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CHHUCOK COKPAIIIEHUI
JIHK — ne3oxcupuOOHyKIEMHOBAs KUCJIOTA
Mt/ IHK — mutoxonapuansuas JIHK
M — Mo
MKJI — MUKPOJIUTP
MJIH.JI.H. — MHJUIMOHOB JIET Ha3a]]
MPHK — matpuynas puboHyKIEeHHOBAsI KUCIIOTA
00/MHH — 000POTOB B MUHYTY
II.H. — Iapa HYKJIECOTHIOB
[IL[P — monuMepa3Has nenHas peakuus
pAHK — pubocomnas JIHK
PHK — pubonykiienHoBas K1cioTa
pPHK — pu6ocomnas PHK
TPHK — tpancnioptaas PHK
OJITA — sTuneHInaMUHTETPAYKCYCHAsA KUCIIOTA

aJIHK — snepnas JJHK

Bl — Bayesian Inference — baiiecoBckuii BeIBO (aHAIN3/TIOIX0T)

CBC - Compensatory Base Change — kommnencaTopHasi 3aMeHa OCHOBAHHIA

COX1 — Cytochrome oxidase subunit | — mepBasi cyObeArHUIIA IUTOXPOMOKCHIA3bI

ES — Expansion Segment — BapuaOenbHbIi y4acTOK

GC-cocrap/conepikanue — TyaHUH-IIUTO3UHOBBIN cocTaB (%0)

GenBank — 06a3a maHHBIX, HaXOASAIAsCS B OTKPBITOM JOCTYIE, COACpIKaIlias BCe

aHHotupoBaHHble TocnenoBarenbHocT JJHK m PHK, a takke mociemnoBaTenbHOCTH

3dKOJUPOBAHHBIX B HUX OeJIKOB

hemi-CBC — hemi-Compensatory Base Change — mnoaykoMIiieHcaTOpHasi 3aMeHa

OCHOBaHUU
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ITS — Internal Transcribed Spacer — peruoH BHYTPEHHETO TPAHCKPHOUPYEMOTO
creiicepa, coctosaumii u3 aByx cneiicepupix y4yacTkoB (ITS1 u ITS2) u rena 5,8S

anepuon pIHK
ML — Maximum Likelihood — meTo1 MakcuMaIbHOTO TIPABIOTIOO0HS

NADH-aerunporenaza — Nicotinamide adenine dinucleotide dehydrogenase -
HUKOTMHaAMUJAAACHUHANHYKIICOTU A ACTUAPOrcHa3a

SPD — salmon poisoning disease — 60J1e3Hb OTpaBJICHHS JIOCOCEM
TBE — Tris/ Borate/ EDTA - buffer — tpuc-6opatusiit DJITA — Oydep
TS — TpaH3UIHU

TV — TpancBepcuu
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BBEJAEHUE

AKTYaJIbHOCTb TeMbl HccjeqoBaHusi. [lapa3uTu3mM BO3HHWK HA CaMbIX PaHHUX
JTamax pa3BUTHs KU3HM Ha 3emiie. SBasisAch ¢ OWUONOTMYECKON TOUKH 3pPEHUS
MPOTPECCUBHBIM  SIBICHUEM KaK HauOoJiee BBITOJHBIN B JHEPTreTUYECKOM U
(bU3HOIOTUYECKOM acleKTax Croco0 CYIIECTBOBAHHUS KMUBBIX OPTaHU3MOB, OH MOITYYHUII
ype3BbIUaiiHOE pacnpocTpaHeHue B pupoae. [lapasuter coctapistoT okoso 40% (Kuris
et al.,, 2008) or Bcex BHWIOB >KMBOTHBIX, 3HAYUTEIILHO MPEBBIMIAs YHCICHHOCTD
BHJOBOIO COCTaBa MX M03BOHOYHBIX Xxo03seB (Lefebvre et al., 2009). Ocobennoctu
OuoJioruu, TJ00aTbHOE PAaCHPOCTPAHEHHE, BBICOKOE pa3zHOOOpa3ue u HU300UIIne
Napa3uToB MPAKTUYECKH BO BCEX IKOCHUCTEMAX MO3BOJIAIOT UM UIPATh KIIOYEBBIE POJIU
BO MHOTHMX JKOJIOTMUECKHX M HBOJIIOIMOHHBIX IpoIleccaX, BKIOYAs OHMOJIOTHYECKYIO
TUBEepCU(UKAIMI0O U BUA000pa30BaHUE, YTO MPEACTABISIET OOJBIION HHTEpEC s
dbyHmameHTanbHBIX reHeTHueckux ucciaepoBanuii (Lefebvre et al., 2009; Tompkins et
al., 2010; Wood, Johnson, 2015).

B Hacrosmee BpeMs TII00QNbBHOE WM3MEHEHHME KIMMara COIMPOBOXKIACTCS
3HAYUTEILHBIMU U3MEHEHHUSIMHU B (PAyHHCTHUECKUX KOMIUIEKCAX Mapa3uToB JOJEH U
xuBoTHBIX (Ebert, 1994; Lively, Dybdahl, 2000; Sorensen, Minchella, 2001; Wang et
al.,, 2006; Tomko, Muxees, 2017). IlosToMy HCCIIEOBaHHS [0 TaKCOHOMHYECKOM
UJeHTU(GUKAIIMM  BUJIOB, OCOOCHHO HWMEIOIIMX BBICOKOE AIHIEMUOJIOTHIECKOE
3HAUCHWE, U OIICHKE WX BHYTPHUBHJIOBOTO T€HETHYECKOTO Pa3HOOOpa3usl, Ype3BhIYAHO
aKTyasibHbl. PazHooOpas3Hble MPOAYKTHl MHUTAHUS SBISIFOTCS HUCTOYHUKAMH WHOEKITUU
JUTSL 4eJIOBEKa, CIoJa OTHOCSTCS PHIOBI, TIPECHOBOAHBIC U MOPCKHE MOJUTIOCKH (B TOM
yycie ycTpulbl). Pelba — 3TO LEHHBIA NHIIEBOM MPOIYKT, HO MO O(UIMAIBHBIM
JAHHBIM, pEYHas pbida BCe 4dalle SABIACTCS MPUUMHON 3apaKEHHOCTH JIIOJEH
TpemaronaMu. Poccuiickuit  [lanmbHuii  BOCTOK  XapakTepus3yroTcs  HaJIU4ueM
BO3OyaWTENeld TEIbMHUHTO30B, HE BCTpedawmmxcs Oomnbeiie Hurae B Poccun.
DuaemuuHbIMU 110 KiIoHOpX03y (Clonorchis sinensis), meraronnmo3sy (Metagonimus
yokogawai) (Tatonova et al., 2012), maparonumo3sy (Paragonimus westermani) u

HaHoduero3zy (Nanophyetus schikhobalowi) (becripo3Bannsix, Epmonenko, 2005)
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sBisitoTes [Ipuamyphe (TeppuTOpHs, OXBaThIBAIOIIAs JIEBOOCPESIKHBIN OacCcelH CpeTHero
U HIDKHETo TedeHus peku Amyp) u [lpumopckoe [Ipuyccypbe (B mpeaenax 6acceiiHOB
o3epa XaHka u peku Paszmonbras). s xutenedt rora JlaapHero Boctoka Poccum atn
BOJOEMBI SIBJISIIOTCS M3JIIOOJICHHBIMU MECTaMU PBIOHOM JIOBIM UM OT/AbIXAa, YTO
0OyCJIaBIMBAET BBICOKYIO BEPOSITHOCTh MH(PUIMPOBAHUS HACEJIEHUS BO30YIUTEISIMU
TeJIbMUHTO30B.

Hanodueros — onacHoe 300H03HOE 3a00JieBaHUE, BbI3bIBAEMOE TpEeMaToJaMu U3
poma Nanophyetus Chapin, 1927 (Digenea: Troglotremtidae), pacnpoctpanenHoe B
CTpaHaX THUXOOKEAHCKOIO0 PpEruoHa, TJI€ OCYIIECTBISACTCS IUPKYJSAIUS IMapa3uTa:
Kanane, Coenunennbix Illtatax Awmepuxku, Poccun wu SAnonuu. 3apaxkeHue
BO30yAMTENIEM MOXET JocThrath 82% cpeau JOMAIlHUX IUIOTOSIAHBIX >KUBOTHBIX U
17,6% cpeny OTUKWX XUIIHUKOB, C MHTEHCUBHOCTHIO 110 19000 uepBeil Ha >KMBOTHOE
(dparomepernkas u ap., 2014a). B Poccun Hanoduero3 BcTpeyaeTcs yalie y KuTeaei
JIEPEBEHb U Y KOPEHHBIX HapojHocTel [IpuaMyphst (3BEHKU, HUBXH), 3apaXKEHUE CPEAr
KOTOPBIX MOeT mgocturath 95 — 98% ([paromepernxkas u np., 20146). B CIIIA
kumieunsle nH(ekyn, Bei3Banubie N. salmincola, 6putn 3apeructpupoBanbsl B Operoxe,
Bamumurrone u Kanudopuuu y nroaeil, KOTopble ynoTpeOsuid, HEIOBAPEHHBIM WM
noMmamtHero komueHus Jjocock (John, Petri, 2006). bome3np Xapakrepuszyercs
TuckoM(opToM B 00JIACTH KMBOTA, COMPOBOXKIAIOIIMMCS TOLIHOTOM M PBOTOM,
XPOHUYECKON auapee, yCTaaocThio, 303uHOMImIMeH nepudepudeckoi KpoBu, moTepeit
Beca (Harrel, Deardorff, 1990). B CeBepHoii AMeprke HAHO(UETO3 CBSA3BIBAIOT C
TSDKEJIBIM CHUCTEMHBIM 3a00JieBaHHEM y CO0aK, Ha3bIBaEMbIM «OO0JIE3HBIO OTPaBJICHUS
agococem» (aurit. salmon poisoning disease, SPD), 00b14HO O€3 TeYeHMs IPUBOISIIEE K
JIETaTbHOMY MCXOJy, W PBIOBMM TpHUIIOM UKW MopoM Jococeit (anri. fish flu)
(Millemann, Knapp, 1970), npuunHoii koTOpbIX siBisieTcst Oaktepusi Neorickettsia
helminthoeca, ucnoas3yromas N. salmincola B xadectBe Bekropa (Vaughan et al.,
2012). HenaBHo Obu1O mpoaemMoHcTpupoBaHo, uto N. salmincola nepenocut He MeHee

JIBYX JIONMOJHUTENbHBIX BUA0B Neorickettsia, maToreHHbIX AJIs TUIOTOSTHBIX JKHUBOTHBIX
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(Vaughan et al., 2012). Jlo cux nop o cumbuo3e Heopukkercuit 1 N. schikhobalowi e
COOOIIAIOCE.

JUist ynoOcTBa M3JIOKEHMS Jlajee MO TEKCTy MPEACTAaBUTENEH eBpa3uiCcKon
(danmpauit Boctok Poccum), azmarckoit (SImoHCKHME OCTpOBa) U ceBEepOaMEpPUKAHCKOU
(Coenunennnie Illtater Amepuku) mnomynsuuii  Nanophyetus sSpp. uMmeHoBanH
Nanophyetus schikhobalowi, Nanophyetus japonensis u Nanophyetus salmincola
COOTBETCTBEHHO.

Crenennb pa3padoTaHHOCTH TeMbl. HecMOTpsi Ha MHMpOKOE pacpOCTpaHCHHE,
MEIMIIMHCKOE M BETCpUHAPHOE 3HAuUCHWE, BHYTpUpOJoBas TakcoHoMus Nanophyetus
Spp. ocraeTcsi HepaspelneHHoi. Pox Bkirouaer 4 HomuHanbHbIX Buma: N. salmincola
(Chapin, 1926), N. schikhobalowi Ckpsioun wu Ilogpsmonsckas, 1931, N. asadai
Yamaguti, 1971 u N. japonensis Saito, Saito, Yamashita, Watanabe u Sekikawa, 1982.
U3-3a  mopdonornueckoro cxoactea N. salmincola u N. schikhobalowi wux
TaKCOHOMUYECKHIA CTaTyC BCET/Ia HaXOJWJICS TIOJI COMHEHHEM, M pa3HbIC aBTOPHI B
pa3HOE BpeMsl CUYUTAIIM ITUX TPEMATO] TMO0 OTIETbHBIMU BUAMU, JTMOO OJTHUM BUIOM,
paccenuBIIMMCS 1O AByM KoHTHHeHTaMm. Jlo Hactosmero Bpemenu N. schikhobalowi
npusHaBaics cunoarmoM N. salmincola wiu moasugom N.s. schikhobalowi (Bowman et
al.,, 2008; Jlparomeperkas, 2015). Tem He MeHee, IOMBITOK MPOBEPUTH ITO
MPEANOJIOKEHNEe C  HWCIOJAB30BAHMEM METOJOB  MOJICKYJSIPHOM TEHETUKH  HE
MPEANPUHAMAIIOCH.

duoreHeTHYECKHE PEKOHCTPYKIIMM Kilacca Trematoda BBIMOIHSUIACH TJIaBHBIM
o0pa3oM Ha HEIMOJHBIX TCHHBIX W CICHCEPHBIX ITOCICAOBATEIBLHOCTIX PHUOOCOMHOTO
Kiacrtepa Oosiee 15 yer Ha3zam Ha OTpaHUYEHHOM 4YHUCJE BHJIOB U 0€3 MaTUPOBKHU
nuBeprenTHeIx coObiThit  (Littlewood et al., 1999; 2001; Olson et al., 2003).
Hcnonb3oBaHne BTOPUYHBIX CTPYKTYyp TpaHckpuntoB pAHK, kak monmomHuUTENnbHOTO
UHCTPYMEHTA JIJIs aHaIn3a (GUIOreHETHYECKUX CBs3eH npeacraButeneii Nanophyetus u
Trematoda B 1ienom He npuMmeHsiock. B otnnure ot monorenei (Matejusova 2004) u
necrox (Zhang et al., 2010, 2017), nombITOK MOAECTHUPOBAHUS BapUaAOEIBHBIX yYaCTKOB
18S pPHK Tpemaronq He mnpeanpuHumanock. HccinemoBanne BHYTPUBHIOBOMN

TeHETUYECKON M3MEHYHBOCTH OBLIO MpoBeaeHo Toibko st N. salmincola ¢ momomipio
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OJTHOTO MOJICKYJIIPHOTO Mapkepa — nocienoBatenbHocTr reHa hadl mT/IHK (Criscione,
Blouin, 2004). ®wumoreorpaduss u memorpadudeckre uctopuu BumoB Nanophyetus
NpexXJe HE U3ydaauch. BTOPUYHBIE U TPETHYHBIE CTPYKTYPhl KaKHX-THOO OEIKOBBIX
moJiekya st BumoB Nanophyetus He MoaemupoBauch.

Heas m 3apaum ucciaenoBanms. llenbio gaHHONW pabOTHI SBISETCS OlLEHKA
TeHETUYECKOTO  Pa3HOOOpasus, PEKOHCTPYKIUS JeMOrpaQuueckodl HUCTOPUH U
bunoreHeTHYCCKUX CBsA3el mpeacraBurescii poga Nanophyetus Chapin, 1926 u3 tpex
reorpaduueckux pernoHoB (CeBepHoit Amepuku, Poccuiickoro lampHero Boctoka u
SIMOHCKUX OCTPOBOB).

