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BBEJAEHUE

AKTyanbHOCTh HcciaenoBanus. Kiacc Trematoda oObeaMHSET HECKOJIBKO
TBICSIY BUJOB, cocTaBipromux Oosee 2500 pomor (Gibson et al., 2002). DTa rpymnma
XapaKTepU3yeTcsl HAIMYUEM CJIOKHOTO KU3HEHHOrO IHMKJA, CBSI3aHHOTO CO CMEHOM
X035€B W dYepeloBaHUEM TepMadpOIUTHOTO W TAPTCHOTCHETHYECKUX TTOKOJEHUH.
Hanuune cpenu Tpemato]] OMacHbIX Mapa3uTOB YEIOBEKAa M HKOHOMHYECKH BaKHBIX
KUBOTHBIX TMPUBJEKAET OOJIBIION MHTEpEC K M3YUYCHHUIO PAa3IUYHbIX AacleKTOB
OMOJIOTHH, CUCTEMATUKH U (PH3UOJIOTHH 3TUX TEIIbMUHTOB.

Cpean mpouyux BOIPOCOB OOJBIIYI0 aKTYaJbHOCTh MPUOOpPETAET H3yUEHUE
NPU3HAKOB BHJIOBOM HIeHTU(UKAIUU Tpemarona. Mcropuuecku miig 3TOro Kiacca
CIIOKWINCH JIBE, IIOYTH HE3aBUCHUMBIE CHCTeMBl. lIpm 3ToM 00€ OCHOBaHBI Ha
MOP(OJIOTUYECKUX XapaKTEPUCTUKAX MpeACTaBUTENCH TepMadpoAUTHONW TeHepaluu.
[lepBas U3 HUX — TaKCOHOMHUYECKas — OCHOBaHa Ha Mopdoiorun maput. Haunnas c
Ilenepa u Pynonsda (Zeder, 1800), Pymonsdu (Rudolphi, 1819) kmaccudukarms
MOCTOSIHHO YCJIOXKHSJIACh U MHOTOKPATHO MEHSIach, 0COOEHHO 3aMETHO — B TIOCJICTHUE
JECATUIICTUS — HAa OCHOBAaHWUW MOJICKYJISIPHO-TEHETHYCCKUX JTaHHBIX. BTopas crucrema
(He TakCOHOMMYECKas) OCHOBaHAa Ha CTPOCHHH, a B pAJIE CIy4acB Ha IMOBEICHUU UX
JUYMHOK — LEpKapuil U mpu3BaHa 0000IMUTH 3HaHUSA 00 uX MHOrooopasuu (cm.: Liihe,
1909). OxHako Janeko He BCE JKU3HEHHBIC IIUKIIBI TPEMATOI pacIin(poBaHbl, IIOATOMY
COOTBETCTBHE IIEpKapUil BUJaM MapUT U3BECTHO B OY€Hb HEOOJBIIIOM YHCIIE ciydaeB. B
pe3ynbTare I MHOTHX BHJIOB JI0 HACTOSIIETO BPEMEHW HCIOJIL3YETCS JTBOMHOE
Ha3BaHUE — M0 IIEPKapHsIM U 10 MapuTaM.

OguuM W3 penieHud JaHHOM MpoOJIeMBbl CTajl0 MPUMEHEHUE MOJICKYJISPHO-
TCHETHYECKUX METOJIOB, C TIOMOIIBIO KOTOPHIX MOXHO TPOBECTH MICHTH(PUKAIIUIO BUIA
TpeMaToJl Ha pa3IUyHbIX (a3ax >KU3HEHHOTro IWkia. HecmMoTps Ha oueBHIIHOE
JIOCTOMHCTBO MOJIEKYJISIPHO-TEHETHYECKUX TI0IX0I0B, UCCIIEAOBAHUI MTOJTHOPa3MEPHBIX
KJIACTEPOB TC€HOB JINTCHEH OTHOCHUTEIbHO HeMmHOoro. Tomapko B 2009 1. ObLIH

paCIHI/ICI)pOBaHI)I IIOJIHBIC IIoCJICA0BAaTCIbHOCTH AACPHBIX T'CHOMOB ABYX



OpeICcTaBUTENIed JaHHOTO Kiacca — BO30yauTeNeld IIMCTOCOMAaTOo3a ueJoBeKa
Schistosoma mansoni u S. japonicum (Berriman et al., 2009; Liu et al., 2011).

B Hacrosiee BpeMsi MIMPOKOE UCIIOIb30BAHUE SIACPHBIX U MUTOXOHAPHAIBHBIX
MapKepoB B MOMYJSIIMOHHO-TEHETHUYECKUX U (UIOTCHETUYECKUX HCCIEIOBAHUSIX
TpeMaToJl TMO3BOJSET pa3padaThiBaTh HAa HMX OCHOBE CHCTEMBbl IS BHJIOBOMN
uACHTU(UKAIIMKM PA3IMYHBIX MpEACTaBUTENCH maHHOro Kiacca. Cpeau MOJEKYJSpHO-
JMAarHOCTUYECKUX cucTteM Haubosee 3(h(PEeKTUBHBIMU U UYBCTBUTEIBLHBIMU SIBIISIFOTCS
cucrtembl, ocHoBaHHble Ha [IIIP c nmokyc-cneruduunpiMu mpalimepamu (Zarlenga &
Higgins, 2001).

HNHoraa B pacnopsKeHUHM MCCIEI0BAaTENEe UMEETC MaTepuall, TPeACTaBICHHbBIN
TOJIbKO TAapTEeHUTaMH TpeMaTo] — peAusiMu U crnopouuctamu. I[IpoBecTu BHIOBYIO
UACHTUPUKALMIO 10 MOP(OJIOrMYECKUM TMpU3HAKAM B OOJIBIIMHCTBE CIIy4aeB
HEBO3MOXkHO. OpHAKO [Js HEKOTOpPhIX BHUJOB HAa3BaHHWE JAaHO Ha OCHOBaHUU
MOP(OJOTUYECKUX MPU3HAKOB HMMEHHO MApPTEHUT. SIPKUM TPUMEPOM SBISIIOTCS
crioporictel poaa Leucochloridium. IMociaennue MOAy4YHiId IMIMPOKYIO H3BECTHOCTH
Onaroyapsi YHUKQJIbHOW MHUMUKPHUH, BBIpaXKaroleicss B CIOCOOHOCTH (HOpMUPOBATH
OTPOCTKH, KOTOpble (OPMOM, OKpacKOW U JBUKEHHUEM WMUTHUPYIOT JIMUMHOK
HAaCEKOMbIX. VIMEHHO CTpoeHue 3TUX OTPOCTKOB U JIEIVIO B OCHOBY BHJIOBOM
uaeHTudukanyu npencrasutenei poga Leucochloridium mo maprenntam. OCHOBHBIMH
0o0beKTaMH B JaHHOW pabote crtamu Tpemaroxabl L. paradoxum, L. perturbatum wu L.
vogtianum. OpHako Jgaxe I STHUX BHIOB JO HAIIEro HCCICIOBAHUSA OBLIH
OPEANPUHATHl  JIMIIb  TPEABAPUTEIbHbIE  MOMBITKM  MPOBEPUTH  BaJIMIHOCTH
MOP(OJIOTUYECKUX MPU3HAKOB METOJAMH MOJEKYJISIpHON reHeTuku. COOTBETCTBEHHO,
JIOKA3aTelIbCTBO  BUJOBBIX  OTIMYM B (QOpMHUpPOBAHUM  MOP(OIOTHYECKOTO
pasHooOpaszust croporct poaa Leucochloridium, dYepe3BblyaiiHO aKTyajabHO ISt
aHaJIHM3a CTOJIb CJIOKHOTO OMOJIOTUYECKOTO SBJICHUSI KaK )KU3HEHHBIN 1TUKIJI TPEMATO/I.

Crenenb paszpaboranHocTH. B HacTosimiee Bpemsi B JIMTEPATYPE HMEKOTCS
HEMHOTOYHMCJICHHBIE PA00ThI, KOTOPHIE CoepkKaT pe3ysbTarhl reHoTunupoBanus p/IHK

tpemato poaa Leucochloridium (Tkach, 2001; Casey et al., 2003; Olson et al., 2003;



Rzad et al, 2014). [IlpeacraBneHHble B NyOIMKAIUSIX  HYKICOTHIHBIC
IIOCJICI0BATEIPHOCTH KilacTepa pubocomHbIx renoB Leucochloridium paradoxum u L.
perturbatum, saperucrpupoBanbl B GenBank, HO He SBISIOTCS MOJHOPa3MEPHBIMH.
[TocnenoBarensHocTH p/IHK L. vogtianum He n3ydeHsbI.

Lear padoThl — HM3y4YeHHWE BHYTPHUPOJOBOTO TEHETHYECKOTO MOIUMOpPHu3Ma
croponuct TpeMaro poga Leucochloridium.

OcHOBHBIE 321a41 MCCJIeOBAHUSI:

1. WByunthr MOpQOJIOTUYECKHE OCOOCHHOCTH TAapTEHUT TpPEeMaroa  poja
Leucochloridium.
2. OcymecTBuTh BUAOBYIO HieHTH(UKanuioo Tpemartox poxa Leucochloridium c

MTOMOIIIBIO MOJIEKYJISIPHO-TEHETUYECKUX METOIOB.

3. ITlomy4unTh HYKJICOTHIHYIO IIOCJICAOBATEILHOCTh IMPOTSHKEHHOTO — yYacTKa
kiactepa reaoB pPHK tpemaron pona Leucochloridium.

4. Tlposectn ananm3 (punorenermueckux cBszeit Leucochloridium paradoxum, L.
perturbatum u L. vogtianum ¢ apyrumMu BUgamMu TpeMaTo.

Hayunasi HoBu3Ha. Bce mpesicTaBiieHHBIE Pe3yJbTaThl SBJISIOTCS HOBBHIMHU. B
Hareil paboTe BIEpBBIC OINMPEACIICHBI HYKJICOTHIHBIE ITOCICIOBATEILHOCTH KiacTepa
pAHK: 18S-ITS1-5.8S-1TS2-28S 1pex BumoB tpemaron poaa Leucochloridium,
KoJMpyoe (QyHKIIMOHAIBHBIE TocienoBarelbHOCTH pubocomHbix PHK, a Ttakke
MOCJICTIOBATEIbHOCTH ~ YYaCTKOB ~ BHYTPEHHHX  TPAHCKPUOMPYEMBIX  CIIEHCEpOB:
4444 . u. nua L. perturbatum, 4430 n. 1. g L. paradoxum, a takxe 2163 1. 1. ms L.
vogtianum. TIlony4eHHBIE HYKJICOTHIHBIC TOCICIOBATSIBHOCTH AHHOTHPOBAHBI B
GenBank u nocTynHbl 1711 CpaBHEHMsI ¢ HOBBIMH pe3yJsibTaramu cekBeHupoBanus JJHK
tpemaron poaa Leucochloridium. Ha ocHoBanuu (HIOr€HETHYECKOr0 aHajm3a
TIOJIYYCHHBIX TIOCIICIOBATEIIBHOCTEH BCEX TPEX MCCIIEIYEMBIX BHIIOB MEXTYy COO0H U C
JTAHHBIMH O TIEPBUYHON CTPYKType moao0HbIX yuyacTkoB p/IHK npencraBureneit npyrux
pPOJIOB BIIEPBBIC OBLIM IOCTPOCHBI JEHAPOTPAMMBI, ITO3BOJUBIINE OMPEACINUTh HX
MPUHAJJICKHOCTh K ceMeicTBY Leucochloridiidae, BxoasiemMy B cOCTaB HaJceMecTBa

Brachylaimoidea.



Teoperuyeckass W mnpakTUYeckass 3HAYUMOCTL padoTbl. VccremoBanue
CTPYKTYPHOW OpraHu3allid IreéHoMa TPeMaTo]l UMEET NPAKTUYECKOE MPHUIIOKEHUE B
MEIUIIMHE M  CEeIbCKOM  XO3SMCTBE TpH  pa3padOTKE  IKCIPECC-METOJIOB
TeHOTUIIUPOBaHUsL BO30OynuTeNnel 3a00eBaHMil YeloBEeKa M >KUBOTHBIX, a TaKXKe IS
CO37[aHUsI HOBOTO TOKOJICHUS JICKAPCTB M YCOBEPIICHCTBOBaHUS BaKIMH. CO37aHHBIM
oank sgepuoit JIHK tpemaron poma Leucochloridium, kosrekmus OpHTrHHAIBHBIX
cnenuduueckux mpaiimepoB mns kiactepa reHoB pPHK, a Ttaxxke yHuKanbHbie
anekTpodopernueckue npodpunn ammrpukatoB JJHK Tpex BumoB Tpemarom pojaa
Leucochloridium, momyuennsle ¢ momomnipto RAPD-ananmm3a MOTyT CIOyXHTH s
MPOBEICHUS JKCIPECC TECTUPOBAHUSI OCOOEH, MPUHAJICKAIUX K HCCIEAYEMbIM B
paboTe BHIaM U, BO3SMOXKHO, APYTUM TaKCOHAM JTUTECHEH.

Metogooruss W MeTOABbI HCCJIeOBAHUSA. METOIONMOTUSI  UCCIETOBAHMS
OCHOBBIBAJIACh HA TIOJYYEHUH U MOJEKYJISIPHO-TEHETHUYECKOM aHaIN3€ HYKJICOTHIHBIX
IOCJICIOBATEIPHOCTEH KilacTepa puOOCOMHBIX T'eHOB Tpemarox Leucochloridium sp.
JUTSL BBISIBJICHUSI BHYTPH- U MEKBHJIOBOTO MOJIMMOP(HU3Ma, a TaKkKe PUIOTeHETUIECKOTO
MOJIOKEHUS  ATUX  OpraHu3MoB. PaboTa  BbINOJHEHA € MPUBICYCHUEM
MOP(DOIOTHUECKUX,  MOJEKYISIPHO-OMOJIOTHYECKUX,  MOJEKYISIPHO-TEHETHUECKUX
METOJIOB: W3BJICUEHUE U OIMCAHUE CIOPOIMCT, BBIJCICHHE U aHaJU3 XPOMOCOMHOM
JHK, RAPD-anamuz, II[P-ammiuduxanus co crnenuduueckuMu MpaiMepaMu
yyactkoB pJIHK, ux ounctka u cexkBeHupoBaHue. C MOMOIIBIO CHEIUATBHBIX
KOMITBIOTEPHBIX ~ MPOTPaMM  TPOBOAWIM  AHAIU3  TOJYYCHHBIX  HYKICOTHIHBIX
MOCITIEIOBATEILHOCTEH: BBIPABHUBAHME W TOUCK MOJUMOP(HU3MOB, TOCTPOCHHUE
TOTIOJIOTUYECKHUX CXEM BTOPUYHBIX CTPYKTYp TpaHnckpuntoB pAHK, dunorenernueckue
PEKOHCTPYKITHH.

IMo0:keHNs1, BLIHOCMMbIE HA 3aIIUTY:

1. OcHOBHBIMU MOP(OJIOTUYECKUMH MPU3HAKAMHU JJISI BUJOBOM HIECHTU(DUKAITUU
tpematoy poaa Leucochloridium siBisitorcst ocoOeHHOCTH (OPMBI I OKPACKH ITOKPOBOB
OTPOCTKOB CHOPOIMCT mapTeHuT. Ilpm srom mms Buma L. paradoxum xapaktepHo

HaJIMYUe 3€JICHOr0 NHWIMEHTa B TEeryMeHTe chopormthl, s L. perturbatum —



KOPUYHEBOTO MUTMEHTA C Y4YacCTKaMHU CBETJbIX U TEMHBIX UYEpPEIYIOIIUXCS MOJO0C, a
OTPOCTKH croporct L. vogtianum comepkaT NHIMEHT JKEJITOTO I[BETa M HECYT
NaMUIOMOOOPa3HbIE BHIPOCTHI.

2. Anamm3 HykineoTuaHbIX TnocienoBatenbHocte p/IHK  Tpemarton L.
paradoxum, L. perturbatum u L. vogtianum moarBep»kaaer afeKBaTHOCTh TPAJAUIIHOHHO
WCITOJIB3yEMBIX JJISI BUIOBON UACHTU(PUKAIMH MOP(HOIOTHISCKUX MMPU3HAKOB.

3. MHccnenyembie BUABI HMEIOT JOCTOBEPHBIE MEXBHUAOBBIC pa3Iuyus B
HYKJICOTUIHBIX TocienoBarenbHocTsIX ITS1 u ITS2, a Takke 0COOEHHOCTSIX BTOPUUHOM
CTpykTypbl TpaHckpunta ITS2. BHyTpuBHmoBoil mnoduMopdu3sM B HYKICOTHIHBIX
MOCJIETIOBATEIBHOCTSIX TE€HOB PUOOCOMHOTO KjacTepa cpeau ocoOeil BUIOB poja
Leucochloridium orcyrcTByer.

4. MoOJeKyNISIpHO-TEHETUUYECKUN aHAIU3 HYKICOTHAHBIX MOCIEI0BATEILHOCTEN
pAHK, a Taxxke aHanu3 mnoauMOpGU3MOB, BBISBISEMBIX C IOMOIIBIO CIy4alHBIX
npaiiMepoB, MO3BOJIAET JOCTOBEPHO HACHTU(MUIIMPOBATH U pa3inuyaTh MEXIy cOOOM
npeacraButenieid  poxga  Leucochloridium.  [lanHHble  aJrOpuTMbl  MOTYT  OBIThH
MCITI0JIb30BAHBI JIJIs1 BEpUUKAIINH CITy4aeB MHOKECTBEHHOTO 3apasKeHUSI MOJUTFOCKOB.

5. Ilo pe3ynbprataM (UIOTEHETUYECKOTO aHaIn3a Ha OcHOBE ydacTka |1 TS1-5.8S-
ITS2 knactepa renoB p/IHK moareepkaeHa npunamie:xxHocts poaa Leucochloridium k
cemeiictBy Leucochloridiidae, Bxoasimemy B coctaB HajacemelicTBa Brachylaimoidea.

CreneHb J0CTOBEPHOCTH U ampodamusi pe3yabTaToB. PaboTa BhINIONHEHA Ha
42 obpasnax JJHK, momyueHHBIX U3 HHAMBHIYAIbHBIX criopormct: 28 — L. paradoxum,
13 — L. perturbatum u 1 - L. vogtianum. JloctoBepHOCTh oOOccICUeHa
MHOTOYHUCJICHHBIMU MOBTOPaMHU CEKBECHUPOBAHMUSI MapKepHBIX y4aCTKOB,
BOCIIPOU3BOJAMMOCTBIO  TIOJIYYEHHBIX  PE3yJbTaTOB, a TaKXKe UCIOJIb30BaHUEM
Pa3IMYHBIX MOJIEKYJSIPHBIX M CTaTHCTUYECKHX METOJOB JIS MPOBEPKHU IOTYYCHHBIX
JAHHBIX. Pe3ynbTaThl KIACTEPHOTO aHAIW3a OIEHEHBI C MOMOIIBI0 OyTCTPAN-METO/Aa
(1000 moBTOpHOCTEW TpH y310BOM 3HaueHWU He MeHee 70). OOpaboTka Marepuana

IpOoB€ACHA C MHCIIOJIIB30BAHHECM COBPCMCHHOI'O O60py,[[0BaHI/I$I AT MOJICKYJIAIPHO-



FEHETUYECKUX  HMCCIEHOBAaHMM, a TAaKKe€ COOTBETCTBYIOLIEITO  MIPOrPaMMHOIO
oOecrieueHusl.

[Io Teme nuccepramuu omnyOiauMkoBaHO 4 crtaThu (3 U3 KOTOPBIX BXOIST B
x)ypHaibl u3 nepeuds BAK), 13 Te3ucoB (yCTHBIX JOKJIAI0B, MOCTEPHBIX CECCHI U MPU
3a0YHOM  y4YacTMM B  MaTepuanax KoHdepeHiuii). OCHOBHbIE  MOJIOKEHUS
JUCCEPTALIMOHHOIO HMCCJIEIOBAHMUS TMPEICTaBIEHbl M 00cyxkaeHel Ha 5 Cbesne
[TapazuTtonorudeckoro obmiectBa Poccuun, (HoBocuGupck, 2013); MexayHapoaHOU
KOH(EepeHIIMU CTYJEHTOB, aClIMPaHTOB U MOJOJBIX y4yeHbIX «JlomonocoB» (MockBa,
2014); MexnayHapoIHOH Hay4HOW cTylneHuYecKor KoH(pepeHuun «CTyIeHT U Hay4HO-
texuudeckuit nporpecc» (HoBocubupck, 2013); MexaynapoaHoit [TymuHckoi mkose-
KOH(epeHIIMHn MOJIOAbIX yueHblx «buomoruss Hayka XXI Beka» (2013);
MexnynaponHom cumnosuyme "COBpPEMEHHBIE JOCTHMKEHUS B IMOMYJISLIMOHHOM,
HBOJIIOIIMOHHOMN U dKoJIorndeckoit reneruke" (BmaauBoctok, 2015).

baaroxapuocru. ABTOp BBIPAXKaeT rIIyOOKYIO IIPU3HATEITBHOCTD
H. B. Ilpim6anenxko, I'. JI. AraeBy u E. E. IIpoxopoBoii 3a o0y4ueHHe, BCECTOPOHHIOIO
HNOJIEPKKY U MOMOIIb B MOATOTOBKE auccepTanuu. OcoOble cioBa OJarogapHOCTH
aBTOp TMPUHOCUT 3@ MPAKTUYECKUE KOHCYJbTAIIMU, IICHHBIE COBETHl M TIOMOIIbL B
OCBOCHHMH MOJIEKYJISIpHO-TeHeTHUecknx MetoaoB I'. A. 3axapony, I'. I'. Xpucandosoii,
H. . A6pamcon. ABtop kpaitne mpusnarenedH A. C. Toxmakosoit, H. U. IOpnosoii,
C. B. IexoBuoy, K. B. PoxkoBaHy 3a HOAJIEpPkKKY U HEOLUECHHMYIO IOMOIIb B
MOATOTOBKE PabOTHI.

PabGoTta BbIMONHEHAa NpH MNOJAEpPXKKe: rpaHTa MuHucTtepcTBa 00pa30BaHUS
«Pa3BuTre HaydyHOro moTeHuuasia Beicuied mkoib, 2009 — 2011 rr.; rpanta POOU
«JKcmpeccus TEHOB (paKTOPOB 3aIIUTHBIX PEAKIUH JIETOYHBIX MOJUTFOCKOB», 2010 —
2012 rr.; rpanta MunucrtepctBa obpa3oBanusi u Hayku P® «Pa3paboTka MeTOAMKHU
JKCIpECcC-aHaIN3a 3apaXEHHOCTU JIETOYHBIX MOJUIIOCKOBY», 2012 r.; rpaHTa
Munucrepcrsa oOpa3oBaHUs 151 HAayKH PO «IIpumenenune MeToaa
IUTO(ITYOPUMETPUUECKON IKCTPECC-TUATHOCTUKN TIPECHOBOJHBIX MOJUIIOCKOB TIPH

BBISIBJICHMM MWHBAa3WM TPEMATOJaMHU, MATOI€HHBIMM JIJI1 YEJIOBEKa M KUBOTHBIX», 2013
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r.; rpanTa [Ipesunenta PO gt monoabix yueHbix Ne MK-2935.2013.4 «I'enetnueckuii
noaumopdusm mojutrockoB Planorbarius corneus (Gastropoda, Pulmonata)», 2013 —
2014 rr.; npoekTHO# yactu ["'ocymapcTBeHHOTO 3a/1aHusl MUHHCTEpCTBA 00pa30BaHUs U

Haykn PO «/3yuenue (yHKIIMOHATBHOM AaKTUBHOCTU OPIOXOHOTHUX MOJUIIOCKOBY

(ITpoekt Ne 1278), 2014 — 2016 1.
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I'masa 1. OB30OP JIUTEPATYPBI

TpemaTtonpl  SBISIOTCST  OJHOM M3  MHTEHCUBHO  M3Y4YaeMbIX  TPYIIII
0ecro3BOHOYHBIX. MHTEpec kK HUM OOYCJIOBJIEH HE TOJIBKO TE€M, YTO MHOTHE W3 HUX
SBJIAIOTCS OMACHBIMM TMapa3UTaMHU 4YeJIOBEKa M JKUBOTHBIX, HO TaKXK€ U YHUKAIbHBIM
YKU3HEHHBIM UKIOM. OCOOEHHOCTh MOCIEAHETO 3aKJII0YAETCA B €r0 T€TePOTeHHOCTH, a
TaK)Ke B CJIOXKHOUW cucteMe MOpP(OJOTHYECKUX, (DU3UOJOTUUECKUX U TOBEIECHYECKUX
aJlanTaiyii coCalbIMKOB Ha pa3HbIX (pazax ero pa3BUTHS (KaK Mapa3uTUYECKUX, TaK U
CBOOOMHOXKUBYIINX). [Ipr 3TOM OCOOEHHO MHOIO HEpEHICHHBIX MPOOJIEM CBS3aHO C
Ouosoruel U pa3BUTUEM MAPTEHOTCHETUUECKHUX MTOKOJICHHM, MPECTaBICHHBIX PEIUIMHU
u cropouuctamMu. J[0 HACTOSIIEr0 BPEMEHU OCTAIOTCS JIHUCKYCCUOHHBIMU BOIPOCHI
MPUPOJIBl 1 MEXaHU3MOB Pa3MHOKEHHUS aPTEHUT; TaKKE BO MHOIOM HE BBISICHEHA POJIb
pa3nuyHbBIX (AKTOPOB B PETYJIUPOBAHUM UX PA3BUTHS, B3aUMOOTHOIICHHH C
OpraHW3MOM XO3siMHa (BKJIIOYasl MPEOJOJECHUE UMMYHHBIX pEaKIui MOCIEIHEr0) M
MHOTHUE JpYTHE.

CrocoOHOCTh TpeMaroji KapJIMHAJIbHO HW3MEHSATHh O00pa3 JKH3HU B TEUCHHUE
JKU3HEHHOTO0  IMKJIA, AaJanTUPYsICh K OJKU3HM BHYTPU  PA3JIUYHBIX  XO35EB
(MpeacTaBIEHHBIX KaK XOJOJIHOKPOBHBIMH, TaK U TEIJIOKPOBHBIMU >KHBOTHBIMU) U BO
BHEIIIHEH cpene, TOJDKHA MPUBOJWTH K BO3HUKHOBEHHUIO MEXAHU3MOB PETYJISIIIUU
DKCIIPECCUM TEeHOMa M CIOCOOOB pEOpraHu3alli TeHETHYEeCKOW uHOOpMaIuu.
HecMoTpst Ha CTONb WHTEpPECHBIE U CBOEOOpPA3HBIE ACIEKThI OWOJIOTHH TPEMAaTOo],
OCOOCHHOCTH OpTraHM3alldd Te€HOMa TPEMATOJ] M3Yy4eHBbl O4eHb cjiabo. OmHaKo Ist
pelIeHUs] TEPEUUCICHHBIX BBIIE MPOOJIEM B M3YUYCHUH TPEMaTo] HEOOXO0IUMO
xopoliee 3HaHue o0bekTa. K coxanenuto Mojienei, pa3pab0TaHHbBIX C UCTIOIb30BAaHUEM
COBPEMEHHBIX METOJIOB M MOJX0JI0B OTHOCUTEIHLHO HEMHOTO. B OCHOBHOM peub UIET O
BUJaX, IPEICTABJSAIOIIMX OIACHOCTh s denoBeka u >kuBOTHBIX (Trichobilharzia
ocellata, Bilharziella polonica Kow. (Beap, Bopouun, 2007), Opisthorchis felineus,

Clonorchis sinensis (Shekhovtsov at al., 2010).
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Tpemaronel poma Leucochloridium mmpoko pacnpocTpaHEHbI B MPUPOJIE Kak
napasuThl IIMPOKOTO Kpyra IMTHIl, OJHAKO HE OTHOCATCA K YHCIy Tapa3uToB
aKTyalbHBIX I SKOHOMHKHU. [l03TOMY, HECMOTpsSI Ha IIHUPOKYIO H3BECTHOCTH CpeIu
OMOJIOTOB CBOMM >KU3HEHHBIM ITUKIIOM H, TIPEK/E BCETO, YHUKATBHBIMUA CIIOPOITUCTAMH,
MOJICKYJISIpHAs TCHETUKA TMPEICTaBUTENICH ATOTO POJa OCTAeTCsl OTHOCHUTENBHO CIIabo
n3ydyeHHOU. OCOOEHHO MHOTO BOIPOCOB CBSI3aHO C MApTEHUTaMU STUX BHUAOB. B
JaHHOM  pasleie  TPEJCTaBICHBI  CBEJACHUS O  TpPeMarodax,  SBIISIOIIUXCS
HETIOCPEICTBEHHO OOBEKTaMH HAaIero HccienoBaHus. KpoMe 3TOro paccMOTpEHBI
OCHOBHBIC TIOJXOJbI, HWCIIOJB3YEMbIC I KapHOJIOTHYECKOTO W  MOJICKYJISPHO-
TeHETHYECKOT0 M3YYEHUSI TPEMATO/, a TakKe METOJbl (PMUIOTEHETUYECKOTrO aHalnu3a U

IMMOJIYYCHHBIC C UX ITIOMOIIbIO JaAHHBIC.

1. 1. Xapakrepucruka Tpemartoja poaa Leucochloridium

[lepBblc yIOMUHAHUS O TpeMaToAax, MpUHAAIeKammx K poxy Leucochloridium,
otHocsATcs K Havanmy XX Beka. Hemerkuit uccnenosatens Pynonsdu (Rudolphi, 1803)
OOHapYKWJI MapUT 3THUX MMapa3suToOB B Kioake coyioBbs (Luscinia luscinia L.) u Ha3Bai
Fasciola macrostoma, nepeumenoBas Brocieactsuu B Distoma macrostomum (uuT. mo
beixoBckasi-ITaBnoBckas, 1951). Hemnoro mno3gHee, Takxke B I['epManuu, ApeHC
(Ahrens, 1810) omumcan NapTEHOTEHETHUYECKYIO CTAIUI0 JKM3HCHHOTO  IIHMKJIA
uccineayembix aureneit. Crycers 25 net Kapyc (Carus, 1835) npeayioxun Ha3BaHHE IS
stux Tpemaroa — Leucochloridium. Tlpu uccnenosanuu mosutrocka Succinea amphibian
OH OOHApPYXWJ B €ro MJIA3HBIX IIyMaJblaX MYyJIbCUPYIOIINE SPKO OKPAIICHHBIC
CIIOPOIMCTHI MTApPa3HTa.

B 1819 r. Pynonbdu onmcan BTOopoi Bua 3Toro pojaa — Distomum holostomum,
ocobu kotoporo oOHapyxun B mnactymke (Rallus aquaticus). B ganbHeiinem
Mountuuern  (Monticelli, 1888) Bwimenun pox Urogonimus u moMecTHa B HETO
Distomum macrostomum, kak Urogonimus macrostomum. B Hagame mpommioro
crontetust [Toxe (Poche, 1907), mpemnoxkuna BepHyTh poay HazBanue Leucochloridium

Carus, 1835, ompenenuB B kadecTBe TumuuHoro Buaa L. macrostomum (Rud.).
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CootBeTcTBeHHO TmoxcemeiictBo  Urogominidae Obuio  mepeMMEHOBaHO WM B
noacemerictBo Leucochloridiinae (uut. mo beixoBckas-IlaBmoBckas, 1951).

Jlonroe Bpems poxa Leucochloridium tak u ocraBajicsi COOpPHBIM: pa3HbIe aBTOPHI
OTHOCWJIIM K HeMy pasinyHoe KoimdecTBO BUAOB. Tak, K. M. Ckpsaoun (1948)
ompenessl B cocTaBe gaHHoro poja 19 sumnos, U. E. beixoBckas-ITaBiaoBckas (1951) —
10 Bumos, C. fAmarytu (Yamaguti) — 47 BumoB, Makuntom (Macintosh, 1932) — 12
BujioB (cMm: Kopoub, 2004). Karan (Kagan, 1952), ocHOBBIBasICh Ha JeTalisIX CTPOCHUS
IIOJIOBOM CHCTEMbI repMa(pOIUTHBIX MAapHUT, BKIIOYWI B cocTaB poaa Leucochloridium
6 BumoB. OngHako, B OOJBIIMHCTBE pPabOT, TOCBAIICHHBIX CUCTEMATHKE
paccMaTpuBaeMoro pojia TPEeMaroj, B KauyeCTBE OCHOBHOTO IMPHU3HAKA HCIIOJIb3YIOTCS
0coOeHHOCTH ()OPMBI M OKPACKH OTPOCTKOB CIOPOITUCT TMAapTEHUT ITHX OPraHU3MOB
(I'unernuuckas, 1968).

NmMmeroTcst muTepatypHble ONMUCAHUS M OOJBIIEr0 4Yucia BUJOB TPEMaTo]l poja
Leucochloridium. B uenom, Haumnas ¢ XIX-oro Beka, BcTpedaeTcs MpEACTaBICHUE
Oostee TpuaaT BUAoB 3Toro poaa. Cpeau Hux: Leucochloridium caryocatactis (Zeder,
1800), Leucochloridium holostomum (Rudolphi, 1819), Leucochloridium paradoxum
(Carus, 1835), Leucochloridium vogtianum (Baudon, 1881), Leucochloridium
problematicum (Magath, 1920), Leucochloridium cercatum certhiae (Mclntosh, 1927),
Leucochloridium japonicum (Ishii, 1932), Leucochloridium fuscostriatum (Robinson,
1947), Leucochloridium phragmitophila (beixockas-IlaBnoBckasi, {younuna, 1951),
Leucochloridium perturbatum (Pojmanska, 1969) u ap.

CrnenoBaTelbHO, HECMOTpPSI HAa MHOTOYHCIICHHBIC WCCICIOBAHUS B JTOM
HarmpaBJICHNUH, BONIPOC O BUA0BOM MaecHTH(UKAKMK TpeMaTo ] poaa Leucochloridium mo

HACTOAIICTO BPEMEHU OCTACTCA NJUCKYCCUOHHBIM.

1. 1. 1. )KuzHeHHbIi UK TpemaToxa poaa Leucochloridium
JKuzHeHHBIE UKIIBI TPEMATO ] MHOTOOOPAa3HbI K OYEHB IJIACTUYHEI, HO CTPYKTypa
UX [IPH 3TOM TMOAYUHSICTCS ONPEIeICHHBIM 3aKOHOMEPHOCTSIM M CTPOTUM TpaBuiaM. Ha

MNPOTsKCHUM JKU3HCHHOI'O HHUKJIA TpEMATOJAbl MOT'YT MMCTH OT OJHOIO OO YCTBIPCX
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xo3seB. TeM He MeEHee, IOCIIeOBATEILHOCTh OCHOBHBIX 3TallOB CTAaHOBJICHUS WX
KU3HCHHOTO IIMKJIa TPAKTYeTCS JOCTATOYHO CXOJHO. BeposTHO, CTaHOBJICHHUE
KU3HCHHOTO IMKJIa HA4YaJ0Ch C OCBOCHHS B KQ4eCTBE MEPBOTO (IT0 BPEMEHH) XO35IMHA —
MOJUTFOCKa M, 4YTO IIEPBHYHBIA IMKJI TpeMaToJ ObUI OJHOXO3SWHHBIM. BTOpbIM
HOSIBUJICS IC(UHUTUBHBIA XO3SUH — MIO3BOHOYHOE JKUBOTHOE, IPUYEM MPOU3OILIO 3TO
HamHoro no3auee (["anaktuonos, JloOpoBonbsckuii, 1998).

Cpeny MHOTOYMCJICHHBIX BapUAHTOB JKM3HCHHBIX IMKJIOB JIUTCHETHYCCKUX
COCQJIBIIMKOB,  BKIIOYAIOIIUX KPOME TCHEPATUBHBIX  (MapuUThl, TAPTCHHTHI)
pa3HOOOpa3HbIe JIMYMHOYHBIC (DOPMBI, BBIACIAIOT CXEMBI, B KOTOPBIX OTCYTCTBYET
cTaausi CBOOOTHOKUBYIICH JIMYMHKK — IIepKapud. Pa3BUTHE TIOJHOCTHIO IPOUCXOTUT B
naprenutax. K naHHOMY THITY OTHOCATCS 1 TpeMarto bl poaa Leucochloridium.

OcHOBHasg 4YacTh pPabOT MO HW3YYCHHIO >XU3HEHHOrO IWKIA TpPEeMaTo] poja
Leucochloridium mocBsiieHa uccieqoBaHusIM TepMadPOIUTHOIO ITOKOJIEHHS 3TOIO
nmapa3suTa W OTHOCHUTCS KO BTOpod moyioBuHe XX-oro Beka (Robinson, 1947;
brixosckas-ITaBmosckas, 1951; Kagan, 1951, 1952; Rayski, Fahmy, 1962; Pojmanska,
1963; Bakke, 1976a, 1976b, 1978). Uro kacaeTcsi mapTeHOT€HETHYECKOTO ITOKOJICHNS,
TO JaHHBIC B TOW 00JaCTH HE CTOJIb MHOTOYHCIICHHBI, K TOMY K€ OOJIBIIUHCTBO UX
omyoinukoBano mocrarouno masHo. (Woodhead, 1935, 1936; Pojmanska, 1967; Lewis,
1974; Bakke, 1982; Zdarska et. al., 1982; Hackman, Valovirta, 1995).

B xu3HEHHOM LUKIIE JICMKOXJIOPUANYMOB OJIMH IMPOMEKYTOUHBIN XO351H U OJUH
OKOHYATENIbHBIA. JICOUHUTUBHBIM XO3SIMHOM SIBJSIFOTCS TNTHIBI — MPEICTABUTEIH
cemeiicte  BopoObuubie (Passeridae), dazanoBeie (Phasianidae), PxankoBbie
(Charadriidae), Bekacoseie (Scolopacidae), ITacrymkossie (Rallidae), Bpanossie
(Corvidae), Crpwxkunbie (Apodidae) wm np. MapuTel Tpemaroa pa3BHBAIOTCS B
KHIIICYHOM TpakTe (Ki1oake) NTHIl. [IpOMEKYTOUYHBIA XO3SHMH 3THX COCAJBIIHUKOB —
Ha3eMHBIA MOJUTIOCK Succinea putris (cykiuHess win stHTapka). CyKIMHEsS MoeaacT
BMECTE C JIMCThSIMH PACTCHHM SKCKPEMEHTBHI 3apa)KCHHBIX IITHI], 3arjaThiBas M siIa
Leucochloridium. 3akitoueHHbIe BHYTPH SUIl MUPAIMINHA BBUTYIUISIOTCS B KUIICYHUKE

MOJUTIOCKA |, TTPO0O0/Iasi CTEHKY KHUIITKH, TIOMaaT B remaromankpeac ([ mHeMHCKas,



15

1968). 3mece MupammuaniA, CKOpee BCETO, Pa3BUBACTCS B MATEPUHCKYIO CIIOPOIHCTY.
Jlanee pa3BUTHE UIET YKOPOUEHHBIM ITyTEM: BHYTPH CIIOPOIUCTHI cpa3y (HOPMUPYIOTCS
0€CXBOCTHIC JIMUYMHKU LIEPKAPUyMbl, BHEIIHE OYCHb MOXO0XKHE Ha B3pochylo ¢opmy. B
MIPOIIECCE PAa3BUTHS CIIOPOIUCTHI B TEJIE MOJUTIOCKA (POPMUPYETCS CTOJOH 00pa3yronIuit
00JBIIIOE KOJTUYECTBO OTPOCTKOB, PACIPOCTPAHSIONMIUXCS MO TENMy SHTApPKH. 3perbie
OTPOCTKH TIPOHUKAIOT B IIYIAJbIa YJIUTOK, COXPAHSSA CBSI3b CO CTOJIOHOM C TIOMOIIBIO
JUTMHHOM y3Ko# TpyOoukwm. [lepemaya TpeMaTol OKOHYATEIHHBIM X035i€BaM — IITHUIIAM,
o0JierdyeHa PUTMHUYECKHMH JIBIDKEHUSMHU CHOpouucT. [lyiabcupyromime CropoIrucThl
MapTCHUT BBITISAAAT KaK JIMYAHKA HACEKOMBIX — TYCCHHIIbI, YTO YBEIWYUBACT
BEpOSITHOCTh MX CKiieBbIBaHMs nTuiiamu (Lewis, 1977). CyiiecTByeT mpeanoaokeHue,
YTO 3apaKCHHBIE YJIUTKH, KOTOPBIM CBOWCTBEHCH IOJIOXKHUTEIBHBIA (DOTOTAKCHC,
CTaHOBSATCS OOJiee 3aMETHBIMH, a 3HAYMT W OOJiee JOCTYIMHBIMH JIJII HACCKOMOSTHBIX
ntull. KpynHeie nepHaTbie MOenaT 3apaXeHHOTO MOJUTIOCKA 1IEJTMKOM, B TO BpeMsl Kak
MEJIKAE CKJICBBIBAIOT TOJIHKO TJIa3HBIC IIyNasiblla. B magpHEHIIIEM IIynaabiia MOJUTIOCKA
pEreHepUpyoT U B HUX MPOHUKAIOT HOBBIE OKPAIIIEHHBIE OTPOCTKH, PA3BUBIIMECS W3
matepuHckor cropoructel (Wesenberg-Lund, 1931). Taxke OblIM 3aMKCHPOBAHBI
cydau TPOOOJEHHSI OTPOCTKOM CITOPOIMCTHI HEMOCPEICTBEHHO TKaHEH Tema
moiuttocka (AtaeB, TokxmakoBa, 2015). DT0 NpPOUCXOAUIO TMPU YCIOBUU HATUYUS
OOJIBITIOT0 KOJIMYECTBA 3PEJIbIX OTPOCTKOB ¢ MHUPAIMIMSIMH B Te€MaTolaHKpeace, Koraa
o0a TrJa3HBIX IIynajblla YK€ 3aHATHl JPYTUMU OTPOCTKAMHM CIOPOIUCT. Takum
o0pa3oM, OJIHa CIIOPOILMCTA MOXET MOBTOPHO CIIYKUTh MCTOUHMKOM 3apaK€HUs IS
HECKOJBKHX 0CO0EH OKOHUATETLHOTO XO3SMHA.

DKOJIOTUUECKOe  TOBeJAeHUEe, Mop(dojornyeckoe CTpO€HHE U OKpacka
paccMaTpuBaeMoOTo Tapa3uta (POPMUPOBAIMCH B TEUYCHHE JIOITOTO BPEMEHH IO
CTPOTHMM  KOHTPOJIEM DBOJIONHMOHHBIX MEXaHWU3MOB. JKW3HCHHBIM IIUKI, HE
BKJTFOYAIOIINI  CTaAWI0 CBOOOJHOXUBYIIEH JIMUMHKH, JENaeT MPeACTaBICHHYIO
Mapa3suTUYECKYIO CTPATETHIO YHUKAJIBLHOW B CBOEM pojie. IMEHHO TO3TOMY TpeMaTO IbI
poaa Leucochloridium mnpeacraBiasitor  co0O#  MPEBOCXOAHYHO  MOAETL IS

HCCICAOBAaHUA B o0acTn 3BOJ'IIOHI/IOHHOﬁ 9KOJIOIuH, IapasuToJIOruru U 300JI0THH.
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1. 1. 2. PacnipocTpanenue Tpemartoja poaa Leucochloridium
AHanu3 JUTepaTypHBIX JAHHBIX 3a MOCJIEIHHE JBa C MMOJOBUHOW BeKa IOKa3al,
yro reorpaduueckoe pacmpocTpaHeHue Tpemarton poxa Leucochloridium Becema

obmupHO (puc. 1).

Pucynok 1. Pacnpoctpanenue tpemarona pona Leucochloridium na teppuropun

EBpazuu.
YcnoBHBIE 0003HAYEHUS:

O L. paradoxum, @ L. perturbatum, @ L. microburdata (L. phragmitophila),
@ U. macrostomum,@U. rossitensis, @ L. turonicum (L. holostomum).

Apean tpemaron poma Leucochloridium mpotsuyncs ot 3amagHoi EBporbl
(Opanmus, Hanus) no Kamuatku, u ot Hopeerun no Kazaxcrana. CBeneHust 0 Mectax
OOMTaHUS TPEMATOMd, OTHOCSAIIMXCSA K 3TOMY POy, OIMCAaHbl TakXKe YYEHBIMH H3
Anrnuu, SAnonnn, Kanager u CIIA (Moss, 1995; Olson, 2003; Okuzaki, 2013). Ctoib
IIMPOKOE PACHPOCTPAHEHHWE ITHX IAPa3sUTOB OOBICHACTCS, MPEKIE BCETO, HIMPOKHM
KPYyroM BHUAOB MNTHIl — JAcPUHUTHBHBIX xo03seB Leucochloridium, a Takxke wux
murpanueii. OHaKo apeai SBISIETCS Pa30pPBaHHBIM, TaK KaK €ro I'PaHHIIBI BO MHOTOM
OIPEENIAIOTCS MeCTaMH OOMTAaHHs MOJIIFOCKOB SUCCINea SpP., KOTOpBIE SIBISIOTCS IS

tpematoj poaa Leucochloridium ocHOBHBIMHU MPOMEKYTOYHBIMHU XO035EBAMH.
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1. 1. 3. OcoGeHHOCTH OpPTraHU3ANMHU APTEHUT TPEMATO/I Pojaa
Leucochloridium

Bonbmias yacte paboT, MOCBAIICHHBIX TpemaTogam poaa Leucochloridium,
COJICP)KUT JIaHHBIC, TTOJTydeHHbIe Ui BuaoB L. paradoxum u L. perturbatum. Maputsr
TUX BUIOB UMEIOT CXOAHbIE MOP(OIOTHUYECKUE XapAKTEPUCTUKHU, OJHAKO MapTEHUTHI
CHJIPHO OTJIMYAIOTCS TI0 (hOpPME, YUCITy OTPOCTKOB CIIOPOIIUCT, MHTEHCUBHOCTH OKPACKH
U XapakTepy 4YepeloBaHMs TEMHBIX MOJOC Ha HUX. B Toxke Bpems, MOpdoIoruiyecku
MOXO0HUE CIIOPOIMCTHI YACTO UMEIOT OTPOCTKH Pa3HBIE IO IIBETY.

Crnopoumctel Buga L. paradoxum wuMeromiyie OTPOCTKH 3€JICHON OKpAacKH,
BIiepBbIc ObUTH onucanbl B ['epmanuu (Carus, 1835), coporctsr L. perturbatum (syn.
L. actitis) ¢ kopuuneBbIMU crioporicTamu — B CeBepHoit Amepuke (Mclntosh, 1932), a
CIOPOILIMCTHI ¢ HEMUTMCHTHPOBAHHBIMHU «ITy3bIpUaTBIMH» OTpocTKamu L. vogtianum
BriepBbie OblTM onucanbl Bo dpannuu (Baudon, 1881). Haubonee pacnpoctpaneH B
npupoze L. paradoxum, a naumenee — L. vogtianum.

Cmpoenue cnopouucm. [lepBoe GyHKIHOHATBEHO-MOPGOJIOTHYECKOe
UCCIICIOBAHKME CITOPOIMCT Tpematoa poaa Leucochloridium ¢ moMoripio 3JeKTPOHHOM
MHUKPOCKOITUH TIOKA3aJl0, YTO CITOPOIIUCTHI COCTOSIT U3 TPEX OTAEIIOB: Pa3BETBICHHOMN
[EHTPAIBHOM YaCTH, JJIMHHBIX TOHKHX TPYyOOUYeK M UUIUHIAPUYECKHUX OTPOCTKOB.
3penbie OTPOCTKM MUTMEHTUPOBAHBI. X AHCTambHAs 4acTh 3aKpYIJICHA, a OCHOBAHHE
cierka cyxeHo. Pazmep u ¢popMa OTpOCTKOB MOTYT U3MEHSTHCS B 3aBUCUMOCTH OT UX
MebITiegHoro cokpaiienus (Bakke, 1976).

B Hacrosmiee BpemMsi YCTaHOBJIEHO, YTO CTOJIOH CITOPOITUCTHI MOAPA3ACIISICTCS Ha
Tpu MopdodyHkimoHanbHble 30HBL: (1) 1eHTpanbHas (peNpPOAYKTHBHAs) —
pa3BEeTBJIICHHAS, JIOKAJIM30BaHA B TeMaToMaHKpeace MOJUTIOCKa; (2) 30Ha TOHKHX
TpyOOUeK, CHyXKallUX JIs TepemMenieHuss MOpHoHOB; (3) OKpallleHHbIE OTPOCTKH
CTIOPOITUCTHI, BBITIOJHAOIINE (PYHKITUIO BHIBOJKOBBIX Kamep (ATaeB u mp., 2013).

JlaHHBIC pa3HBIX aBTOPOB OTHOCHTEIBHO Pa3MEpPOB OTPOCTKOB PACXOJSATCA.
JInvHa OTHENbHBIX OTPOCTKOB crioponucThl gocturaet 13 — 14 mm (Koponb, 2004); ot

6.5 1o 10.5 npu mmpune — 1.6 — 2.6 MM (CoboneBa, Ocunosckast, 1979); 7 — 12 MM npu
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mpuHe 10 3 MM (SnpuaneBa, 1986). Kaxnplii M3 OTICIIOB MMEET OIPEACICHHYIO
JIOKaJIN3alMI0 B TEJIE MOJUIFOCKA-XO035IMHA, a TAK)KE€ UTPAET CBOIO POJIb JIJIsi OpraHu3Ma B
LEJIOM.

IlokazaHO, 4YTO CTEHKa 3peNbIX CHOPOLUCT SBIAETCS CIIOKHOM CTPYKTYpPOW,
MPEICTABICHHON HApY)KHOH UM BHYTpPEHHEHW (MOTPY>KEHHOW) 4YacTsIMHU, KOTOpbIE
COEJIMHEHbl MEXJy COOOH LMUTOIIa3MaTHUYECKUMU TsDKAMHU, M COCTABJISIOT €IUHOE
[IeJIOE — TEeryMeHT. HapyXHbIA CIIOW TEryMEHTa — HWCUYEPUYCHHBIM HEPOBHBIA CIIOW,
Jexamuii Ha OazanbHOM MemOpane. Ha ero moBepxHOCTH OTMeYaeTcs TJIMKOKAIHKC
TUIIAYHOTO JJIs1 CIOPOLUCT Tpemato] ctpoeHus (["anaktronos, JloopoBoabsckuii, 1998).

C BHyTpeHHEH CTOPOHBI TOKPOBBI OTJEISIOTCS BOJIOKHUCTBIM CII0EM — 0a3alIbHOM
MeMOpaHoil camoil cTeHkH. OHa MMEET KOJUIar€HOBYIO MPUPOAY M OKpAIIMBAETCS B
CUHUM 1BeT 1o Masiopu, kak U amop(Hoe OECKIETOYHOE BEIIECTBO, 3AIOJIHSIONIEE
H0JIOCTh criopouucT. Takoe okpalrBaHie CBOWCTBEHHO MYIIMHOIIOJOOHOMY BEILIECTBY.
B cTpoeHuMM CTEHKHM pa3HbIX YYacTKOB Te€la Yy BCEX THUIOB 3pEJbIX CHOPOIUCT
HaOmoaroTes pazianuus (uut. mo Hauea, 1981).

TeryMeHT UEHTpaJbHOW 4YacTH CTOJIOHA CIOPOLMCTBI, PACIOJOKEHHONH B
renaTornaHKpeace YJIUTKH, HECET Ha CBOEH MOBEPXHOCTH OTIEIbHBIE PAa3BETBIICHHBIC
MUKPOBOPCUHKHU. Takxke B CHHIMTHAJIBLHOW 000JI0UKEe OOHApyKEHbl MHOTOYHCIIEHHBIE
Ny3bIPbKHU, COAEpallUe MaTepuan CpelHel MIOTHOCTH M MUTOXOHIApHUH. baszanbHas
IUIACTUHKA COCTOWUT W3 3JEKTPOHHO-INIOTHOro Marepuana. OCHOBHOW CIIOM MBILIIY
pa3But cnabo. LluTonnazmMaTuueckre MOCTUKH, COSAMHSIOMINE CUHIUTHAIBHYIO YacTb
TErYMEHTAa C LUTOHAMH, COAEPk AT HECKOJbKO MHUKPOKAHAJIBIEB M MHOTOYHMCICHHbIE
y3bIpbKU. LIUTOHBI B CBOIO OUYEPENb COAEPKAT KPYTJIbIE SApa, OBAIbHBIE MUTOXOHIPUHU
pPa3IMYHBIX Pa3MEPOB, MHOTOUMCIIEHHBIE ITy3bIPHKHU U XOPOIIO Pa3BUTYIO IIEPOXOBATYIO
HHAOIIA3MATHYECKYIO CETh.

