAHES BPEMs CTaM IMOSBISATHCS JaHHBIC, CBUIC-
TCHI)CTByIOI_HI/IC 0 HAJIMYUHN y Hpe}lCTaBHTeJ’ICﬁ pa3HI/I‘-IHBIX prHH 6CCHO3BOHO‘-IHI)IX, npe)K,ue
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BCEro Y MOJUIIOCKOB M apTpPOIIO, 3aLIUTHBIX MEXaHH3MOB, IEMOHCTPHPYIOIINX HPH3HAKH
amantuBHOTO MMMyHHUTeTa (Rowley, Powell, 2007; Adema, Loker, 2015; Gourbal et al., 2018
u 71p.). B wactHOCTH, OECTIO3BOHOYHBIC JKHUBOTHBIE MOTYT ObIcTpee U d((eKTHBHEE pearu-
poBaTh Ha Yy)KEpOIHbIH (HAKTOP IPH IMOBTOPHOH MMMyHH3aLUH. JloKazaTesibCTBa HAIUYUS
MMMYHOJIOTHYECKOH MaMsATH y OECIIO3BOHOYHBIX TOyHYEHBI IPH TIPOBEJICHNH NCCIICAOBAHUM
MH(EKINOHHOTO UMMYHHUTETA, TPAHCIUIAHTALMOHHOTO KIMMYHHUTETa 1 IMMYHHOTO TpaiiMu-
POBaHMSI C UCIIOJIb30BAHUEM UYKEPOJHBIX MOJIEKYJ. B TO jxe Bpemst ocTaroTcst IMCKYCCHOH-
HBIMH MHOTHE BOIIPOCHI, TIPEK/IC BCETO CBSI3aHHBIE C PACKPHITHEM MEXaHU3MOB UMMYHHBIX
peakuuii, BKIr049as MMMyHoJornueckyto namsath (Gourbal et al., 2018; Melillo et al., 2018).

CoBpeMeHHas KOHLEIHsI BPOXKJICHHOIO UMMYHHUTETa, OCHOBaHHAsl Ha CIIOCOOHOCTH
KJIETOK pacro3HaBaTh MaTOTeH-aCCOIMUPOBAHHBIE MOJIEKYJISIPHBIC MaTTepHbI (00pa3bl ma-
toreHHOCTH) (Janeway, Medzhitov, 2002), mo3Boimia mo-HOBOMY B3IIIHYTh Ha TpooOie-
My creun(UYHOCTH B CHCTEME BPOXKAECHHOTO MMMYHHTETA. BBIACHHIIOCH, YTO sIBICHHE
IPYIIIOBOH CIICIM(UIHOCTH K ITATOTEHAaM — Ba)KHAsI XapaKTEePHCTHKA KJICTOK BPOXKICHHOTO
HMMYHHUTETa, KOTOpas pea3yercs Ojarofaps HaJIWYUIO Y HUX Pa3sHOOOPA3HBIX IATOTCH-
PAaCIO3HAIOIINX PELenTOPOB. B TO ke BpeMsl, pacKphITHE My TeH pealnu3aui OCHOBHBIX (OpM
a/IalITHBHOTO NMMYHHOTO OTBETA ITOKa3aJI0 HEBO3MOXKHOCTD €ro 3aIlycKa 1 peann3anun 6e3
KOMIIOHEHTOB CHCTEMBl BPOXKICHHOTO MMMYHHUTETA. DTO IPUBEIO K MEPECMOTPY CaMOTr0
MOHSATHSI «CIEUU(PUIHOCT», B TOM YHCJIE M B OTHOLICHUU OECHO3BOHOUHBIX JKMBOTHBIX.
[Tpn 5TOM MeXaHM3MBI 3aIIUTHBIX Peakui 0eCrO3BOHOUYHBIX MOTYT Pa3iIM4aThCs Kak IO
NPOJIOJDKUTENILHOCTH, TaK U MO CHEU(PUYHOCTH B 3aBUCUMOCTH OT IIPUPOABI NaTOreHa
(Adema, Loker, 2015).

TpaauIMOHHO paccMaTpUBAIOTCS JIBA ACMIEKTa MMMYHHBIX PEAKIUI JKUBOTHBIX: KJIETOY-
HBII ¥ TyMOpaibHbIi. OJHAKO KIIFOYEBBIM 3BEHOM OCYLIECTBICHHMS MMMYHHBIX pEakIUil Ha
1r000M YpOBHE IPHU3HAIOTCA LUPKYIUPYIOIINE KIETKH, KOTOpPbIE, KPOME y4acTHs B JJIU-
MHUHAIMU 9yKEPOJHOT0, TaKXKe 3a1efiCTBOBAHBI B 00pPa30BaHMM I'yMOPaJIbHBEIX (aKTOPOB
(Adema, Loker, 2015). CoOTBETCTBEHHO, MPOBECTH YETKYIO TPAHHUIY MEKIY KICTOYHBIM
U TYMOpPaJIbHBIM MMMYHHUTETOM 3a4acTy0 HEBO3MOXHO (puc. 1).

Mosutrockn cpean 6ecro3BOHOYHBIX 00JIaIal0T OHUMHU M3 Hauboliee CIOXKHBIX M 3-
(PeKTHBHBIX UIMMYHHBIX peakiuid. [laHHbI 0030p MOCBSIIEH aHAIU3Y 3alIUTHBIX PEaKIUi
JIETOYHBIX MOJUIIOCKOB, KOTOPBIE B HACTOsIEE BPEMs, Hapsly ¢ HaCEKOMBIMH, Hauboiee
AKTHBHO M3Y4YalOTCs B OTOM HarpaBieHHH. [IOHATHE «MMMYHUTET» B OTHOLICHUH MOJUIIO-
CKOB I0J[pa3yMeBaeT CIOCOOHOCTH IOCJIEIHUX AJPECHO pPaclo3HaBaTh MapasUTHYCCKUX
Npe/ICTaBUTeNel TAKCOHOB Pa3HOT0 YPOBHS, BKIIIOUAsi KOHKPETHBIC BU/BI U JIAXKE IITAMMBI
MapasuToOB, a TAK)KE aKTHBHPOBATH 3aIlIMTHBIC MEXaHU3MbI, KOTOPbIE B UTOTE MPHBOAST
K JIMMHHALMN [1aTOTeHA.

3anIuTHBIE peakIui MOJUTIOCKOB (IIPEXe BCEro, KIETOYHBIEC) N3yYalOTCs C CepeIuHBI
MPOILTOTO Beka. HakorieH OoNbIoi SKCIIEpIMEHTATBHBIA MaTeprual O XapakTepe Mpo-
TeKaHHsl TPEMATOJIHOW MHBA3UH JUIA pa3HBIX Mozjesell (cM. Hike). K coxaneHuro, MHOTHE
MPEKPacHO CIUIAHWPOBAHHBIC U MPOBEICHHBIC UCCIIEIOBAHUS WILTIOCTPHPYIOT XOI UMMYH-
HBIX peakIuid, HO HE PacKphIBAIOT MEXaHW3MOB MX peanu3anuu. [1o3ToMy OOIBIIMHCTBO
CJICJIaHHBIX BBIBOJIOB HOCSIT HPENIOJIOKHUTEIBHBIN XapakTep. 1 TONbKO B MOCIEIHNE TOIbI
HCCIIeJOBaHNsI MMMYHHOTO OTBETa MOJUIIOCKOB BBILIUIM Ha HOBBIM TEOPETUYECKUI U METO-
nuyeckuid ypoBHH. Tak, Gnarozapst BHEAPEHUIO HOBBIX MOAXOJ0B CTalM BO3MOXKHBI HCCIIe-
JIOBaHHUS TIAPa3UTO-XO3MHHBIX OTHOLICHUH Ha MOJICKYJSIPHOM YPOBHE — I'€HOTHITHUYECKOM
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WMMYHUTET : .
NYNbMOHAT yMOpanbHbIn

KnetouHbiin

OpraHbl/Knetku | ANO/ Tlemouuts lenaTonaHkpeac BesikoBas JKenesa
MaTtoreH- Monekynbi AHTUMUKPOOG- —— [
pa;g&:ﬁ%opuére azresum Hble NenTuApbl
Monekynbi
AKTUBHbIE
®epmeHTbI UHrnbutopsl KomnoHeHTb! s
depmeHTOB KOMMAemMeHTa Kucnopoaa
PacnosHasaHue
Apresua Onconusauus LIUTOTOKCMYHOCTD
MexaHu3mbl HYIKEPOAOTO
AkTMBaLua MeXKkneTto4yHas BHyTpuKAeTOYHas
remonossa Koonepauus perynaums
Peakuuu darountos WHKancynaumsa ArrnoTMHaLMmn MaHTtuna

Pucynox 1. KOMIOHEHTbl UMMYHUTETA ITYJIbBMOHAT.
Figure 1. Components of immunity of pulmonate molluscs.

COBMECTUMOCTH YJIMTOK M TPEMAaTOl U MEXKMOJICKYISIPHBIX B3aUMOJICHCTBHII KOMIIOHEHTOB
CHCTEMbl UIMMYHHTETa ¥ IIapa3uTa B X0OJe TPEMAaTOJHON HHBA3HH.

AHanuzy crapblX padOT, MHOTHE M3 KOTOPBIX CTaJIN KJIACCHYECKUMHM, MbI ITOCBATHIH
npensiaymue cratel (Ataes, [Tonesmukos, 2004; Ataes u ap., 2005a, 6). 31ech ke MBI TIO-
cTapaJiuch 0000MIHTB, IIPEXKE BCErO, PE3YJIbTaThl COBPEMEHHBIX HCCIIEJOBAHIH HMMYHHBIX
pEaKIHii JErOYHBIX MOJITIOCKOB.

3a BpeMs CBOETO CyNISCTBOBAHHS MOJUTIOCKH MPHOOPETH OYCHb IUPOKUI KPyT CHMOM-
OHTOB, BKJIFOYAIOIINH KaK MPOCTHIX KOMMEHCAJIOB, TaK M OOJIMIaTHBIX M y3KOCHIEIU(PUIHBIX
[Iapa3uToOB, OTHOCAIINXCS K CAMBIM Pa3HBIM CHCTEMAaTHYESCKUM IPYIIIaM — OT IIPOTUCTOB JI0
LEeTOMUYECKHX 4YepBeil. OHAKO pa3BUTHE UMMYHHTETA JISTOYHBIX MOJUTIOCKOB U B LIEJIOM
racTPOIIOJ MPEXKIE BCErO CBSI3aHO C ABOJOLMOHHO CIIOKUBIIMMHUCS MAPa3HTO-XO03SIMHHBIMH
cucteMaMu «Tpemaroabl—moiurrockm» (Cribb et al., 2001; Araes, IloneBmmukos, 2004;
Lockyer et al., 2004; Adema, Loker, 2015), B KOTOpBIX OPIOXOHOTHE MOJUTIOCKH BBICTYIIa-
10T B Ka4eCTBE TEPBbIX, a HHOTA U BTOPBIX MPOMEKYTOYHBIX X035€B (B CIIy4yae pa3BUTHS B
HUX MeTalepkapuil). Mupamuuy n30uparesibHO 3apakatoT YINTOK, IPEBPAIAIOTCsl B HUX
B MaTE€pUHCKYIO CIIOPOLIMCTY, B PE3yJIbTaTe PasBUTHS U Pa3MHOXKEHHSI KOTOPOW popMupyroTcs
JIOYEpHHE TTOKOJICHUS] ApTEHUT (PEANH/CIIOPOLHCTHI), CIIOCOOHBIE OTPOXK/IATh CIIEAYIOLIHE
reHepalyy MapTeHUT U (WIN) JIMYMHOK MapHUT — LEepKapHid.

dopmupoBanre HHOpaNONyIsAIUil TAPTCHUT B MOJITIOCKE MOXKET MOAYUHATHCS pas-
JIMYHOM CTpaTreruy napasuTuiMa, OJHAKO BO BCEX CIIydasx MOJpa3yMeBaeT NEepeKIIIoueHne
peCypCoB X03s5MHa Ha ee MOIePKaHUe U pa3BUTHE. B pe3ynbrare MpoucxoisT 3HaYNTEIbHbIE
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M3MEHEHHS B (PU3HOJIOrUH X03anHa. OXHUM U3 IIUPOKO M3BECTHBIX BO3ACHCTBUHN SBIACTCA
a¢dekT napazurapHoil KacTparyu, MPOSBIISIOIIUICS B TOJABJICHUH CIIOCOOHOCTH MOJUTIOCKA
pasmHOX)athes. [Ipu 3TOM peann3yrorcs Be OCHOBHBIE CTPAaTETHH BHYTPHUMOJIIIOCKOBOTO
pas3BuTHS TpeMaroia: (GOpMUpOBaHHE MH(OPATOMYJSINN MAPTEHUT JIMMUTHPOBAHHOTO JINOO
MIPOJIOHTUPOBAaHHOTO THIOB (ATaeB, 2017). B 3aBuCHMOCTH OT 3TOTO 3apa)KEHHbIEC YIUTKH
SMUTHPYIOT LEPKAPUIl OT HECKONBKHX JHEHW 0 HECKOJIBKHX MeECSLeB U aaxe JeT. 1 Bce
5TO BpeMs IAPTEHUTHI HAXOHATCA B TECHOM KOHTAKTE C TKaHSAMHU MOJIIIOCKA-XO35SHMHA
U UX UMMYHHOU cucTeMOW. B pesynbrare AIUTENIbHON KO3BOIIOLMUA MEXAY TPEMaToAaMU
U MOJUTIOCKAaMH CIIOXKHJINCH T€CHBbIE B3aMMOJCHCTBHUSA, OTpaXKaroIUe YPOBEHb MPOTHUBOpPE-
YUBBIX MOTpeOHOCTEH mapasuta u xo3suHa (Lockyer et al., 2004).

IIpu nonroMm cocencTBe BBICOKOMATONEHHOW JTMHUM MApa3sHTOB C ONPENENIEHHON IpyI-
TIOW XO035€B MOXKHO OXKHAATh, YTO UMMYHHTET MOJIIFOCKOB CTaHET Oojee crieru(uIHbIM
B OTHOILICHNH PACMIO3HABAHUS M JUMHUHAINH ONPECICHHOIO BUa (IITaMMa) TPEMaTo I, 1o
CPaBHEHHIO C JIPYTMMHU TeIbMHUHTAMH, HE MPEACTABISAIOMNME Ul HUX OMAaCHOCTH.

Pesynbrarel n3ydeHus crienn(pUIHOCTH Tapa3uTO-XO3SIMHHBIX CUCTEM «TPEMAaTOIbI—MOJI-
JIOCKW» ITOKA3aJIM, YTO IIOBTOPHOE 3apAKEHHE MOXKET BBI3BIBATH JIBA OCHOBHBIX BapHaHTa
MMMYHHOTO OTBeTa MoJuTiocka. C OTHON CTOPOHBI, IMEETCSI OONBIIOe KOTHMYECTBO PadoT,
B KOTOPBIX OTMEYAETCS TIOBBIIICHHE PE3UCTEHTHOCTH YJAUTOK Ha MOBTOPHOE 3apaKeHHUE JIHO-
obm BugioMm Tpemaron (Lie, Heyneman, 1975; Lie et al., 1982, 1983; Sullivan et al., 1982;
Sire et al., 1998). D10 siBrIEHHE MOIYYNIIO Ha3BaHUE «IMYHMHOYHOI0 aHTaronn3may (Sullivan,
Hu, 1996; Sire et al., 1998). Hanpumep, npu nociieioBaTeIbHOM 3apaxenun Biomphalaria
glabrata cnagana Schistosoma mansoni, a 3ateM Cotylurus lutzi TBOWHOTO 3apakeHUs HE
BO3HHMKAeT B TOM CIJIydae, €CJIM MapTEHHUTHI IIHCTOCOM Pa3BUBAINCh B MOJUTIOCKE 15 mim
6onee nueit (Bash, 1969). [lelicTBUTEIHO, OTHOCUTEIBHO HEOOIbIIAs dKCTEHCUBHOCTD
JIBOWHOI (Tem Oosiee, TPOIHOIT) TpeMaTOAHON MHBA3MM YJIUTOK B IPUpPOJIE OTMEualach
MHOTHMH uccieoBarensiMi. OJHaKo CIIeyeT YUUTHIBATh, YTO SIBICHUE JIMYMHOYHOTO aHTa-
TOHM3Ma MOXeT 0a3MpOBATHCS HE TOJIBKO Ha 3AIUTHBIX PEAKIUAX MOJUTIOCKA-X03sMHa (Sire
et al., 1998), HO U BO3HHUKATh OMOCPENOBAaHHO — BCICACTBHE B3aMMOJCHCTBHUS MAPa3UTOB
TIpu MHOKeCTBeHHOM 3apakeHuu (Mouahid, Mone, 1990; Araes, [lo6poBonbckuii, 1992;
Combes, 1995). K coxkalieHHIO, CTETICHb PeaTU3alliK TOTO I HHOTO MEXaHU3Ma MOBBIIICHHSI
PE3UCTEHTHOCTH MOJIIIOCKOB K ITIOBTOPHOM MHBA3UU B IIPUPOJIE IPAKTUYECKHA HE U3YyUCHA.