JUis [OCTHKEHMSI 3TOM 1€ OB OCTABJICHBI CIIEIYIOIINE 3a/1aUH:

1. ITlonmyuuTs mnonHOpa3MepHble mnocienoBartenbHOcTH TeHoB (18S, 5,8S u
28S) wu cneiicepoB (ITS1 wu ITS2) pubocomuoro «imactepa (pJAHK) wu
nocienoBarebHocT  reHa  nadl  muroxomapuansHor  JIHK  (mT/IHK)
npencrasureneid Nanophyetus u3 pasHeix reorpaduyecKix peruoHoB;

2. OlLIeHUTh TE€HETHYECKOE pa3HOOoOpa3ue pEervuoHaIbHBIX U JIOKAIbHBIX (U3
pa3HBIX PEYHBIX CHCTEM U Pa3HBIX BUIOB PbIO-x03sieB) momysusiiuii Nanophyetus mo
JAHHBIM HYKJICOTUAHOM M3MEeHUNBOCTU MapkepoB saepHor p/IHK u mT/IHK;

3. IlpoBectn wucTopuxo-meMorpapuueckuii  aHaau3 pPETHOHAIBHBIX U
JOKampHBIX  momyisiuii - Nanophyetus Ha OCHOBE JaHHBIX TE€HETUYECKOTO
noaumopdusma rena nadl mt/IHK;

4. C yyerom nmanubix u3 GenBank pekoHcTpyumpoBath (uIoreHeTHUECKHE
cBsi3u mpezacraButesier Nanophyetus Ha pasHBIX TaKCOHOMHYECKHX YPOBHSX C
OLICHKOW BPEMEHH JUBEPTrEeHIIMU OCHOBHBIX (PMIICTUUECKUX JTMHUIA;

5. CmopnenupoBaTh BTOPUYHBIE CTPYKTYypbl TpaHckpuntoB |TS1, ITS2 u
BapuabenbHbIX yuacTkoB 18S p/IHK nmpencrasurencit Nanophyetus ¢ nokanusanuei
Ha HUX KOHCEPBATUBHBIX (CTPYKTYPHBIX U (YHKIIMOHATHHBIX) MOTUBOB,

6. OcHOBBIBasICh Ha JIAHHBIX T'€HHBIX MOCIEAOBATEILHOCTENH CMOJIEIUPOBATh
BTOPUYHYIO M  TPETUYHYIO CTPYKTypbl mepBod cyObeaununsl NADH-

neruaporenassl N. schikhobalowi;
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/. Ilo COBOKYNHOCTM TMOJYYEHHBIX JAHHBIX [JaTh 3aKIOYEHUE IO
TaKCOHOMHUYECKOMY CTaTyCy perHoHaIbHBIX nomyiisiiuii Nanophyetus spp.

Hayunas HoBu3Ha. B aucceprainiionHoi paboTe BIEpBbIC ACTATBHO U3YYarOTCs
OCOOEHHOCTH OpraHW3allid T€HETUYECKOro pa3HOOOpa3usi TpexX BUIOB TPEMATON poja
Nanophyetus (N. salmincola, N. schikhobalowi u N. japonensis) Ha ocHOBe
MOJTHOPA3MEPHBIX HYKJIICOTHIHBIX MocienoBaTeibHocTel TeHHbix (18S, 5,8S u 28S) u
cneicepusix  (ITS1  wm  ITS2) yuactkoB pJAHK, wyactuuHoi W  moJiHOM
nocnenosareiabHoctd TeHa MTHK (nadl), koaupyromiero mepByro CyObeIHHHUILY
NADH-geruaporenassl, a Takke BTOPHYHBIX CTPYKTYp BapuaOeNbHBIX ydacTKOB 18S
pPHK wu TpanckpuntoB ITS cnelicepoB p/IHK. BmepBeie 118 Tpemaron
PEKOHCTPYUPOBAHBI CXEMbl BTOPUYHOM M TPETUYHOU CTPYKTYp MPOTHO3UPOBAHHOTO
oenxka NADHI1 neruaporenassr (Ha mpumepe N. schikhobalowi), a Taxke BTOpHYHBIX
cTpykTyp 9 BapmabenbHbiXx yuactkoB 18S pPHK mnst 65 Bumos otpsima Plagiorchiida.
YcraHoBiieHbl  (uiioreHeTH4eckue  cBsi3M  BuaoB  Nanophyetus Ha  pasHbIX
TaKCOHOMUYECKUX YPOBHSX C JaTHPOBKOW JMBEPTeHTHBIX COOBITHH. BmepBoie mis
npencraButeneil poxa Nanophyetus pexkoHcTpynpoBaHBI JAeMOTpa@UUECKUE HCTOPHH
pPErMOHANBHBIX (BUAOBBIX) W JIOKAJIBHBIX TeorpadUyecKux TMOMyJSIUi, a TaKxKe
MOMYJSIIUOHHBIX BBIOOPOK M3 PA3JIMYHBIX BHJOB PBIO-X035i€B. Y CTAHOBJICHBI
MOCJIEIOBATENBHOCTh U BpeMsl (DOPMUPOBAHUS OCHOBHBIX 3BOJIIOLMOHHBIX JUHUK N.
salmincola, N. schikhobalowi u N. japonensis, moiy4eHbl reHeTUYECKHE CBUICTEILCTBA
UX BUJOBOU CaAMOCTOSITEIbBHOCTH.

Teopernyeckoe U nMpakTuyeckoe 3HaYeHHe padorel. Pe3ynbraTel HacToAlIEH
paboThI, MOJyYEHHbIE C IOMOIIBIO COBPEMEHHBIX METOJIOB aHajih3a MOJIEKYJISPHO-
I€HEeTUYECKUX JIAHHBIX, BHOCAT CYIIECTBEHHBIN BKJIAJ B UCCIEIOBAHUE F€HETUYECKOTO
pa3HoOOpa3usi TpeMaTo]| B 1IeJIOM U mpenctaButeneit poga Nanophyetus B wactHocTH,
ux ¢unorennn u ¢unoreorpadun, a TaKKe MAPA3UTO-XO3IWHHBIX OTHOIIEHUH. Bo
BpEMsl UCCIIEAOBAHMS ONpPEEIICHbl U JEMOHUPOBAHBI B MEXIYHAPOIHYIO 0a3y JHaHHBIX
GenBank (National Center for Biotechnology Information, USA) 60 HOBBIX
HYKJICOTUIHBIX TocienoBareabHocTeld reHa nadl mt/IHK u 73 mocnenoBaTenbHOCTH

reHoB u cnercepoB p/I[HK. IlonydeHnsle pe3ynbraThl BaKHBI I MPOTHO3UPOBAHMS
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AMUIEMUONOTHYECKOW cuTyarun Ha JlansHem Boctoke Poccuun, npaktudeckoro
IIPUMEHEHUSI B CEJIbCKOM XO3SIIICTBE W MEIWLIHMHCKUX MCCIEHOBAHUAX, BKJIIOYas
pPa3BUTHE MOJIEKYJISIPHOM JUArHOCTUKU U CO3JaHUE MPOTUBOTEIBMHUHTHBIX MPENapaToOB
HOBOT'O IOKOJICHHS.

Marepuanbl auccepTaliid MOXKHO HCIOJB30BaTh B OOMIMX M CIEIHAIBbHBIX
Kypcax JeKIHH 151 0aKanaBpOB U MarucTpoB OMOJIOrMYecKuX HanpaiieHnid BY30B.

Merogos10orusi M METOAbI AMCCEPTALMOHHOIO HCCJIeA0OBaHMs. B maHHOMU
JMCCEPTAIMOHHOW paboTe MPUMEHEHbI METO/Abl KIIACCUYECKOM Tapa3uTOJOTUH U
COBPEMEHHBIC METO/Ibl MOJICKYJISIPHOU TEHETUKHU U OMOMH(POpMATUKU. AMITTU(DUKALIUIO
BbIOpanHbiXx  ¢gparmentoB JIHK ocymectBmsiiu  meromom  TIHP. Ilomydyenue
HYKJICOTUIHBIX IOCIEI0BATENbHOCTEN MpoBoawiM 1o Meronay CosHrepa. AHammu3
JTAHHBIX PEAJM30BaH C MOMOIIBIO CIEIUATU3UPOBAHHOTO IPOrPaMMHOTO 00ecreueHus
U CTaTUCTUYECKUX mnporpamMM. OUIOTeHETHYECKUE JpPEBA PEKOHCTPYUPOBAHBI C
HCIIOJIB30BaHUEM METO/Ia MaKCUMaJIbHOTO npapaononoous (ML), MeTona oObeAMHEHUS
ommkanmmx coceneit (NJ) u GaitecoBckoro BeiBoga (BI) B mporpammax MEGA 5.05
(Tamura et al., 2011) u MrBayes 3.1 (Ronquist, Huelsenbeck, 2003). Bo3mosxHbie
BAPUAHTHl MYTAlIMOHHBIX TMepexonoB Mmexay ramnotunamMu MTJIHK paccunrtansl u
BHU3yaJIM3UPOBAHBI C MIOMOIIBIO METOIa MEIMaHHBIX ceTell (median joining) (Bandelt et
al, 1999). MounekynspHasi TaTUpPOBKAa BO3HHUKHOBEHHUSI OCHOBHBIX (DUIIOI€HETUYECKHUX
JUHUN y HCCIIEIOBAHHBIX TAKCOHOB MPOBEJEHA HA OCHOBE 0aileCOBCKOrO MOIX0J]a B
nakere nporpamm BEAST 1.8.0 (Drummond et al., 2012). [lns pekoHCTpyKuuu
neMorpauyeckod HCTOpPUM TMOMYJISIUI  3aedCTBOBAHBI METObl KOAJIECLEHTHOTO
aHaim3a. Bropuunsle cTpykTypbl TpanckpunToB plHK MonenupoBanmu B mporpammax
RNAalifold (Bernhart et al., 2008), RNAfold u Mfold 3.0 (Zuker, 2003). Beimonuaen
MOMCK KOHCEPBAaTUBHBIX, TEJIOMEPHBIX U PETYIATOPHBIX MOTUBOB. JJisi MOJEIMpPOBaHUS
BTOPHYHBIX U TPETHYHBIX CTPYKTYyp mepBoi cyOweauHuisi NADH-meruaporenasst
UCIIOJIBL30BaJIM MporpamMmy, noctynuyro Ha mopraie PHYRE2 (Kelley et al., 2015).

JInynblii  BKJAA aBTOpa. OKCIEpPUMEHTAJIbHAas 4YacTb  MOJIEKYJISIPHO-
TeHEeTUYECKUX HCCIeAOBaHUN M 00paboTKa MaHHBIX OBbUIM BBIMOJHEHBI aBTOPOM B

nosHOM  oObeme. CaMOCTOSITEIBHO  OCBOEHBI  pPa3iUYHBIE  IPOTpaMMBI IS
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(UITOTEHEeTUYECKOTO aHalM3a JaHHBIX B paMKaxX HCCICIOBAaHUA. ABTOp NpUHUMAsa
y4acTUe B MOJIYYCHHUH MMapa3uTOJIOTHIECKOT0 MaTepuana, MPeACTaBICHUN PE3yIbTaTOB
UCCJIEIOBaHMsI Ha KOH(EPEHIIUAX U B IOATOTOBKE MAaTEPUAIIOB IS Iy OIHKaIUil.

OcHoOBHbBIE 10JI0KEeHH, BBIHOCUMbIE HA 3AIIUTY:

1.  Jurenermyeckue cocanpimukd poxa Nanophyetus (N. salmincola, N.
schikhobalowi u N. japonensis) sBisSOTCS cCaMOCTOSTEIEHBIMEA BHIAMHU.

2.  Jlemorpaduueckue ucropun nomyssmui N. salmincola, N. schikhobalowi u
N. japonensis pa3Hble: OHH BKJIFOYAIOT IJICHCTOIICHOBYIO SKCIAHCHIO Ka)KJIOTO BHJIA
B pa3HbIC BPEMEHHBIC MEPUOABI 0€3 COOBITHS OyTHIJIOYHOTO TOPJIBIIIKA B HEJTABHEM
TIPOIILIOM.

3. Pacnpenenenre BHYTPUBHUIOBOIO T'E€HETHUUECKOTO pa3zHooOpasus N.
schikhobalowi wumeer BbIpaKeHHYIO TeorpapHUUECKyld M Mapa3sUTO-XO3IUHHYIO
Crenu(pUIHOCTb.

4, Bropuunsie ctpykTypsbl TpanckpuntoB p/IHK narot nennyro nndopmanuio
JUTS. TAKCOHOMHMYECKOHN MICHTU(UKAIIMKA TPEMATO ] M MOTYT OBITh UCTIOJB30BAHBI TSI
OapkoAuHTA.

CreneHb [I0CTOBEPHOCTH  Pe3yJbTATOB. J[OCTOBEPHOCTh  PE3YyJbTAaTOB
o0ecrieueHa COBPEMCHHBIMU MOJICKYJISIPHO-TCHETUICCKUMH, (UIOTCHETUYCCKUMU |
bunoreorpaduueCKUMH  TOAXOJAaMH,  BKJIIOYas  METOAbl  KOQICCICHIIMH |
CTaTUCTHUYECKOW 00pabOTKH JTaHHBIX, a TAaKXKe METoJlaMu OMOMH(OPMATUKH, KOTOPHIE
COOTBETCTBYIOT LIEJISIM M 3aj1auaM, MOCTaBJICHHBIM B padote. Mcnonb30BaHne OJHUX U
TE€X JK€ aITOPUTMOB M METOJOB aHalIMW3a C TMOMOIIBI0 Pa3HOTO MPOrPAMMHOTO
oOecCTieUeHHs, a TaKXKe MOBTOP PE3yJIbTATOB IMPH JOMOJHUTEIBHBIX IKCIICPUMEHTAX |
JIOCTaTOYHBI  00BEM  BHIOOPOK  MO3BOJWJIM  BCECTOPOHHE  IPOAHATU3UPOBATH
MOJTy4EHHBIC JTaHHBIC W OINPEACIWIH TOYHOCTh PEKOHCTPYKIIMH JeMorpaduueckux u
JTUBEPTEHTHBIX COOBITHH. DaKTUYECKHE MaTepHalIbl, MPEJACTABICHHBIC B IUCCEPTAINH,
MOJTHOCTBIO COOTBETCTBYIOT MEPBUYHON JOKYMEHTAIIMU — MPOTOKOJIAM HCCIIEIOBaHUN.
Pe3ynbrarhl, HAyYHBIE ITOJIOKCHHS ¥ BBIBOJIBI TIOJIKPETUICHBI JJAHHBIMH, TIPUBEICHHBIMA

B Ta6J'II/IHaX, PUCYHKaxX, JuUarpamMmax, TIHCTOrpaMMax, W MOACISIMHU BTOPHYHBIX

CTPYKTYD.
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Anpobanusi pe3yJbTaTtoB padoThl. PesynbTaTel paboThl OBLIM MpPECTABICHBI
Ha MEXIYHapOJIHOM CHMIIO3MyMe Mo TeHoMHO#M MeamnmHe «International Conference
on Genomic Medicine», r. bantumop, CIHIA (2017), Ha koHbepeHmusx: «I eHeTHKA
HOMYJISLMIA: MPOrpecc U MepCleKTUBbI», I. Mocksa (2017); «Modern achievements in
population, evolutionary, and ecological genetics: International symposiumy», T.
BnaguBoctox (2015, 2017); xoHdepeHIHU-KOHKYpce MOJOAbIX YyueHbix OHI]
buopasznoobpaszust /IBO PAH, r. BmamuBocrok (2014) u X MeXIyHapOoJaHOM
sKkosoruueckom popyme «IIpupoaa 6e3 rpanuiy, r. Biaguoctok (2016).