Ha noBepxHOCTM cucTeMBbl TpyOOuUe€K MHKPOBOPCHHKM ropasno Ooisee
MHOTOYHUCJICHHbIE W PAa3BETBIICHHbIE. B TeryMeHTapHOM CHHIIMTHM BKJIIOYEHUN HE
HAOJII0JaeTCsl, HO €r0 BHYTPEHHSS IpaHulla 00pa3yeT MHOTOUMCIICHHbIE MHBArnHAIUH.

MHOTOYHMCIEHHBIE TIPOJOJbHBIE W IHUPKYJISPHBIC MBIIIIBI OKPYXEHBI (PUOPO3HBIM
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MatepuasioM. [[UTOHBI JexaT MOJ MBIIIAMUA U COJEpkaT OOJbIIue sapa OKPYIJIOn
(GbopMBI 1 MUTOXOHIPUH.

B  oOmacti  OTPOCTKOB ~ MHMKPOBOPCHMHKHM  PACHOJIOKEHBI  IUIOTHEE |
XapakTepU3ylTCId CWIbHON pPa3BETBICHHOCTHIO. B TEryMEHTapHOM CHHIIUTUU €CTh
MHOTOYHUCJICHHbIE KPYITHbIE MUTOXOHAPUU C XOPOIIO PA3BUTHIMU KPUCTAMU U BAKYyOJIH
pasnu4HBIX pa3mepoB. [locnennue comepxaTt Tpu MOP(HOITOTHIECKUX THTIA TTy3bIPHKOB:
MaJeHbKHE dJEKTPOHHO-NPO3pauHble Ny3bIpbku (AuameTp 45 HM), OoJblIue
AJIEKTPOHHHO-TIPO3payHble MY3BIPbKU (AuameTp 79 HM), U MYy3bIPbKH C TUIOTHBIM
LHEHTPOM (quameTp 79 HM), KOTOPBIN YETKO OTAEJIEH OT BE3UKYJIAPHON MEMOPAHBI.

Cnoil BOJIOKHHUCTBIX 3JIEMEHTOB, JIekKAIIMX B OCHOBE Oa3aJIbHOM IUIACTHHKH,
OYeHb TOJICTHIA. I[UTOHBI coaepkar OOJBIIOE KOJUYECTBO MHUTOXOHJPUH, a B
[UATOIJIA3MAaTUHYECKUX MOCTUKAX COJIEPIKATHCSI MHOTOUYMCIIEHHBIE MUKPOTPYOOUKH.

Hanuune MHUKpPOBOPCHMHOK Ha TOBEPXHOCTH U PAa3HOOOPA3HBIX BKIIOUEHHUH B
CUHITUTHATBHOM  OO0OJIOUKE, TaKWX KaK MHUTOXOHAPWUH, BaKyOJIH, ITY3BIPHKH,
MUKPOTPYOOUKHM M JPYrHE€ CTPYKTYpbl, OTMEUajlOoCh MHOTHMMH aBTOpaMH Kak
HEOThEMJIEMasl 4acTh, KOTOpas WMEET MeTa00JMYecKoe 3HayeHUe JJIsi TOTO CIOS.
OpnHako, B pa3HBIX YacCTAX CIIOPOIUCTHI OTCYTCTBYIOT CTPYKTYPBI, KOTOPBIE MOTYT
CBHJIETEIILCTBOBATH 0 MUHOIIMTO3HOM nutanuu (Pojmanska, Machaj, 1991).

Jlo cux TOp HET HUKAKWUX JOKA3aTelbCTB HAIWYMAS HEPBHOW CHCTEMBI B
cnoponucrtax Leucochloridium. Tem He MeHee, XOpOIIO M3BECTHO, YTO OTBETBIICHUS
pearnupyloT Ha HWHTEHCHUBHOCTh CBETa, TEMIEPATyphl W MEXaHUYECKUE HNMITYJIbChI
(Monnig, 1922; Halik, 1931; Lewis, 1977; Bakke, 1982; Pojmanska, Machaj, 1991).

Uccnenosanne Pojmanska u Machaj (1991) BbisiBHIIO aBa 3JeMEHTa HEPBHOM
CHUCTEMBI CIIOPOLIUCT: CEHCOPHBIN KOPEIIOK, 3aKaHUYMBAIOIIUKCS B LIEHTPAIBHON YaCcTH
CIIOPOLIMCTHI, U HEPBHBIE OTPOCTKH, COAEPKAIIME TPU BHUJIa BE3UKYJ B TETyMEHTAPHOM
CUHLIUTHU OTPOCTKOB.

Huemenmauusa cnopoyucm. OcoOblil UHTEPEC UCCe0BATENeH BBI3BIBACT spKas
U pa3HooOpa3Has OKpacka OTPOCTKOB CIOPOLKMCT TpemaToz pomaa Leucochloridium

(I'muenuuckas, 1953, 1968; Pojmanska, 1967; Bakke, 1980). Paznuumus B okpacke
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HaOJIFOJIAIOTCS KaK B IIBETE, TaK M B PHCYHKE PACIPE/ICICHUs] MUTMEHTA: KOJIbIICBBIC,
a100 TPOJIOIBHBIC MOJIOCHI, TISITHA ¥ Ap. L[BET M pacmpeieneHre MUTMEHTHBIX TPaHyJI
UMEIOT TakcoHoMuYeckoe 3HaucHue (Bakke, 1980).

Hwxke mnpuBeneHsl NPUMEpPhl OCHOBHBIX BAapHAHTOB OKPACKH OTPOCTKOB,
HPEII0KEHHBIC Pa3HBIMH ABTOPAMHU.

Bynxen Beigenusn 4 OCHOBHBIX BapHaHTa MUTMEHTAIIMA OTPOCTKOB CIIOPOITUCT
(Woodhead, 1935):

(1) «3enenasn cnopouyucma» (the green sporocyst). B nepeaneit yacTu oTpocTKa
BBIJICIISICTCS yYaCTOK SIPKO-3CJICHOTO I[BeTa C HEOOJBIIMMU KPACHBIMU MSITHAMH
okpyrioit hopmbl. Hrke pacrosiokeHbl KOJIbIEBAs U MPOIOJBHBIC MOJIOCHI 3€JICHOTO
I[BETa, KOTOPbIC YEepEayloTCsi ¢ OenbIMH msaTHamMu. Ha JucTaqbHOM KOHIIE OTPOCTKA
MUMEIOTCSl TEMHO-KPACHBIC MJIM KPAaCHO-KOPUYHEBbIE «OOpOIaBKU». B 3aBHCHMOCTH OT
BO3pacTa OTPOCTKA, 3CJICHBIA IIBET MOXET MNPHOOPETaTh pa3IUYHBIC OTTCHKH OT
U3yMPYIHOTO, CHHE-3€JICHOT0, HE(PUTOBOT'O 10 OJUBKOBO-3CJICHOTO IIBETA.

(2) «Opanscesan cnopouucma» (the orange sporocyst). IlurmeHTamms 3THX
OTPOCTKOB CIJIaraeTcsi U3 KOJIBLEBBIX IOJIOC TEMHO-KEJITOr0, OPAHXKEBOTO M KpPACHO-
KOpUYHEBOro IBerta. Ha cCyKeHHOW NPOKCMMAIIBHOW YaCTH OTPOCTKA BBIIEISIOTCS
NPOJOJIbHBIC  TMOJIOCHI  TEMHO-OPAaHXXEBOI'O IBETAa, a Ha JUCTAJbHOM  KOHIIC
PAcCHoJI0KEeHBI MHOTOUUCIICHHBIC MEJIKAE KPACHO-KOPUYHEBBIC OYTOpKHU («OOPOIABKI»).

(3) «Kpacno-kopuunesasn cnopouucma» (the red-brown sporocyst). JucransHast
Y4acTh TAKOI'0 OTPOCTKA OKpAIlleHAa B KPaCHO-KOPUYHEBBIH 1BeT. Hibke pacrosiokKeHbl
YepeIyOIIHecs: KOJbIEBBIC MOJOCH OEIOr0, KPEMOBOIO U KPACHO-KOPHYHEBOT'O I[BETA.
C yBeNMYeHUEM BO3pacTa MPOUCXOIUT U3MCHEHHE OKPACKU Ha TEMHO-KOpUYHEBY0. [1o
MHEHHUIO Bynaxena MaHHBIA THI MUTMEHTAIMM OTPOCTKA SIBISETCS HAMOOJEEe YacTo
BCTPCYAIOIINMCS.

(4) «Kopuunesas cnopouucma» (the brown sporocyst). B mepBoii Tpern
OTPOCTKA BBIJCISACTCS TONBKO OJHA IPKOOKPAIIICHHAS KOJIbIIEBAs MOJIOCKA KOPUIHEBOTO

OBCTA.
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T. A. T'uHenuHCKas MO OKpacke OTPOCTKOB pazlenuia CIOPOLKCT poja
Leucochloridium ua 5 tunos (I'maenunckas, 1953, 1968):

(1) 3enenasn cnopouucma (oxkpacka COBIAJACT C ONMHCAHUEM, BBITIOJIHCHHBIM
Kapycowm (Carus, 1835) mns L. paradoxum).

(2) Opanscesan cnopouucma (CooTBETCTBYeT ommcaHHOM Byaxemom, — cMm.
BBIIIIE).

(3) Kenmo-xopuumnesas cnopouucma:. JWCTalbHas 4YacTh  OTPOCTKOB
KOpUYHEBas, Jajiee YepenyloTcs IMOJ0Chl Oelioro, OXPUCTOr0 ¢ IIOKOJaJIHO-
KOpUYyHeBOro I1Bera. [IMrMeHTHpOBaHHAs 4YacTh IMOKPOBOB HECET HECKOJIBKO PSJIOB
OeJbIX MATEH.

(4) Bypo-3enenasn cnopouucma: BepliiHa OTPOCTKOB OKpallieHa B OYpBIN IIBET,
HIDKE TEepexonsiiero B 3eieHblid. Jlamee crnemyroT xento-06enoe M Oypoe KoJbla.
[TurmenTUpOBaHHAS YaCTh MMOKPOBOB MOKPHITA PsiIaMH OEJIBIX TSITEH.

(5) bopooasuamas cnopouucma (L. vogtianum): BepXHSSI TpPETh 3PEIIbIX
OTPOCTKOB CIIOPOIIMCTHI KO(PEHHOTO IBETa C KOPUYHEBBIMU U OCJIBIMU ISITHAMH.
HenurmeHTupoBaHHas 4YacTh OTPOCTKAa CHOPOLMCTBI HECET MPOJAOJIBHBIE PSIbI
00poaaBYaTHIX BBIPOCTOB, KOTOPHIE Y BEPIIMHBI TPUOOPETAIOT KOPUIHEBYIO OKPACKY.

B paborax JI. B. HaueBoii ¢ coaBTOpamMu yIIOMHHAETCSI O CIOPOIMCTAX TOJIBKO
Tpex BUI0B 0e3 ux onucanus (Hauesa u np., 1981):

(1) 3enenan cnopouucma Leucochloridium paradoxum.

(2) Bypas cnopouucma Leucochloridium problematicum.

(3) Bypo-3enenan cnopoyucma (TaTHHCKOE Ha3BaHHUE HE YKA3aHO).

[IurMeHThl, KOTOpBIE MPUIAIOT LBET OTPOCTKY CHOPOLMCTBI, PacCHpeaciICHbI
BHYTPUKJICTOYHO B BHJE TpaHyJ (3€peH) pa3HON IUIOTHOCTH B TaK Ha3bIBAEMBIX
nurMeHTHBIX KieTkax (Bakke, 1982; Zdarska et al., 1982).

[IurMeHTHBIE TPaHyJBl PA3IUYAIOTCA O MBETY (OOJOTUCTO-3EJICHBIE, OPAHKEBO-
Oypeble, 3eneHble, KopuuHeBbie) 1 (opme (okpyrias, HempaBuiabHas) (Bakke, 1982;
Zdarska et al., 1982). Mx HakorjieHHE MPOUCXOAUT MPEHMYIIECTBEHHO Ha KOHIAx (B

KOHIIEBBIX YyYaCTKaxX) HUTOIIa3MaTHYECKMX OTPOCTKOB MUTMEHTHBIX KieTok (Bakke,
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1982). I'paHysibl MOTYT CIMBAThCS U OOPa30BbIBATH KPYIIHBIE «TJIBIOKH), 3aIIOIHSS BECH
terymeHT (HaueBa, 1981).

Cornacio nmanubiM JI. B. HaueBoil ¢ coaBTOpaMu pacnpeieieHue TIpaHyl
OOyCJIOBJICHO TaKkKe B3aUMHOW ajanTanued mapasuTa W Xo3suHa. W3 TkaHu
MUIIEBAPUTEIBHON JKeJIe3bl B CITOPOIUCTY MPOHUKAIOT MUTATEIbHBIC BEIIECTBA, TAKHM
oOpa3oMm, Hapylias TUTaHWE CaMoOil >kene3bl. B CBOI0O ouepenp jkene3a 4YacTHIHO
aIalTUPYETCs K Mapa3suTUPOBAHUIO M TIOTPEOIISET U3 CTEHKH CIPOIMCTHI BEIIECTBA JIJIs
MOJIICPKAHUS  KUZHEACITEIFHOCTA. ABTOPHI TPEHAINOJIAral0T, YTO WMEHHO JTHMHU
npoIrieccaMd MOKHO OOBSCHUTH HAKOIUICHHE pPa3HBIX TpaHyJ IMUTMEHTAa B JKElie3e
OJTHOTO BHJIa MOJUTFOCKOB B 3aBUCUMOCTH OT BHa Leucochloridium.

WMHTEeHCUBHOCTH OKPACKH IOJIOC U MATEH Ha MIOBEPXHOCTH OTPOCTKOB CIIOPOIIHCT,
3aBHCHT OT IUIOTHOCTH PacIpee/ieHUs] MUTMEHTHBIX IPpaHyJl. B TeX 4acTAX CTCHKH, IJe
MaJ0 TUTMEHTHBIX 3€pEH, pAacCIOJIOKEHHE II0JIoC Ooyiee paBHOMEPHO M MEHEe
WHTCHCUBHO. B CBOIO 0ouYepeb CKOPOCTh M KOJIMYECTBO HAKOIUICHHBIX TPaHYJ 3aBUCHT
OT BO3pacTa OTPOCTKOB criopoIucThl (Pojmanska, 1967).

KieTkn, OTBETCTBEHHBIC 332 CEKPEIHMIO MUTMEHTOB, OKPAITHUBAIOIIUX OTPOCTKH
CIIOPOICT, JIOKAJIM3YIOTCS B CYOTEryMEHTapHOM CJioe. B THMIMEHTHBIX TpaHyJax
OTCYTCTBYIOT OCJKH, JIMIMUIALI W YIJIeBOAbl. OTHUM W3 KOMIIOHEHTOB 3THX TpaHYJl
SBIIIOTCS YKeTuHbIe TUrMeHTH (Ataev at al., 2013).

CornmacHO pe3yiabTaTaM THTOXHMMHUYECKOTO WCCICAOBAHUS IPEICTABUTEICH
tpematon apyrux pomoB (Cercaria buchanani, Catatropis johnstoni, Cloacitrema
michiganensis u np.), pojib MUTMEHTAa y HUX MOXET MPHHAICKATh B-KApOTHHY U B
OTACNbHBIX ciydasx naepuBaram xmopoduimuia (Nadakal, 1960). ®pua ¢ coaBropamu
IpH  ONPEACICHUU TPHUPOABI IMUTMCHTA TPEINOJOKWIM HAJIMYUe B COCTaBe
IMUTMEHTHBIX TpaHyJl JIMIIAIOB, B pacyeTe Ha TO, YTO OHM OTHOCATCS K KapOTHHOHIAM
(Fried et al., 1993, 1995). OgHako ¢ MOMOINBIO METOa TOHKOCIOWHOM XpoMaTorpabuu
UM yJaJ0Ch OMNPEACIIUTh OTCYTCTBHE IMUTMEHTHBIX COCTABJISIOIIMX CPEIU JIMITHIHBIX
03H7108B. [Tocite Yero OHU MPUIIUTHA K BBIBOY, YTO ITUTMEHT SIBJISIETCS. BOAOPACTBOPUMBIM

BCIIICCTBOM HJIN (bHaBOHOI/II[OM.
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[To nHabOmomEeHUSM JPYTUX aBTOPOB MUTMEHTAIUS OTPOCTKOB CIHOPOIUCTHI
Leucochloridium Bo3HuKaeT aumIb MOJ AEHCTBHEM JHEBHOI'O CBETA IIOCIIE TOTO, Kak
OHH IIPOHHUKAIOT B MPO3payHbIe IIymajbiia Moumocka (Monnig, 1922; Wesenberg-Lund,
1931; Pojmanska, 1967; Bakke, 1982). Taxke mpexamonaraercsi, 9TO ITHTMCHTHBIC
KJIETKH MOTYT HMMEThb IIEHTpaJIbHOE (DYHKIIMOHAILHOE 3HA4Y€HHE B (PU3HOJIOTUYECKUX
PEaKIUAX CIIOPOITUCT, HAIIPUMEP, JUIS MyJIbcaruii oTpocTkoB (Lewis, 1977).

Paszmnoscenue cnopouucm popa Leucochloridium go mocimeaHero BpeMeHH
OBLJIO TIPAKTUYECKH HE M3y4deHO. B HacTosiee Bpemsi MpU3HAETCs, YTO Pa3MHOXKECHHE
MapTeHUT TPEMATOJ OCYIICCTBISICTCS C IIOMOINBIO CHEIUAIbHBIX OPraHOB —
repmuHaiibHbIX Macce (I'M). Tepmun «germ masses» npemnoxui B 1930 roxy bpykc
sl o0o3HadeHUsT 00pa3oBaHMWA, B KOTOPBIX TMPOUCXOIUT  MYJIBTHILTAKAITUSI
TCHEPATHBHBIX KJIETOK. B mampHEHIIeM mMOM00HBIE IICHTPHI OBUTM OOHAPYKEHBI B
NapTeHUTaX Pa3IMYHbIX BUJOB, OJIHAKO OTHOIIEHHE K MX MPUPOJE JOJTO OCTABAIOCH
JTUCKYCCHOHHBIM. ToJibko B mociennee BpeMs ['M cTanum paccMatpuBaTh Kak TOMOJIOTH
AUYHUKOB MapuT (cM.: Dobrovolskij, Ataev, 2003). Onnako Bropuuno [I'M cramu
oM YHKITMOHAIBHBIMUA OpraHaMu. 3JIeCh OCYIIECTBIISIIOTCA TaKHE MPOIECChl, Kak
nponudepauus HeaudpdepenunpoBannbix kierok (HK), auddepenumanus yactu us
Hux B renepatuBHbie (['K), npoOneHue mnocnegHUX, a TakXKe HaYalbHBIC OSTallbl
AMOpHOreHe3a.

I'M cnopouuct poxa Leucochloridium pacnosioxeHbl B IEHTPaIbHOH 30HE
CTOJIOHA M TIPEJICTABIICHBI MOJIOABIMHU, 3pEIbIMU U AereHepupyrommmu ['M. Mosossie
I'M cognepxatr HeauddepeHUMpOoBaHHbBIE KIETKH (CIOCOOHBIE K Mpojudepauuu) H
reHepaTUBHbBIC KJIETKH, B PE3yJIbTaTe APOOIECHUS KOTOPBIX B 3penbix I'M dopmupyrorcs
sMOpuoOHBI  MeTauepkapuil. Ilocne  peanuzauumu  penpoayKTUBHOW — (PYHKIUU
HaOmonaercs aerenepanus ['M (Ataes u np., 2013).

OTU JaHHBIE TOJTBEPKIAIOT MHEHHE, YTO PA3MHOXKEHHUE CIIOPOITUCT TPEMATO]
porma Leucochloridium mnpuypodeHo k IieHTpajdbHOW 30HE CTOJOHA. VIMEHHO oOHa
MIPOU3BOIUT IMOPHUOHBI, KOTOPBIE 3aT€M MPOXOMSIT Yepe3 y3KYI0 TPYOOUKy B OTPOCTKH,

IJlc OHU XPAHSATCS M Pa3BUBAIOTCS B MHBa3HOHHYIO ctamuio (Bakke, 1980; Pojmanska,
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Machaj, 1991). OnHako HEKOTOpPBIE MCCIIEAOBATEIM MIPUBOJIAT JAHHBIC O JIOKATH3AIUH
HE3peJbIX LEPKAPUYMOB (=MeTallepKapur) B MPOTUBOIOJIOKHOM KOHIIE OT OTPOCTKOB
Tena 3pesiodl crnopoiucThl. CTEHKa B 3TOM MECT€ YTOJIIEHA U COACPKUT OOJbIIOe
kommnuecTtBo kieTok (HaueBa, 1981). Ilo muenuio T. A. I'mHEeUMHCKOM OECXBOCTHIC
Hepkapuu  (GOpMUPYIOTCS TPSAMO  BHYTPH  3pENIbIX  OKPAIIEHHBIX  OTPOCTKOB
(T'uaenaCcKas, 1968).

3penbie OTPOCTKU cojepx aT OoNbIIoe KOJIMYecTBO MeTanepkapuil. CymmapHoe
YHCJIO JUYMHOK HE COBIAJIAET MO pe3yibTaTaM IMOJACUETOB PA3JIMYHBIX aBTOPOB: CBBIIIE
100, unorga ceeimie 200 metanepkapuid (Pojmanska, 1967); no 150 nuuunok (Kopossb,
2004); mo 35 sxzemiuisipoB (Cobonesa, Ocunosckasi, 1979).

B MoO01BIX, HEOKpAIICHHBIX OTPOCTKAX MOTYT HAXOAHWTHCS METallepKapHH,
HaXOJISAITUECS HA Pa3HBIX CTAIUAX PA3BUTHSA. B 3penbIX OTPOCTKAX METallepKapHuH YKe
c(hOpMHUPOBAHBI U OKPYKEHBI 000JIOYKOH, TIIOTHOCTH KOTOPOM ONpEAesieTCs] CTENEHBIO
3peNIOCTU caMOW MeTalepkapuu. Psiji aBTOpOB Ha3bIBAIOT 000JI0UKY IIUCTON U TOBOPSIT O
TOM, YTO 3peJible METallepKapuu MOKPHITHI MEHEE MIOTHBIMU ITUCTAMHU, YEM MOJIOJIbIE
(Cob6onera, Ocwumnonckasi, 1979). Jlpyrue, HampoTHB, yTBEPXKIAIOT, YTO 000J0UYKa
TOHKass W TpO3padHas y MOJIOABIX AIK3EMIUIIPOB M C BO3PAaCTOM OHA YTOJIIACTCH,
TEMHEET U CTAaHOBUTCA Hempo3payHod. OOO0JIOUKM  3pebiXx  MeTalepKapuit
KopuuyHeBaThie W Hempo3paunbie (Pojmanska, 1967). O. H. Koponbs B cBOIO odepenb
TOBOPUT O CJIO€ TJIUKOKAJIUKCA, KOTOPHI TOJILKO BHEIIHE HAIMOMUHAET IMCTY, HO B
OTIIMYME OT TMOCJEAHEH B HEM MMEETCS TPU OTBEPCTHUS: POTOBOE, BOPOHKA OPIOITHOM
npucocku U 3kckperopHoe (Koponb, 2004). IIMOTHOCTE €0s TIUMKOKAJIMKCA, MO €ro
MHEHUIO, TAKKE, KaK U MJIOTHOCTh IIUCTHI, 3aBUCUT OT CTETICHH 3PEJIOCTH MeTalepKapuit
— 3peJbie MeTallepKapuu MOKPBITH CIIOEM TJIMKOKAJIUKCa CBETJIOTO IBETA, MOJOIBIC —
TeMHBIM. TeM He MeHee, K HACTOSIIEeMY BPEMEHHU MPUPOJA ITOW OOOJOUYKH OCTACTCS
ManouzyuyeHHoW. OHa OKpalluMBaeTCs B MaJIMHOBBIA LBET MO0 Majaopu, YTO MOKET

CBUJICTEJILCTBOBATh O HAJIMYWK HEOOJIBIIOTO KojimuecTBa yrieoaoB (HaueBa u np.,

1983).
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Pa3zMepbl Mertanepkapuii B mpenesiax OAHOTO OTPOCTKAa MOTYT BapbUpPOBATh.
Cpenusas nnuHa Tena mertauepkapu cocrasiseT 1.10 mm npu mumpune 0.37 mwm.

(Kopoub, 2004).

1. 2. IHoaxoabl K M3YyYEeHHI0 Te€HOMAa M MOJIEKYJsSIpHbIE MapKepbl,
HCIOJIb3yeMble VISl TeHOTUNIMPOBAHUS TPEMATO/

['eHOTUIIHpOBAaHUE OPTaHU3MOB SIBJISIETCS OAHUM U3 00s3aTEIbHBIX 93TANOB
UCCJIEIOBaHUM B 00J1acTU cUCcTeMaTuk U pustorennu. OO1IMe MPUHIHUIIBI TOCTPOCHHUS
reHoMoOB (sanepHoil u mutoxoHapuanbHo JIHK) mapasutnueckux uepBei, a Takxke
OCOOEHHOCTH UX CTPYKTYPHO-(DYHKIIMOHAJILHON OpraHu3allid B TPyIIax pa3IdyHOTro
TaKCOHOMUYECKOIO paHra MO3BOJISIIOT MpEACKa3blBaTh W WIACHTU(ULIHUPOBATH HUX
(YHKIIMOHATBHO  Ba)XKHbIE  OOJACTU UM BBIACHATH  OOIIME  3aKOHOMEPHOCTHU
IPOUCXOXKICHUS TEHETUYECKOTO MOIUMOppU3Ma U Oropa3sHooOpa3usl.

C ToukH 3peHUs] CTPYKTYPHON OpraHU3allii U 3BOJIOLNUHA T'€HOMA, TPEMATOIbI 10
CUX TOp OCTAalTCS MajJou3y4eHHbIMU. OJHUMH W3 TEPBBIX MOJIHBIE HYKJICOTHIHbBIE
nocienoBaTenbHocT  anepHbix JHK mnpencraButeneér 3Toro kiacca ONpenesIdiv
beppuman u Jlny (Berriman et al., 2009). Ananu3 3TUX MOCIEA0BATEILHOCTEN
MO3BOJINJI BBISIBUTH Psii OCOOEHHOCTEH B Te€HOMAax BO30yIuTENel IIHCTOCOMAaTo3a
yenoBeka — Schistosoma mansoni u S. japonicum. Tak, 1o cpaBHEHHIO ¢ TEHOMaMH
Ipyrux Oecro3BOHOYHBIX OHU HMMEIOT OTHOCHUTEIBHO OONBIION pa3Mep U HUBKYIO
4acTOTy TeHOB. KpoMme TOro, mokazaHo, 4yTo B MpoTeoMe S. japoniCum OTCYTCTBYET
okosio 4000 OenKOBBIX JIOMEHOB, XapakTEepPHBIX MJs JAPYIHMX MHOTOKJIETOYHBIX
opranu3mMoB. [Ipenmnomnaraercs, yto yrpara okosno 1000 u3 3TUX TOMEHOB MOXKET OBITH
0T4YacTu 00YCJIOBJIEHA TPUCTIOCOOICHUEM K TApa3UTUUECKOMY 00pa3y KU3HHU.

[TonynspHbIM TaKxKe SABJIAETCS aHanau3 MOCJIEI0BATENBHOCTEN
mutoxoHapuanbHoi JIHK (Mt/IHK), Tak kak Takue MmociaeaoBaTEIbHOCTH SIBISIOTCS
BBICOKO TMOJMMOP(GHBIMHU, YTO JAENaeT MX YJOOHBIM MapKEepOM JJis MOMYJISIIUOHHBIX
uccinenoBannii. Hapsany ¢ mMTAHK nns usydenus Quiorenuii >KMBOTHBIX Hambosee

yacto ucnonb3yroT reHsl pPHK, a Takke HEKOHCepBaTHMBHBIE IOCIEIOBATEIBLHOCTH,
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pasmemsromue  mHauBUAyanbHble  reHbl  pPHK, HaszepiBaemple  BHyTpeHHUMH
TpaHckpuOupyembiMu  crevicepamu  (ITS) u  HapyXHBIMH, WJIH MEXKICHHBIMU
CIIEHCEPHBIMU MOCJIEA0BATEIBHOCTMHU (1GS). CpaBHUTEIBHBIN aHam3
(bUIOreHeTUYECKUX BO3MOXKHOCTEH SIEPHBIX U MUTOXOHAPUAIBHBIX TE€HOB Ha YPOBHE
TaKCOHOB BBICOKOT'O paHra IMoKa3al, 4To sIIEpHBbIC SK30HBI O0Jee MOAXOIAT ISl 3TUX
neneit, yem rensl MT/IHK (Springer et al., 2001). Hecmorps Ha »TO, siAepHBIE
MOCJIEIOBATEILHOCTH PEXKE HMCIHOJB3YIOT B (UIOTCHETUYECKHX HCCIEAOBAHUSIX, YEM
MUTOXOHJPHUAIIbHBIE HM3-32 TPYJHOCTEH C UX BBIACICHHEM M3 OOJNBIIMX M CIOXHBIX
YKapHUOTUYECKHX TeHOMOB. Kak mnpaBwio, [ pa3HbIX BUIOB  HM3yYEHBI
NIOCJIEI0BATEIBHOCTH PA3HBIX [€HOB. DTO JIEIA€T MEKBUOBbIE CPAaBHEHUS (DAKTHUECKU
HeBo3MOkHbIMU (banHukoBa, 2004).

Pe3ynbraThl (DUIOT€HETHYECKOrO0 aHanu3a Oa3upyloTcs Ha CTPYKTYPHBIX
OCOOCHHOCTSIX ~ KOHKPETHBIX  MOJIEKYJSIPHBIX ~ MapkepoB. Tak, KoOAMpYOIIHE
nocinenoBarenbHoctn JIHK, rensl, npsamo cBs3aHbl ¢ peHOTHUNOM. COOTBETCTBYIOLIUE
UM IpPU3HAKd  OTpPAXarTCs HA IPUCIIOCOOJIEHHOCTH  OpraHu3Ma, IO03TOMY
IIOCJIEIOBATEIBHOCTH KOJMPYIOUIUX T€HOB HM3MEHSIOTCS MEIJICHHEE HEKOIUPYIOIINX
MOCJIEIOBATEIBHOCTEW W TOJIBEP’KEHbI KOHBEPIreHTHON 3BOJIIOLMH, YTO, pPa3yMeeTcs,

OTpa)XaeTcsl Ha PEKOHCTPYUPOBAHHBIX HA UX OCHOBE (PHIIOTCHETHUECKUX JIPEBaX.

1. 2. 1. Ananu3 kiaacrepa pudocomuoii JTHK

Haubonee wucnonp3yeMbIMH B MOJIEKYJSIPHBIX HCCIEIOBAaHUSAX TPEMAaTOJ]
SBJISIIOTCSL  HYKJIGOTUIHBIE TOCieAoBaTeIbHOCTH pubocomHoro kiactepa (pAHK).
VYHukanpHas CTpyKTypHas M (PyHKIMOHaJIbHAs OpraHU3alUsl 3TOr0 y4yacTKa TI'eéHOoMa
0OyCJIaBIMBAET Pa3HYIO0 CKOPOCTh ABOJIOLMU €ro CTPYKTYpPHBIX 3JeMeHTOB (Bowles et
al., 1993). CpaBHuUTENbHBIA aHATU3 MOJEKYJISIPHO-TEHETUYECKOM M3MEHYMBOCTH 3TOMN
YacTM TEHOMa JYKApUOT MHOTHE TOJAbl HCIOJB3YyeTCsl B KadecTBe YAOOHOTro

WHCTPYMEHTA JIJIsl TIOHUMaHUs 3aKOHOMepHocTel 3BosrorimonHoro mporecca (Hillis et

al., 1996; Forterre et al., 2002).
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VY OospmmHCTBAa 3yKapuoTHueckux opranusmoB knactep p/IlHK cocrout us
TaHJEMHO MOBTOpeHHBIX reHoB pudocomubix PHK (18S, 5.8S, 28S). Kak mnpaswuo,
Kogupytomue obnactu reHoB 18S-, 5.8S- u 28S- pPHK sykapuoT crpynnupoBaHbsl B
yKa3aHHOM TIOPSIKE B OJHY TpaHCKpumuoHHyto equnuity (Gerbi et al. 1987). Takum
oOpazom, Bce Tpu pPHK oOpasyrorcs U3 JIMHHOTO TpaHCKpUITA-TPEIIIECTBEHHUKA B
pe3ysibTaTe NpPOLECCHHTa, BKIouaromero pacuerienne PHK saponykneaszamu u
METUJIMPOBAHKUE KaK HYKJICOTHIOB, TaK U 2'-TUIPOKCHIIbHBIX TPYIIIL.

[TonHas TpaHCKPUMIIMOHHAS €IMHUIIA COJEPKUT JIBA HEKOJAUPYIOUIUX creiicepa —
BHYTPECHHHUE TpaHCKpuOupyemble crieticeps (internal transcribed spacers, ITS1 u ITS2),
KOTOpBIE PA3ACNsAOT TPU KOJUPYIOUIME OO0JIaCTH, a TakXKe HMMEET HEKOAMPYIOIIHe
Y4aCTKH, pacloJIOKEHHbIE nepea nepebiM reHoM, 18S pPHK, u 3a mocnegnum renom,
28S pPHK, koTtopble Ha3bIBalOTCA BHEMIHUMHU TPAHCKPUOMPYEMBIMH CHEHcCepamMu
(external transcribed spacers, ETS1 u ETS2) u MeXreHHbli, I HETPAHCKPUOUPYEMbIi

cnericep (intergenic spacer, IGS, nontranscribed spacer, NTS) (puc. 2).

TepMuHHpYyOLIHE

Kop - npomoTop EauHuna TpaHCKpUNIUY
noC/IeA0BaTeIbHOCTH

(mpumepHo 14 T.ILH.)

MeXreHHBIN ' | L 5.88 285 | ' MeXreHHBIH
creiicep - i I I * I I ' I I i - cneiicep

Buemnui BHyTpeHHUe Buemnui
TPaHCKpUOHPYeMbIH TpaHCKpUOHpyeMble TPaHCKPHOHPYeMBlit
creficep crieficepsl cnieiicep

Pucynok 2. Opranunsanus knacrepa p/IHK sykapuor.

VYcnoBHble 0003HaueHUS: MeKTeHHBbIN crieiicep — NTS; BHelIHHE TpaHCKpHOUpyeMble
cneiicepsl — ETS1 u ETS2; BHyTpennue tpanckpubupyemsie cueiicepst — ITS1 u ITS2.

Onucannbie cTpykTypHbie 3nemeHTsl p/IHK oOnamarorT pasznuyHOl CTENEeHbIO
HBOJIIOIIMOHHOTO KOHcepBatu3Mma. Hambonee BapraOenbHBIMH SIBISIOTCSI CTICHCEpHBIE
MOCIIEIOBATEILHOCTH.

Jlnmaa wu cocraB  HykieoTuaHoM mnocinepgoBarenbHocth pPHK  asykapuor
BAPBUPYIOT BEChbMA HE3HAYWTEIIBHO, TaK YTO MEKBHUOBBIC pa3jIMuMs IO pa3Mepy

TpaHCKpHHHHOHHOﬁ CANHUIIbI O6y0J’IaBJ'II/IBaIOTC$I pas3indusiMHUd B JJIMHC, a TaKXKC
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HYKJICOTHJIHOM TMOpsiAKe M cocTaBe cheiicepHbix ydactkoB. Cermentsl JIHK,
pacrionoxkeHHple Ha S'-koHne ETS mo o006e cTopoHsl OT caillTa HWHUIIMALIMM
TPAHCKPUINIMUA BaXHbl Uil WHHUIManuu TpaHckpunuuu PHK-nmomumepaszoii 1. B
OTIIMYME OT OYEHb KOHCEPBAaTUBHBIX KOAMPYIOIIMX oOOJlacTed I 3TUX
MOCJIEA0BATEIBLHOCTEN XapaKTEpHO CHUJIBHOE BHIOBOE pasznuuue. Bo3MOXKHO, Takue
pa3nuuusi CBs3aHbl ¢ Bupocnenuduunoit aktuBHocThi0o PHK-momumepassr 1, xotopoit
JUISL B3aUMOJECHCTBUS c ATUMHU MOCJIEA0BATEIbHOCTAMHU HE0OXO0IUMBbI
Bugocrennduuasie paxkropsl Tpanckpunmun (Moss, Stefanovsky, 1995).

Kinactep p/IHK npeacrasnser co0oit ynoOHy0 MOJIEeNb 711 aHalIM3a MEXaHU3MOB
M30Te€HU3alUU  («COTJIAaCOBAaHHOW» HBOJIOIMK) WIEHOB MYJIBTUTC€HHOIO CEMEMCTBa.
OCHOBHBIE T€HETUYECKHUE MTPOLIECCHI, JIEKAUTUE B OCHOBE U30TN€HU3AINH, ObUIA ONUCAHBI
Ha npumepe p/IHK Gonbmoro uncna Bunos sykapuot (Hillis, Dixon, 1991). Hecmotps
Ha 00Iee CXOACTBO MOJEKYIsipHO-reHeTnYeckoil opranuzanuu pJIHK »sykapuor,
KOKIBIA BHUJ 00JIalaeT PSAIOM CTPYKTYPHBIX M (PYHKIIMOHAJIBHBIX OCOOCHHOCTEH,
XapaKTEepHbIX JIi JAHHOTO y4YacTka reHoMma. JlJisi KOMIUJIEKCHOTO MOHUMAaHHUS BCETO
pa3HOOOpa3usi TEHETMYECKUX TIPOIECCOB, JEXKAIIUX B OCHOBE (PYHKIIMOHAIBHOU
AKTUBHOCTH U DBOJIIOIIMOHHOW W3MEHYMBOCTH >KUBBIX OPraHU3MOB, HEOOBIUANHO
BAKHBIM SIBJISIETCSI M3YYEHUE HOBBIX, PAHEE HE HCCIEIOBAHHBIX BHJOB, TO €CTh
TPAJULIIOHHO HE SBJISIIOIIUXCA «MOIETbHBIMIY.

HaunGosiee 3BOIIOIIMOHHO KOHCEPBATHUBHBI HYKJICOTUJIHBIE MOCIIEI0BATEILHOCTH,
KOJIUPYIOIINE HETTOCPEACTBEHHO CTPYKTYpy pubocomusix PHK (18S, 5.8S u 28S) — ux
CpaBHUTEIIbHBIA aHAIN3 A(DPEKTUBEH MPU U3YUYCHUU T€HETUUYECKUX NUCTAHIIUN MEXKIY
HBOJIIOIIMOHHO OTJAJICHHBIMU TAKCOHAMH. BHEIIHNE U BHYTPEHHUE TPAHCKPUOUpPYEMbIe
cneiicepsl (ETS1 u ETS2, ITS1 u ITS2 cooTBETCTBEHHO) 3BOJIOLMOHUPYIOT Ooliee
aKTUBHO — UX CpaBHUTENBbHBIA aHanmu3 dS(PGeKTUBEeH npu  HUCCIEIOBAHUU
(UIOTeHEeTUYECKUX B3aMMOOTHOIICHUNM MEXAY OJIM3KOPOJICTBCHHBIMU  BHUIAMHU.
HauGonbiee pacnpoctpanenue B kadectBe Mapkepa pJAHK mnomyuwna Onaromaps
BO3MOYKHOCTH Pa3paboTaTh YHUBEpCAIbHBIC TIPAMEPhI Il KOHCEPBATUBHBIX YYACTKOB

kiacrepa reHoB pPHK, dnankupyromux Oosiee BapralenbHBIE MOCIEAOBATEIHLHOCTH.


http://medbiol.ru/medbiol/cytology/x025caaf.htm
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Takue mpanmepsl, noaxonsmme aua pAHK pasHbix kmaccoB, THUIIOB M JaXe LAPCTB
KUBOTO, TO3BOJISIOT  HCCIEAOBATh  MOJEKYJISPHYIO  CTPYKTYpY  COBEPILEHHO
Heu3y4yeHHbIX opraHusmoB. Kpome Ttoro, pIHK mnpencraBieHHas TaHIEMHBIMU
noBTopamu kiactepa renoB pPHK, xapakrepusyercss HaIM4leM y4acTKOB, CIIOCOOHBIX
K (POpMHUPOBAHUIO BTOPUYHBIX CTPYKTYpP, OCOOCHHOCTH KOTOPBIX TaKK€ MOTYT OBIThH
UCTIONB30BaHbl i Hu3ydeHus ¢unorenernyeckux otHomeHudd (Coleman, 2007).
CrnenoBaTellbHO, MOJY4YEHUE JAHHBIX IO TMOJHOMY COCTaBy KilacTepa pUOOCOMHBIX
I€HOB TPEMAaToj] OTKPHIBAET HOBBIE BO3MOXKHOCTH I JAJdbHEHIIEro WU3Y4YeHUS
HBOJIFOLIMOHHBIX 3aKOHOMEPHOCTEW MOJIEKYJISIPHOM OpraHU3alliy 3TUX Mapa3uToB.

NMeHHO HykineotuaHele mnocnenoBarenbHocTd  pAHK  cranm  nmepBbeiMu
MOJIEKYJIIPHBIMU MapKepamu Uil BUAOBOW HMJIEHTU(DPHKAIUU TPEMATOJ, U3YUEHUS UX
NOMYJSIUUOHHON CTPYKTYphl HMX BHJOB M pacnpocTpaHeHus. Tak, uccieaoBaHHUe
nomumoppusma ITS2 mo3BoNMIO HaWTU pa3iavuus MeXAy TreorpapuueckuMu
BeIOOpKaMu Paragonimus westermani u3 10)HOW W CEBEpO-BOCTOYHON yacTel A3uw,
oOnanaroiue creuu(pUIHOCTHIO K pa3HbIM BUAAM MOJUIIOCKA-XO035IMHA. JTO MMO3BOJIUIIO
BBIJICIUTh BHYTpM OJHOrO Buja JjBa HOBbIX (Iwagami et al, 2000). Ilpu
mupdepeHIranu  KPUOTHYECKUX BUJOB TPEMATOJl MOPCKUX pbBIO U3  poja
Cainocreadium (Opecoelidae) mopdosorudeckas W MOJCKYISPHO-TEHETUYCCKAs
KJ1accuduKalus ¢ UCHOJIb30BaHUEM NOJUMOP(PHBIX nociaeaoBaTeabHocTel [TS coBnanu
(Jousson, Bartoli, 2001).

RFLP-anamu3  (restriction  fragment length  polymorphism —  anamus
noiuMmopdusMa JJIMH PECTPUKLIHMOHHBIX (pparMeHToB) (parmenta [TS2, mo3Bosun
NOJyYUTh BUAOCHEIM(PHUUHBIE MATTEpHbl (HparMeHToB, Onarojnapsi KOTOPHIM yAajoCh
OCYUIECTBUTh BHJIOBYIO MJEHTU(UKAIUIO IBYX OJU3KUX U MOP(POJIOTHMYECKH CXOKHUX
Bu0B — Schistosoma haematobium u S. bovis. [lannslii criocod okazaics ya0OHBIM IS
uACHTU(UKAIIMKM UEepKapuid HSTUX LIMCTOCOM, H3BJICUYEHHBIX HEMOCPEICTBEHHO U3
MOJUTIOCKA, a TakKe 13 mpo0 Bojwl (Barber et al., 2000).

W3MeHeHnss B MOCIEAOBATEIBHOCTAX  BHYTPEHHUX  TPAHCKPUOUPYEMBIX

cneiicepoB pJIHK moryt O6bITh MCTIONIB30BaHBI 111 OOHAPYKEHHSI KPUIITUYECKUX BUJIOB


https://www.google.ru/url?sa=t&rct=j&q=&esrc=s&source=web&cd=1&ved=0CBwQFjAA&url=http%3A%2F%2Fen.wikipedia.org%2Fwiki%2FRestriction_fragment_length_polymorphism&ei=EIUiVOixKOvnygPh-IKICQ&usg=AFQjCNHbdyf7Y-NBxT0S2vrbJctzzx2E0Q&bvm=bv.76180860,d.bGQ
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TpPeMaroj, OCOOCHHO B TeX CiIydYasX, KOTJa COOTBETCTBYIOIIME BHJbI OTIUYAIOTCS
Cenu(UYHOCTHIO MO OTHOIICHUIO K XO3MMHY WM MO JPYrUM OHOJOTUYECKUM
XapakTepucTukam. Hampumep, 1S IETEKIMH CIOPOIUCT S. Mansoni B IpOMEKyTOYHOM
xo3siMHe Obuta pa3pabotaHa cucremMa «rHe3goBoi» IILIP ¢  mnpaiimepamu,
cnenuuunsiMu K ¢parmenty 18S p/IHK (Hanelt et al., 1997). UcnonszoBanue ITS-
perunona, Bkmouvatomero ITS1, 5.8S pJAHK wu ITS2, mno3Boiwio ycrnemHo
nuddepeHIPOBaTh LIEPKAPHUi TpeX BUAOB MTHYbKX mucTocoMm: Trichobilharzia szidati,
T. franki, T. regenti (Dvorak et al., 2002; Rudolfova et al., 2007).

B 2014 roay yuyensie u3 bpaswinu onyOIuKOBalId Pe3yibTaThl UCCIAEAOBAHUS B
o0jacT Majneonapa3uToJIOTUH, BIIEPBBIE IMOIYYEHHBIE C IOMOILIBIO MOJEKYJISIPHO-
TEHETUYECKUX  METOJIOB.  AHamu3upys  HeOonpmme  ydactkn (=125 m.H.)
nocienoBatenbHocTted ITS1 (pAHK) u coxl (mMtHK) onu wuaenTudumupopaiu
XMHOCTOMATHA B  apXEOJIOTMYECKUX  00pa3liax  KOMNpOJIUTOB  YEJIOBEKA.
NnentuduurpoBaTe TpEMaTo A 10 BHIa HE YAAIOCh, HO KOHKpeTHble Gparmentsl JJHK
YeTKO ONPEICIIMIN Kak MpuHaiexanme kK poay Echinostoma (Leles et al., 2014).

Bbicokast ~ cTemeHb  COIVIACOBAaHHOCTU  PE3yJbTaTOB  (DUIOT€HETUYECKUX
WCCIICIOBAaHH, TOTYYCHHBIX C TIOMOIIBI0 MOJICKYJISIPHO-TEHETUYECKUX METOOB C
U3BECTHBIMM  MOP(OJIOTMYECKUMHU  JTaHHBIMM, JIOCTMTaeTcsi TMpH  JOCTATOYHO
BHUMATEIHbHOM U TICNaHTHYHOM Tmonxoje. Tak, B MoHorpadum «Biology of
Echinostomes» mnpuBoOAsSTCS AaHHBIE [0 H3YYCHHIO YETBHIPEX PpOJOB TPEMATOM:
Echinostoma, Echinoparyphium, Hypoderaeum wu Isthmiophora. Tlomydenubie
nocnenoBaresbHocTd  ND1  m  ITS mocmykunm  OCHOBOM At TIOCTPOCHUSA
(UIOreHeTUYECKOro JepeBa, KOTOPOE MMENO BBICOKYIO CTaTUCTHUECKYIO TMOIJEPKKY
BETBEH, a TAaK)Ke COIIACOBHIBAJIOCH C JAHHBIMU, OCHOBAHHBIMH Ha MOP(OIOTUIECKOM
ananuse (Fried; Toledo, 2009). Vuensie u3 HkHOH AMEPHKH HCIOJIB30BAIN IS
uaeHTuduKauy HOBBIX BHIOB Auriculostoma yuactku p/IHK, komupyromue 28S
pPHK u ITS2 (Razo-Mendivil et al., 2014). Pasnuuus Mexay pogaMu TpeMaTo Ha
yaactke, kogupytomem 28S pPHK, coctaBumm ot 2.4% no 6.3%, a Mexay BuUIaMu

Tpematon Ha y4dactke |TS2 cocraBmmm 2.0% — 3.6%. Takum o6pazom, MOJIEKYISIpHO-
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TEHETUYECKUN aHalu3 MOJATBEPKIAET Pe3ysbTaThl MOP(OIOTHUECKOTO UCCIEIOBAHMUS,
BBITIOJIHEHHOT'O METOIOM 3JIEKTPOHHOM MHUKPOCKONHMH, U TOBOPUT O IudPepeHnmranmu
Ha j1Ba Buja: Auriculostoma totonacapanensis u A. astyanace.

Hcnonp3oBanne BhICOKOKOHCepBaTMBHOTO yuactka 18S p/IHK B kauecTBe
Mapkepa IpHU OINpPEACICHUH TPYII BBICOKOTO TAKCOHOMMYECKOTO paHra, Takux Kak
Platyhelmintes, ommcano B pabore Opuranckux ydeHbix (Baverstock et. al., 1991).
Oo6paznamu cinyxunu JJHK miiockux depBel, OTHOCSIIMXCS K Pa3IMYHBIM KilaccaM U
cemeiictBam:  Spirometra  erinacei (Pseudophyllidea: Diphyllobothriidae),
Acanthobothrium heterodonti  (Tetraphyllidea: Oncobothriidae), Austramphilina
elongata (Austramphilinidae), Gyrocotyle rugosa (Gyrocotylidae), Dictyocoryle
coeliaca (Monopisthocotylidea: Monocotylidae), Diclidophora merlungi
(Polyopisthocotylidea: Diclidophoridae), Calicophoron calicophorum
(Paramphistomoidea: Paramphistomidae), Temnocephalu dendyi (Temnocephalidae),
Notoplana austris (Acotylea: Leptoplanidae). B pe3ysibpTare ObLTH MOJIYYCHBI BeChbMa
MPOTUBOPEYMBBLIE JIaHHbIE O TMOJoKeHuu Temnocephalida, MoHoduIeTHUHOCTH
MoHoreHe# u rpynmbel Gyrocotyle. Cryctst 8 et Monogenoidea o ganubsiM 18S Oblta
npu3HaHa  moHoduiuetuunor  (Littlewood, Rohde, 1999). OnHoBpemeHHO,
KJIACCHYECKHE CXeMbl, npemnokenusie Dxiaepcom (Ehlers, 1985, 1986) u Bpykcom
(Brooks, 1985, 1989) moaTBepAHiIMCh MOJIEKYJISIPHO-TEHETUYCCKIUMH JTaHHBIMHU.

B 2011 rony B Kaname BbIIIIa CTaThs, MOCBSAIICHHAS (PHIIOrEHETHUYSCKOMY
aHanu3y Tpematoj cemeiictB Diplostomidae u Strigeidae ¢ momMoinpo MoOJEKYISIPHO-
F€HETUYECKUX METOA0B. B paboTe MCHoiap30BaiM YeThipe MapKepHbIX ydyactka: SSU
(small subunit), LSU (large subunit), ITS (internal transcribe spacer) u cox1
(cytochrome oxidase I). ABTOpbI CTaThu CPaBHUBAIOT MOJYYEHHbBIE 3aKOHOMEPHOCTH C
JAHHBIMH MOP(O-OHMOJIOTHYECKUX HMCCIICIOBAHUN W3 JIUTEPATYPHBIX HMCTOYHUKOB. B
pe3ynbTatax yKa3aHo, YTO YETBIPHAAIATh POJOB JUILUIOCTOMATHIT W CTPHUTEH]]
MPEACTABIAIOT CcO000M MOHODmIeTHYeCKyl0 JuHUIO. CBeneHUs, HUMEIoIIHecs B
JUTEpaAType O Napa@IMTUYECKUX OTHOIIEHUSX HCCIENyEeMbIX TpyNI, HE ObUIH

noI/Iep KaHbl U TpeOYIOT AOMOTHUTENbHBIX NaHHbIX (Lapierre, 2011).
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1. 2. 2. Ananu3 mutoxonapuajabnou JJTHK

MuroxonapuanbHass JIHK >XKMBOTHBIX, Kak BTOpas COCTABJAIOIIAS UX T€HOMA
IpEJICTaBIsIeT OCOOBI MHTEpEC, TaK KaK COACPKUT HEOOJNbIIOW HAabOp TEHOB, Cpeau
KOTOPBIX €CTh  IIOCJIENOBATENbHOCTH, KOAUpYIOIIUe Oenku, puOOCOMHBIE W
tpancnoptHeie PHK, a taxxe Hexkomgupyromume ydactku (D-metist). 910 mo3Bossier
BBIOMPATh MapKephl C Pa3HON CKOPOCTHIO BOJIOIMH, a TAKXKE HCIOJIb30BaTh U TAKUE
CTPYKTYpHBIE MPU3HAKH, KAK PACIOJIOKEHNUE IPYTr OTHOCUTEIBHO APyra U OpUEHTAIUs
IF€HOB, OCOOEHHOCTH BTOPUYHOW CTPYKTypbl ¢yHkunoHanbHeix PHK. Takoe
pa3zHooOpa3ue MapKepoB CIOCOOCTBYIOT PELICHUIO PA3JIMYHBIX (DUIOTEHETHYECKUX U
¢unoreorpadguyecKux 3a/1a4, B TOM YUCJE U IPU U3YUEHUU TPEMATO/.