C npyroii CTOpOHBI, TPEABAPUTEIbHAS HHBA3H OJHUM BHIOM TPEMATOJ B Psi/IE CIIydacB
CHIKAET TOCIEIYIOMNI UMMYHHBIH OTBET MOJUTIOCKA Ha 3apa’keHUE MapasuTaMu JPyTuxX
BUJIOB ((OpMHpPYETCsl KMPHOOPeTeHHAsI YyBCTBUTEJIBHOCTBY). DTO, B CBOIO OUEPE/lb, MOXKET
NPUBOJINTH K BDKMBAHUIO HecrenuduaHoro napasurta. Hanpumep, 3apakeHre MOJIITIOCKOB
Biomphalaria glabrata cnoponicramu Echinostoma paraensei IPUBOANT K TOAABICHUIO
HEKOTOPBIX KOMIIOHCHTOB UMMYHHOTO OTBeTa Biomphalaria glabrata (Adema et al., 2010;
Hanington et al., 2010a), B ToM 4mcne TeX, KOTOPbIE OTBEYAIOT 32 TPEIOTBpAICHUE pa3-
ButHs Schistosoma mansoni (Lie et al., 1977; Loker et al., 1986; Bayne, Yoshino, 1989).
['eMOIUTHI YIUTOK, 3apaKeHHBIX SXUHOCTOMAaMH, TEPSAIOT CIIOCOOHOCTh OCEAATh HA MTOBEPX-
HOCTH YYy)XEPOJHBIX 00BEKTOB ¥ 00pa30BbIBATH BOIM3U HUX JFOOBIE arIIOTHHALINH, BKITFOYAst
kancynsl (Lie, Heyneman, 1976b).

[IpenmecTByomas HHBa3UsI MOJLTIOCKOB Biomphalaria orbignyi u B. oligoza Tpemarona-
MU Zygocotyle lunata nemaeT MOJUTIOCKOB, OOBIYHO yCTOHYMBBIX K ITHCTOCOMHON MHBA3UH,
YYBCTBUTEJIFHBIMHE K 3apakeHHIO Schistosoma mansoni (Spatz et al., 2012). 3BecTHO Takxe,
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uto Echinostoma paraensei 0Ka3blBaeT CHIBHOE BIMSHUE HAa CTPYKTYPY M (DyHKIIHOHAIIBHOE
COCTOSHHE T'eMOLIMTOB MOJUIIOCKA-X035IMHA, NPEeAOTBpaias (OpMHUPOBAHHUE KAICYJ BOKPYT
CTHOpOUHCT Schistosoma mansoni y MOJUTIOCKOB pe3ncTeHTHBIX mTammoB (Loker et al., 1992).
Bo3MoXxHO, siBIICHHE NPHOOPETEHHOH YyBCTBUTEIBEHOCTH MPOSBISACTCS B (POPMHPOBAHUH
HOBBIX CIEH(UYHBIX I1aPa3HTO-XO3SIMHHBIX OTHOILCHUH, 4TO Ha MPAKTHKE MOXKET CIIOCco0-
CTBOBAaTh YBEJIWYCHHIO YHCIIA BHIOB MOJUIIOCKOB — MOTEHIMAIBHBIX X035€B KOHKPETHBIX
BUJIOB TpeMaTol. B pesynbrare mpoucXomuT paciiupeHue reorpaduu 3THX Mapa3uToB.

KJIETOUYHBIA UMMYHUTET
T'emouuThI

3a BBINOJIHEHWE UMMYHHBIX PEaKIMii MOJUIIOCKOB Ha JIIOOOM YpOBHE OTBEUAIOT IIUPKY-
JIUPYFOIIUE KICTKA reMOIMMQBI MOJUTFOCKOB — reMoITuThl (Ataes, [lonesmukos, 2004; Pila
et al., 2016a).

Mopdomoruueckas KiaacCU(pHUKANUs T€MOLIUTOB MyJIbMOHAT OCHOBAaHA HA MCCIIEI0Ba-
HUSIX, [TPOBEJCHHBIX C TIOMOIIBIO CBETOBOM M AJIEKTPOHHOH MuKpockornuu (Sminia, 1972;
Harris, 1975; Sminia, Barendsen 1980; Ottaviani, 1983; Adema et al., 1992; Sasaki et al.,
2003; Cavalcanti et al., 2012; Ataev et al., 2016; Pila et al., 2016a; Prokhorova et al., 2018;
Tokmakova et al., 2020 u ap.), nporounoii nuromerpun (Martins-Souza et al., 2009; Barcante
et al., 2012; Ataev et al., 2016; Prokhorova et al., 2018; Tokmakova et al., 2020), Ha TaHHBIX
10 U3YYCHHUIO (PYHKIMOHAIBHON akTuBHOCTH KiIeTOK (Cheng, 1984), 1o pa3aencHuIo KIeTOK
HCHTPU(YTUPOBAHKEM B IpaaucHTe ioTHOoCcTH (Adema et al., 1994), Mo cBA3bIBAHUIO aHTH-
ten (Yoshino, Granath, 1985) u depmenTHbix MapkepoB (Sminia, Barendsen, 1980; Joky
et al., 1983; Yoshino, Granath, 1983).

B pasnbIx paboTax OMUCBHIBACTCS Pa3IMYHOC KOJIMYCCTBO THIIOB KJICTOK TeMOJUMQBI
nyneMoHaT (Sminia, 1972; Rondelaud, Barthe, 1981; Ottaviani, Franchini, 1988; van der
Knaap et al., 1993; Matricon-Condrat, Letocart, 1999; Martins-Souza et al., 2009; Caval-
canti et al., 2012; IIpoxopoBa u np., 2018 u ap.). CuTyauus OCIOKHIETCS MHOXKECTBOM
TCPMUHOB, UCHOJIB3YEMBIX MJIA 0603Ha‘IeHI/I${ IIOCIICIHUX: J'IeﬁKOL[HTLI, J'II/IMq)OI_II/ITI)I, (ba-
roluThl, Makpodaru, rpanyiaonutel, amedouutsl u ap. (Cheng, 1975; Jeong, Heyneman,
1976; Cheng, Guida, 1980; Sminia, Barendsen, 1980; Stumpf, Gilbertson, 1980; Sminia,
1981; Barracco et al., 1993; Adamowicz, Bolaczek, 2003). 31o pa3Hoobpa3ue MOKeT OBbITh
CBsA3aHO C UCIIOJIb30BAHHUEM MPHU UX ONHUCAHWUU PA3JIMYHBIX IMTPU3HAKOB!: MOp(i)OHOFI/I’-IeCKI/IX,
YIBTPACTPYKTYpHBIX 0COOEHHOCTEH, Onoxumuueckux mapkepos (Pila et al., 2016a).

Tem He MeHee, OOTBIIMHCTBO UCCIEAOBATENCH BBIACIAIOT Y MyJIbMOHAT /1Ba OCHOBHBIX
THUIIa TEMOLIUTOB — I'PaHyJIOIMTHl U THaMHOIUTHI (puc. 2) (Cheng, 1975, 1984; Ottaviani,
2006; Yoshino et al., 2013; Ataev et al., 2016; Pila et al., 2016a, 2017; Prokhorova et al.,
2018; Tokmakova et al., 2020). OTi KIETKH pa3IUyarOTCs MO Py MPU3HAKOB: pa3mepy,
CIOCOOHOCTH 00Pa30BbIBATh MICEBAONONNH, (hAroUTaPHON AKTHBHOCTH, KOJIUYECTBEHHOMY
COOTHOIIICHHUIO B KPOBOTOKE, a Takxke HabopoM u cTpoeHueM opraneint (Barbosa et al., 2006;
Souza, Andrade, 2006).

['eMOLIUTBI y4acTBYIOT B Pa3iMYHBIX (PU3HMOIOTUUECKUX MPOLECCaxX B OPraHU3ME MOJI-
JIFOCKa, BKJIIOYasd MMMYHHbBIC PCAKIIUH. B YaCTHOCTHU, OHH 3a,l:[eﬁCTBOBaHbI B pacrio3Ha-
Banuu mnarorcHoB (Gust et al., 2013), ¢aronuroze (Sminia, 1972, 1981; van der Knaap,
1981; Yamaguchi et al., 1988; Araes, Ilonesiukos, 2004; Ataev et al., 2016; Pila et al.,
2016a; 2017), nHKANCYISIMKA 9yKEPOJHbIX 00bekToB (Sminia et al., 1974; Harris, 1975;
Lie, Heyneman, 1976b; Loker et al., 1982; Jourdane, Cheng, 1987; Ataev, Coustau, 1999;
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Furuta, Yamaguchi, 2001; IIpoxoposa u np., 2015), 06pa3oBaHAN IUTOTOKCHYECKUX MOJIE-
Kyl — METabOINTOB KHCIOPO/a U a30Ta, aHTUMUKPOOHBIX OenkoB (Dikkeboom et al., 1988;
Adema et al., 1992, 1994; Humphries, Yoshino, 2008; Seppéld, Leicht, 2013), BeipaboTke
orcoHnHOB (HampuMmep, JektuHoB) (Horak, Deme, 1998) u mutoknnoB (De Jong-Brink,
1994, Gust et al., 2013). Kpome 3T0r0, TeMOIUTH yYaCTBYIOT B IPOIIECCAX pereHepaIiim
(Franchini, Ottaviani, 2000; Furuta, Yamaguchi, 2001; Hermann et al., 2005) u ¢popmupo-
BaHUM pakoBuHBI (Mount et al., 2004). YyacTre B TaKkux IpoIieccax MOXKET 3HAYUTEIHHO
COKpAILaTh KOJINYECTBO LIUPKYIUPYIOIIMX IEMOLMTOB, OJHAKO 3TU IOTEPH BOCIOIHAIOTCS
B pe3yJbTaTe reMoIon3a.

Pucynoxk 2. I'emorutsl Momuttocka Biomphalaria glabrata. A — rpanyiaouut, 5 — rnaqMHOLUT.
Figure 2. Hemocytes of Biomphalaria glabrata. A — granulocyte, 5 — hyalinocyte.

Kierounble 3aniuTHBIE peakuuun

I'maBHO# (yHKIMEH TeMOIMTOB SBISETCS 3aIINTA BHYTPEHHEH CPEIbl OpraHn3Ma X03siMHa
OT Pa3IUYHBIX YY)KEPOJHBIX (AaKTOPOB.

Pacno3HaBaHue YyKepPOIHOI0 — IICHTPAIbHOE COOBITHE MIMMYHHOTO OTBETa, 00CCIICUH-
BarOIIee 3aIlyCK BCETO Kackaza KakK KIETOUHBIX, TAK U TYMOPAIBHBIX PEAKIINH, HEOOXOAUMBIX
JUIA 3JIMMUHAIUU I1aTOI'CHA.

PacrniozHaBaHue B CHCTEME BPOXKACHHOTO MMMYHHUTETA CBSI3aHO CO CIIOCOOHOCTBIO Klle-
TOK y3HaBaTh TaK Ha3bIBACMBLIC O6p331)1 IIaTOI€HHOCTHU (I/IJ'II/I MaToreH-aCCoOIMMPOBAHHEIC
MOJIEKYJISIpHBIE TIaTTepHBI, pathogen-associated molecular patterns, PAMP) u 06pa3sr omac-
Hoctu (damage-associated molecular patterns, DAMP). PAMP u DAPM coaepxar mo-
JICKYJISAPHBIE MOTUBBI, CBUACTCILCTBYIOIIHUE O HOTeHHHaHBHOﬁ OITIACHOCTU HUX HOCHUTCIIA
(Janeway, Medzhitov, 2002). CunuraeTcsi, 4TO Takasi MOJCKYJSIPHAS «METKa» HE SIBISCTCS
BBICOKOCTIEIIM(UYHON U MOXKET SIBJISITHCS TPU3HAKOM 11€JI0H TPYIIbI HaToreHoB. PerenTops
KJIETOK BPOKJICHHOTO MMMYHHTETa (Kak MeMOpaHHbIC, TAK U CEKPETUPYEMBbIE), CIIOCOOHBIE
pacniozHaBate PAMP u DAMP, oTHOCAT K MaTTepH-paclo3HAIOINM perenTtopam (pattern
recognition receptors, PRRs). PRRs m03BOHOUYHBIX W OCCIIO3BOHOUHBIX JKUBOTHBIX HMECIOT
Pa3MYHYI0 MOJICKYJSIPHYIO CTPYKTYpY U TpoucxoxjeHue. OJHAKO HE TOJBKO MMMYHO-
KOMIICTCHTHBIC KJICTKH, HO W KJICTKH 6ap1>eprIx U COCOUHUTCIBbHBIX TKaHen MOT'YT DOKC-
npeccupoBarh Takue perentopsl (Akira et al., 2006; Nie et al., 2018). K PRR otHOCsT
Toll-mono6usie penentopsl (toll-like receptors, TLR), nekTuHbl, perenTopsl HyKJIEHHOBBIX
kucnot (nucleotide-oligimerizing domain receptors, NOD), anTuOakTepraibHble OCIKH,
KOMIIOHCHTHI KOMIIJICMCHTA.

Bnaro;lapﬂ Pa3BUTHIO TEXHOJIOTUI BBICOKOITPOU3BOAUTECILHOIO CEKBEHUPOBAHUA U IIPO-
TEOMHOT'O aHaJIM3a, B TIOCIIEJHAE HECKOJIBKO JIET JI0Ka3aHO HAJIMYUE Y MOJUTFOCKOB OCHOBHBIX
rpynn PRR: TLR, nunononucaxapua-cBsa3piBaronuii 6einok (LBP), manHan u namMuHapuH-

376



CBSI3BIBAIOIIIHE MOJIEKYIIBI, e THIOIIHKaH-pacno3Hatomue 6enxu (peptidoglycan recognition
proteins, PGRP), 6ok, cBsi3bIBaronyii rpaMoTpHLaTeIbHbIe OaKTeprn, OSIIKH TBaIEITyTICKOTO
koMIutekca pesucteHTHOoCcTH (guadeloupe resistance complex, GRC) (Dhelly et al., 2015),
JICKTHHBI HECKOJIBKUX TPYII (CM. HIKE).

Hecmotpst Ha pazHooOpasue peuentopoB, Hanbosiee u3yyeHHbIMHU siBisitorest TLR. Do
camas apesHss rpymma PRR, obmamaromias Hanbonee MUPOKAM CIIEKTPOM PAaCIO3HABAHUS
gyxepoanoro. C MomeHTa oTKpbITUst Y Drosophila melanogaster (Anderson et al., 1985)
OHM OOHapy>KEeHBI y OOJBIINHCTBA O3BOHOYHBIX M OSCIIO3BOHOYHBIX KMBOTHBIX. MoJeky-
asipHast ctpykrypa TLR W curHanbHbBIe IyTH, 00€CHEeYHBAIONINE aKTHBAIMIO KJICTKH TIPH
B3aumoeiicteuu narorena ¢ TLR, ouens koHcepBaruHbl (Takeda, Akira, 2015; Pila et al.,
2016b; Adema et al., 2017; Wallet et al., 2018). Ognako pasusie rpymmsl TLR «cnennamm-
3UpyroTCs» Ha pacrio3HaBaHuu pasHeix PAMP u DAMP (Takeda et al., 2003).