Hyoankanuu. 1o pe3ynbpraram ucciie1oBaHus OMyOJMKOBAHO / HAyYHBIX padoT:
3 — CTaThbu B PEICH3UPYEMbBIX U3JAAHUSIX, PEKOMEHIOBAHHBIX JEHCTBYIOUIUM CIICKOM
BAK, 4 — Te3uchl HayYHbIX KOH(EepEeHUIUH.

O0beM u cTpyKTypa padorTnl. [uccepramus uznoxeHa Ha 218 crpanunax,
conepxkut 12 Tabmun u 49 pucynkoB. Pabora coctoutr u3 Beenenus, rimaB «O030p
auTepaTtype», «Matepuansl U MeToAb», «Pe3ymbraThl»y, «OOCyX)IAeHHE», a Takke
«3akmouenus», «BbeBogoB», «Crnucka nurepatypbl» u 8 Ilpunoxkenwmii. Crmcok
autepatrypsl coaepxkuT 330 ncTOUHUKOB, M3 HUX 290 Ha KHOCTPAHHOM SI3BIKE.

baarogpapuocTtu. Bplpaxkaro  MCKPEHHIOK  NPU3HATEIBHOCTH  HAYYHOMY
pykoBoautento 1.0.H., mpodeccopy Yenomunoit ['annne HukonaeBHe 3a BHUMATEIHHOE
OTHOIIIEHWE, OOyueHHWEe W TONJCPXKKY Ha BCeX OJTamax paboThl, 3aBeAyIOIIEMY
nabopatopun mapazutonorun DOHII buopaznoobpasus [IBO PAH, n.6.n. B.B.
becripo3BaHHBIX 3a MPEIOCTABICHHBIN Mapa3UTOJOTHYECKUI MaTepual W MOMOIIb B
MOJITOTOBKE nuccepranuu, rocrnoauny Scyo Apaku (MHCTUTYT BHYTpPEHHETO
peiOoToBCTBa, mpedekTypa SImarata), gokropy Xwumero Kwuno (YHuBepcurer
Xamawmairy, npedekrypa Cunaszyoka) u mnpodeccopy Takemm [luman3y (AmsymuHo,
npedexrypa Harano) 3a mapasutonorndeckuii MaTepuan u3 SINOHUU U METOAMYECKHUE
ykazanusi, npopeccopy B.B. Tkauy (Yuusepcuter CepepHoii Jlakote, CIIA) 3a
COTPYIHUYECTBO B M3yueHuu tpemato] CeBepHoit AMepuku, k.0.H. E.B. ApTiokoBoii 3a
O3HAKOMJIEHUE C TEKCTOM PYKOMHCH, PEKOMEHAAIMA U KPUTUUECKHE 3aMeuyaHus, K.0.H.

J.M. ATonkuHy 3a MOMOIIb B OpraHu3alnudd padOThl W KOHCYJIbTalMu. Beipaxaro
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VCKPEHHIOIO 0JIar0JapHOCTh KOJUIEKTUBY JJA0OPAaTOPUH MAPA3UTOJIOTHH, CBOMM POJIHBIM

1 OJIN3KKM 3a BCCCTOPOHHIOIO 1 HCOOCHUMYIO ITIOAACPIKKY.
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I'JTIABA 1. OB30P JIMTEPATYPBI

1.1. Buosorus, ;KU3HEHHbIE HMKJIbI H NATOT€HHOCTh TPEMAaTO/1 U3 poja
Nanophyetus

K nurenernueckum cocanbiiukam wuinu Tpematonam (Trematoda), oTHocST
OOJUTATHBIX TApPa3WTOB BHYTPEHHUX OPraHOB IMO3BOHOYHBIX >KHBOTHBIX W UEJIOBEKA,
BBI3BIBAIONINX TPEMATOJ03bI — 3a0O0JICBaHMS, COIMPOBOXKIAIONIUECS CEPhE3HBIMU
HApYIIEHUSMHU 3]I0pPOBbsl, OOIIMM HCTOIIEHHEM OpraHu3Ma MW jJaxe rudenpro. Mx
OpraHu3alys KpaliHe HalOMHHAeT TaKOBYIO TypOCIISpuid, HO CO CHEUU(PUICCKUMU
perpeccUBHbIMU YepTaMH, HUMEIOIIMMU Ba)XHOE MPUCIOCOOUTEIHHOE 3HAUYCHUE B
npoiiecce 3BoroIMoHHON ananTanuu (['uHenuHckas, J{oopoBoabsckuii, 1978).

B pome Nanophyetus BeifensroT 4deTbipe HOMHHAJIBHBIX BHUJQ, SBIISIOIIAXCS
BO30yAMTEISIMUA TeIbMUHTO3a — HaHogueTo3a. Nanophyetus asadai Yamaguti, 1971 u
Nanophyetus japonensis omwcanbl Ha Tepputopun Smonuu (Saito et al., 1982),
Nanophyetus salmincola Chapin, 1926 u Nanophyetus schikhobalowi Skrjabin u
Podiapolskaia, 1931 pacnpocTpaHeHbl 1O pa3Hbie CTOPOHBI THXOOKEAHCKOTO
nooepexnsi: B CeBepHoit Amepuke u Ha JlansHem BocTtoke Poccuu cooTBETCTBEHHO.

Cucrtematuieckoe MmojioskeHue uepseii poga Nanophyetus
(o Blair et al., 2008):

Tun [Tnockue uepsu — Plathelminthes Gegenbaur, 1859
Knacc Tpematozast — Trematoda Rudolphi, 1808
[Monkmacce JIurenetrueckue cocansinuku — Digenea Carus, 1863
Otpsn Plagiorchiida La Rue, 1957
[MomoTpsn Xiphidiata Olson, 2003
HancemeiictBo Gorgoderoidea Looss, 1901
CemetictBo Troglotrematidae Odhner, 1914
Pox Nanophyetus Chapin, 1926

Tunosoit Bux Nanophyetus salmincola Chapin, 1926
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Hanoguerycer — menkue uepsu (Nanophyetus schikhobalowi u N. salmincola
umeroT B umny 0,5 — 1,5 mwm, B mmpuny 0,3 — 0,8 MM, a N. japonensis B giauny 0,4 —
1,0 mm, mmpuny 0,2 — 0,5 mm) rpymeBunHoir ¢opmbl. TerymMeHT MOKPHIT
MHUKPOCKOITMYECKUMU LIUIIAMHU; Ha TeJle, KAK y BCEX JIUTCHETHUECKUX COCAJIBIIUKOB,
pAacIoIOKEHBI JIBE MPUCOCKU — poToBas u OpromHas (Pucynok 1) (becnpo3BaHHBIX,

Epmonenko, 2005).

Pucynok 1 — ®otorpaduu maput pasubix BuaoB poga Nanophyetus: N. schikhobalowi
(A) (mpemocraBneHo 1.0.H. becnpossanubix B.B.); N. japonensis (b) (nmpemoctaBieHo
npo¢. [Iumanzy T.); N. salmincola (B) (13 atnmaca mo KIMHHYECKOH Mapa3vTOJIOTHH,
https://instruction.cvhs.okstate.edu/jcfox/htdocs/clinpara).

Pon Nanophyetus wumeeTr CIIOXHYIO TaKCOHOMHUYECKYIO HCTOPHIO, 32 BpeMs
KOTOPO MPOM30III0 HEMaJo M3MEHEHHH CHCTEMAaTHYECKOTO TMOJIOKEHHUS, KaK CaMOTO
posa, Tak ¥ Bxoasmmx B Hero BuaoB. Yenuu (Chapin, 1926) ycranosua poa Nanophyes
s onmcanHoro uM Buga Nanophyes salmincola; uepBu BriepBbie ObLTH BBIICICHBI M3
TOHKOTO KuIiieuHuka codaku B Koppamuce, mrat Operod. B 1928 rony oH u3MeHMI
nassanue Ha Nanophyetus salmincola (Chapin, 1928). Bo Bpems miepBoro omnucanus poj
BKimounsid B cemeiictBo Heterophyidae Odhner, 1914. Heckonbko ner ciyctsi, B 1931
rogy Mopdosorudyeckn cxoxkue Tpematonel — Nanophyetus schikhobalowi,
BbIJICJICHHBIE U3 KUILICYHUKA PECTaBUTeNel KOpeHHOTo Hacenenus [Ipuamypss, Obuin
onucanbl CkpsiounbiM u Ilogwsmonsckorr (CunoBuu u Boctpuxos, 1974). Xots N.

schikhobalowi otmmuancs or N. salmincola mo nHeckompkuM MopdomornyecKum


https://instruction.cvhs.okstate.edu/jcfox/htdocs/clinpara
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napameTpam, B MEpPBYIO Odepeb, MCHbIIUME pa3Mepamu suil, [edxapar (Gebhardt et
al., 1966) npuien K BBIBOAY, YTO 3TH JBa BHAA SIBISIOTCS CHHOHMMAaMH. DTOIO Ke
MHEHUS NPUAEPKUBAIOCH OONBIIMHCTBO HccienoBareneil. I[lozngnee ®dummumonoBa
npucBomia eBpasuiickoii (¢opme craryc moasuma N. salmincola schikhobalowi
(OunumonoBa, 1966). Kpome Toro, HekoTopblie aBTOphl cumTanud pox Nanophyetus
curonnMom Troglotrema Odhner, 1914 (Kinne, 1980, Bowman et al., 2008). Taxk, n3-3a
HEOJIHO3HAYHBIX MOP(OJIOTMYECKUX Pa3IMUUiA BOMPOC TAKCOHOMHUYECKOTO cTaryca
HOMUHAIILHBIX BUIOB B poje Nanophyetus ocrasascs HepaszpemenabM (MVoronova et al.,
2017).

Bspocibie Ttpemaromer Nanophyetus japonensis 60w onmcanbl Cauto C
coaBTopamu (1982) M3 TOHKOro KHUILIEYHUKA MIIeKoNUTarmmMX AnoHuu: cobaku,
KOTOpast 3a 7 JHEW A0 3TOro ObLIa SKCIEPUMEHTAIBLHO 3apakeHa MeTallepKapUsIMU,
BBIJICJICHHBIMU U3 simoHCKoro jococs Salvelinus pluvius Hilgendorf, 1876 (cunonuM
Salvelinus leucomaenis Pallas, 1814 (Salmonidae)); 6Gapcyko Meles anakuma
Temminck, 1844 (Carnivora: Mustelidae), moiiMaHHBIX B OKpPECTHOCTAX Tropojaa
Kamunosima, npedexrypa SImarara; u BomHbix 3emsiepoek Chimarrogale platycephala
Temminck, 1842 (Soricomorpha: Soricidae), moiimMmaHHBIX ONHM3 Py4YbeB TaKKe B
npedexrype Smarara (Saito et al., 1982). 'omotun ObuT moaydYeH M3 COOAKH, OIHAKO
MECTOHAXOXKJIEHUE €r0 HEU3BECTHO. B3pocibie ocoOu HaHO(hueTyca ObLUTM 0OHAPYKEHBI
TaK)Ke B TOHKOM KHINICUHUKE d>KenTod KyHuiel Martes melampus Wagner, 1841
(Mustelidae), smonckoit mackum Mustela itatsi Temminck, 1844 (Mustelidae),
eHoToBuaHOM cobaku Nyctereutes procyonodes Gray, 1834 (Carnivora: Canidae) u3
npedekryp Smarata uw Hwumrara. Meranepkapuu HaxOAWIA Y 4YETHIPEX BHJIOB
npecHoBoaubix peI0 (Tribolodon hakonensis Sauvage, 1883, Morocco steindachnery u
Cottus pollux Giinther, 1873) u aByX BHIOB canamaHap u3 mnpedekrypsl SImarara
(Hynobius lickenatus Tschudi, 1838 u Onychodactylus japonicus Houttuyn, 1782).

Kuznennnie 1ukiasl HaHoduerycoB (N. salmincola, N. schikhobalowi u N.
Japonensis) mpoTeKarT C y4yaCTHEM TpEeX XO035€B, BYX MPOMEKYTOUHBIX U OIHOTO
OKOHYAaTeNIbHOTO. [lepBbie MPOMEKYTOUHBIE X035i€Ba — OPIOXOHOTHE MOJLIIOCKH POJOB

Juga, Parajuga u Semisulcospira. BropbiMu pOMEXYTOYHBIMH XO3SI€BaMH SIBJISTFOTCS
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MHOTHE MPEACTABUTENN PBHIO U3 MOJCEMEWCTB CHIOBBIX, XAPUYCOBBIX M JIOCOCEBBIX:
aMypCKHUI CHUT, aMypCKUW Xapuyc, KeTa, ropOylia, KIXKyd, 4aBblua, TakMEHb, JEHOK U
T.4. (Pumumonosa, 1963, 1964, 1966; Millemann, Knapp, 1970; Saito et al., 1982).
3apa)keHHOCTh MX TEM BBIIIE, YeM OJMKe KO JTHY BOJOEMOB oOuTaroT pbiObl. [lpu
ONPEJEICHHBIX YCIOBUAX JIMUYMHKKH MOTYT 3apa)xaThb IPECHOBOJHBIX pPBHIO HHOMN
CHUCTEeMAaTUYECKON TMPUHAAJICKHOCTH, HApUMEp, TOJbsSHA, aMypCKUX uebaka, IIyKy,
mpokoo0ky  (becripo3Bannbix, Epmonenko, 2005). Sliina  HaHO(PHETYCOB
Pa3BUBAIOTCA 10 UHBA3MOHHBIX CTaJAUM B BOJE NP KOMHATHOM TEMIIEPAType B TCUCHHE
5 Mec, a MPOMEP3aHUE BOJBI YCKOPSAET BBIXOJA M3 SIALl MUPALUAUEB — PECHUTYATHIX
JIMYUHOK IIEPBOr0 NAaPTEHOTCHETUYECKOIO IIOKOJICHUS.

PasButelii MHpanuauii OHEPrUYHO JIBUKETCS BHYTPU  SMLA, 3aTeEM
BBUIYIUISIETCS W IUIABA€T B BOJE, IIOKAa HE IPOHUKAET B TEJIO MOJUIKOCKA, TJIE
IPOAOJKAET CBOE Pa3BUTHUE, TPAHCHOPMUPYACH B MATEPUHCKYIO CIIOPOLIMCTY — BTOPYIO
JMYUHOYHYIO  CTaauio  (IepBO€  MApPTCHOTCHETHYECKOE  IOKOJIeHHe). BHyTpu
CIIOPOLMCTBI M3 3apOABIIIEBBIX KIJIETOK PAa3BUBAKOTCS JECATKH PEAUNM — TPEThA
JUYMHOYHAs cTaaus (BTOpoe MapTeHOTeHeTHYecKoe nokosieHue). Korna matepuHckas
CIIOPOLIUCTA JIONAETCs, PEIAMM BBIXOAAT B OPraHU3M IIPOMEXKYTOYHOI'O XO35IMHA
(YTUTKM) ¥ TPUHUMAIOTCS aKTUBHO TMOMIONIaTh €ro TkaHu. OHM JIOKaJIM3YHOTCS B
OCHOBHOM B MMIIEBAPUTEIBLHON JKEJIE3€ MOJUIIOCKOB. BHYyTpM penuii ImpOUCXOIUT
pPa3BUTHE YETBEPTOU JIMUMHOYHOM CTaUU — LIEpKapueB (MX KOJUYECTBO B OJIHOU pelluu
MOXeT JocturaTte Oojee 70), TPEACTaBISIONIMX JUYUHKY CBOOOJIHOXKHBYIIETO
repmMadpoAUTHOTO TTOKOJICHUS.