MuToXoHApHAIbHBIE MAPKEPHI YCIEITHO UCIOJIb3YIOTCS [l IETEKIUU OAHUX U3
HauOoJiee OMACHBIX Mapa3UTOB 4YeJOBeKa — IMcTocoM. Tak, ucnonszoBanue [P co
cnenuuyeckuMu mpaimMepamu, Kk ydactky MT/IHK mno3Bossier maeHTHPUUIMpOBATH
Schistosoma mansoni B mpomexyTouHoM xo3stHe (Jannotti-Passos et al., 2006).

JlaHHBIE O MOJEKYJISIPHON CTPYKType Yy4yacTkoB MurtoxoHapuainbHor JIHK,
xoaupyromux Nd1l (nicotinamide adenine dinucleotide dehydrogenase subunit 1) u cox1
(cytochrome C-oxidase subunit) u uHGOpMAaIUS O MOCICIOBATEIBHOCTIX HYKICOTHIOB
yuactkoB ITS1 u ITS2 kmacrepa pubocomubix renoB snepHoit JIHK mocmyxumu
OCHOBAHMEM [IJIsl IOCTPOCHUS (PUIIOTEHETUUECKUX CBA3EH MATH BUAOB AXMHOCTOMATHU:
Echinostoma n. sp., E. miyagawai, E. paraulum, E. bolschewense, u E. revolutum
(Kostadinova et al. 2003). I[Tomumo 3T0Or0, aBTOPHI MPOJAEMOHCTPUPOBATIN COOTBETCTBHE
MEXy MOP(OJOTHYECKOM M MOJICKYJISIPHOW HJCHTHU(UKAIMEH HCCIeNyEeMbIX BHJIOB
(Fried, 2009). Cnenyer OTMETUTb, YTO B OJIHOM W3 TOCJIEIHUX IMyOJUKAIMN STOU
Ipynibl  MCCIENOBATENe M3J0KEHbl pPe3ylbTaThl MX paboThl, MOJYYEHHBIE 3a
nocienaue 15 mer B 0o0macTM  MOJIKYJSIPHOM CHCTEMATHKH JTUTEHETUYECKUX
coCalbIIMKOB. (DUIOr€HETUUECKN aHajIu3 IPOBOAWICS HA OCHOBAaHWM CPAaBHEHUS
HYKJIEOTHUIHBIX mocliefoBarebHocTe 18S u 28S. B pesynbrare ObLIM MEpEeCMOTPEHBI

CTaTyChl HEKOTOPBIX TAKCOHOB BBICOKMX paHroB TpemaTo. [lokazaH BBICOKHI YPOBEHb
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KOPpEJSAIUA JaHHBIX, TOJYYEHHBIX B PE3YJIbTaTe MOJICKYJIAPHO-TCHETHUCCKUX U
mMopdosornueckux uccieaoBanuii  coorBercTBeHHO (Kostadinova, Pérez-del-Olmo,
2014).

JlaHHBIE O CTPYKTYypE SACPHBIX U MHUTOXOHAPHUATBHBIX MapKEpOB TMO3BOJIHIN
oxapakrepusoBatb Tpemaroj cemeiictBa Opisthorchiidae (tunm Platyhelminthes). Oto
CEMEHCTBO BKIIFOYACT B C€OSl Mapa3uTOB MOYTH BCEX KJIACCOB MO3BOHOYHBIX, TJIABHBIM
o0pa3oM  MIJICKONUTAIONIMX W  NOTUI. [ GHOTHMHpOBaHWE 1O  MapKepam
MHUTOXOHJIPHAILHBIX TEHOB COX3, atp6 u Nnd5 u COBMECTHO C HECKOJIbKUMH
XPOMOCOMHBIMA ~ MapKepaMH TIO3BOJIJIO PEKOHCTPYHPOBATH  (PUIOTCHETHICCKUE
OTHOIIIEHUST MEXIy HECKOJBKHUMH BUAaMH 3Toro cemeiicra: Opisthorchis felineus, O.
viverrini, Clonorchis sinensis, Metorchis bilis, M. xanthosomus u Pseudamphistomum
truncatum. AHamu3 TOJHBIX MHTOXOHJIPHAIBHBIX TEHOMOB TO3BOJIMI OCYIIECTBUTH

MmaciTaOHoe uccienoBanue reHernyeckor uamenunsoctu O. felineus (Shekhovtsov et

al., 2009; 2010).

1. 2. 3. AHa/IU3 TaH/AEeMHO MOBTOPSIIOUIUXCS MOCIeI0BATEIbHOCTEH

Jls onipeiesieHus 10 YPOBHS poJia, a TaKyKe BUOBON MACHTU(UKALIUN TPEMATO
IIMPOKO HCIONB3YIOT CHUCTEMbI, pa3pabOTaHHbIE HAa OCHOBE Pa3JIMYHBIX TaHIEMHO
OpraHW30BaHHBIX TIOBTOPOB. BbICOKass YacToTa MPEICTaBICHHOCTH B TI'E€HOME
MOBTOPSAIOIINXCA ~ TOCJIENOBATEILHOCTEN  JleJJaeT  BO3MOXKHBIM  Pa3paboTKy
YYBCTBUTEJIBHBIX METOJIOB JCTEKIINU, Oa3upyoImuxcs Ha ucnosb3zoBanuu [T1P.

B uactHocTH, Ha OCHOBE TaHJEMHOro mnoBTOopa Sml-7 pa3zpaboTaH crocod
JCTeKIIMM  CBOOOTHOIUIABAIOIIMX  Iiepkapuii  Schistosoma mansoni, a Takxe
uHGUIMPOBaHHBIX MoOJITIOCKOB Biomphalaria glabrata (Hamburger et al., 1998;
Hamburger et al., 1998; Hertel et al., 2004). Kpome Toro, npaiimepsl, pa3paboTaHHbIE
Ha OCHOBE JIaHHOTO IMOBTOpPA, MO3BOJIAIOT TakXe JCTEKTUPOBaTh siia S. mansoni B
obOpasnax ¢ekanuii uHbUuIMpoBaHHBIX Jroael (Pontes et al., 2002).

Hpyroii tangemubiii moBTop (Dral) siBasieTcs MOTEHIIMANIBHO MPUTOTHBIM IS

JeTeKuy 1epkapuit mstu BuaoB Schistosoma (S. bovis, S. magrebowiei, S. mattheei, S.
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curassoni u S. intercalation) (Hamburger et al., 2001), Torna kax AeTEKIIUSI MOJUTFOCKOB,
UHPUIMPOBaHHBIX S. haematobium, ocHOBaHa Ha MCIIOJI30BAHUK BHIOCIICITU(PUIHOTO
noBTopa Shi 10 (Abbasi et al., 2007).

Jlnis meTeknuy Bo30yIUTeNel epKaprualbHOTO JAepMaTUTa YeoBeKa — MTHYbUX
mrctocoM u3 poxa Trichobilharzia paspa6oransr ase ITIIP-cucreMbl. B onHO# U3 HHUX
UCTIONB3YIOTCSL TIpaiMephl, cCrenuudIHble K 3BEHY TaHIEMHO OpraHU30BaHHOU
nocienoBatenpbHocTH ToSau3A, mmeromeit pasmep 396 m. H. (Hertel et al., 2002).
[TokazaHo, 4TO JaHHBIA TOBTOP SIBISIETCS POJOCTICHU(DUUHBIM U COCTABISCT OKOJIO
1.5% renoma uepkapuii 7. ocellata, 1% — T. franki n 2% — T. regenti. C ero nmomoinpko
MOJKHO JIETEKTHUpOBaTh ImcTocoM poaa Trichobilharzia ma cramum mpomexyTo4HOTO
XO035IMHA, a TAKKE B MPOOaxX BOJIBI.

Btopass mpemioxkeHHas cucteMa pOJOBOM JUATHOCTUKH TPUXOOUIIbrapiui
pa3paboTaHa Ha OCHOBE IOBTOPOB B COCTaBE SJICPHOTO TEHOMA y TPEX €BPOMEHCKHUX
BUsI0B. Jlokyc-cnenuduunbie mpaiiMepbl Mogo0paHbl K OJHOMY W3 KIOHUPOBAHHBIX
RAPD-¢pparmenToB renoma 7. franki, WMEIOIIEMY BBICOKOE CXOJACTBO B
AMUHOKHUCJIOTHBIX TOCJIEIOBATEIBHOCTSIX C PEBEPTa3HbIM JOMEHOM OJHOTO U3

MOOHIIbHBIX 3JIEMEHTOB IHcTocoM MiekonuTaronmx (Korsunenko et al., 2010).

1. 3. ®ujioreHUs U cUCTEMA TPEMATO/

C mosIBJICHHEM METOJI0B MOJICKYJISIPHOTO aHAJIM3a HAYaJIOCh HAKOIJICHUE JTAaHHBIX
[0 CTPOCHHIO TEHOMOB IIJIOCKMX 4YepBEH W WCIOJIB30BAaHWE OTHUX JaHHBIX IS
(UITOTCHETHYCCKHUX TeTIeH. [Tpunoxxenue MOJICKYIISIPHBIX METOI0B K
(UITOTEHETUYECKUM TIOCTPOCHHUSIM B HEKOTOPBIX TPYyIIax OOHAPYKHIIO TOCTATOYHO
OJIM3KOE CXOJCTBO PEKOHCTPYHPOBAHHBIX JEPEBBEB CO CXEMaMH, TOJIYYCHHBIMU
KJIACCHYECKUMH CPaBHUTEIHLHO-MOP(HOIOTHIecCKUMI MeTomaMu. OJIHAKO BO MHOTHX
TaKCOHOMUYECKHX KaTCTOPHUAX TOSBJICHUE HOBBIX IIOJIXOJIOB BBISIBUJIO TIPOOJIEMY
COOTHOIIICHHSI MOJICKYJISIPHBIX W CPaBHUTEIHHO-MOP(OJIIOTHUYECKUX JaHHBIX B
dbunoreHeTrke. AHaIN3 MOJIEKYJISIPHBIX JTAHHBIX BEJETCS CTATHCTHYECKHMMH METOIaMH,

no Cyru CXOAHBIMH C MCTOJaMHU KIIAJUCTUYCCKOTO aHalin3a MOp(I)OJ'IOFI/I‘—IeCKI/IX
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IPU3HAKOB, KOTOPBIE TAaKXKE BOILIM B 00MX01 (UIOTEHETUKOB. B mociennue roasl Bce
¢bunorenernyeckue moctpoenus Platyhelminthes crpositcs Ha  KOMIUIEKCHOM
UCTIOJIb30BaHUU MOJICKYJISIPHBIX JTAHHBIX C HATOXCHHEM MaTPHIIBI MOPQPOIOTHIECCKUX
npusHakoB (Kopnakosa, 2009).

Kak yxe OTMEYeHO BHIIIE, B TEUCHUE JKU3HCHHOTO IMKJIa TPEMaTObI
npeTepneBanT Mopdorornuyeckue, OMOXUMUYECKHE U (DU3HOJIOTHUECKHE H3MEHEHHS.
[IpyueM B opraHuzMe IMEPBOrO MPOMEKYTOYHOIO XO35IMHA — MOJUIIOCKA — OHHU
WHTCHCHBHO Pa3MHOXKAIOTCSI MapTEHOTEHETHYECKUM CIIOCOO0M, KOMUPYS TEM CaMbIM
yYHACNIeZIOBaHHbIE TIPU3HAKK TIO0 COOTBETCTBYyIOIIeMYy Habopy reHoB. IIporeccs
MOJIOBOTO Pa3MHOXKEHUS U TEM CaMbIM T'€HETHYECKOW PEKOMOWHAIIMU MPOUCXOJAT Y
repMadpoIUTHBIX B3pOCIBIX ocoOeit — mapuT. Ha pa3nmuuHbIx 3Tamax OHTOTeHe3a y
JTUTCHETHYECCKUX COCAJIBIIMKOB BKJIIOYAIOTCS CIEMU(PUICCKAE CaWThl aKTUBHOCTH
TeHEeTUYEeCKOro Marepuaina, T.e. CYHIECTBYIOT 3aBUCSIIME OT CTaJAuil pa3BUTHUS
aktuBHble JIHK mocnemoBarensnoctr (mur. mo Nara et. al.,, 1990). Opgnaxo,
CYIIIECTBYIOT U BBICOKO KOHcepBaTuBHBbIE yuyacTku JIHK, mpoanamusupoBaB KOTOpHIE
MO>KHO CJIeJIaTh BBIBOJI O TOM WJIM HHOM TaKCOHOMHYECKOM PaHTe TPYMITbl OPTaHU3MOB.
OCHOBHBIC TIPEANOCHUIKM  PACXOXACHUS MOPQPOJIOTHUYCCKUX M MOJICKYJISPHBIX
PEKOHCTPYKIIUI 3aKJIIOUAIOTCSl B TOM, YTO Ha MOP()OJIOTHIECKOM YPOBHE IMPOSIBIISIETCS
TOJILKO Majlasi 4YacTh TE€HOMOB. B ciydae Xe MOJIGKYJSPHBIX JAaHHBIX B aHaJIU3
BKJIFOYAETCSI OOJIBIIIOE KOJMYECTBO «MOTYALTUXY, PEHOTUIMTUIECKH HE MPOSBISIOMINXCS
HEUTPAIBHBIX MYyTaIluii HEPYHKIIMOHAIBHBIX yYaCTKOB T'€HOMa, B OOJIbIIICH CTENECHU
MOABEPKEHHBIX MapaJljieIbHON U KOHBEepreHTHOM 3Botonuu (Gatesy et al., 2001).

O4eBUHO 3HAYECHUE MAHHBIX MO TMEPBUYHON CTPYKTYpE Pa3IUYHBIX YYACTKOB
JIHK Tpematon, KOTOpbIE CYHIECTBEHHBIM 00pa30oM CHOCOOCTBYET PELICHHUIO LIEJIOr0
psia akKTyalbHBIX BOIPOCOB TEIBMHUHTOJIOTUM, 3aKIIOYAaeTCI B CHUCTEMATHKE U

9BOJIIOIHWH 3THX I1aPa3UTOB.
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1. 3. 1. Cucrembl, NOCTPOEHHbIE HA OCHOBE MOP(OTOTrHYECKUX H

KapuoJOrm4€CKuX IMpU3HaKax

Jo xonira 80-x ToJ10B MpOIUIOro Beka (hUIOreHeTHKa MIIOCKUX YepBEH onupanach
Ha KJIACCUYECKUE CPABHUTEITHLHO-MOP(OIOTHISCKHE METOABl U OTIEpUpOBaia TaHHBIMU
CBETOBOM M 3JIEKTPOHHOU MUKpOCcKomnuu. Tak, B 1974 rony K»iibom Oblia mpeayioxkeHa

CTaBIlasi KJIACCUYECKON cXeMa (PUIOreHEeTHUYEeCKHX B3aMMOOTHOIICHUN Tpemaron (puc.

3).
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HYPOTHETICAL ANCESTRAL TREMATODES
Pucynok 3. CxeMa ¢uioreHeTHIeCKiX B3auMOOTHOIIIeHUH Tpemaro (o Cable,

1974).
YcnoBuble ob6o3HauyeHus: Heronimidae Ward, 1917 [Her], Gyliauchenidae Ozaki, 1933 [Gyl],
Paramphistomidae Fischoeder, 1901 [Pa], Microscaphidiidae Looss, 1900 [Ms], Pronocephalidae Looss, 1899
[Pr], Notocotylidae Liihe, 1909 [No], Cyclocoelidae Stossich, 1902 [Cyc], Psilostomidae Looss, 1900 [Ps],
Fasciolidae Railliet, 1895 [Fa], Campulidae Odhner, 1926 [Ca], Philophthalmidae Looss, 1899 [Ph],
Echinostomatidae Looss, 1899 [Ech], Rhopaliasidae Looss, 1899 [Rho], Haploporidae Looss, 1902 [Hp],
Haplosplanchnidae Poche, 1926 [Hs], Megaperidae Manter, 1934 [Me], Bivesiculidae Yamaguti, 1934 [Bi],
Ptychogonimidae Dollfus, 1937 [Pt], Azygiidae Luhe, 1909 [Az], Hirudinellidae Dollfus, 1932 [Hi],
Bathycotylidae Dollfus, 1932 [Ba], Hemiuridae Looss, 1899 [Hem], Accacoeliidae Odhner, 1911 [Acc],
Syncoeliidae Looss, 1899 [Sy], Clinostomidae Liihe, 1901 [CI], Sanguinicolidae Graff, 1907 [Sa], Spirorchiidae
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Stunkard, 1921 [Sp], Schistosomatidae Stiles and Hassall, 1898 [Sch], Gymnophallidae Odhner, 1905 [Gym],
Brachylaemidae Joyeux and Foley, 1930 [Br], Bucephalidae Poche, 1907 [Bu], Liolopidae Odhner, 1912 [Lio],
Cyathocotylidae Miihling , 1898 [CY], Diplostomidae Poirier, 1886 [Dip], Strigeidae Railliet, 1919 [St],
Opisthorchiidae Looss, 1899 [Opi], Cryptogonimidae Ward, 1917 [Cr], Heterophyidae Odhner, 1914 [Het],
Deropristiidae Cable and Hunninen, 1942 [De], Homalometridae Cable and Hunninen, 1942 [Hal],
Lepocreadiidae Odhner, 1905 [Le], Allocreadiidae Stossich, 1903 [All], Acanthocolpidae Liihe, 1906 [Ac],
Troglotrematidae Braun, 1915 [Tro], Renicolidae Dollfus, 1939 [Re], Plagiorchiidae Ward, 1917 [PI],
Cephalogonimidae Nicoll, 1915 [Ce], Prosthogon imidae Lii he, 1909 [Pros], Microphallidae Ward, 1901 [Mp],
Gorgoderidae Looss , 1899 [Go], Opecoelidae Ozaki, 1925 [Ope], Zoogonidae Odhner, 1902 [Zo],
Lissorchiidae Poche, 1926 [Lis], Dicrocoeliidae Looss, 1899 [Dic], Brachycoeliidae Looss, 1899 [Bc],
Pleorchiidae Poche, 1926 [Ple], Pachypsolidae Yarnaguti, 1958 [Pach], Calycodidae Dollfus, 1929 [Call],
Auridistornidae Stunkard, 1924 [Aur], Rhytidodidae Odhner, 1926 [Rhy]

[{uroreneTnuecknii aHamu3 KApUOTHUIOB 95-THM BHUJIOB TPEMATOH IO3BOJIHUII
BBIJICIUTh  PA3JMYHbIE OCOOCHHOCTH  XPOMOCOMHBIX  KOMIUIEKCOB  TPEMATOJ:
KOHCEPBAaTHU3M U TEHJEHUHMIO YMEHBIICHHS YUCIIa XPOMOCOM, 00pa30BaHUE OTPOMHBIX
CTPYKTYPHBIX €IMHUI] HACIEACTBEHHOI0 MaTepHalia, COXpAaHEHUE Pa3eIbHOIIONIOCTH U
MEXaHU3MOB XPOMOCOMHOW AETEPMHUHALMH IOJIA JHIIb y (PUIOr€HETHYECKU 3pesioi
Tpynnel  TPEMaron, CYLLIECTBOBAHME  JIONOJIHUTEIBHBIX  B-XpoMocomM Yy
(dunoreHeTnyecku MoJoabIX Tpynn. TakuM 00pa3om, TaHHBIE PACIIOJIOKEHHBIE B JIEBOU
gactu cxeMmbl Kaiibia, BKiItouasi TecHbIe CBsi3u Mexy cemeiictBamu Philophthalmidae u
Ehinostomatidae, a Taxxe Cryptogonimidae, Heterophylidae u Opisthorchiidae B
MpaBoOM YacTH OBLIU MOJATBEPKIEHBI KApUOJOTUUYECKUMU JaHHBIMU YUEHbIMU U3 JINTBBI
B 1993 roay (bapmene, 1993). [lna 3aBepiueHusi cxembl, Mo MHEHUIO bapiiene,
TpeOyIOTCS TONOJHUTENIbHbIE JaHHBIE.

K xonmy 80-X roloB OTHOCHUTCSl TOSIBIEHUE elle OJHOM (UIIOTCHETUYECKOU
runorespl, npuHamiexkamen J[. bpykcy. Ilpm onmcaHuu cBoedl TUIIOTE3bl OH
BOCIIOJIB30BAJICSI TEPMUHOM «IIEPKOMEpP» W MPEJIOKUI CUUTATh LEPKOMEPOM BCE
NPUKPENUTENbHBIE OpPraHbl, 00Pa30BaHHbBIE KAK BBIPOCT MAPEHXUMBbI Ha 33JTHEM KOHIIE
tena (Brooks et. al, 1985). bpykc 0003Ha4MI TOMOJIOTHYHBIMHA  3aIHHUI
NPUKPENUTENbHBIA ~ TUCK  TeMHoOLlepanu, yAOHEUIMJ, MOHOTE€HEH, LEepKoMep
OHKOC(ephl U MPOIEPKOUa, a TaKkKe BEHTPaJIbHYIO ImpHucocKy (uuT. mo KopHakoBoii,
2009). Cnemyer NOMYEPKHYTh, YTO KapuoJiorHUeckass HHGPOpMaIMs, MOJTyICHHAs
JUTOBCKUMH YYEHBIMH, B OINPEIEICHHOW Mepe MOATBEpIMJIa MPABUIBHOCTh

dbunorenernyeckoit cxembl bpykca ¢ coaBTopamm (puc. 4). B cepbe3Hoil peBu3HH
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OUYeBUIHO HYyXmaercs cuctema otpsma Plagiorchiiformes. Cyns mo ocobGeHHOCTSIM
XPOMOCOMHOIO arapara, B 3TOT OTPsAA ObUIM BKJIIOYEHBI CIIMIIKOM pPa3HOPOJHBIC
TPYIIIBI TpeMaToa. MIMeromyocs KapuOTUITUYECKYIO TUCTAHIIUIO HENb3s ONPaBAaTh HU
YCKOPEHHBIMH TEMITAMH JBOJIIONMN, HU IEPUOJIOM IPOIBETAHUS JTAaHHOW TPYIIITHI

nureneit (bapmene, 1993).
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B 1993 roay B BunbHtoce Boinia MmoHorpadus S. bapiiene, ocBemnaromas cuctemy
@HHOFGHGTH‘IGCKHX OTHOILICHUN TpeMaTod H HMCHOIOAA II04 co00ii HE TOJIBLKO
Mop(bonomquKy}o, HO U UTOI'CHCTUYCCKYIO OCHOBY. Ha ocnHoBe IOTUTOI'CHCTHUYECKOI'O
ananu3a bapiene Bbienuia 4eTobipe (puiaeTHuecKue rpymnbl TPEMaToI:

1. Echinostomatoidea: Paramphistomatidae, Notocotylidae, Cyclocoelidae,
Fasciolidae, Philophthalmidae, Echinostomatidae, Echinochasmidae wu
Psilostomidae.

2. Strigeoidea: Strigeidae, Diplostomatidae, Cyathocotylidae, Brachylaemidae,
Spirorchiidae, Schistosomatidae, Bucephalidae.

3. Opisthorchoidea: Opisthorchiidae, Cryptogonimidae, Heterophylidae.

4. Plagiorchoidea: Plagiorchiidae, Troglotrematidae, Renicolidae,
Lecithodendridae, Telorchiidae u Prosthogonimidae.

OI[HI/IM N3 OCHOBHBIX KPHTCPUCB /I BBIACICHHUA IIPCACTABJICHHBIX TI'PYIIIL

MMOCIIYKHJIO KOJIMYCCTBO OJHOINNICYUX XPOMOCOM B KAPHUOTHUIIC TPEMATO/I.

1. 3. 2. ®dusoreHeTn4ecKue NOCTPOEHNsl, OCHOBAHHbIE HA UCIOJIb30BAHUU
MOJIEKYJISPHBIX MAPKEPOB

C cepenunbl 80-X TOA0B ABAANATOrO BEKa s (PUIOTEHETHYECKUX TTOCTPOCHU B
KJIACCUYECKUX 300JI0TUYECKUX MCCIICIOBAHUSAX HAYMHAIOT AaKTUBHO MCIOJIb30BATh
MOJIEKYJISIpHO-TeHeTHUeCKue naHHblie. B 1987 rogy OWBUC ¢ cOaBTOpamMu BBOJUT
tepMuH  «dusoreorpadusi»  (phylogeography) wu maercs ompeneneHue 3ToMy
HaIMpaBJICHUIO, a Takke (HOPMYJIHPYET OCHOBHBIE TMOCTYJAThl (PUIOTEHETHYECKOTO
ananusa (Abpamcown, 2007).

Pe3ynbTaTUBHOCTh W OOBEKTUBHOCTH (DUIIOTCHETUYECKUX PEKOHCTPYKIIUM,
OCHOBAHHBIX Ha T€HHBIX MOCJIEAOBATEILHOCTIAX OPTaHU3MOB, 3aBUCHUT OT MHOXKECTBa
daktopoB.  BakHeilmmmu ~— npuYMHAMH, ~ KOTOpPhIE  MOTYT  TIPHBOJUTH K
HECOIJIACOBAaHHOCTH MOJIEKYISIPHO-(QUIOTCHETUYECKUX THUIOTE3 W/WIM HMX HHU3KOU
CTATUCTUYECKOW TMOJICPIKKE, SBISIFOTCS: HEIOCTATOYHBIM HA0OpP SKCIEPUMEHTATHHBIX

JAHHBIX (JUIMHA TIOCIICIOBATEIIBHOCTEH ), BRIOOP HEaIeKBATHBIX IS IIEIH UCCASAOBAHUS
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TEHOB, OITMOKW TIPY CEKBCHUPOBAHUHU W BHIPABHUBAHUH TOCIICOBATEIIHLHOCTEH, BHIOOD
HCCIIeTyeMbIX TAKCOHOB, MX HEMPABUJILHOE OIpeeiecHuEe, KOHBEPTCHTHAs! WU ObICTpast
ABOJIIONMS, THOPUIU3AINS, TOPU3OHTAIBHBIM TMEPEHOC T'€HOB, BHYTPU- U MEKIEHHasI
pEKOMOMHAITMS, CMEIIEHWE OPTO- M TMApaJOTUYHBIX TE€HOB B aHAIHW3E, HEIMOJHOTA
KOHIICPTHOW JBOJIIOIIMHM, HEOJHMHAKOBAas CKOPOCTh HAKOIUICHHWS 3aMEH B pa3HbIX
TaKCOHaX W B Pa3HBbIX MO3UIMAX IMOCIEAOBATEILHOCTEH, pa3IvuMs B HYKJICOTHIHOM
COCTaBE aHAJIM3UPYEMBIX IOCJIEIOBATEIBHOCTEH, HECTAIIMOHAPHOCTh HYKJICOTHIHOTO
COCTaBa, B3aMMO3aBHCUMOCTD JBOJIIOIIMH OTACIBHBIX CANTOB B ITOCJICIOBATEIBHOCTIX,
MPUHATHE HEAJCKBATHON MOJEIIHM MOJICKYJISIPHOW SBOJIOIUU U aJIrOpUTMa MOCTPOCHUS
nepeBbeB (bannnkosa, 2004).

3HAYUTEIBLHOE TOBBIINIEHUE OOBEKTUBHOCTH  PE3YJIbTATOB  MOJEKYJISPHO-
FEHETUYECKOTO HCCIICIOBAHUSI OPTraHU3MOB BO3MOXXHO OJyiarojapsi MpaBUIbHOMY
noA00py MapKepHbIX ydacTKoB. O030p OCHOBHBIX MapKepOB IPHUBE/ICH B pazzaeine 1. 2.

3aKIIIOUUTENILHBIM 3TAOM (PUIOTEHETUYECKUX HCCIIEAOBaHUM, KaK MpPaBUIIoO,
SBJISIETCS BU3YyallM3allds TOJYYCHHBIX CBS3EH IMyTeM MOCTPOCHUS (DUIOTCHETHUYSCKHUX
JIEPEBBHEB, C TOMOIIBIO PA3JIMYHBIX MOJICJICH U METOJIOB.

QDunozenemuueckue mooeau u memoosl. 1lepBbiM dTarnoM (PuIOreHeTUYeCKOro
aHaJin3a HYKJICOTUHBIX IOCEIOBATEILHOCTEN SABISETCS WX BBIPABHUBAHUE C IICTIBIO
ONPEAEICHUS] TCHETUYECKOM, WU 3BOJIOLIMOHHON AUCTAHIMU Mex)ay HUMHU. OCHOBHOM
I (DMIIOTEHETHYECKOro aHajau3a sBJseTcs HWHOOpMamMs O 4YHCIIe W KadecTBE
HYKJICOTUIHBIX 3aMeH. [T0CKONBbKY B MOAABIISAIONIEM OOJBIITMHCTBE CIydyacB MUCTHHHAS
ABOJIIOIIMOHHAS JUCTAHIIMS HEW3BECTHA, MJI €€ OIIEHKH MCIOJIb3YIOTCS pPacueTHbIC
JUCTAHIIMM, OCHOBAHHBIC Ha PA3JIMYHBIX TMPEJACTABICHUSIX O YaCTOTE€ Pa3IMYHBIX
HYKJICOTUJHBIX 3aMeH. MareMaTU4ecKu JTH TNPEACTaBICHUS OIHUCHIBAIOTCS B
Pa3IMYHBIX IBOIOIMOHHBIX Mojiensax (JIykamos, 2009). Haubonee u3BecTHbIC U3 HUX:
mogenb Jxykca-Kantopa (Jukes and Cantor, 1969), monens Kumypsr (Kimura, 1980),
monenb Tamypsi-Hen (Tamura, Nei, 1993). OntumanbHO# MOJCTH s aHATU3a JTF000H
TPYNIBl TIOCJIEIOBATEIPHOCTEH HE CYIIECTBYET, MOITOMY HEOOXOAMMO TMPOBOIUTH

OILICHKY KPHUTCPUCB BBIABJICHUA HauoOoee moAXoaAAmero BapuaHTa AJIA KOHKPCTHOI'O
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uccien0BaHus. J{s 3ToM Lein CyleCTBYIOT CleUalbHble KOMIIBIOTEPHBIE IPOIPAMMBI
(Posada, Crandall, 1998).

O0s3aTenbHbIN KOMIIOHEHT JIF000H (PUIIOTeHETHYECKON MOJIETH — 3TO TOMOJIOTHS,
TO €CTh TIE€OMETpUYECKas, OOBIYHO  JIByXMEpHas CXeMa, II0Ka3bIBaOLIas
reHEAIOrMYECKUE CBA3M MEXKIY €IMHULIAMH (PUIOTEHETHYEeCKOro aHaiu3a. Yacro
TOMOJIOTUA  3adaeTci B  Buae BerBsiumierocs  aepesa  (Jlyxranos, 2013).
OUIOreHEeTUYECKUE JIEPEBbSI MOXHO PEKOHCTPYHMPOBATh MO TMOCIEI0BATEIBHOCTAM
oenkoB win HykiaenHoBbIX kucioT (JIHK maum PHK). Jlro6oe nmepeso (durorpamma,
(deHorpaMMa) uMeEET TaKW€ 4YacTH, Kak: Yy3eJ, JIUCT, BE€TBb, KOPEHb WU KIAJy.
HckaoueHne COCTaBIIAIOT KJIaJorpaMMbl, KOTOpbIE HE CHA0XEHbI JJIMHAMHU BETBEHl.
JInvHBI BETBEM MOTYT JIETUTHCA MO CMBICIY Ha /iBa BapuaHTa. Bo-nepBbIX, OHU MOTYT
TPaKTOBaTbCAd, KAaK HMHTEPBAJ BPEMEHHU MEXKIY MOMEHTaMHU CYIIECTBOBAHUS JIBYX
MOCJIEA0BAaTENbHOCTEN. BO-BTOPBIX, KaK YMCIO MYyTallMi, CIYYUBIIUXCS HA MYyTH OT
OJITHOU IOCIIEN0BATEIBLHOCTH 0 APYTOM.

B 3aBUCMMOCTM OT IIOCTABICHHOW ILEIW M ONPEIEICHHON HBOJIOLIUOHHON
MOJIEJIH, UCTIOJIb3YIOTCS PA3IMYHbIE METO/bI MOCTPOCHUS (PUIIOTEHETUUYECKUX JIEPEBbEB.
Kaxnplii Meroa AOMKEH HMETh TEOPETHYECKOe OOOCHOBAaHME BO3MOXKHOCTH €ro
IPUMEHEHHUs, a TaK)Ke BKJIIOYaThb HaOOp aJlrOPUTMOB, KOTOPbIE MO3BOJIIOT C YYETOM
BBIOpAaHHOM MOJIeNT TpaHC(HOPMUPOBATh H3YUYEHHOE pacClpeiesieHHe MPU3HAKOB B
bunorenernyeckyto pekoHcTpykiuio (Jlyxranos, 2013).

[IpencraBiieHHbIE METOABI OTHOCATCS K KJIAJIUCTUYECKUM, a 3HAYUT, OCHOBAHbI Ha
aHalnu3e JMCKPETHBIX MpHU3HAKOB — anomopduil. OCHOBHOE MPEANONIOKEHUE
KJIAQJAMCTHUKH 3aKIIOYAeTCsl B TOM, YTO WICHBI I'PYNIbl UMEIOT OOIIYIO HBOJIIOLUOHHYIO
ucroputo (I[TaBnunoB, 1998).

Bo Bropoit mosoBune XX Beka ObL1 pa3paboTaH METOJ MaKCHMAaJIbHOTO
npasaonoaoous (ML — maximum likelihood estimation). Eciiu umeercst undopmarus o
3aKOHOMEPHOCTSIX 3BOJIIOIMOHHBIX MNpeoOpa3oBaHUN MNPU3HAKOB (MHBIMH CJIOBaMH,
ecid pa3paboTaHa MOJENb HBOJIOLMK MpPHU3HAKA) M M3BECTHO pacHpeesieHue

COCTOSIHUU IMPHU3HAKOB Y U3YyHAdCMbIX OPIraHU3MOB, TO MOKHO pPaCCYUTATh BECPOATHOCTU


http://mmorpgbb.ru/foegwoeg/%D0%91%D0%B5%D0%BB%D0%BA%D0%B8
http://mmorpgbb.ru/foegwoeg/%D0%9D%D1%83%D0%BA%D0%BB%D0%B5%D0%B8%D0%BD%D0%BE%D0%B2%D1%8B%D0%B5_%D0%BA%D0%B8%D1%81%D0%BB%D0%BE%D1%82%D1%8B
http://mmorpgbb.ru/foegwoeg/%D0%94%D0%B5%D0%B7%D0%BE%D0%BA%D1%81%D0%B8%D1%80%D0%B8%D0%B1%D0%BE%D0%BD%D1%83%D0%BA%D0%BB%D0%B5%D0%B8%D0%BD%D0%BE%D0%B2%D0%B0%D1%8F_%D0%BA%D0%B8%D1%81%D0%BB%D0%BE%D1%82%D0%B0
http://mmorpgbb.ru/foegwoeg/%D0%A0%D0%B8%D0%B1%D0%BE%D0%BD%D1%83%D0%BA%D0%BB%D0%B5%D0%B8%D0%BD%D0%BE%D0%B2%D1%8B%D0%B5_%D0%BA%D0%B8%D1%81%D0%BB%D0%BE%D1%82%D1%8B
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Pa3TUYHBIX IBOJIIOIMOHHBIX TPACKTOPHUI, KOTOPHIC MOTJIA MPUBECTH K COBPEMEHHBIM
dbopmamMm, a 3ateMm BbIOpaTh Hanbojee BepoaTHYIO u3 Hux (Jlyxranos, 2013). Hepeako
uCrosb3yercst Takke mnpuHuun baiteca (Bayesian inference). OtoT mnoaxon B
¢uioreHeTke  3aHMMAETCS TOUCKOM  JIEPEBbEB C  HAWOONBLUINM  YPOBHEM
npaBgonogoOus (M B OTOM OTHONIGHHMM TIOXO0X Ha METOJI MAaKCHUMalbHOTO
MpaBIoONoOAOOUs), OJHAKO IS pacuera BEPOSITHOCTEH ucnoan3yer baliecoBy
craructuky (Ronquist, Huelsenbeck, 2003). Meton makcumanbHoi skoHoMmun (MP —
maximum parsimonious SiteS) HampaBjieH Ha IOHCK (DUIONCHETHYECKOIO JpeBa,
TpeOyIOIIero HAMMEHBIIIETO YUCIIa SBOTIOIMOHHBIX U3MEHEHUN (HYKJICOTHIHBIX 3aMEH )
JUIs OOBSICHEHHSI HaOIIOJaeMBbIX MEXIY aHAIM3UPYEMBIMHU IOCIIEI0BATEILHOCTIMU
pa3nnunii. B ocHOBe NEXHUT aHaMM3 HYKJICOTHOB, HAXOJIIIMXCSA B TaK HA3bIBAEMBIX
¢unoreneTnyeckd  MHPOPMATHBHBIX  TMO3MIHUAX  MOcienoBaTenbHocTel.  [lpum
nocTpoeHuu naepeBa merogoM MP miuHbl ero BeTBed OyIyT MPONMOPIMOHATBHBI
MUHUMAJIBHO HEOOXOJUMOMY YHCITy 3aMEH MpPH MEePEeXoAe OT OJHOTO y3ia K APYyromMy
(JIykxamos, 2009).

Kpome TOro, mUpOKO HCHOJB3YIOTCSA METObl, KOTOpPbIE OTHOCSTCS K
dbeHeTHUeCKUM WM JAMCTAHIIMOHHBIM. B 3TOM ciyuae, nepeBbsi CTPOSITCS Ha OCHOBE
OTIPEJICTICHHBIX TEHETUUECKUX JIMCTAHIIUNA U HE OTPAKAIOT IBOJIFOIIMOHHOTO MPOIIecca, a
TOJILKO JEMOHCTPHUPYET KOHEYHYIO CTEeNeHb IWBEPreHIIMM TakCOHOB. Bo BTopoi
nosioBuHe 20 Beka Kumypa mnpennoxuil MeTol, KOTOPBIM YYHTHIBAET XUMHYECKUE
OCOOCHHOCTH MYTAllMOHHOTO IIpoliecca, a HUMEHHO — HEpPaBHYI BEPOATHOCTb
tpanzuuuii  (Kimura, 1980). Ceiiuac 3TOT MeTOA, ONPEICISIEMBbI, KaK METOJ
MUHHMaIbHOM 3Bomoruu (ME — minimal evolution), npenamnonaraet, 4To o0IIas JjauHa
BCEX BETBEH Ha (PUIOTEHETHMYECKOM JIepeBE JIOJKHA ObITh MUHUMaJIbHON. Takoi
(deHeTnUecKkuii aNropuT™M, Kak Meton Omwkaimiero cocema (NJ — neighbor-joining
method) ©He wucmoms3yer nepebOp TOMOJOTUH W MPEIABAPUTEIbHBIC BBIUYMCICHUS
kputepues. [103TOMy B COBPEMEHHBIX HCCIEIOBAHUSIX TAKOW alTOPUTM HCIIONB3yeTCs
TOJIBKO B KQ4E€CTBE MPEIBAPUTEIHHOTO dTara — mepes] MOCTPOCHUEM, HallpuMep, IpeBa

metonom ML.


http://mmorpgbb.ru/foegwoeg/%D0%A2%D0%B5%D0%BE%D1%80%D0%B5%D0%BC%D0%B0_%D0%91%D0%B0%D0%B9%D0%B5%D1%81%D0%B0
http://mmorpgbb.ru/
http://mmorpgbb.ru/
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[IpuBeneHHbIE METOABI TOCTPOSHUS JEPEBHEB HamOoOJee TMOMyNSApHBl MpU
(bUIOreHeTUYECKUX UCCIEIOBAHUSIX, HO HE SIBJIIOTCS €JMHCTBEHHBIMHU.

bonbiioe 3HaueHre B GUIOTEHETHYECKOM aHANIM3€E YACNAETCS U CTaTUCTHYECKOM
OLICHKE JIOCTOBEPHOCTH BETBJICHHMS Ha IMOJy4YaeMbIX Kiagorpammax. s
CTATUCTUYECKON OLEHKM MCIOJb3YIOT YHUBEPCAIBHBIM CTAaTUCTHUYECKUA METOH —
oyrcrpan-ananu3 (bootstrap analysis). [Tpu npoBenernu OyTcTpaI-aHamM3a MporpaMmma
cozmaer 100 — 1000 ciaydaifHBIX BBIOOPOK IOCJIEIOBATEIBLHOCTEH W3 aHAIU3HPYyEeMOU
rpynnel. 3ateM i KakJAoW BBIOOPKU CTPOUTCS (DUIIOTEHETUYECKOE JEPEBO TEM HKE
METOJIOM M TIO TOM K€ MOJIEIH, YTO U aHaJIM3upyeMoe. Bece nomydeHHble KiagorpaMmbl
CPABHUBAIOT C aHAIM3UPYEMBIM JE€PEBOM, ONPENENAs OAUHAKOBBIE BHYTPEHHUE Y3JIbI.
JIns Kakaoro ysna MOACYUTHIBAIOT MPOLIEHT COBMAJEHUS. DTO YHUCIO M SBISIETCS
3HAUYEHUEM OyTCTpAN-aHalM3a, OMNpPEAeNAs CTATUCTUYECKYIO TMOJIEPKKY TaKCOHA.
YpOBEHb Y3II0BOM MOANEPKKU SBISECTCS BAaXKHBIM KPUTEPUEM OLIEHKH HAIECKHOCTU
Ka)KJI0il BETBU JIepeBa M, COOTBETCTBEHHO, JiepeBa B 1ejoM. Kak mpaBuiio, JOCTOBEPHO
YCTaHOBJIEHHBIMU Y3JIaMU CUMTAIOT TE, JUIsl KOTOPBIX 3HaYeHHE OyTCTpaI-aHaan3a
npessimaet 70, ayqmie — 90 (JIykamos, 2009).

Hcnonp30BaHne CTaHOAPTHBIX TEHETHYECKUX MapkepoB, Takux kak p/IHK, m
JOCTYMHOCTh ~ OOJIBIIIOTO0  MaccuBa  HYKJIEOTHJHBIX  IIOCJIEJOBATEIbHOCTEH B
MEXIYHAPOAHBIX 0a3aX NaHHBIX, MO3BOJIAIOT CTPOUTH (DUIOTEHETHUYECKHE JAEpPEBbs
Jake TPpU MUHUMAJIbHOW BBIOOpKE MMeEroIuXcs 0o0pasioB. Tak, yuenbie u3 Taunanna,
IIPOBOJMBILNE MCCIEJOBAHUE MAapUT TPEMATOJ, IOJYYEHHBIX M3 KHUIIEYHHKA YTOK B
MECTHOM TMPOBUHLMHU, OIHUCHIBAIOT wuccienoBanue 10 oOpa3uoB: 4 TpemaTojibl,
ompenenennble, kak Echinostoma revolutum, 4 — Hypoderaeulm conoideurn u 2
oOpasnia He ompeneneHHble Mopdosiorudyecku (Saijuntha, 2014). ns moctpoeHus
JiepeBa aBTOPbI UCIOJIB30BAIN ABAIATh YETHIPE MOCIIEIOBATEIBHOCTH U3 0a3bl JAaHHBIX
GenBank. Anamu3 mpoBomwiu ¢ momormibio Metoga NJ. B pesynbrare ynanoch
NOATBEPJIUTh CHUCTEMATHMUECKUI CTaTyc M ONNPENEIUTh CTENeHb JIUBEPreHIUU

N3y49aCMbIX BHUJIOB.
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Yame Bcero mpu M3y4eHUH (UIOTCHETUYECKUX OTHOLICHHM MEXIYy TaKCOHAMHU
BBICOKOTO paHra (cemeiicTBa W BbIIIE) B KaueCTBE MapkKepa HCIOJIb3YIOT
BbICOKOKOHCepBaTuBHBIM yuyacTok pJ/IHK, xomupyromuii yuactox 18S pPHK. Tak,
UCIIONIb30BaHUE ATOr0  (DUIIOTEHETHMYECKOTO MapKepa, IMO3BOJWIO TMOATBEPIUTH
POJICTBEHHBIE OTHOIICHHSI MEXAY OJHOKJICTOYHBIMH 3YKapUOTaMU — COJHEYHHKAMHU U
ameOamu (HukomaeB u np., 2003), a Takke yCTaHOBUTh CTENEHb POACTBEHHOCTH
monoreneir Paradiclybothrium pacificum u Diclybothrium armatum (Rozhkovan,
Shedko, 2015).

Ha mHactosmuii MOMEHT B JUTEPATYPHBIX HMCTOYHMKAX HET HH(POPMAIUHA O
(UIOreHEeTHYECKUX  TIOCTPOCHHUSX BHYTpU Tpemarox poxaa  Leucochloridium,
OCHOBaHHBIX Ha JAHHBIX MOJIEKYJISIPHO-TeHETHYecKoro aHanu3a. [lomydenne mogo6HOM
¢dunoreHeTHYECKON cXeMbl TpeOyeT Halu4usi HYKJICOTHIHBIX IOCIEeI0BaTeIbHOCTEH

JIHK u ananuza ux moauMophu3MoB.


http://www.ncbi.nlm.nih.gov/Taxonomy/Browser/wwwtax.cgi?mode=Tree&id=138583&lvl=3&lin=f&keep=1&srchmode=1&unlock
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I[JTIABA 2. MATEPUAJIBI U METO/IbI

2. 1. O0beKTHI HCCJIeI0BAHNUS U COOpP MaTepuaJjia

Pabota BeimonHeHa B JlaGopaTopuu sKCHepUMEHTAIbHOM 30050ruM (Kadeapa
soomorun, PI'TIY um. A. U. I'epuena). B xauectBe 06vexkmos ucciedosanuii Ouiu
UCIIOJIB30BaHbl MapTeHUTHI Tpemaroz poxa Leucochloridium (Trematoda) crieayrommx
BU/JIOB:

- Leucochloridium paradoxum Carus, 1835;

- Leucochloridium perturbatum Pojmanska, 1969 (syn. L. actitis Mcintosh,
1932);

- Leucochloridium vogtianum Baudon, 1881.

CriopoucThl  ObUTM  OTHpENApUpoOBaHbl M3 MOJUIIOCKOB —Succinea putris,
coOpaHHBIX Ha Tepputopuu JIeHUHrpajackoit obsactu B paiione r. Jlrodbans (59° 21’ 00”
N, 31° 15" 00" E) u noc. Beipuma (59° 23" 48" N, 30° 19’ 45" E) B nepuon ¢ 2008 o
2014.

2. 2. O60opynoBaHuE U MaTePHAJIbI

B paboTte 6b110 UCTIOIB30BAHO CIIEAYIOIIEE 000pydosanue:.

e mukpockomsl Leica DM1000, Leica DM5000, Zeiss EVO 40, Leica EM CPD300
(T'epmanus);

e crepeomukpockomn Leica M165C (I'epmanus);

® CKaHUPYIOIIMI 37eKTpOoHHBIA MUKpockon Zeiss EVO 40;

e romorenuzatop-nucneprarop T10 basic ULTRA-TURRAX® — IKAI
(T'epmanus);

e jaboparopHas neHtpudyra «Sigma3K30» (I'epmanus);

e wmukpoueHTpudyru «Elmy» (JlarBus);

e snekTpoHHbIe Becbl KOHAUSy (Kutait);

e Boprekc «Elmy» (JIatBus);

e cnektpodoromerp BioSpectrometer-kinetic Eppendorf (I'epmanus);
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ktoBeThl EppendorfUVette (I'epmanus);

anmapatel A7 TOPU30HTAIBHOTO UM BEPTHKAIBHOTO Tellb-3JeKTPOo(dope30B
«Xenukon» (Mockaa);

TpaHcuuTIoMuHaTOp «Biocomy (JlaTBus);

BHJIeocucTeMa TenpaokymenTupytomas Gel Imager-2 «Xenukon» (Mocksa);
tepmoctatr BS CH-100/CH-2, Biosan ¢ BO3MOXHOCTBIO OXJIQXK ICHHsI/HATPEBaHUS
115 ipodupok Eppendorf 20 x 1.5 (JIatBus);

tepmormkiep «Tepuux-MC2», « ITHK-Texnonorus» (Mocksa);

xosioauiabHble Kamepsl «Indesity, [1IBerus u «Sanyoy (I'epmanus);
yIIBTpa-HA3KOTEMIIEPATYPHBINA 3amMopaxkuBareab Sanyo MDF-U3286S (SImonus);
reHepaTop rpanyaupoBadHoro jbsaa BF 80 AS «Scotsmany (CIIA);
reHeTndeckuil ananmmuzatop (cexBenarop) ABI PRISM 310 AppliedBiosystems
(CIIA);

BEpTUKAJIbHBIN NTapoBoil crepuimnzaTop DGM-300 (ILseinapus);

HA0Op aBTOMATUYECKUX MHUIETOK-A03aTOPOB C MepeMeHHbIM o0bemMoM oT 0.1 10
1000 mxn «JIennunet» (Poccus); Bio-Rad Laboratories (CLLA);

Ja00pATOPHBIN TMIACTUK (MUKPOMPOOUpKHU TuMa «AnmneHaopd» odobemom 1.5 mi
u 0.5 M3, HAKOHCYHHKH I aBTOMATUYECKHX IHIETOK, MHUKPOIUIAHIICTHI,
MTAaTUBBl JJISI TPOOUPOK, UEHTPUQYKHBbIE NPOOMPKH JUIsl TMPEnapaTuBHOTO
Bbienenus npenaparoB JIHK u ap.) pasHeix npousBoguTeneil mpuoOpeTeHbl y
bupmbl «Meauren» (HoBocubupck).

B paGore ObIIM HCHOJNB30BAaHBI  CICAYIONUINE XUMUYECKUE DPeaKmuebl,

ouonpenapamaul u pacxooHnvie Mamepuabl.

peareHThl JIJIs MPOBEACHUS dJeKTpodopes3a B MOTMAKPUIAMUIHOM M arapo3HbIX
remsix, caxaposa, Tputon X-100, mapadopm (mis TPUTOTOBJICHHUS PAcTBOPA
dbopmanpaeruaa), «Sigmay (CLLIA);

Heoprannyeckue comn —«Mercky» (I'epmanus);
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KHUCJIOTBI, IEN04Yd, (eHos, XJIopoGopM — TpHOOpeTeHbl Y (upMbl «BekTon»
(Cankr-IletepOypr);

pearenthl ana npoBeneHus 1P (pexomOunantHas Taq-JIHK-nmomumepasa,
OydepHbie cMecH, pacTBOpHI conert, pactBopsl ANTP, a Takxke Boma, cBoOOMHAS
ot PHK-a3, Munepanpaoe Macio) — «MuarepJlabCepsuc» (Mocksa);

PHK-aza, cBoGognas or JHK-a3, a Taxke  mporenmHaza-K —
«PromegaCorporation» (CLLIA);

JHK-mapkeps! (¢ mmarom 100 m.H. u 1 1.11.H.), a Taxke npemapat JJHK dara A —
«Cu6ana3uM» (HoBocuOupck);

npaiimepbl g ocymectsienus [P cuntesupoBansl B ¢Qupme «CHHTOM
(Mocksa);

HaOop [yt 3KcTpakiuu u3 rens ¢pparmento JJTHK WizardSVGelandPCRClean —
«UPSystem» (CIIA);

Habop mna ouuctkn JIHK-ammmupuxatoB QIAquick PCR  PurificationKit
«Quagen» (I'epmanus);

HaOOp /i1 OYHMCTKHA CMECH I CHKBeHc-peakimu BigDye® XTerminator™
PurificationKit, «AppliedBiosystemsy (CIIIA);

pearcHThI TUTST CUKBEHC-PEaKITUU BigDye® TerminatorKit v3.1,
«AppliedBiosystems» (CIIIA);

71a00paTOPHBIN TUTACTUK (MUKPOMPOOUPKH THma «dnmneHaopd» odvemom 1,5 mi
u 0,5 M, HAKOHCYHHKH I aBTOMATUYECKHX IHIETOK, MHUKPOIUIAHIICTHI,
ITaTUBBl JJIsI TPOOUPOK, UEHTPU(YKHbIE NPOOMPKH JUIsl IMpEenapaTuBHOTO
Bbiiesienus nipenaparoB JIHK u ap.) pasHbIX npou3BoguTeNnei MpUOOPETEHBI y

bupmbl «Meauren» (HoBocubupck).