Y Biomphalaria glabrata BeisiBneHo 56 reHOB, Kogupyommx TLR aByX pasHBIX THIIOB
(V-TLR u P-TLR) (Adema et al., 2017). CpaBHUTEIBHBIA aHATIU3 TPAHCKPUIITOMOB IeMO-
LIMTOB ITOKa3aJsl 6ojIee BHICOKUIN yPOBEHb KOHCTUTYTHBHOM 3kcmpeccuu reHa TLR (BgTLR)
MOJUTIOCKOB B. glabrata, pe3uCTEHTHBIX K 3apakeHuto Schistosoma mansoni (munust BS-90),
1o cpaBHEHUIO ¢ yyBcTBUTEIbHBIME (JHUs M) (Pila et al., 2016b). 3apaxenue S. mansoni
MIPUBOIHT K 27-KPaTHOMY POCTY SKCIIPECCHH T'eHA B TEMOLMTAX MOJUIIOCKOB PE3UCTEHTHOM
JIMHUY, B TO BpeMs KaK B FeMOLUTAaX MOJUIIOCKOB YYBCTBHUTEIILHOM JMHUM HKCIIPECCHs HE
mMensiercs. [Ipu 3Tom HOkmayH rera ¢ momomisio Kommiementapraoir PHK (siRNA) mpuso-
JIUT K 3HaYNTEIbHOMY (Ha 43 %) MOBBIIICHUIO YYBCTBUTEIBLHOCTH K 3apasKeHUIO S. mansoni
(Pila et al., 2016b) u cHmxenuro darountapHoit akruBHoctu remouuros (Pila et al., 2017).

Takum 0Opazom, HaJM4Ke oNpeesieHHoro Habopa reHoB TLR paccmarpuBaercs B kade-
CTBE OJTHOTO M3 BO3MOKHBIX MEXaHH3MOB, ONPECISIONINX CIIEU(UUECKYI0 COBMECTUMOCTh
B cucTeMe «Tpemarombl-moiutiock» (Pila et al., 2016b).

Crrey oM 3a pacro3HaBaHUEM STalloM UMMYHHOW peaKkLuH SBISECTCS aAre3us reMo-
HUTOB Ha MIOBEPXHOCTHU UY)KEPOIAHOTO 00bekTa. OHa SIBISETCS HEOOXOIMMBIM YCIOBHEM JUIS
peanu3anuu (HarounuTos3a U Ipyrux GopM KIETOYHOIO OTBETa MOJLTIOCKOB. CpaBHUTEIBHBIH
aHaJIM3 TPAHCKPHUIITOMOB MOIUTIOCKOB Biomphalaria glabrata pe3uCTEHTHBIX U 4yBCTBH-
TENBHBIX K 3apakeHuto Echinostoma caproni TUHUN MOKa3al HaJM4YMe HECKOJIBKUX TPYIII
MOJICKYJ aJIre€3UH: IePMATOIOHTHHBI (IBYX TUIIOB), MaTPHJIMHBI, HHTCIPHHBI U KaJr€PUHBI
(Bouchut et al., 20006).

JlepMaTONOHTHHEI SBJIAIOTCS. CEKPETOPHBIMU OSIIKaMH, BBIBIICHHBIMH Y GeCIIO3BOHOYHBIX
pasHbIX rpymmn. Mx ywactue B mporeccax aJare3uu J0Ka3aHo Ul TyOOK, YJICHHCTOHOTHX
u mosutrockoB (Bouchut et al., 2006; Sarashina et al., 2006; Coustau et al., 2015). YpoBeHb
9KCHPECCHU TCHOB JIEPMATOIIOHTHHOB Yy MOJUTIOCKOB PE3UCTCHTHBIX JINHUH TTOBBILIACTCS PH
TpemaToHo! MHBa3uu. [Ip1 3TOM MakCHMaJIbHBIN yPOBEHb IKCIIPECCUU HAOIIOAASTCSI MEKITY
48 u 72 gacamMu TOCIIe 3apaykeHHs, YTO COBMANACT C TUHAMUKON MHKATICYIAINN CIIOPOIHCT
remoruramu (Mitta et al., 2005). Y MOJUTIOCKOB, 4yBCTBUTEIBHBIX JTMHUH HAOIIOAETCS T10-
CTEIIEHHOE CHI)KEHHUE SKCIIPECCUH ACPMATOIIOHTHHA IIPH 3apaxkeHuu Echinostoma paraensei
(Hanington et al., 2010a).

MarpuiarHbl IeMOHCTPUPYIOT CXOXKYIO JTUHAMHUKY SKCIPECCHH y PE3UCTCHTHBIX MOJI-
JFOCKOB, OJTHAKO Y YYBCTBHTEJBHBIX HHTAKTHBIX MOJUIFOCKOB MX OKCIPECCHs BBIIIE, YeM
y PE3HMCTEHTHBIX (IpH 3apaxkeHUH E. caproni). ITO MOCIYXWIO OCHOBaHHEM JUIs TIPE.IIO-
JIOKEHUs, YTO 4yBCTBHUTEIBHBIC MOJUIIOCKH MMEIOT 0OJiee MOIIHYIO CHCTEMY KOaryJsuuu
reMoJIMMQBbl, KOTOpasi MOJKET NPENITCTBOBAaTh MUTpalun remoruros (Bouchut et al., 2006).
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Jpyras rpymnmna TpaHcMeMOpaHHBIX OEJIKOB, BOBJIICUCHHBIX B MEXKKIICTOYHbIC B3AUMOJICH-
CTBUsI U (POPMUPOBAHUE BHEKIJIECTOUHOTO MAaTPUKCA — KarePHHBI — TAKXKE CHUIIbHEE IKCIIPEC-
CHUPYECTCA Y YYBCTBHUTCIIbHBIX MOJIJIFOCKOB, 3apaKCHHBIX E. caproni, YeM y PE3UCTCHTHBLIX.
[Ipu 3TOM MOKa3aHO CHMXKEHHE MX IKCIPECCUH Y MOJUIFOCKOB Biomphalaria glabrata, no-
BTOPHO 3apaykeHHbIX Schistosoma mansoni (Pinaud et al., 2019).

PaznuyHast CIoCOOHOCTh HUPKYIUPYIONIMX KISTOK K are3un 1 (Hharorutody MOKeT ObITh
o0ycioBiieHa pa3HbBIM HaOOPOM MOJIEKYI aAre3uH y pasHbIX THIOB remounToB (Hermann
et al., 2008). DTa 0COOEHHOCTH CKa3bIBACTCS HA YYACTHU TOCIEIHUX B KICTOYHBIX 3aIIUT-
HBIX PEaKIHsX.

Ha HauanpHbBIX 3Tanax MHBa3HM y MOJIIIOCKOB Pa3BHBAaeTCsl HecnennpriecKkas nepBuy-
Hasi KJIeTouHasi peaknusi. OHa OCYIIECTBISIETCS 38 CUET FEMOLIUTOB, YCTPEMIISIOIUXCS U3
Ornm3IexamMX TKaHeH ¥ UPKYJSIIUK B O4ar BOCIIAJICHHS, Tl OHH CIIOCOOHBI K JalbHEeHIeH
arperanyy, ariloTHHALMY, UHKANCYISUUK U (arounTo3y npoHUkKiux rnaroreHoB (Cheng,
Jourdan, 1987; Arae, IToneBmuxkoB, 2004; TokmakoBa, 2018).

HecnenuduanocTs 3TOH peakiuy BhIpaKeHa B CXOJHOM IPOTEKaHWM B OTBET Ha BHE-
JIPeHHE Ty)epoaHoro (hakTopa Jr000H MPUPOHI (AIT0- U KCEHOTPAHCIUIAHTATHI, TApa3UThI)
(Jourdan, Cheng, 1987; Ataev, Coustau, 1999; IIpoxoposa u ap., 2015). Bo Bcex ciyuasx
BOKpYT IMAToreHa 00pa3yeTcsi CKOIUICHUE PACIUIACTHIBAIOIIUXCS T€MOIIUTOB, MBbITAIOIIMXCS
H30JTUPOBATH €T0 OT OKPYKAIOIINX TKaHEeH. Pesynbratom 3¢ eKTHBHON EPBUYHON peakInu
MOKET CTaTh: 'M0elib MaroreHa; ero JOJIrOBpeMEHHasl M30JISIIKsl BHYTPH T'€MOLUTapHON
KarcyJsbl; B CiIydae JIOKaJIM3alliH I1aToreHa BOIM3M MOKPOBOB MOJUIIOCKA BO3MOXKHO €TI0
«BBIJIABIIMBAHUE» BO BHEIIHIOIO CPelly M KyIHPOBaHUE TKAHEBBIX MOCIIEICTBUI IPOHUKHO-
Benusi (Lie, Heyneman, 1976a). Bce nepeuncieHHble MEXaHU3MbI IEPBUYHON KJIETOYHOU
peaKknyy MOTYT Pea30BaThCsl IPH TPEMATOTHOIN MHBA3WH IyJIbMOHAT. B 3aBucHMOCcTH OT
BHUa (J'II/IHI/II/I) MOJIJIFOCKA U BHUJia TPEMATO/I, a TAKXKC HUX JIOKAJIU3allhuU B XO3IMHE IICPBUYIHAA
peaknus BEIpakeHa MO-pa3sHOMY. Bo MHOTHX CiTydasx OHAa HPUBOAUT HE TOIBKO K U3OIIALUH
rapasuTa, HO M K €ro THoOeH.

OpnHako B OOJBIIMHCTBE CIIy4aeB, HE3aBUCHMO OT MOCJIEACTBUI NMEPBUYHON PEaKLUH,
HaOJIOMaeTCsl aKTUBAIUS TEMOII033a JIETOUHBIX MOJUTFOCKOB (CM. HIDKE), 00eCTIedrBaromiast
3aIyCK BTOPMYHOIi KJ1eTO4HOi peakiun. Heo6xoanmMocTs B Hell 00ycIoBIeHa HEAOCTATKOM
UMEIOILIUXCS B LUPKYJSIMMA reMOLUTOB. B ciyuae 3)(heKTHBHOCTH MEPBUYHON peakiuu
3amadeil BHOBb 00Pa30BaHHBIX KJIETOK SBISCTCS y4acTHE B JIMKBHIAIMH €€ TOCICACTBHA,
100 3aBeplICHHE WHKAICYJISIUK Mapa3uTa B palioHEe ero HavyajlbHOW JIOKaM3aluHl B XO-
3strHe (pHc. 3).

Bonee cioxHO OHa MPOTEKaeT NMpPU MUTPALMM MaTEPUHCKOHM CIIOPOLMCTHI MOCIE 3a-
BeplieHus ero Meramopdo3a. Eciu mepBuyHas KIeTOYHAs 3alllUTHAs Peakiusi oKas3aaach
HeNoCTaTo9HO 3(P(PEKTUBHON IS U3OJSIMHA U THOCITH CIIOPOIMCTHI, TIOCICTHSS TOKUAACT
paiioH HavaJbHOMW JIOKAJIM3AMK M NepeMeIIaeTcs B Ipyrie OpraHbl. 3/1eCh BO3MOXKHO He-
CKOJIBKO OCHOBHBIX BaPHAHTOB ITOBE/ICHIS TEMOITUTOB, MYJIBTHIUIMKAIINS KOTOPBIX BBI3BaHA
TPEeMaTOHOH MHBa3HE.

[epBebIii, 1 HauboIEe €CTECTBEHHBIH ISl TOHUMAHUS KJIETOYHBIX UMMYHHBIX PEaKLUi
BapUaHT — OTMEUEHHOE BBIIIE MPOAOJIKEHHE NEPBUYHON peakunu B (GopMe MHKANCYJIS-
nuM Jnb0 GOpMHUPOBAHME KaICyJbl BOKPYT HapTeHUT, OKOHYATEIHHO MOCEIMBIINXCS BO
BHYTPEHHUX OpPraHax MOJUTIOCKA-X03AnHA. MHOTOYHCICHHBIE TEMOLIUTHI 00pa3yioT BOKPYT
rapasuTa MOUIHYIO Kamncyiy. [Ipn 3ToM Mexay BHYTpEHHEH MOBEPXHOCTBHIO MOCIEAHEH M
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Pucynok 3. Cxema MHKAINCy/IAIMN MApTEHUT TeMOIMTaMHU MoJutiocka. [Ipu nmpoHHKHOBEHNT
MaToreHa BHa4aje MPOUCXOST MUTPAIMs TEMOLMTOB U3 OJM3JIeKAIINX TKAHEH ¥ IUPKYISIHN.
B nanpHeiimeM KOJIMYECTBO TEMOIMTOB BO3PACTAaET 3a CUeT pabOTHI TeMOIIOITHIECKUX OPTaHOB,
1 matoreH uHKancynaupyetcs. [locne rubenn mapasnTa mpouCXOaUT pa3dopKa Karcyibl.

Figure 3. A scheme of encapsulation of parthenitac by molluscan hemocytes. When a pathogen
enters, hemocytes first migrate from the nearby tissues and circulation. Then their number increases
due to the work of hematopoietic organs, and the pathogen is encapsulated. After the death of the
parasite, the capsule is disassembled.

TEJIOM TIapa3nuTa COXPAHACTCS y3KHH MPOCBET. BO3MOXHO, IMEHHO 3/1€Ch HAKAIUTHMBAIOTCS
LIUTOTOKCHYECKHE BEILECTBA, BbIICIIEMbIE KIETKAMH I'eMOIUM(bI, KOTOPble ¥ HHULUHPY-
I0T HadaJlo Tpolecca pas3pylleHus 4y)KepolIHbix o0bekToB. [Ipeamnonaraercs, 4ro aTUMU
BEIIECTBAMH MOTYT OBbITh aKTHBHBIC ()OPMBI KHCIOPOJa U OKCHJ| a30Ta, BhIpabaThiBacMble
remorramu (Connors, Yoshino, 1990; Connors et al., 1991; Adema et al., 2001; ATtaeB u
Ip., 20056). BHyTpH Takoif Karcyirsl IPOUCXOIUT THOENb TTapa3nTa, a 3aTeM (aroIuTo3 MepT-
BBIX KJIETOK CIOPOITUCTHI M BHYTPEHHHX CJI0EB Karcynbl (cM. Artae, [Tonesmrukos, 2004).

ITocne nukBUIAnMU Oo4ara BOCIHAJIEHUs] HAOMOOaeTcsl pa300pka BHEIIHUX CIIOEB Karcy-
Jsibl. ITpu 3TOM cTpOoeHME FEeMONOITUYECKUX CTPYKTYP U KOJIMYECTBEHHBIE XaPAKTEPUCTUKU
KJIETOYHOT'O COCTaBa reMoIMM(bI BO3BPAILIAIOTCS B UCXOAHOE COCTOSIHUE. AHAJIOTUYHBIE TIPO-
SIBJICHUSI KJIETOYHOTO UMMYHHUTETa B (JOPMHUPOBAHNH KaIICyJl BOKPYT YyXKEPOJHbIX (paKTOpoB
OIMCAaHbI KaK JUIs OSCIIO3BOHOYHBIX, TAK M Ul MO3BOHOYHBIX JKMBOTHBIX (['amakTnoHoB,
2005). bonee Toro, onncaHHAs ABYXATAITHOCTH KJICTOYHOM 3alIUTHOW pEaKIHH ITyTbMOHAT
aHaJIOTMYHA BOCTIAJIUTENILHON Peakini MIIEKOIIMTAIOIINX, Y KOTOPBIX ITaTOreH BHAYaje TaK-
K€ BBI3BIBACT BOCIIAIIMTEIBHBIN MPOIIECC, a TIO3/IHEE B PEAKIMIO BOBJICKAIOTCS (DOPMEHHBIE
9JIEMEHTHI, 00pa30BaHHBIC B PE3yJIbTaTe aKTUBALUK T€MOIIOATHYECKUX CTPYKTYP.

Kak yxe ynmomMHHaIoCh, TeMOLUTHI MOJUIIOCKOB, YyBCTBUTEIBHBIX U PE3UCTEHTHBIX
K TpEMaToJHON WHBa3WM JWHUHA B. glabrata, otnnvaiorcs 1Mo crocoOHOCTH K y4acTHIO
B MHKATICYJISIIMY IPOHHUKAIOIETO BO BHYTpEHHIOIO cpeny mapasuta (Lie, Heyneman, 1976).
WHKancymsinust nopa3yMeBaeT TECHbIM KOHTAKT FeMOLIUTOB MEKTy COOOH U C IIOBEPXHOCTHIO
napasuta. Takoe B3aMMOJICHCTBHUE MpE/IoNaraeT y4yacTie B MMMYHHOM OTBETE MOJICKYII
anre3uu. [Ipy sTOM pasnuuusi MEXIy YIUTKaMH YyBCTBHTEJILHON M PE3UCTEHTHOW JIMHUMA
MOTYT OBITH CBSI3aHBI C Pa3HbIM PENEepPTyapoM MOJIEKYJ a/re3Hu.