[lepkapuu, BbILIEAIIME W3 MOJUIIOCKOB B BOJYy, IIEPEABHUIalOTCA 10 [HY
BOJOEMOB. YCTAHOBJIEHO, YTO Ha MPOAOJDKUTEIBHOCTh MX >KU3HH CHJIBHO BIIUSET
temreparypa Boasl (PuamMonoBa, 1964, 1966). Tak, npu Temneparype 6 C Bpems
JKU3HM, a COOTBETCTBEHHO W TIOMCKa XO3dMHAa jJocthraer 1,5 Mecsues.
[Tpo1OKUTENFHOCTh KU3HU LepKapuil HaHOouUeTyca, BO3MOXXHO, OJIHA M3 CaMbIX
OonbIIMX JUIsI  CBOOOAHO TMEPEIBUTAIOIIMXCS B  BOJAE JUYMHOK  TPEMaTo.]
(becmipo3Bannbix, Epmonenko, 2005). Llepkapuu 10BOABHO OBICTPO MPOHUKAIOT B TEJIO

pBIOBI Uepes 000 ydacTok Koxu. CHayana OHM OCeNaroT Ha IJIaBHUKAX (y KPYIMHBIX
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JICHKOB W TallMEHEd B OrPOMHBIX KOJMYECTBaX, M3-3a 4YEro IUIABHUKU MOTYT
yTOJIIAThCS U MPUOOpPETaTh MIEPOXOBATHIM BUM), a 3aTe€M MPOJBUTAIOTCS MEXAY HMX
JydaMHd M 4Yepe3 KOXKYy IPOHUKAIT B TEJIO pPBIObI CHadaja MNEPEeIHHM KOHIIOM,
NOATATMBas 3aaHUN. B TKaHsIX pbIObI LepKapuu TEPSIOT XBOCT W HUHIMCTUPYIOTCS B
teuenne 1 — 3,5 vacos, mpespamasch B Meranepkapuu (I'muerunckas, 1958). anee
MeTallepKapuu MpeTepreBaoTr metamoppo3 u Ha 11 — 12-e CyTKM JOCTUTArOT
WHBA3UOHHOW JUISI OKOHYATENIbHBIX XO35I€B CTaauu. Meralnepkapum y MajbKOB H
CErOJIETOK JIOKAJM3YIOTCS MPEMMYIIECTBEHHO B MBIIIAX TeJa, IJ1a3 U cepaua, Toraa
KaK y TIOJIOBO3PENBIX PBIO HUX OOJibllle OOHApYKUBAeTCs B IMOYKAX U B MBIIIIAX
IJIaBHUKOB, MEHbIIIE — B kaOpax, Ha CTEHKAaX KHUIICYHHKAa U B OKpYKalomeh Hx
KAPOBOM TKaHU. Y TalMEHs, JICHKA, Xapuyca U €JIbl[a OHU HaWJICHbI HA IOBEPXHOCTHBIX
TKaHSX YCIyH, a UHTEHCUBHEE BCETO 3apa’KEHbI MBIIIIbI [IJIABHUKOB, TOJIOBBI U TTOYKH.
VY KeTbl, IIYKH U €Jiblla JUYMHKHU Yalle BCEr0 MHIUCTHPOBAHBI B MOYKaxX. B Mblmiax
IJJABHUKOB JIMYMHKU HWHOT/AA OOpa3yloT CIUIONIHBIC CKOTUICHUSI, MPU BBICBIXaHUU
HAIIOMUHAIOIIME MaHHYIO KPYyITy, a B IMOYKaxX MPEACTABISIOT OO0 Maccy cepeOpucTo-
Ceporo IBETA U JIETKO OOHAPYKHUBAIOTCS HEBOOPYKECHHBIM I1azoM (Muiakos, 1972a).
Uepe3 KOKHBIA MOKPOB CKOIMMUBIIMECS METALEPKAPUU TAKKE BUIHBI HEBOOPYKEHHBIM
rinazom (Mumakos, 1972a).

OkoHYaTeNbHBIMH ~ XO35€BAMH  HAHO(HETYCOB  SIBISAIOTCS  IUIOTOSIAHbBIC
MJIEKOMHUTAIONINE U NTULBI. B MUIIEBApUTENHHOM TPAKTE MO JEHCTBUEM JKEITYAOUHOIO
COKa MeTalepKapuu 0CBOO0XKIAI0TCS OT LIUCT U MIPOHUKAIOT B MEPEHUMN OTIET TOHKOTO
kumieynrka. Yepes 5 — 8 cyT (B 3aBUCUMOCTH OT BHUIOBOM NPUHAIJIC)KHOCTH
OKOHYATEJbHOTO XO3siMHA OT 5 — 8 10 24 cyT) Takas JMYMHKA JOCTHraeT MOCICTHEH
CTaJUU Pa3BUTHUSA — MIPEBpaIaeTCs B MapUTY (TI0JIOBO3PEIIYIO0 repMadpoIUTHYIO 0COOB),
MOCJIE YEer0 HAUMHAET BhIACHATH sila. [IpogoKUTeNbHOCTD )KU3HU MAapUT COCTaBIISIET
or 18 cyr no 2x mec (becnpo3Banubix, Epmonenko, 2005). IlaTorenHoe neiicTBue
HAaHO(UETYCOB 3aKIIOYAETCS B MOBPEXKICHUU CIU3UCTOM OOOJIOYKM TOHKOM KHIIKH,
KOTOPO€ BBI3BIBACTCS MPUKPEIUIAIONIMMHUCS K CTEHKaM KHUIIEYHUKA TpPEeMaToIaMHu.
HaGmiogaeTcss rumepeMuss CIU3UCTOM M TOSABJICHHE HA HEH MHOKECTBEHHBIX

KpOBOTOUAITNX 3po3uil U s3B. OCOOEHHO CHIIbHBI KIMHUYECKHE IPOSBICHUS MPH
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WHTCHCUBHOW HMHBa3uu — B cpeaHeM He MeHee 500 ocoOel; Torjga BocCHaIUTEIbHBIC
U3MEHEHUS CIIM3UCTON 000JIOUKH KUIIEYHUKA OXBAThIBAIOT OOLIMPHBIEC YUACTKHU.

Bo3oynurens Hanodueroza N. schikhobalowi Bmepseie Obu1 0OHapyXkeH y
yenoBeka K.M. Ckpsiounbsim u B.I1. Tlogbanonsckoi B 1928 rony B HU30BBSAX AMypa.
3aboneBanue 3apeructpupoBano B [Ipumopckom u XabapoBckoMm Kpasx (B JTOJHMHAX
Yccypu u ee MpUTOKOB, B HUkHeM TeueHHH Amypa) (Ckpsoun, 1979). [To maHHBIM
JL.LU. Cunouu (1974), cnenmpuveckuMu cUMIToOMaMu HaHo(ueTo3a y 64% OO0JBHBIX
SBIISIIOTCA OOJM B KUBOTE, Yallle KOJIOIIETO XapakTepa, A0 wiu nocie nedekannn. Kak
MPaBHUIIO, OOJIEBBIC OIYIICHHS JOKAIU3YIOTCS B SMUTACTPATIbHON 00JaCTH WM ClieBa U
BbImIe nynka. Y 61% OonbHBIX oTMeueHa nuapes. [Ipy manbrnatopHOM HCClIeIOBaHUU
OpraHOB OPIOIIHOM MOJIOCTH KOHCTATUPOBAHO YPUYAHHE CIICTION U CUTMOBHIHOM KHIIIOK,
y MOJIOBUHBI 00CJIEIOBAHHBIX Kpail MeueHn ObLT YIJIOTHEHHBIN U Oosie3HeHHbIH. [leuenb
CTAaHOBUTCSl YBEJIIMYEHHON M KpOBEHANoOJIHEHHOW. MHorna HaOmroaroTcs KOJIOIUe
O0omu B oOmacTu cepala, a TakkKe MPUCTYIBI THMa cTeHokapauu. Kpome OoieBbix
OIIYIICHUH TMAlMEHTHI JKaJYIOTCS Ha JUCIENTUYECKUE SBJICHUS, CHIDKCHHE alllleTUTa,
OTPBDKKY, TOITHOTY, PBOTY. lIpm neTallbHOM HCCIIEIOBAaHWU Y OOJBHBIX OTMEYACTCS
KENTYITHOCTh CKJIEP M CIM3UCTOM O000JIOYKKM HeOa, paciiupeHue TpaHUI] Cepila,
runotonust (Mumrakos, 1970).

[Tpomro okomo 50 et co Bpemen pabot H.E. Mumrakosa 1965 — 1972 rozgos,
MOCBSIIEHHBIX JIETATbHOMY M3YyUYCHHUIO PACHpPOCTPAHEHHS, MATOTeHe3a W JICYCHUS
Hanoduero3a B Iloxkapckom (cena mo TedyeHuto peku bukun), KpacHoapmeiickow,
Tepueiickom u Omnbrunckom paiionax IIpumopckoro kpas (Mwumako, 19726, B).
Jleuenne wuM TpPOBOAMIIOCH Ha 0a3e OOMbHUI] U (ETBAMIEPCKUX IYHKTOB TIO
OOIIECTTPUHATOW B TO BPEMS METOJHMKE aHTUTCIBMHUHTHBIMH IperapaTaMu, dKCTPaAKTOM
MY’KCKOTO TMarnopoTHHUKA, TUMOJIOM. B Hacrosimiee BpeMs Mpa3UKBAHTEN SIBISICTCS
3G (})EeKTUBHBIM B  OOJBIIMHCTBE CIy4aeB JICUCHHsS] Tapa3uTapHBIX WHBA3UU.
Knunnueckast u nabopaTopHas JUarHOCTUKM OCHOBBIBAIOTCS Ha 3MHJIEMHOJIOTHYECKOM
aHaMHe3€, MPOSBICHUSX MOPAKECHUS KUIIICYHUKA U 00OHAPYKCHUU U1l HAHO(DHUETYCOB B
bekamusax. B 2009 - 2014 rr. A.J. [lparomepenkas mpoBena IOA0OHBIN

CpPaBHUTEJBHBIA aHAIN3 3apa)KEHHOCTU TMOMYJALMNA JOCOCEBBIX PbIO U MECTHOTO
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HaceneHuss XabapoBckoro kpas Mmertanepkapusimu u maputamu N. schikhobalowi
cooTBeTcTBeHHO (J/Iparomepenkas u gp., 2012, 20146; JIparomepenkas, 2015).
Oco0eHHO BBICOKME TMIOKa3aTedd 3apakKCHHOCTH ObUIM  3aperucTpUpPOBAHBI B
yaareickoM ceine ['Bacioru, mocKoJIbKy Takue MPOMEKYTOUHbIE X03s€Ba HaHO(DHeTyca
KaK JICHOK, Xapuyc, TaliMeHb, KeTa 1 0J1107]a HallMOHAJIBLHOW KYXHHU U3 3TUX BUOB PbIO
(tokoma, CTpOraHWHa, Tajua) SBISIOTCA OCHOBHOM YacThlO paldOHa MHTAHUA
abopurenHoro HaceneHus (paromepenkas u ap., 2014a).

B psane mraroB Tuxookeanckoro nmoodepexnss CIIA u B Kanage n3BecTHbI
oyard HaHo(ueTo3a )KUBOTHBIX, Bbi3biBaeMoro N. salmincola. ['enbMUHT Takke CITyKHUT
«MPOBOJHUKOMY» BO30yIUTENEH TSHKENIbIX (OPM PUKKETCHO30B >KHBOTHBIX (CO0aK,
nucull, koirotoB). YenuH eme B 1926 1. BbICKazan mpeamnosiokeHne o cBs3u N.
salmincola co cmeprenbHBIM 3a00NieBaHHEM COOAK, BO3ZHHMKAIONIMM IIOCIE TOCHTaHUs
nococeii (Chapin, 1926). ITo3aHee 3T0 MOATBEPAMIH, XOTS OBUIO OOHAPYKEHO, YTO
BHYTpHKJIETOUHbIe Oaktepuu — cuMOMOHTHI Neorickettsia helminthoeca, a ne cammu
TpemaTo ibl ObUTH OTBETCTBEHHHI 3a 3a0osieBanue (Headley et al, 2011; Vaughan et al.,
2012). Takum obOpa3om, Tpematoja sBiseTcs Bekropom s 6akrepuit N. helminthoeca,
BBI3BIBAIONINX «O0JIE3Hb OTpaBlieHus jococem» (SPD) u Tak Ha3bpiBaeMblil phHIOUN
rpunn (arri. fish flu) (Millemann, Knapp, 1970).

[Mapasuter Nanophyetus spp. Bxoast B ciimcok Canllun (caHuTapHBIX MpaBUII
U HOPM) M, y4YUTHIBas HMX MATOICHHBIC CBOWCTBA, BAXKHBIM SBJSICTCS IPOBEACHHUEC
npoduIaKTHIeCKuX Meponpustuil. [Ipu 3ToM mose3HpIMU OyAyT 3HAHHUS O BIUSHUU
Pa3TUYHBIX (PU3NYECKUX W XUMUYECKUX (PAaKTOPOB Ha BBDKMBAEMOCTH METallepKapHEB
Hanodpueryca. B pabore JI.B. dunmumonoroit (1965) ymomuHaercs, 4TO JTUYHHKHU
mapasurta B MepTBOii peide npu Temreparype 20 — 22°C coxpaHsui JKU3HECTTOCOOHOCTh
B TEUEHHME BOCHMH JHEH, a rpu Temmeparype 4 C onu xumm 15 — 16 gueit. [To maHHBIM
H.E. Mumaxkosa (1972), uccienoBasiiero peidy oT ppI00JIOBEIKHUX OpUTraj], OTIETbHBIX
rpakaH U OOILIECTBEHHBIX CTOJIOBBIX, B KUIIALIEH BOJI€ JIMYMHKU TMOHYT Yyepe3 2 MUH,
B 10%-M coneBoM pacTBope KUBYT 10 7 ¢yT, a B 20% — 110 5 CyT.

K npodunaktuke HaHOPHUETO3a MOKHO OTHECTH OTKa3 OT YMOTPeOJEHUs B

NUILy TEPMUYECKH HEJOCTaTOYHO O0pabOTaHHOW WM TUIOXO TMPOCOJEHHOW PpHIOHI,
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BBISIBJICHHE U JieUeHHE OOJBHBIX, 3alIUTy BOJOEMOB OT (DEKaJbHOTO 3arpsi3HEHUS,
CaHUTAPHO-TIPOCBETUTEIIBHYIO pa0boTy (Tak Kak B LIEJIOM CYIIECTBYEeT HU3KHH YPOBCHb
3HaHUW OO0 OMAaCHOCTH 3apaKeHHsI TEIbMUHTAMU TPU YMOTPEOJECHUH CHIPOH H
MaJIOCOJICHOM pBIOBI M O TPEBEHTHBHBIX Mepax). OIHaKo, Jake OCBEIOMIICHHOCTb
xutenet cen XabapoBCKOro Kpass 00 ONAacHOCTH 3apakeHWsl TEeIbMUHTAMU IPHU
ynoTpeOJCHUH CHIPON M MaJIOCOJICHOW PBIOBI HE SIBISETCS MPUYMHON IJIA OTKaza OT
sToM mpuBbIUKH ([Iparomeperkas u ap., 2014a, 6), moaTOMy 3apakaTbCsi reJIbMUHTAMU

NJINW HET, OCTACTCA TUYHBIM BBI60pOM KaXXJ0r1o.