49

2. 3. CpaBHUTeIbHO-MOP(}0JIOrHYeCKHIl aHAIN3

Bckpvimue monntockos Succinea putriS mpoBOIWIM TOJ CTEPEOMHKPOCKOIIOM
Leica MI165C. [IlpenaputenpbHOEe 3aKIOUYCHHE O BHIOBOW IMPUHAIICKHOCTH,
OOHApY>KCHHBIX TPU BCKPBITUU Mapa3uTOB, JAENAIM Ha OCHOBE OKpPAacKu M (HOPMBI
OTPOCTKOB CIIOPOLUCTHL. [lepes BCKphITHEM U3MEPSIIN pa3MeP PAaKOBUHBI MOJUIIOCKOB, a
TaKXKEe pasMep M MacCy OTHPENapUupOBAHHBIX CHOPOLMCT. s IMOcCIenyromero
IIPOBEICHUSI  MOJICKYJISIPHO-T€HETUYECKOTO  aHalIW3a CIOPOLMCTHI IOMEIIAIU B
snnennopdsr u xpanwmu npu —70°C (yabTpa-HU3KOTEMIIEPATYPHBIN 3aMOpaKUBATENb
Sanyo MDF-U3286S).

/na  u3yuenHusa Ha CKaAHupylwuwiem 31eKmpoHHOM mukpockone (CIM)
0TOOpaHHBI MaTepuan (PUKCUpOBaIM U OOE3BOXKHUBAJIM B BOCXOJSIIEM TIpaUeHTE
KOHLIEHTpaluil 3TUJIOBOro cnuprta, HauuHasg c 20% pactBopa. DUKCHUPOBAHHBIN
MaTepyal IOMEIAaJu B CHeluaibHble KaMmepbl. Bce mocieayrommue ornepanuu I10
BBICYIIMBaHUIO 00bekTOB mpoBogwin B Leica EM CPD300. Ilocne HamblieHUs

npenapartbl u3ydaiu Ha Mukpockone Zeiss EVO 40.

2. 4. MoJjieky/IsIpHO-TeHeTHYEeCKHUIl aHAJIN3

Buioenenue xpomocomnon J/THK w3 cnioporuct tpemartos poaa Leucochloridium
IPOBOAMIM METOJIOM DSKCTPaKIMH (PEHOJIOM M  XJIOpoopMOM ¢ MOCHERyroIIen
OYHCTKOM.

OTnenpHBIE OTPOCTKU CHOPOLIMCT TOMOTEHU3UPOBAIHN B Oydepe A, comeprxalieM
0.01 M Tris-HCI, pH 8.0; 0.1 M D/ITA; 0.25 M caxapo3y u UeHTpUPYTHPOBAIN TPU
1600xg 10 mun (uentpudyra «Sigma3K30»). [TomydeHHbIN 0cal0OK pecyCleH3UpOBAIU
B Oydepe A, HacimauBaiam Ha 1.5 M caxapo3Hyro nmoayiiky, coaepsxkarryto 0.01 M Tris-
HClL, pH 8.0; 0.1 M DATA u uentpudyruposanu B Teuenne 60 munyt npu 1600xg u
4°C (uentpudyra «Sigma3K30»). Ocamok simep pecycneHszupoBanu B Oydepe B,
coaepxamem 0.01 M Tris-HCI, pH 8.0; 0.1 M B3JITA. K cycnen3uu siaep n0o0aBisuiu
nankpearnyeckyro PHK-a3y no konuentpamuu 20 Mkr/mit 1 uakyouposanu npu 37°C B

teuenue 60 munyt. K nusary nobapmsiiv npoTtenHa3y-K 10 KOHEUHON KOHIIEHTpAIluu
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100 mxr/min, SDS 10 xoHeuHO# KoHueHTpauuu 5% u uHKyOupoBamu mpu 56°C 120
MUHYT. MHKYOanmoHHy10 cMech 00pabaThiBaJId paBHBIM 00BEMOM CBEKETEPErHaHHOTO
HACBIIIEHHOTO pacTtBopa (enona, pH 8.0, mepememmuBai B TEUEHHE TPEX MHUHYT,
nyTeM IUIABHOTO TMOKayMBaHUS NpoOupok, mneHtpudyruposanu npu 1600xg, 4°C B
teueHue 15 munyt. K cynepHaranty no0aBisiium cMmech (eHona u xjopodopma B
paBHOM oOBeMe, B3SITHIX B cooTHOmmeHnH 1:1, u nentpudyruposamu npu 1600xg, 4°C
15 munyrt. [Ipouenypy skcrpakuunu JHK u3 momydeHHOro cymepHaTaHTa MOBTOPSIIN
PaBHBIM 00BEMOM CMeCH XJI0pohopMa C U30aMUIIOBBIM CIIUPTOM B COOTHOIIEHUU 24:1.
Bricokononumepnyro JIHK ocaxnanu aByms oObeMaMu oXJaxaeHHOro 96% sTaHona.
Ocanok npomeiBaii 70% 3TaHOJIOM, BBICYIIMBAIM A0 OTCYTCTBHS 3amaxa 3TaHOJA,
KOTOPBIN ONpPEAENsUIA OPTraHOJIEITUYECKH, U PACTBOPSIIA B MUHUMAJIBHOM KOJIMYECTBE
TE-0ydepa, coctosimero u3 0.01 M Tris-HCI, pH 7.4 u 0.1 M D/ITA.

Xapaxkmepucmuka npenapamoeé xpomocomuou /IHK. Konuenrpamuio JIHK B
npenaparax u3Mepsuid CrekTpooToMeTpuuecku npu JiiuHax BojiH Y D-cniektpa 260 u
280 HM coracHO ctaHjapTHou meTtonuke (Sambrook et al., 1991). O cTreneHn ouncTKU
JJHK ot OenkoB CyauiaM MO COOTHOLIEHUIO 3HAUYEHUN ONTUYECKUX IUIOTHOCTEH
D260/D280.

Inekmpogopemuyeckuit  ananu3  npenapamog  xpomocomuou  JHK.
Dnexrpodope3 [AHK nporogumnu B 0.8% arapozHom reie, npurotosieHHoM, Ha TBE-
oydepe pH 8.0, comepxkamem 0.089 M Tris, 0.089 M Gopayro kuciory u 0,002 M
OATA. JIHK B resne aeTeKkTupoBalid OKparmBaHueM OpoMucTbiM dtuanem (0.5 MKr/min)
no craHaaptHol metonuke (Sambrook et al, 1991). Busyamuzamuio 3on JJHK
MPOBOAWIIN NpU Y D-0CBELIEHUH HA TOPU3OHTAIBHOM I10JI€ TPaHCUJUTIOMUHATopa. s
JOKYMEHTHPOBAHUS T'eJiel UCTIONB30BaIM BHICOCUCTEMY Tellb-JoKyMeHTHpoBanus Gel
Imager-2 (XenukoH, Poccus).

Ilonumepasznana uyennaa peakyusa co ciayuaiunvimu npaimepamu (RAPD-
ananusz). Ammumdukanuio JHK ocymiecTBiasiim  coriacHo MeETOAy, ONHMCAHHOMY
Cummnconom (Simpson et al., 1993). IlocnenoBarenbHOCTH HYKJICOTHIOB B MpaniMepax

OblTM B3ITHI W3 JuTepatypbl (Spada et al., 2002). CoctaB MHKYOalMOHHON MPOOBI
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(xoneunbi 00bemM 20 Mmxir) comepxkan: 1.5 exn. Taq JAHK-mommmepaswsr, 200 MxM
kaxgoro THT®, 2 Mk uakyobamuronnoro oydepa (1.5 MM MgCl,, 50 MM KCI, 10 MM
Tris-HCI, pH 8.5), 6.4 nM mnpaiimepa, ot 1 g0 4 ur JIHK. Peakiuonnywo cmech

MOKPBIBAJIM MUHEPAIbHBIM MACJIOM JI0 00beMa 25 MKJI.

Temnepatypusiii mpoduns [P co cinydaitnbiMu paiiMepamu:

1. 95°C 5 mMuH — HHUIIMUPYIOIIAS ICHATYpaIUs

2. 95°C 30 cek — meHaTypamus 0
30°C 2 MMH — OTXKUT IpariMepa 7~ 2 KK
72°C 1 MMH — pOCT e —~
3. 95°C 30 cek — neHarypanus )
40°C 2 MHMH — OT>KUT ITpaliMEpPOB >~ 33 nukia
72°C 1 MHMH — pOCT LIeTTH _
4. 95°C 30 cex — neHarypanus
40°C 2 mMuH — OTXKUT Tpaimepa 3aKJIFOYNTEIBHBIN [TUKIT

72°C 5 MHH — pOCT LIeTTH

Inexkmpogopemuveckuit ananuz IIIP-npodykmoe 6 noauakpuiamuoHom
cene. Anaim3 [IHP-npoaykToB, moilydaeMbIX € NOMOIIBIO CIYYaWHBIX MNPANMEPOB,
npooguin B 8% ITAAT, npurotoBnennom Ha TBE-Oydepe (cMm. Bbile) B ammapare
JUTsL BEPTHKAIBHOTO renpasiekTpodopesa. ['enb comepxan 30% akpunamun, 1/10 gacts
or obwema 10XTBE-Oydepa; 0.25% TEMED wu 0.075% IICA. Busyanusamnwio
anektpodopernueckux mnpoduier JJHK-ammiandukaroB oCymiecTBIsUIM C MOMOIIBIO
OKpallluBaHUsl a30THOKUCIBIM cepedpoM. Ilocie mpoxoxneHust snekrpodopesa reib
uHKyOupoBasid B 10% ykcycHo#l kucinore B TeueHue 20 MUHYT, a 3aT€M OTMbIBAIU B
BOJIe 2 pa3a mo 2 MUHYTHL. 3ateM reib uHkyOupoBamu 30 munyT B 0.1% AgNO;3; u
noMemand B MOpOsABISIOMMN  pacTtBop, comepxkanmii 3% NaCOs;,  0,11%
napadopmanpaerun u 0.0004% tuocynbdar HaTpus, 10 MPOSBICHUS OKPAIIEHHBIX 30H
JHK u ¢uxcupoBaiiu B 10% ykcycHoil kuciorte. JlJis HOKYMEHTUPOBAaHUSA TelIU

noMemain MCXKAY MPO3pPavHbIMU JIMCTAMU IIJIACTHKA 1 CKAHUPOBAJIH.
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Ilonumepasnana uyennaa peakyus co cneuuguueckumu ona p/AHK
npaiimepamu. CoctaB peakiMoHHOU cmecu st npoBeneHust [P (koHeuHbllt 00beM
20 mxa) comepxkain: 1.5 en. Taq JAHK-nmomumepasbr, 200 MkM kaxaoro tHT®, 2 Mk
uHKyoOannonHoro oydepa (1.5 MM MgCl,, 50MM KCI, 10 MM Tris-HCI, pH 8.5), 6.4
nM mnpaiimepa (tabma. 2.1), 2ar JIHK. PeakuinoHHyt0 cMech MOKPBIBAIM MUHEPAIbHBIM
MacJioM 10 o0beMa 25 MKIL.

Onekrpodopernueckuit ananuz [ILP-nmpoaykToB npoBoguiu B 1,4% arapo3Hom rene
(coryiacHO OMMCaHHOM BBIIIE METO/IUKE).

Ouucmka IP-amnaugukamos p/[HK. Ounctky [11{[P-nponykToB npoBoanin
npu nomommu Hadopa QIAquick PCR PurificationKit (Qiagen, I'epmanusi) 1o
npuiararomeicss K Habopy HMHCTpYKUMU (GUpMBl  u3rotoButens. MToroyro
koHueHntpauuss JHK B pactBope ompeaensiv npu NOMOIIM CHEKTpoPoToMeTpa
EppendorfBioPhotometer (I'epmanus), B kioBetax EppendorfUVette (I'epmanusi) c

JUIMHOM ONTHYECKOro myTu 10 mm.

Tabmuua 2.1. Cnenuduueckue mpaiiMepsl, ucnoiibdyembie s aHanu3a pJlHK
tpematoj pona Leucochloridium.

T
O603Ha- PacuerHsrii CMITEpATYpa
[TocnenoBaTenbHOCTh HYKIIEOTHIOB oTXKura
Ne YeHue v pasmep o
. (5'—3" npaiiMepoB
npaiimepa MPOJIyKTa
(Tan)
1 F1 Fw: ATGCTCTGATGGTATGCTCGTAG
933 1. H. 62°C
R1 Rev: TTTCCTCCGCTTAGTGATATGC
2 F2 Fw: TCCTGGTAAGTGCAAGTCATAAG
889 m. u. 66°C
R2 Rev: CTGCACTCTTCATCGACACAC
3 F4 Fw: TGATGGTAGTGTGTGTCTCGC
621 . u. 63°C
R4 Rev: CGTTACCCGTTATCACCATG
4 F3 Fw: TACTAACATATGAGGTGCCAGATC
479 1. H. 66°C
R3 Rev: TACTCATTGCTGGACTTAGGG
5 F6 Fw: GTACCACCAAGCGTTTGAGC
416 1. H. 61°C
R6 Rev: CGGCCTAGCCGAACACATAA
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T
O06o3Ha- PacuerHsbrii CMITEpATypa
[TocnenoBaTeIbHOCTh HYKJICOTHIOB OT)KHUra
Ne YeHue Vo pasmep o
i (5'—3") npaitMepos
npaiimepa POIYKTa
(Tan)
6 F5 Fw: CGGGTTGTTTGTGAATGCAG
601 1. H. 60°C
R5 Rev: CTTAGCCATCAGCAGACCCAC
7 F7 Fw: ACAGTCGTGTAAGCGGGATG
412 1. H. 61°C
R7 Rev: GTCAGGGCATAGTGGCATGTA
8 F8 Fw: ATTATGCTCAGGTCGTGGCTC
495 m. H. 62°C
R8 Rev: TCAACTCCACCCGTTTACCT

Cekeenuposanue uccneoyemvix gpazmenmos p/[HK. CexBenupopanue II1P-
amriuukaroB ocymecTBiasiin B pupme «Cuntom» (MockBa) WM TPOBOAWIU
CaMOCTOATENLHO TIPU MOMOIIM Habopa ¢hupmeHHbIX peareHToB BigDye® TerminatorKit
v3.] mno mnpunaramomemycs MHOpOTOKOAy (GuUpMBI MpousBoAuTeNd. B peaknuu
ucnons3oBan 10 Hr oummennoro III[P-mponykra. B kauecTBe KOHTpOJIA KadyecTBa
MPOBEICHUsI PEAKIMKM HCIIOJIb30BalIM BXOJsyl0 B Habop Jl-mnasmuny pGEM® c
npaimepoM M13. O4HCTKY MOTy4E€HHOW CMECU OT HU3KOMOJIEKYJIIPHBIX KOMIIOHEHTOB
MPOBOJMIIM TIpH oMol Habopa peareHToB BigDye® XTerminator™ PurificationKit
(«AppliedBiosystems», CIHIA) 10  mnpwiaralmeMmycss  MOPOTOKOIAY  (HUPMBI
npousBoautesis. [IpOAyKThl CUKBEHC-PEAKIIMU aHAJU3UPOBAIM MpU MoMouu 4-
kamwusipHoro  JIHK-anammzatopa AB 3130, («AppliedBiosystemsy», CIIA). [ns
ANEKTPO(POPETUUECKOrO PA3IAEICHHUS] HMCIOJb30BAIM MACCHB KAMWUISIPOB C JJIMHOMN
npobera 50 cm u 3anonHstomui noaumep [IIMA-6 («Cuntom», Mocksa). B pabote
UCITIOJIB30BAIM MOJU(DUIIMPOBAHHBI WHCTPYMEHTAJIBHBIN MPOTOKOJ, CO3JAaHHBIN Ha
ocHOBe cTaHjaptHoro. [lo cpaBHeHuto ¢ mpoTokosioMm «Standard Sequencing» oOiee
BpeMs mporoHa Obuio yBenuueHo 10 3400 cexynn nans aHanu3a (PparMeHTOB

MaKCUMAaJILHOTO pa3Mepa.
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2. 5. MeToabl padoThl ¢ HYKJIEOTHIAHBIMHU MOCT€10BATETbHOCTAMH

HcTounnkom nHDOpMAUu 00 W3BECTHBIX HYKICOTHIHBIX TMOCIEIOBATEIIEHOCTSIX
TpEeMaToJ] CIIy)XKWja OTKpbITas Oaza nmaHHbiXx «GenBank» (Benson et al., 2008) na
cepeepe NCBI (National Center for Biotechnology Information — HanmonanbHbrit
1neHTp ouorexnonornyeckort nHpopmaruu CILIA), http://www.ncbi.nlm.nih.gov.

/lna noucka HyKi1eomuoHvlxX nocied08ameibHoCHell 1 aHaan3a uX TOMOJIOTUI
ucnoip3oBaan mporpammy «BLAST», http://www.ncbi.nlm.nih.gov/BLAST (Mc
Ginnis, Madden, 2004).

Juzaitn  npaiimepoé u noooop yciaoeuil amnaugukayuu OCYUIECTBISUIN B
nporpammax «Gene Runner 3.0» u «Primer 3», http://www.ncbhi.nlm.nih.gov.

Coopky u evipasnusanue 3jieKmpogopezpamm OCYIIESCTBISUIA TPU TTOMOIIU
nporpamMmHoro obecneuenus: BioEdit, http://www.mbio.ncsu.edu (Hall, 1999).

Ilocmpoenue emopuunvix cmpykmyp /JHK T1ipoBOIWIM C TOMOIIBIO OHJIAWH
ceppuca Ha cepBepe mMmfold, http://unafold.rna.albany.edu//?q=mfold/RNA-Folding-
Form2.3.

Buioop onmumansnoii mamemamuueckou mooenu sl pacuera eHETHUECKUX
JUCTAHIIMKA OCYIICCTBIIUIM C TOMOINbI0 mporpammbel Modeltest v. 3.06 (Posada,
Crandall, 1998).

Jna paccuema zememuueckux OUCMAHYUI VCTIONB30BAIM TIAKET MPOTpaMM
Mega v. 3.0 (Kumar et al., 2004).

QDunozenemuyeckue peKOHCMPYKWUU BBHITIONHSIN METOJaMHU  OJuKalIIero
cocena NJ (Neighbor-joining), MakcumansHOM 3koHOMUM MP (Maximum parsimony) u
MakcuMmanbHoro mpapmomnogoous ML (Maximum  likelihood). [Ins  oreHku
JIOCTOBEPHOCTH  KaXJOTO BETBICHUS B  (PUIOTEHETHYCCKUX  PEKOHCTPYKIIHSIX
ucrojp30BaM  OyTcTpan-aHanu3 (bootstrap analysis) (Felsenstein, 1985) mnpu

konmuectBe permkanui 1000.
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I'naBa 3. PE3YJIBTATBI U OBCYKIEHUE

3. 1. O6masi xapakrepucTuka cnopouuct Tpemaron Leucochloridium
paradoxum, L. perturbatum u L. vogtianum

Mommrocku Succinea putris (312 oco0eii), 3apakeHHbIC TpeMaTOJaMH pPoja
Leucochloridium, cobpanst B paiione mnocenka Beipuna u rtopoma JlroOaHb
Jlenunrpaackoir ob6mactu B 2008-2014 rr. B mpomecce cbopa MOJUIIOCKH H
U3BJICUCHHBIE U3 HUX CIIOPOLMCTHI OBUIM B3BEIICHBI, N3MEPEHBI, KaTaJIOTU3UPOBAHBI U
MIOMEIICHBI B MOPO3WIbHYIO0 Kamepy Ha -80°C. Bcero Ha MoONEKyIsIpHO-TEHETHICCKHE
UCCIeI0BaHUsI ObUIO 0TOOPAaHO 42 CIIOPOIUCTHI.

Ha ocHoBanuu Mop¢onornueckux npu3HakoB ((hopma U OKpacka OTPOCTKOB) BCE
CHOPOLMCTHI ObUIM OTHECEHbI K TpeM Buaam. M3 312 3apaxkeHHBIX CyKUHHEW 267
(85.6%) ocobeit 6buH 3apaxkensbl L. paradoxum; 35 (11.2%) ocobeit L. perturbatum; 1
(0.3%) oco6nb L. vogtianum. TIpu >TOM moCIeAHUIA BUI OB OOHAPYKEH TOJIBKO OJHMH
pa3 — B cocTaBe TpoitHoM mHBa3uu (cM. pazzaen 3. 1. 3). Kpome sToro Obuto onucano 9
(2.9%) nBOWHBIX WHBA3WH, NpPEACTAaBICHHbIX Tpemaromamu L. paradoxum wu L.
perturbatum.

BusyanbHble ucciaenoBanus Moka3ail, YTO CIIOPOIMCTHI BCEX M3YUYECHHBIX BUIOB
Leucochloridium opranuzoBaHbl CXOJHO ¥ COOTBETCTBYIOT OIUCAHHSM B JINTEPATYpE
(cm.: Pojmanska, Mahaj, 1991; Artaes u ap., 2013; Araes, TokmakoBa, 2015).

Teno cnopomucTsl cocToUT U3 (A) LEHTPaIbHOW YacTH CTOJIOHA, KOTopas
JIOKaNIM3yeTCsl B TemaTomaHkpeace MOJUTIOCKa-xo3simHa; (B) TpyOwaThIX y4yacTKOB,
OTXOMSIIUX OT IEHTPAIbHOW YacTH K MENIKOBUIIHBIM OTPOCTKamu cropouuctsl (B),
MPUOOPETAIOLIMMHU B IIPOIIECCE CO3pEBaHMS BUOCTIeIMbUUHYI0 PopMy U OKpacky (puc.
5 6). B 3penbix orpoctkax HacuuThiBacTcss oT S50 mo 300 wmeTamepkapwuii,
dbopMHpYIONUXCS B IEHTPAIBHOW YAacTH CTOJIOHA W TPOHUKAIONUX CHOJIa TI0

TpyOYaThIM yHaCTKaM.
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3. 1. 1. Cnopouuctbl Tpematoa Leucochloridium paradoxum
CrnopoumcTtsl L. paradoxum coctaBuiiv HoAaBIIstOIIEe OOIBIIUMHCTBO

CIIy4aeB TPEMAaTOJIHbIX 3apAKEHUN CYKIIMHEH (CM. BBIIIIE).

Pucynox 5. Mosmttock Succinea putris 3apaxennsiii Leucochloridium paradoxum.

CropomucThl 3TOro Buaa GOpMHUPYIOT 2 — 3 3pENbIX OTPOCTKA, pa3Mephl KOTOPHIX
coctaBimsui 10.4 + 2.6 x 2.3 £ 0.5 mm (Muaumym — 4.0 x 1.2 MM, makcumym — 18.0 x
2.6 mm) (puc. 6). [Ipu sTom cpeannii Bec oTpocTkoB coctaBui 0.03 £ 0.01 r (ot 0.005 T

10 0.07 ).

Pucynok 6. OrnpenapupoBannas criopoicta Leucochloridium paradoxum.
VYcaoBHBIE 0003HAUEHUS: A — HOCHTpAaJIbHAA 4YaCTb CTOJIOHA; b - TPY6‘13TBIC Y4aCTKH
CIIOPOLMCTEI; B - MCHIKOBHUAHBIC OTPOCTKU CIIOPOIIMCTEI.
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Ha ocHoBaHMU pacIipe/iesieHusl TUTMEHTOB B IMOKpoBax croporwmct L. paradoxum
OBLJIO BBIICJICHO CEMb BapUAHTOB UX OKpacku (puc. 7), OJTHAKO BCE OHH MOTYT OBITh

CBEJICHBI K OJTHOMY 0000IIIEHHOMY THITY.

o = -
teer o Sy

Pucynox 7. BapumaHThl OKpacku OTpocTkOB croporrct Leucochloridium
paradoxum (pucynok A. C. TokMakoBoii).

BepimHa 3pesioro oTpocTka OKpaleHa B KpaCHO-KOPUYHEBBIM LIBET U OKPY>KEHA
HECKOJBKMMH TEMHO-KOPUYHEBBIMU Oyropkamu («0opoaaBkamm»). Huke uuer ceerioe
KOJBLIO, a 3a HUM CIeAyeT Y3KOE€ KOJIbLIO KOPUYHEBOro IBeTa. Jlajee XaoTHYHO
pacnoJIOKEHbl KOPUYHEBBIE IISITHA PA3HOro JauaMerpa. FEmie HuwkKe 3TH IsATHA
BBICTPAauBAalOTCA B (OpME KOJbLAa. 3aTeM CIEIYIOT IBE IIMPOKHE 3€JIEHBbIE IIOJIOCHI,
pasziesieHHbIE JKeAThIM KoJblloM. Ha ocTaBielics yacTu (Be TpETH AJIMHBI OTPOCTKA)
pacnosokeHbl y3Kue Kojblla, OOBIYHO He3aMKHYThIe. VX IIBET MOXET BapbUpOBAaTh OT
SPKO 3€JIEHOTO J10 JKEJTOrO.

Pucynok ¢opmupyercss B mpolecce pa3BUTHS OTPOCTKOB cropouuct. Ha
ONPEJETICHHOM 3Tafe y HUX XOPOILIO 3aMETHBI AJIEMEHTbl OKPACKH KpPAaCHOIO IIBETA,
KOTOPBIE UCUE3AI0T Y 3PEJIBIX OTPOCTKOB.

I[JII/IHa OTPOCTKAa HAa MOMCHT IIOABJICHHA IICPBLIX IIPU3HAKOB OKPACKKU COCTABJIACT

7.9+15x1.6+0.5mm.
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BaxxHO OTMETHTH CHOCOOHOCTH OTPOCTKOB croporuct L. paradoxum k
NyJIbCallMK, YCUJIMBAIOUIEHCS Ha CBETYy. biaronapss ”HTEHCUBHBIM COKpAILEHUSM OHU
MOTYT MPOHUKATh B MIyNaliblla MOJUIOCKA. [Ipy 3TOM OHU CTaHOBSITCA XOPOIIO
3aMeTHBI. B citydae pa3npakeHus OTPOCTKOB OHHM OBICTPO YXOJST BIIyOb Teja YIUTKH
3a CUET COKpAIICHHS MBIIII TPYyOUaThIX Y4aCTKOB CTOJIOHA CLIOPOIUCTHI.

CTpyKTypy MOKPOBOB CIOPOITUCTHI PACCMATPHUBAIHM C TMOMOIIBI0 CKaHUPYIOMIEH
ANEKTPOHHOM MUKpockonuu (puc.8). Ha moBepXHOCTH 3aMeTHBI XapaKTEpHbIE
KOHILIEHTPUYECKUE CKJIAJKU, Oyiarojaps KOTOPBIM OCYILIECTBISETCA pPACTSKEHUE U
COKpalleHrue MOKpoBOB. PaHee momo0HbIE CKIIAJKU OBLIM OMUCAHBI M JJI CIIOPOIUCT

apyrux Buaos (Shulong et. al., 1985; Coustau et al., 1997).

Pucynok 8. AnukanbHas 4acTh 3peJIOr0 OTPOCTKA CHOPOLUCTHI TPEMATOAbl pojaa
Leucochloridium.

Ha nepennem ywacTke OTpOCTKa XOpOIIO BHJHBI OyrOpKH pa3HOro pasmMepa.
IMeHHO OHM 3aMETHBI y >KMBBIX CHOPOLUCT Ojlaroapsi TEMHO-KOPHUYHEBOW OKpacke.
WX QyHKIMOHANTbHOE 3HAaYCHHE OCTAeTCsl HESICHBIM. BO3MOXXHO, OHU Takke 00pa3yroT
PUCYHOK OTPOCTKA, MPHUBJIEKAIOUIMN MOTEHIIMAIbHBIX Je(MUHUTUBHBIX X035€B. OJIHAKO

MBI JIOITyCKAeM, YTO COBOKYITHOCTb JIaHHBIX OyrOpKOB 00pa3yeT Ha AUCTaIbHOM KOHIIE
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OTPOCTKA CTPYKTYpY, OOJIETHAIONIYI0 MPOOOJEHUE DIUTEIUS MOJUIIOCKA TpHU

CaMOCTOSITEJIbHOM BBIXOJIE OTPOCTKOB BO BHEIIHIOIO cpexy (cTp. 15).

3. 1. 2. Tpematoan! Leucochloridium perturbatum

MoJuttocku,  3apaxkeHHble — Tpemarogamu L. perturbatum, ©Ha o00eux
o0cienoBaHHBIX TeppUTOpHsIX JICHMHTpaACKOI 001acT BCTpeyainu B cOOpax pexe, yem
L. paradoxum (puc. 9).

Crnoponctsl L. perturbatum mmenu mo 2 — 3 3pensix orpoctka (puc. 9, 10).
Pa3meprr mocnenanx coctaBumm 8.8 + 2.2 X 2.2 £ 0.5 MM (MuHUMYM — 5.6 X 1.5 MM,
MakcumyMm — 13.5 X 3.0 mm). IIpu a3TOoM cpeanuii Bec otpoctkoB coctaBmi 0,05 + 0,01 r

(ot 0.02 T, 10 0.16 T).

Pucynok 9. Momrock Succinea putris  3apaxennsrii  Leucochloridium
perturbatum.

HachpImeHHoCTh 11BeTa 3pesiblX OTPOCTKOB MPSAMO MPOIMOPLMOHATIBHA CTENEHN HX
3peIOCTH, YTO XOPOIIIO 3aMETHO Ha OTIpenapupoBaHHoi criopouucte (puc. 10).

[lpu paccmoTpeHnn okpacku croopormcr L. perturbatum moxHO BBIIETUTH
HEKOTOpbIE 3aKOHOMEPHOCTU. BHU3yanbHO OTPOCTOK MOKHO pa3[eiuTh HA JBE YACTH:

BEPXHIOI0, 00JIee MUIMEHTUPOBAHHYIO, U HUKHIOI, KOTOpast OKpalleHa ciadee.
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Pucynok 10. OtnpenapupoBannas crioporucta Leucochloridium perturbatum.

VYcnoBHble 0003HaueHUs: A — He3penblii OTPOCTOK CHOPOLMCTHI, b — 3penbiit oTpocTok
CIIOPOLUCTHI; B — KaymanbHas 4acTb OTPOCTKA.

PucyHOK OKpacku OTpOCTKa MpEACTaBIsE€T COOON uepeloBaHUE CBETIBIX U
TEMHBIX ToJ0cC. [Ipu 3TOM uX LBET BaphbUPYET OT CBETJIO-KEATOTO O KOPHYHEBOTO.
Bepmmnaa 3penbIX  OTPOCTKOB — OKpallieHa  ONMM3KOPACIONOKEHHBIMH — MOJIOCAMH
KOpPUYHEBOTO 1BeTa. YacTo 3TH MOJOCHl BBICTYNAIOT HAJl MOBEPXHOCTHIO IOKPOBOB,
o0pa3ys penbedHbie Koblla. B oTimmuune ot L. paradoxum y crioporuct L. perturbatum
Ha BEpIIMHE OTPOCTKA OTCYTCTBYIOT «OOpOJIaBKM», OJHAKO OHHU XOPOIIO 3aMETHBI Ha
KayJaJbHOW YacTH, B 00JIaCTH Mepexojia OTPOCTKA B TpyOuaTyro yacth (puc. 10).

MeHee OKpalmieHHYI0 3aJHIOI0 9acTh OTPOCTKA, KaK MPaBUIIO, OTACNAET TeMHas
110JI0CA, COCTOSIIAsA U3 OJIM3KO PaCHOIOKEHHBIX KOPUYHEBBIX IISTEH.

[To xapakTepy IBHUTAaTEIbHON aKTHBHOCTH OTPOCTKH crioponucT L. perturbatum

OYCHb HATIOMUHAIOT PaHee ONMKMCAHHbIC OTPOCTKH L. paradoxum.
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Pucynox 11. Bapuantel okpacku otpocTkoB cropormcet Leucochloridium
perturbatum (pucysok P. P. YcmanoBoi#).

3. 1. 3. TpemaToan! Leucochloridium vogtianum

Cnoponmctsl Leucochloridium vogtianum o6nanaroT OpUrHHAIEHBIM CTPOCHUEM
OTPOCTKOB. VX MOKPOBBI pPaBHOMEPHO OKpAIlIeHbI B OTTEHKH JKEJITOrO M TOJHKO Ha
BEPIIMHE PACIOJIOKEHBI KOpPHYHEBBbIC TsTHA. [Ipy 3TOM OoJblas 4YacTh OTPOCTKA
MOKPBITA  XOPOIIO  3aMETHBIMH  MANWUIO00pa3HbIMH  BBIpOCTaMHU. Tak  Kak
MaJIOTIOIBHYKHBIE OTPOCTKH CIIOPOIIMCT ATOTO BHJIA HE MIPOHUKAIOT B IIYMAJbIA YIUTOK,
KaK 3TO MPOUCXOIMT C APYTUMH IpeactaBuTessiMu poaa Leucochloridium, oOHapyXuTh
napteHut L. vogtianum oObIYHO ymaeTcsi TOJIBKO NMPU BCKPBITHM MOJUTIOCKA. B Hamx
coopax Obul 3adUKCUPOBAH €IAMHCTBEHHBIM Clydail 3apakeHus MoJUTIocka L.

vogtianum. B mutepatype He ymomuHaercss (BakT OOHApYKEHUS HA TEPPUTOPUU
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Jlenunrpanckoit obmactu (JIO) cmopommcTsl TpemMaToabl 3TOro BUaAa. MOJUTIOCK OBLI
HalJIeH B OKPECTHOCTAX Topoaa JIlrobans, JIO.

Hannast crnopouucta Obula OOHapyKeHa B COCTaB€ MHOXKECTBEHHOM WHBA3HUU
MOJUTFOCKa TpeMms BHjaamu Tpemarona L. perturbatum, L. vogtianum u L. paradoxum
(puc. 12).

Pucynox 12. CrioponucThl TPEeMaTo,q pona Leucochloridium,
OTIpENapUpOBaHHbIC 3 OJHOTO MOJUTIOCKA.

VYcnoBuble o6o3nauenus: A — Leucochloridium perturbatum; b — Leucochloridium vogtianum;
B — Leucochloridium paradoxum.

SIBnenue MHOXCECTBCHHOI'O 3apaKCHUsA HHTCPCCHO MECXaHHU3MOM,
NPCIATCTBYIOIIUM THIICPHHBA3UMKU MOJIIIOCKA-XO3sdMHA. OI[HaKO OIMNCAHHUEC TaKHUX

WHBA3U# B JIUTEPAType — JOBOJIHHO PEIKO BCTPEUAIOIIEECS COOBITHE.

Onucannvie mopgonocuueckue NPU3HAKU CROPOYUCTE NO360IUTU OMHECMU
ucciedyemvie 0coou mpemamoo Kk onucamuvim 6 aumepamype eudam L. paradoxum, L.
perturbatum u L. vogtianum. Oowuaxo, 015 ymounenusi maxkCoOHOMUYECKO20 CMamyca
mpemamoo pooa Leucochloridium, a maxorce ons oyenxu ypoens enympueuoosoii u
MeHCBUO0BOU UBMEHUUBOCMU 8 HACMOosAWee 8peMsi He0OX00UMbl OaHHbLEe MOJIEK)ISAPHO-

2eHemuyeckux ucciredosanutl. Pesyromamur ecenomunuposanus sioeprou /J[HK ocobetl
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mpex euooeg: L. paradoxum Carus, 1835, L. perturbatum Pojmanska, 1965 u L.

vogtianum Baudon, /881 6ydym usnoowcenst 6 ciedyouiem pazoeie.

3.2. Coznanue 6anka sinepuoii JJHK Tpemarox p. Leucochloridium

W3 xaramoru3upoBaHHOrO OaHKa OTACIBHBIX CIOPOIIMCT TpeMaToJl poja
Leucochloridium, u3BiedeHHBIX U3 MOJIIIOCKOB Succinea putris xomekmuu 2008 —
2014 rr. 6611H B34THI 42 0c00M AJ1s1 BIAEIeHUS XpoMocomuoi JIHK.

Xpomocomuyto JIHK u3 OTPOCTKOB CIOPOIUCT TPEMATOJ BBIICISIN METOIOM
OKCTPAKIMH (HEHOJIOM-XJIOPO(HOPMOM M3 SAICp, OUMIIECHHBIX MPH ICHTPU(GYTHPOBAHUN
yepe3 Caxapo3HyH «IOAYIIKY», YTO HCKJIIOYAcT BEPOSATHOCTH IIPUCYTCTBUS B

HCCIIENYyEeMBIX npenaparax MuToxoHapuansHon JJHK.

3. 2. 1. Xapakrepucruka uccieayembix oopasuos JJHK

Bcero Obuto BbimeneHo 42 oOpasma xpomocomuoid JIHK tpemaron popa
Leucochloridium: 13 — u3 ocobeii ¢ KOpHYHEBOH OKpacKoi OTpocTKa, 28 — wu3
CIIOPOITUCT C 3€JICHOM OKpacko v u3 1 CHOPOLMCTHI ¢ My3bIpuaThiMU TOKpoBamu. [lo
JaHHBIM  2JiekTpodopernueckoro  a"anmmu3a Bce  npemaparel  JIHK  Obutm

BBICOKOIIOJITUMEPHBIE U HE JerpaupoBaHbl (puc. 13).

Pucynox 13. Dnexrpodoperpamma o6pasioB xpomocomuoit JIHK tpemaron poaa

Leucochloridium.

[Ipumeuanus: 0,8% arapo3a. OOpa3iubl B3AThl W3 CO3JaHHOTO OaHKa CiIy4alHO — JUIs
JIEMOHCTpAIlMi HATUBHOCTHU HMCIIOJIb3YeMbIX IpernapaToB. Ha TOpoKKKM HAHOCHIIM pa3HOE KOJIUYECTBO
JHK. 1, 2, 3 — JTIHK oco06eii ¢ 3eneHoi okpackoil oTpocTkoB;4, 5, 6 — JIHK ocobeli ¢ xopuuHeBoi
OKpacKoi oTpocTkoB; 7, 8, 9 — JIHK cnoponucTsl ¢ my3plpyaTbIMi IOKPOBaMHU.
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Konnentparuto JIHK u crenensr ouncTku oT OEIKOB B MEPBUYHBIX MperapaTax

OTIPEIEISUIA CIIEKTPO(HOTOMETPUUECKH.

U3 oxapaxmepuzosannvix npenapamos 6vi1 co30an bauk xpomocomnou JJHK 42
ocobetl mpemamoo pooa Leucochloridium, no mopgorocuueckum npuzHaKam

uoenmuguyuposannvix kak: L. paradoxum Carus, 1835, L. perturbatum Pojmanska,

1965 u L. vogtianum Baudon, 1881.

3. 3. Anaim3 JJHK tpemarox p. Leucochloridium ¢ momMompbio caydaitHbIX
npaiimepos (RAPD-ananu3)

JUIS  TEHOTHIUPOBAHMSI MAJIIOM3yYEHHBIX BHIIOB, K KOTOPBIM OTHOCSTCS
Tpemaroabl poaa Leucochloridium, mmpoko NpUMEHSIOT HeclienuMUIeCKue METOIbI, HEe
TpeOyromue ucxoano uHpopmanuu o nocienosatenbHocTsIX JJHK. RAPD (Random
Amplified Polymorphic DNA) — naubosiee mnpocTOi W3 OSTHUX METOAOB, XOTS
HEJOCTAaTKOM JTOTO MeEToJAa [UIsl KapTHUPOBAHUS SBISETCS YyBCTBUTEIBHOCTH K
OKCIIEPUMEHTAIBHBIM YCIOBHSIM H TpeOOBaHUE CTAHIAPTHU3AIMH PEAKTUBOB M
9KCIICPUMCHTAIBHBIX TPOTOKOJIBHBIX KomroHeHToB (Grosberg et al., 1996). B
Hacrosimee Bpemss RAPD-TexHOMOTHS MIMPOKO HMCHOJIB3YETCSA B M3YYEHWH TE€HOMA
(KOHCTPYHMPOBaHHE TEHETUYCCKUX KApT, aHAIN3 TeHETUICCKON CTPYKTYPHI TOIYJISIIIHA,
reHotunupoBanue, Mapkupoanue npusHakos) (Vidigal et al., 1994; Lewis et al., 1997;
Sire et al., 2000; Carvalho et al., 2001; Spada et al., 2002; Oliveira et al., 2008). dus
noJTydeHus1 Habopa aMITMKOHOB HCIOJIB3YIOT, KaK MPaBUIIO, OJUH KOPOTKHUI mpaimep
nnuHou 10 HykneotunoB. B pesynbrare nomydaercs OJUH-ABA JECITKA MOJOC Ha Tee,
KOTOPBIC 3aT€M PacCMaTPHUBAIOTCS KaK HE3aBUCHMBbIC TIPU3HAKH TaHHOTO 00pasIia.

s renotunupoBanus Tpemaron Leucochloridium sp. meronom RAPD-ananmza
ObLTa MCTIOIB30BaHA CO3/IaHHAs B HAIlEH JJabOpaTOPUU HA OCHOBE aHAJIM3a JIUTEPATypPhl
KOJUICKITUSI CIIY9alHBIX MpaniMepoB, C MOMOIIBI0 KOTOPBIX paHee ObUT OCYIIECTBICH

MOUCK BHYTPUBHUAOBOIO MOJUMOPPHU3MA MEKY POTOBBIMHU KaTyIIKaMH, 3apa>KeHHBIMU
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U He3apaKeHHbIMH TapteHuTamu Tpemaroyn (Pepkuk, 2009), a Takke YJINTKAMH W3
pasHbIX reorpaduyeckux monysiuii (IIpoxoposa u ap., 2014).

B pabore 6putn ucnonb3oBanbl 10-HykiieoTuipie paiiMepsl. Beero B pabote Ha
uccienyeMbix JIHK Obuim ompo0OoBansl 10 mpaiiMepoB C pa3sHbIMM BapHaHTaMHU
yepeloBaHus HYKJICOTU0B B 1emnouke (tadiu. 3.1). OngHako, BOCHpPOU3BOJIMMBIE
pe3ynabTaThl, JIEMOHCTPUPYIOIIUE YETKOE pazluihe MEXAY 3JIEKTPO(HOpPETUYECKUMU
npobunsimu  RAPD-ammmdpukaroB JIHK 3eneHbIX, KOPUYHEBBIX CIIOPOIMCT M

CIIOPOIUCTHI € My3bIpUaTHIMU OKPOBAMH, ObUIH MOJYYEHBI TOJIBKO ¢ npaiimMepom G8.

Tabmuna 3.1. Coyuaiinble mnpaiiMepbl, ucnoib3yeMble s aHanmmza JIHK
tpematos pona Leucochloridium.

Oo6Oo3Hauenne | [lociemoBaTenbHOCTD HUctounuk

npanMepa HYKJICOTUOB

Gl 5 TGCCGAGCTG 3 Abdel-Hamid et al., 1999
G2 5 GTTGCCAGCC 3' Abdel-Hamid et al., 1999
G3 5" AGGGAACGAG 3 Abdel-Hamid et al., 1999
G4 5 GGTCCCTGAC 3 Spada et al., 2002

G5 5" CAGGCCCTTC 3 Spada et al., 2002

G6 5 CTCTCCGCCA 3 Spada et al., 2002

G7 5" AGTGCTACGT 3 Spada et al., 2002

G8 5'CTGATGCTAC 3 Spada et al., 2002

G9 5 GGGTAACGCC 3 Spada et al., 2002

G10 5" CTGCTGGGAC 3 Abdel-Hamid et al., 1999

Ananmu3 snektpodoperpamm mokaszan, uyto npodunu RAPD-ammindukatos,
NOJTyYeHHBIX ¢ npaiiMepoM G8, Ha reHeTHYecKOM MaTepuase CIOPOLUCT OJTHOTO 1IBETa,
MOJIHOCTBIO COBIMAJalT, B TO Bpemsl kak Habop IIIP-npoaykTtoB, ux pa3mepsl U
cooTHomieHne B mpoduine, nmomydeHHeie Ha JIHK cmoponmcr pasHoit okpacku u

MOpP(OIOTHH, OTIUYAOTCS.
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1500 b.p.

1000 b.p.

500 b.p.

Pucynok 14. CpaBuenue siaektpodoperndyeckux mnpoduieit [MIP-npoxykTos

JTHK tpemaron poaa Leucochloridium, momydeHHBIX ¢ momornbto mpaiimepa G8.

[Tpumeuanus: 1,4% arapo3a. 1 — mnpoduns [IP-nponykroB, mnomydenHsix Ha JIHK
KOPUYHEBBIX croporucT; 2 — npoduis [THP-npoxykToB, nonydennsix Ha JIHK 3enensix cioponuct; 3
— npodwies [MLP-nponykToB, nomyyennsix Ha JIHK cnopomuctel ¢ my3plpyaTeiMu OKpoBamMu; M —
MapKep MOJIEKYJIsIpHOro Beca ¢ marom 100 m.H.

CpaBuenne npoduneit ¢pparmenToB JIHK mpoBomunu B muamazone mmwH 300—
1500 m.H. (puc. 14). Jlna Bcex wucciuemyembix oOpasuoB JIHK Obutu omnpeseneHb
NpUOIM3UTENBHBIE pa3Mephl MOJIYUYEHHBIX ¢ ToMmotlbio npaiiMepa G8 ITIP-npoxykToB
(otHOcuTenbHO pazmepoB (parmentoB JIHK-mapkepa), a Takke ObLT paccuuTaH
koadurment nonobus mo Maiicy (tadn. 3.2-3.4). Koadgdunuent nogobust o Jlaiicy
paccuuteiBasm 1o popmyne (Vidigal et al., 1994):

_ 2a
2(a+b+c)

S

rae S — koaddurment nogodust no Jlaicy;

a — KoiudecTBO (¢parMeHToB, mnoiydeHHbix Ha JIHK Tpemaroar pona

Leucochloridium co croporicramu 000UX BH/IOB,;
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b — konmuecTBO (parmenToB, nmoyueHHbIX Ha JIHK co crmoporcramu nepBoro

BU/IA,

¢ — konu4ecTBO (hparmMenToB, noiaydeHHbix Ha JJHK co cmopoumcramu BTOpOTO

BU/IA.

Tabmuma 3.2. Pesynbratel RAPD—ananuza c¢ mpaiimepom G8 JIHK Tpemaron
Leucochloridium paradoxum u Leucochloridium perturbatum.

[THP-npomyxTer THK Kon-Bo Kon-Bo Kon-Bo
OJIMHAKO- (hparmMeHTOB, (parMeHToB, Kosd-
IL.H. / KOJI-BO ¢dunmeHT
BBIX MOJTYYCHHBIX MOJTYYCHHBIX 0106w 110
Leucochloridium | Leucochloridium | $parmen- | rombko sa JIHK L. | ronbko na JIHK L. Tlaitcy (S)
paradoxum perturbatum TOB (@) paradoxum (b) perturbatum (c)
1590 1645
1355 1475
910 1410
800 1665
585 825 6 7 0.36
400 700
335 400
290

7

8

Tabmuua 3.3. Pesynsratei RAPD—-ananuza ¢ mpaiimepom G8 JIHK tpemaron

Leucochloridium paradoxum u Leucochloridium vogtianum.

[OP-poxyxtel JHK Kon-Bo Kon-Bo Kon-Bo Koag-
OJIMHAKO- (parmMeHToB, (parmMeHToB, ¢dunuent
ILH. / KOII-BO BBIX MOJTYYEeHHBIX MOJTYYEeHHBIX no00ust 1o
—- — ¢parmen- | tompko Ha JIHK L. | Tomeko Ha JIHK L. | J[laticy (S)
Leucochloridium | Leucochloridium 108 (a) paradoxum (b) vogtianum (c)
paradoxum vogtianum
1590 660
1355 585
910 400
800 6 2 0.06
585
400
335
7 3
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Tabmuma 3.4. Pesynbratel RAPD—ananuza JIHK c mpaitmepom G8 Tpemaron

Leucochloridium perturbatum u Leucochloridium vogtianum.

IIP-nponykter JJHK
HP-mpony A Kon-Bo Kon-Bo Kon-Bo Kood-
ILH. / KOJI-BO OZIMHAKO- ¢parmenros, (bparmenTos, ¢unuent
BBIX HOJTy9EHHBIX HOJTy9EHHBIX I%

Leucochloridium | Leucochloridium | ¢parmen- | Tomsko na JIHK L. | Tomsko ma JJHK L. | "07° HSS]:IO

perturbatum vogtianum T0B (a) perturbatum (b) vogtianum (c) Haiicy (S)
1645 660
1475 585
1410 400
1665
825
200 1 7 2 0.05
400
290
8 3

JlaHHble, MpejacTaBieHHble HAa pUCyHKEe 14 u B Tabmuue 3.2, MOKa3bIBAIOT, UTO
0cO0M TpeMaTo]l, UMEIOUINE OJMHAKOBYIO OKPACKY CIHOPOLMCT, KaK 3€JICHYI0, TaK W
KOPUYHEBYIO, XapaKTEPU3YIOTCA BBIPAKEHHBIM HACHTHUYHBIM 3JIEKTPO(OPETUUECKUM

npobunem  [I[P-ammmdukaroB JIHK. Takum oOpa3om, OCHOBaHHOE Ha

MOp(OJIOTHYECKOM TpU3HaKe (IBET OKPACKH CIHOPOLHUCTHI) TAKCOHOMUYECKOE

BUjl0ONpeneieHne tpeMaton poaa Leucochloridium, moarBepkaaeTcss MOJICKYJISIPHO-
ICHETHYECKMM aHAJIM30M: BHJ C 3€JCHBIMM TIOJOCKaMH Ha cropormcrax — L.
paradoxum, c¢ xopuuHeBeiMH — L. perturbatum (Pojmanska, 1962, 1967; Lewis et
al.,1977; Bakke, 1980, 1982; Ataev et al., 2013 a, b). Daekrpodoperndeckuii npodub,

nosnyueHHbld Ha JIHK TpemaTonbl TpeThero Buaa, BU3yallbHO OTIMYAETCS OT npoduieit
L. paradoxum u L. perturbatum (puc. 14, Ta6n. 3.3, 3.4). D10 1M03BOJIIET TOBOPHUTH O

TOM, 4YTO OMNpeAeiCHHe JaHHOro BHIa, kak L. vogtianum Ha oCHOBaHUHU

MOp(l)OJ'IOI‘I/IqCCKI/IX IMPU3HAKOB TAKXXE IOATBCPIKAACTCA MOJICKYJIAPHO-TCHCTUYCCKUMHA

JaHHBbIMU.

Pesynomamor  cenomunuposanuss JJHK mpemamoo pooa Leucochloridium,

nonyuennvle ¢ nomowwpto RAPD-ananuza, m.e. sxcnpecc memooom 6viseleHus

ceHemu4ecKkoco I’ZOJZMMOpd)ufi‘MCl, A6JIAIOMCA OCHO6aHUeEM onst UCC1e008aHUS
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KOHKpemHbulx yuacmrkoe J[[HK c yenvio noomeepoums He mMOAbKO UOSHMUUYHOCHb
8UO060L NpuHaodiedcHocmu ocobeli npedcmasumeneti pooa Leucochloridium us3
PA3TUYHBIX NONYIAYUL, HO U BbIAGUMb KOHKPEmHble UHOUBUOVATbHLIE MOLEKYISAPHO-

ceHemudeckue I’lO]ZuMOpngS’Mbl Kaxcoo2o u3 uzyuaembsblix BUO08.

3. 4. Awnmammz JIHK Ttpemaron p. Leucochloridium ¢ mnomomsio
cnenuduyecKux npanMepon

Hcnonk30BaHne — CCMU(PHYECKHX  TpaiiMEepoOB  TO3BOJIICT  BBIIBUTH |
MPOAHAIN3UPOBATH WHANBUIYATbHbIC MOJTUMOP(HBIC IPU3HAKU OPTaHU3MOB Ha YPOBHE
HYKJICOTHHBIX IOCIeIoBaTebHOCTe MapkepHbiX ydactkoB JIHK. Takume rmyOokue
MOJICKYJIIPHO-TCHETHUSCKHE HCCICIOBaHMs Jal0T OCHOBaHHE JJIS  BBIBOJOB O
(HITOrEeHETHUECKOM TTOJIOKEHUU TeX WM MHBIX BUIOB Tpemaro]. Kak ObuI10 0TMEYEHO B
0030pe NHUTEpaTyphl, OJHUM W3 HauOOJiee YACTO HCHOJIB3YEMbBIX MOJCKYISPHBIX
MapKEpOB JYKApUOT SIBISIOTCS HYKJICOTHIHBIC MOCICIOBATEIBHOCTH PHOOCOMHOIO

kinacrepa JJHK (p/IHK).