BTopoii THII peakIiuii 3aKJIF0YacTCsl B 00pa30BaHUU armIIOTHHAIMIA. B crieruduaHbx
Mapa3uTO-XO3SIMHHBIX CUCTEMAaX MHKAMCYISIUN TPEMATO/] B pe3yJbTaTe BTOPUYHON PEaKIIUN
HE TPOMUCXO/IUT, HECMOTPS HA BHIPAKEHHYIO aKTUBAIMIO T€MOII033a U MOBBIIICHUE a/IF€3UOH-
HOW CITOCOOHOCTH BHOBB (DOPMHPYEMBIX TeMOIUTOB. [locienHre 00HapyKUBAIOT TAPTCHUT
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1 MOTYT 00pa30BBIBaTh KPYIHBIEC arrIIOTHHAINYU B paiiOHE MX JOKAJIN3aINU, HHOTA JJaXKe
Ha MOBEPXHOCTH criopouucT. OQHAKO MHKAINCY/ISIIUN HE TIPOUCXONT, U Mapa3uThl MPOAO0II-
JKAIOT HOPMAJIBHO Pa3BHBATHCS, HECMOTPSI HA TAKOE COCEICTBO. B nanmbHeimem mono0HbIe
arnIIOTUHALIMY Pa3OUPAIOTCs, ¥ BHEIIHUX MPOSBICHUN KJIETOUHBIX PEAKIMi Ha TPEMATOIHYIO
WMHBA3MIO HE HAOIIOAETCs, XOTS B reMOJIMM (e 3apakeHHOTO MOJITIOCKA OTMEYAETCS TTOBbI-
IIEHHOE KOJIMYECTBO TEMOLUTOB MO CPABHEHHIO C MHTAKTHBIMH KWBOTHBIMH.

Tpertuii T — 00pa3oBaHKe reMOMMTAPHON MAHTUH BOKPYT IIApa3nuTa B PE3yJIbTaTe U3-
BPAIICHUs 3aIIUTHON KIICTOYHOM PEaKIINK XO31MHA Ha IaPa3uTHPOBAHKE MMAPTEHUT TPEMATO/I.
[MocnenHue 0Ka3bIBAIOTCS M30JIMPOBAHHBIMU OT OKPY)KAIOIIMX TKAHEH XO3sIMHA, OTHAKO HE
MOJIBEPraroTCsl BO3JCUCTBUSAM UMMYHHON CHCTEMBI, a CKOpee. Ha000POT, HAXOMSATCS MO/ ee
3ammToi. V3HauamsHO Takoe oOpa3oBaHue OBIIO OMICaHO y criopouurcT oTpsina Plagiorchiata
(Schell, 1965; Hobposonbckuii, Paiixens, 1973). OnHako B HacTosIee BpeMs MpeiaraeT-
Csl paclIMPHUTh IPUMEHEHHE TEPMHHA «MAHTHs» Ha BCE CIYYad T€MOLMTAPHON H30JISIHU
TPEeMaro, Mpyu KOTOPOil Mapa3ut He TOJBKO HE MOTHOAeT, HO U CIOCOOCH 3aBEPIIUTh CBOEC
pasButue. OcTanbHbIE OTIMYHUS XapAKTEPU3YIOT YACTHBIC CIydad aJanTalliii TpemMaro]
K Mapa3suTH3My M HE MEHSIOT OOleil KapTHHBI B3aMMOOTHOIIEHUH, CKIIAIbIBAIOIINXCS
y HUX C MOJUTIOCKOM-XO3IMHOM. MaHTuUsi O0BIYHO TIOKPBIBAET BCE TENO mnapasuta. [Ipu sTom
y HETO COXpaHsIeTCS BO3MOXKHOCTH HCIIONB30BaTh PeCypchl Xo3snHa. OIHAKO OHAa MOXKET
W TIPEPHIBATHCS B ONPENCICHHBIX yJYacTKaX. Takoi mpuMep IEMOHCTPUPYIOT CIIOPOLUACTHI
pona Leucochloridium, BOKPYT 3peIIbIX OTPOCTKOB KOTOPBIX 00pa3yeTcst CIUTONIHASL MAHTHS,
HO B paliOHE [ICHTPATIBHON YacTH CTOJIOHA (TIPEATIONIOKHUTEIIFHO BHITOIHSIONICH PETIPOIYKTHB-
HYIO U TpopuuecKyro (D)YHKIIMH) OHA MPEICTABICHA KPYITHOSYCHCTON CEThIO U3 TEMOIUTOB
(Ataev et al., 2013; Tokmakosa, 2018).

Coveranne NMEpBUYHON M BTOPHYHON KJICTOUHBIX 3aMIMTHBIX PEAKIUH XOPOIIO HILIIO-
CTPHUpPYETCs ANHAMHUKON HIMMYHHOTO OTBeTa OnoMQasipuil Ha 3apakeHNe TPEMaToAaMH POz
Echinostoma. Mupauunuu E. caproni mociie IpOHUKHOBEHHUSI B MOJITIOCKa Biomphalaria
glabrata B TeueHne HECKOIBKIX YaCOB OCTAIOTCS BOJIM3H OT MECTa NMEHETPAIH. DTO BpeMs
(eproz 1Mokost) HEOOXOIMMO MM JUIsl MeTaMop(o3a B MaTepPHUHCKYIO CHOPOLHUCTY. TONbKO
MI0CJIE €r0 3aBEPILCHMS CIOPOLMCTHI MUTPUPYIOT K CEp/Ily XO35IMHA, TIe IPOUCXOIUT HX
nanpHeiee pazsutne (Ataev et al., 1997).

B ynuTKax pe3rcTeHTHO JIMHUK TTapTEeHUTHI MOTYT OBITh MHKAIICYJIMPOBaHbI YK€ B HaYaje
3apakeHust (B pe3yJbrare NEpBUYHON KIICTOYHOM peakinuu) — 10 Hadana Murpanun (Ataev,
Coustau, 1999). Tem He MeHee, OOJIBIIMHCTBO CIOPOLKCT MOKHIAIOT PailOH HayaJlbHOU
JIOKaJIHM3allui ¥ yCTPEMIISIOTCS K cepAiy. VIMEeHHO 3/1ech M MPOMCXOAUT UX MHKAINCYNIALInsI
CHJIaMU BTOPUYHOM I'€MOLUTAPHON peaKiiu, BEPOSTHO, C Y4aCTHEM KJIIETOK, COPMHUPOBaB-
HIMXCA TOCIE aKTUBALMU T'€MOIIOATHYECKUX CTPYKTYP.

BHelHe noxoxue pesysbTarhl ObUIM TOJNYYEeHBI TIPH W3YYEeHUH 3apaxkeHust B. glabrata
muparunusamu Echinostoma lindoense (Lie, Heyneman, 1975). [1pu uxBa3uu juiib HeOOJb-
IO} MPOLIEHT MOJUTIOCKOB MPOSBUI PE3UCTEHTHOCTh. B OCTaNbHBIX yNMHTKaX CHOPOIUCTHI
MUTPHPOBAIIA B CEPJLE, HO 3aTEM HHKAINCYIMPOBAINCh U pa3pyllalnch B TedeHue 2—5
nHei. bonee Toro, mpyu MOBTOPHON MHBAa3MM AIMMUHALUS MAPTEHUT MPOUCXOAMIIA HAMHO-
ro OeicTpee. OHM Aa)xe HE yCIEBalIHM JOCTHTHYTH CEpAllAa W MOABEPraiCh MHKAICYIIALUN
B MECTE MEHETPAH. ABTOPHI IIPHUIILUTH K BBIBOJY, YTO MOBBIIIEHHE YCTOWYNBOCTH CBA3aHO
C YBEJIMYEHHEM KOJIMYECTBA FEMOIIUTOB, 00pa3yeMbIX B PE3yJIbTaTe aKTUBALUH T€MOIIO3TH-
YECKHX OPraHOB MOJITIOCKOB-X035¢B. OHM ONHMCAIN 3TO SIBICHNE KAK IIPUMEDP JIMIHHOUHOTO

380



aHTaroHm3Ma (CM. BbIIIE). BeposTHO, MAaTEePHHCKHE CHOPOLUCTHI CIIOCOOHBI MPEOI0IETh
TIEPBUYHYIO KJIIETOUHYIO PEaKINIO, HO Yepe3 HECKOIBKO THEH ITOCIIE 3aBEPIICHUS] MUTPALIIH
MHKAICYINPYIOTCS B PE3YIbTaTe PA3BUTHS BTOPUUHOM peakimu. [Ipy moBTOpHOM 3apaskeHUH
TIAPTEHUTHI YK€ B Hauasle Pa3BUTHS (TIEPUOJ TTOKOS) CTAIKUBAIOTCS C 3AIUTHON peakuuen
MIPEABAPUTEIEHO MMMYHU3UPOBAHHOTO MOJIIocKa. [lo31Hee cxomHble TaHHBIE OBUIM I10-
JTy4eHBI I OMoMQansapuii, 3apaKeHHBIX TpeMaromamu E. caproni (Ataev, Coustau, 1999).

Takum 06pa3oM, B Ipoliecce HBOIIONNH KIETOYHOTO MIMMYHHTETa MOJITIOCKOB 3aIIUTHBIN
Gapbep, IPEICTaBICHHBIM Ha HAYaJIbHOM dTane (paronuTo3oM OakTepuii M MPOYHMX KOPITY-
CKYJISIPHBIX MAaTOT€HOB IUPKYJIUPYIOIIUMH KJIETKaMH, JTOTOJIHUIICS CIOKHBIM KOMITIIEKCOM
MIOCJIEIOBATENIFHBIX KJIETOUHBIX PEAKIUH, HAIPABICHHBIX HA W3OJSIIMIO M YHHUYTOKCHHE
qy’>KEpPOAHOT0. JTO MPHUOOPETEHUE B MOJIHONW MEpe peau3yeTcsi U B OTHOIICHUHU MapTEHUT
Tpemaroa. BeposTHO, daronurapHas akTHBHOCTb KaK CaMOJIOCTATOYHAsi KJIETOYHAsl peax-
LUl peanusyercs TOIbKO B OTHOIIEHMM MUKpomnaroreHoB. OJHAKO B ciaydae TPeMaTOJHOMH
MHBa3MHU (HarouTo3 MOKET CONPOBOXKIATH KKIBIA Tall peayn3anny 3allUTHOW peakin,
HO OCOOCHHO €ro IpOSIBICHHE 3aMETHO Ha 3aKJIIOYUTENBHBIX dTanax — MpH JUKBUAALUH
TKaHeW Iapa3uTa ¥ KIETOYHOro Jedpuca, IPeICTaBICHHOIO, B TOM YUCIE, OCTaTKaMU Ie-
MOLIUTAPHBIX KarCyil.

I'emomnon3

HecMoTpst Ha MHTEHCHBHBIE UCCIIEI0BaHUSI MOP(MOIOTHY U (PYHKIIHOHAILHOW aKTUBHOCTH
FeMOIIUTOB, JI0 CHX TOp OTCYTCTBYeT OOLICIIPUHSATAS THUIOTE3a O MPUPOJC M MEXaHH3Me
reMoro033a JICrOYHbIX MOJUTIOCKOB. MHOTHE aBTOPbHI MPHU3HAIOT HAIUYKE €HHOTO LEHTPa
reMorios3a — amedonuTo-npoayiupytoriero oprana (AI1O), KOTOpbIil PacHoNOKEeH MEXKITY
MepUKapIUaIbHBIM U MaHTUHHBIM srutenusmu (Pan, 1958; Lie et al., 1975; Jeong et al.,
1983; Joky et al., 1983; Sullivan, 1988; Araes, [Ipoxoposa, 2013). B To e Bpems npyrue
HCCIIeI0BATeNN HACTAUBAIOT Ha TIOJIMIIEHTPHUYHOCTH TIPOMCXOXK/ICHUS TEMOLIUTOB, JIOITyCKasl,
YTO OHM MOTYT 0Opa30BBIBAThCS M3 KIETOK COCAMHUTEIBHOM TKaHU MOJUIIOCKOB (Souza,
Andrade, 2006). CymiecTByeT u TPEeThs THUIIOTE3a, JOIMYyCKArOIIas Mpoiu(epanuo IupKy-
JIMPYIOIINX KJIETOK reMoiarMesbl ymutok (Sminia et al., 1983; Monteil, Matricon-Gondran,
1991; Portet et al., 2019).

Haubonee neranshno AIIO usyyen anst Biomphalaria glabrata, y KOTOPBIX OH pacrojiara-
eTcsl MEeXK/1y NEepe/IHell CTeHKOM Tepukapaa u ManTuitHbM snuresimeM (Lie et al.,1975; Pan,
1965; Jeong et al., 1983; Joky, Matricon-Condran, 1985; Sullivan, 1988; Araes, [Ipoxoposa,
2013 1 Ap.) ¥ COCTOUT U3 HEOOMBIINX CKOTUIEHUH KJIETOK — «y3€IKOB» (puc. 4). JIns KIeToxk,
BXOJSIIMX B UX COCTaB, XapaKTepHbI YUIMHEHHAs: popMma, 6a3oduibHas UTOIIa3Ma U siIpa
oBasbHOHU (opmbl. Kpome Toro, Ha 6a3aibHON MeMOpaHe MepruKapIuaibHOTO AUTEIHS He-
KOTOPBIE aBTOPbI OTMEUAIOT HAIMYKE HEOONBIINX MUTOTHYECKH aKTHBHBIX KJIETOK, KOTOPbIE,
COITIACHO TMCTOXMMUYECKUM U YIBTPACTPYKTYPHBIM HCCIICIOBAHUSIM, SIBISIOTCS IMPEILie-
ctBenHnkamu remorutoB (Lie et al., 1975; Jeong et al., 1983; Sullivan, 1988; T'opsimmuna,
UYara, 1990; TokmakoBa, 2018).

Opran, romonormgabiii AIIO 1 OTBETCTBEHHBIN 32 0Opa3oBaHUe aMeOOIHUTOB, OBLT 00-
HapyXeH U y psAfa APYyTUX NylnbMoHAT: Lymnaea truncatula n L. palustris (Rondelaud,
Barthe, 1981), L. stagnalis, (Sminia, 1974), Biomphalaria tenagophila (Oliveira et al., 2010),
B. obstructa, Helisoma trivolvis, Physa virgata (Sullivan, 1988), Planorbarius corneus
(Ottaviani, 20006); Bulinus africanus, B. truncatus n B. tropicus (Kinoti, 1971), Succinea
putris (Toxmaxosa, 2018).
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Pucynok 4. Jlokanuzanus aMe00IUTO-IIPOAYIMPYIOIIETro oprana Biomphalaria glabrata.
AIIO — ameOOIUTO-NPOAYUPYIOIINI OpraH, en — TenaTonaHKpeac, H# — JKEIyIoK, K — KHIIIKa,
KM — KOIyMeJUISIpHAsI MBIIIIIA, M/ — MAaHTHHHAS MOJIOCTb, /1 — TIOYKA, 11 — IIepUKapIuatbHast
nosnocts, ¢ — cepaue. (ITo: Joky, 1982 ¢ usmenenusmu).

Figure 4. Localization of amoebocyte-producing organ of Biomphalaria glabrata.
AIIO — amoebocyte-producing organ, en — hepatopancreas, orc — stomach, x — intestine,
xm — columellar muscle, mn — mantle cavity, n — kidney, nn — pericardial cavity, ¢ — heart.

IIpu 3apakeHHH MOJUTIOCKOB MUpanuusiMu Tpemaron B AT1IO npoucxonst cTpyKTypHbIe
U3MCHCHHUS: B «y3€JKax» OOHAPY>KUBAIOTCS MHOTOYMCIICHHBIC MHTO3BI, B PE3yJIBTATE YErO
YBEJIMUYMBACTCS 00IIee KOJIMYCCTBO KIETOK, BXomsmux B coctaB AIlO. B nanpreiimem
Y3€JIKU CIIMBAIOTCS, 00pa3yst eANHBIN KIIETOYHbINH TsDK (runeptpodus u runepruiazus AI1O)
(Lie et al., 1976; Jeong et al., 1983; Joky, 1985; Araes, [Tonesmukos, 2004; Araes, [Ipo-
xopoBa, 2013; Toxmaxosa, 2018). B nanpueiinmem nporemountsl auddepeHupyores
B reMonuThl ¥ nmokuaaT AITO, npoHKKas B CHHYCBI KPOBEHOCHOM cUcTeMbl. OOBIYHO MaK-
cumainbHas aktuBanus AITO u 00pa3oBaHHE KJICTOYHOTO TSKa OTMEUACTCS HA TPEThU CYTKH
rnocje 3apakeHus. ITO, B CBOIO OUYEPE/lb, BHI3HIBAET MOBBIIICHUE KOIUYECTBA T€MOILMTOB
B remonuMde. B manpHeWmeM akTUBHOCTh OpraHa CHIDKACTCS M IPUMEPHO Ha CEIbMOM
nerb ATIO Bo3Bpamaercsi K 0OBIYHOMY COCTOSHUIO.