1.2. Ucnoan3oBanue mapkepos sitepHoii JTHK 151 Mmosieky/isipHO-TeHeTHYeCKUX
HCCJICIOBAHNH TPEMATO/
HecMoTpss Ha BBICOKYIO NPAKTHYECKYI0O U HAyYHYK) 3HAYMMOCTH TI'€JIbMUHTHI

OCTar0TCsa MEIJIOPI?;Y‘IGHHOﬁ prnHOﬁ KMBOTHBIX. Kak MOACIIBHBIC O6’I>GKTBI, OHHU

XapaKTEePU3yTCS:
. Pa3noobpa3ueM Ku3HeAeATeIbHOCTH;
. HepemennpiMu Bonpocamul (PUIIOTEHUHU U CUCTEMATHKH;
. Ko03B0oJ1I01IMOHHBIMY B3aUMOJICHCTBUSIMHU C BUJIAMU-XO035€BaMU;
. JlocTymHOCTBIO ~ OMOJIOTHYECKOTrO  MaTepuajga Ui  IeHeTHYECKHX
HCCJIEIOBAHU.

JlanHbie, kacaroiuecss 0COOCHHOCTEH OMOJIOTHH, UMMYHOJIOTHH, MOP(OJIOTUN U
OuoxumMuM psna Bo3OyAWTENEH, 1aBas CIOXKHBIM CHEKTp XapaKTEPUCTHK, YacTo
HEJOCTAaTOYHBI, a HMHOTJA YCJIOXHSIOT TAaKCOHOMHYECKYIO  HMJICHTU(UKAIINIO
UCCIIEyeMbIX OO0BEKTOB. JlJi1 yCHNEmHOro H3y4YeHUs T€HETHYECKOro pa3HoOoOpa3us
TpeMaTroJ TMpH TOMOIINA MOJICKYJSIPHBIX METOJIOB, MPEXIE BCEro, HEOOXOIMMBI
UCCIIEIOBaHUSI M3MEHYMBOCTH OTJIEJIbHBIX HYKJICOTHJIHBIX TIOCJIEI0BATEIbHOCTEH H
BBIOOP TEX, CKOPOCTh 3BOJIOLMU KOTOPBIX YIOBJIETBOPSIET MOCTaBICHHBIM 3aJayaM
(Larson, Wilson, 1989; Chai, 2009).

Pubocomnas [IHK »sykapuor — CII0O)KHO OpraHM30BaHHBIA JIOKYC, OOBIYHO
COCTOSIIIMIA H3 OOJBIIONO 4YHUCJIA TaHIEMHO TMOBTOPSIOMIUXCS eIuHUIl (TeHHBIX

KJIACTEPOB), Pa3TPaHUYCHHBIX MEKICHHBIMH HETPAHCKPHUOUPYEMBIMHU —CHeicepamu
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(IGS), conepkammMu 3HXaHCEPHBIE U PETYJIATOPHBIE MOCIEI0BATEILHOCTH. B KaxAbIii
Kinacrep BxoauT Tpu TeHa: 18S, 5,8S u 28S, dnankupoBaHHBIE BHEUTHUMHU
tpanckpubupyembiMu  creiicepamu (ETS) 5-ETS u 3'-ETS (¢ 5°- m 3’-koHIIOB
COOTBETCTBEHHO) W pa3JeICHHble BHYTPEHHUMHU TPAHCKPUOUPYEMBIMHU cHeicepamMu
(ITS1 u ITS2) (Noller, Woese, 1981; Brimacombe et al., 1983; Gutell et al., 1985,
1986; Ban et al., 2000; Demeshkina et al., 2000; Wimberly et al., 2000; Yusupov et al,
2001; Gunnar, Odd, 2003; Taylor et al., 2009).

[Ipucyrcteue p/IHK B simpe B Buae TaHaeMHbIX MNOBTOpoB paenaer [IIIP-
aMIUTM(UKALIMIO JT0BOJIBHO 3((HEKTUBHOM, MOATOMY MHOTOYHUCIEHHBIE HCCIEAOBAHUS
CIIOCOOCTBOBAJIM OBICTPOMY HAKOIUICHHIO TMocienoBarenbHocteil reHoB pPHK B
Genbank. TloBTopsromiasicss Tpupoja PHOOCOMHBIX T'€HOB, HApsAAy C AaKTHBHO
paboTtaronieil TPAaHCKPUMNIIMOHHOW MAIIMHOW W  MEXaHU3MaMU COTJIAaCOBAHHOM
ABOJIOLIMM, TPUBOJUT K TOMY, YTO BHYTPUBHUJIOBBIE OTJIWUYUS  OCTAKOTCSA
HE3HAYUTEIBHBIMU, @ MEXAY BUJAMHU OHU aKKyMYJUpYyrOTCs. IMEHHO MO3TOMY T€HBI
pAHK  daBISrOTCS TpEANOYTHUTENbHBIMU  MapKepamu sl (DUIOTEHETUYECKHUX
UCCIIC/IOBAaHUI B CaMbIX pa3HBIX TakcoHomuueckux rpymmax (Dover, 1986; beap,
Bynat, 1998).

Cucrematnka kiacca Tematoda wMeer MHOro mnpoOENoOB, MNPUYMHOM HYETO
SBJISIETCS OTHOCUTEIHLHO HEOOJIbIIOe (B CpaBHEHUHU, HAMpUMEp, C MO3BOHOUYHBIMU U
YJICHUCTOHOTUMH) KOJMYECTBO MPU3HAKOB JJIA TPATULIUOHHOTO MOP(HOIOTHIECKOTO
ananu3a (I'maernuuckasi, JloopoBonbckuii, 1978; Littlewood, Olson, 2001; I1lexoBIioB,
2010; Herrmann et al., 2014). Ananu3 45 nocnenosarensHoctedt 18S pIHK uepseit
no3BoT JIMTTIABYAY C COaBTOpaMH YTOYHUTH MOHOQMUIECTHYHOCTH MPOUCXOKICHUS
Neodermata (Trematoda, Monogenea u Cestoda) (Littlewood et al., 1999). Aptopsl
COOOIIAIOT, YTO JUISl HWCCIAEAOBAHUS (PUIOTCHETHUYECKUX B3aMMOOTHOIICHHUH Cpeau
MJIOCKUX YepBei, B JOMOJTHEHHE K HAa0Opy MaHHBIX MO MOPQOJOTHH, OHH BBHIOpAIN
nocienoBarenbHocT reHoB 18S pPHK Ha TOM OCHOBaHMM «4YTO 3TOT I'€H IIMPOKO
MPUMEHSIETCS BO MHOTUX TAKCOHOMHUYECKHUX TPYIINAX; PETUOHBI OTHOCUTEIBHO BHICOKOM
HYKJICOTUIHOM HM3MEHUYMBOCTU (JIAHKUPOBAHBI YYaCTKAMU C BBICOKOM CTENEHbIO

KOHCCPBATUBHOCTH, qTo IIO3BOJIAACT JICTKO BbIPpABHNBATb HYKJICOTUIHBIC
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MIOCJICIOBATEILHOCTH M YCTAaHABIMBATH 0a30BYI0 ToMosoruto TakconoB» (Littlewood et
al., 1999).

Mapxep 18S p/IHK mo3Bonui ycrnenrHo peKoOHCTpYHpOBaTh (PUIOTeHETHUECKHE
COOBITHS B KUBOTHOM MUpE, HA4MHAsI ¢ KeMOPHIICKOTO TepHo/a MaIe030MCKON 3pbI
(mauano oxoso 540 miH. j1.H.) (Hwang, Kim, 1999). I'en 18S pPHK wucnons3oBaiics npu
W3YYCHUH Pa3HBIX THIIOB YepBel (KOJbYATHIX, IIockuX, Kpyrieix) (Abouheif et al.,
1998; Field et al., 1988; Zrzavy et al., 1998; Littlewood et al., 1999; Littlewood, Olson,
2001). B 2003 romy Omcon, Tkad u JIMTTIBYZ NpPOBEIU COBMECTHYIO pabOTy IO
CEeKBEeHUpOBaHMIO OoJbio u mano cyowsemuuun pJIHK. Cocrtosics rinoOanbHbIN
nepecmotp cucreMmatuku Trematoda (Olson et al., 2001; Olson et al., 2003). B ananus
ObUTM BKJIIOYEHBI 163 TakcoHa u3 77 CEMEUCTB IIMPOKOTO CHEKTpa XO35IeB U
JIOKQJIUTETOB, BKIIIOYAsl TPEMAaTO]I, UMCIOIINX BAKHOE MEIUIIMHCKOE M SKOHOMHUYECKOE
snayenue (Schistosoma, Fasciola u Paragonimus spp.). VYBenudeHue BBIOOPKH
TakcoHOB M Jo0aBieHue 28S pPHK mapkepa (aHamornaHo ToMy, Kak 3T0 ObLIO ClIeJIaHO
mis  Cestoda um Monogenea) 3HAUUTECIBHO YAYYIIWIA paHee MOJYYCHHBIC
buoreHeTHYECKUE OICHKH, ocHOBaHHBIE Toybko Ha 18S pPHK (Lockyer et al., 2003).
Bo Bcex ananu3zax Digenea Carus, 1863 dhopMupoBaimu B¢ OCHOBHBIC Kbl C CUIBHOM
TIOJITICPIKKOH y3JI0B, O0BEIHHSIONINAE, COTIIACHO TIPEITIOKEHHON KIIaCCU(PUKAIIAN, OTPSI
murutoctomu Diplostomida nomen novum u otpsia mnarnopxuua Plagiorchiida La Rue,
1957. Otpsg Diplostomida Bkiaroyana eIUHCTBEHHBIM  TOAOTPSAI C  Tpems
HajiceMelicTBaMu, BKIroUas Schistosomatoidea. ABTOpsI MPUIILUIA K BBIBOAY, YTO OOJjee
kpynHbie TpuObl Digenea Carus, 1863 u cymectByromue otpsasl Echinostomida La
Rue, 1957, Plagiorchiida La Rue, 1957 wu Strigeida Poche, 1926 otpaxator
HeecTeCTBEeHHbIE rpynnupoBku TakcoHOB (Olson et al., 2003). B HoBo# kinaccuduxanuu
orpsn Plagiorchiida B oOrmie#t ca0HOCTH BKJIOYaeT 13 MOJOTPSAIOB W 0Opasyer
OOJIBIIIOE YHCIIO HE3aBUCHMBIX JIMHHW, BeAyIIMX K momorpsay Xiphidiata nom. nov.,
KOTOpBIN BKJIOUaeT HajacemeiicTBa Allocreadioidea, Gorgoderoidea (B coctaB KoTOpOro
BxoauT cemeiictBo Troglotrematidae ¢ pomom Nanophyetus), Microphalloidea u
Plagiorchioidea, oObeaMHEHHbIE HAJIMYMEM MPOHUKAIOIIETO CTUJIETa Yy IIEpPKapHEB.

Hcnonp3ys pe3ynbraThl 6aiieCOBCKOTO aHaIN3a JaHHBIX, OBbLI OMPEENIEH COCTaB BHIOB
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B MPU3HAHHBIX B HACTOSINEE BPEMsS HAJCEMEWCTBaX M YCTAHOBJICHHI HOBBIC BUJIBI.
Cucremaruka no OJCOHY C COaBTOpaMU SIBIISIETCA OOIICTIPUHSATON U UCIONB3YEeTCs B
HACTOSIIIEH padoTe.

[TocnenoBarensunocTH ITS, no cpaBuenuto ¢ renamu 18S u 28S pPHK sykapuor,
XapaKTepU3yIOTCs 3HaYMTeIbHOM m3MeHunBocThIO (Long, Dawid, 1980; Hillis, Dixon,
1991; Gruendler et al., 1991; Lakshmikumaran, Negi, 1994; Britten, 1996; Osorio et al.,
2005). Dta M3MEHYMBOCTH paHee MPHBOAMWIA K mpeanosnoxenuto, uro ITS1 u ITS2
ABJISIIOTCS TIPOCTO «MycopHou [IHK», sBomronnss KOTopor B pe3ysbTaTe HAKOIUICHHS
CIIy4ailHbIX MyTalui OblIa CBOOOHOM OT KaKMX-TMOO (PYHKIIMOHAIBHBIX OTPAaHUYCHUI
(Coleman, 2003). Cuuraercs, 4YTO BHYTPECHHHE TPAHCKPUOUpYEMbIC CICHCEPHI Y
TpEMaTo]l He OYeHb BapualeabHbI. TeM He MeHee, s UCCIIeI0BaHuA mokasal, 9To TS
coJiepKaT JTUArHOCTHYECKUE MPHU3HAKH, MPUMEHHUMbIC JUIsi Oojee TiyOOKOro aHaimusa
BHYTpHUBHU0BOM nm3MeHunBocTu (Morgan, Blair, 1995; Jousson et al., 1998; Hunter et
al., 2007).

Cueiicepupie obnmactu p/IHK panee Obum MCHONB30BaHBI IS OMpPEACICHUS
BUAOB 19-TM CEeMEHCTB TpeMaroJ, B TOM YHCJE, MUMEIOIUX BAXXHOE MEIMIIMHCKOE
sHaueHue: Paragonimidae, Schistosomatidae, Diplostomidae, Strigeidae, Telorchiidae.
Honan u Kpu6 (Nolan, Cribb, 2005) mocBstuiau 0030p JTOCTHXKCHHUSIM COBPEMCHHOM
MOJICKYJISIpHO#M Omosioruu B cucrteMatuke Digenea, omuceiBas MPUBHECCHHBIH B HeEe
Biutan MapkepoB ITS1 u ITS2. Ouu ormewarot, uro ITS1 Gonee Bapuabenen Ha 5°-
KOHIIE, U ATO MO3BOJISICT UCITOJIH30BATh €0 JIJIS ONPECIICHHS BUIOB U UX T€HETHYCCKON
W3MCHYMBOCTH, B TO BpPEMs KaK KOHCEPBATHBHBIC TOCIEIOBATCIIBHOCTH Ha 3’-KOHIIE
MPENOCTaBIAIOT HHPOpPMAIUIO 00 HMX CHUCTEMAaTHYECKOM mojiokeHuu. biaromaps
OTHOCUTEIIbHOM mNpocToTe BbIpaBHUBaHMs, [TS2 wucnonsdyercs yame, yem [TSI.
[TokazaHo, 4TO y TpeMaTo ] U3MEHUYUBOCTH CTIIEHCEPOB OTHOCUTEIHHO APYT IPyra HOCUT
WHMBUyaIbHBIN XapaKkTep: B OJHUX ciydasx Ooinee m3MenuuB ITS1, a B apyrux -
ITS2 (Waikagul, Thaekham, 2014). VY uepkapuii OZHOr0 BHAA IIHCTOCOM
(Trichobilharzia  regenti), BbI3BIBaOIMX  [EpKapUO3  JIOACH  («IMXOpaaKy
KyHaybluka»), Obuto HaiaeHo asa tuma ITS1 (1100 u 1400 1m.H.), pa3Iuvarouxcs o

gucity TaHaeMHbIX moBTOpoB (Picard, Jousson, 2001). TanaemHble CaTTEIUTHBIC
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MOBTOPHI, BAapBUPYIONIUE IO KOJIMYECTBY Cpead OCOOEH OJHOTO BHAA, TaKKe
obuapysxensl B ITS1 tpematon u3 5 pogos: Paragonimus, Schistosoma, Dolichosaccus,
Echinostoma u Clonorchis, n y nmectox Echinococcus spp. (Hamburger et al., 1991; Van
Herwerden et al., 1999; Tatonova et al., 2012). [lo maHHBIM (HUIOTEHETHYECKOIO
aHanu3a, TMPOBEJECHHOTO HAa OCHOBAaHMM CpaBHEHHUs TmocienoBateiabHocTer 1TS1
Crissicutis cichlasomae (cemetictBo Apocreadiidae), kak mepkapuii, Tak U B3pPOCIBIX
oco0eii, rpymma uccienoBaTesei npuinia Kk BeiBoy, uro C. cichlasomae npezacrasnser
co0Oll KOMIUIEKC W3 CEeMH KPUNTHYECKUX BHJOB, IJII KOTOPBIX N0 CHUX IIOp HE
BBEISIBIICHBI  MOP(OJOTHYECKHE UAarHOCTHYCCKUE TIPU3HAKH. OTH  HAOIIOACHUS
MOKAa3bIBAIOT, YTO HEKOTOPBIC TPAJAUIIMOHHBIE MOP(OIOTHYECKHUE TPU3HAKH HUMEIOT
CYIIIECTBCHHBIC BHYTPUBUIOBBIE OCOOCHHOCTH W JIOJDKHBI HMCIIOJIB30BAThCS  C
OCTOPOXKHOCTBIO TNpH Kiaccupukanmu C. cichlasomae u X CECTPUHCKHMX TaKCOHOB
(Razo-Mendivil et al., 2010).