3. 4. 1. In3aiin cnenuduyecKkux npaimMepon

JI7ist BBISIBIIGHUSI MEXBUIOBBIX T€HETHYECKUX MOJIMMOP(GU3MOB TpemMaTo]l poja
Leucochloridium uccnemoBanmu ydactok simepHoii JIHK, mpeacraBiieHHBIH TaHASMHO
pacnoioxkeHHbIMU KitacTepamu reHoB pubocomubix PHK (p/IHK).

B 2009 roay, koraa Ml IPUCTYNWIN K JAHHOMY KCCJIEIOBAHUIO, B TECHETUYECKHUX
0a3ax JIaHHbBIX, B YaCTHOCTHU B 0a3zax GenBank, ObuM aHHOTUPOBAaHBI TOJIBKO HECKOJIBKO
HYKJICOTHAHBIX TocienoBarenbHocTern p/JIHK Ttpemarom poma Leucochloridium. Do
UCCIIEIOBaHUsI JABYX TPYyNI y4eHbIX u3 jaboparopuit BemukoOputanuu u Ilosbim,
KOTOpBIE OIMyOJIMKOBAJIM CBEJEHUS O YaCTUUYHOM CeKkBeHHWpoBaHuM yuactka pJIHK
tpematon poaa Leucochloridium: ¢parment ITS1, Bech yuactox p/IHK, koaupyromuii
5.8S pPHK u ITS2, a Taxoke uyacth yuactka rera 28S pPHK Leucochloridium sp. (Casey
et al., 2003), gacts mocnenoBarenbHocTeli reHa 18S pPHK u gacte rena 28S pPHK

Leucochloridium perturbatum (Olson et al., 2003). PesymbTaThl YacTHYHOTO
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cexBeHnpoBanuu reHa 28S pPHK Leucochloridium perturbatum npuBonsrcst B padote
uccnenonateneit u3 Kuepa, Ykpauna (Tkach et. al., 2001).

JlaHHbBIE TIO PTUM CEKBEHHPOBAHHBIM IOCJIEIOBATEIBLHOCTSIM IPEICTaBICHBI B
tabnure 3.5. B 2011 roxy, B 6a3e gnanubix GenBank rpynmoit yuensix u3 [Hompmum (1.
Rzad, P. Hofsoe, R. Panicz, J. K. Nowakowski) Obum 3asBiIeHbI ele TpHU
nocnenoBareinpbHocTd pJAHK: JF346883.1 u JF274482.1 mns L. paradoxum u JF331664
mis L. perturbatum, xotopble TpUBEACHBI B CTaThe, OIMYOJMKOBAHHOW 3TUMHU
uccienoBarenaMu Toibko B 2014 roxy (Rzad et al., 2014). IlpeacraBieHHbie B TaOIUIIC
JAaHHBIC BKITIOYAIOT HETOJIHYIO MTOCIIEI0BATEILHOCTh BHYTPEHHETO TPAHCKPHOUPYEMOTO
cunericepa ITS1, monnyro mnocnenoBarensHOCTh 5.8S pPHK u mosnHOpasmepHyro
MOCJIEIOBATEIBHOCTh BTOPOr0 BHYTPEHHEro TpaHCKpuOupyemoro cheicepa [TS2,
nosryaerasie 111 p/IHK Tpematos ¢ 3e1eHpIMH 1 KOPUIHEBBIME OKPacKaMH OTPOCTKOB
crioporict coorBeTcTBeHHO (Casey et al., 2003), yacTHYHO CEeKBEHUPOBAHHBIN YUaCTOK
pAHK, xomupyromuii ctpykrypy 18S pPHK L. perturbatum (Olson et al., 2003) u 28S
pPHK L. perturbatum (Tkach, 2001; Casey et al., 2003; Olson et al., 2003), a taxxe L.
paradoxum (Casey et al., 2003).

Huzaiin cneunupuueckux npaiimepoB Ha ydactok p/IHK ocymectsimsmu ¢
MOMOIIBI0 pecypcoB 0a3bl maHHBIX GenBank, a B mocienmyromemM u COOCTBEHHBIX
JTAaHHBIX, TTOJTYYa€MBbIX B XOJI€ CEKBEHUPOBaHUs uccieayemoro ydactka [JHK tpemaron
(tabm. 2.1 u Tabmn. 3.5). B pesynbrare Obun Moa00panbl crienuduueckue mpaiimMeps Ha
MPOTSKEHHBIN YYaCTOK, konupytomuii  pPHK: 18S-1TS1-5.85-1TS2-28S.
HyxneotnaHble MOCIEA0BATEILHOCTH MPaiMepPOB, TEMIIEpaTypa OT)KUTA W PACUCTHHIC
pasmepsl JJHK-ammmndukaros, noimydaembix B HanpasisgeMmbix umu [P, npusenens! B

pasnenie Marepuaiibl U MeTob! (Tadm. 2.1).
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Tabmuma 3.5. Hykneotwanple  mOCIenOBAaTEIBPHOCTH  TPEMATOd  poja
Leucochloridium, npencrasnennsie B GenBank.
Ne | Unpekxc B Yucio Yyacrok O0BeKT Hara ABTOpBI
GenBank | Hyk;ieoTu | Ki1acrepa AHHATHPOBAHUS
OB B pI[HK nmocjaeaoBaTeJIbH
nenu ocTH
1 | JF331664 | 1021 ITS1 Leucochloridium | 21. 03. 2011 Rzad,l.,
p.s.%; perturbatum Hofsoe,P.,
5.8S Panicz,R. and
pPHK u Nowakowski,
ITS2 J.K.
C.8.**;
28S Unpublished
pPHK p.s.
2 | AY258145 | 1197 ITS1p.s.; | Leucochloridium | 23. 01. 2004 Casey, S.P.,
5.8S sp. (3eeHblit) Bakke, T.A.,
pPHK u Harris, P.D.
ITS2cs.; and Cable, J.
28S (Casey at all,
pPHK p.s. 2003)
3 | AY258144 | 1239 ITS1p.s.; | Leucochloridium | 23. 01. 2004 Casey, S.P.,
5.8S sp. Bakke, T.A.,
pPHK u (KOpHYHEBBIH) Harris, P.D.
ITS2c.s.; and Cable, J.
28S (Casey at all,
pPHK p.s. 2003)
4 | AY222087 | 1837 18S Leucochloridium | 09. 01. 2007 Olson, P.D.,
pPHK p.s. | perturbatum Cribb, T.H.,
Tkach, V.V.,
Bray, R.A.
and
Littlewood,
D.T.
(Olson at all,
2003)
5 | AY222169 | 1389 28S Leucochloridium | 13. 06. 2003 Olson, P.D.
pPHK p.s. | perturbatum (Olson, 2003)
6 | AF184261 | 1259 28S Leucochloridium | 06. 10. 2000 Tkach,V.V.,
pPHK p.s. | perturbatum Pawlowski,J.,
Mariaux,J.
and
Swiderski,Z.
(Tkach,
2001)

*p. s. — partial sequence (4aCTUYHO CEKBEHHMPOBAHUBIN y4ACTOK)
**c. s. — complete sequence (moJsHBIN CUKBEHC ydacTKa)
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Ha pucynke 15 mokazaHo pacnonokeHue NOoJ00paHHBIX Tap MpaiMepoB,
UCIOJIB3YEMBIX B paboTe JUIsl ONpEeAesieHUs HYKJICOTUIHOW IO0CIEeN0BAaTEIbHOCTU

kiactepa renoB pPHK tpemaron Leucochloridium sp.

& TF 2k IF 3F  8F SF 6F
— — — —
[1Gs  [ersy 188 [ms1 | 535 [ms2 | 288 [es1| 168
— e S g o
7R 4R 2R IR 3R 8RR SR 6R

Pucynoxk 15. Cxema pacrnosoxeHusi UICIIOJIb3yeMbIX B paboTe map mnpaiiMepoB Ha
ydacTtke kinactepa renoB pPHK.

[Ipumeuanus: mnpaiimepsl mapsl Nel momoOpanbl mo TmocnenoBaTenbHocTH (parmenta pJAHK
Leucochloridium sp. (AY258145.1) (Casey et al., 2003); nuzaiia mpaiimepoB Ne 2—5, 7 u 8 OCyIIECTBIISUIN 110
CaMOCTOSITETTFHO CEKBEHHPOBAaHHBIM B Xoje paboTsl yuactkam p/IHK; mpaitmepsr Ne 4 1 Ne 6 mogbupanu mo
nmocienoBatensHocTsM — Caenorhabditis  elegans  (X03680) wu  Schistosoma  japonicum (EU835706)
COOTBETCTBEHHO.

IIpomoTopHass 4acTh  KJacTepa, pacHojiararlomasics Ha  5’-KOHLUE W
TEPMUHUPYIOIIAsl ~ 4acTh,  paclojararoIiascs Ha  3’-KOHLUE  HYKICOTHUAHOU
IIOCJIEN0BATENBHOCTH, BXxomsamue B coctaB pAHK, BKiIOYEHBI B NpEACTABIECHHYIO
CXEMY.

Ha Bcex JIHK, Beimenenunix u3 otpoctkoB cropormct Leucochloridium sp., B
peakuusIX aMmIuiMuKanuyM ¢ MCHOJIb30BaHUEM cHenu(pUYecKux mpaiimMepoB, ObUIN
nosyuersl [THP-iponykter JIHK. Pasmepnr kaxkmoro w3 moiydaeMmbix (pparMeHTOB

HaXOJWINCH B TIpejieiaX pacueTHOM JUIMHBI, ykazaHHoOU B Tabsmie 2.1 (puc.16 u 17).
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Pucynox 16. Dnexkrpodoperpamma IILP-npogykToB, nonyuennsix Ha p/IHK u3

otpoctkoB criopormct Leucochloridium paradoxum u Leucochloridium perturbatum.

[Tpumeuanus: 1,4% arapoza. Ha nopoxkax 1 — 6 IILIP-ipoayKkThl, moydeHHbIE B PEAKIHSIX C
napamu npaiimepoB (F-R) cooTBeTcTByrOmMX HOMEpaM JOpOKeK. M — Mapkep MOJIEKYJISIPHOTO Beca ¢
maroMm 100 m.H.

1500
1000

500

Pucynok 17. Dnexrpodoperpamma IIIP-iponykroB, nonyuenusix Ha pJIHK u3
pa3HBIX YU4aCTKOB OTPOCTKOB crioporucThl Leucochloridium vogtianum.

[Tpumeuanus: 1,4% arapoza. 1 — mpaiimepst F1-R1; 2 — mnpaiimepsr F8-R8. M — mapkep
MOJIEKYJISIpHOTO Beca ¢ marom 100 m.H.

[Tomy4yeHHBIE HYKJICOTHUIHBIE MOCIEAOBATEILHOCTH COOTBECTBYIONINX YYaCTKOB
pAHK Bcex wucciaegyembix o6paznoB JIHK ocobeli, uMermmMx OIWHAKOBBIC WIH
pasnuyaromuecss Mop(Qoioruueckne TMPU3HAKH, CpPAaBHUBAIM MEXIy CO00H U C
anHoTHpoBaHHbIMH B GenBank mocnemoBatensHocTamu  pJIHK  (AY258145.1,

JF346883.1, JF274482.1) ¢ momoripto mporpammel BioEdit (mipui., puc.5-7).
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CornocTtaBieHle HYKICOTHAHBIX IOCIEI0BATENBbHOCTEH, MoxydyeHHbix [IL[P-
IIPOJYKTOB C IIOCJIEN0BATEIBHOCTIMY, KOTOPBIE CIYXXWIM MaTpULlAMHM I JH3aiiHa

npaiiMepoB, MOKa3ald BbICOKYIO TOMOJIOTHIO JIPYT C IPYTOM.

Coz0annas 6 pabome Koanekyus cneyuguueckux npatimepos oaa pAHK
mpemamoo L. paradoxum Carus, 1835, L. perturbatum Pojmanska, 1969 u L.
vogtianum Baudon, 1881 moorcem b6vimov ucnoavzosana 6 oanvheiiuem Ons NOJIYHEHUs.
noaroul nociedosamenvrocmu p/IHK smux 6udos, a maxoice npeocmasumeneti Opyaux

61006 pooa Leucochloridium u mpemamoo opyeux epynn.

3. 4. 2. AHaIM3 HYKJIeOTHIHBIX mocjaenoBarejibHocTeii p/IHK Tpemarton
Leucochloridium sp.

Tpematonsr Buma Leucochloridium paradoxum xapakTepu3yroTcs OTPOCTKaMHU
CIIOPOITKCT 3€JICHOTO IBeTa (pHC. 5—7). 3eNeHbli [BET MOXKET MPUOOPETATh Pa3IUUHbIC
OTTEHKHU: OT HU3YMPYAHOTO, CHUHE-3€JIEHOT0, HEPPUTOBOTO 10 OJIMBKOBO-3€JIEHOIO
nBera. TakWe BapualMM B OTTEHKaX OKPACKM 3aBUCAT OT BO3pacrta OTPOCTKA
CIIOPOLIUCTBHI.

C nomompo noaoOpanHbix crneuuduueckux s pAHK  mpaiimepon
IIOCJIEIOBATEIBHO MPOBOJAWIIM CEKBEHUPOBaHUE uccienyemoro yyactka JIHK kaxnoro
oOpasimia.  AHanu3  CEKBEHOTpaMM  MO3BOJIMJI  MOJYYUTh  HYKJICOTHIAHYIO
nocinenoBareiabHocte pJIHK L. paradoxum oOmie#t mmuoit 4430 mu. (puc.l
npuioxkenus.). Hykneotumueie mocnenoatenbHocTd pJIHK Bcex wuccmemyembix
obpa3sios crioporuct L. paradoxum romosnoruunsl Ha 100%.

Otpoctku cropormcet Tpematon Leucochloridium perturbatum oxpariensr B
KpacHO-KopuuHeBbIM 1BeT (puc. 9—11). OcoGeHHO ATO 3aMETHO B JUCTAJILHOW YacTu
TaKOTO OTPOCTKA, HUKE KOTOPOH PACIIONIOKEHBI YEPEIYIOIIUECS KOJBIEBBIC MOJIOCHI
0e110ro, KPEMOBOTO M KpaCHO-KOpUYHEBOTO 11BeTa. C BO3PACTOM OTPOCTKA MPOUCXOAUT
M3MEHEHHE €r0 OKPACKH Ha TEMHO-KOPHUYHEBYIO.

OrnpeneneHHas B IpolecCe CEKBEHUPOBAHUS HYKIECOTUAHAS MOCIEA0BATEIbHOCTD

pJIHK cmopormct Bcex mccneayeMbix ocobei L. perturbatum, xoaupyrorast kiaacrep
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reHoB pubocomuoit PHK, nmeer nnuny 4444 n.H. BHyTpuBHIO0Bas TOMOJIOTHS TaKXKe
onieHuBaercsa 100% coBmaaeHus 1Mo BCeM UCCIeayeMbIM 00pasiiam.

CpaBHeHHE MOCIEN0BATEIBHOCTEN HYKJIEOTHAOB Hccaeayemoro ydactka pJlHK
L. paradoxum wu L. perturbatum, BeisiBIIIO pasnuuus B paliloHE BHYTPEHHHX
Tpanckpuobupyembix cneiicepoB (ITS1 wm ITS2), cocraBuBmue 9.1% wu 7.3%

COOTBETCTBEHHO (puc. 18).

L.paradoxu
L.perturba
I I I I I I (- e I I I I I
75 85 95 105 115 125 135
L.paradoxu T
L.perturba
I I I I I I el I I I I I I
145 155 165 175 185 195 205
L.paradoxu
L.perturba T,
I I I I I I el I I I I I I
215 225 235 245 255 265 275
L.paradoxu
L.perturba
e O O e
285 295 305 315 325 335 345
L.paradoxu e & AATATTGTAC AACTTTAAGC GGTGGATCAC TCGGCTCGTG TGTCGATGAA
L.perturba TCAT AATATTGTAC AACTTTAAGC GGTGGATCAC TCGGCTCGTG TGTCGATGAA
R
355 365 375 385 395 405 415

L.paradoxu GAGTGCAGCC AACTGTGTGA ATTAATGTGA ACTGCATACT GCTTTGAACA TCGACCTCTT GAACGCATAT
L.perturba GAGTGCAGCC AACTGTGTGA ATTAATGTGA ACTGCATACT GCTTTGAACA TCGACCTCTT GAACGCATAT

e e e e e e
425 435 445 455 465 475 485
L.paradoxu TGCGGCCACG GGATATCCTG TGGCCACGCC TGGCCGAGGG
L.perturba TGCGGCCACG GGATATCCTG TGGCCACGCC TGGCCGAGGG

- - - - - .
495 505 515 525 535 545 555
L.paradoxu o=
L.perturba

565 575 585 595 605 615 625
L.paradoxu
L.perturba —

T T T e e T T L L Y T
635 645 655 665 675 685 695
- B N

L.paradoxu == ——A-
L.perturba T. T!
-
705 725 745 755 765
L.paradoxu -
L.perturba
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L.paradoxu TCTATAATTT GGGTAATATT ATTGATTTAT AT
L.perturba TCTATAATAT GGGTAAT-TT ATTGATTTAT AT

Pucynok 18. CpaBHeHuE HYKJICOTHUIHBIX MOCIEAOBATEILHOCTEH BHYTPEHHUX
TPaHCKpHOUPYEMBIX creiicepoB kiactepa reHoB pPHK tpemartom Leucochloridium
paradoxum u Leucochloridium perturbatum.

[Ipumeuanusi:  3€JICHBIM  I[IBETOM  BBIJACICHBI  IOCIEIOBATEIBHOCTH  BHYTPEHHHX
Tpanckpubupyemsix crericepoB: ITS1 u ITS2 (koopaunatel Ha cekBeHorpamme 1 — 300 u 461 — 802
COOTBETCTBEHHO). JKeNThIM IIBETOM BBIZICTICHBI PACX0XKICHHS B HYKJICOTUIHBIX [TOCIIEI0BATEIbHOCTSIX.
Yucna Hax CpaBHUBAaEMbIMU MOCIEAOBATEIbHOCTSIMU HYKJIEOTHJIOB YKa3blBalOT Ha IO3UIUU
HYKJIEOTHJIOB B UCCIIEJyEMbIX CEKBEHOI'PaMMax-IPOTOKOJIAX, MOIY4EeHHbIX ¢ npaiiMepamu F1 u R1.

B 2003 romy cpaBHUTENBHBIA aHAIN3 MOCJIEAOBATEIBHOCTH HYKJIEOTHIOB 3TOrO
xe yuactka p/IHK mpencraBureneir L. paradoxum u L. perturbatum, coOpaHHbIX Ha
teppuTopusx I'omnanaun, lanum u Hopseruu, taxkke BbIABHI pasnuune Mexay JIHK
CIIOPOLIMCT pa3HOM OKpacku, cocTaBuBiiee 6.8%. PacxoxaeHus HaOIIOAaINCh TOJIBKO B
oomactsax ITS1 wm ITS2 (Casey et al., 2003). DtoT dakT HOATBEPXKIAET, UYTO
NOIMMOP(PU3MBl BHYTPU CIEHCEPOB 3aKOHOMEPHBI MPU MEXKBUIOBOM CpPaBHEHUU
opranu3MoB. I[locnenoBarensHocTH, koaupyromue 5.8S pPHK, koTopsie pacnonoxeHsl
Mexy oooumu yuactkamu ITS1 u ITS2, kak u mocnenoBarensHoct renos 28S PHK u
18S PHK, dnankupyromnue ygactok [TS1-5.8S-ITS2, romonoruynst Ha 100%.

OTtpocTKu CTIOPOIIHCT TPEMaTo. Leucochloridium vogtianum
HEMMMTMEHTUPOBAHBI U UMEIOT 00pojaBuaThie MOKPOBHI (puc. 12). Bepmmua orpoctka
OKpallieHa B TeMHO-KOpUYHEBBIN 1BeT. [IpencraBuTens JaHHOTO BHJIa TPEMaTO[ pojia
Leucochloridium BriepBsie ObLT OOHApY)keH Ha TeppUTOpUU JICHMHIPAACKOWH 00JIaCcTH B
pe3ynbTaTe MpenapupoOBaHUs MOJUTFOCKA C MHOXKECTBEHHBIM 3apaKEHUEM.

CekBeHMpOBaHHas TocieaoBareapbHocTh L. vogtianum mmeer mmHy 2163 1.H.
(mpun., puc. 3). CpaBHEHHE HYKICOTHUIHBIX TOCIEIOBATEIBHOCTEH HCCIENYEMOTO
yuactka pJIHK L. paradoxum, L. perturbatum u L. vogtianum, BbIsSIBHJIO pa3inuus He
TOJIBKO B pailoHe BHYTpPeHHUX TpaHcKkpuOupyembix crneiicepoB (ITS1 u ITS2). Mexny
KOHCEpBAaTUBHBIMH  TociefoBaTenpbHOoCcTsMH  18S;  5.8S; 28S  Tpematoabl ¢
MyIbIPYATHIMUA TTOKPOBAMH U TOCJEA0BATEILHOCTIMU, KOJIUPYIOIIUMH 3TH K€ YUaCTKU

JIBYX IPYTHX BHIOB TPEMATOJ BbISBICHBI TOJUMOP(HU3MBI (TIPHIL., pHC. 6 — 7).
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[TocnenoBarensHOCTH, Tpencrapistonme ydactkun pJlHK L. paradoxum, L.
perturbatum u L. vogtianum annotupoBanbsl B GenBank mox Homepamu JN639012,
JN639011, KU351661 n KP938186, KP938187, cOOTBETCTBEHHO.

[Tomyuennbie HAMU JTaHHbBIE 1o CpaBHEHUIO HYKJICOTHTHBIX
MOCIIEIOBATEIPHOCTEH KOAUPYIOIIUX M HE KOJIUPYIOIUX YYaCTKOB PHUOOCOMHOTO
kinactepa JIHK cmoponmcer BumoB poma Leucochloridium xopormro cormacyrorcs c
pe3ylbTaTaMd  AHAJIOTMYHBIX  CpPaBHEHHWH,  MOJYYCHHBIX  HAa  TpeMaTojax,
NpUHAUIOKAIIMX ~ JAPYrUM  poaaM. Tak, pasiauuds B TOCJIEIOBATEIBHOCTSIX
HYKJICOTUIOB, BBISIBJICHHBIC MKy mpejactaBuTensimu Auriculostoma totonacapanensis
u A. astyanace (Scholz, Aguirre-Macedo, Choudhury, 2004) coctaBuiu 3.6% st 1TS2
pPHK, cooTBeTcTBEHHO. A CpaBHUTEIBHBIM aHAIU3 CEKBEHOrpamMm ydactkoB pIHK
HECKOJbKMX ocobeli  Paracreptotrema  heterandriae mocmykun — 06a3oii  mpu
TAaKCOHOMHYECKOM M (DUIIOTCHETHYECKOM ompeesienun 3toro Buaa (Razo-Mendivil et
al., 2014b).

MexBHUI0BO# OIMMOP(}HU3M HYKJICOTHIHBIX MOCIEA0BATEILHOCTEH BHYTPEHHUX
TpaHCKPUOUpPYEMbIX Hekoaupyrommx ydactkoB ITS1 u ITS2 mexny wuzydaembiMu
npeacTaBuTeNIIMHA Tpex BuaoB Leucochloridium mognepkuBaeTcsi COOTBETCTBYIOITUMHU
JaHHBIMA TI0O JAPYTAM TaKCOHAaM, HampuMep, y TMPeACTaBUTENeH IIMCTOCOM —
Trichobilharzia szidati, T. franki u T. regenti (Dvorak et al., 2002; Rudolfova et al.,
2007).

Ilonyuennvie  Oamnvie 0  MeNHCBUOOBOM  NOAUMOPDUIME — HYKICOMUOHBIX
nocaeoosamenvrhocmeti 1TS1 u 1TS2 meorcdy npedcmasumensimu pooa Leucochloridium
CO2NACYIOMCSL  C  Pe3yIbmamamu  UCCIe008AHULL  SHYMPEHHUX —MPAHCKPUOUDYEMBIX

HEKOOUPYIOWUX Y4acmKo8 mpemamoo opy2ux pooos.
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3. 4. 3. BropuuHble cTpyKTYpbI nociaenopareabHocteiit pPHK Tpemarton pona
Leucochloridium

Kak yxe oTMeueHo B 0030pe JuTepaTyphl, HyKJI€OTHUIHBIE MTOCIIEI0BATEILHOCTH,
MPECTaBISIIONINE TPAHCKPUOUPYEMBbIe, HO HE KOAMPYIOIINE MOAYJIM KIIacTepa T'eHOB
pPHK (ITS1 u ITS2), comepxaT y4acTKd, CIOCOOHBIE K (POPMUPOBAHUIO BTOPUUYHBIX
CTPYKTYp, UTO TIO3BOJISIET HCIIOJNB30BaTh WX OCOOCHHOCTH TMIPH pEIIeHUH psja
MPaKTUYECKUX 3a7ad CpPAaBHUTEIBHOW M DSBOJIONMOHHOM TEHETHKH, a Takke
dunoreneruxu (Schultz et al., 2005; Wolf et al.,2005; Coleman, 2007; Selig et al.,
2008). OcoOr1it uaTEpec npencrasistger Mmoaynb ITS2. HecmoTps Ha nepBoHavalbHbBIE
BIICUATJICHUS, UTO HYKJICOTUIHBIE MMOCIEN0BATENLHOCTH, cocTaBisitomue [TS2, cunbHo
pa3IUYarOTCs, aHAJINW3 TOMOJIOTMH BTOPHYHBIX CTPYKTYP HMX TPAHCKPUIITOB BBISBUI
OOIIYI0 OCHOBHYIO CTPYKTYpY M3 JIBYX CIIMpaJiel C y3HaBa€MbIMU XapaKTEPUCTUKAMH.

Brisinennsie npu ananuse cekBeHorpamm pJ/IHK cropomumct Leucochloridium
paradoxum, L. perturbatum u L. vogtianum mMeXBUIOBEIC Pa3IU4Hs BU3YyaTU3UPOBAHBI
Ha TOMOJIOTUYECKUX CXEMaxX BTOPUYHBIX CTPYKTYP MOCIIEI0BATEIHHOCTENH HYKICOTHIOB
BTOPOT'0 TPAHCKPUOUPYEMOTO crieiicepa.

[IpeoOpazoBanue nepuuHOM mocienoBarenbHocTh pPHK B mpenmnonaraemyto
BTOPHUYHYIO CTPYKTYPY MPOBOJMIIN TpH IToMoIu ceppepa Mfold Bepcum 2.3, Tak Kak B
TOW BEPCUU MPOTPAMMBI CYIIECTBYET BO3MOXHOCTh BapbHPOBAHHUS TEMIIEPATYPHI
donnunra. Temneparypy ¢onaunra dukcupoBanu Ha 20°C, Tak Kak 3TOT MMOKa3aTeNb
HamOoJiee MPUOJIMIKEH K peajbHOM TeMmIeparype OKpyXkKalolled cpenbl, a 3HAa4YuT U
TEMIIEpaType TeJia MOJUIFOCKA, B KOTOPOM pa3BuBaeTcs cropommcra Leucochloridium
sp. Ilpy >TOM BTOpPHUYHBIE CTPYKTYpbl HMMEIIM CAMbId BBICOKMM OTPHULATEIIbHBIN

nokasaresib cBo0oHOM sHepruu (dG), 4To rOBOPUT 00 UX CTAOMIHLHOCTH.
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dG=-135.70
I

L.paradoxum AUAAUUU- - - -
L.perturbatum AUAAUUAAUUU

dG= -136.02

dG=-147.13
Pucynox 19. Tononorunueckue cxeMbl BTOPUYHBIX CTPYKTYp TpaHcKkpuntoB [TS2

VYcnoBuble obo3HaueHus: A. L paradoxum (327 n.u.); b. L. perturbatum (339 m.u.); B. L.

tpemaroa poaa Leucochloridium.
vogtianum (343 m.H.). Pamkamu BwIZ€TIeHBI HaumOosee cymiecTBeHHbIe oTnuns. dG — cBoOOgHAS

SHEprusl.
OTJIMYAKOTCA Y UCCICAYCMBIX BUJIOB. Bwmecte ¢ TEM, ITOJTYYCHHBIC ITPCAIIOJIOKUTCIBHBIC

BTOpHYHBIC CTPYKTYphI yuacTkoB pPHK L. paradoxum, L. perturbatum u L. vogtianum,

Buano, uro rpadudeckue n300paskeHUs BTOPUYHBIX CTPYKTYP BTOPOTO criericepa
HECMOTpST Ha HaJu4yue MEXBHUIOBOrO moJuMopdusmMa B MOCIEI0BATEIBHOCTH
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HYKJICOTH/IOB, COXPAHSAIOT XapaKTePHYIO TOMOJOTUYECKYI0 Moaenb. OHU HMEIOT
xoporio onpezaensembie s yaactka | TS2 pPHK uepTsl, KoTOpbIE SIBISIFOTCS BUIOBBIMH
BapHalMsIMA KOHCEPBATHBHBIX OOIIUX XapaKTEPUCTHK IMOJOOHBIX CTPYKTYP SyKapHOT
(Schultz et al., 2005). Ha ¢urypax, 0003Ha4eHHBIX Ha PHUCYHKE, OMPEICISIOTCS YSThIpe
cnupaibubie mmuiasku (1, I, 1 u V), camas nmunanas u3 vux — I (puc.19). Takue xe
OCOOCHHOCTH  CTPYKTYphl ~OTMEUYEHbI M y TpEeMaroa JAPYruX  TaKCOHOB
(Echinostomiformes, Plagiorchiformes, Strigeiformes, and Paramphistomiformes)
(Morgan, Blair, 1998). Amnamu3 0COOCHHOCTEH BTOPHYHBIX CTpyKTYyp |TS2
pubocomuoro kinactepa JIHK pa3nuuHbIX BHJIOB IHIMCTOCOM TAaKXKE BBIIBUI OOIIHE
4YepThl, YTO T[IO3BOJIJIO aBTOPAM TNPENAINOJOKUTh, YTO, 3TOT JIOMEH IEPBHUYHOTO
tpanckpunrta p/IHK urpaer BaxkHyro pois B mporecce ouorenesa pudocom (Michot et
al., 1993).

OcHOBHBIE pa3IMuusg BTOPUYHBIX CTPYKTYp TpaHckpuntoB |TS2 Bumos
JEUKOXJIOpUIUYMOB ObUTM JIOKalu3oBaHbl Ha crebmax mmuwiek I u 1V, a Ttaxxe
KOHIIEBOM y4acTKe MIMHIbKH 1.

Hykneotuaneie mocnenoBarenbHocTn  ydactka ITS1 L. vogtianum wu L.
paradoxum, roMoJIOTUYHEI MeXay coboii Ha 44%, a ydactka 1TS2 — ma 73%. Ilpu
CpaBHEHHMH TMocieaoBaTeapbHocTedt L. vogtianum u L. perturbatum ITS1 okasanuch
romosoruunel Ha 43%, a ITS2 — na 70%. IlocnenoBarensHocts ITS2 L. vogtianum
uMeeT  OoJbliee  KOJUYECTBO  MOJUMOPGHBIX  CAaWTOB, YeM  aHAJIOTHYHbBIC
nocienoareiabHocT L. paradoxum u L. perturbatum mo oTHomeHHIO K APYT APYTY.
CrnenoBaTenbHO, MPEAMONIOKUTENbHAS BTOPUYHASI CTPYKTypa TpaHckpunta ITS2 storo
BUJa TPEMaTo, OTJIMYAaeTCsA B HauOOJbIIel cTeneHn oT TakoBbix L. paradoxum wu L.
perturbatum. Ha pucyHKe XOpOIIO 3aMETHO YBEJIWYCHHE JJIMHBI IIMHJICK 3a CYeT
TIOSIBJICHUSL JIOTIOJTHUTEBHBIX METENh, a Takke 00pa3oBaHME KOPOTKUX IIMWICK HA 5’°-

KoHiie (puc. 19B).

Tononocuueckue cxemvl 6mMOpU4HLIX Ccmpykmyp mpauckpunmog 1TS2 L.
paradoxum, L. perturbatum u L. vogtianum, Oanu 603MOXNCHOCHb GU3VAIUIUPOBAMb

061/14)/}0 OCHOBHYI) CMDPYKnypy us éeyx cnupaﬂed C y3HasaembvimMu xapaKkmepucmuxkamu,


http://www.ncbi.nlm.nih.gov/pubmed/?term=Blair%20D%5BAuthor%5D&cauthor=true&cauthor_uid=9767686
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a makace sudocneyughuyeckue 0cobeHHOCmu cmpykmypsl (OONOJIHUMENbHbLE WUNUTbKU

u nemau).

3. 4, 4, XapakrepucTuka noJumMop¢u3smMoB HYKJIEOTHIHBIX
NMOCJIe0BATEJIbHOCTHEH, BXxoasmux B KJjgacrep renoB pPHK tpemarox poma
Leucochloridium

CpaBHEHUE TIONYYEHHBIX B pE3yJlbTaT€ CEKBEHUPOBAHUS HYKJICOTHUIHBIX
nocieaoBarenbHocTed  yyactka pJIHK  Tpemaron  wuccimemyemMblx  BHIOB — —
Leucochloridium paradoxum, L. perturbatum wu L. vogtianum — mo3Boauio
POJIEMOHCTPUPOBATH BHYTPUBHIOBYIO TOMOJIOTHIO 3JIEMEHTOB PUOOCOMHOTO KilacTtepa
JJHK »Tux opraHu3mMOB ¥ BBIIBUTH MEXKBHJIOBOM MOJUMOP(HU3M  BHYTpU
TPAHCKPUOUPYEMBIX HEKOAUPYIOIIMX CIEUCEpOB y BCEX TpexX BHUAOB. Takxke ObuIH
OoOHapy>KEeHbl HEKOTOPbIE U3MEHEHUS B KOHCEPBATUBHBIX, T.€. KOAUPYIOUIUX CTPYKTYPY
pPHK, yuactkax p/IHK atux npencrasureneit poga Leucochloridium.

B kauwecTtBe Mapkepa i BHJOBOM HJEHTU(UKAIMU TpeMaToll poja
Leucochloridium paccmarpuBamu TpaHckpuOupyembie mocieaoBatesibHoctd [TS1 wu
ITS2. Mexnay stumu yuactkamu pJIHK tpemarom L. paradoxum wm L. perturbatum
BBISIBJICHBI Pa3M4uusi, B OCHOBHOM TPEJICTABJIEHHbIE TOUYECYHBIMH MOJIMMOp(hU3MaAMU
(Tabm. 3.6).

[TocnenoBarenbHOCTH, Koaupyromue 5.8S pPHK, koTopble pacnonoxeHbl MEXIy
obonmm yuactkamu ITS1 u ITS2, kak u mocnenoBarenbHocTH TeHa 18S u 28S PHK,
dbnankupyrone ydactok ITS1-5.8S-ITS2, romomormunsr Ha 100%. IlomydenHbie
F€HOTUIIMYECKUE Pa3Iuyusl IMOJATBEPKIAIOT MPABOMEPHOCTh BBIJIEJICHUS HAa OCHOBE
MOP(OJIOTUYECKOT0 TMpU3HAKA OKPACKM OTPOCTKOB CIIOPOIIMCT JIBYX BHJOB pojia
Leucochloridium: L. paradoxum c¢ 3eneHbiMu oTpocTkamu W L. perturbatum c

OTPOCTKaMH KOPHUYHCBOI'O IIBCTA.
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Tabmuma 3.6. XapakTepucTHKa HYKJICOTHIHOTO COCTaBa MOCIEIOBATEIBHOCTEH
ITS1 u ITS2 Tpemaron Leucochloridium paradoxum u Leucochloridium perturbatum

AT/GC
o Kon-Bo 3ameHn Kon-Bo BcTaBOK/
Bun N (%) HelTemuil
ITS1 ITS2 ITS1 ITS2 ITS1 ITS2
L. paradoxum 18 | 60.2/39.8 67.9/32.1 17 6 15 19
L. perturbatum 10 | 61.1/38.9 68.6/31.4

[Mpumeuanue: N — uucio nocnenosarenbaocteit; AT/GC — cootnomenue AT- u GC- nap
OCHOBAaHUM.

[Ipu BeIpaBHMBaHUM HYKJIEOTUIHBIX nocienoBaTensHocted plHK Tpemaron L.
paradoxum u L. perturbatum c anamoruuHbsIMH IMOCIEAOBaTEIbHOCTAME L. vogtianum

TOYCYHBIC T CHCTHYCCKHC HOHHMOp(i)H?»MBI ObUIM  BBISBJICHBI HE TOJBKO B

Tparckpubupyemsix Hekogupytommx pPHK ygactkax (ITS1 u ITS2), HO u Ha y4yacTke
renoB 5.8S u 28S pPHK wu3 L. vogtianum (ta6:. 3.7-3.9). B npuioxeHusx npuBeaCHbI
TIOJTHBIC CEKBEHHUPOBAHbIE  yYaCTKHU NOCJIEIOBATENbHOCTEH, coJiepKaliue
noauMopdu3Mel (puiL., puc.5—6). ['oMoorns HYKJICOTHIHBIX MOCIEIOBATEILHOCTEH
pAHK L. vogtianum ¢ takoBeiMu L. paradoxum cocrasuia 94.7%, B TO Bpems Kak ¢ L.

perturbatum — 95.4%.

Tabnuua 3.7. XapakTepucTHKa HYKJICOTHIHOTO COCTaBa IMOCIEI0BATEILHOCTEH,
koaupyromux ydactok 18S, 5.8S u 28S tpemarox Leucochloridium paradoxum wu
Leucochloridium vogtianum.

Koun-Bo 3amen Koin-Bo BcTaBOK/
Bun N o
b1 (S (00705
18S 5,85 28S 18S 5,85 28S
L. para_doxum 18 4 1 7 2 0 0
L. vogtianum 1

HpI/IMC‘{aHI/ICI N — gucimo IMOCJIEIOBATEILHOCTEH.
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Tabmuma 3.8. XapakTepucTrKa HYKJICOTHIHOTO COCTaBa MOCIEIOBATEIHHOCTEH
ITS1 u ITS2 Tpemaron Leucochloridium paradoxum u Leucochloridium vogtianum.

AT/GC
(%) Kon-Bo 3amen Komn-Bo BcraBok/
BHH N Jenaeui
ITS1 ITS2 ITS1 ITS2 ITS1 ITS2
L. paradoxum 18 | 60.2/39.8 67.9/32.1
2 1 4 27
L. vogtianum 1 61.9/38.1 63.9/36.1 0 3

[Tpumeuanue: N — yncno nocnenoBarenbHocTe; AT/GC — cootnomenune AT- u GC-
OCHOBaHUH.

Tabmuma 3.9. XapakTepucTrka HYKICOTHIHOTO COCTaBa MOCIEIOBATEIHHOCTEH
ITS1 u ITS2 Tpematon Leucochloridium perturbatum u Leucochloridium vogtianum.

AT/GC
(%) Kon-Bo 3amen Komn-Bo BcTaBok\
BHH N Jeneui
ITS1 ITS2 ITS1 ITS2 ITS1 ITS2
L. perturbatum 18 | 60.2/39.8 67.9/32.1
- 7 12 2 50
L. vogtianum 1 61.9/38.1 63.9/36.1 8

[Tpumeuanue: N — uucno nocnenoBarenbHocTeil; AT/GC — cootnomenune AT- u GC-
OCHOBAaHMM.

@daxT BBISBIEHUS TOIUMOPPU3MOB Ha KOHCepBaTUBHBIX ydacTkax pJIHK mexmy
BHUJIAMH OJHOTO POJIa TPEMATO/I MPEICTABISET HHTEPEC, TAK KAK OTH YUACTKH SBIIIOTCA
MapKEepHbIMHU MpPU CpPaBHEHUU 0OJie€ BBHICOKMX TAKCOHOMUYECKHX PAHIOB, TaKHUX, KaK
OTpsii, CEeMEHMCTBO W T. 1. JlaHHBIE O HaIWYMKM TOJOOHBIX pa3IUYuil B
MOCJIEIOBATENbHOCTSIX  HYKJIEOTUJOB  KOHCEPBAaTUBHBIX JOMEHOB PHOOCOMHOIO
KJlacTepa y IpPEACTABUTENEH OJHOIO poAa M JaXe BHUAA XOTS M IPEICTABICHBI B
JUTEPATYPE, HO SBIIAIOTCSA, CKOpEe, WCKIOYEHUEM, YEM MpaBWIOM. X MOXKHO
OOBSACHUTH BHYTPUBUIOBOM HM3MEHUYMBOCTBIO. Tak, ydeHble M3 BHOJIOro-nmoyBEeHHOIO
unctutyta JIBO PAH (r. BmanuBoctok) onucanu oOHapy>XKeHHBIE TTOTUMOPPUIMBI JIJIS
28S pPHK (0.5%.), BbISIBICHHBIE MEXIy TpEeMs pPa3HbIMU MONYJSALUSIMH TPEMaToq
Skrjabinolecithum spasskii (becripo3Bannbix B.B. u ap., 2015). [Tomumopdusm ydactka
28S pPHK mexmy mpeacraButessimu ogHoro poaa: Auriculostoma totonacapanensis u

A. astyanace (Scholz, Aguirre-Macedo, Choudhury, 2004) coctasun 2.0%. A paznuuus
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nocJieIoBaTeIbHOCTEH ydacTka, komupytomero 28S pPHK tpemarox Auriculostoma
Spp. u npeacrasutenei 7 apyrux ponoB Allocreadiidae, coctaBisor ot 2.4 1o 6.3%

(Razo-Mendivil et al., 2014a).

AHanuz HyK1eomuoHbIX NOC1e008amelbHOCmel, 8X00AWUX 8 COCMAs Kiacmepa
eenoe pPHK mpex euooe mpemamoo pooa Leucochloridium esisisun nonsumopgpuzmol
KaK 6 mpaouyuoHHO NPUHAHHBIX noaumop@uuimu yuacmkax: 1TS1 u 1TS2, max u
BHYMPU KOHCEPBAMUBHBIX NocaedosamelbHocmell, Kooupyowux cmpykmypy 18S, 5.8S
u 28S pubocomnvix PHK. [Ilokazano, umo nomumopgusmvl 60 GHYMPEHHUX
MPAHCKPUOUPYEMBIX HOCAE008AMENbHOCMAX AGNAIOMCA Pe3YTbMAmoM 3aMeH, Oeleyull
u ecmagox Hykieomuoos (maon. 3.6, 3.8 u 3.9). B cayuae nociedosamenvHocmell,
KoOupyrouwux KoHcepsamueuvle oomeHnvl kaacmepa. 18S, 5.85 u 28S, cpasuenue
cexsenoepamm L. paradoxum u L. vogtianum noszeonuno obmapyscums moavko 2
usMeHeHuss muna oeneyus/ecmaska 6 cere 18S, ocmanvHvlie noaumop@usmvl ObLIU
pezyniomamu 3amer Hykieomuoos 6 cenax 18S, 5.8S u 28S PHK 6 xonuuecmee 4, 1 u 7
3aMeH coomeemcmeeHHo (mabn. 3.7). Omu OaHHble NO3801410M NPUCMYRUMb K

QunocenemuuecKomy aHaiuzy ucciedyemvlx 00beKmos.

3. 5. ®ujoreHernyeckuii anaaus tpemarona poaa Leucochloridium

PaboTr mo wuccienoBaHuio (UIOTEHETUYECKUX CBSI3el TpeMaTo] BHYTPU poja
Leucochloridium, ocHoBaHHBIX Ha JAHHBIX MOJCKY/ISPHO-TEHETUYCCKUX MCCIICTIOBAHNH,
B JuTepaType Her. Ha Hacrosmuii MOMEHT OIpeAelieHHbIe B Hamieil pabore
HYKJICOTUIHBIE MOCIEI0BATEIbHOCTH KilacTepa reHoB pubocomubix JIHK nmunoit 4444
n.H. (L. perturbatum), 4430 m.u. (L. paradoxum) u 2163 m.u. (L. vogtianum) siBasiroTCst
HanOoJjiee MPOTSHKEHHbIMH CEKBEHUPOBAHHBIMU y4yacTkamu xpoMocomHou JIHK
tpemaronx poaa Leucochloridium w3 anHoTmpoBaHHBIX B 0a3ax GenBank. Ownwu
BKUTIOHaroT Koaupytomue (185, 5.8S u 28S) u nexomupyromue (ITS1 u ITS2) yyactku
HCCIIEyEMOTO KJacTepa I'e€HOB, sABstomerocs enuHunerd tpanckpununu pPHK. s
ONpENENECHUs] TAaKCOHOMUYECKOIO CTaTryca TPEMaroJ BHYTPH poOJa HCIOIb30BAIN

HYKJIEOTHIHbIE nocaenoBaTenbHocTH yuacTtka [TS1, ITS2, a takxke yuactok ITS1-5.8S-
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ITS2. bonee muUpOKyr0 PEKOHCTPYKIHUIO (PHIIOTEHETHYECKUX OTHOIIEHUNH MEXITY
BUIaMH Tpemartona poaa Leucochloridium u npeacraButeassMu Apyrux poaoB TPEMATO
(«BHEIIHUE TPYIIIBI») OCYIIECTBIISJIM HAa OCHOBAaHMU PE3yJbTAaTOB CEKBCHHPOBAHUS
yuactkoB pJ/IHK, kotopeie xomupytor 18S wu 28S pPHK. Hykneotugnsie
IIOCIICAOBATEIPHOCTH Il BHEIIHUX rpymmn Opamu u3 6asel GenBank (ta6m. 4).
KiroueBsiM kpuTepremM BbIOOpa Oblia moaHoTa yyactka p/IHK.

Ha pucynkax (puc. 20 — 31) mnpeacraBieHbl HEYKOPCHEHHBIC JICPEBbS,
MOJIy4eHHbIEC MpHU Momoinu Meroga ML (MakcMManbHOTO MpaBAONOI00Ms) U METOJa
MP (MakcuMallbHOM SKOHOMHH) C TOMOIIbIO mporpamMmbl Mega v.3.0. Moaenb st
pacyeTa TEHETUYECKHX ITUCTAHIUMN Mepes] MOCTPOCHHEM OMpeesiach C MOMOIIIO
nporpammel Modeltest. Ilo pe3yiapTaTam TeCTUpOBaHHS ONTHUMAIbHOW ObLIAa MpU3HAHA
JIByHapameTpudeckas Moaesib KuMypsl ¢ ucofib30BaHreM ramma-koppekiuu (Kimura,
1980). Hudpamu Ha prcCyHKax OTMEUYEHBI OYTCTPAIMHBIC (CTATUCTUYECKHUE) 3HAUCHUS
TO/IICPKKH COOTBETCTBYIOIIMX BETBEW. /[ aHanmm3a B KadyecTBE MPEIBApUTEIHLHOTO
KOHTPOJILHOTO JIPeBa UCIOIb30BAIIA CXEMY, MOJTYYECHHYIO C TTOMOIIBIO TUCTAHIIMOHHOTO
merona NJ (meron Onumxkaiiero cocena). C UCMONB30BAaHUEM PA3IUYHBIX METOJIOB

OBLIIH MMOJIYUYCHBI HACHTUYHBIC 110 TOIIOJIOTHH JACPCBbA.



Tabmuua 4. HykneoTuaHble MOCIEI0BATEIbHOCTH TPEMATO] «BHEUIHUX TPYIII,
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HCIIOJIB3YCMBIC IJIA IMTOCTPOCHUA ACHAPOIrpaMM.

TakcoHbl Hupexc B GenBank Yu4acTok pu6ocoMHOro
KJIacTepa

Cem. Strigeidae
Strigeidae sp. AY245711 ITS1
Strigeidae sp. AY245711.1 ITS1,; 5,85
Apotemon gracilis AJ301893.1 ITS2
Apharyngostrigea cornu AY222092 18S
Apharyngostrigea cornu AF184264.1 28S
Apharyngostrigea pipientis AY245757.1 18S
Apharyngostrigea pipientis JF820597.1 28S
Ichthyocotylurus erraticus AJ287526 18S
Ichthyocotylurus erraticus AY222172 28S
Cardiocephaloides longicollis AY222089 18S
Cardiocephaloides longicollis AY?222171.1 28S
Nematostrigea serpens KF434762.1 28S
CemMm. Cyathocotylidae
Holostephanus dubinini AY245707.1 ITS1; 5,85
Cyathocotylidae sp. HQ219207.1 ITS2
Cem. Plagiorchiidae
Plagiorchiidae sp. AY245700.1 ITS1; 5,85
Aptorchis pearsoni EF014728.1 ITS1; 5,8S; ITS2
Aptorchis aequalis EF014729.1 ITS1; 5,8S; ITS2
Aptorchis megacetabulus EF014730.1 ITS1; 5,8S; ITS2
Aptorchis glandularis EU334367.1 ITS1; 5,8S; ITS2
Aptorchis sp. AM 932523.1 ITS2
Cem. Echinostomatidae
Echinostoma liei | U58099.2 | ITS1;5,8S; ITS2
Cem. Fasciolidae
Fasciolidae hepatica AJ628432.1 ITS1
Fasciolidae hepatica JN828960.1 ITS1; 5,8S; ITS2
Cem. Leucochloridiidae
Urogonimus macrostomus AY222086 18S
Urogonimus macrostomus JQ774502.1 28S
CeM. Schistosomatidae
Ornithobilharzia canaliculata AY157222.1 18S
Ornithobilharzia canaliculata AY157248 28S
Schistosoma japonicum AY157226 18S
Schistosoma japonicum JF721395.1 28S
Schistosoma haematobium Z11976.1 18S
Schistosoma haematobium 246521 28S
Schistosoma mansoni M62652.1 18S
Schistosoma mansoni Z46503.1 28S
Trichobilharzia franki KJ775867 28S
Schistosoma japonicum KMO023790.1 ITS1;5,8S; ITS2
Cem. Dicrocoeliidae
Dicrocoelium chinensis KF734795 ITS1;5,8S; ITS2
Dicrocoelium dendriticum KC774524 ITS1; 5,8S; ITS2
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ITS1. Bribop otoro yuactka pJlHK B kadectBe Mapkepa mo3BOISIET
IPOJCMOHCTPUPOBATh B3aMMOOTHOIICHHS BUAOB TpeMarox Leucochloridium sp.,
BHYTPH pojia. B kadecTBe BHEIIHMX TpyNN ObUIM B3SThl TaKHE CEMEHCTBA, Kak:
Cyathocotylidae, Strigeidae, Plagiorchiidae, Echinostomatidae, Fasciolidae wu
Schistosomatidae. ®uoreneTnyeckoe aepeBo, MOCTPOCHHOE Ha OCHOBE HYKJICOTHTHBIX
nocnenoBarenbHocTelt ITS1 mpu momomu metona ML, npeacrasneno Ha pucynke 20A.
B kadecTBe mNpenBapUTEIBHOIO KOHTPOJLHOIO JepeBa JUIsd aHajdu3a HCIOJIb30BaJIH
meton NJ (puc. 20B6). MACHTHYHOCTh TOMOJOTMH IOJYYEHHBIX CXEM IOATBEPKIAcT
KOPPEKTHOCTh BBIOpaHHOU Mojieu. [IpoBeIeHHbIH aHATN3 HYKICOTHIOB, HAXOISIIHXCSI
B (prioreHeTHYeCKM MH(POPMATUBHBIX MO3MUIMAX IMOCICIOBATCIBHOCTEH C MOMOIIBIO
METO/la MAaKCUMAJbHONH HSKOHOMHHU, TMOATBEPAMI TAKCOHOMHYECKOE IIOJI0KCHHE
u3zydaemoii rpymisl (puc. 20B).

[Mony4yennbsie Hamu nocieaoBatenbHoctd ITS1 Tpemaron poma Leucochloridium
O0beMHEHBI B OJHY Kiaay. PasmeneHre Ha TP BETBU C BBICOKUMH Y3JIOBBIMHU
CTATUCTHYCCKUMH  TOAJICP)KKAMH  yKa3blBa€T HA JOCTOBEPHYIO TI'CHETHYECKYIO
muddepennmanuo  Mexay Bumamu. Ilpm  stom  Leucochloridium  vogtianum

OTBETBIIIETCS] OT OOIIEH BETBU paHbIIIC.
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g3 — Leucochloridium paradoxum

100 L | eucochloridium perturbatum

71

Leucochloridium vogtianum

77

Holostephanus dubinini

100 |

71

Strigeidae sp.
Echinostoma liei
Fasciola hepatica

Plagiorchiidae sp.

Schistosoma japonicum

0.05

99— Leucochloridium paradoxum

100 L |eucochloridium perturbatum

77

Leucochloridium vogtianum

Holostephanus dubinini

79
. 20

100

Strigeidae sp.
Echinostoma liei
Fasciola hepatica

Plagiorchiidae sp.