OJHAaKO HE TOJILKO TPEMAaTO/IbI BBI3BIBAOT AKTUBHU3ALUIO TEMOIIO3THYECKHX OPraHOB MOJI-
JFOCKOB. VIMMYHU3aLMs pa3IMYHBIMH YY>KEPOIHBIMHU BELIECTBAMH, BKIIIOYAsH SKCKPETOPHO-
CEKPETOPHBIE MPOIYKTHI TPEMAaTOl, TPaHCIUIaHTaThl, unononucaxapunsl (JIIIC) E. coli
i QyKOUIaH, Takke CTEMYIHpYeT nponudepamnuto kiretok B AITIO (Noda, 1992; Sullivan
et al., 2004; Salamat, Sullivan, 2009; Sullivan et al., 2011, 2014; Zhang et al., 2016).
B TO e BpeMs Takue BEIIeCTBa, KaK H30TOHHMYECKUIl COJIEBOM pacTBOP, CyCHECH3Hs KHBBIX
IPaMIOJIOKUTEIIBHBIX WIH IPAaMOTPULIATEIBHBIX OaKTepHil, HEKOTOPBIC JIGKTHHBI, 3UMO3aH,
OBIYMil CBIBOPOTOYHBIN aNbOYMHH, HE OKa3bIBarOT 3ameTHoro BimsHUA Ha AIIO (Sullivan
et al., 2004).

Janst nokasarenscTBa remMornodTuaeckoil poimn AIIO GbuTH TPOBEICHBI HCCIIEI0BAHMS 110
TPAHCIUIAHTALMK 3TOT0 oprana. Tak, ocie nepecagku reTepoTONUYeCKUX aJuIOTPaHCILIaH-
TaTOB TIEPENHEH CTEHKH TepHKapaa y MOJUTIOCKOB Biomphalaria glabrata 6p1mo moka3aHo
HaJIMYHe KPOBETBOPHOU JESTENLHOCTH IepecakeHHbIX yyacTkoB AITO. B pesynbrare ru-
CTOJIOTHYECKOTO HCCIICOBaHHUs OBUIO YCTAHOBJICHO, YTO BCE TPAHCIUIAHTATHI OKa3aJHCh
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JKU3HECTIOCOOHBIMH, W TIPH3HAKOB MX OTTOpKeHHA He Habmromanochk (Sullivan, 1990; Sul-
livan et al., 1998). Ilpu Tpancmantanmuu AITIO oT MOJITIOCKOB, PE3UCTEHTHBIX T10 OTHOIIIC-
HUIO K Schistosoma mansoni, MOJITIOCKaM YyBCTBUTEIBHOMN JTUHHIH, TIOCICTHIM MEPEAACTCS
YCTOHYMBOCTH K TPEMATOAHOW MHBA3HMH, YTO COMPOBOXK/IAETCS MOBBIIIEHUEM CIIOCOOHOCTH
K MHKancyJsiiuu crioponuct napasuta (Sullivan, Spence, 1999; Vasquez, Sullivan, 2001;
Barbosa et al., 2006). Ograko proOpeTeHHAs Pe3UCTCHTHOCTh MOKET OBITH 00yCIIOBICHA
Pa3IMYHBIMH PACTBOPUMBIMH (DaKTOpaMH, IEPEHECEHHBIMH TPAHCIUIAHTHPOBAHHBIMH KJIET-
KaMH, WM ITyTeM CEKPEIIMU MOJIEKYJI, KOTOPBIE, B CBOIO 0YEPEb, CTUMYIIUPYIOT PELUITHEHTA
K IIPOAYILHPOBAHUIO COOCTBEHHBIX (PAKTOPOB YCTOHYMBOCTH. JlaHHBIE MOJEKYIBl MOXKET
CHHTE3MPOBaTh KaK caM TPaHCIUIAHTAaT, Tak ¥ remMouutsl (Vasquez, Sullivan, 2001).

Ha cerogusimauii 1€Hb OCTAIOTCS HEPEIICHHBIMH BOMPOCHI O MPUPOJAEC M MCTOYHHKE
(axropos, BeI3bIBaroIMX akTuBanuio Al1O, nponudepanuio npeanecTBEHHUKOB TEMOIMTOB
1 3aIyCK 3alIMTHBIX PEAKIHNH MOJUIIOCKOB IIOCIIE NMPOHWKHOBEHHUS MaroreHa. Bo3moxHO,
9HJIOTEHHBIE (DAKTOPBI, MHIYLIUPYONINE KICTOYHYIO Ipoiudepanuio u 1uddepeHnnpoB-
KY, BBIPa0aTHIBAIOTCS LUPKYINPYIOIIMMHI TeMOIIUTaMU U (WIK) KiIeTkaMu B coctase AITO
(Sullivan et al., 2004; Pila et al., 2016a; Zhang et al., 2016).

['YMOPAJIbHBII UMMYHUTET

OBOJIIOIIMOHHO T'YMOPAJIBbHBIE PEAKINY SBIISIOTCS BTOPHYHBIMH 110 OTHOILECHHUIO K KIle-
TOYHBIM, TaK KaK MX IMOSBICHUE MOAPa3yMeBaeT HAM4YKe CHOPMHUPOBAHHONW BHYTpEHHEH
cpeasl opraun3Ma. CTaHOBICHHE TYMOPAJIbHBIX PEAKIMH, KaK MPaBHIIO, MPEAyCMaTPUBACT
HaJIM4Ue HUPKYIATOPHBIX CHCTEM M CBS3aHHBIX C HUIMH KJICTOYHBIX IEMEHTOB, BOBICYCHHBIX
B 3alllUTHBLIC PCAKIMU, 4 TAKIKC CYHICCTBOBAHUE KOOIICPATUBHBIX B3aHMOﬂeﬁCTBHI7[ MEKIY
OUPKYTUPYIOMUME KJIETKaMU W KIETKaMH JPYTUX OpraHoB (cM. ATaeB u ap., 2005a).

['ymMopaibHbIe KOMITOHEHTBI FeMOITUM()BI, MHOTHE M3 KOTOPBIX MOTYT (hyHKI[HOHUPOBATh
KaK B COCTaBE PELIEITOPHBIX KOMIIJIEKCOB, TAK M B BU/IE CEKPETUPYEMBIX B IUIa3My MOJIEKYIL,
00eCIeYrBaIOT paclio3HABaHUE Yy)KEPOTHOTO, AKTUBALIMIO TEMOLIUTOB, OIICOHU3ALIUIO TTaTOre-
HOB (TIOBBIIIAIOIILYI0 (D (PEKTHBHOCTD (aronuTo3a), aHTHOAKTEpHaTbHBIH AQPEKT, PErysiuo
MMMYHHBIX peaknui, 00JaJaroT artIIOTHHUPYIOMIEH U TNTHYecKoi akTuBHOCTsMHE (Jourdane,
Cheng, 1987; van der Knaap, Loker, 1990; Sullivan, Spence, 1999; Connors, 2003).

Hampumep, nouepHue CIIOPOLUCTEI Schistosoma mansoni arrMIOTHHAPYIOTCS TOJIBKO
B IUIa3Me PE3UCTEHTHBIX MOJUTIOCKOB Biomphalaria glabrata (Bayne, Yoshino, 1989). ®ak-
TOPbI FCMOJ'II/IM(I)BI PE3UCTCHTHBIX oco6e171, HaxoAAIMeECs B IJ1a3M€E, BBI3bIBAIOT ITPUBOAANILY O
K THOEJH CIIOPOLIMCT MX MHKAICYIISAINI0 TeMOIUTaMH MOJUTFOCKOB YyBCTBUTEIJIBHBIX JINHUH
(Granath et al., 1984; Connors, Yoshino, 1990; van der Knaap, Loker, 1990). Nmerotcs
JIaHHBIE, TIOJIYYEHHBIE i1 ViVo, COINIACHO KOTOPBIM POJIb TYMOPAJIbHBIX (haKTOPOB B IpOLiecce
rudeny MapTeHUT TPEMATO SIBISICTCS OCHOBHOM. Tak, ereHeparys MaTepUHCKHX CIIOPOLHCT
Echinostoma lindoense B mommockax Biomphalaria glabrata BooO1e MOXXeT IpoTeKarh 0e3
npeaBaputenbHoi nHKancysmun (Lie, Heyneman, 1976b).

B mocnenHue roapl Bce 00IIbIE MOATBEPIKIAACTCS 3HAYMMOCTh TYMOPaJIbHBIX (PaKTOPOB
B (OpPMHPOBaHHU CHEHU(DUIHOCTH UMMYHUTETa MyJbMOHAT. VIMEHHO IryMOpajbHBIM (hax-
TOpaM IMPHUIMCHIBAETCS OCHOBHAsI POJIb B (POPMUPOBAHUU TaK HA3bIBAEMOI'0 UMMYHHOTO
NpaiiMUPOBAHUS U TPEHUPOBAHHOIO MMMYHHTETa («HHIYLHPOBAHHON PE3HCTEHTHOCTHY),
KOTOpbIE PACCMATPUBAIOTCSI B KAUECTBE J0KA3aTENIbCTBA HAJMYMS MMMYHOJOTHYECKOM Ma-
MmaTH y 6ecriozBorounbix (Coustau et al., 2016; Netea et al., 2016; Gourbal et al., 2018;
Melillo et al., 2018).
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YuacTue ryMopaJjbHbIX (PAKTOPOB B PACNO3HABAHMH 1YKEPOIHOI0

Panee oTMeuaock, 4TO B IPOLIECCE PACTIO3HABAHMUS YY)KEPOJHBIX 0OBEKTOB IIPUHUMAIOT
yuactue JIeKTHHBI. K HUM OTHOCSTCS O€NKM MM TIIMKONPOTEHHBI, 00NIagalonume caitaMmu
OJIMTOCAXaPHUIHOTO CBSI3BIBAHMS M CIIOCOOHBIE arnIIOTHHUPOBATh WM NMPEHUIUTHPOBAThH
IIMKOKOHBIOTAThI, JJOKAJIIM30BAaHHBIC HA KJIETOUHBIX MOBEPXHOCTIX. B remonumde mosuto-
CKOB BBISIBJICH IICTIBIN CIICKTP YIJICBOI-CBS3bIBAOINUX (JIEKTHHOBBIX) BemiecT (Kymep, 1980;
Glinski, Jarosz, 1997; Vasta et al., 2015).

YcraHOBNEHO, 4TO JIEKTUHBI Biomphalaria glabrata sBASIOTCS arrmiOTHHUHAMHA B OTHO-
LIEHUH CIIOPOLMCT Schistosoma mansoni U, OoJee TOro, OKa3bIBAIOT HA HUX IUTOTOKCHYC-
ckoe Bo3zelicteue (Bayne et al., 1985). 3apakeHre MOJUTIOCKOB TpemaTonamMu Echinostoma
paraensei IPUBOIUT K CUIILHOMY MMOBBIIICHUIO KOHIIEHTPALUH JIEKTMHOB B IIa3Me TeMO-
muMosl (Adema et al., 1997a).

Cpenn MHOT0O0Opa3us JIEKTHHOB Hanbosee 3HaYMMbIMI B UIMMYHHOM OTBETE CIMTAIOTCS
Ca’"-3aBucumble nektuHbl C-THITa, 00Ta1aK0Ie BEICOKAM ypoBHEM monuMopdusma (Pees
et al., 2016). C-nextunsl (C-type lectin-related proteins, CREPs) skcnpeccupyrorcst B re-
MOIIMTaX, B OENKOBOMH Jkene3e U remaronankpeace myabmoHatr (Guillou et al., 2007; Ataev
et al., 2016) u yare BCero UrparoT posib PACTBOPHUMBIX PELICHITOPOB U oricoHnHOB (Renwrantz,
1986; Adema, Loker, 2015).

W36muparenbHOCTD CBSA3BIBAHMS JIEKTHHOB C UY)KEPOJHBIM yCTAHOBJICHA IIPU H3Y4YECHUH
MATOTCHCBS3BIBAIOIICH CITOCOOHOCTH OCNKOB Tu1a3Mbl Biomphalaria glabrata. IToka3ano Ha-
JWYHE B HEH Tpex Tpymil cBOOOMHBIX JeKTHHOB C-Tuna. [Ipu 5ToM OHM IperMyIeCTBEHHO
CBSI3BIBAIMCH C TIOBEPXHOCTHIO Oakrepuit (Micrococcus luteus, E. coli) W KIETOK ApOXK-
JKEeH, HO HE OCAXJAINCh HAa TOBEPXHOCTH MHpalMIUueB Tpemaroj Echinostoma caproni
n Schistosoma mansoni (Tetreau et al., 2017). [Ipyrue nekTuHsl, HarnpuMep, GuOpHUHO-
TeHITOI00HbIE OCNIKH (CM. HIDKE), CBSI3BIBAIOTCS C ITOBEPXHOCTBIO CIIOPOIMCT TPEMATON
S. mansoni (Hokke et al., 2007; Peterson et al., 2009). Kpome 3T0ro, IMEHHO I10[] JICKTHHBI
MHUMHUKPHPYIOT TIOBEPXHOCTHBIE INIMKaHbI TPEMAaTO/I, 00ECIIEUNBAIONINX ceOe TaKMM 00pa3oM
MOJIEKYJISIPHYI0 MUMHUKPHIO.

Jpyras rpymmna JeKTHHOB IyJIbMOHAT — rajeKTiHbI (galectin-relate proteins, GREPs) —
AKTHBHO 3KCIPECCUPYIOTCS Y MOJUTIOCKOB Biomphalaria glabrata pe3ncTeHTHON U 4yBCTBU-
TENBHOW JIMHUH, 3apakeHHBIX Schistosoma mansoni n Echinostoma paraensei (Hanington
et al., 2010a; Adema et al., 2010). Cuyuraercsi, 4TO OCHOBHAsI (DYHKIIUS TAJICKTHHOB 3aKIIIO-
YaeTcsl B YCHWJICHWH aJiIr€3MN TEMOIIMTOB Ha MOBEpXHOCTH criopouuct tpemaror (Yoshino
et al., 2008).

JlekTuHbl, NOAOOHBIE KOMIOHEHTY KomruiemMeHTa Clq, akTHBHEE TPaHCKPHOUPYIOTCS
y 3apakeHHBIX TpeMarofgaMu Echinostoma paraensei u Schistosoma mansoni duomdanspuit
YyBCTBHUTEIBHBIX JIMHUHN (Adema et al., 2010). Clq-momoOHbBIE JIEKTUHBI MOTYT B3aMMO-
JICTBOBATh C (PyKO3HBIMHM OCTAaTKaMH TOBEPXHOCTH TEI'YMEHTa CIHOPOIMCT M YCHJIMBATh
anresuto Ha Hux remormroB (Castillo et al., 2007).

Oco0y¥o TpyIIy JISKTHHOB COCTaBILIIOT (prubpuHOTeHIIOn00HbIe Oemnk (fibrinogen-related
proteins, FREPs). OHu ObUINM OTHECEHBI K JISKTUHAM I10 CIIOCOOHOCTH CBSI3bIBATH YIJICBO/-
HbIE AMUTOIBI. OIHAKO MX MOJIEKYJISIpHAsl CTPYKTYpa HACTOJIBKO YHUKAJIBHA, YTO X MOXKHO
paccMaTpuBarh Kak oTaenbHyro rpymmy PRR (Adema et al., 1997).

FREP umMmeroT yHUKaJIbHYI0 OMEHHYI0 opranuzaunto. Ha N-koHue nonunentuaa Haxo-
JUITCS OJIVH MJIN JIBA BapHaOeIbHBIX MMMYHOIIIOOYITMHOIO00HBIX ToMeHa (immunoglobulin-
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superfamily like domain, IGSF), a ra C-xonne — ¢pudbpuroreHoBsIi gomeH (fibrinogen-like
domain, FBG) (Doolittle, 1992; Kurosava, Hashimoto, 1996; Adema et al., 1997) (puc. 54).