ITS2 mapkep npoaeMOHCTPUPOBa CBOKO HEIDPEKTUBHOCTh MPU H3YYCHUU
BHYTPHITONYJISIIIMOHHON W3MEHYMBOCTH BBIOOpPOK Schistosoma japonicum wu3 cemwu
npoBUHIMI MaTepukoBoro Kutas. OpgHako (uiIoreHeTMYecKuid aHaiv3 MoKazajl, 4To
nocienoBareabHocT ITS2  ycnmemHo NpUMEHUMBI I U3YYEHHS MEXBHUIOBBIX
¢dutoreHeTHUECKUX OTHOIICHUH muctocoMatua (Zhao et al., 2012). Ha ocHoBanuwu
CpPaBHCHHS KOHKATCHHPOBaHHBIX TmocienoBareiabHocTed (ITS1+ITS2) w  omenkwu
reneruueckoit auddepennmanun (2,58%) mexay AByMS CHHOHUMHYHBIMUA BHIAMH
axuHoctoM, Artyfechinostomum malayanum u Artyfechinostomum sufrartyfex, rpymmoii
aBTOPOB OBLIM TMOJIYYCHBI PE3yJIbTATHI, B JOCTATOYHON CTEIICHH CBHJICTCILCTBYIOIIUE O
TOM, YTO HBIHE MPUHATAs CHHOHMMHMS dTHX BUAOB HeaciicTBuTenbHa (Tantrawatpan et
al., 2012).

N3 mocneganx 0030pOB, T/€ OIEHWBAIOTCS TOKA3aTeld TeHETHYECKUX
pacCTOsIHMM, Ha OCHOBaHWMU JaHHBIX MapkepoB ITS1 u ITS2 cranoBUTCS OYEBUAHOU
HEOOXOJAMMOCTh TAKCOHOMUYECKOW PEBU3MM MONOTPsioB Digenea, 4TO OTKpBHIBAET

IMUPOKUEC TICPCIICKTHUBLI I[&J'IBHGFIHIGFO HUCIIOJIB30BaHUA I'CHOB pI/I6OCOMHOF0 KJ1acTepa

(Choudhary et al., 2015).
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1.3. Ucnoab30Banne MapkepoB MUTOXOHApHaabHoI JTHK
JJIS MOJIEKYJIIPHO-TEHeTHYECKUX UCCIeJOBAHNH TPEeMAaTOo/

Muroxonapuanbias  JHK 1o cpaBHeHMo ¢ sSAepHOM  HMMeEET  pAX
MPUBJICKATEIbHBIX OCOOEHHOCTEM: HHM3KHM MOJEKYJISIPHbIA BEC, KOMIAKTHYIO U
KOHCEPBAaTUBHYIO OpPraHU3allMI0, MAaTEPUHCKUN XapakTep HACIEAOBaHUsA, OTCYTCTBHE
pexoMOuHaIUH (32 PeIKUM HCKIIOUYEHHEM) U Oosiee BBICOKYIO CKOPOCTH 3BOJIOLUU —
BCE OTO JENAaeT €€ MNOTCHIMAIbHO HENPEB30MICHHBIM HHCTPYMEHTOM IS
re€HEeaI0rH4ecKoro aHanM3a MOMYJISIUOHHBIX BBIOOPOK, PEKOHCTPYKITUHU
(UIOreHEeTHYECKUX CBsI3eH M peleHus mpodiieM cucrematuku tpemaron (McManus,
Bowles, 1996; Le et al., 2002; Vilas et al., 2005).

[locnenoBaTenbHOCTH MUTOXOHJPHAIBHBIX T'€HOB OKAa3aJUCh OYEHb MOJE3HBIMU
JUISl aHaliM3a BHYTPUBUIOBOM M3MEHUYMBOCTH Mapa3UTHUYECKUX IJIOCKUX YEPBEU, TAKUX
kak Fasciola hepatica (Semyenova et al., 2006), Opisthorchis felineus (Karoxwuw,
2008), Paragonimus westermani (Park et al., 2003), Clonorchis sinensis (Lee, Huh,
2004; Park, 2007; Tatonova et al., 2013; Chelomina et al., 2014) u Echinococus
granulosus (Bowles et al., 1992, 1994). V TpemaTo U3 MUTOXOHIPHAILHBIX MapKepOB
Jy4llle BCEr0 W3Y4YEHBl TEHbBI, KOaupyomue TmepBbie cyoneaunuisi NADH-
neruaporenassl (ND1) u muroxpomokcunasel (COX1). ITlokazano, uyto reHsl COX1 u
nadl sBJSIFOTCS XOPOIIMMHU MapKepaMu Ui TOMYJISIIHOHHO-TEHETHYECKOTO aHalln3a
Schistosoma japonicum (Bowles et al.,, 1993; Sorensen et al., 1998). boya3 c¢
COABTOpaMU HM3YyYalll CTENEHb TIeHeTH4YecKod auddepeHnuanum reHa COX1 mexnay
u3zongramu S. japonicum u3 Kuras n Oumunmuna (Bowles et al., 1993). Copencen ¢
COaBTOpPaMHU TOJYYWJIM TOKa3aTeJIbHbIE pPE3yJbTaThl, HUCMHOJIB3Ys Mapkep COX1, mis
CpaBHEHWMSI YPOBHS T€HETHUYECKOW M3MEHYUBOCTH MOMYJIALUHN S. jJaponicum u3 6 pa3HbIX
reorpauuecKux pernoHoB B marepukoBoMm Kutae (Sorensen et al., 1998). Mopran u
bmp mokasanu 3¢ ¢hexTuBHOCTS reHoB Nadl mis nacHTH(PHUKAIIMK BHIOB U CPABHEHHS
ckopocTeii sBomoru sxuHocToM (Morgan, Blair, 1998a). I'ensr coX1 u nadl npusHaHsl
BBICOKOMH(OPMATHBHBIMH JUISI WCCJICAOBAHUS HA MEXBUIOBOM W BHYTPHUBHIOBOM
YPOBHSIX, U TakuM OOpa3oM, MOTEHIHUAIbHO MOTYT HCIOJIB30BATHCS JUIsl WM3Y4YEHUS

TeHeTUYECKUX Pa3InYMil pOJCTBEHHBIX BUIOB TpemaroA (Semyenova et al., 2006; Pinto
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et al., 2016; Nadler, Perez-Ponce de Ledn, 2011; Chelomina et al., 2014; Blasco-Costa
et al., 2016). IloaHOpa3mepHBIC TMOCIECIOBATECIBHOCTH MHUTOXOHIAPHAIBHBIX TE€HOB
YCIICITHO MCHOJB3YIOTCS ISl (PMIIOTEHETHYECKOTO aHAlIM3a MPH U3yYEHUH TPOIECCOB
BUJI000pa30BaHUsl M JMHJIEMHOJIOTUYCCKUX HCCIECIOBAaHUH. DTO OCOOCHHO BaKHO,
KOTJIa POJICTBEHHBIC BUIBI KOKYTCS (DEHOTHITMYECKH OYCHBb CXOXKUMH, HO Pa3IuIarOTCsI
CIICKTPOM XO35€B HJIM TSDKECThIO SIHJIESMHUOJOTHIeCKUX mocieacteuii  (Bowles,
McManus, 1994; Zarlenga, George, 1995).

Ouaru TpemMaToa030B MMCIOT TCHJCHIIUIO K CMCIICHHIO B CHIIy M3MCHSIOIIUXCS
KJIIMMAaTUYECKHUX, TUJIPOJIOTUYECKHUX, (PayHUCTHUECKUX (PakTopoB. Takum oOpa3om, He
UCKJTIOYACTCS MHTpalys Tapa3uTOB BMECTE C WX XO3I€BaMH | TIOCICIyIOIIas
rHOpUAM3aIKsa. DTO XOPOIIo ObLIO MOKA3aHO Ha MpPUMEPE JIBYX BUIOB MaparoHMMYCOB
— Paragonimus bangkokensis u P. harinasutai Bo Beetname. [Ipu n3ydeHuu B3pOCIbIX
yepBel, BBIACICHHBIX W3 JIETKUX KOIIKH, O3KCIEPUMEHTAIBHO WH(OUIIMPOBAHHON
MeTanepkapusMu, Mmopdooruyecku uaeHTuGuImpoBanHpIMU Kak P. harinasutai, 6su10
OoOHaApy)XeHO, YTO OJHa W3 6 ocobOel WMeNa KYTHUKYJSIPHBIC WIMITBI, YTO SIBJISICTCS
ocobennocthio P. bangkokensis. ITocienoBaTensHoCTh reHa COX1 3TOro odpasna OblTa
UWIACHTHYHA mocieqoBarenpHocT  COX1 P.  bangkokensis, a uykieoTumHbIe
nocjeaoBaTeIbHOCTH saepHOro Mapkepa |ITS2 Obutn maentuunsl P. harinasutai.
[TpuauMas Bce 9STH  MOp(DOJOTHYECKHEe W  MOJICKYJISIDHBIC JIaHHBIC, YYCHBIC
UICHTU(HUIIMPOBATN HOBYIO MapuTy Kak ruOpuaHbii obpaser; P. bangkokensis u P.
harinasutai (Doanh et al., 2013).

MuTOXOHIpHATIbHBIC MapKepbl YCIICIITHO PUMEHSFOTCSI JUTSI
dbunoreorpaduuecknx ucciaeaoBanuii Tpemaron (McManus, Bowles, 1996; Le et al.,
2002). dworeorpadus H3ydaeT HCTOPUYECKHE IPOIECChI, KOTOPBIE MOI'YT OBIThH
OTBETCTBEHHBI 32 COBPEMCHHOE Treorpauueckoe paclpoCTpaHCHHE BHIOB U
nonymsiiuid. Tepmun dumoreorpadust Osu1 BBeAeH ABaiicoM ¢ coaB. B 1987 romy mist
OIMCAaHMS MTPOCTPAHCTBEHHOTO PACIPEICICHUS TeHEATOTHISCKUX POIOCIOBHBIX (AVISe,
2000). CoBpeMeHHBIC MYJIBTUTCHHBIE (PHUIIOTCHETUICCKUE HCCIICA0BAaHUS (BKITIOYAIOITHE
MIOCTPOCHHE MEIUAHHBIX CETeH, aHauu3 HYKJICOTHIAHOIO pa3HOOOpa3us B Mpeiaenax

rarjiorpyiil, COIIOCTAaBJICHUC HOHy.]'IHI_[I/Iﬁ 10 rarIOTUIINYCCKOMY COCTaBY)
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MPEAOCTABISIOT OOJBIINE BO3MOXKHOCTH JJIsl COOTHECEHUS (PHIIOT€HETUYECKON UCTOPUH
TaKCOHOB ¢ TajeorpaduiecKoi HCTOPUEH U peaIbHOM BpeMEHHOM IiKayiol. PasButruem
ATUX HaINpaBICHUN O0O0YCIaBIMBACTCS BO3HWKHOBEHHE OOJIBIIOTO 4YHCIA THUIOTE3,
ONMKCHIBAIOMIMX  OOIIME 3aKOHOMEpPHOCTH dopmupoBaHus ¢Giaopbl U (dayHbl
OTPEJICTICHHOW TEPPUTOPUU, CYKIIECCHH, a TaKke OTpaXarolluX BIUSHUE HAa OTH
MPOIECCHl  Pa3auYHbIX  (AaKTOPOB  (TaKWX KaK  KIUMATHYECKUE  W3MEHCHUS,
TEKTOHUYECKHE MPOLIECChl, OPOreHes3, AeHyAanus u T.14.). CBs3biBas MUKPO- (3TOJIOTHUS,
neMorpadus W TOMYJSIMOHHAsT TEHETWKa) W Makpo- (ucTtopuyeckas reorpadus,
MaJeOHTOJIOTUSI U (PUIIOTEHETHUKA) ABOJIOLMOHHBIC MOJX0/bI, (pusoreorpadusi BHeca
3HAQUUTENbHBIM BKJIAJ B COXPAaHEHHWE W OINMCAHHE HOBBIX BHUJOB, HKOJIOTHIO H
9BOJIIONMOHHYI0 Onojoruto (Adpamcon, 2007).