79

Schistosoma japonicum

0.05

50

100

g7 —— Leucochloridium paradoxum

60

Leucochloridium perturbatum

Leucochloridium vogtianum

Holostephanus dubinini

/6 L——— Strigeidae sp.

Echinostoma liei

100 L—— Fasciola hepatica

Plagiorchiidae sp.

60 L——— Schistosoma japonicum

Pucynok 20. ®duiioreHeTnyecKue IepeBbsi, MOCTPOCHHBIE O HYKIECOTHUIAHBIM

nocnenoBareiabHocTsaM ITS1 npencrasuteneii cem. Leucochloridiidae coBmecTHO C

BHCIIHWMM I'pYyIIIIaMU.

VYcnoubie o6o3nauenus: A — meron ML; b — meron NJ; B — meton MP. [{udpsr o3navarot
OYTCTpAIHYIO MOIEPKKY COOTBETCTBYIOIICH BETBH.
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Ha pucynke BumHo, yto Echinostomatidae n Fasciolidae o0wenuHIINCE B OJTHY
KJIaJly ¢ BBICOKOW OYTCTPAIHOM MOJUICP)KKOH. BeposTHO, 3TO CBSI3aHO ¢ TeM, 4To 00a
ITHX CEMEWCTBa BeChMa OJIM3KK M IIPHHAJUIekKAT K ogHOMY oTpsay Echinostomatoidea.
[MpencraButemu cemeiicte Cyathocotylidae u Strigeidae otHocsITCS K HajceMeWCTBY
Diplostomoidea otpsina Strigeidida, u takke oObenuHeHbl B OJHY Kiaay. CemelicTBa
Plagiorchiidae wu Schistosomatidae otHocsiTcss k pasHbIM OTpsimam Tpemaroa. Mx
00BbCTMHCHUE B OJIHY KJIaJy, BEPOSTHO, HE BAJHMJIHO M3-32 HEJIOCTATOUYHOW BHIOOPKH, a
TaK)Ke HUCIOJb30BaHMSA B KadecTBe Mapkepa yuactka |ITS1l, mocTtoBepHO
MIOKa3bIBAOIETO OTHOIICHHUS OPraHM3MOB Ha HHU3KOM TaKCOHOMHYECKOM YPOBHE —
BHYTpPH ceMmeiicTBa, pofa. CHcTeMaTHYECKUE CBS3M TPEMATO] Ha YPOBHE BBICOKHX
PaHroB TaKCOHOB OYAYT PaCCMOTPEHBI HIDKE MPH HCIIOJIB30BaHUK 00JICe MOAXOIAIINX
MapKepOB.

[TocTpoeHHBIE JAEPEBBS IO MOCIEAOBATEIBLHOCTSM MIEPBOTO TPAHCKPUOHPYEMOTO
creficepa ¢ MOMOIIBIO Pa3IUYHBIX METOAOB IMOKa3ald OJUHAKOBBIC PE3yIbTAThI, YTO
JIOKa3bIBACT HAJCIKHOCTD MOTYYCHHOW CXEMBI.

ITS2. ®wioreHeTnyecKre aEpeBbs, MOCTPOCHHBIC IO MOCICIOBATCIBHOCTIM
ITS2, mpencraBnensr Ha pucyHke 21. JIeHKOXIOpUAMYMBI TPEACTABICHBI XOPOIIO
BBIJICJICHHOM BETBBIO M KJIAJOM C BBICOKOW CTAaTUCTHUYECKOW Y3JIOBOM MOAIAEPIKKOM.
Xoporio 3ameTHO, uTo L. vogtianum, xak u Ha cxemax, mocTpoeHHbIX 1o TSI, nmeer
OoJyiee 3HAYUTEIBHYIO DBOJIOIMOHHYIO JHUCTAHIIMIO IO OTHOIICHHUIO K JBYM IPYTUM

BUJaM B CBOeM poje, ueM L. perturbatum u L. paradoxum oTtHocHTEIRHO APYT APYTA.
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A g1 —— Echinostoma liei

88 L Fasciola hepatica

a9 Aptorchis sp.

Leucochloridium vogtianum
100 Leucochloridium paradoxum
99 '— Leucochloridium perturbatum

Apatemon gracilis

89 Cyathocotylidae sp.

0.05

99 ——  Echinostoma liei

93 L Fasciola hepatica

96 Aptorchis sp.

Leucochloridium vogtianum
100 Leucochloridium paradoxum
1DOL Leucochloridium perturbatum

Apatemon gracilis

96 Cyathocotylidae sp.

0.05

B ag ——  Aptorchis sp.
28 - Cyathocotylidae sp.

100 Apatemon gracilis

Echinostoma liei

70

97— Fasciola hepatica

Leucochloridium paradoxum

99— | eucochloridium perturbatum

Leucochloridium vogtianum

Pucynok 21. DUIOrEHETHYECKOE OEPEBO, IMOCTPOCHHOE II0 HYKJICOTHUIHBIM
nocnenoBareiabHocTsAM ITS2 npencraButeneii cem. Leucochloridiidae coBmecTHO C
BHEIITHUMH TPYIIIaMH.

VYcnoBuble o6o3Hauenus: A — meron ML; b — meron NJ; B — meton MP. Hudpsl o3nayarot
OYTCTPOAIHYIO MOAJEPKKY COOTBETCTBYIOIIEH BETBH.

Cxema, nosrydeHHasi ¢ nomoiupio Mozeiau NJ (puc. 21b) mogHOCTBIO COBIMAaaeT

co cxeMou, mpencraBieHHoi Bbime (puc. 21A). IlepBas ueTko Bwimensiemas Kiana
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COJICP)KUT TIPEICTaBUTENICH CEMEHCTB, OTHOCAIMMXCS K ogHoMy otpsay Plagiorchiida
(Echinostoma liei, Fasciola hepatica u Aptorchis sp.) Bayrpu 3Toii Kiaaabl XOpoIIoO
nuddepeHIMUpPOBaHbl ABa HajaceMericTBa: Echinostomatoidea (cem. Echinostomatidae,
cem. Fasciolidae) u Plagiorchioidea (cem. Plagiorchiidae). Orpsx Strigeidida, B cocraBe
JIBYX CEMEWCTB, TMPEICTABISICT TpeThio Kiaay. Ha cxeme, MONyYeHHOH C TIOMOIIBIO
METO/Ja  MaKCHUMaJIbHOM  dSKoHOMuM (puc. 21B) TakCOHOMHUYECKH  TPYIIIbI
CTPYIITAPOBAIUCH AHAIOTHYHO NIEPEBBSIM, TTOCTPOCHHBIM JIBYMSI IPYTHMH METOJAMH.
WuTepecHo, uto ainuHa BeTBH L. vogtianum mpeBbIiaeT Bce OCTANbHBIC, YTO TOBOPHUT O
COJCp)KaHUW  HAMOONBIIErO  4YKWClia 3aMEH, 110 OTHONICHUIO C  JAPYTHMH
TIOCJICI0BATEIHHOCTSIMH.

Yem Oosbllle HYKJICOTHIOB B IOCIIECIOBATCIIbHOCTH MapKEPHBIX YYacTKOB Ha
OCHOBAaHUHM KOTOPBIX CTPOSTCS (UIOTCHETHYCCKUE CBS3HM, TEM BBIIIC JOCTOBEPHOCTH
MOJyYEHHBIX  JaHHBIX. [lodTOMY 11  TOATBEPKACHHSI  IMOKAa3aHHOTO  BBIIIE
TaKCOHOMHYECKOTO cTaryca Tpemaroj poxaa Leucochloridium ObLI0 JTOMOIHUTEIBHO
CKOHCTPYMPOBAHO J€PEBO, OCHOBAaHHOE Ha 0OoJiee TIOJHOW  HYKJICOTHUIHOU
nocienoareabHocTr: ITS1-5.8S-1TS2 (puc. 22-24).

ITS1-5.85-1TS2. ®unorenernyeckas cxema, TOCTPOCHHAs Ha  OCHOBE
nocienoBatenbHocTe [TS1-5.85-1TS2 nemoHcTpupyeT aHaJIOTHYHOE TMOJIOKEHUE
tpematonq  poxa  Leucochloridium  takcomam  nmepeBa,  MOCTPOCHHOTO  TIO
MoCJIeIOBaTEIBLHOCTSIM TpaHckpuOupyembix crnieiicepoB (ITS1 u ITS2). Jlnsa moctpoenus
UCIIOJIb30BAJIMCHh T€ JK€ CEMEWCTBA, YTO M JIJISI CXEM MPEICTABJIICHHBIX BBIIIC, a TAKXKE
cemetictBo Dicrocoeliidae. Bce Tpu nepeBa, MOCTpOCHHBIE C MOMOIIBIO PA3JIMYHBIX

MCTOAOB, ACMOHCTPHUPYIOT OAHMHAKOBYIO TOIIOJIOTHIO TAKCOHOMHWYCCKHUX I'PYIIIIMPOBOK.
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a4 r Aptorchis megacetabulus
95 Aptorchis pearsoni
100 Aptorchis aequalis

39 Aptorchis glandularis

Dicrocoelium chinensis
—

100 - Dicrocoelium dendriticum
100 r Echinostoma caproni
Echinostoma liei
100 Fasciola gigantica
—SSL Fasciola hepatica
T a9 Apotemon gracilis
100 I:Australapatemon niewiadomski

69 L Cardiocephaloides medioconiger

100

Holostephanus dubinini

100 0 Schistosoma japonicum
L Schistosoma mansoni

90 Leucochloridium vogtianum

100 E Leucochloridium paradoxum
98 Leucochloridium perturbatum

0.05

Pucynok 22. ®uioreHeTHYecKOe JIepeBO, MOCTPOCHHOE IO HYKICOTHUIHBIM
nocienoBareabHocTsIM 1 TS1-5.8S-1TS2 npencraButeneii cemeiictsa Leucochloridiidae

COBMECTHO C BHETHUMH rpynnamu Mmetogom ML.
[Tpumeuanue: U psl 03HAYAIOT OYTCTPIMHYIO MOJAEPKKY COOTBETCTBYIOIIEH BETBHU.
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100 |- Aptorchis glandularis

| [Aptorchis megacetabulus
= 77 Aptorchis pearsoni

88'{ Aptorchis aequalis

E— Dicrocoelium chinensis
100 100L— Dicrocoelium dendriticum

100 I__ Echinostoma caproni
Echinostoma liei
100 Fasciola gigantica
o 4100[ Fasciola hepatica
100 Apotemon gracilis
100 ﬂstrelapatemon niewiadomski

Cardiocephaloides medioconiger

= L — Schistosoma japonicum
L Schistosoma mansoni
a1 Holostephanus dubinini
g Leucochloridium perturbatum
100 Leucochloridium paradoxum
NLLL:cochloridium vogtianum
I——U.—DS—i

Pucynok 23. @uIOreHeTH4ecKOe [epeBO, IMOCTPOEHHOE M0 HYKJICOTHIHBIM
nocienoBareabHocTsIM 1 TS1-5.8S-1TS2 npencraButeneii cemeiictsa Leucochloridiidae

COBMECTHO C BHEIIHUMH rpynmnamMu metogom NJ.
[Tpumeuanue: udpsl 03HAYAIOT OYTCTPIMHYIO MOJAEPKKY COOTBETCTBYIOIIEH BETBH.
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95— Aptorchis aequalis
100 L Aptorchis glandularis

Aptorchis megacetabulus
= —?’4: Aptorchis pearsoni
Dicrocoelium chinensis
100 —1UD|: Dicrocoelium dendriticum
100 Echinostoma caproni
{ Echinostoma liei
Fasciola gigantica
—100_|: Fasciola hepatica

Holostephanus dubinini

63 100

100 % ———— Cardiocephaloides medioconiger
100 Apotemon gracilis
{ Australapatemon niewiadomski
—— Schistosoma japonicum
100 L— Schistosoma mansoni

— Leucochloridium paradoxum
74 91 L | eucochloridium perturbatum

Leucochloridium vogtianum

Pucynok 24. @®unoreHeTM4ecKoe IepeBO, IOCTPOEHHOE M0 HYKJIEOTHIHBIM
nocnenoBareabHocTAM 1 TS1-5.85-1TS2 npencrasurencii cemeiictea Leucochloridiidae

COBMECTHO C BHEIIHUMH rpymnmnamu metogom MP.
[Tpumeuanue: nudpsl 03HAYAIOT OYTCTPAIMHYIO MOAEPKKY COOTBETCTBYIOIIEH BETBH.

B memom cratuctuyeckas MoOJIepKKAa (PUIOTEHETHYECKUX KOHCTPYKIIHH,
MOCTPOCHHBIX TO HYKJICOTUIHBIM TOCTeaoBaTenbHOCTIM Yydactka ITS1-5.8S-1TS2,
JIOCTaTOYHO BBICOKAsl, U B OOJIBIIMHCTBE ciydaeB coctapisieT 98 — 100.

[TomydeHHBIE HAMU CXEMBI TTOATBEPKIAIOT TAKCOHOMHYECKHE JaHHBIE O
cemeiictBe Leucochloridiidae, npenacraBieHHbIE B KJIaCCHYECKOM CHCTEME TPEMaTo]l
OscoHa, OCHOBaHHOW Kak Ha MOP(OJOTHYECKUX MPU3HAKAX, TAK U HA MOJIEKYISPHO-
reHetnueckux kputepusax (Olson, 2003), a Takke B 0OIMIENPUHATON KiacCU(pUKAIIUU Ha
http://www.ncbi.nlm.nih.gov.

18S p/THK. Ha nepeBe, MOCTPOSHHOM MO HYKJICOTHUIHBIM MOCIEIOBATEIHLHOCTSIM
KOHCEPBATUBHOTO  yYacTKa  pPUOOCOMHOTO  KjacTepa, KOTOPBIH  KOIUPYET
nocienoaTeabHOCTh 18S pPHK mertomom ML 4eTko BBIACISIOTCS TP KIIAIbI: CEM.

Leucochloridiidae, cem. Schistosomatidae u cem. Strigeidae (puc. 25). IToka3zatenu
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OYTCTpAMHOW MOJJEPKKH ITHUX KJIaJ MaKCUMallbHble — HE HIbKe 99, HecMOTps Ha

JIOCTAaTOYHO OOJBIION Pa30opOC CTATUCTUYECKUX 3HAYEHUH BHYTpPH ceMeucTB. BuyTpu

kiaaael cemerictBa Leucochloridiidae Bumna uetkas muddepeHipanms ABYX POIOB:

Leucochloridium u Urogonimus, Tak:xe ¢ BRICOKHM y3JIOBBIM 3HAYEHUEM.

79

70

75

1£|Apharyngostrigea cornu

100 Apharyngostrigea pipientis

77 —| :
— 86 ! Ichthyocotylurus erraticus

Urogonimus macrostomus

Leucochloridium vogtianum

100
e Leucochloridium paradoxum
Leucochloridium perturbatum

— Ornithobilharzia canaliculata

] I: Schistosoma haematobium

Schistosoma japonicum

Schistosoma mansoni

0.05

Pucynok 25. ®uioreHeTMdeckoe JIepeBo,

Cardiocephaloides longicollis

Dicrocoelium dendriticum
100 —[ : : : ;
100 L Dicrocoelium orientalis

IIOCTPOCHHOC II0 HYKJICOTHIHBIM

nocinenoBareapbHoCTAM 18S mpencraBureseit cemerictsa Leucochloridiidae coBmectro ¢

BHEIIHUMU rpynnamMu Mmerogom ML.
[Tpumeuanue: UG psl 03HAYAIOT OYTCTPIMHYIO MOJAEPKKY COOTBETCTBYIOIIEH BETBH.
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71

96

El Apharyngostrigea cornu

100 Apharyngostrigea pipientis

{ Cardiocephaloides longicollis
84 L Ichthyocotylurus erraticus

Dicrocoelium dendriticum

100 [ Dicrocoelium orientalis

— Urogonimus macrostomus

100

s Leucochloridium paradoxum

Leucochloridium perturbatum

Leucochloridium vogtianum

L—— Schistosoma japonicum

70
L— Ornithobilharzia canaliculata
] Schistosoma haematobium
Schistosoma mansoni
P

0.05

Pucynok 26. @PuIOreHeTM4ecKOe IepeBO, IOCTPOEHHOE M0 HYKJIEOTHIHBIM

nocienoareabHOCTsIM 18S mpencraBurenei cemeiictBa Leucochloridiidae coBmecTHO ¢

BHEIIHUMH rpymmaMu Mmetogom NJ.
[Tpumeuanue: nudpsl 03HAYAIOT OYTCTPAMHYIO MOAEPIKKY COOTBETCTBYIOIICH BETBH.

—1

100
" — e
—
3 wol—
a9
100 I:
%5
39

77

—al

Apharyngostrigea cornu
Apharyngostrigea pipientis

Cardiocephaloides longicollis

Ichthyocotylurus erraticus

Urogonimus macrostomus
Leucochloridium perturbatum
Leucochloridium paradoxum
Leucochloridium vogtianum
Schistosoma mansoni
Ornithobilharzia canaliculata
Schistosoma haematobium

Schistosoma japonicum

Pucynok 27. ®uUIOreHeTHYeCKOE JI€PEBO, IMOCTPOEHHOE M0 HYKJICOTHIHBIM

nocienoBareabHOCTsIM 18S nmpencraBureneit cemeiictBa Leucochloridiidae coBmecTHO ¢

BHEIIHUMU rpynmnamu MeroaoM MP.
[Ipumeuanue: udpsl 03HAYAIOT OYTCTPIMHYIO MOJAEPKKY COOTBETCTBYIOIIEH BETBH.


http://www.ncbi.nlm.nih.gov/Taxonomy/Browser/wwwtax.cgi?mode=Tree&id=138582&lvl=3&lin=f&keep=1&srchmode=1&unlock
http://www.ncbi.nlm.nih.gov/Taxonomy/Browser/wwwtax.cgi?mode=Tree&id=138582&lvl=3&lin=f&keep=1&srchmode=1&unlock
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[MosydeHHble pe3yibTaThl MOATBEPXKIAIOT OOBEKTUBHOCTh HCIOJIb30BAHHUS
nocjenoBareabHOCTH 18S B KauecTBe MapKepa TpeMarol s TaKCOHOMHYECKUX
KaTeropuil BBICOKOTO paHra, TaKWxX, Kak ceMmeicTBa. Takxke, 3a CYET BBICOKOM
OyTCTpPIMHOW  TOJJICPKKH,  TOATBEPKIACTCS ~ CAMOCTOSTENBHOE  IMOJIOKCHHE
Leucochloridiidae cpeau npyrux ceMeicTB TpeMaTo/I.

28S p/THK. Tlpu mocTpoeHUU ACPEeBhEB HA OCHOBAHWM CEKBEHOTPAMMBI y4acTKa
pAHK, xomgupyromero 28S pPHK, B kadectBe BHemnux rpymm s Leucochloridiidae
Opanu Te e CeMeNCTBa, YTO W MpU MnocTpoeHuu aepea mo 18S: Schistosomatidae,
Strigeidae u Dicrocoeliidae (puc. 28-30). Ha pucynkax, moctpoeHHbIX MeTogamMu ML u
NJ, XOpoII0 BBIIECISIOTCSA YETHIPE KJIabl, COOTBETCTBYIOIIME CEMEHUCTBAM C BBICOKOMH
CTaTUCTHUYECKOW Tojyepkkoi. Bayrpum cemeilictBa Leucochloridiidae  getko
BbIICIsAIOTCA 1Ba poxa: poxa Leucochloridium u pox Urogonimus ¢ OyTcTpeHBIM
3HaueHueM 99. BHyTpu Kiamsl cemeiicTBa Strigeidae Taxxe MOXHO OTMETHTH YETKYHO
ponoByro auddepeHnManUIO, TOANCPKAHHYIO 3HAYCHHSIMH HE HIKe 86: poa
Apharyngostrigea, pox Nematostrigea, poxa Ichthyocotylurus, pox Cardiocephaloides.
CemeiictBo  Dicrocoeliidae  oObemuHsieT ABYX TpeJCTaBUTENCH OJHOTO  POJA.
[IIucTocomaTuabl  HAACKHO  pasgeawinch Ha Tpu  poxa:  Trichobilharzia,

Ornithobilharzia, Schistosoma.
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100 Apharyngostrigea cornu
96 ‘ |Apharyngostrigea pipientis
Nematostrigea serpens

86
3 |_ Ichthyocotylurus erraticus
36 |— Cardiocephaloides longicollis

| Dicrocoelium dendriticum

100 100 | Dicrocoelium hospes

Urogonimus macrostomus

Leucochloridium vogtianum

93
— 99 L{ Leucochloridium paradoxum
87 I Leucochloridium perturbatum
Ornithobilharzia canaliculata
Trichobilharzia franki
100

Schistosoma japonicum

98 Schistosoma haematobium
93 L Schistosoma mansoni

68

0.05

Pucynok 28. @uIOreHeTH4ecKOe IepeBO, IOCTPOEHHOE M0 HYKJIECOTHIHBIM
nocieaoBareabHoCTAM 28S npeacraBureseit cemerictsa Leucochloridiidae coBmectro ¢

BHEIITHUMU TpyminamMu Mmetogom ML.
[Tpumeyanue: nupbl 03HAYaAIOT OYTCTPAMHYIO MOEPKKY COOTBETCTBYIOIIEH BETBH.
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99

100 |Apharyngostrigea cornu
Apharyngostrigea pipientis

Ichthyocotylurus erraticus

35

71

Nematostrigea serpens

Cardiocephaloides longicollis

| Dicrocoelium dendriticum

99

100 | Dicrocoelium hospes
Urogonimus macrostomus

Leucochloridium vogtianum

WUL‘ Leucochloridium paradoxum

87 I Leucochloridium perturbatum

ili Ornithobilharzia canaliculata
Trichobilharzia franki

39

Schistosoma japonicum

94

0.05

Schistosoma haematobium
98 l: Schistosoma mansoni

Pucynok 29. ®wuioreHeTnyeckoe IepeBO, IMOCTPOECHHOE IO

HYKJICOTHUIHBIM

nocieaoBareabHOCTAM 28S npeacraBureseit cemerictsa Leucochloridiidae copmectHo ¢

BHEIIHUMH rpynnamMu Mmetogom NJ.

[Tpumeuanue: nudpsl 03HAYAIOT OYTCTPAIMHYIO MOAIEPKKY COOTBETCTBYIOIIEH BETBH.
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—1[][]|: Apharyngostrigea cornu
98 Apharyngostrigea pipientis

Nematostrigea serpens

30

100

Ichthyocotylurus erraticus

93 Cardiocephaloides longicollis

— Dicrocoelium dendriticum
100 L— Dicrocoelium hospes

Urogonimus macrostomus

100

Leucochloridium vogtianum
100 _|: Leucochloridium paradoxum
75 Leucochloridium perturbatum

Ornithobilharzia canaliculata

73 100

Schistosoma japonicum
] 95 _|: Schistosoma haematobium
96 Schistosoma mansoni

Trichobilharzia franki

Pucynok 30. ®uioreHeTHYecKoe [IEPEBO, IIOCTPOCHHOEC 10 HYKJICOTHIHBIM
nocieaoBareabHoCTAM 28S npencraBureseit cemerictsa Leucochloridiidae coBmectro ¢

BHEIIHUMU IpynmnaMu MeroaoM MP.
[Tpumedanue: nudpsl 03HAYAIOT OYTCTPAMHYIO MOJIEPIKKY COOTBETCTBYIOIICH BETBH.

Ha ¢unorenernyeckoM JaepeBe, TOCTPOCHHOM C  IOMOIIBIO  MeEToJa
MaKCHMaJbHOW SKOHOMHH TI0 TEM XK€ IMOCIICIOBATSIIEHOCTSIM, MOXHO BBIICITUTH T€ JKe
KJIaJIbl, YTO U HA PUCYHKaX, MPEJICTABICHHBIX BbIle. HeOXMTaHHBIM 0Ka3aJ10Ch TO, Y4TO
Trichobilharzia franki Oputa BeIHEceHa B oTaenbHyi0 BeTBb (puc. 30). Ho Tak kak
y3710Basi OyTCTpAMHAS IMOAJEPKKAa OTCYTCTBYET, MOXHO CJEJIaTh BBIBOJ, YTO TaKOe
IOCTPOCHHE CBSA3aHO C HEJIOCTATOYHBIMH CTATHCTUYCCKHUMH JTaHHBIMHU, SIBIISCTCS
HEJOCTOBEPHBIM M HE MPECTABIIICT HAYYHOTO UHTEpeca. ITOT (PaKT HUKAKUM 00pa3oM
HE BJIMSCT HAa BBIBOJBI TIPEICTABICHHON paOOTHI.

TakuM 00pa3oM, Bce HCIOJNB30BAHHBICE HaMH  MOJICKYJSIPHBIC  MapKepbl
pUOOCOMHOTO KJIaCTepa, C OJHOW CTOPOHBI, TIOATBEPXKIAIOT CIPABEIIUBOCTD
UCIOJIB3YEMBIX I BHIOBOM HMICHTH(HUKAIUU JCHKOXJIOPHINYMOB MOP(OJOTHIECKUX
NPU3HAKOB, C JPYroil — YETKO OIPEIESNIAIOT CHCTEMATHYECKOE MOJIOKEHHE pojia B

CUCTEMC TPCMATO.


http://www.ncbi.nlm.nih.gov/Taxonomy/Browser/wwwtax.cgi?mode=Tree&id=138582&lvl=3&lin=f&keep=1&srchmode=1&unlock
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[TonydyeHHbIE HAMH PE3YJIbTAThl COOTBETCTBYIOT KJIIACCHYECKUM IMPEICTaBICHUAM
o cuctemaruke tpemarton. CoriacHo kimaccubukamuu akaaemuka K. WM. CkpsOuna
(Cxpsoun, 1948) pox Leucochloridium otHocutcs k cemerictBy Brachylaemidae:
HancemetictBo Fascioloidea Stiles et Goldbegr, 1910
CewmeiictBo Brachylaemidae Stiles et Hassalb, 1898
IToxcemeiictBo Leucochloridiinae Sinitsin, 1981
Pox Leucochloridium Carus, 1835

B naneHeitmmem 93ta  kiaaccuduKkanus, OCHOBaHHAs Ha MOP(OIOTHYCCKHX
NpU3HaKax, ObLIA MOATBEPIKACHA MOJICKYIIPHO-TEHETUYCCKIUMU JaHHBIMU. I3MeHeHHsI
npeTepriey JHilb Kareropun TakcoHoB. CornacHo kmaccudukaimu Omncona (Olson,
2003) poxn Leucochloridium otaocutcs k HajacemeiictBy Brachylaimoidea, cemeiicTBy
Leucochloridiidae.

Beimeonucannple  Kiaccu(UKalMd  ObUIM  OCHOBaHBI B OCHOBHOM  Ha
MOpPGOJOTHUECKUX TMPU3HAKAX M MOJCKYISIPHBIX MapKepax repMappoauTHOrO
NOKOJICHHsT TpeMaToj. [loiydeHHbIE HAMHM JaHHBIC [TOKA3bIBAIOT BO3MOYKHOCTD
UCITIOJIb30BaHus MapTeHuT pozxa Leucochloridium mis mocToBEepHOW MOJCKYJISPHOM
BUIOBOM HACHTU(UKAIIUH.

JlaHHBIC MOJICKYJISIPHO-TEHETHYCCKUX HCCIICIOBaHMMA, TpEACTaBICHHbIC B 0a3e
NCBI otnocst pox Leucochloridium x nopsaky Strigeidida, u k camocTosiTenbHOMY
cemeiictBy Leucochloridiidae. Jlannoe cemeiicTBO BKIOYaeT B cebs aBa poja:
Leucochloridium u Urogonimus. Pox tpemarom Urogonimus comepXuT OIuUH BUA —
Urogonimus macrostomus. Pox Leucochloridium ekirouaer napa Buga: L. paradoxum u

L. perturbatum.

Dunocenemuyekue  NOCMPOEHUs €  UCNONL30BAHUEM  HEMPAHCAUPYEMBIX
HyK1eomuoHnvix nociedosamenvuocmeti TSI u 1TS2 u xoumcepsamugnvlx yuacmkog
pubocomnozo  knacmepa, kooupyrwux pPHK noomeepounu e6udosou pawe
uccnedyemvix gpopm pooa Leucochloridium. Ilo pesyromamam puiocenemuueckozo
amanuza, ucciedyemvle HaMu 0CoOU OMHOCAMCA K mMpeM pA3HblM 6U0am 8

coomeemcmeauu ¢ ux mopghonocuyeckou 8udogol uoenmugurxayueu. Ilpu smom 6uowi
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JIeUKOXTIOPUOUYMA KAACMEPUIVIOMCs 8 OMOENbHYI0 KAAdy, COOMEEMCMEYIOUYIO CEM.

Leucochloridiidae.
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3AKJIIOYEHUE

B xoxe BbImonHeHUss paboOThl Obla co37aHa KOJUICKIUS crenu(uueckux
paiiMepoB, MO3BOJSIONIAs MPU HEOOXOAMMOCTH aMIUTM(DUIIMPOBATh U CEKBEHUPOBATH
HY)KHBIH (parMeHT pruOOCOMHOIO Kjactepa TpematoJ. Ee ncrnoiab3oBaHue MO3BOIHUIIO
HE TOJBKO CEKBEHHMPOBATh OOJBIIYI0O YacThb PHOOCOMHOTO KjacTepa TpeX BHIOB
tpemaroa poxa Leucochloridium, HO ¥ mnpoaHaIU3HPOBAaTh OOJBIIOS KOJHUUECTBO
oopasuoB JIHK, B TOM uucie MOJIy4YEeHHBIX W3 CHOPOILMCT, OOHApYKEHHBIX B
MOJUTIOCKAX B Pa3HbIX reorpaduueckux toukax. I Hao6opot, pazpaboTaHHAsl METOIUKA
NO3BOJINJIA MHIUBUAYAIbHO T'€HOTUIHPOBATh OOpa3lbl CHOPOLUCT, U3BJICUEHHBIE U3
OJTHOTO MOJITIOCKA.

B pesynbTaTe OCYyIIECTBIEHHOTO B PabOTe T€HOTUIUPOBAHUS OBLIU IMOJTYUYEHBI
npoTsbkeHHble ydactku pJIHK tpemaron poma Leucochloridium tpex BumoB — L.
perturbatum, L. paradoxum wu L. vogtianum. PacmmdpoBaHHBIE HYKJICOTHIHBIC
NOCJIEZIOBATEIbHOCTH BKJIIOYAIOT KaK KOHCEPBATUBHBIE IOCIIEOBATEILHOCTH T'€HOB
18S, 5.8S u 28S pJIHK, tak u BapuabenbHbIE MOCIEAOBATEIILHOCTH BHYTPEHHHUX
TPAHCKPUOUPYEMBIX CIIEHCEPOB, PACIOJOKEHHBIX MEXAy HuMH. OOIiee KOIM4ecTBO
ceBeHupoBaHHbIXx (parmeHToB pJIHK Bxiouaer 42 obpasma. [lomydeHHBIE ydacTKu
pJAHK sBisitorcss Hanbosiee moNHBIME JIJIs TpeMatoJ cemeiictBa Leucochloridiidae u3
Npe/CTaBICHHBIX B HacTosiee Bpems B GenBank.

Hamu He ObLI0O OOHApYXEHO HHMKAKMX BHYTPHUBHUIOBBIX MOJUMOP(PU3MOB Ha
NpOTsKEHUH cekBeHnpoBaHHbIX (pparmeHToB JIHK pubocomuoro kmacrepa. Ilpu stom
BBISIBJICHHBIE MEKBUJOBbIE MOJUMOP(U3MBI B HYKJICOTHUJHBIX MOCIEI0BATEIBHOCTSIX
pIHK noJHOCTBIO MOATBEPAMIM BHJIOBOM CTATyC TpEX HCCIENyeMbIX BUAOB — L.
perturbatum, L. paradoxum wu L. vogtianum. Pasmuuus B oGmactu ITS2 okaszamuch
JOCTAaTOYHBIMH I (OPMUPOBAHUS OTIWYMI HAa BTOPUYHBIX CTPYKTypax HX
TPAHCKPHUIITOB.

[Mapammensno ¢ awmamm3zom pJIHK wHamm Owbim  pazpabotan  anroputm

TeHOTUITUPOBAHUS HCCIEAyeMbIX BHIOB ¢ mnomoupo RAPD-ananu3a. BeisgBieHbI
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Buocenupryeckne npoGuin aMmmpUIIMpoOBaHHBIX (ParMeHTOB, TOTydaeMbIx ¢ 10-
HYKJICOTHAHBIM mpaiiMepoM (G8), mo KoTopeIM IpeacTaBuTeNd Buaos L. perturbatum,
L. paradoxum u L. vogtianum 10CTOBEpHO OTIMYAIOTCS MEKIY COOON.

Takum 00pa3oM, pe3ynbTaThl MOJEKYISIPHO-TEHETHUYECKOTO aHalu3a CIIOPOLUCT
tpemaronx pozxa Leucochloridium wu3 wmomtrockoB Succinea putriS Mmo3BOJISIOT
JIOCTOBEPHO OTHECTH WX K TpeM Buaam: Leucochloridium perturbatum, L. paradoxum u
L. vogtianum. B To e Bpems, MOJyYCHHBIC JaHHBIC MOATBEPAUIN OOBECKTUBHOCTH
BUJIOBOM UACHTU(DUKALIMK ITUX MMAPA3UTOB MO MOP(HOIOTHIECKUM MPU3HAKaM — popMe,
I[BETY M XapaKTepy OKPACKH OTPOCTKOB CTIOPOIIHCT.

J1J1s1 3pelibIX OTPOCTKOB CIIOpOIMCT L. paradoxum xapakTepHO HAIUYKE 3€JICHOTO
MUTMEHTa B TerymeHte, Juis L. perturbatum — xopHyHEBOro murMeHTa ¢ y4acTKaMH
CBETJIBIX W TEMHBIX YepeAYIOUIUXCS ITO0JIOC, a OTPOCTKH cropommct L. vogtianum
coJiep>KaT MUTMEHT KEJITOTO [BETa U HECYT MalnLIOMOOOPa3HbIE BRIPOCTHI.

Pa3paboTaHHbIi aNrOpUTM MOJEKYISIPHO-TEHETUYECKOTO0 aHalnu3a MOXKET ObITh
UCIIOJIb30BAaH  JUIs  Bepu(dUKAMU  HE3pENbIX HMHBA3HWil, KOTJa OTCYTCTBYIOT
chopmupoBaHHbie OTpOocTKU. KpoMe Toro, Takoil aHaiu3 HEOOXOJUM MPU H3yUYCHUH
CllydaeB  MHOXKECTBEHHOTO  3apaXXCHHs  MOJUTIOCKOB  TpEeMaTroJaMHu  poja
Leucochloridium. CnenoBaTensHOo, €ro MpUMEHEHHE TO3BOJISIET BBINOJIHATE OoJice
OOBEKTHBHBIA aHAIHW3 3apaKEHHOCTH CYKIIMHEW JTHMH Tapa3uTaMH, 4TO OCOOEHHO
BaYKHO MPU U3YUYCHUHU CE30HHOM TMHAMHUKU WHBA3UH YIUTOK.

Taxke TpPenIOKEHHBIN aJTOPUTM TIOMOXET PEHIUTh MPoOJIeMy JTBOWCTBEHHOU
KiIaccu(ukanuy JaHHOTO poaa TpemaTon (Mo IEepKapusM W MapuTaMm), TaK Kak
TeHOTUIIUPOBAHUE TI0 HAJEKHBIM MapKepaMm I[O3BOJUT TOYHO  ONPENETUTH
MIPUHAICKHOCTH Pa3HBIX (a3 )KU3HEHHOTO IHUKJIA K OJTHOMY WM Pa3HBIM BHJIAM.

[Tomyuennsie B paboTe  HYKJICOTHIHBIE  TOCJICIOBATEILHOCTH  ObUIH
WCITIOJIB30BaHbI 711 (DPUIIOTEHETUYECKUX TIOCTPOCHUH C HCIOJIh30BAHHEM B KaYeCTBE
BHCIITHUX TPYII TPEMATO HECKOJIBKUX CEMEHCTB, HYKJICOTHIHBIC MTOCISA0BATEIIEHOCTH
p/IHK xoTopbhIX mpencTaBlieHbI B OTKPBITBIX 0Oa3zax maHHbIX. C HUCMOIB30BAHUEM

HCCKOJIbBKUX aJI'OPUTMOB OBLIH IMOJIYICHBI CI)I/IJ'IOFGHGTI/I‘—IGCKI/IC ACPCBbi CXOXKeM
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ToroJIoruu. Bo Beex ciaydasx B (PMIIOT€HETHYECKOW PEKOHCTPYKIIUN Ha OCHOBE YJ4acTKa
ITS1-5.85-1TS2 p/IHK wmccnenyemsie Bumsl — L. perturbatum, L. paradoxum u L.
vogtianum — KJIacTepu3yrOTCsl B OOIIyI0 BETBb €AMHOTO poja. [Ipu 3Tom Hambosee
OJM3KUMH JIPYT K APYTY BUAaMH okazaimch L. perturbatum u L. paradoxum, muaus c L.
vogtianum Ha BceX pEKOHCTPYKLHMSAX OTBETBIsETCS paHbiie. [locTpoeHus c
UCIIOJIb30BAaHUEM KOHCEPBATUBHBIX (parmMeHToB, koaupyrommx 18S u 28S p/IHK,
HOITBEPKIAIOT NPHUHAUICKHOCTh  poja Leucochloridium K CEMEMCTBY
Leucochloridiidae, BxoasimeMy B coctaB HaaceMericTBa Brachylaimoidea.

[IpaBOMOYHOCTh TIOMEIICHUS HCCIeayeMblXx BUAOB B pon Leucochloridium
MOJITBEPIKJICHA C UcToiib3oBanneM MapkepoB p/IHK u mutoxonapuaasHbIX TeHOB. [Ipu
9TOM HM3ydJalics Marepual, coopanubii B Ilomemie m Yexun (Heneberg et al., 2016).
Opnako B 3TOM pabore Oosiee OJU3KUMHU Ha PEKOHCTPYKLMU OKA3bIBAIOTCA BUABI L.
paradoxum u L. vogtianum, Toraa kak L. perturbatum orBerBisieTcss oT 00IEl BeTBH
HEMHOTO pasbiie. Kpome TOro, pesynbTaThl MOCTPOCHUH Ha OCHOBE pPa3JIMYHBIX
¢bparMeHTOB TeHOMa pa3IuJaroTcs. BeposTHO, 3T OTIHYUS OOBSICHSIIOTCS TEM, YTO BO
BCEX CIydasx JUisi (UIOTCHETUYCCKUX TOCTPOSHUH OBUIM WCIOJIh30BaHBl MEHEE
NPOTSKEHHBIE (PpAarMEeHThI TeHOMa — HemoIHbIN (pparmMent 1 TS2 1 HeOoIbIIoi yuyacTok
reHa 18S otnenbHO apyr OT Apyra.

[locTpoeHHass HaMHM C MCIOJNb30BaHUEM siAepHbIX MapkepoB pAHK cxema
ompenenser pacnojoxenue poga Leucochloridium cpenu npyrux tpemarox (puc. 31).
B 1nenom oHa cooTBeTcTBYeT M3BecTHOM Kiaccudukarmu Oscona (Olson et al., 2003)
BBITIOJIHEHHON C KCIIOJIb30BAHUEM MOJICKYJIIPHO-OMOIOTMYECKUX JaHHBIX. B TO ke
BpeMs, IIOCTPOCHHAST HAMHU C TTOMOIIBIO0 MOJICKYJSIPHBIX MapKEpPOB CXeMa BO MHOTOM

MOATBEPKIACT CHPABEAIMBOCTD Kilaccuyecko cucteMbl Kaitbna (puc.3).
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g2 r Aptorchis megacetabulus

92 Aptorchis pearsoni

100 Aptorchis aequalis

93 Aptorchis glandularis

icr lium chinensi
[—Dcocoeu chinensis

100 100 Dicrocoelium dendriticum
100 — Echinostoma caproni
4{Echinostoma liei
100 Fasciola gigantica
4391- Fasciola hepatica
49 Apotemon gracilis
100 EAustralapatemon niewiadomski

Cardiocephaloides medioconiger

439

Holostephanus dubinini

10— Schistosoma japonicum
L Schistosoma mansoni

51 Leucachlondium vogtianum

100 q: Leucochloridium paradoxum
99

Leucochlondium perturbatum

0.05

Pucynok 31. ®unoreHeTH4YeCKOE NI€PEBO, MOCTPOCHHOE MO HYKJICOTHIHBIM
MOCIEA0BATEIbHOCTAM ITS1-5.85-1TS2 MPEACTAaBUTEIICH ceMeiicTBa

Leucochloridiidae coBMecTHO ¢ BHEIITHUMH TpyIinamMu MeTooM ML.
[Tpumeuanue: udpsl 03HAUAIOT OYTCTPIMHYIO MOJAEPKKY COOTBETCTBYIOIIEH BETBH.

B mpotiecce BBIMONHEHUS UCCIEAOBAHUS HAM yIAlI0Ch OOHAPYKUTh Pa3InIHbBIC
KOMOMHALIMKA JBOMHONW HHBa3HMM MOJUIIOCKOB Succinea putris cmopommcraMu poja
Leucochloridium. MHoXeCTBEHHOE 3apa)KCHHE MOJUTIOCKOB TPEMATOJaMH — IIMPOKO
pacnpocTpaneHHoe sBiieHne B mnpupozae (Combes, 1995), Ho cnabo H3y4YEHHOE
9KCIEPUMEHTAIbHO. TeM HEe MEHee, M3BECTHO, YTO JBOMHBIC MHBAa3HH MOTYT OBITH
IpPECTAaBICHBI 3PEIbIMU HH(PPAIONYISIUIMH MapTEHUT 000MX BHIOB (C 3MHCCHEH
nepkapuii). Ilpu 3ToM paBHOBecHE B MMOJOOHBIX IMapasUTAPHBIX CHCTEMAaX MOXKET

COXpaHATBCA OTHOCUTCIIBHO ITPOAOJIZKUTCIIbBHOC BPCMA.


http://www.ncbi.nlm.nih.gov/Taxonomy/Browser/wwwtax.cgi?mode=Tree&id=138582&lvl=3&lin=f&keep=1&srchmode=1&unlock
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l'opazmo pexe B mpupojie BCTpEYAETCS TPOMHOE 3apaK€HHE MOJUIFOCKOB. U
COBCEM pEIKO TpOiHas WHBa3WUsi TMPEACTABICHA 3pElbIMU  HMHOPATOMYIAIUIMA
napTeHUT. OOBIYHO MPOUCXOIUT OO TOJABICHUE OJHOTO M3 BHIAOB TPEeMaToJ, JINOO
norudaeT MOJUTIOCK-X035uH (ATaeB, JloopoBosibekmid, 1992; Combes, 1995). [Tostomy
OYCHb HEOXKUIAHHOW CTaJla HaXx0J[Ka MOJUTIOCKa SUuCCinea putris, 3apakeHHOTO 3pEJIbIMH
CIIOpOLIMCTaMU TpeMaTo 1 TpexX BuoB Leucochloridium.,

Bo3moxHOCTE  3TOrO  SBJCHHSI ~ 3aK/IOYaeTcse B~ O0COOOM  THIE
BHYTPHUMOJLIIOCKOBOTO pa3BuTHs crioporct Leucochloridium. B otnnyrie ot TpemaTon,
dbopMUPYIONUX B MOJUTIOCKaX HWHOPANONYJISAIHA W3 COTCH PEAWH WA CIIOPOIUCT,
3/ICh OJIHA CIIOPOIMCTAa MOXET OOCCICUNTh pPEANTH3AMI0 KU3HEHHOTO ITUKJIA.
COOTBETCTBEHHO pETryJIMpPOBAaHUE €€ pOCTa M HHTECHCHUBHOCTH Pa3MHOXKCHUS
IIPOUCXOUT HE Ha IMOMYJISAIIMOHHOM, a OPraHU3MEHHOM YPOBHE.

3apakeHHe MOJUTIOCKOB Tpemarogamu Leucochloridium mpoucxoauT nacCUBHO —
B IIpOIECCEe IMOCMAaHUs SUIl dTUX depBel. [IpM 3TOM B CyKIMHEE MOXET Pa3BHTHCS
MHO>KECTBEHHAs HMHBA3Usl CIIOPOIIUCTAMH OJIHOTO, JBYX WM HECKOJBKUX BHUJIOB
Leucochloridium. Onmna cmopormcra L. paradoxum moxker uMets He Ooiee 4 — 5
3penbix orpoctkoB (Wesenberg-Lund, 1931; Pojmanska, 1962; I'muenunckas, 1964,
1968; AraeB, ToxkmakoBa, 2015). CooTBercTBeHHO, 19 3eJI€HBIX OTPOCTKOB,
OOHApy)XCHHBIX HAMHU B OJIHOH YJIMTKE, MOTYT TPHHAUICKATh 4 WIH 5 CIOPOIMCTaM
3TOTO BHJIA.

B TpoiiHoM 3apakeHuH yIUTKH cropoicthl L. paradoxum u L. perturbatum u L.
vogtianum cymMMapHO MMEJIHM CEMb 3pENbIX OTPOCTKOB (BKIJIIOUAs OJWH BBIIICAIIAN W3
MOJUTFOCKA). DTO HE HaMHOro OOJjbIlle, YeM MOXET HMETh OjHa croporwucra L.
paradoxum. ITosToMy mpu TpOWHON WHBAa3MHM Harpy3ka Ha OpraHM3M MOJUTIOCKA-
X035IMHA OCTaBaIach MPUMEPHO HA YPOBHE OJAMHOYHON WHBA3HU.

Kpome Toro, 3penbie OTPOCTKH Il peaju3allii >KW3HCHHOTO IMKJIa HE
00s3aTeIbHO JOJDKHBI OBITh CKJCBaHBI NTHI[AMHM, KaK 93TO YTBEP)KIaeTcs B
OosbIMHCTBE Pad0T. OHM MOTYT CAaMOCTOSITEIIBHO MTOKHIATh X0351MHA Yepe3 pa3phiBbl B

ero nokpoBax (Woodhead, 1935; Rietschell, 1972; Ataev, Tokmakova, 2015). Ilpu
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ATOM OTPOCTKH MPOJOJIKAIOT MYyJIbCUPOBATH JO Yaca BO BHEIIHEW cpeae, UMUTHUPYS
JUYMHOK HACEKOMBIX (HaM MPHUXOAMJIOCH HAONIOAATh CKJIEBBIBAHHUE TAaKHX OTPOCTKOB
ntunamu). CrenoBaTelbHO, UMEETCS] MEXaHW3M, MPENITCTBYIOMIUNA Mepe3apakeHUIo
XO35IMHA, 3aKIIOYAIOIIMNCS B YJAJICHUH U3 MOJUIIOCKa H30BITOYHOTO KOJIMYECTBA

3PCJIbIX OTPOCTKOB.
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BbIBO/1bI

1. IpencraBineHHOE B pabOTe SBICHUE MHOXKECTBCHHOTO 3apa)KCHHS MOJUTIOCKA
Succinea putris ogHOBpeMeHHO TpeMmsi Bumamu Tpematon poaa Leucochloridium: L.
paradoxum, L. perturbatum u L. vogtianum aeMOHCTPHPYET CIOCOOHOCTH CIOPOLMCT
npo0o/IaTh CTEHKY Tella MOJUIFOCKA W BBIXOJUTH BO BHEUIHIOIO CPEAYy, YTO SIBIISETCS
YHUKQJIbHBIM MEXaHHU3MOM, TIPEISATCTBYIOIIUM THIIEPUHBA3UN MOJUTIOCKA-X03SIMHA.

2. AHanu3 HyKJICOTHIHBIX MociiefoBaTenbHocTel kiactepa p/IHK cropomnuct L.
paradoxum, L. perturbatum u L. vogtianum, kxak u 3kcrpecc-ananu3 merogom RAPD,
HOJITBEPIMIT BO3MOXKHOCTh HACHTU(UKAIIMU BUI0B Tpemaro poaa Leucochloridium ua
OCHOBE TaKMX MOP(OJOTrHYEeCKMX IPU3HAKOB, Kak ¢GopMa M XapakTep OKpPACKH
OTPOCTKOB CITOPOIIUCT.

3. TlomydyeHHass ¢ TIOMOIIBIO OPHUTHHAIBHBIX CHEIH(PUUCSCKHX TMpaiMepoB
IIOCJICI0BATEIPHOCTh HYKICOTHIOB Kitactepa reHoB pPHK (18S-1TS1-5.8S-1TS2-28S)
Leucochloridium paradoxum, L. perturbatum u L. vogtianum sBisieTcs Ha JaHHBIN
MOMEHT HauOoJjiee TMOJIHOW M3 mpejacTaBieHHbIXx B GenBank mis tpemarom pona
Leucochloridium. (JN639012, JN639011, KU351661 n KP938186, KP938187).