A b
FREP ¢ ABymA Ig-gomeHamu Nporemouytbl B AMO
leH leHbl FREP B
3apopapllesom
KoHUrypaumm
FREP MNponndepauyms 1
SP IgSF1ICR IgSF2 ICR  FBG femoumTbI
FREP ¢ ogHuMm Ig-gomeHom ‘
MeH Ay %% Frrr007g2 prr002770227) TeHbl FREP
r747) 142020010211 nocne
-
nepecTpoiku
MPHK |_[ oo EZ ; R %MI///{/I/I/[}I
FREP BapuaHTbl FREP

SP IgSF ICR  FBG

YYYRYYYYTYYY

Pucynok 5. ®ubpunorennonodnsie 6enku (FREP). 4 — opranusanus reHOMHBIX JIOKYCOB

U JIOMeHHasl cTpykTypa ¢pubdpruHoreHnonobusix OenkoB. E1-E6 — sk30nbl, SP — curnanbHeiil 6emoxk,
IgSF — nomen nmmyHOIIOOyIMHOBOTO cynepcemeiicTsa, FBG — huOpuHOreHOBEIN TOMEH,

ICR — mpomexyTouHBIi yyacTok. b — cxema ¢popmupoBanus paznoodpasus FREP B onTorenese
MOJITIOCKA (TIOSICHEHHUS B TEKCTE).

Figure 5. Fibrinogen-like proteins (FREP). 4 — organization of genomic loci and domain structure
of fibrinogen-like proteins. E1 — E6 — exons, SP — signaling protein, IgSF — domain of the
immunoglobulin superfamily, FBG — fibrinogen domain, ICR — intermediate region. 5 — scheme
of the formation of the FREP diversity in the ontogeny of the mollusc (see text for explanations).

OuOpHMHOTCHOBHI TOMEH — Hamboiee KoHcepBaTHBHas 9acTbh Monekyn FREP. Tomo-
sorust GUOPUHOTEHOBBIX JOMEHOB, OTHOCAIIMXCS K pasHbM rpynmnam FREP, cocrasuser
He menee 72 % (Dheilly et al., 2015). IIpunsito cuurarh, uTo (HUOPUHOTEHOBBIH TOMEH HE
YUYacTBYET B PEAKIHMIX KOArYJSIIUU TeMOIMM(BI, a OCHOBHAS €ro (yHKIHS — OONIer4eHune
KaJIbIMIA-3aBUCUMOTO CBSI3BIBAaHUS JIGKTHHOB ¢ yrieBomamu (Adema et al., 1999). Onaum
13 IpUMepoB (PUOPUHOTEHIIOIOOHBIX OCJIKOB, MIMEIOIINX CANT CBSI3BIBAHUS C HOHAMH Kallb-
1Usl, SIBJSICTCSL CCJICKTHH, BOBJICUCHHBIN B MPOICCCHI a[re3un y MOJUTOCKOB Biomphalaria
glabrata (Guillou et al., 2004).

Jnst ummyHOTmoOymimHOBEIX noMeHOB FREP xapakrepHa kpaifHss BapnaOenbHOCTD,
KOTOpasi OblIa BBISBICHA C MOMOINBIO TpaHckpunTomMHoro aHanusza (Dheilly et al., 2015).
B Hacrosiiiee BpeMsi Ha OCHOBAaHWU M3YUYEHHUS! CTPYKTYpbl HIMMYHOITIOOYJIMHOBOTO JOMEHa
BBIZeNeHO Kak MHHEUMYM 14 moxcemeiictB FREPs mommiocka B. glabrata (Loker et al.,
2004; Gordy et al., 2015; Galinier et al., 2017). ¥V oTmenbHBIX 0co0eii ATOTO BHIA BBISB-
nsercst ot 36 no 45 paznmmuneix BapuantoB MPHK FREP3 (Zhang et al., 2004), xoropsie
cooTBeTcTBYIOT 31 u 36 BapuaHTaM aMHUHOKHCIIOTHBIX MOcCieqoBaTeabHOCTell. Penepryap
FREP Takxe MeHseTcs 10 Mepe pocTa MOJUIIOCKA U TIOCJIE 3apayKeHUs TPEMaToaMu Pa3HbIX
BunoB (Hanington et al., 2010a, b, 2012; Gordy et al., 2015).
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ITo pa3ueIM omeHkam GuOpHHOTEHIONOOHBIE OeIKH OnoMbasipun KomupyrTes B 1-9
reHoMHbIX Jokycax (Gordy et al., 2015). Onnaxo paznooOpasue FREP He orpannunBaercs
TOJBKO T€HOTUIINYECKH ONpEAEIeHHBIM pecypcoM. B uactHocTH, s Heckonbkux FREP3
JIOKa3aHa MHIUBHIyaJIbHas BapuaOelbHOCTh, HCTOYHUKOM KOTOPOH MOXET OBITh HE TOJIBKO
AJICIIBHBIN MOTUMOP(U3M, HO U cOMaTHUECKas TuBepcudukaius reHoB (Zhang et al., 2004;
Hanington et al., 2010b). B kauecTBe HCTOYHNKOB Pa3HOOOPA3Hsl pacCMaTPHUBAIOT TOUCUHEIE
MyTtanuu (Zhang et al., 2004, 2008; Mone et al., 2010; Dheilly et al., 2015) u amsrepna-
TUBHBIN crutaicuur (Zhang, Loker, 2004).

[oxydeHs! nanHble, CBUACTENBCTBYIOMINE O CYIIECTBOBAHUM MEXaHM3Ma COMAaTHUECKO-
ro myrareHesa B reHax, koxupyromux FREP. I'enst FREP xmactepuzoBansr: 4 rena FREP
(FREP14 u tpu unena cemeiictBa FREP3) naxomsitcs B mpenenax reHOMHOH obiactu
70 000 mH. MiMeHHO Takast KOH(UTYpalys IeHOB YacTO aCCOLMHUPYETCSI C COMAaTHYECKUM
MyTtarene3oM B 3Tux ydacTtkax (Chen et al., 2007; Hanington et al., 2010b). Kpome Toro,
y B. glabrata BbIsSIBIEHBI HyKJICOTHAHBIE TTOCIEOBATEILHOCTH, KOAUPYIOLIHE IUTHIMHOBYIO
Je3aMrHa3y (OJMH M3 OCHOBHBIX ()E€PMEHTOB, 00ECIIEUMBAIONINX TIPOIECC COMATHUECKOTO
THIIEpPMyTareHes3a), SKCIpeccHsi KOTOPOTo MOBBIIIAETCS] Y MOJUIIOCKOB, 3apayKEHHBIX TpeMa-
tonamu (Bouchut et al., 2006).

B03MOXXHOCTD COMaTHYECKOTO THIIEpMyTareHe3a 3ajJoKeHa W B MEXaHH3ME IeMOII0d-
3a mynpMoHatT. B ocroBHOM FREP skcmpeccupyioress B remMonuTax MOUTIOCKOB (Adema
et al., 1997; Hanington et al., 2010a, b). [Ipeamnonaraercs, 4To CliydailHbIC COMAaTHYCCKUE
MyTallld MOTYT BO3HHKaTh BO BpeMs nposiudepannuu U KICTOYHOH anddepeHInpoBKu
B TEMOTIO3THYECKUX CTPYKTYPaX, YTO M3MEHSET 3apOABIIIEBOE COCTOSIHUE T€HOB B HEKOTO-
pbIX remouurax. B pesynsrare yacts reMmouuToB conep:xar reisl FREP He B 3apoapliieBoi
KOH(UTYpaluy, a BKIIOYAlOT YHUKanbHble MyTanun (Hanington et al., 2010a, b). Tax xax
B OHTOTEHE3€ YIUTKH IMPOMCXOIUT OOHOBJICHHE ITyja TeMOUnTOB, To u penepryap FREP,
SKCIPECCHUPYEMBIX B 3THUX KJIETKaX, Takke MeHsercs (puc. 5b). DTa 3aKOHOMEPHOCTh MO-
Ka3aHa 3KCIIEPUMEHTAIILHO: TPAHCKPHUNTHI IysoB u3 20—40 remonutoB B. glabrata conepxar
pa3nuyHble HA0OpH MOAU(HUINPOBAaHHBIX mocienoBarenbHOcTed FREP (Hanington et al.,
2010a, b). CTumyIsiys TaTOreHOM MOXKET YCHIIMBATh TeMOI033 y B. glabrata, B pe3ynbrare
Yero yCWIMBaeTCs Ipolecc MyTareHe3a n pasHoodpaszue FREP (Hanington et al., 2012;
Adema, Loker 2015). CooTBETCTBEHHO, Y MOJUIIOCKOB PEIIepTyap MaTOreH-PAaCIO3HAIOIIIX
MOJICKYJI HE OTPaHUYMBACTCS TOJILKO TEHOTHITMUECKH ONpelielieHHbIM pecypcoM. [Tpu aTom
paHee OHTOT€HETHYECKasi M3MEHUYMBOCTh MAaTOr€HPACIIO3HAIOIINX MOJIEKYJI CUUTAIACh TIpe-
pOTaTUBON TOJNBKO ITO3BOHOUHBIX KHUBOTHEIX (Medzhitov, Janeway,1997).

CTpyKTypa KOOUPYIOLIUX TCHOMHBIX JIOKYCOB, COMaTrHuecKasi IUBepcu(UKaIMs U IIPU3Ha-
KM HaJIM4Ms TUTIEPMYTAreHesa, a Takke CIOCOOHOCTh Crenn(UIHO PacliO3HABATh MTATOTEHBI
no3BoJisiIoT paccmarpuBarh FREP B kauecTBe yHKIMOHAIBHBIX aHAJIOTOB UMMYHOIJIO0YITH-
HOB 1103BOHOUHBIX (Adema et al., 1997; Connors, 2003). [TosToMy n3yueHue pasHooOpasus
FREP sBnsieTcss OHUM M3 OCHOBHBIX HAIIPaBICHUM PACKPBITUS MEXAHU3MOB BO3MOYKHOM
creuupUIHOCTH UMMYHHTETA MyJIbMOHAT.

Brieperie mmmyHonmorndeckast pois FREP Obiia mokasana ans MoiuttockoB B. glabrata
M-nunuy, y KoTopbix 3kcnpeccus reno FREP mosblanack B Tpu pasa mocie 3apaxe-
uust Echinostoma paraensei (Adema et al., 1997). B Hacrosiiiiee BpeMsi yCTaHOBJICHO, YTO
FREP — ogHa U3 caMbIX OOWMITFHO TPEACTABICHHBIX (Ppakiuii OSNKOB I1a3Mbl Biomphalaria
glabrata (Wu et al., 2017). Bpit0 MHOTOKPAaTHO MOATBEPKICHO M3MEHEHHE SKCIPECCHH
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reaoB FREP npu 3apaxxennn mommrockoB Tpematomamu (Hertel et al., 2005; Mitta et al.,
2005; Hanington et al., 2010a, b).

YV MOJITIOCKOB PE3UCTEHTHOM M YyBCTBUTEJILHON JIMHUN BBISIBJIEHBI KOHCTUTYLIMOHHBIE
pasnuuus B dKcrpeccun puOpuHoreHnonoOHbIX Oenmkos (Mitta et al., 2005). Tak, nmpu
3apaxkeHnu B. glabrata mupanuansamu Echinostoma paraensei 3HAYUTEIBHO yCHIMBACT-
csl TpaHCKpHUMIH (GUOPUHOTCHITOMOOHBIX OenkoB nByx moacemeiictB (FREP2 u FREP4)
y oco0eil KaKk pe3UCTCHTHOMU, TaK M YyBCTBUTEIBHON JTHHUI.

B omnbitax ¢ HOkaayHoMm reHoB FREP moka3aHo moBbIII€HHE BOCHPUUMYMBOCTH
Biomphalaria glabrata pe3uCTEHTHBIX JIMHUHM K 3apakeHHIO TpemartonamMu Echinostoma
paraensei u Schistosoma mansoni. 910 nioarBepxkaaet, uto FREP sBisercs oqauMm u3 dak-
TOPOB, OIPEACISIIONINX YCTOWYNBOCTh MOJUTIOCKOB K 3apaKCHHIO TPEMAaTOIaMH, a TaKKe
ykasbiBaeT Ha poib FREP B ¢opmuposannn mamsru (Jiang et al., 2006; Hanington et al.,
2010a, 2012).

Kpome toro, pa3usie FREP o0nanaror n3duparenbHOM aKTHBHOCTHIO B OTHOIICHUU I1a-
toreHoB: FREP2 na3Mbl 3apa)eHHBIX MOJUIIOCKOB CBSI3BIBA€TCSI MPEUMYIIECTBEHHO CO
cnioporcramu Echinostoma paraensei, a FREP3 — ¢ 6akrepusmu u rpubamu (Zhang et al.,
2008). IToxa3aHa yeTkasi 3aBUCHMOCTh MEXAY 3apa)KEHHOCTHIO MOJUTIOCKOB U YPOBHEM 3KC-
npeccun GUOPUHOTEHITOO0HBIX OeskoB pa3HbIX nojcemMeiictB (Guillou et al., 2004; Hertel
et al., 2005; Jiang et al., 2006). Takxe UMEIOTCS TaHHBIC O CHCHU(DUIHOCTH IKCIPECCUU
FREP nipu 3apakeHu# TpeMaroaMu pasHbix BUI0B. Tak, y MoiuttockoB Planorbarius corneus
ypoBeHb skcnpeccun reHoB FREP pasinuen y He3apaXeHHbBIX U 3apa)KCHHbIX Pa3HbIMU BU-
Jamu Tpemaron ocodeit. I1pu 3apakeHnn yiauTok naprenutamu Notocotylus sp. u Plagiorchis
sp. akcrpeccus FREP monmxkaercs, a y ocobelt, 3apaxkeHusIx Cotylurus sp. u Bilharziella
polonica, sxcripeccuss FREP Brime, uem y HezapakeHHbIX (I[Ipoxoposa u mp., 2010).

ODODEKTOPHBIE MOJIEKYJIBI UMMVYHUTETA

[Mocrie MPOHUKHOBEHHMS MApa3KuTa B MOJUTFOCKA U €r0 Paclo3HaBaHuUs BKITIOUArOTCst d(hhex-
TOPHBIE MEXaHM3MbI [TO/IABJICHHS UHBA3UU. B peanu3anuyu UMMYHHBIX PEAKIHI MOJITFOCKOB
y4acTBYIOT TAKUE IPYMIibl (PAKTOPOB, KAK MPOTEa3bl, HHTHOMUTOPBI IPOTEa3, KOMIIOHEHTHI KOM-
[UIEMEHTA, aHTHOAKTePHUAIIbHbIE OCIKH, TOKCUHBI, aKTHBHBIC KUCIOPOIHBIC META0OIUTHI H JIP.

[IpoTreassl y4acTBYIOT B YHHUTOKEHUH TATOTCHOB, ()ePMEHTATHBHBIX KAaCKaIaxX, MOJICIIH-
POBaHHMHU KJIETOYHOTO MaTPUKCa U MEPEIBUKCHUH HMMYHOKOMIICTEHTHBIX KJIETOK B TKaHU.
VY nynpMoHAT OOHAPYKEHBI KAK MHOTOYHCIICHHBIC MIPOTEa3bl (CEPIUHBI, KATETICHH, dIacTasa,
[UHK-3aBUCUMAs METAJUIONPOTEa3a, [UCTATHHBI), TAK U UX HHTUOUTOPBI (HHTHOUTOPHI CEpH-
HOBBIX U nucTaTHOBBIX mpoteas) (Cheng et al., 1978; Cheng, Dougherty, 1989). 3apaxenue
TpeMaTolaMH MIPUBOIUT K YCUJICHUIO 3KCIIPECCUU ITUX MOJICKYN y Biomphalaria glabrata
(Mitta et a., 2005; Lockyer et al., 2012). B yacTHOCTH, MIOKa3aHO YCHJICHHE 3KCIPECCHU
[UCTAaTHHA B TEMOIIUTAX B COCTABE KAICYJl BOKPYT criopouuct Echinostoma caproni (Guillou
et al., 2007) u nmoBbImeHHE BBEIPAOOTKH KaTelcHHa B, 37macTasbl U IIMHKOBON METalIoNpo-
Teasbl B TemaronaHKpeace 3apakeHHbIX onomparspuii (Myers et al., 2008; Ittiprasert et al.,
2010; Lockyer et al., 2012).