C ucnonab30BaHUEM MHUTOXOHJIpHATIBLHOTO Mapkepa COX1 uzydena ¢unoreorpadus
neueHouHbIX cocanbiukoB — omuctopxua (O. felineus, C. sinensis) u KpoBSHBIX
cocanbinukoB — muctocoMm (Trichobilharzia: 7. szidati, T. franki, T. regenti u
Bilharziella polonica) (IllexoBuoB u ap., 2008; Jlonatkuu u ap., 2010; Xpucandosa u
np., 2011; Bpycenno u ap., 2013; Chelomina et al.,, 2014). M3BectHo, 4To B
IJICHCTOLIEHE CEBEepHAas 4acTh EBpa3uu HEOJAHOKPATHO MpEeTepleBalia OJICACHEHHS.
[Tpumepno 15 — 22 Thic. J€T Ha3aJ HA ATUX TEPPUTOPHUAX OBLII OTMEUYEH MOCIETHUMN
JICTHUKOBBIM MaKCUMyM, TOCJI€ KOTOPOr0 HAa4yajaoCh MOTEIJIEHWE KIMMaTa U aKTUBHOE
TasHUE JICTHUKOBOTO IUTA, YTO CO3/Iaji0 OJIAarOMpUATHBIE YCJIOBHUS NJIsi pacCeleHus
X0351CB Tapa3uTa M BCJIeJ 3a HUMH BbDKHBIICH monyisiiuu O. felineus wa Bcro
Teppuroputo Boctounoit Azum, Cubupu u Bocrounoit EBponsi. [IpennonoxurensHo,
mectom pedyruyma O. felineus sBasitoTcst penukToBbie Bomoembl CpenHeil Asuu
(BpycennoB u np, 2013). Dkcnancus C. SINENSIS Ha CeBEpHOU YacTh apeana Havajaach
60 — 100 teic. netr Hazan. Hamuwume reorpaduuecknx 0apbepoB MEXITY OTIAEIHHBIMH
pernoHamMu BocTroyHoil A3uMM BHECIO CBOM BKIad B (OPMHUPOBAHHE YETHIPEX
T€HETUYECKH OJHOPOJHBIX TPYMIM, BbIACICHHBIX bBpyceHIIOBBIM C COaBT. U
pacnionoxkennsix Ha Tepputopuu 0. Kopeu, CeBepnoro u CeBepo-Bocrounoro Kuras
u JlanpHero Boctoka Poccuu. Manbuxypo-Kopelickue ropel 10iaroe BpeMsl ObUIH

MOKPBITHl JIEAHUKAMH, YTO MOTJO TpuBecTd K ¢opmupoBannto Ha Kopeiickom
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HOJYOCTPOBE 000COOJICHHON MeHETHUYECKOM IPYIITbI BCICACTBUE €€ M30JISAIUU. Marblit
XUWHraH MPEMsITCTBOBAJ NMPOHMKHOBEHWIO Ha JladbHuMii BOCTOK JHMKHX JKUBOTHBIX C
teppuropurd Kwuras, MmMO3TOMY HCCIIE€IOBAaTEId CYHMTAIOT, YTO PACIPOCTPAHEHHUE
KJIoHOpXHca B [IpumMopbe OBLIO CIICJCTBHEM aKTHBHOW MHIPALMU TUIEMEH YEJIOBEKa,
HayaBIIelcs Okojo 6,5 Thicsu Jsier Haszan. [losBieHHME KIOHOpXHCAa Ha SIMOHCKHX
OCTPOBaX M3 Pa3HBIX PETHOHOB TAK)KE HOCHT aHTpomoreHHsii xapaktep (bpyceHioB u
ap., 2013). Uenomunotii ¢ coasropamu (Chelomina et al., 2014) BnepBbie ObLIO H3y4YEHO
TCHETUYECKOe pa3HooOpa3ue reorpapuuecku M30IMpoBaHHBIX momyssinui C. sinensis
u3 Poccun 1 BreTHaMa Ha OCHOBAaHUHU CPaBHEHHMs IOJHBIX IOCIIEI0BATEIBHOCTEN TeHa
cox1l. ABTOpHI OTMEUAIOT, YTO YXKE€ HMECIOIIUECS JaHHBIC MO KJIOHOPXHUCY OCHOBAHBI
rJIaBHBIM 00pa30M Ha HEMOJHBIX ITOCIEI0BATEILHOCTIX TEHOB, YTO MOKET IPUBOIUTH K
OIIMOOYHONW HWHTEPIPETAIIMK 3BOJIOIMOHHON HMCTOPUM BHUAA. B 4YaCTHOCTH, HOBBIC
JIAHHBIC HE MOATBEPIWIN HAIWYKE OyTHUIOUYHOTO rOpJibliKa B momyJsiiuu C. Sinensis B
HemaBHeM MpoiuioM. [lomydeHHbIe pe3ysbTaThl MPEANOIaraloT rIyOOKYIO JOKAIbHYIO
ananTaluio IapasuTa K cpeie OOWTaHWs, BKJIOYAs IMPOMEKYTOUYHBIX XO35€B, H
CYIIECTBOBAHME IOTOKA T€HOB MEKIY reorpaduyeckd OTAAJCHHBIMH IOMYJISIHSMH.
Bpemst aemorpaduueckoro pocta nomyisiuu C. SINENSIS maTupyercs MO3IHUM
IUIEHCTOIIEHOM, TIOCJIE MOCIICAHEr0 JeIHUKOBOr0 Makcumyma (23 — 15 ThIc. JieT Hazan),
IpUYEM OCHOBHBIM IIICHCTOIIEHOBBIM pPepyrHyMOM Ui KIOHOPXHCA BEPOSITHEE BCETO
obut FOro-Bocrounsiii Kutait (Chelomina et al., 2014).

Cpenu TpemMaTol OAHY W3 IPEBHUX M BBICOKOCIENUAIM3MPOBAHHBIX TPYIIIT
OPEJCTABISIOT KPOBSHBIC COCAIBINMKKA ITHI[ M MIJIEKOIHTAIONMX M3 CeMEHCTBa
Schistosomatidae (Besp, Boponun, 2011). B 2007 romy ObulM MOJyYEHBI IMOJHBIC
IOCJIEIOBATEBHOCTH  OEIOK-KOAMPYIONUX TE€HOB MHUTOXOHIPHUAIBHOTO TI'EHOMA
IINCTOCOM MIIEKONMTAalomMX u3 poxaa Schistosoma (Zarowiecki et al., 2007).
PaszauuHbple BHABI W INTAMMBI IIHCTOCOM IMOAPOOHO H3YYEHBI C IOMOIIBIO
MUTOXOHIPHAILHBIX MapKEPOB, YTO MO3BOJIIIO MOATBEPANTD BBIICIICHUE BHYTPH PO
YeThIPEX OCHOBHBIX MOP(O-3KOJOTHMUECKUX TIPYII, a TAKKE BBISIBUTH PSJI HOBBIX
3aKOHOMEPHOCTEH B PACIPOCTPAHECHUH M TMPOUCXOXKICHUU JIATHHOAMEPUKAHCKUX |

adpo-azuaTckux BuAoB u nomyisauid (Stothard, Rollinson, 1996; Lockyer et al., 2003).
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XpucandoBoii ¢ coaBTOpamMu ObuUTa  TIPOJEMOHCTPHUpPOBAHA  BHYTPHUBHUIIOBAS
U3MCHYMBOCTh MHUTOXOHJPUATIBHOTO TeHa COX1 dYeThlpeX BHIOB IIHUCTOCOM POJIOB
Trichobilharzia u Bilharziella u3 Pecnyommku benapych, u BrepBble BBIIBUHYTO
IPEIJIOKCHHE HCIOIb30BaTh ATOT TeH I «OapKOAWHIa» TMOMYISAUUA HTHYBUX
mucrtocom (Xpucandosa u ap., 2009). Heckonpko mo3aHee OblIa H3y4YeHA
¢dunoreorpaduyeckas CTpykTypa nepkapuanbHbix u3oisatoB Bilharziella polonica numn
U3 TPeX 03ep U MokasaHa AuddepeHnmanus Ha IBe TeHeATOTHYeCKUe JIMHUKA BHYTpHU B.
polonica, ¢ Bo3MOKHBIM BpeMeHeM pacxoskaeHus npumepao 180 — 270 Teic. JieT Ha3an
(Xpucandosa u ap., 2011). lNammotunuyeckoe pazHooOpa3ue MepKapruaTbHBIX H30JISTOB
mcrocoM u3 poxa Trichobilharzia: T. szidati, T. franki u T. regenti, BbiIeICHHBIX U3
IITULl BOJOEMOB  MOCKOBCKOM  00JacTH, OKa3ajJoCh TakKXE  BBICOKHM, H
CBUCTECILCTBOBAIO O TCHETUYCCKOW YHHUKAJIbHOCTH TIPAKTHUECKH KaXKIOW U3
nocieaoBarelbHOCTEll TeHa COX1 B BeIOOpke. Ha ocHOBaHMM JaHHOTO Mapkepa
UCCIICIOBATeIIMA ~ OBLIO  BBIACIICHO  JBE  TPYNNBl  H30JSITOB  C  pa3sHOM
XO3SIMHOCTICITU(UIHOCTRIO U ITOKA3aHO, YTO PACXOXKICHUE MKy H3yUYCHHBIMU BHIAMHU
NTUYBHUX IIHCTOCOM W JHMBEPICHIMS a3HMaTCKUX BHJIOB IIHMCTOCOM MJICKOIHUTAIOIINX
MOTJIM TIPOUCXOJIUTHh MPUMEPHO B OJTHO M TO ke Bpems — 2,5 — 3,8 MJIH. JIeT Hazaj
(JIonmaTtkus u ap., 2010).

B psine pa®oT ucnop30BaHbl MOCIEIOBATSILHOCTH reHa COX| i IeMOHCTpaIiu
MEKBHJIOBBIX OTJIMYMN NTHYBUX IIMcTOcOM U3 pozxa Trichobilharzia na Teppuropuu
Cesepuoit Amepuku (Brant, Loker, 2009). Beicokue ypOBHM T€HETHUECKOTO
pa3HoOOpa3usi OOHapYy)KEHbI IS IOCICIOBaTENbHOCTEH reHa COX1 Schistosoma
turkestanicum u3 Benrpuu (Lawton et al., 2017). AHajau3 4acTOT raruIOTHITOB TOKa3all,
YTO KaXIbIA XO3IUH COJAEp)Kal COOCTBEHHYIO CYONMOMNYJISIUI0 TIeHETHYSCKU
YHUKQJIBHBIX TApa3WTOB. bBHOXMMHYECKOE MOJACIUPOBAHUE BBIABHIO MYTalllH,
BBI3BaBIIME W3MEHEHHe u303JiekTpuueckord Toukun COX1, 94TO MOTEHITMAIEHO MOXKET
BIuATH Ha oOMeH BemectB (Lawton et al., 2017). DBONIOIMOHHBIA CIIEHAPHUH,
OCHOBaHHBIH Ha Mapkepe COX1, yka3pIBaeT Ha MECTHYIO aJanTalWio0 W JUTHTEIHLHOE
cymiectBoBanue S. turkestanicum B BeHrpuu ¢ HenmpepbIBHOM MHTPOIPECCHEH SIIEPHBIX

T'eHOB 13 a3uarckux u3ossaros (Lawton et al., 2017).



32

B mocnegHme TOABI MHOTOYWCICHHBIC TPYIIBI HCCIEAOBATENEH IMPOBOISAT
CCKBCHHPOBAHWE MHTOXOHAPUATBHBIX TEHOMOB C II€JbI0 KOMILIEKCHOTO aHaJIHu3a
dbunoreHny, W3y4YCHUS BHYTPU- W MEXKBHIOBOW TEHETHUYECKOW W3MEHUYHBOCTH,
TpeMaroa, B OCOOCHHOCTH TATOTCHHBIX IJIS JIIOACH WM JKUBOTHBIX. OJTO pabOTHI W3
obmactu NGS (anri. next-generation sequencing) wix BBITOJHEHHBIC TPaAMIIMOHHBIM
METOJIOM  cekBeHupoBaHus 1o Coarrepy. OmpeneneHbl  MOCIEAOBATEIHEHOCTH
MUTOXOHIpHaIbHBIX TeHOMOB Oosiee 30 BuaoB cocaibinukoB (Na et al., 2016), Bkimouas
TaKhe SIUAEMHOJOTHYCCKH 3HauuMMble Buael, kak Haplorchis taichui (15130 m.u.),
Opisthorchis felineus (14277 n.u.), Clonorchis sinensis (13875 m.H.), Fascioloides
magna (14047 m.u.), Paragonimus westermani (15004 n.n.) (Le et al.,, 2002;
Shekhovtsov et al., 2010; Lee et al.,, 2013; Biswal et al., 2014; Ma et al., 2016).
[TonmHOpa3MepHble MHUTOXOHJIPUATIbHBIE T€HOMBI IMO3BOJISIOT YCHENTHO aHHOTUPOBATH
redsl, konupyromue TPHK, OGenok-komupyromue TeHbl W TPEeIOoCTaBISIOT IIUPOKUE
BO3MOXKHOCTH JUII  pa3padOTKM HOBBIX MAapKEpOB IS TMOMYJSIUOHHBIX U
ouoreorpaduyeckux Mcciea0BaHui. BpII0 MoKa3aHO, YTO MUTOXOHIPHAILHBIN IeHOM
H. taichui (cem. Heterophyidae) umeer muoro o6mux uept ¢ Bugamu Opisthorchiidae, B
OTIIMYME OT JPYrHUX TPYII TPEMATON, YTO MOATBEPXKIAIH U (PUIOTEeHETHUYECKUE
aHaIM3bl ¢ MakcuManbHO#M moaaepxkkoit (Lee et al., 2013). Ognako BMecTe ¢ TeM, Ha
OCHOBAaHHWH CpPaBHEHHUS OOBECIWHECHHBIX IOCIICIOBATEIHHOCTEH OEOK-KOIUPYIOIINX
renoB  MTJHK, o0Opasupsl wuHguiickux w#30i1aToB P. westermani  (cemelicTBO
Paragonimidae) na ¢unoreHeTHUecKOM JApeBe OKa3zaauch B ceMerictBe Opisthorchiidae
(Biswal et al., 2014). OnpezeneHre MOCIEA0BATEIILHOCTA MUTOXOHIPUATBHOTO TEHOMA
F. magna oOecrieunBaeT MEPCIEKTUBHI U1 ATbHEHIIINX HWCCIIENOBaHUN (HUIOTEHUN
cemeiictBa Fasciolidae wu nns  pa3pabOTKuM  COOTBETCTBYIOIIMX — MOJIEKYJISIPHBIX
MapkepoB. bymyiiee ACHCTBUTENBHO 3a CEKBEHHUPOBAHMEM  MOJHOPA3MEPHBIX
nocienoBarenpbHoctet MT/IHK: B 3HaUnTENIbHOM CTENIEHN I CPABHUTEIBHOTO aHAIN3a
MUTOXOHJIPHAILHBIX TEHOMOB TPEMATOJ, [JIS MOJEKYJISIPHO-IMUAEMHUOIOTHUECKUX

I/ICCJIGI[OBaHI/Iﬁ T'CJIBMHUHTO30B 1 MOHCKyanHOﬁ AUArHOCTHKU.
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1.4. IIpocTpaHcTBEeHHAs] OPraHU3aLUs OMOMOJIEKYJT

Konceparupnbie 1 Bapuabdenbubie oonactu pAlHK npumensitorcst He TOAbKO ISt
PEKOHCTPYKINK (hUIoreHeTHueckux cBsizeil opranm3aMoB (Woese et al., 1980, 1990;
Friedrich, Tautz, 1997 a, 6), HO ¥ AJIs1 IOHUMaHUSA OCOOCHHOCTEH (PYHKIIMOHHUPOBAHUS
KOJUPYIOIIUX M HEKOJMUPYIOUIUX CTPYKTYPHBIX IOCJIEIOBATEILHOCTEH BHYTPHU
kiactepa renoB pPHK (Noller, 2005). Pu6ocomusie PHK BmecTe ¢ pubocoMHBIMEU
oenkamu (anrii. RPs — ribosomal proteins) y4acTBYIOT B BaXKHEHMIIIMX dTanax CHHTE3a
Oenmka W SBISIIOTCSA SIAPOM  MPOTEOCHHTETUYECKOTO (PEPMEHTATUBHOTO KOMILIEKCA
(Tafforeau et al., 2001). ITocite TOro Kak CTajJd W3BECTHBI BCE PUOOCOMHBIC OCIKH U
PHK, Bxoxsiiue B cocTaB Maioi u 0oiblnol cyoseaunuml (mpumepro ¢ 1990 romos),
CTAIA TIOSABJIATHCS TIOMBITKM C  TIOMOIIBIO  KPHUODJIEKTPOHHOM  MHUKPOCKOIHHU
PCKOHCTPYHPOBATh BTOPUYHBIE W TpeTHUHbIe Mojeian pudocoM (3D) (Pucynox 2).
Oxkazanoch, 4to BTOpuYHBIe CTpyKTyphl pPHK mpencraBieHbl MHOrOYMCICHHBIMU
JIBYXCIIUPAIbHBIMUA y4acTKaMU («IIMUJIbKaMU»), OOpa3yIIIUMHUCSI B pe3yJibTaTe
KoMIieMeHTapHoro cnapuanusi ocHoBaHuii (A ¢ U u G ¢ C) ogHOM U TOM Ke 1enu;
IITWIBKKA COSTUHEHBI MEXAY COO0O0H KOPOTKMMH OJHOTSKEBBIMH ydJacTKaMH. Tero

IIMUAJIBKY HAa3bIBAIOT cTeOIeM, a KoHell — netiei (Pucynok 3).
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Pucynok 2. Cryo-EM pekonctpykiusi 80S pudocom (40S u 60S sxenToro u ceporo
1BeToB, coorBercTBeHHo, TPHK — Bbimesnena 3emensim). A — Triticum aestivum; B —
Saccharomyces cerevisiae; C—F — 80S T. aestivum B pa3HbIX mpoekiusx. Pubocomusie

Oenku — >KenThlil, ocHoBHOUW ckener pPHK — Oenblii, HykiaeoTHabl — KpacHble (I10:
Armache et al., 2010).
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Pucynox 3. Bropuunas ctpyktypa Mosekyiasl PHK Tuma «merns co crebiem»
(«mmuiapKa»), BO3HUKAIOIIAs BCJEACTBHE BHYTPUMOJIEKYJSIPHOTO  0Opa3oBaHUs
BOJOPOJHBIX CBSA3EH MEXIY KOMIUIEMEHTAPHBIMU ITApaMHM HYKJICOTHUAHBIX OCHOBAaHHUU
(mo: Mappwu u ap., 1993).