4. OuUIOreHeTHYECKUH aHaJIM3 C HCIIOJIb30BAHHEM HECKOJIBKUX SIICPHBIX
MapkepoB  (KOHCEPBAaTUBHBIX  yd4acTkoB, komupyrommx 18S, 28S  pPHK;
TPAHCKPUOMPYEMBIX ydacTkoB, Komupyrommux |TS1, 1TS2) mno3BoauI BBISBUTH
OTHOIIICHHUS BHIOB TpemaToxa Leucochloridium BHyTpu poja, a Takke ONPEACTHTH
cucreMaThueckoe — mojiokeHue — cemeiictBa  Leucochloridiidae.  Tloxy4enHbie
JCHAPOTPAMMBI TIOJITBEPIKIAIOT KIIACCUYECKHE (PHIIOTCHETUICCKIE CXEMbI, OCHOBAHHEBIC

Ha MOP(OJOrNYECKUX MPU3HAKAX.
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CIIUCOK COKPAIIEHUM, UCOJAb3YEMbBIX B TEKCTE

K/K — KOHEYHasi KOHIEHTpAaIHs;

[TAAT — nonuakpuiIaMuIHBIN Telib;

[I1I{P — monmumepasHas LenHasi peakius;

II.H. — 1ap HYyKJIEOTH/IOB;

T.IL.H. — THICSIY Map HYKJIECOTH/IOB;

Y®-criekTp — yabTpaduoieTOBBINA CIIEKT;

COX — Cyclooxygenase (IIMKIOOKCUTEHA3A);

ND1 (nicotinamide adenine dinucleotide dehydrogenase subunit 1) — cyosenunuma 1
HUKOTUHAMUJIaICHUHIMHYKJICOTH]T IETUIPOT€HA3bI;

CO1 (cytochrome C-oxidase subunit 1) —cyobenunuia 1 ruroxpom C-oKCHIa36l;

ITS (internal transcribed spacers) — BHyTpeHHUI TPaHCKPUOUPYEMBIii crieiicep;

ETS (enternal transcribed spacers) — BHELIHHIA TPaHCKPHOUPYEMBIH crieiicep;

IGS (intergenic spacer) — MexXreHHbIH crierncep;

NTS (nontranscribed spacer) — HeTpaHCKpUOHMpYEMBIii crieicep;

PBS (phosphate-buffered saline) — docdartro-conesoit 6ydep;

RAPD-anamu3 (random amplified polymorphic DNA) — anamu3 mnonumopdusma
bparmentoB JJHK, amminduimpoBaHHbIX ¢ MOMOIIbIO CIyYalHBIX MTpailMepoB;
AFLP-anamu3 (amplified fragment length polymorphism) — ananu3 momumopdusma
JUTHH aMIUTA(UITMPOBAHHBIX (PParMeHTOB,;

ISSR  (inter-simple-sequence-repeats) — BHYTpeHHHE TPOCTBIC TOBTOPHI B
MOCIIEIOBATENBLHOCTSIX T€HOMA;

IRAP-anamu3 (inter-retransposon amplified polymorphism) — anamu3 BHYTpeHHETro
noyimMopu3Ma peTpaHCI030HOB,

RFLP-anamu3 (restriction fragment length polymorphism) — ananu3 monumopdusma
JUTUH PECTPUKIIMOHHBIX ()pParMEHTOB;

ML (maximum likelihood) — MmeTon MakcuMaaIbLHOTO MPaBAOIIOI00HS;

Bl (Bayesian inference) — meton Baiieca,


https://www.google.ru/url?sa=t&rct=j&q=&esrc=s&source=web&cd=1&ved=0CBwQFjAA&url=http%3A%2F%2Fen.wikipedia.org%2Fwiki%2FRestriction_fragment_length_polymorphism&ei=EIUiVOixKOvnygPh-IKICQ&usg=AFQjCNHbdyf7Y-NBxT0S2vrbJctzzx2E0Q&bvm=bv.76180860,d.bGQ
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ME (minimal evolution) — MmeToa MUHHMAaTBLHOM SBOJIOLHUH;
MP (maximum parsimony) — MeTo 1 MaKCHMaJIbHOW SKOHOMHH;
NJ (neighbor-joining method) — meTo Ommkaiimero cocena;
SSU (small subunit) — manas cyowenuana pudboCcOMBI;

LSU (large subunit) — 6omnbliast cyobeauHmIia puoOCOMBI.


http://mmorpgbb.ru/
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R
276
ATACATACAT

R
281
TTACAGCCAA

ceeleaadd
286
GATTATGCTC

136

R I
217
TCTG-TGTGT

R I
222
AATCTACCAG

R
227
TGCTAGGCTC

R
232
TGTTGTTATT

R R
237
ATTTAATTCT

R I
242
TCAATTGGAC

R I
247
GATCGGTAAA

R
252
GTACAACTTT

NI
257
AGCCAACTGT

R
262
TCTTGAACGC

R
267
AGGGTCGGCT

R I
272
CTGTGCCAGC

R
277
ATGAGGTGCC

R
282
GTCTATATTT

R
287
AGGTCGTGGC

R
218
AAGTTCAGCG

R I
223
TCATGCTTAG

R
228
AAAGAGGAGT

R
233
TTAATTACTA

R R
238
GATTTTGTTA

R I
243
TGCATGTGAC

R I
248
TCGAAATGTT

R
253
AAGCGGTGGA

R
258
GTGAATTAAT

R
263
ATATTGCGGC

I
268
TATAAACTAT

R
273
TGGCATGATT

R
278
AGATCTATGG
R
283
ATTATAATAT

R
288
TCAATGATTT

R
2195
GGTAATCCCA

R
2245
AGCGACAGGA

R
2295
GCAGGACTAC

R
2345
TTATTACACT

R
2395
GTTGAATAAT

R
2445
GATCGCCTAG

R I
249
TGTTTTCATT
R
254
TCACTCGGCT
R
259
GTGAACTGCA

T
2645
CACGGGATAT

T
2695
CACGATGCCC

T
2745
TCCTTAATGT

R
2795
CTCCGTCCTA

R
2845
TAAATGAAAT

R
2895
TGAACACGCT



R I
290
TGATGTTATA

R I
295
GCCGAGGGAG

ol
300
GATACCCTAA

R
305
ACCCGCTGAA

R R
310
GATTCCCCCA

R I
315
TGTGACCATT

R I
320
TTATTGCTCT

NI
325
CATAGAGGGT

NI
330
CCTTAGTAGA

col ool
335
TGGTAAACTC

col ool
340
AGTACCGTGA

col ool
345
CGTGAAACCG
N
350
AATTCAACTG
N
355
AAAGTCTGCT
N
360
ATGCACTATT

R I
291
ATTTATATAT

R I
296
TGTAAATACT

ol
301
TTATATATAT

R
306
CTTAAGCATA

R
311
GTAACGGCGA

R I
316
TGGTTACTAG

R I
321
ACCCTAAGTC

NI
326
GAAAGGCCCG

NI
331
CCTTGGAGTC

col ool
336
CATCTAAGGC

col ool
341
GGGAAAGTTG

col ool
346
CTTAAAGGTA

N
351
GTAAGTATTA

N
356
TAGTTGCGGG

N -
361
AAAGTGCTGT

137

R I
292
ATATAAATAT

R I
297
CTATAATTTG

ol
302
TATGACCCTG
R
307
TCACTAAGCG
R R
312
GTGAACGGGG

R I
317
GCAATGTGGT

R
322
CAGCAATGAG
N -
327
TAAGGGTAGA
N -
332
GGGTTGTTTIG
el
337
TAAATACTGA

A —
342
AAAAGTACTT

col ool
347
AACGGGTGGA
ol
352
CATGAGCTTG
N
357
TCCTTGACCT
N
362
GCACTTTAAA

R I
293
AGACATTGGA

R I
298
GGTAATTTAT

ol
303
ACCTCGGATC

R
308
GAGGAAAAGA

R R
313
ATTAGCCCAG

R I
318
GTTTAGGTCA

R I
323
TACGGCTTAC

NI
328
GACCAAATGG

NI
333
TGAATGCAGC

col ool
338
CACGAGTCCG

col ool
343
TGAAGAGAGG

col ool
348
GTTGAACTGT

ol
353
GGCATTATTG
N
358
TTATTGGTTA

363

AGTTGAAGGC

R
2945
TTATTTTGTA

R
2995
TGATTTATAT

R
3045
AGACGTGATT

R
3095
AACTAACCAG

R
3145
CACCGAAGCC

R
3195
ACTTATGGCA

R I
324
TGGAATGGCC
NI
329
ACAATAATGC
NI
334
CCAAAATGGG

R
3395
ATAGCGAACA

R
3445
GTAAACAGTG

R
3495
AAGCCTTGGG

R
3545
GTCGACTTTT

R
3595
AGGATGTGCG

R
3645
CTGCTTGCCA



R
365
GTGCACTTTC

R
370
TTGATCAAAC
ol
375
GCAGGTAGCT
R
380
GTGTAATCAG

R R
385
CTATGGTGTG

R I
390
GGATTTGTTT

R I
395
ATTATCGGTA
NI
400
GCGGTAGACG
NI
405
ACATGTGCGC

col ool
410
TAAAGGCTTA

col ool
415
CTGGTACCAC

col ool
420
GGTGTAGTCA
N
425
TACACGTTGA
N
430
CAGAGGAAAC
N
435
CGTCTAACGT

R I
366
CCTTGGTGAT

R
3715
CGATTTTGTC

ol
376
CATTGGTTAA

R
381
CTGATCATTG

R R
386
TGCATACGTG

R I
391
ACTCACTTTT

R I
396
GCGTATGTGA

NI
401
ATCCACCTGA

NI
406
GAGTCATTGG

col ool
411
GCTTGTCTAA

col ool
416
CAAGCGTTTG

col ool
421
TGTAACTTGT

N
426
GACCCGAAAG

N
431
TCTGGTGGAG

N -
436
GAGTATAGGG

138

R I
367
CACCACGACC

A ——
372
TAACCTTTAT

ol
377
TTGTTAGCTT
R
382
TAAATCTGTG
R R
387
CTTTGCTAAT

R I
392
GTGGGTCTGC

R R
397
CACTAAATTG
NI
402
CCCGTCTTGA
NI
407
GCGTTACGAA

col ool
412
GCTGTGGTGA

col ool
417
AGCGGTAGGC

col ool
422
TATATGCATC
ol
427
ATGGTGAACT
N
432
GACCGTAGCG
N
437
GCGAAAGACT

R I
368
GGCGCTGCTG

R
373
GATTAGACCT

ol
378
TTGTTAACAA

R
383
CAGTGCGCCG

R R
388
TGATGTTGCT

R I
393
TGATGGCTAA

R I
398
GGCCAATAGT

NI
403
AACACGGACC

NI
408
ACCCAAAGGC

col ool
413
GATCCTGCCG

col ool
418
GCATCACCAG

R -
423
ACCGGGGCGG

ol
428
ATGCTTGCGC

R
433
ATTCTGACGT

N -
438
AATCGAACCA

R
3695
TCTGTTTACT

A ——
374
AATCGGGATG

R
3795
TTATCTTTGG
R
3845
GAGATGACGG

R
3895
TAGTCTGATC
R
3945
GCTTCGTTCG

R I
399
CTGTGGTGTT
NI
404
AAGGAGTTTA

NI
409
GTAGTGAAAG

R
4145
TTTCTCGTGC

R
4195
CCCGTCTCAT

R
4245
AGCTTGAGCG

R
4295
AGGTTGAAGC

R
4345
GCAAATCGAT

R
4395
TCTAGTAGCT



139

T L I
4405 4415 4425
GGTTCCCTCC GAAGTTTCCC TCAGGATAGC

[udpamu 0603HaYECHBI MO3UIMH HYKJICOTHIOB B ITOCIEA0BATEILHOCTH.
1 - 1837 — yuactok 18S.

1838 — 2521 — BuyTpenHuit Tpanckpubupyemsiii creiicep ITS1.

2522 — 2681 — yyacrok 5.8S.

2682 — 3039 — BHyTpeHHHUI TpaHCKpuOHpyeMmsbii creiicep ITS2.

3040 — 4444 — yyacrok 28S.
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BKJIIOYalomas yyactok 18S-1TS1-5.8S-1TS52-28S

R
5
TGCGAATGGC

R
55
ATGGATAACT

R -
105
CCGCAAGGGA

R -
155
TCGGCTATTT

R I
205
GCAGTCGACC

R
255
CTGTCGATGG

NI
305
ATCAGGGTTC

col ool
355
AGGAAGGCAG

col ool
405
GACGAAAAAT

col ool
455
GTACACTTTA
R
505
CAGCAGCCGC

N
555
GTTAAAAAGC

ceeleaadld
605
TGTTCTACTA

R
15
TCATTAAATC

R
65
GTAGTAATTC

R -
115
ATGGGTGGAT

R -
165
CTGTTGTACT

R I
215
TTGTGTCGGC

R
265
TAGGTGACCT

NI
315
GATTCCGGAG

col ool
365
CAGGCGCGAA

col ool
415
ACGAATACGG

col ool
465
AATCCTTTAA
N
515
GGTAACTCCA

N
565
TCGTAGTTGG

ceeleaadld
615
TCTTGATTAA

R
25
AGCTATGGTT

R
75
TAGAGCTAAT

R -
125
TTATTAGAAC

R -
175
CTGTGATGAC

R I
225
GACGGATCTT

R
275
GCCTACCATG

NI
325
AGGGAGCCTG

R -
375
AATTACCCAC

col ool
425
GACTCAATTG

col ool
475
CGAGGACCAA
ol
525
GCTCCAAAAG

N
575
ATCTGGGTCG

ceeleaadld
625
AATCGAGACA

R
35
CCTTAGATCA

R
85
ACATGCCACT

R -
135
AGAACCAACC

R -
185
TCTGGATAAC

R I
235
TCAAATATCT

R
285
GTGATAACGG

NI
335
AGAAACGGCT

A
385
TCCCGGCACG

col ool
435
AGGCTCCGTA

col ool
485
TTGGAGGGCA
R
535
CGTATATTAA

N
585
TGTGGTCACA

ceeleaadld
635
GTAGTACGGG

R
45
TAAATACTAC

R
95
ATGCCCTGAC

R -
145
AGAAATAGTT

R -
195
TTCACTGATC

R I
245
GCCCTATCAA

R
295
GTAACGGGGA

NI
345
ACCACTTCCA

A
395
GGGAGGTAGT

col ool
445
ATTCGAATGA

col ool
495
AGTCTGGTGC

ol
545
AGTTGCTGCA

N
595
TACCGTTGCT

ceeleaadld
645
TCGGTGTAGT

PucyHok 2

Hyxueotuanas nocienoareabHocts pAHK Leucochloridium perturbatum,



R I
655
GACCGTGCAA

R
705
AATAGGTTCG

ol
755
GGGTGTCGGG

R
805
AAGCAGGCTT

R R
855
TTCGGTTCTA

R I
905
CAGACGGGGG

R I
955
CGCCAGACAA

NI
100
AGGAGCGAAA

NI
105
ACCATAAACG

col ool
110
GCGGGCAGTC

col ool
115
GGTTGCAAAG

col ool
120
TGGAGCCTGC

N
125
GACACTGTGA

N
130
GTGGTGCATG

N -
135
GATAACGAAC

R I
665
CCTTTCAGTC

R
715
CCCTATTAGC

ol
765
GGCAGACGAC

R
815
GTATGCCTGA

R R
865
TTTTGTTGGT

R I
915
CATTTGTATG

R I
965
ACTACAGCGA
NI
101
GTCAGAGGAT
NI
106
ATGCCAACTG

col ool
111
CCCGGGAAAC

col ool
116
CTGAAACTTA

col ool
121
GGCTTAATTC
N
126
GGATTGACAG

N -
131
GCCGTTCTTA
R .
136
GAGACTTTGA

141

R I
675
GTGTCTGTGT

R
725
TTGCTAACAT

ol
775
ACTTTTACTT

R
825
AAATTCTTGC

R R
875
TCTCGGATCC

R I
925
GCGGTGTTAG

R I
975
AAGCATTTGC

NI
102
CGAAGACGAT

ol
107
ACGATCCGCG

col ool
112
CTTTAAGTCT

col ool
117
AAGGAATTGA

col ool
122
GACTCAACAC

ol
127
ATTGATAGCT

N
132
GTTGGTGGAG

R
137
CCTACTAAAT

R
685
AAACAGGTGT

R
735
GCTTCCGGAT

ol
785
TGAACAAATT

R
835
ATGGAATAAT

R R
885
GAAGTAATGG

R I
935
AGGTGAAATT

R I
985
CAAGAATGTT

NI
103
CAGATACCGT

A
108
GTGGTTCTTT

col ool
113
TTGGGCTCCG

col ool
118
CGGAAGGGCA

col ool
123
GGGAAAACTC

ol
128
CTTTCTTGAT

N
133
CGATTTGTCT
R
138
AGTTCGCCTG

R I
695
TGGTTTAGTT

R
745
GCCTTTAAAC

ol
795
TGAGTGCTCA

R
845
AGAATAGGAC

R R
895
TTAAGAGGGA

R I
945
CTTGGATCGC

R I
995
TTCATTGATC

NI
104
CCTAGTTCTG

A
109
AATTGGCTCC

R
1145
GGGGAAGTAT
R
1195
CCACCAGGAG

R
1245
ACCCGGCCCG

R
1295
TCGGTGGTTG

R
1345
GGTTAATTCC

R
1395
TCCTCTGTGC



R
140
TCGTGCAGAT

R
145
AATCGACGGG

ol
150
ACAAGTCGCA

R
155
CCGGGGLCCGC

R R
160
GGCCCGAAAG

R I
165
GGGCTTGCAA

R I
170
ATAAGCTTGC

NI
175
TACTACCGAT

NI
180
TGACTTTTGT

col ool
185
TAGAGGAAGT

col ool
190
GATCATTACA

col ool
195
ATGTGTGCAT

R
200
AAGTAACTAA
R
205
ATTTATTAAA
R
210
CTATGCCTAT

R
1415
TGCGGCTTCT

R
146
TACGGTGCAG

ol
151
CGAAATTGAG

R
156
ACGTGCGCTA

R
leol
GGTTGGGTAA

R I
166
TTATTCCCCG

R I
171
GCTGATTACG
NI
176
TGAATGGTTT
NI
181
CACATGAACT
col ool
186
AAAAGTCGTA

col ool
191
AATCCCTAAT

A
196
GTATGTATGT
R
201
ACATTAAAAG
R
206
AGAAATTGAC

N -
211
CAATTTAAAT

142

R
1425
ACTGCCTCTT

R
147
GTGTTAACTT

ol
152
CAATAACAGG

ol
157
CAATGACGGT

R R
162
ACTGTTCCAT

R I
167
TGAACGAGGA

R I
172
TCCCTGCCCT

NI
177
AGCAAGGTCC

NI
182
GTGCCAAGAA

col ool
187
ACAAGGTTTC

col ool
192
TATTAAACCA

A
197
ATAAAAGTCT

R
202
ACTATAAATT

R
207
GGATGGATTT

N -
212
TTGTTATGCA

R
143
CGAGGGGTGA

R
148
CTTAGAGGGA

ol
153
TCTGTGATGC

R
158
GTCAGCGAGT

R R
163
CACCGTCGTG

R I
168
ATTCCTGGTA

R I
173
TTGTACACAC

NI
178
TCGGATTGGT

NI
183
GACGACCGAA

col ool
188
CGTAGGTGAA

A —
193
TTATTATCAT

A
198
ACTTGATGTT

R
203
TATATGTAAA

R
208
TATGGATCCG

ceeleaadd
213
TAGTGCCTGT

R
144
TAGGGTCGTA

R
1495
CAAGCGGCAC

R
1545
CCTTAGATGT
R
1595
CTGGAAACCT

R
1645
ACTGGGATCG

R
1695
AGTGCAAGTC

R I
174
CGCCCGTCGC

NI
179
GATGTTGTAG

NI
184
CTTGATCATT

R
1895
CCTGCGGAAG

R
1945
ACATATGTGC

R
1995
TGGTATTTAA

R
2045
CAATATTAAT

R
2095
CGGCTTAGGG

R
2145
GTTAGACGAG



R I
215
GTGTCTAACC

R I
220
TATTATTATT

R
225
CTGTGTACAA

R
230
GGCTCCCGCC

R R
235
AGCTAACTAA

R I
240
GCACCTGATT

R I
245
CCTTATCCTA

R
250
TCATTAATGA

R
255
CGTGTGTCGA

R
260
TACTGCTTTG

R
265
CCTGTGGCCA

R
270
AAAAAGTCGT

R
275
AGTATTTAAT

R
280
CCTAATGTAT

ceeleaadd
285
AAAATTGCTG

R I
216
TGTCAGATGC

R I
221
ATAGTAAACT
R
226
CACTGTGCTA
R
231
TCATTTGTTG

R I
236
ATTAGATTTA

R I
241
GCTAGTCAAT

R I
246
GGCTCGATCG
R
251
AACAAATATT
R
256
TGAAGAGTGC
R
261
AACATCGACC

R
266
CGCCTGGCCG

R
271
GGATTGGATG

R
276
TAATATACTA

ceeleaadd
281
CCGGTTACAG
N
286
TATTACTGGA

143

R R
217
TCTGATGGTA

R I
222
ACCAGTCATG
R
227
GGCTCAAAGA
R
232
TTAATTTAAT
R I
237
ATTCTGATTT

R I
242
TGGACTGCAT

R I
247
GTAAATCGAA
R
252
GTACAACTTT
NI
257
AGCCAACTGT
R
262
TCTTGAACGC

R
267
AGGGTCGGCT

R I
272
CTGTGCCAGC

R
277
ACATATGAGG
R
282
CCAAGTCTAT

R I
287
TTATGCTCAG

A
218
TGCTCGTAGA

R I
223
CTTGGAGCGA
R
228
GGAGTGCAGG
R
233
TACTATTATT

R I
238
TGTTAGTTGA

R I
243
GTGACGATCG

R I
248
ATGTTTGTTT
R
253
AAGCGGTGGA
R
258
GTGAATTAAT
R
263
ATATTGCGGC

I
268
TATAAACTAT

R
273
TGGCATGATT

R
278
TGCCAGATCT
R
283
ATTTATTATT

R I
288
GTCGTGGCTC

R
2195
TTATTATTAT

R
2245
CAGGATAGTA

R
2295
ACTACGGACC

R
2345
ACACTGTTTA

R
2395
CTTATGGCAT
R
2445
CCTAGCGGTG

R I
249
TCATTAATTT
R
254
TCACTCGGCT

R
259
GTGAACTGCA

T
2645
CACGGGATAT

T
2695
CACGATGCCC

T
2745
TCCTCAATGT

R
2795
ATGGCTCCAT

R
2845
ATTAAATGAT

R
2895
AATGATTTTG



R I
290
AACACGCTTG

R I
295
GGATTATTTT

ol
300
TATTGATTTA
R
305
ATCAGACGTG
R R
310
AGAAACTAAC

R I
315
CAGCACCGAA

R I
320
TCAACTTATG

NI
325
TACTGGAATG

NI
330
TGGACAATAA

col ool
335
AGCCCAAAAT

col ool
340
CCGATAGCGA

col ool
345
AGGGTAAACA

N
350
TGTAAGCCTT

N
355
TTGGTCGACT

N -
360
TTAAGGATGT

291

ATGTTATAAT CCATATATTA

R
296
GTAGCCGATG

ol
301
TATGATACCC
R
306
ATTACCCGCT

R
311
CAGGATTCCC

R I
316
GCCTGTGACC

R I
321
GCATTATTGC
NI
326
GCCCATAGAG
NI
331
TGCCCTTAGT
col ool
336
GGGTGGTAAA

col ool
341
ACAAGTACCG

col ool
346
GTGCGTGAAA
N
351
GGGAATTCAA
N
356
TTTAAAGTCT
N
361
GCGATGCACT

144

292

R
297
GAGTGTAAAT

ol
302
TAATTATATA
R
307
GAACTTAAGC
R R
312
CCAGTAACGG

R I
317
ATTTGGTTAC

R R
322
TCTACCCTAA
NI
327
GGTGAAAGGC
NI
332
AGACCTTGGA

col ool
337
CTCCATCTAA

col ool
342
TGAGGGAAAG

col ool
347
CCGCTTAAAG
ol
352
CTGGTAAGTA
R
357
GCTTAGTTGC
N
362
ATTAAAGTGC

R I
293
ATTATATAAA

R
298
ACTCTATAAT

ol
303
TATTATGACC

R
308
ATATCACTAA

R R
313
CGAGTGAACG

R I
318
TAGGCAATGT

R I
323
GTCCAGCAAT

NI
328
CCGTAAGGGT

NI
333
GTCGGGTTGT

col ool
338
GGCTAAATAC

A —
343
TTGAAAAGTA

col ool
348
GTAAACGGGT

ol
353
TTACATGAGC

R
358
GGGTCCTTGA

N -
363
TGTGCACTTT

R
2945
TATAGACATT

R
2995
ATGGGTAATT

R
3045
CTGACCTCGG

R
3095
GCGGAGGAAA

R
3145
GGGATTAGCC

R
3195
GGTGTTTAGG

R I
324
GAGTACGGCT

NI
329
AGAGACCAAA

NI
334
TTGTGAATGC

R
3395
TGACACGAGT

R
3445
CTTTGAAGAG

R
3495
GGAGTTGAAC

R
3545
TTGGGCATTA

R
3595
CCTTTATTGG

R
3645
AAAAGTTGAA



R
365
GGCCTGCTTG

R
370
CTGTCTGTTT

ol
375
CCTAATCGGG

R
380
CAATTATCTT

R R
385
CCGGAGATGA

R I
390
GCTTAGTCTG

R I
395
TAAGCTTCGT

NI
400
AGTCTGTGGT

NI
405
ACCAAGGAGT

col ool
410
GGCGTAGTGA

col ool
415
CCGTTTCTCG

col ool
420
CAGCCCGTCT

N
425
CGGAGCTTGA

N
430
CGCAGGTTGA

N -
435
CGTGCAAATC

R
366
CCAGTGCACT

R
371
ACTTTGATCA

ol
376
ATGGCAGGTA

R
381
TGGGTGTAAT

R R
386
CGGCTATGGT

R I
391
ATCGGATTTG

R I
396
TCGATTATCG

NI
401
GTTGCGGTAG

NI
406
TTAACATGTG

col ool
411
AAGTAAAGGC

col ool
416
TGCCTGGTAC

A
421
CATGGTGTAG

N
426
GCGTACACGT

N
431
AGCCAGAGGA

N -
436
GATCGTCTAA

145

R
367
TTCCCTTGGT

R
372
AACCGATTTT

ol
377
GCTCATTGGT

R
382
CAGCTGATCA

R R
387
GTGTGCATAC

R R
392
TTTACTCACT

R I
397
GTAGCGTATG

NI
402
ACGATCCACC

NI
407
CGCGAGTCAT

col ool
412
TTAGCTTGTC

col ool
417
CACCAAGCGT

A
422
TCATGTAACT

ol
427
TGAGACCCGA

R
432
AACTCTGGTG

N -
437
CGTGAGTATA

R I
368
GATCACCACG

R
373
GTCTAACCTT

ol
378
TAATTGTTAG

R
383
TTGTAAATCT

R R
388
GTGCTTTGCT

R R
393
TTTGTGGGTC

R I
398
TGACACTAAA

NI
403
TGACCCGTCT

NI
408
TGGGCGTTAC

col ool
413
TAAGCTGTGG

col ool
418
TTGAGCGGTA

A
423
TGTTATATGC

ol
428
AAGATGGTGA

R
433
GAGGACCGTA

N
438
GGGGCGAAAG

R
3695
ACCGGCGCTG

A ——
374
TATGATTAGA

R
3795
CTTTTGTTAA
R
3845
GTGCAGTGCG

R
3895
AATTGATGTT

R
3945
TGCTGATGGC

R I
399
TTGGGCCAAT

NI
404
TGAAACACGG

NI
409
GAAACCCAAA

R
4145
TGAGATCCTG

R
4195
GGCGCATCAC

R
4245
ATCACCGGGG

R
4295
ACTATGCTTG

R
4345
GCGATTCTGA

R
4395
ACTAATCGAA
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T e e I
4405 4415 4425 4435
GGTTCCCTCC GAAGTTTCCC TCAGGATAGC ATGGTGAACT TACA

Hudpamu 0603HaYEHBI TO3UIMH HYKJICOTUAOB B TIOCIIEI0BATEIIEHOCTH.
1 - 1837 — yuactok 18S.

1838 — 2521 — BuyTpenHuit TpaHckpubupyemsiii ceiicep ITS1.

2522 — 2681 — yyacrok 5.8S.

2682 — 3039 — BHyTpeHHUH TpaHCKpUOHpyeMmsbii cieiicep ITS2.

3040 — 4444 — yyacrok 28S.
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BKJIIOYalomas yyactok 18S-1TS1-5.8S-1TS52-28S

R
5
GACGATCATG

R
55
TTTAGCAAGG

R -
105
CTGTGCCAAG

R -
155
TAACAAGGTT

R I
205
ATTATTAAAC

R
255
GGGTGTGGTT

NI
305
TAACTAAACA

A —
355
ATACTTATTT

col ool
405
TTAGGGCTAT

col ool
455
GACGAGGTGT
R
505
TATTATAATA

N
555
ACAACACTGT

ceeleaadld
605
CGCCTCATTT

R -
15

R -
25

CCTTTGTACA CACCGCCCGT

R
65
TCCTCGGATT

R -
115
AAGACGACCG

R -
165
TCCGTAGGTG

R I
215
CATTATTATC

R
265
GTGAACCGTA

NI
315
TTAAGAGACT

col ool
365
AACCAAAGAA

col ool
415
GCCTGGCAAT

col ool
465
CTAACCTGTC
N
515
AACTATCAGT

N
565
GCTAGGCTCA

ceeleaadld
615
GTTGTTATTT

R
75
GGTGATGTTG

A
125
AACTTGATCA

R -
175
AACCTGCGGA

R I
225
ATACATGCAT

R
275
TAAGTCTACT

NI
325
ATAAAAAGAC

col ool
375
ATTAACGGAT

A —
425
TCAAATTTGT

R -
475
AGATGCTCTG
ol
525
CATGCTTAGA

N
575
AAGAGGAGTG

ceeleaadld
625
TAATTACTAT

R
35
CGCTACTACC

R
85
AGTGACTTTT

A
135
TTTAGAGGAA

R -
185
AGGATCATTA

R I
235
ATATTGTTTT

R
285
TGATGTTTGG

NI
335
TGTGTAAACA

col ool
385
GGATCTTATG

col ool
435
TATGCATAGT

A
485
ATGGTATGCT
R
535
GCGACAGGAT

N
585
CAGGACTACG

ceeleaadld
635
TATTACACTG

R
45
GATTGAATGG

R
95
GTCACATGAA

A
145
GTAAAAGTCG

R -
195
CAAATCCCTA

R I
245
GGGGAGGTGG

R
295
TATTTAAAAG

NI
345
ATAATAAGTT

col ool
395
GATCCGCGGC

col ool
445
GCCTGTGTTA

A
495
CGTAGTTTAT
ol
545
AGTACTGTGT

N
595
GACCGGCTCC

ceeleaadld
645
TTTAAGCTAA

PucyHok 3

Hyxkieoruanas nociaenoareasHocts pAHK Leucochloridium vogtianum,



655

CTAAATTAGA TTTAATTCTG

R
705
GATTGCTAGT

ol
755
CCTAGGCTCG

R
805
ACAAATATAT

R R
855
ATGAAGAGTG

R I
905
GAACATCCAC

R I
955
ACGCCTGGCC
NI
100
TGGATTGGAT
NI
105
TATACAAACA
col ool
110
GTTACAGCCA

col ool
115
GGATTATGCT

col ool
120
AATTTATATA
N
125
GTGTAAATAC
N
130
ATTATATATG
N
135
GAACTTAAGC

[ oo
65

6
A ——

715
CAATTGGACT

ol
765
ATCGGTAAAC

R
815
TGTACAACTT

R R
865
CAGCCAACTG

R I
915
CTCTTGAACG

R I
965
GAGGGTCGGC

NI
101
GCTGTGCCAG

NI
106
TATGAGGTGC

el
111
AGTCTATATT

col ool
116
CAGGTCGTGG

col ool
121
TATACAAATA

A
126
TCTGTAATTT

N -
131
TATTATGACC
R .
136
ATATCACTAA

148

R R
675
ATTTTGTTAG

R
725
GCATGTGACG

ol
775
CGAAATGTTT

R
825
TAAGCGGTGG

R R
875
TGTGAATTAA

R I
925
CATATTGCGG

R I
975
TTATAAACTA
NI
102
CTGGCATGAT
NI
107
CAGATCTATG

el
112
TATTATAATA

col ool
117
CTCAATGATT

R -
122
TAGATATTGG
A
127
GGGTGATTAA
N
132
CTGACCTCGG

R
137
GCGGAGGAAA

A
685
TTGAATAATG

R
735
ATCGCCTAGC

ol
785
GTTTTCATTA

R
835
ATCACTCGGC

R R
885
TGTGAACTGC

R I
935
CCACGGGATA

R I
985
TCACGATGCC

NI
103
TTCCTCAATG

NI
108
GCTCCGTCCT

el
113
TTAAATGAAA

col ool
118
TTGAACACGC

A
123
ATTATTTTGT

A
128
TTGATTTATA

N
133
ATCAGACGTG

R
138
AGAAACTAAC

R R
695
GCATGCACCT

A ——
745
GGTGCCTTAT

ol
795
ATTTAATGAA

R
845
TCGTGTGTCG

R R
895
ATACTGCTTT

R I
945
TCCTGTGGCC

R I
995
CAAAAAGTCG
NI
104
TAGTATTTAA
NI
109
AATGTATCCG

R
1145
TTGCTGTAAT

A
1195
TTGATGTTAT

R
1245
AGCCGAAGGA

R
1295
TGATACCCTA

R
1345
ATTACCCGCT

R
1395
CAGGATTCCC



R
140
CCAGTAACGG

R
145
ATTTGGTTAC

ol
150
TCTACCCTAA

R
155
GGTGAAAGGC

R R
160
AGACCTTGGA

R I
165
CTCCATCTAA

R I
170
TGAGGGAAAG

NI
175
CCGCTTAAAG

NI
180
CTGGTAAGTA

col ool
185
GCTTAGTTGC

col ool
190
ATTAAAGTGC

col ool
195
TTCCCTTGGT

R
200
AACCGATTTT

R
205
GCTCATTGGT

ceeleaadd
210
TAGCTGGTCA

R
1415

CGAGTGAACG

R
146
TAGGCAATGT

ol
151
TTCCAGCAAT

R
156
CCGTAAGGGT

R
leol
GTCGGGTTGT

R I
166
GGCTAAATAC

R I
171
TTGAAAAGTA

NI
176
GTAAACGGGT

NI
181
TTACATGAGC

col ool
186
GGGTCCTTGA

col ool
191
TGTGCACTTT

R -
196
GATCACCACG

R
201
GTCTAACCTT

R
206
TAATTGTTAG

N -
211
TTGTAAATCT
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R
1425
GGGATTAGCC

R
147
GGTGTTTAGG

ol
152
GATTACGGCT

ol
157
ATAGGCCAAA

R R
162
TTGTGAATGC

R I
167
TGACACGAGT

R I
172
CTTTGAAGAG

NI
177
GGAGTTGAAC

NI
182
TTGGGCATTA

col ool
187
CCTTTATTGG

el
192
AAAAGTTGAA

R -
197
ACCGGCGCTG

R
202
TATGATTAGA

R
207
CTTTTGTTAA
N
212
GTGCAGTGCG

R
143
CAGCACCGAA

R
148
TCAACTTATG
ol
153
TACTGGAATG
R
158
TGGACAATAA
R R
163
AGCCCAAAAT

R I
168
CCGATAGCGA

R I
173
AGGGTAAACA
NI
178
TGTAAGCCTT
NI
183
TTGGTCGACT

col ool
188
TTAAGGATGT

A
193
GGCCTGCTTG

col ool
198
CTGTCTGTTT
R
203
CCTAATCGGG
R
208
CAATTATCTT
R
213
CCGGAGATGA

R
144
GCCTGTGACC

R
1495
GCATTATTGC

R
1545
GCCCATAGAG

R
1595
TGCCCTTAGT

R
1645
GGGTGGTAAA

R
1695
ACAAGTACCG

R I
174
GTGCGTGAAA

NI
179
GGGAATTCAA

NI
184
TTTAAAGTCT

R
1895
GCGATGCACT

R
1945
CCAGTGCACT

R
1995
ACTTTGATCA

R
2045
ATGGCAGGTA

R
2095
TGGGTGTAAT

R
2145
CGGCTATGGT



150

2155 |
GTGTGCATAC GTG
[udpamu 0603HaYECHBI MO3UIMH HYKJICOTHIOB B ITOCIEA0BATEILHOCTH.
1-119 — yyacrox 18S.
120 — 812 — BuyTpenHuii Tpanckpubupyemsiii creiicep ITS1.
813 — 972 — ygactok 5.8S.

973 — 1319 — BuyTpeHHUil TpaHCKpUOUpyeMmbIii crieiicep ITS2.
1320 — 2163 — yyacTok 28S.
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PacnoJio:kenue cnenupuyeckux npaiMepoB Ha HYKJICOTHAHOH

nocaenosareasnoctu PJIHK Leucochloridium sp.

R
5
TGCGAATGGC

A ——
55
ATGGATAACT

R
105
CCGCAAGGGA

R -
155
TCGGCTATTT

R
205
GCAGTCGACC

R
255
CTGTCGATGG

R -
305
ATCAGGGTTC

col ool
355
AGGAAGGCAG

col ool
405
GACGAAAAAT

N
455
GTACACTTTA

N
505
CAGCAGCCGC

N —
555
GTTAAAAAGC
ceeleaadld
605
TGTTCTACTA

R
15
TCATTAAATC

A ——
65
GTAGTAATTC

R
115
ATGGGTGGAT

R -
165
CTGTTGTACT

R
215
TTGTGTCGGC

R
265
TAGGTGACCT

R -
315
GATTCCGGAG

col ool
365
CAGGCGCGAA

col ool
415
ACGAATACGG
N
465
AATCCTTTAA
N
515
GGTAACTCCA
el
565
TCGTAGTTGG

ceeleaadld
615
TCTTGATTAA

R
25
AGCTATGGTT

A ——
75
TAGAGCTAAT

R
125
TTATTAGAAC

R -
175
CTGTGATGAC

R
225
GACGGATCTT

NI
275
GCCTACCATG

R -
325
AGGGAGCCTG

col ool
375
AATTACCCAC

col ool
425
GACTCAATTG

ol
475
CGAGGACCAA

ol
525
GCTCCAAAAG

N —
575
ATCTGGGTCG
ceeleaadld
625
AATCGAGACA

R
35
CCTTAGATCA

R ——
85
ACATGCCACT

R
135
AGAACCAACC

R -
185
TCTGGATAAC

R
235
TCAAATATCT

R
285
GTGATAACGG

R -
335
AGAAACGGCT

col ool
385
TCCCGGCACG

R
435
AGGCTCCGTA

ol
485
TTGGAGGGCA

ol
535
CGTATATTAA

N —
585
TGTGGTCACA
ceeleaadld
635
GTAGTACGGG

R
45
TAAATACTAC

R ——
95
ATGCCCTGAC

R
145
AGAAATAGTT

R -
195
TTCACTGATC

R
245
GCCCTATCAA

R
295
GTAACGGGGA

R -
345
ACCACTTCCA

col ool
395
GGGAGGTAGT

R -
445
ATTCGAATGA
ol
495
AGTCTGGTGC

ol
545
AGTTGCTGCA

N —
595
TACCGTTGCT
ceeleaadld
645
TCGGTGTAGT

Pucynok 4



R I
655
GACCGTGCAA

R
705
AATAGGTTCG

ol
755
GGGTGTCGGG

R
805
AAGCAGGCTT

R R
855
TTCGGTTCTA

R I
905
CAGACGGGGG

R I
955
CGCCAGACAA

NI
100
AGGAGCGAAA

NI
105
ACCATAAACG

col ool
110
GCGGGCAGTC

col ool
115
GGTTGCAAAG

col ool
120
TGGAGCCTGC

N
125
GACACTGTGA

N
130
GTGGTGCATG

N -
135
GATAACGAAC

R I
665
CCTTTCAGTC

R
715
CCCTATTAGC

ol
765
GGCAGACGAC

R
815
GTATGCCTGA

R R
865
TTTTGTTGGT

R I
915
CATTTGTATG

R I
965
ACTACAGCGA
NI
101
GTCAGAGGAT
NI
106
ATGCCAACTG

col ool
111
CCCGGGAAAC

col ool
116
CTGAAACTTA

col ool
121
GGCTTAATTC

N
126
GGATTGACAG

N
131
GCCGTTCTTA

N -
136
GAGACTTTGA
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R I
675
GTGTCTGTGT

R
725
TTGCTAACAT

ol
775
ACTTTTACTT

R
825
AAATTCTTGC

R R
875
TCTCGGATCC

R I
925
GCGGTGTTAG

R I
975
AAGCATTTGC

NI
102
CGAAGACGAT

NI
107
ACGATCCGCG

R -
112
CTTTAAGTCT

col ool
117
AAGGAATTGA

col ool
122
GACTCAACAC

ol
127
ATTGATAGCT

N
132
GTTGGTGGAG

N -
137
CCTACTAAAT

R
685
AAACAGGTGT

R
735
GCTTCCGGAT

ol
785
TGAACAAATT

R
835
ATGGAATAAT

R R
885
GAAGTAATGG

R I
935
AGGTGAAATT

R I
985
CAAGAATGTT
NI
103
CAGATACCGT
NI
108
GTGGTTCTTT

A
113
TTGGGCTCCG

col ool
118
CGGAAGGGCA

col ool
123
GGGAAAACTC

ol
128
CTTTCTTGAT

N
133
CGATTTGTCT

N
138
AGTTCGCCTG

R I
695
TGGTTTAGTT

R
745
GCCTTTAAAC

ol
795
TGAGTGCTCA

R
845
AGAATAGGAC

R R
895
TTAAGAGGGA

R I
945
CTTGGATCGC

R I
995
TTCATTGATC

NI
104
CCTAGTTCTG

NI
109
AATTGGCTCC

R
1145
GGGGAAGTAT

R
1195
CCACCAGGAG

R
1245
ACCCGGCCCG

R
1295
TCGGTGGTTG

R
1345
GGTTAATTCC

R
1395
TCCTCTGTGC



R
140
TCGTGCAGAT

R
145
AATCGACGGG
ol
150
ACAAGTCGCA
R
155
CCGGGGLCCGC
R R
160
GGCCCGAAAG

R I
165
GGGCTTGCAA

R I
170
ATAAGCTTGC
NI
175
TACTACCGAT
NI
180
TGACTTTTGT
col ool
185
TAGAGGAAGT

R
1415
TGCGGCTTCT

R
146
TACGGTGCAG
ol
151
CGAAATTGAG
R
156
ACGTGCGCTA
R
leol
GGTTGGGTAA

R I
166
TTATTCCCCG

R I
171
GCTGATTACG
NI
176
TGAATGGTTT
NI
181
CACATGAACT
col ool
186
AAAAGTCGTA
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R
1425
ACTGCCTCTT

R
147
GTGTTAACTT
ol
152
CAATAACAGG
ol
157
CAATGACGGT
R R
162
ACTGTTCCAT

R I
167
TGAACGAGGA

R I
172
TCCCTGCCCT
NI
177
AGCAAGGTCC
ol
182
GTGCCAAGAA
col ool
187
ACAAGGTTTC

R
143
CGAGGGGTGA

R
148
CTTAGAGGGA
ol
153
TCTGTGATGC
R
158
GTCAGCGAGT
R R
163
CACCGTCGTG

R I
168
ATTCCTGGTA

R I
173
TTGTACACAC
NI
178
TCGGATTGGT
A
183
GACGACCGAA

R
144
TAGGGTCGTA

R
1495
CAAGCGGCAC

R
1545
CCTTAGATGT
R
1595
CTGGAAACCT

R
1645
ACTGGGATCG

R
1695
AGTGCAAGTC

R I
174
CGCCCGTCGC
NI
179
GATGTTGTAG
A
184
CTTGATCATT

col ool
188
CGTAGGTGAA

R
1895
CCTGCGGAAG

col ool
190
GATCATTACA

col ool
191
AATCCCTAAT

col ool
192
TATTAAACCA

col ool
193
TTATTATCAT

R
1945
ACATATGTGC

col ool
195
ATGTGTGCAT

A
196
GTATGTATGT

A
197
ATAAAAGTCT

A
198
ACTTGATGTT

R
1995
TGGTATTTAA

R
200
AAGTAACTAA

R
201
ACATTAAAAG

R
202
ACTATAAATT

R
203
TATATGTAAA

R
2045
CAATATTAAT

R
205
ATTTATTAAA

R
206
AGAAATTGAC

R
207
GGATGGATTT

R
208
TATGGATCCG

R
2095
CGGCTTAGGG

R
210
CTATGCCTAT

N
211
CAATTTAAAT

N
212
TTGTTATGCA

R
213
TAGTGCCTGT

R
2145
GTTAGACGAG




R I
215
GTGTCTAACC

R
2165
TGTCAGATGC
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R
2175
TCTGATGGTA

R
218
TGCTCGTAGA

R
219
TTATTATTAT

R R
220
TATTATTATT

R
221
ATAGTAAACT

R
222
ACCAGTCATG

R
223
CTTGGAGCGA

R R
224
CAGGATAGTA

R
225
CTGTGTACAA

R
226
CACTGTGCTA

R
227
GGCTCAAAGA

R
228
GGAGTGCAGG

R
229
ACTACGGACC

R
230
GGCTCCCGCC

R
231
TCATTTGTTG

R
232
TTAATTTAAT

R
233
TACTATTATT

R
234
ACACTGTTTA

R R
235
AGCTAACTAA

R I
236
ATTAGATTTA

R I
237
ATTCTGATTT

R I
238
TGTTAGTTGA

R I
239
CTTATGGCAT

R I
240
GCACCTGATT

R I
241
GCTAGTCAAT

R I
242
TGGACTGCAT

R I
243
GTGACGATCG

R I
244
CCTAGCGGTG

R I
245
CCTTATCCTA

R I
246
GGCTCGATCG

R I
247
GTAAATCGAA

R I
248
ATGTTTGTTT

R I
249
TCATTAATTT

R
250
TCATTAATGA

R
251
AACAAATATT

R
252
GTACAACTTT

R
255
CGTGTGTCGA

R
260
TACTGCTTTG

T
2655
CCTGTGGCCA

R
270
AAAAAGTCGT

R
256
TGAAGAGTGC
R
261
AACATCGACC

R
266
CGCCTGGCCG
R
271
GGATTGGATG

A
257
AGCCAACTGT
R
262
TCTTGAACGC

R
267
AGGGTCGGCT
R
272
CTGTGCCAGC

R
253
AAGCGGTGGA
R
258
GTGAATTAAT
R
263
ATATTGCGGC

T
2685
TATAAACTAT

R
254
TCACTCGGCT
R
259
GTGAACTGCA
R I
264
CACGGGATAT

R I
269
CACGATGCCC

R
273
TGGCATGATT

R
274
TCCTCAATGT

R
275
AGTATTTAAT

R
276
TAATATACTA

R
277
ACATATGAGG

R
278
TGCCAGATCT

R
279
ATGGCTCCAT

R
280
CCTAATGTAT

R
281
CCGGTTACAG

R
282
CCAAGTCTAT

R
283
ATTTATTATT

R
284
ATTAAATGAT

R
285
AAAATTGCTG

R I
286
TATTACTGGA

R I
287
TTATGCTCAG

R I
288
GTCGTGGCTC

R I
289
AATGATTTTG




R I
290
AACACGCTTG

R
2915
ATGTTATAAT
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R
2925
CCATATATTA

A
293
ATTATATAAA

A
294
TATAGACATT

R I
295
GGATTATTTT

R
2965
GTAGCCGATG

A ——
297
GAGTGTAAAT

R
298
ACTCTATAAT

R
2995
ATGGGTAATT

ol
300
TATTGATTTA

ol
301
TATGATACCC

ol
302
TAATTATATA

ol
303
TATTATGACC

R
305
ATCAGACGTG
R R
310
AGAAACTAAC

R I
315
CAGCACCGAA

R I
320
TCAACTTATG
NI
325
TACTGGAATG
NI
330
TGGACAATAA

col ool
335
AGCCCAAAAT

col ool
340
CCGATAGCGA

col ool
345
AGGGTAAACA
N
350
TGTAAGCCTT
N
355
TTGGTCGACT
N
360
TTAAGGATGT

R
306
ATTACCCGCT

R
311
CAGGATTCCC

R I
316
GCCTGTGACC

R I
321
GCATTATTGC
A
326
GCCCATAGAG
NI
331
TGCCCTTAGT
col ool
336
GGGTGGTAAA

col ool
341
ACAAGTACCG

col ool
346
GTGCGTGAAA
N
351
GGGAATTCAA
N
356
TTTAAAGTCT
N
361
GCGATGCACT

R
307
GAACTTAAGC

R R
312
CCAGTAACGG

R I
317
ATTTGGTTAC

R I
322
TCTACCCTAA

A
327
GGTGAAAGGC

NI
332
AGACCTTGGA

col ool
337
CTCCATCTAA

col ool
342
TGAGGGAAAG

col ool
347
CCGCTTAAAG

ol
352
CTGGTAAGTA

N
357
GCTTAGTTGC

N -
362
ATTAAAGTGC

R
308
ATATCACTAA

R R
313
CGAGTGAACG

R I
318
TAGGCAATGT

R I
323
GTCCAGCAAT

A
328
CCGTAAGGGT

NI
333
GTCGGGTTGT

col ool
338
GGCTAAATAC

A —
343
TTGAAAAGTA

col ool
348
GTAAACGGGT

ol
353
TTACATGAGC

N
358
GGGTCCTTGA

N -
363
TGTGCACTTT

R
3045
CTGACCTCGG

R
3095
GCGGAGGAAA

R
3145
GGGATTAGCC

R
3195
GGTGTTTAGG

R I
324
GAGTACGGCT

A
329
AGAGACCAAA

N I
334
TTGTGAATGC

R
3395
TGACACGAGT

R
3445
CTTTGAAGAG

R
3495
GGAGTTGAAC

R
3545
TTGGGCATTA

R
3595
CCTTTATTGG

R
3645
AAAAGTTGAA



R
365
GGCCTGCTTG

R
370
CTGTCTGTTT

ol
375
CCTAATCGGG

R
380
CAATTATCTT

R R
385
CCGGAGATGA

R I
390
GCTTAGTCTG

R I
395
TAAGCTTCGT

NI
400
AGTCTGTGGT

NI
405
ACCAAGGAGT

col ool
410
GGCGTAGTGA

col ool
415
CCGTTTCTCG

col ool
420
CAGCCCGTCT

N
425
CGGAGCTTGA

N
430
CGCAGGTTGA

N -
435
CGTGCAAATC

R
366
CCAGTGCACT

R
371
ACTTTGATCA
ol
376
ATGGCAGGTA

R
381
TGGGTGTAAT

R R
386
CGGCTATGGT

R I
391
ATCGGATTTG

R I
396
TCGATTATCG

A
401
GTTGCGGTAG

NI
406
TTAACATGTG

col ool
411
AAGTAAAGGC

col ool
416
TGCCTGGTAC

col ool
421
CATGGTGTAG

N
426
GCGTACACGT
N
431
AGCCAGAGGA

R
436
GATCGTCTAA
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R
3675
TTCCCTTGGT

R
372
AACCGATTTT
ol
377
GCTCATTGGT

R
382
CAGCTGATCA
R R
387
GTGTGCATAC

R I
392
TTTACTCACT

R I
397
GTAGCGTATG

A
402
ACGATCCACC

NI
407
CGCGAGTCAT

col ool
412
TTAGCTTGTC

col ool
417
CACCAAGCGT

col ool
422
TCATGTAACT

ol
427
TGAGACCCGA
N
432
AACTCTGGTG

R
437
CGTGAGTATA

R
368
GATCACCACG

R
373
GTCTAACCTT
ol
378
TAATTGTTAG

R
383
TTGTAAATCT

R R
388
GTGCTTTGCT

R I
393
TTTGTGGGTC

R I
398
TGACACTAAA

A
403
TGACCCGTCT
NI
408
TGGGCGTTAC
col ool
413
TAAGCTGTGG

col ool
418
TTGAGCGGTA

col ool
423
TGTTATATGC

ol
428
AAGATGGTGA
N
433
GAGGACCGTA

R
438
GGGGCGAAAG

R
3695
ACCGGCGCTG

A ——
374
TATGATTAGA

R
3795
CTTTTGTTAA

R
3845
GTGCAGTGCG

R
3895
AATTGATGTT
R
3945
TGCTGATGGC

R I
399
TTGGGCCAAT

A
404
TGAAACACGG

N I
409
GAAACCCAAA

R
4145
TGAGATCCTG

R
4195
GGCGCATCAC

R
4245
ATCACCGGGG

R
4295
ACTATGCTTG

R
4345
GCGATTCTGA

R
4395
ACTAATCGAA
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T e e I
4405 4415 4425 4435
CCATCTAGTA GCTGGTTCCC TCCGAAGTTT CCCTCAGGAT AGCA

[udpamu 0603HaYEHBI MO3UIIUN HYKJICOTH/IOB B TIOCIIECIOBATEIILHOCTH.
CGCAGGTTGA — BHYTpeHHHUE TPAHCKPUOUPYEMBIE CIICHCEPHI.
Koopaunats! npaitmepos:

1F —2167-2189

1R —3079-3100

2F — 1683-1705

2R — 2552-2572

3F — 2766-2789

3R —3225-3245

4F — C. elegans (X03680.1)

4R — 277-296

5F — 3333-3352

5R —3934-3954

6F —4167-4186

6R — S. japonicum (EU83570.6)

7F —S. japonicum (M62652.1)

7R —80-100




.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

A ——

5
—ACGTCCCTG
GACGATCATG

A ——

55
GTTTAGCAAG
GTTTAGCAAG

R
105
AACTGTGCCA
AACTGTGCCA

R -
155
CGTAACAAGG
CGTAACAAGG

R I
205
TAATTATTAA
TAATTATTAA

R I
255
GTGCATGTAT
GGGGGTGTGG

I
305
AGTAACTAAA
AGTAACTAAA

A —
355
-TAT--TTA-
TTATACTTAT

col ool
405
GCTTAGGGCT
GCTTAGGGCT

N —
455
TAGACGAGGT
TAGACGAGGT

el
505
ATTATTATTA
________ T_

A ——

15
CCCTTTGTAC
—CCTTTGTAC

A ——

65
GTCCTCGGAT
GTCCTCGGAT

R
115
AGAAGACGAC
AGAAGACGAC

R -
165
TTTCCGTAGG
TTTCCGTAGG

R -
215
ACCATTATTA
ACCATTATTA

R I
265
GTATGTA---
TTGTGAACCG

I
315
CATTAAAAGA
CATTAAGAGA

A —
365
TT-A--AAAG
TTAACCAAAG

col ool
415
ATGCCTATCA
ATGCCTGGCA

N —
465
GTCTAACCTG
GTCTAACCTG

el
515
TTATTATTAT
TTATTATTAT

158

A ——

25
ACACCGCCCG
ACACCGCCCG

A ——

75
TGGTGATGTT
TGGTGATGTT

R
125
CGAACTTGAT
CGAACTTGAT

R -
175
TGAACCTGCG
TGAACCTGCG

R I
225
TCAT--A--C
TCATACATGC

R -
275
TAAAAGTCTA
TATAAGTCTA

R
325
CTATAAATTT
CTATAAAAAG

R -
375
AAATTGACGG
AAATTAACGG

A —
425
ATTTAAATTT
ATTCAAATTT

N —
475
TCAGATGCTC
TCAGATGCTC

el
525
AGTAAACTAC
AATAAACTAT

R
35
TCGCTACTAC
TCGCTACTAC

A ——

85
GTAGTGACTT
G-AGTGACTT

R
135
CATTTAGAGG
CATTTAGAGG

R -
185
GAAGGATCAT
GAAGGATCAT

R I
235
—-—-ATA-TG--
ATATATTGTT

R
285
CTTGATGTTT
CTTGATGTTT

I
335
A-TATGTAAA
ACTGTGTAAA

el
385
ATGGATTTTA
ATGGATCTTA

A —
435
GTTATGCATA
GTTATGCATA

N —
485
TGATGGTATG
TGATGGTATG

N —
535
CAGTCATGCT
CAGTCATGCT

A ——

45
CGATTGAATG
CGATTGAATG

A ——

95
TTGTCACATG
TTGTCACATG

R
145
AAGTAAAAGT
AAGTAAAAGT

R -
195
TACAAATCCC
TACAAATCCC

R -
245
-T--GCATGT
TTGGGGAGGT

R
295
GGTATTTAAA
GGTATTTAAA

I
345
CAATATTAA-
CAATAATAAG

A
395
TGGATCCGCG
TGGATCCGCG

col ool
445
GTGCCTGTGT
GTGCCTGTGT

el
495
CTCGTAGATT
CTCGTAG---

el
545
TGGAGCGACA
TAGAGCGACA

PucyHnok 5

CpaBHeHHe HYKJIeOTHIHBIX NocaenoBareabHocTeii p/IHK Tpemarton
L. vogtianum m L. perturbatum