Kpome Toro, UCTEeHHOBBIC NMPOTEa3bl BHIPAOATHIBAIOTCS MUPALUANSME M MOJIOJBIMH
MaTtepuHcKknMHU crioporctamu (Yoshino et al., 1993; Fryer et al., 1996). B gactHOCTH,
cekpetopHbIi 0emok SmVAL (venom allergen-like protein) Schistosoma mansoni Bnus-

€T Ha JKCIpPEcCHio OENKOB BHEKJICTOUHOTO MaTpHKca reMomuTaMu Biomphalaria glabrata
(Yoshino et al., 2014).
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Hpyras rpynma 3¢ ¢hekTopHBIX OelIKoB, 00IagaroInX BEIPAKEHHBIM aHTHIIATOTCHHBIM
CBOWCTBOM — aHTHOAKTepuanbHbie 0eIKi. OHM yYacTBYIOT B AMIMMHUHALINH (HaroluTHPOBAH-
HBIX TIAaTOT€HOB, & TAK)XE B MPOIECCAaX BHEKJIETOYHONW IUTOTOKCHYHOCTH.

VY mynpMOHAT ONHMCAaHO HECKOIBKO aHTUMHUKPOOHBIX MENTHOB. [ 6eika MUTamannHa
(mytimacin, mmu lipopolysaccharide-binding protein/bactericidal permeability increasing,
LBP/BPI), BeipabarsIBatonierocsi KJIeTKaMn OSIKOBOH jKeJe3bl, oKa3aHa aHTHOAKTepHu-
aNbHas W NpoTUBOrpuOKoBas aktuBHOCTH (Guillou et al., 2007; Baron et al., 2016; Adema
et al., 2017), a TakKe MOBBIILICHNE SKCIIPECCUH NPH 3aPAKEHUH MOJUTIOCKOB ITapTCHUTaMU
sxurocToM (Guillou et al., 2007; Hanington et al., 2010a). [Ipyroit aHTUMUKPOOHBIH OEIOK —
MPEGI1 (macrophage expressed gene-1), oTHOCSIuicS K cynepceMeicTBy nephOpHUHOB,
BBIPA0ATHIBACTCS] TEMOLUTAMHU PE3UCTCHTHBIX OMOMQasipuil, 3apa)KeHHBIX TPEeMaTOJaMU
Schistosoma mansoni (Ittiprasert et al., 2010).

Hecxonpko et Hazax ObL1 OTKPHIT Oemok Omomdanusus (biomphalysin), KoTopsrii
B HACTOSIIEEe BPEMsI pacCMaTPUBACTCS B Ka4eCTBE OJHOTO M3 ONpEAeSIomuX (Gakropos
pesucTeHTHOCTH Y MosutiockoB (Galinier et al., 2013; Li et al., 2020). Buomdanuzun — aspo-
JIM3UHIIONOOHBIH OeloK, (hOPMHUPYIOIINIT TOPBI TOKCHH, CEKpeTUpYeMbIii B ruiaszmy. [pemoso-
JKUTEIIBHO OMOM(AIN3NH JOCTAJICS MOJUIFOCKAM OT OaKTepHid B pe3yibTare ropu30HTaIbHOTO
neperoca reHoB (Galinier et al., 2013). Bemok BkmrogaeT aBa TOMEHa — JOMEH, MOJ00-
HBII popmupyloiemMy B-1opbl TOkCUHY (B-pore-forming toxins), cHoOCOOHBIH BCTpaUBaThHCs
1 iep(opupoBaTh KIETOUHBIC MEMOPAHBI, ¥ MaJIbIil JOMEH, BOBJICUCHHBII B PACIIO3HaBAHHUE
yrieBoHbIX PAMP. Bruomdanu3nabl criocoOHbI CBS3BIBATHCS C TIOBEPXHOCTHIO CIIOPOLIUCT
S. mansoni. IIpn 3TOM OEIIKH TUTa3MBbl TeMOIMM(BI 3HAYUTENHFHO YCHIMBAIOT UX aKTUBHOCTD
(Galinier et al., 2013). In vitro nmoka3aHa ero CoCOOHOCTh K B3aUMOJICHCTBHUIO Kak ¢ Oax-
TEPUSIMU M JIPOMOKAMHM, TaK M ¢ Tpemaronamu S. mansoni u Echinostoma caproni (Tetreau
et al., 2017). ITokazana crmocobHOCTh OmoMpanu3uHOB GopMupoBarh KoMruiekcsl ¢ FREP
u tHoddup-conepxammm oeixom (Li et al., 2020).

KoncTuTyTHBHO B remMonuTax OMOM(AIM3UHBI HKCIIPECCUPYIOTCS B HEOOIBIIOM KOJIH-
yectBe (Galinier et al., 2013). ¥ oco0eii, 3apaxkeHHbIX S. mansoni GOPMUPYIOTCSI MHOTO-
YHCJICHHbIC BapUaHThl TpaHCKpUNTOB Onomdanusuna (Pinaud et al., 2019). Bripabotka
TOTO WJTH MHOTO BapHaHTa 3aBUCUT OT MPUPOHI (ocobeHHOcTei) mapasuTa. [Ipu aToM 9acTh
TPaHCKPHUIITOB MEpPECTacT BbIPA0ATHIBATHCS, BBIIIOJIHMB CBOIO 33/1a4y, a 4acTh MPOAOJDKACT
sKkctripeccupoBarbesi. [lostomy Omomdann3nH paccMaTpyuBarOT B Ka4ECTBE OIHOTO M3 KOM-
MOHEHTOB TaK Ha3bIBaeMOM rymopanbHON nmmyHHOM namsitu (Portela et al., 2013; Pinaud
et al., 2016).

Henmasuo B renome Biomphalaria glabrata 6pU10 BBISBICHO MATH TEHOB, KOAUPYIOMINX
ropoo0Opasyromue O0eNKkH, oOTInyaroIecs oT onomdanusuna. HoBoe ceMelicTBO TOKCHHOB
OpLT0 Ha3BaHO TTabpanm3mHaMu (glabralysins). J{st oqHIX TTabpann3nHOB MOKA3aHO MTOBHI-
IIEHHE DKCIIPECCHH TIPH 3apayKeHUH Tpemaronamu Schistosoma mansoni, st PYTUX — MIPH
nmmyHu3amun Oakrepusmu (Lassalle et al., 2020).

[Tyrtewm in silico ananuza B TpaHckpunrome ounombainspuu takxe BoisiBiernsl MPHK, cxo-
KHe ¢ TepomarHoM (theromacin), axanmaom (achacin) U3 MoJuTIOCKOB Achatina fulica, arnm-
3uaHuHOM (aplysianin) u3 Aplysia kurodai n Heckonpko 6nompamurHOB (biomphamacins)
— 0oraThIX IUCTUHOM KAaTHOHHBIX NenTuaoB. /st Bcex (aKkTOpOB IMOKa3aHO MOBBIIICHUE
SKCIPECCUH B OTBET Ha MMMYyHm3anuto Oakrepusamu (Mitta et al., 2005; Adema et al., 2017).

OnHOW M3 OCHOBHBIX COCTABISIIOIIMX T'YMOPAJILHOIO UMMYHHTETA SIBISIETCS CHCTEMa
xomrieMeHTa. OHaKo Juist OOJBIIMHCTBA OCCIIO3BOHOYHBIX B HACTOSIIEE BPEMsI ONMCAHBI
JIUIIb OTAeNbHBIE ee KoMITOHEeHTHI (Kokpsikos, 2006). AHaIN3 TpaHCKPUIITOMOB U POTEOMOB
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reMonuToB OroMdasapuii mokaszan Hamuane Clg-mogobHoro 6emKa U THOA(PHUP-COAEPIKAIIETO
Oenka (thioester-containing protein, TEP) (Pinaud et al., 2019). TEP — xommiemeHrormno-
JIOOHBIC MOJICKYJIbI, KOTOPBIC MCIOJHSIOT POJIb ONICOHUHOB, CTUMYIUPYS (ParoiuTo3 Huiu
n3Kc KiIeTok. st MojutrockoB Jokasana poib TEP B darouurose MHUKpoOpraHuzmMoB u
anrunapasurapHom oreere (Blandin, Levashina, 2004). TEP yuacTByoT B (hopMUpOBaHHH
KarICylT BOKPYT CIIOPOIIUCT TpeMaronl y Biomphalaria glabrata ipy miepBUYHON IMMYHHU3AINH
(Mone et al., 2010; Mitta et al., 2012; Portet et al., 2018). [Ipu moBTOPHOM 3apaKCHUH, CO-
MIPOBOKAAIOIIEMCS] CIIBUTOM B CTOPOHY T'yMOPAJIbHOTO HMMYHHTETA, IPOMCXOOUT CHIKCHUE
skcrpeccun TEP n Clg-mogo6noro 6enka (Pinaud et al., 2016, 2019).

AKTHBHBIE MeTa00IUTHI MOJIEKYISPHOI0 KHCJI0PoAa U a30Ta (reactive oxygen spe-
cies, ROS u reactive nitrogen species, RNS) siBnsirorcst BaxHeHIIUMHU GpakTopaMyu KIMMYHHOM
3aIUTHI MOJUTIOCKOB. B mporecce paronnto3a oHM 00SCIICUHBAIOT ISCTPYKIHUIO KIETOYHBIX
MeMOpaH napasura.

OCHOBHOE KOJIMYECTBO KHCIOPOJHBIX METAOOINTOB 00pasyeTcs IPH aKTUBALIMH MEJlb-
coziepKamux (GpEeHOIOKCHIA3, MPOSBIAIONINX TUPA3UHA3HYI0 aKTHBHOCTH. dDeHonokenasa
SBIIAETCS KYIIPOIH3UMOM, KOTOPBIH JEMOHCTPUPYET CyOCTPaTHYIO CIIeU()UYHOCTH K MOHO-
u audenonam. OHa SBISETCS OHAM M3 OCHOBHBIX MEbCOACPKAIMX (pepMEHTOB reMOIHM(bI
MOJITFOCKOB, OJTHAKO 3TOT (DEPMEHT Takke ObLI OOHApY)KEH B JPYTMX OpraHax MOJIIFOCKOB
(babug u np., 2017). Cauraercs, 4To MPH pearn3alid UMMYHHOTO OTBETa (B TOM YHCIIE
IIPY MHKAICYJSIIMK TaTOreHa) UMEHHO T'eMOLUTHI CeKpeTupyoT (eHomokcunasy. OmHaxo
Ha CerOJHAIIHUHN JICHb, HE U3BECTHO SBIISIOTCS JIM OHU SAMHCTBEHHBIM €€ HCTOYHUKOM. [1o-
CKOJIbKY (DEHOJIOKCH/1a3a SIBIISICTCS ME/Ib-COCPIKAIIUM (EPMEHTOM, MOJKHO IIPEAOIOKHUThH
CYIIECTBEHHYIO POJIb MEIHM B PEAM3AIlMU 3AIMUTHBIX (PYHKIMH TeéMOIMTOB B UMMYHHOM
oTBeTe. MexaHH3MBbl MOAJICPIKAHHS TOME0CTa3a MM B MEKKICTOYHBIX IPOCTPAHCTBAX I10-
SIBJISIFOTCSL TOJIBKO Y MHOTOKJIETOYHBIX, U OHM MaJio u3y4eHbl. CKopee BCero, CymeCTBYIOT
3HAQUUTEJBHBIC PA3INYMs ATUX MEXaHH3MOB MEXKIy >KUBOTHBIMH (BOJHBIE, CYXOIyTHBIC,
C 3aMKHYTOH M HE3aMKHYTOH CHCTEMOH KpOBOOOpAIEHUs, )KUBOTHBIE C Pa3HbIM YPOBHEM
Pa3BUTHUS OPTaHOB, B OMOCHUCTEME «IIapa3sUT—XO3AUH» U Ip.). OTCYTCTBUE HAaHHBIX O BHY-
TPUKJICTOYHOM U MEKOPraHHOM OOMEHE MEIU Y MOJUIFOCKOB IPEMSATCTBYET MOHUMAHHIO
OJIHOW M3 BaXKHEHMIIMX CTOPOH (PU3MOJOTUH BPOXKICHHOIO MMMYHHUTETA — POJIM TOMEOCTasa
MeIH B ()OPMHUPOBAHMH «IBIXATEIEHOTO B3PHIBa» M MEJIAHU3ALUH.

Hccenenosanus in vitro nokasanu, uto H O, 1 NO crnocoOCTByIOT yHHUYTOMEHHIO CIIO-
pouuct Schistosoma mansoni remortutamMu Biomphalaria glabrata pe3ucTeHTHON THHUH.
[Tpu >TOM pe3ucTeHTHBIe YIUTKH renepupytotr 6ombiie ROS u RNS, yem uyBcTBHTENIBHEIE
ocobu (Hahn et al., 2001; Mone et al., 2010). [Ins HuX moka3aHa KOHCTHTYTHBHO OoJice
uHTeHCUBHaA dKcnipeccus Cu/Zn cynepokenamucmyTassl (CuZn SOD) (Bonner et al., 2012).
[Tpu sTom annens rena SOD1 paccmarpuBaeTcs Kak crielii(pUIecKuil MapKep JUist BBISIBICHHS
cnenn(uIecKoil pe3UCTEHTHOCTH Y B. glabrata x nuBasum Schistosoma mansoni (Coustau
et al., 2015).

Iponykiust cynepokcuaanrona (O%) ycraHoBjeHa Ui TeMOUUTOB Lymnaea stagnalis
u Helix aspersa npu (aroumTo3e 4acTUIl 3MMO3aHa. AHAJIIOTHYHBIC PE3yNbTaThl MMOKa3all
aHaJIM3 FeMOIIMTOB YyBCTBUTEIBHBIX U PE3UCTCHTHBIX JIMHUN Lymnaea stagnalis x 3apaxe-
uuto Trichobilharzia ocellata (Dikkeboom et al., 1988). Ilpu uaBasum Lymnaea stagnalis
cneunudeckuM napasutom Trichobilharzia ocellata m necnienupuueckum Schistosoma
mansoni TEMOLUTB MOJUTIOCKA OTBEYAIOT MPOXYKIMEH aKTHBHBIX ()OPM KHCIOpPOJa B OTBET
Ha Hecllenu(pUIecKoro napasuTa, BbI3bIBAIOT €r0 TMOENb U HE OTBEYAIOT Ha CIEeU(UUECKOTO,
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YTO 00ECIICYNBACT BBKUBAHUE MTOCIEAHET0. MaTepHHCKUE CIIOPOLIUCTEI 000MX BUIOB AKTH-
BHPYIOT BHYTPHUKIIETOUHYIO KCAHTHH-OKCHAA3HYIO0 CUCTEMY, YTO IPHBOJUT K 00Pa30BaHUIO
BBICOKOTOKCHYHBIX MTEPEKUCHBIX coenuHeHni. [Iprmenenne narnoutopa HA JIOH-okcunasst
3aIep’KUBAeT AMUMHUHAIMIO crioponncT Irichobilharzia ocellata m Schistosoma mansoni
TeMOIIUTAMI PE3UCTCHTHBIX K WHBA3uu Lymnaea stagnalis w Biomphalaria glabrata, co-
orBerctBeHHO (Dikkeboom et al., 1988; Adema et al., 1994, 2001). dns Viciparus ater
MMOKa3aHa CIIOCOOHOCTHh TeMONHTOB K cuHTE3y NO ¢ MOMOIIBI0 KIFOYEBOTO (hepMeHTa —
HAJI®H-3aBucuMoOif HUTPUTHOH OKUCHh-CHHTA3bl. Ctumyrsamus kietok JIIIC yBermumBaer
aKTHUBHOCTH 3TOr0 (hepmeHTa u npoxaykimio NO B 2.4 pasza (Conte, Ottaviani, 1995).
Tpemaroasl UMEIOT 3alIUTHBIE CHCTEMBI, MPEMSTCTBYIOMNE UX MOBpexAeHII0 ROS
u RNS. Bo Bpems TpanchopMaIiui MUpAIUINsS B MATEPHHCKYIO CIIOPOIIICTY BRIpa0aThIBa-
eTCsI IeTIBIN PAJ AHTHOKCHUIAHTHBIX (PEPMEHTOB — TIIyTaTHOH-S-Tpanchepasa (GST), Cu/Zn
cynepokcugaucmytasa (SOD), mmytarnon nepokcunasa (GPx) u mepokcupenokcuns! (Prx),
obecrieunBaromiie 3aMuTy pasBuBatomierocs mapasuta (Guillou rt al., 2007).

PEI'VIAATOPBI UMMVYHHOT'O OTBETA MOJIJIIOCKOB

OCHOBHBIMH PETYJISITOPAMU UMMYHHOTO OTBETA ’KMBOTHBIX SBJISIOTCSI HEOONBIINE TETI-
TUABI — IUTOKUHEI (cM.: ATaeB u jp., 20056; Mitta et al., 2005; Garcia et al., 2010). IuTo-
KHMHBI YJaCTBYIOT KaK B PETYJSIIIMM MMMYHHOTO OTBETa, TaK M B MOAJECP)KAHUN TKAaHEBOTO
roMeocTasa.

VY JeroYHbIX MOJITIOCKOB BBISIBJICHBI TAKHE YHHUBEPCATIbHBIC IUTOKUHBI, KaK (DaKTOp He-
kpo3a omyxonei (TNF-related protein), MakpodaraabHbI HHTHOUPYIOMIHI (haKTOp, IFICTATHH.
Kpome Toro, omucansl HEKOTOPbIE OEIKH, BOBICUEHHBIE B CHTHAJIbHBIC KACKaIbl AKTHBALIIH
KIIETOK — OENKH, copep Kallne MMHKOBBIC Malblbl (zinc-finger proteins), KaJIbMOIYIHH,
tumo3uH B4 (Yoshino et al., 1993; Bayne et al., 2001).

OnnuM U3 Hambosiee XOPOIIO OXapaKTEePU30BAaHHBIX IUTOKMHOB MYJIBMOHAT SIBISIET-
cs QaxTop, HHTHOMpPYOMMI MUTpannio Makpodaros (macrophage migration inhibitory
factor, MIF) (Mitta et al., 2005). MIF skcnpeccupyeTcsi B MUPKYTHPYIOIIAX TEMOIUTAX
(TIpenMyIIecTBEHHO TPAHYIONUTAX) U SMOPHOHANBHBIX KIeTKax Biomphalaria glabrata
(Bge cells). ITokazano ero mpucyTtcTBue B 1azMe remonumdsl (Garcia et al., 2010). On
CIOCOOCH CTUMYJIMPOBATH KICTOUYHYIO Mponudepariio 1 HHruoupoBarb NO-3aBHCHMBIHA
pS3-onocpenoBanHbIil ammonTo3 Bge-kietok. 3apaxkenue Schistosoma mansoni TIPABOAUT
K cHIDKeHnto skcnpeccrn MIF, koTopoe KkoppenupyeT ¢ MUTpaIiield TeMOIIUTOB K HH(PHIIHPO-
BaHHBIM TpeMmaronaMu TKaHsaM. Hoknayn rena MIF npuBoauT kK HapylIeHUIO MHKACYJISLUN
cnioportuct S. mansoni B Kynsrype Bge-xietok (Garcia et al., 2010). KorcepBaruBHOCTB
rena MIF no3Bonsier paccMaTpuBarh €ro B kauectse oprosiora MIF miekonuraromux.

I[Momumo MIF B Tpanckpunrome Biomphalaria glabrata o6HapyXeHBI TIOCTIEIOBATEIh-
HOCTH, TOMOJIOTHYHBIE BOCHAIUTENbHBIM (DAKTOpaM TPAHCIUIAHTAIIMHA MIICKOMHUTAFONINX
(mammalian allograft inflammatory factors, AIF). AIF MiaexonmuTarommx 3KCIpecCupyoTCs
MIPY OTTOPKEHUH aJUIOTPAHCIUIAHTATOB M YYaCTBYIOT B peryisanuu Bocnanenus (Deininger
et al., 2002). Y Guomdanspuii pe3UCTEHTHOH JIWHUH ITOKA3aHO MATHKPATHOE MOBHIIICHIE
skcnpeccun AIF (Mitta et al., 2005).

3AKJIIOUEHUE

BrimmonseHHbIM aHamn3 I/IH(i)OpMaI_[I/II/I 00 HMMMYHHOM OTBETEC IIYJIbMOHAT HAa YY>XXCPOJHBIC
(baKTOpLI MO3BOJIACT paCCMaTprBaTb OCHOBHBIC 3TAIIbI €TI0 paIn3allui KaK aHaJIOTMYHBIC CO-
OTBETCTBYIOIINM PCAKIUAM APYTUX JKUBOTHBIX. B YaCTHOCTH, 3allIUTHBIC PCAKIIUU ITYJIbMOHAT
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BKJTIOYAIOT JIBA YPOBHS: KJICTOUHBIN W TYMOpaIbHEIH. OMHAKO HE BCETaa MPOCTO MPOBECTH
YETKOC pasrpaHUYCHUC MX (DYHKIIMOHAIBHBIX KOMIIETCHIMUA. Tak, reMOIUTH MOJLTIOCKOB,
CMOCOOHBIC K (haroruTo3y W WHKAICYISIIIUKA MaTOTEHA, MCIONB3YIOT MPU ATOM Pa3IMYHBIC
(hakTOpHI TYMOPAIEHOTO IMMYHHTETA IJIsl PACIIO3HABAHUS M AITUMHHAIIUHN TYKEPOIHOTO.

C pyroii CTOPOHBI, B paMKaxX pacCMaTpHBacMO# apa3uTO-XO3IUHHOM CHCTEMbI OOJIBILION
HWHTEpEC TMPENCTABIAIOT PEaKIHHA TPEMaTod Ha KOMIUJIEKC 3aIlUTHBIX 0apbhepOB MOILIIO-
CKa. AHaJIM3 MOJYYEHHBIX PE3YJIbTATOB MO3BOJISET 3aKJIIOYUTh, YTO BBISBJICHHAS UMMYHHAsI
YCTOIYMBOCTH MyJBMOHAT K TPEMAaTOJHOW MHBA3HWH TOJHOCTHIO YKIIAJBIBAIOTCS B OOIINE
MpeICTaBICHUS 00 aIallTUBHBIX PEAKIMAX Mapa3uTa Ha UIMMYHHBIN OTBeT X03smHa. Croco0-
HOCTb MAPTEHHUT TPEMATO/] U30erarh 3alllMTHBIX PEAKIIUI MOJUIFOCKA-X03s5MHA YKa3bIBACT HA
JUIMTEIBHYIO UCTOPUIO CTAHOBJIEHUS JTAHHOW Mapa3uTO-XO35IMHHONW CUCTEMBI.

CymiecTByeT HECKOIBKO OCHOBHBIX T'HIIOTE3, OOBSCHSIOMNX MEXaHU3MbI M30eTaHUs
MapTeHUTaMU TPEMaTo] MMMYHHBIX peakuuii MojuitockoB. OCHOBHOW M3 HHX SIBJISIETCS
«MO/Ie/ b COBMECTHMOI0 MOJIEKYJISIPHOTO noJiuMopgu3May. [l MOUTIOCKa XapaKkTepeH
OITpe/ICIICHHBIH HAa0Op KJICTOYHBIX M T'YMOPAJIbHBIX KOMIIOHEHTOB MMMYHHTETA, 33/aHHBIX
TEHOTHIINYECKU. Pe3NCTEHTHBIE MOJIIIOCKH OTIAMYAIOTCSI OT YyBCTBUTEIIBHBIX 110 HAOOpy U
YPOBHIO 3KCIIPECCHH PACIIO3HAIOIINX MOJICKYJI, (PAaKTOPOB IUTOTOKCHYHOCTH, aJr€31H H Jp.
Jnst mapazuTa KOHKPETHOTO BU/ia (WM IITaMMa) TAKKe XapaKTepeH reHOTUITMYECKU 3a/1aH-
HBII HA0Op aHTUICHHBIX AETEPMUHAHT (PELENITOPBI IOBEPXHOCTH TETYMEHTA, IKCKPETOPHO-
CEKpPETOPHBIE MPOIYKTHI, TPOIYKTHI MeTaboi3Ma). CnocoOHOCTh MOJIIIFOCKA Paclio3HaBaTh
MIaTOTeH, PearnpoBaTh Ha HETO, a C IPYTOi CTOPOHBI, CIOCOOHOCTH NMapa3nuTa U30eraTh 3TOTro
OTBETa ONpPEJEISIOT COBMECTUMOCTh KOHKPETHOM Iapa3suTo-X03IUHHOW CHCTEMBI.

Ji1st OOBSICHEHUSI SIBIICHUST «MOJICKYJISIPHOTO OJIMMOPp(H3May» ObUTH NPEUIOKEHBI alIbTep-
HaTUBHBIE TUNOTE3bI. [IepBast 3aKirtouaeTcst B TOM, 9YTO COBMECTHMOCTD OIIPE/IEINISETCS CTeTIe-
HBIO pe3ucTeHTHOCTH MosLTrocka (Webster, Davies, 2001). CoriacHO BTOpO#, YCICIIHOCTh
3apaXXCHUsI ONPEAEIACTCS COBMAICHNEM MHIMBHIYaIbHBIX MOJECKYISIPHBIX XapaKTEPUCTHUK
napasura u xo3suHa (Theron, Coustau, 2005). B To sxe Bpemst Mutra ¢ xomuteramu (Mitta
et al., 2017) momyckaroT, 4TO ATH THIIOTE3bl HE SBISIOTCS B3aUMOUWCKIIOYAOIIMMHA W YTO
COBMECTHUMBIH CTaTyC KOHKPETHOW YIUTKH M TPEMaTOAbl ONpeessieTcss 0aJaHcoM MEXIy
HECKOJIbKUMH MOJICKYIISIPHBIMH JIETEPMUHAHTAMH, OTHOCSIIIIMMUCS K JIBYM KaTeropusim: mep-
Basi — BPOJKICHHbBIE TEHETHUECKHE OCOOCHHOCTH Tapa3uTa 1 XO35HHA, BTOPasi — MOJIEKYJIBI
(peuenTopbl ¥ aHTHreHbl), obnanatomue nonmumopdusmom (Harpumep, FREP). [Tostomy
JyBCTBUTEIBHOCTb U PE3UCTEHTHOCTh HE OBIBAIOT aOCOIMIOTHBIMU.

I'mnore3a MoJIeKyIApPHOH MHUMHKPHH I10APa3yMeBaeT SKCIPECCUIO MapasHuTOM IIO-
BEPXHOCTHBIX MOJICKYJ, OIIO3HABAEMbIX BHYTPCHHUMH 3AIIUTHBIMH CHCTEMaMHU XO3SIMHA
kak «cBoe» (Damian, 1989). Ilokazano, 4yTo pa3Hble YPOBHH BOCHPUUMYHMBOCTH XO3SIMHA
KOPPEJIUPYIOT C Pa3InYHbIM COJACPIKAHUEM MOBEPXHOCTHBIX aHTUTCHOB Mapasuta (van der
Knaap, Loker, 1990).

CormnacHO rumoTe3e MOJIEKYJISIPHON MAaCKHPOBKH, BEDKHBaHME Mapa3suTa oOecredu-
BAaeTCsl OCAKIACHUEM Ha €T0 IMOBEPXHOCTH MOJIEKY] reMoinMdbl X03s1Ha. B ocHOBe 3TOTO
SIBJICHUS] MOTYT JIE)KaTh KaK MaCCUBHAsI COPOLMS MOJIEKYJI TeMOJIMMQBI, TaK U UX aKTHBHBIHI
3axBaT MOCPEACTBOM CHENNAIBHBIX PEIIEITOPOB Ha MOBEPXHOCTH mapasuTa (van der Knaap,
Loker, 1990). Hanpumep, Tpemaronst Schistosoma mansoni SKCIpeccUpyioT Ha CBOCH I10-
BEpXHOCTH mouMopdHbie MynuHbl (polymorphic mucins, SmPoMucs), koTopbie npenoT-
BpAIIAIOT PACHO3HABAHNE MMMYHHOH CHCTEMOH MOJUTIOCKOB UYKEPOJHOTO.
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CoracHO 4eTBEepTOil TUIoTe3e, BBDKUBAEMOCTD IIapa3uTa OCHOBaHA Ha MHrHOUPOBa-
HUH NPOLECCOB HMMYHHOI'0 0TBETA X03IMHA. DTO IPOUCXOAUT C y4aCTHEM DKCKPETOPHO-
CEKPETOPHBIX MPOAYKTOB, BhIAeIsAeMbIX mapasutoMm (Loker et al., 1992; Lodes, Yoshino,
1990). B wacTHOCTH, SKCKPETOPHO-CEKPETOPHBIE MPOTYKTHI CIOCOOHBI U3MEHATH MPO(UIH
9KCIIPECCHU OENTKOB FeMOLUTAMH, YTO MOXKET IPENATCTBOBATh PAcliO3HABAHHMIO MATOreHA
MMMYHHOU cucTemMoit Momutiocka (Yoshino et al., 2013).

B 3aBepienue HacTOSIIEr0 0030pa KOPOTKO 3aTPOHEM SIBIICHUE CIIENU(PUIHOCTH MOJLIIO-
CKOB K TpeMaTOILHOﬁ uHBa3uu. B YCIOBUAX MMOCTOAHHOI'O B3aHMOﬂeﬂCTBHﬂ C 9y>XE€pOJAHBIMU
AHTUTCHAMM WX PE3UCTCHTHOCTDL K IAapasvuTy ABJIACTCA CKOpEC IpaBUIIOM, a BOCIPHUUMYU-
BOCTb — HCKJIIOUEHHEM. [103TOMY yCIIEIIHOCTh 3apaskeHus 3aBUCHUT, IIPEIkK/IE BCEro, OT CII0-
CO6HOCTI/I napasura ((l/[36€FaTI)» 3alllUTHBIX peakunﬁ XO3sMHa WK 1OAAaBJIATH HX. Mointock
obecrieurBaeT cpejy OOUTaHUsI, KOTOPYIO ITapa3uT UCIIONB3YET AJIsl Pa3BUTHSI U YBEIUUCHHUS
COOCTBEHHOW YHMCIECHHOCTH. JlJIsi 9TOro HEOOXOJUM TECHBIH KOHTaKT MEX]Y Mapa3suToM
U XO35IMHOM, U HECOMHEHHO, 3TO B3aUMOJCICTBUE PACIPOCTPAHICTCS HA MOJIEKYJISIPHBII
AUaJjior MeXAy HHUMU, pE3YJIbTaTOM KOTOPOTO, BEPOSATHO, ABJIACTCA 3allyCK U CHUJla UMMYH-
HOT'O OTBETa YJIHMTOK.

OnHaKo 10 CUX IOP OCTAETCsl MHOTO BOIIPOCOB OTHOCHUTEIBHO (hOPMHUPOBAHUS SIBICHHUS
CHCLII/I(l)I/lLlHOCTl/I 1 MCXaHU3MOB yCTOﬂ‘iMBOCTM MapasuToO-XO3sIMHHBIX CUCTEM. SIBnsgercs nmu
JaBJICHUE, CO3/laBaeMO€e TPEMATOJHON MHBa3ueH, (pakTopoM, COCOOCTBYIOIUM Pa3BUTHIO
CHeLII/l(l)l/I‘-IHOCTI/I B UMMYHHBIX CUCTEMAaX MOJUIFOCKOB, U CIIYXKHUT JIM TaKO€ HpI/l06peTeHI/le
JBIDKYLIEH cuiiol uist popmupoBaHus pasHooOpasusi Tpemaroa?

YuuteiBas CI0KHBIIHUECS B X0A€ KO3BOJIIOLWU MAapasUuTO-XO3AUHHBIC CUCTEMbI, MOKHO
HPEIIOJIIOKHUTh, YTO TPEMATO/bI OKa3al CEPbEe3HOE BIUSHUE Ha (YOPMUPOBAHHE UMMYHHBIX
peaKuni& JICTOYHBIX MOJUIFOCKOB, BKJINOHas CTCIICHb UX CHeLII/l(l)I/lLlHOCTl/I.
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DEFENSE REACTIONS OF PULMONATE MOLLUSCS
DURING PARASITIC INVASION
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SUMMARY

Defense reactions of pulmonate molluscs have been actively studied in the last decades, which
resulted in the accumulation of abundant data on various aspects of their immune response both at the
cellular and the humoral level. Several reviews analyzing this material have recently been published
(Adema, Loker, 2015; Pila et al., 2016a; Melillo et al., 2018; Li et al., 2020). However, the last reviews
on this subject in Russian were published more than 15 years ago (Ataev, Polevshchikov, 2004; Ataev
et al., 2005a, b; Galaktionov, 2005). This review aims to generalize modern ideas about the immune
response of pulmonate molluscs and to outline the main problems in this area. It considers defense
reactions of the molluscs to various immunization factors, with the focus on the response to trematode
invasion. This is due not only to the importance of pulmonates as intermediate hosts of trematodes
but also but the possible involvement of these parasites in the development of molluscan immunity.
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