.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

R
555
GGATAGTACT
GGATAGTACT

R R
605
TACGGACCGG
TACGGACCGG

R
655
ACTGTTTAAG
ACTGTTTAAG

R
705
TATGGCATGC
AATGGCATGC

R I
755
TAGCGGTGCC
TAGCGGTGCC

R -
805
ATTAATTTTC
ATTAA---T-

R -
855
TCACTCGGCT
TCACTCGGCT

R
905
GTGAACTGCA
GTGAACTGCA

col ool
955
CACGGGATAT
CACGGGATAT

col ool
100
CACGATGCCC
CACGATGCCC

col ool
105
TCCTCAATGT
TCCTCAATGT

el
110
ATGGCTCCAT
ATGGCTCCGT

R

565
GTGTACAACA
GTGTACAACA

R R
615
CTCCCGCCTC
CTCCCGCCTC

R
665
CTAACTAAAT
CTAACTAAAT

R
715
ACCTGATTGC
ACCTGATTGC

R I
765
TTATCCTAGG
TTATCCTAGG

R -
815
ATTAATGAAA
—-TTAATGAAA

R -
865
CGTGTGTCGA
CGTGTGTCGA

R
915
TACTGCTTTG
TACTGCTTTG

col ool
965
CCTGTGGCCA
CCTGTGGCCA

col ool
101
AAAAAGTCGT
AAAAAGTCGT

I
106
AGTATTTAAT
AGTA--T--T

el
111
CCTAATGTAT
CCTAATGTAT

159

R

575
CTGTGCTAGG
CTGTGCTAGG

R R
625
ATTTGTTGTT
ATTTGTTGTT

R
675
TAGATTTAAT
TAGATTTAAT

R
725
TAGTCAATTG
TAGTCAATTG

R I
775
CTCGATCGGT
CTCGATCGGT

R -
825
C-AA-ATATT
CAAATATATT

R -
875
TGAAGAGTGC
TGAAGAGTGC

R
925
AACATCGACC
AACATCCACC

col ool
975
CGCCTGGCCG
CGCCTGGCCG

col ool
102
GGATTGGATG
GGATTGGATG

A —
107
TAATATACTA
TAATATACAA

el
112
CCGGTTACAG
CCGGTTACAG

R
585
CTCAAAGAGG
CTCAAAGAGG

R R
635
AATTTAATTA
ATTTTAATTA

R
685
TCTGATTTTG
TCTGATTTTG

R
735
GACTGCATGT
GACTGCATGT

R I
785
AAATCGAAAT
AAACCGAAAT

R -
835
GTACAACTTT
GTACAACTTT

R -
885
AGCCAACTGT
AGCCAACTGT

R
935
TCTTGAACGC
TCTTGAACGC

col ool
985
AGGGTCGGCT
AGGGTCGGCT

col ool
103
CTGTGCCAGC
CTGTGCCAGC

R
108
ACATATGAGG
ACATATGAGG

N —
113
CCAAGTCTAT
CCAAGTCTAT

R

595
AGTGCAGGAC
AGTGCAGGAC

R R
645
CTATTATTAC
CTATTATTAC

R
695
TTAGTTGACT
TTAGTTGAAT

R
745
GACGATCGCC
GACGATCGCC

R I
795
GTTTGTTTTC
GTTTGTTTTC

R -
845
AAGCGGTGGA
AAGCGGTGGA

R -
895
GTGAATTAAT
GTGAATTAAT

R
945
ATATTGCGGC
ATATTGCGGC

A —
995
TATAAACTAT
TATAAACTAT

col ool
104
TGGCATGATT
TGGCATGATT

T
1095

TGCCAGATCT

TGCCAGATCT

el
114
ATTTATTAT-
ATTTATTATA



.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

R
115
—-TATTAAATG
ATATTAAATG

R R
120
TCAATGATTT
TCAATGATTT

R
125
AATATAGACA
AATATAGATA

R
130
ATATGGGTAA
ATTTGGGTGA

R I
135
GACCCTGACC
GACCCTGACC

R -
140
CTAAGCGGAG
CTAAGCGGAG

R -
145
AACGGGGATT
AACGGGGATT

R
150
ATGTGGTGTT
ATGTGGTGTT

col ool
155
CAATGAGTAC
CAATGATTAC

col ool
160
GGGTAGAGAC
GGGTATAGGC

A —
165
TTGTTTGTGA
TTGTTTGTGA

N —
170
ATACTGACAC
ATACTGACAC

R
1165
ATAAAATTGC
—-—-AAATTGC

R R
121
TGAACACGCT
TGAACACGCT

R
126
TTGGATTATT
TTGGATTATT

R
131
TTTATTGATT
TTAATTGATT

R I
136
TCGGATCAGA
TCGGATCAGA

R -
141
GAAAAGAAAC
GAAAAGAAAC

R -
146
AGCCCAGCAC
AGCCCAGCAC

R
151
TAGGTCAACT
TAGGTCAACT

col ool
156
GGCTTACTGG
GGCTTACTGG

col ool
le6l
CAAATGGACA
CAAATGGACA

R
166
ATGCAGCCCA
ATGCAGCCCA

N —
171
GAGTCCGATA
GAGTCCGATA

160

R
1175
TGTATTACTG
TGTA--A-TG

R R
122
TGATGTTATA
TGATGTTATA

R
127
TTGTAGCCGA
TTGTAGCCGA

R
132
TATATGATAC
TATATGATAC

R I
137
CGTGATTACC
CGTGATTACC

R -
142
TAACCAGGAT
TAACCAGGAT

R -
147
CGAAGCCTGT
CGAAGCCTGT

I
152
TATGGCATTA
TATGGCATTA

col ool
157
AATGGCCCAT
AATGGCCCAT

col ool
162
ATAATGCCCT
ATAATGCCCT

col ool
167
AAATGGGTGG
AAATGGGTGG

N —
172
GCGAACAAGT
GCGAACAAGT

R
118
GATTATGCTC
GATTATGCTC

R R
123
ATCCATATAT
AT--TTATA-

R
128
TGGAGTGTAA
AGGAGTGTAA

R
133
CCTAATTATA
CCTAATTATA

R I
138
CGCTGAACTT
CGCTGAACTT

A
143
TCCCCCAGTA
TCCCCCAGTA

R -
148
GACCATTTGG
GACCATTTGG

R
153
TTGCTCTACC
TTGCTCTACC

col ool
158
AGAGGGTGAA
AGAGGGTGAA

col ool
163
TAGTAGACCT
TAGTAGACCT

I
168
TAAACTCCAT
TAAACTCCAT

el
173
ACCGTGAGGG
ACCGTGAGGG

R

119
AGGTCGTGGC
AGGTCGTGGC

R R
124
TAATTATATA
T-A-TATACA

R
1295

ATACTCTATA

ATACTCTGTA

R
1345

TA--TATTAT

TATGTATTAT

R
1395

AAGCATATCA

AAGCATATCA

R
1445

ACGGCGAGTG

ACGGCGAGTG

R -
149
TTACTAGGCA
TTACTAGGCA

T
1545

CTAAGTCCAG

CTAATTCCAG

R
1595

AGGCCCGTAA

AGGCCCGTAA

col ool
164
TGGAGTCGGG
TGGAGTCGGG

T
1695

CTAAGGCTAA

CTAAGGCTAA

el
174
AAAGTTGAAA
AAAGTTGAAA



.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

.perturba
.vogtianu

R
175
AGTACTTTGA
AGTACTTTGA

R R
180
GGGTGGAGTT
GGGTGGAGTT

R
185
GAGCTTGGGC
GAGCTTGGGC

R
190
TTGACCTTTA
TTGACCTTTA

R I
195
CTTTAAAAGT
CTTTAAAAGT

R I
200
CACGACCGGC
CACGACCGGC

R I
205
CCTTTATGAT
CCTTTATGAT

I
210
TTAGCTTTTG
TTAGCTTTTG

R
215
ATCTGTGCAG
ATCTGTGCAG

R
1765
AGAGAGGGTA
AGAGAGGGTA

R R
181
GAACTGTAAG
GAACTGTAAG

R
186
ATTATTGGTC
ATTATTGGTC

R
191
TTGGTTAAGG
TTGGTTAAGG

R I
196
TGAAGGCCTG
TGAAGGCCTG

R I
201
GCTGCTGTCT
GCTGCTGTCT

R I
206
TAGACCTAAT
TAGACCTAAT

I
211
TTAACAATTA
TTAACAATTA

TGC
TGC

161

R
1775
AACAGTGCGT
AACAGTGCGT

R R
182
CCTTGGGAAT
CCTTGGGAAT

R
187
GACTTTTAAA
GACTTTTAAA

R
192
ATGTGCGATG
ATGTGCGATG

R I
197
CTTGCCAGTG
CTTGCCAGTG

R R
202
GTTTACTTTG
GTTTACTTTG

R I
207
CGGGATGGCA
CGGGATGGCA

R
212
TCTTTGGGTG
TCTTTGGGTG

L[BeTOM BBIZIENIEHBI TTOTUMOP(HU3MEI.
[udpamu 0603HaYEHBI MO3UIMH HYKJICOTHI0B B IOCIEA0BATEILHOCTH.
Hudpamu 0603HauEHBI TO3ULUN HYKJICOTHIOB B MOCJIEI0BATEILHOCTH.
1 - 119 — yuactok 18S.
120 — 812 — BHyTpeHHHUH TpaHCKpuOHpyemsbii crieiicep ITS1.
813 — 972 — yuactok 5.8S.
973 — 1319 — BHyTpeHHUIT TpaHCKpUOUpYeMbIii crieticep ITS2.
1320 — 2163 — yuacrtok 28S.

R
178
GAAACCGCTT
GAAACCGCTT

R R
183
TCAACTGGTA
TCAACTGGTA

R
188
GTCTGCTTAG
GTCTGCTTAG

R
193
CACTATTAAA
CACTATTAAA

R I
198
CACTTTCCCT
CACTTTCCCT

R I
203
ATCAAACCGA
ATCAAACCGA

R I
208
GGTAGCTCAT
GGTAGCTCAT

R
213
TAATCAGCTG
TAATTAGCTG

R

179
AAAGGTAAAC
AAAGGTAAAC

R R
184
AGTATTACAT
AGTATTACAT

R
1895

TTGCGGGTCC

TTGCGGGTCC

R
1945

GTGCTGTGCA

GTGCTGTGCA

R
1995

TGGTGATCAC

TGGTGATCAC

R
2045

TTTTGTCTAA

TTTTGTCTAA

R I
209
TGGTTAATTG
TGGTTAATTG

R I
2145
ATCATTGTAA
GTCATTGTAA



L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

A ——

5
GACGATCATG
TACGTCCCTG

A ——

55
GTTTAGCAAG
GTTTAGCAAG

R
105
AACTGTGCCA
AACTGTGCCA

R -
155
CGTAACAAGG
CGTAACAAGG

R I
205
TAATTATTAA
TAATTATTAA

R I
255
GGGGGTGTGG
GTGCATGTAT

I
305
AGTAACTAAA
AGTAACTAAA

A —
355
TTATACTTAT
-TAT--TTA-

col ool
405
GCTTAGGGCT
GCTTAGGGCT

N —
455
TAGACGAGGT
TAGACGAGGT

TAATCCCACC

162

L. vogtianum u L. paradoxum

A ——

15
—CCTTTGTAC
CCCTTTGTAC

A ——

65
GTCCTCGGAT
GTCCTCGGAT

R
115
AGAAGACGAC
AGAAGACGAC

R -
165
TTTCCGTAGG
TTTCCGTAGG

R -
215
ACCATTATTA
ACCATTATTA

R I
265
TTGTGAACCG
GTATGTA---

I
315
CATTAAGAGA
CATTAAAAGA

A —
365
TTAACCAAAG
TT-A--AAAG

col ool
415
ATGCCTGGCA
ATGCCTATCA

N —
465
GTCTAACCTG
GTCTAACCTG

N —
515
AG-T-TTATT
AGATGTTGCT

A ——

25
ACACCGCCCG
ACACCGCCCG

A ——

75
TGGTGATGTT
TGGTGATGTT

R
125
CGAACTTGAT
CGAACTTGAT

R -
175
TGAACCTGCG
TGAACCTGCG

R I
225
TCATACATGC
TCAT--A--C

R -
275
TATAAGTCTA
TAAAAGTCTA

R
325
CTATAAAAAG
CTATAAATTT

col ool
375
AAATTAACGG
AAATTGACGG

A —
425
ATTCAAATTT
ATTTAAATTT

N —
475
TCAGATGCTC
TCAGATGCTC

el
525
ATTATAATAA
ATCCTACTAA

R
35
TCGCTACTAC
TCGCTACTAC

A ——

85
G-AGTGACTT
GTAGTGACTT

R
135
CATTTAGAGG
CATTTAGAGG

A
185
GAAGGATCAT
GAAGGATCAT

R I
235
ATATATTGTT
—-—-ATA-TG--

R
285
CTTGATGTTT
CTTGATGTTT

I
335
ACTGTGTAAA
A-TATGTAAA

A —
385
ATGGATCTTA
ATGGATTTTA

A —
435
GTTATGCATA
GTTATGCATA

el
485
TGATG-GT-A
TG-TGTGTAA

el
535
ACTATCAGTC
TCTACCAGTC

A ——

45
CGATTGAATG
CGATTGAATG

A ——

95
TTGTCACATG
TTGTCACATG

R
145
AAGTAAAAGT
AAGTAAAAGT

A
195
TACAAATCCC
TACAAATCCC

R -
245
TTGGGGAGGT
-T--GCATGT

R
295
GGTATTTAAA
GGTATTTAAA

I
345
CAATAATAAG
CAATATTAA-

col ool
395
TGGATCCGCG
TGGATCCGCG

col ool
445
GTGCCTGTGT
GTGCCTGTGT

el
495
-TGCT-C--G
GTTCAGCGGG

NN -
545
ATGCTTAGAG
ATGCTTAGAG

Pucynox 6

CpaBHeHHe HYKJIeOTHIHBIX NocaenoBareabHocTeii p/IHK Tpemarton



L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

R
555
CGACAGGATA
CGACAGGATA

R R
605
AGGACTACGG
AGGACTACGG

R
655
ATTACACTGT
ATTACACTGT

R
705
TGAATAATGG
TGAATAATGG

R I
755
TCGCCTAGCG
TCGCCTAGCG

R -
805
TTTTCATTAA
TTTTCATTAA

R -
855
TCACTCGGCT
TCACTCGGCT

R
905
GTGAACTGCA
GTGAACTGCA

col ool
955
CACGGGATAT
CACGGGATAT

col ool
100
CACGATGCCC
CACGATGCCC

col ool
105
TCCTCAATGT
TCCTTAATGT

el
110
CTCCGTCCTA
CTCCGTCCTA

R

565
GTACTGTGTA
GTACTGTGTA

R R
615
ACCGGCTCCC
ACCGGCTCCC

R
665
TTAAGCTAAC
TTAAGCTAAC

R
715
CATGCACCTG
CATGCACCTG

R I
765
GTGCCTTATC
GTGCCTTATC

R -
815
TTTAATGAAA
TTTAATGAAA

R
865
CGTGTGTCGA
CGTGTGTCGA

R
915
TACTGCTTTG
TACTGCTTTG

col ool
965
CCTGTGGCCA
CCTGTGGCCA

col ool
101
AAAAAGTCGT
AAAAAGTCGT

I
106
AGTATTTAAT
AGTATTTAAT

N —
111
ATGTATCCGG
ATGTATCCGG

163

R

575
CAACACTGTG
CAACACTGTG

R R
625
GCCTCATTTG
GCCTCATTTG

R
675
TAAATTAGAT
TAAATTAGAT

R
725
ATTGCTAGTC
ATTGCTAGTC

R I
775
CTAGGCTCGA
CTAGGCTCGA

R -
825
CAAATATATT
C-AA-ATATT

A
875
TGAAGAGTGC
TGAAGAGTGC

R
925
AACATCCACC
AACATCGACC

col ool
975
CGCCTGGCCG
CGCCTGGCCG

col ool
102
GGATTGGATG
GGATTGGATG

A —
107
ATACAAACAT
ATACATACAT

N —
112
TTACAGCCAA
TTACAGCCAA

R
585
CTAGGCTCAA
CTAGGCTCAA

R R
635
TTGTTATTTT
TTGTTATTTT

R
685
TTAATTCTGA
TTAATTCTGA

R
735
AATTGGACTG
AATTGGACTG

R I
785
TCGGTAAACC
TCGGTAAATC

R -
835
GTACAACTTT
GTACAACTTT

A
885
AGCCAACTGT
AGCCAACTGT

R
935
TCTTGAACGC
TCTTGAACGC

col ool
985
AGGGTCGGCT
AGGGTCGGCT

col ool
103
CTGTGCCAGC
CTGTGCCAGC

R
108
ATGAGGTGCC
ATGAGGTGCC

el
113
GTCTATATTT
GTCTATATTT

R

595
AGAGGAGTGC
AGAGGAGTGC

R R
645
AATTACTATT
AATTACTATT

R
695
TTTTGTTAGT
TTTTGTTAGT

R
745
CATGTGACGA
CATGTGACGA

R I
795
GAAATGTTTG
GAAATGTTTG

A
845
AAGCGGTGGA
AAGCGGTGGA

A
895
GTGAATTAAT
GTGAATTAAT

R
945
ATATTGCGGC
ATATTGCGGC

A —
995
TATAAACTAT
TATAAACTAT

col ool
104
TGGCATGATT
TGGCATGATT

T
1095

AGATCTATGG

AGATCTATGG

el
114
ATTATAATAT
ATTATAATAT



L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

R
115
TAAATGAAAT
TAAATGAAAT

R R
120
TGAACACGCT
TGAACACGCT

R
125
TTATTTTGTA
TTATTTTGTA

R
130
TGATTTATAT
TGATTTATAT

R I
135
TCAGACGTGA
TCAGACGTGA

R -
140
GAAACTAACC
GAAACTAACC

R -
145
AGCACCGAAG
AGCACCGAAG

R
150
CAACTTATGG
CAACTTATGG

col ool
155
ACTGGAATGG
ACTGGAATGG

col ool
160
GGACAATAAT
GGACAATAAT

col ool
165
GCCCAAAATG
GCCCAAAATG

el
170
CGATAGCGAA
CGATAGCGAA

R
1165
TGCTGTAATG
TGCTGTAATG

R R
121
TGATGTTATA
TGATGTTATA

R
126
GCCGAAGGAG
GCCGAGGGAG

R
131
GATACCCTAA
GATACCCTAA

R I
136
TTACCCGCTG
TTACCCGCTG

R -
141
AGGATTCCCC
AGGATTCCCC

R -
146
CCTGTGACCA
CCTGTGACCA

I
151
CATTATTGCT
CATTATTGCT

col ool
156
CCCATAGAGG
CCCATAGAGG

col ool
le6l
GCCCTTAGTA
GCCCTTAGTA

R
166
GGTGGTAAAC
GGTGGTAAAC

N —
171
CAAGTACCGT
CAAGTACCGT

164

R
1175
GATTATGCTC
GATTATGCTC

R R
122
ATTTATATAT
ATTTATATAT

R
127
TGTAAATACT
TGTAAATACT

R
132
TTATATATGT
TTATATA--T

R I
137
AACTTAAGCA
AACTTAAGCA

R -
142
CAGTAACGGC
CAGTAACGGC

R -
147
TTTGGTTACT
TTTGGTTACT

R
152
CTACCCTAAT
CTACCCTAAG

col ool
157
GTGAAAGGCC
GTGAAAGGCC

R -
162
GACCTTGGAG
GACCTTGGAG

col ool
167
TCCATCTAAG
TCCATCTAAG

N —
172
GAGGGAAAGT
GAGGGAAAGT

R
118
AGGTCGTGGC
AGGTCGTGGC

R R
123
ATACAAATAT
ATATAAATAT

R
128
CTGTAATTTG
CTATAATTTG

R
133
ATTATGACCC
ATTATGACCC

R I
138
TATCACTAAG
TATCACTAAG

R -
143
GAGTGAACGG
GAGTGAACGG

R -
148
AGGCAATGTG
AGGCAATGTG

R
153
TCCAGCAATG
TCCAGCAATG

col ool
158
CGTAAGGGTA
CGTAAGGGTA

A
163
TCGGGTTGTT
TCGGGTTGTT

I
168
GCTAAATACT
GCTAAATACT

el
173
TGAAAAGTAC
TGAAAAGTAC

R

119
TCAATGATTT
TCAATGATTT

R R
124
AGATATTGGA
AGACATTGGA

R
1295

GGTGATTAAT

GGTAATTTAT

R
1345

TGACCTCGGA

TGACCTCGGA

R
1395

CGGAGGAAAA

CGGAGGAAAA

R
1445

GGATTAGCCC

GGATTAGCCC

R -
149
GTGTTTAGGT
GTGTTTAGGT

T
1545

ATTACGGCTT

AGTACGGCTT

R
1595

TAGGCCAAAT

GAGACCAAAT

A
164
TGTGAATGCA
TGTGAATGCA

T
1695

GACACGAGTC

GACACGAGTC

el
174
TTTGAAGAGA
TTTGAAGAGA



L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

L.paradox
L.vogtianu

R
175
GGGTAAACAG
GGGTAAACAG

R R
180
GTAAGCCTTG
GTAAGCCTTG

R
185
TGGTCGACTT
TGGTCGACTT

R
190
TAAGGATGTG
TAAGGATGTG

R I
195
GCCTGCTTGC
GCCTGCTTGC

R I
200
TGTCTGTTTA
TGTCTGTTTA

R I
205
CTAATCGGGA
CTAATCGGGA

I
210
AATTATCTTT
AATTATCTTT

R
215
CGGAGATGAC
CGGAGATGAC

R
1765
TGCGTGAAAC
TGCGTGAAAC

R R
181
GGAATTCAAC
GGAATTCAAC

R
186
TTAAAGTCTG
TTAAAGTCTG

R
191
CGATGCACTA
CGATGCACTA

R I
196
CAGTGCACTT
CAGTGCACTT

R I
201
CTTTGATCAA
CTTTGATCAA

R I
206
TGGCAGGTAG
TGGCAGGTAG

R
211
GGGTGTAATT
GGGTGTAATC

GGC
GGC

165

R
1775
CGCTTAAAGG
CGCTTAAAGG

R R
182
TGGTAAGTAT
TGGTAAGTAT

R
187
CTTAGTTGCG
CTTAGTTGCG

R
192
TTAAAGTGCT
TTAAAGTGCT

R I
197
TCCCTTGGTG
TCCCTTGGTG

R I
202
ACCGATTTTG
ACCGATTTTG

R I
207
CTCATTGGTT
CTCATTGGTT

R
212
AGCTGGTCAT
AGCTGATCAT

L[BeTOM BBIZIENIEHBI TTOTUMOP(HU3MEI.
[Mudpamu 0603HaYEHBI TO3ULMU HYKJICOTHI0B B I1OCIIEA0BATEILHOCTH.
1 - 119 — yuactok 18S.
120 — 812 — BHyTpeHHul TpaHcKkpuOHpyemslii crieiicep ITS1.
813 — 972 — yuacrok 5.8S.
973 — 1319 — BHyTpeHHUil TpaHCKpUOUpyeMmblii crieiicep ITS2.
1320 — 2163 — yuacrok 28S.

R
178
TAAACGGGTG
TAAACGGGTG

R R
183
TACATGAGCT
TACATGAGCT

R
188
GGTCCTTGAC
GGTCCTTGAC

R
193
GTGCACTTTA
GTGCACTTTA

R I
198
ATCACCACGA
ATCACCACGA

R I
203
TCTAACCTTT
TCTAACCTTT

R I
208
AATTGTTAGC
AATTGTTAGC

I
213
TGTAAATCTG
TGTAAATCTG

R

179
GAGTTGAACT
GAGTTGAACT

R R
184
TGGGCATTAT
TGGGCATTAT

R
1895

CTTTATTGGT

CTTTATTGGT

R
1945

AAAGTTGAAG

AAAGTTGAAG

R
1995

CCGGCGCTGC

CCGGCGCTGC

R
2045

ATGATTAGAC

ATGATTAGAC

R I
209
TTTTGTTAAC
TTTTGTTAAC

T
2145

TGCAGTGCGC

TGCAGTGCGC
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A ——

5
TGCGAATGGC
TGCGAATGGC

A ——

55
ATGGATAACT
ATGGATAACT

R
105
CCGCAAGGGA
CCGCAAGGGA

R -
155
TCGGCTATTT
TCGGCTATTT

R I
205
GCAGTCGACC
GCAGTCGACC

R I
255
CTGTCGATGG
CTGTCGATGG

R
305
ATCAGGGTTC
ATCAGGGTTC

col ool
355
AGGAAGGCAG
AGGAAGGCAG

col ool
405
GACGAAAAAT
GACGAAAAAT

N —
455
GTACACTTTA
GTACACTTTA

el
505
CAGCAGCCGC
CAGCAGCCGC

A ——

15
TCATTAAATC
TCATTAAATC

A ——

65
GTAGTAATTC
GTAGTAATTC

R
115
ATGGGTGGAT
ATGGGTGGAT

R -
165
CTGTTGTACT
CTGTTGTACT

R -
215
TTGTGTCGGC
TTGTGTCGGC

R I
265
TAGGTGACCT
TAGGTGACCT

R
315
GATTCCGGAG
GATTCCGGAG

col ool
365
CAGGCGCGAA
CAGGCGCGAA

col ool
415
ACGAATACGG
ACGAATACGG

el
465
AATCCTTTAA
AATCCTTTAA

el
515
GGTAACTCCA
GGTAACTCCA

166

A ——

25
AGCTATGGTT
AGCTATGGTT

A ——

75
TAGAGCTAAT
TAGAGCTAAT

R
125
TTATTAGAAC
TTATTAGAAC

R -
175
CTGTGATGAC
CTGTGATGAC

R I
225
GACGGATCTT
GACGGATCTT

R -
275
GCCTACCATG
GCCTACCATG

R
325
AGGGAGCCTG
AGGGAGCCTG

col ool
375
AATTACCCAC
AATTACCCAC

col ool
425
GACTCAATTG
GACTCAATTG

N —
475
CGAGGACCAA
CGAGGACCAA

N —
525
GCTCCAAAAG
GCTCCAAAAG

R
35
CCTTAGATCA
CCTTAGATCA

A ——

85
ACATGCCACT
ACATGCCACT

R
135
AGAACCAACC
AGAACCAACC

R -
185
TCTGGATAAC
TCTGGATAAC

R I
235
TCAAATATCT
TCAAATATCT

R I
285
GTGATAACGG
GTGATAACGG

R
335
AGAAACGGCT
AGAAACGGCT

col ool
385
TCCCGGCACG
TCCCGGCACG

col ool
435
AGGCTCCGTA
AGGCTCCGTA

el
485
TTGGAGGGCA
TTGGAGGGCA

el
535
CGTATATTAA
CGTATATTAA

R ——

45
TAAATACTAC
TAAATACTAC

A ——

95
ATGCCCTGAC
ATGCCCTGAC

R
145
AGAAATAGTT
AGAAATAGTT

R -
195
TTCACTGATC
TTCACTGATC

R -
245
GCCCTATCAA
GCCCTATCAA

R I
295
GTAACGGGGA
GTAACGGGGA

R
345
ACCACTTCCA
ACCACTTCCA

col ool
395
GGGAGGTAGT
GGGAGGTAGT

A —
445
ATTCGAATGA
ATTCGAATGA

el
495
AGTCTGGTGC
AGTCTGGTGC

N —
545
AGTTGCTGCA
AGTTGCTGCA

Pucynok 7

CpaBHeHue HYKJIeOTHAHBIX mociaenosareabHocreit p/IHK Tpemarton
L. perturbatum u L. paradoxum
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R
555
GTTAAAAAGC
GTTAAAAAGC

R R
605
TGTTCTACTA
TGTTCTACTA

R
655
GACCGTGCAA
GACCGTGCAA

R
705
AATAGGTTCG
AATAGGTTCG

R I
755
GGGTGTCGGG
GGGTGTCGGG

R -
805
AAGCAGGCTT
AAGCAGGCTT

R -
855
TTCGGTTCTA
TTCGGTTCTA

R
905
CAGACGGGGG
CAGACGGGGG

col ool
955
CGCCAGACAA
CGCCAGACAA

col ool
100
AGGAGCGAAA
AGGAGCGAAA

col ool
105
ACCATAAACG
ACCATAAACG

el
110
GCGGGCAGTC
GCGGGCAGTC

R

565
TCGTAGTTGG
TCGTAGTTGG

R R
615
TCTTGATTAA
TCTTGATTAA

R
665
CCTTTCAGTC
CCTTTCAGTC

R
715
CCCTATTAGC
CCCTATTAGC

R I
765
GGCAGACGAC
GGCAGACGAC

R -
815
GTATGCCTGA
GTATGCCTGA

R -
865
TTTTGTTGGT
TTTTGTTGGT

I
915
CATTTGTATG
CATTTGTATG

col ool
965
ACTACAGCGA
ACTACAGCGA

col ool
101
GTCAGAGGAT
GTCAGAGGAT

R
106
ATGCCAACTG
ATGCCAACTG

el
111
CCCGGGAAAC
CCCGGGAAAC

167

R

575
ATCTGGGTCG
ATCTGGGTCG

R R
625
AATCGAGACA
AATCGAGACA

R
675
GTGTCTGTGT
GTGTCTGTGT

R
725
TTGCTAACAT
TTGCTAACAT

R I
775
ACTTTTACTT
ACTTTTACTT

R -
825
AAATTCTTGC
AAATTCTTGC

R -
875
TCTCGGATCC
TCTCGGATCC

R
925
GCGGTGTTAG
GCGGTGTTAG

col ool
975
AAGCATTTGC
AAGCATTTGC

col ool
102
CGAAGACGAT
CGAAGACGAT

col ool
107
ACGATCCGCG
ACGATCCGCG

el
112
CTTTAAGTCT
CTTTAAGTCT

R
585
TGTGGTCACA
TGTGGTCACA

R R
635
GTAGTACGGG
GTAGTACGGG

R
685
AAACAGGTGT
AAACAGGTGT

R
735
GCTTCCGGAT
GCTTCCGGAT

R I
785
TGAACAAATT
TGAACAAATT

R -
835
ATGGAATAAT
ATGGAATAAT

R -
885
GAAGTAATGG
GAAGTAATGG

R
935
AGGTGAAATT
AGGTGAAATT

A —
985
CAAGAATGTT
CAAGAATGTT

col ool
103
CAGATACCGT
CAGATACCGT

R
108
GTGGTTCTTT
GTGGTTCTTT

el
113
TTGGGCTCCG
TTGGGCTCCG

R

595
TACCGTTGCT
TACCGTTGCT

R R
645
TCGGTGTAGT
TCGGTGTAGT

R
695
TGGTTTAGTT
TGGTTTAGTT

R
745
GCCTTTAAAC
GCCTTTAAAC

R I
795
TGAGTGCTCA
TGAGTGCTCA

A
845
AGAATAGGAC
AGAATAGGAC

R -
895
TTAAGAGGGA
TTAAGAGGGA

R
945
CTTGGATCGC
CTTGGATCGC

A —
995
TTCATTGATC
TTCATTGATC

col ool
104
CCTAGTTCTG
CCTAGTTCTG

T
1095

AATTGGCTCC

AATTGGCTCC

N —
114
GGGGAAGTAT
GGGGAAGTAT
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R
115
GGTTGCAAAG
GGTTGCAAAG

R R
120
TGGAGCCTGC
TGGAGCCTGC

R
125
GACACTGTGA
GACACTGTGA

R
130
GTGGTGCATG
GTGGTGCATG

R I
135
GATAACGAAC
GATAACGAAC

R -
140
TCGTGCAGAT
TCGTGCAGAT

R -
145
AATCGACGGG
AATCGACGGG

R
150
ACAAGTCGCA
ACAAGTCGCA

col ool
155
CCGGGGLCCGC
CCGGGGLCCGC

col ool
160
GGCCCGAAAG
GGCCCGAAAG

col ool
165
GGGCTTGCAA
GGGCTTGCAA

N —
170
ATAAGCTTGC
ATAAGCTTGC

R
1165
CTGAAACTTA
CTGAAACTTA

R R
121
GGCTTAATTC
GGCTTAATTC

R
126
GGATTGACAG
GGATTGACAG

R
131
GCCGTTCTTA
GCCGTTCTTA

R I
136
GAGACTTTGA
GAGACTTTGA

R -
141
TGCGGCTTCT
TGCGGCTTCT

R -
146
TACGGTGCAG
TACGGTGCAG

R
151
CGAAATTGAG
CGAAATTGAG

col ool
156
ACGTGCGCTA
ACGTGCGCTA

R -
le6l
GGTTGGGTAA
GGTTGGGTAA

R
166
TTATTCCCCG
TTATTCCCCG

N —
171
GCTGATTACG
GCTGATTACG

168

R
1175
AAGGAATTGA
AAGGAATTGA

R I
122
GACTCAACAC
GACTCAACAC

R
127
ATTGATAGCT
ATTGATAGCT

R
132
GTTGGTGGAG
GTTGGTGGAG

R I
137
CCTACTAAAT
CCTACTAAAT

R -
142
ACTGCCTCTT
ACTGCCTCTT

R -
147
GTGTTAACTT
GTGTTAACTT

R
152
CAATAACAGG
CAATAACAGG

col ool
157
CAATGACGGT
CAATGACGGT

A
162
ACTGTTCCAT
ACTGTTCCAT

col ool
167
TGAACGAGGA
TGAACGAGGA

el
172
TCCCTGCCCT
TCCCTGCCCT

R
118
CGGAAGGGCA
CGGAAGGGCA

R I
123
GGGAAAACTC
GGGAAAACTC

R
128
CTTTCTTGAT
CTTTCTTGAT

R
133
CGATTTGTCT
CGATTTGTCT

R I
138
AGTTCGCCTG
AGTTCGCCTG

R -
143
CGAGGGGTGA
CGAGGGGTGA

R -
148
CTTAGAGGGA
CTTAGAGGGA

R
153
TCTGTGATGC
TCTGTGATGC

col ool
158
GTCAGCGAGT
GTCAGCGAGT

A
163
CACCGTCGTG
CACCGTCGTG

R
168
ATTCCTGGTA
ATTCCTGGTA

N —
173
TTGTACACAC
TTGTACACAC

R

119
CCACCAGGAG
CCACCAGGAG

R I
124
ACCCGGCCCG
ACCCGGCCCG

R
1295

TCGGTGGTTG

TCGGTGGTTG

R
1345

GGTTAATTCC

GGTTAATTCC

R
1395

TCCTCTGTGC

TCCTCTGTGC

R
1445

TAGGGTCGTA

TAGGGTCGTA

R -
149
CAAGCGGCAC
CAAGCGGCAC

T
1545

CCTTAGATGT

CCTTAGATGT

R
1595

CTGGAAACCT

CTGGAAACCT

A
164
ACTGGGATCG
ACTGGGATCG

T
1695

AGTGCAAGTC

AGTGCAAGTC

el
174
CGCCCGTCGC
CGCCCGTCGC
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R
175
TACTACCGAT
TACTACCGAT

R R
180
TGACTTTTGT
TGACTTTTGT

R
185
TAGAGGAAGT
TAGAGGAAGT

R
190
GATCATTACA
GATCATTACA

R I
195
ATGTGTGCAT
ATGTGTGCAT

R I
200
AAGTAACTAA
AAGTAACTAA

R I
205
ATTTATTAAA
ATTTATTAAA

R
210
CTATGCCTAT
CTATGCCTAT

R
215
GTGTCTAACC
GTGTCTAACC

R
220
CCAGATGTTG
TTA-TTATTA

R
225
TAGTACTGTG
TAGTACTGTG

R
230
GGACCGGCTC
GGACCGGCTC

R
1765
TGAATGGTTT
TGAATGGTTT

R R
181
CACATGAACT
CACATGAACT

R
186
AAAAGTCGTA
AAAAGTCGTA

R
191
AATCCCTAAT
AATCCCTAAT

R I
196
GTATGTATGT
GTATGTATGT

R I
201
ACATTAAAAG
ACATTAAAAG

R I
206
AGAAATTGAC
AGAAATTGAC

I
211
CAATTTAAAT
CAATTTAAAT

R
216
TGTCAGATGC
TGTCAGATGC

R
221
CTATCCTACT
TTATTATAGT

R
226
TACAACACTG
TACAACACTG

ceeleaadld
231
CCGCCTCATT
CCGCCTCATT

169

R
1775
AGCAAGGTCC
AGCAAGGTCC

R R
182
GTGCCAAGAA
GTGCCAAGAA

R
187
ACAAGGTTTC
ACAAGGTTTC

R I
192
TATTAAACCA
TATTAAACCA

R R
197
ATAAAAGTCT
ATAAAAGTCT

R I
202
ACTATAAATT
ACTATAAATT

R I
207
GGATGGATTT
GGATGGATTT

I
212
TTGTTATGCA
TTGTTATGCA

R
217
TCTG-TGTGT
TCTGATG-GT

R
222
AATCTACCAG
AAACTACCAG

R I
227
TGCTAGGCTC
TGCTAGGCTC

R
232
TGTTGTTATT
TGTTGTTAAT

R
178
TCGGATTGGT
TCGGATTGGT

R R
183
GACGACCGAA
GACGACCGAA

R
188
CGTAGGTGAA
CGTAGGTGAA

R
193
TTATTATCAT
TTATTATCAT

R R
198
ACTTGATGTT
ACTTGATGTT

R I
203
TATATGTAAA
TATATGTAAA

R I
208
TATGGATCCG
TATGGATCCG

R
213
TAGTGCCTGT
TAGTGCCTGT

R
218
AAGTTCAGCG
ATGCTC-GTA

R
223
TCATGCTTAG
TCATGCTTGG

R I
228
AAAGAGGAGT
AAAGAGGAGT

R
233
TTAATTACTA
TTAATTACTA

R

179
GATGTTGTAG
GATGTTGTAG

R R
184
CTTGATCATT
CTTGATCATT

R
1895

CCTGCGGAAG

CCTGCGGAAG

R
1945

ACATATGTGC

ACATATGTGC

R
1995

TGGTATTTAA

TGGTATTTAA

R
2045

CAATATTAAT

CAATATTAAT

R I
209
CGGCTTAGGG
CGGCTTAGGG

T
2145

GTTAGACGAG

GTTAGACGAG

T
2195

GGTAATCCCA

GATTAT--TA

R
224
AGCGACAGGA
AGCGACAGGA

R
2295

GCAGGACTAC

GCAGGACTAC

R
234
TTATTACACT
TTATTACACT
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R I
235
GTTTAAGCTA
GTTTAAGCTA

R R
240
GGCATGCACC
GGCATGCACC

R I
245
CGGTGCCTTA
CGGTGCCTTA

AA---T--TT
AATTTTCATT

R I
255
CGGCTCGTGT
CGGCTCGTGT

R I
260
CTGCATACTG
CTGCATACTG

R I
265
GATATCCTGT
GATATCCTGT

R
270
TGCCCAAAAA
TGCCCAAAAA

I
275
AATGTAGTA-
AATGTAGTAT

R
280
TCCGTCCTAA
TCCATCCTAA

I
285
AAATG---AA
AAATGATAAA

R
290
GATTTTGAAC
GATTTTGAAC

R I
236
ACTAAATTAG
ACTAAATTAG

R R
241
TGATTGCTAG
TGATTGCTAG

R I
246
TCCTAGGCTC
TCCTAGGCTC

R I
251
AATGAAACAA
AATGAAACAA

R I
256
GTCGATGAAG
GTCGATGAAG

R I
261
CTTTGAACAT
CTTTGAACAT

R I
266
GGCCACGCCT
GGCCACGCCT

R
271
GTCGTGGATT
GTCGTGGATT

I
276
-T--TTAATA
TTAATTAATA

R
281
TGTATCCGGT
TGTATCCGGT

R
286
ATTGCTGTA-
ATTGCTGTAT

ceeleaadld
291
ACGCTTGATG
ACGCTTGATG

170

R I
237
ATTTAATTCT
ATTTAATTCT

R R
242
TCAATTGGAC
TCAATTGGAC

R I
247
GATCGGTAAA
GATCGGTAAA

R I
252
ATATTGTACA
ATATTGTACA

R I
257
AGTGCAGCCA
AGTGCAGCCA

R R
262
CGACCTCTTG
CGACCTCTTG

R I
267
GGCCGAGGGT
GGCCGAGGGT

R
272
GGATGCTGTG
GGATGCTGTG

R
277
TACATACATA
TACTAACATA

R
282
TACAGCCAAG
TACAGCCAAG

R
287
-A-TGGATTA
TACTGGATTA

R
292
TTATAAT--T
TTATAATCCA

R
238
GATTTTGTTA
GATTTTGTTA

R R
243
TGCATGTGAC
TGCATGTGAC

R I
248
TCGAAATGTT
TCGAAATGTT

R I
253
ACTTTAAGCG
ACTTTAAGCG

R I
258
ACTGTGTGAA
ACTGTGTGAA

R I
263
AACGCATATT
AACGCATATT

R I
268
CGGCTTATAA
CGGCTTATAA

R
273
CCAGCTGGCA
CCAGCTGGCA

R
278
TGAGGTGCCA
TGAGGTGCCA

I
283
TCTATATTTA
TCTATATTTA

R
288
TGCTCAGGTC
TGCTCAGGTC

R
293
TATA-T-A-T
TATATTAATT

R
2395

GTTGAATAAT

GTTGACTTAT

R R
244
GATCGCCTAG
GATCGCCTAG

R
2495

TGTTTTCATT

TGTTTTCATT

R
2545

GTGGATCACT

GTGGATCACT

R
2595

TTAATGTGAA

TTAATGTGAA

R
2645

GCGGCCACGG

GCGGCCACGG

R I
269
ACTATCACGA
ACTATCACGA

T
2745

TGATTTCCTT

TGATTTCCTC

T
2795

GATCTATGGC

GATCTATGGC

I
284
TTATAATATT
TTAT--TATT

T
2895

GTGGCTCAAT

GTGGCTCAAT

R
294
ATATAAATAT
ATATAAATAT
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R I
295
AGACATTGGA
AGACATTGGA

R R
300
GGTAATTTAT
GGTAATTTAT

R
305
ACCTCGGATC
ACCTCGGATC

R
310
GAGGAAAAGA
GAGGAAAAGA

R I
315
ATTAGCCCAG
ATTAGCCCAG

R -
320
GTTTAGGTCA
GTTTAGGTCA

R -
325
TACGGCTTAC
TACGGCTTAC

R
330
GACCAAATGG
GACCAAATGG

col ool
335
TGAATGCAGC
TGAATGCAGC

col ool
340
CACGAGTCCG
CACGAGTCCG

R
345
TGAAGAGAGG
TGAAGAGAGG

N —
350
GTTGAACTGT
GTTGAACTGT

R I
296
TTATTTTGTA
TTATTTTGTA

R R
301
TGATTTATAT
TGATTTATAT

R
306
AGACGTGATT
AGACGTGATT

R
311
AACTAACCAG
AACTAACCAG

R I
316
CACCGAAGCC
CACCGAAGCC

R -
321
ACTTATGGCA
ACTTATGGCA

R -
326
TGGAATGGCC
TGGAATGGCC

R
331
ACAATAATGC
ACAATAATGC

col ool
336
CCAAAATGGG
CCAAAATGGG

col ool
341
ATAGCGAACA
ATAGCGAACA

R
346
GTAAACAGTG
GTAAACAGTG

N —
351
AAGCCTTGGG
AAGCCTTGGG

171

R I
297
GCCGAGGGAG
GCCGATGGAG

R R
302
GATACCCTAA
GATACCCTAA

R
307
ACCCGCTGAA
ACCCGCTGAA

R
312
GATTCCCCCA
GATTCCCCCA

R I
317
TGTGACCATT
TGTGACCATT

R -
322
TTATTGCTCT
TTATTGCTCT

R -
327
CATAGAGGGT
CATAGAGGGT

R I
332
CCTTAGTAGA
CCTTAGTAGA

col ool
337
TGGTAAACTC
TGGTAAACTC

col ool
342
AGTACCGTGA
AGTACCGTGA

col ool
347
CGTGAAACCG
CGTGAAACCG

N —
352
AATTCAACTG
AATTCAACTG

R I
298
TGTAAATACT
TGTAAATACT

R R
303
TTATATATAT
TTATATATAT

R
308
CTTAAGCATA
CTTAAGCATA

R
313
GTAACGGCGA
GTAACGGCGA

R I
318
TGGTTACTAG
TGGTTACTAG

R -
323
ACCCTAAGTC
ACCCTAAGTC

R -
328
GAAAGGCCCG
GAAAGGCCCG

R I
333
CCTTGGAGTC
CCTTGGAGTC

col ool
338
CATCTAAGGC
CATCTAAGGC

col ool
343
GGGAAAGTTG
GGGAAAGTTG

I
348
CTTAAAGGTA
CTTAAAGGTA

el
353
GTAAGTATTA
GTAAGTATTA

R
2995

CTATAATTTG

CTATAATATG

R R
304
TATGACCCTG
TATGACCCTG

R
3095

TCACTAAGCG

TCACTAAGCG

R
3145

GTGAACGGGG

GTGAACGGGG

R
3195

GCAATGTGGT

GCAATGTGGT

R
3245

CAGCAATGAG

CAGCAATGAG

A
329
TAAGGGTAGA
TAAGGGTAGA

R
3345

GGGTTGTTTG

GGGTTGTTTG

A
3395

TAAATACTGA

TAAATACTGA

A —
344
AAAAGTACTT
AAAAGTACTT

T
3495

AACGGGTGGA

AACGGGTGGA

N —
354
CATGAGCTTG
CATGAGCTTG
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R
355
GGCATTATTG
GGCATTATTG

R R
360
TTATTGGTTA
TTATTGGTTA

R
365
AGTTGAAGGC
AGTTGAAGGC

R
370
GGCGCTGCTG
GGCGCTGCTG

R I
375
GATTAGACCT
GATTAGACCT

R -
380
TTGTTAACAA
TTGTTAACAA

R -
385
CAGTGCGCCG
CAGTGCGCCG

R
390
TGATGTTGCT
TGATGTTGCT

col ool
395
TGATGGCTAA
TGATGGCTAA

col ool
400
GGCCAATAGT
GGCCAATAGT

col ool
405
AACACGGACC
AACACGGACC

el
410
ACCCAAAGGC
ACCCAAAGGC

R
3565
GTCGACTTTT
GTCGACTTTT

R R
361
AGGATGTGCG
AGGATGTGCG

R
366
CTGCTTGCCA
CTGCTTGCCA

R
371
TCTGTTTACT
TCTGTTTACT

R I
376
AATCGGGATG
AATCGGGATG

R -
381
TTATCTTTGG
TTATCTTTGG

R -
386
GAGATGACGG
GAGATGACGG

R
391
TAGTCTGATC
TAGTCTGATC

col ool
396
GCTTCGTTCG
GCTTCGTTCG

col ool
401
CTGTGGTGTT
CTGTGGTGTT

I
406
AAGGAGTTTA
AAGGAGTTTA

N —
411
GTAGTGAAAG
GTAGTGAAAG
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R
3575
AAAGTCTGCT
AAAGTCTGCT

R R
362
ATGCACTATT
ATGCACTATT

R
367
GTGCACTTTC
GTGCACTTTC

R
372
TTGATCAAAC
TTGATCAAAC

R I
377
GCAGGTAGCT
GCAGGTAGCT

R -
382
GTGTAATCAG
GTGTAATCAG

R -
387
CTATGGTGTG
CTATGGTGTG

I
392
GGATTTGTTT
GGATTTGTTT

col ool
397
ATTATCGGTA
ATTATCGGTA

col ool
402
GCGGTAGACG
GCGGTAGACG

col ool
407
ACATGTGCGC
ACATGTGCGC

el
412
TAAAGGCTTA
TAAAGGCTTA

R
358
TAGTTGCGGG
TAGTTGCGGG

R R
363
AAAGTGCTGT
AAAGTGCTGT

R
368
CCTTGGTGAT
CCTTGGTGAT

R
373
CGATTTTGTC
CGATTTTGTC

R I
378
CATTGGTTAA
CATTGGTTAA

R -
383
CTGATCATTG
CTGATCATTG

R -
388
TGCATACGTG
TGCATACGTG

R
393
ACTCACTTTT
ACTCACTTTT

col ool
398
GCGTATGTGA
GCGTATGTGA

col ool
403
ATCCACCTGA
ATCCACCTGA

R
408
GAGTCATTGG
GAGTCATTGG

N —
413
GCTTGTCTAA
GCTTGTCTAA

R
3595

TCCTTGACCT

TCCTTGACCT

R R
364
GCACTTTAAA
GCACTTTAAA

R
3695

CACCACGACC

CACCACGACC

R
3745

TAACCTTTAT

TAACCTTTAT

R
3795

TTGTTAGCTT

TTGTTAGCTT

R
3845

TAAATCTGTG

TAAATCTGTG

R -
389
CTTTGCTAAT
CTTTGCTAAT

T
3945

GTGGGTCTGC

GTGGGTCTGC

A
3995

CACTAAATTG

CACTAAATTG

col ool
404
CCCGTCTTGA
CCCGTCTTGA

T
4095

GCGTTACGAA

GCGTTACGAA

el
414
GCTGTGGTGA
GCTGTGGTGA
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R
415
GATCCTGCCG
GATCCTGCCG

R R
420
GCATCACCAG
GCATCACCAG

R
425
ACCGGGGCGG
ACCGGGGCGG

R
430
ATGCTTGCGC
ATGCTTGCGC

R I
435
ATTCTGACGT
ATTCTGACGT

R -
440
AATCGAACCA
AATCGAACCA

R
4165
TTTCTCGTGC
TTTCTCGTGC

R R
421
CCCGTCTCAT
CCCGTCTCAT

R
426
AGCTTGAGCG
AGCTTGAGCG

R
431
AGGTTGAAGC
AGGTTGAAGC

R I
436
GCAAATCGAT
GCAAATCGAT

R -
441
TCTAGTAGCT
TCTAGTAGCT
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R
4175
CTGGTACCAC
CTGGTACCAC

R R
422
GGTGTAGTCA
GGTGTAGTCA

R
427
TACACGTTGA
TACACGTTGA

R
432
CAGAGGAAAC
CAGAGGAAAC

R I
437
CGTCTAACGT
CGTCTAACGT

R -
442
GGTTCCCTCC
GGTTCCCTCC

L{BeTOM BBIZIENICHBI TOTUMOP(HU3MEI.

[{udpamu 0603HAYCHBI MO3UIMH HYKJICOTHIOB B ITOCIIEI0BATCILHOCTH.
11837 — ygacrok 18S.

1838 — 2521 — BHyTpeHHul TpaHckpubupyemsiii crieiicep ITS1.

2522 — 2681 — yuacroxk 5.8S.

2682 — 3039 — BHyTpeHHUH TpaHCKpUOHpyeMslii criericep ITS2.

3040 — 4444 — ygactok 28S.

R
418
CAAGCGTTTG
CAAGCGTTTG

R R
423
TGTAACTTGT
TGTAACTTGT

R
428
GACCCGAAAG
GACCCGAAAG

R
433
TCTGGTGGAG
TCTGGTGGAG

R I
438
GAGTATAGGG
GAGTATAGGG

R -
443
GAAGTTTCCC
GAAGTTTCCC

R

419
AGCGGTAGGC
AGCGGTAGGC

R R
424
TATATGCATC
TATATGCATC

R
4295

ATGGTGAACT

ATGGTGAACT

R
4345

GACCGTAGCG

GACCGTAGCG

R
4395

GCGAAAGACT

GCGAAAGACT

R
4445
TCAG
TCAG