DBOJIONHS 4acTo coxpaHseT GyHKIUOHATBHYIO cTpykTypy PHK myumie, uem ee
nepBuuHyo nocieaosareiabHocTh (Hofacker et al., 2002). ITostomy B mocieaHee Bpems
aHanu3 IepBUYHBIX nocnenoBarenbHocTed pJAHK nomosmsercs pexkoHCTpyKuusMu

BTOpHUYHBIX CTPYKTYyp X TpaHckpuntoB (Woese et al., 1980; Noller, Woese, 1981;
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Brimacombe et al., 1983; Gutell et al., 1985, 1986; Ban et al., 2000; Demeshkina et al.,
2000; Wimberly et al., 2000; Yusupov et al, 2001; Gunnar, Odd, 2003; Taylor et al.,
2009; Armache et al., 2010). B Tex cirygasix, KOr/ia BBICOKO TUBEPTUPOBAHHBIC YYaCTKU
nocienoBatenbHocTe JIHK He ymaercst BRIPOBHATH ¢ MCHOJB30BAHUEM CTaHJIAPTHBIX
IrOPUTMOB, HH(POpMaIHsi 00 HICTUHHOM PACIIOJIOKEHUU CIIOPHBIX HYKJICOTHUIOB TAK)Ke
MOKET OBITh TIOJTyYeHA M3 aHaim3a ux BTOpUYHBIX cTpyKTyp (Gutell, Fox, 1988; Gutell
et al., 1992, Gutell, 1993; Gerbi, 1996; Taylor et al., 2009; Armache et al., 2010; Zhang
et al., 2010). Pemrass BOpOChl CUCTEMATUKH, OJTHOBPEMEHHO MOXKHO MPOCIECIUTH, KaK
pa3BUBACTCS M JBOJIIONMOHUPYET BTOopHuHas cTpykrypa pPHK (Zrzavy et al., 1998;
Cannone et al., 2002; Schwalie, Petra, 2012; Tafforeau et al., 2013). CoxpaHenue B
XO0J1€ BOJIOLUHU JIBYX JOBOJBHO YJAJIEHHBIX APYT OT JIpyra HyKJIE€OTHIOB YKAa3bIBAaeT Ha
HaJIMYUE CTPYKTYPHO HEOOXOAMMOM BOJOPOJHOHN CBSI3U MEXQy HUMHU. BTopuunas
cTpykTypa HeOombmux Monekyal PHK B 3HauuTenbHON cTenmeHM ompenensercs
CIJIbHBIMHM JIOKaJbHBIMU B3aUMOJICHCTBUSMH, TAaKUMU KakK BOJOPOJIHBIC CBSI3U U
CTIKWHT-B3aUMOJICHCTBUA Tap ocHoBaHuWd. CymMma 3Hau€HUN CBOOOJIHOW DHEPrUU
TaKUX B3aUMOJCHCTBUHN JOJKHA 00€CIeunBaTh CTA0MIBHOCTh JAaHHOU cTpYKTyphl. PHK
JIETKO 00pa30BbIBAET CJIOKHBIE BTOPUYHBIEC U TPETUUYHBIE CTPYKTYPbI, OTYACTU ITOTOMY,
YTO JIONOJHUTENbHBIM aTOM KHCIIOpOAa B COCTaBe pHOO03bl YBEIMUUBAET CKIOHHOCTD K
00pa30BaHMIO BOJIOPOJIHOM CBSI3M OCHOBHOM IIETIbIO0 HYKJIIEMHOBOM KUCIOTHI (Shen et al.,
1995; McGinnis et al., 2009). B TtpexmepHo#l cTpykType crnupanu (cTedau) u
HECMapeHHble y4acTKM (CBOOOJHBIE KOHIIBI W TETJIM) pacloyiaraloTrcs JIpyr
OTHOCUTEIBHO Jpyra B CTPOrO OIPEACICHHOM TOpsAlKe, U 00pa3yloTcs Tak
Ha3bIBa€Mble TPETUYHBIC B3aUMOJCHCTBUS. TpeTuyHass CTPYKTypa — 3TO YpPOBEHb
OpraHu3aIiK, OTBETCTBEHHBIH 3a Onosorunyeckyro ¢ynkiuo PHK (Taylor, 2009).
Bropuunas ctpykrypa pPHK moxert ObITh onpeniesieHa pa3IMdHbIMU CIIOCO0aMH,
COYETAIOIIMMU B ce0e CHIIbHbIE CTOPOHBI 3MIMPUYECKHX M OSKCIEPUMEHTAIBHBIX
metogoB (Reuter, Mathews, 2010; Edger et al.,, 2014). IlepBbic aensTcs Ha JABE
KaTerOpuu:  OJHU  HUCIOJB3YIOT  MHOXXECTBEHHbIE  BBIPABHHUBAHHUA,  Jpyrue
MPEACKA3bIBAIOT CTPYKTYPY MCXOJs M3 OJHOW TMOCIEAOBATEIbHOCTH, HCIOJIb3Ys

MUHHAMHM3AIUIO0 CBOOOMHON 3HEpruu. TOYHOCTH (HONAMHTa OOBIYHO BHIIIE Y METOJOB,
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WCIIOJB3YIOIIMX MHOKECTBEHHBIC BBIPDABHHBAHUSA, a JOCTOBEPHOCTH pPE3YJIbTAaTOB
JIOCTUTaeTCsd 3a CYET MCCIEIOBaHUs OOJBIIEro KOJIMYECTBA TMOCIEN0BaTEIbHOCTEN
pa3HbIx BUIoB. Meton, npemnoxenHsiii B 1981 rony M. Lykepom u II. Creiiriepom,
npeanojaraer, 4yTro MNpaBWIbHAs CTPYKTypa B paBHOBECHUHU 0O0JIaJaeT HaWMEHbIIEH
cBoOomnoii sueprueri (DG) (Zuker, Stiegler, 1981; Zuker, Sankoff, 1984). DG
BropruHOM cTpyKTypbl PHK oneHuBaercsa kak cymma cBOOOJIHBIX S3HEPTUH METENb, Map
OCHOBAaHMWA W JPYTHMX DJJIEMEHTOB BTOPUYHOM  CTPYKTyphl. JnHamumyeckoe
IIPOTPAMMHUPOBAHUE IIO3BOJISIET IMPOBEPUTH BCE BO3MOKHBIE BAapUAHTHI BTOPUYHBIX
ctpyktyp PHK ©0e3 HemocpencTBeHHOro wux co3fgaHusi. AJroputMm paboTaeT
pekypcuBHo. Hawirydmasgs cTpykTypa C€ MUHUMAJIbHOM BO3MOXKHOW DHEpruen
PAcCUMTHIBAECTCS BHAYAJIE I BCEX BO3MOXKHBIX KOPOTKHUX ITOATIOCIIEIOBATENBHOCTEN, a
3aTeM JJis1 Bce OoJsiee UIMHHBIX MOANOCIe0BaTeIbHOCTEH. TOYHOE CTpOeHHE MOJIEKYJIbI
PHK omnpenensiercss BbIUMCIEHWEM MHUHUMAIBHOW CBOOOJHOM DJHEPruu TOJHOU
nocienoarenbHoctd  (Mathews, 2006), Bkimodas  YoTcoH-KpuUKOBCkHE U
anpTepHaTHBHBIE XyrctuHOBckue mapel (Hoogsteen, 1963; Nikolova et al., 2011).
ANTOPUTMBI TUHAMUYECKOIO MPOTrPaMMHUPOBAHUS OOBIYHO HCHOJB3YIOTCS, YTOOBI
OOHApYXUTh «XOPOLIO BIJIO)KEHHBIE» KOH(QUIYypalMy Map OCHOBAaHUH, TO €CTh Te€,
KOTOpbIe 00pa3yroT BOJOPOAHBIE CBS3H, HE NEPEKPHIBAIOIINECS C IPYTMMH Y4acTKaMH
nocyenoBaTeabHOCTH. K TakuM CTpyKTypaM OTHOCSITCSL JBOMHBIE CIIMpaju, CTeOJIEBbIE

IICTJIN U BaApHUAHThI KKJICBCPHOI'O JIMCTA», BCTPCUHAIOIUCCA, HAIIpUMCP, B TpaHCHOpTHOﬁ

PHK (Pucynok 4) (Lorenz et al., 2017).
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Pucynok 4. OOumuii BUJ CTpYKTYyphl TunoreTnyeckoi Monekysl pPHK. B — Beimykibie
netiu, | — Bayrpennue nemu, H — mmunbku, M — MHOXKecTBeHHBIE neTiu (1o: Zuker,

Sankoff, 1984).

B TepMoarHAMUYECKOM METO/IE CIOKHOCTH MPOOJIEMBI TIPE/ICKa3aHus BTOPUYHOM
CTPYKTYpPbl MOET OBITh MPOJIEMOHCTPUPOBAHA KOJWYECTBOM BO3MOXKHBIX MOJIENICH
dbonaunra. B 1enoM, TOYHOCTb MpEACKa3aHUsT BTOPUYHOW CTPYKTYPhl €IUHUYHON
mosiekynel  PHK  myreM MuHMMH3anMd CBOOOIHOW JHEPTrUU  OTPaAaHUYHBACTCS
cienyromumu (pakropamu: 1 — He Bce u3BecTHble ykianku PHK cooTBetrcTByIOT
TEPMOJIMHAMHUYECKOMY MUHUMYMY; 2 — HEKOTOpble mocienoBatenbHocTu PHK umeror
OoJiee OJTHOM OMOJIOTHUECKH aKTHBHOM KOH(OpMAaIiK (10 TUITY pruOOomepeKrouaTesncii)
(Serganov, Nudler, 2013). ITo »Tol mnpHUYMHE CIOCOO MpeaCKa3aHUS BTOPHYHBIX
CTPYKTYp C TIOXOXMM HH3KMM 3Hau€HHWEM CBOOOJHOW DHEPTrUU MOXKET JaTh
CyllleCTBEHHYI0 HH(opManmio. Takue CTPYKTYphl Ha3bIBAIOTCS CYOONTHUMAaIbHBIMU.
MFOLD — oxgHa u3 mporpamm, reHepHUpyomas cyOonTuManbHbie CTpyKTyphbl (ZUker,
2003).

18S pPHK o06pa3yeT KOpOBYyIO CTPYKTYpy Majioii puOOCOMHON CyOBEIUHULIBI U
UTpaeT BaXHYIO pPOJb B 00ECIEUEHWH HOPMAIBLHOTO TIPOTEKAHUS TIPOIECCOB
puboreHesa, peryyisiiiud TPAHCKPUIILMU W TPAHCISAIUHU, IepeHoca OeNIKOB uepes

memOpansl (Rungger et al., 1979; Sollner, Tower, 1986; Gillespie et al., 2006; Taylor et
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al., 2009; Armache et al., 2010). IIpoanamusupoBansl cTpykrypel 18S pPHK
npeacraButeneir qomenoB Archaea (Mears et al., 2002), Bacteria (Mears et al., 2002),
Eucarya (De Rijk et al, 1992; Doudna, Rath, 2002; Armache et al., 2010; Gillespie et
al., 2006; Taylor et al., 2009; Demeshkina, et al., 2012).

HecMmoTpst Ha equHBIN TUTaH CTPOCHHSI BTOPHUYHBIX CTPYKTYp, BHyTpH 18S pPHK
OBLTM BBISBIICHBI YYaCTKH Pa3HOW CTEMCHW KOHCEPBATUBHOCTH. MajoW3MEHUYUBHIC
MIOCIIEIOBATEIPHOCTH  (DOPMHUPYIOT  KATaIMTHYECKOE  SApO, HEoOXoawmmoe  JJis
¢yHknuoHupoBanuss pubocombl («minimal ribosome»). HWx mnpocTpaHcTBEHHAS
opranm3anus, Bkirodas h6, h7, h8, h10 — h16, h24, h27, h34 — h38 u T. 1., npakTHYeCcKH
WJICHTHYHA Y BCEX MUCCIICAOBAaHHBIX HA CETOIHSAIIHUN eHb opranuzmMoB (Armache et al.,
2010; Demeshkina, et al., 2012), a Mmyranuu B Takux 00J1acTSIX MOTYT OBITh JICTAIBHEI.
JlokazaHo, 4TO HaApyIICHHS B KOHCEPBATHUBHOW cripayid 27 y NIPOXKEH NPUBOIAT K
U3MEHEHUSIM Ha CaiiTe JCKOJAMPOBAHUA U TMPEKPAIICHUIO CUHTETUYECKHUX MPOIECCOB
(Velichutina et al., 2000). OmHaKo B KAaTATUTUYECKOM SIAPE MOTYT BCTPEYATHCSI BCTABKU
WM JIeTICIUH, CBUACTEIbCTBYIONMIUE O TOM, 4TO KOH(popMaIus puOOCOM mpereprenana
HEKOTOphIC U3MEHEHHUS B IMpoliecce dBomonronHon agantaruu (Cannone et al., 2002;
Maule et al, 2006; Mallatt et al., 2010). O6aacTi B3aUMOAEHCTBHUS ABYX PUOOCOMHBIX
cyobeaunanil Ha h44 (MexCyObeAMHUYHBI MOCT MEXAy PUOOCOMHBIMH MPOTEHHAMHU
pS17¢e (40S) u rpS24e (60S)) OTHOCAT K 00JIACTSIM ¢ HU3KOM CTENEHbI0 U3MEHUUBOCTH.
HNHTEepecHBIM SBIAETCS TOT (PAKT, YTO HYKJICOTHIHBIE IOCIEA0BATEILHOCTH ES12°,
coequHeHHbIE ¢ N44 y pa3HbIX BUAOB JKMBOTHBIX, OTHOCHTEIHHO H3MEHYMBBI, HO C
coxpaHeHueM (Gopmbl ykiaaku BropuuHbix ctpyktyp (Maule et al, 2006; Voss et al.,
2006; Armache et al., 2010; Mallatt et al., 2010; Wilson, Cate, 2012). OcHoBHas
n3meHunBocth 18S pPHK cocpenorouena B BapuaOenbHBIX JOMEHAX, TaK HAa3bIBAEMbIX
expansion segments — ES, mepemekarommxcsi ¢ KOHCEPBATUBHBIMU y OOJIBIIUHCTBA
9yKapuoT mocieaoBaTeapbHocTaMU reHa (Gerbi, 1996; De Rijk et al., 1992). B
TPETUYHOW KOH(OpPMAIMK MOJEKYJbl 3TH YYacTKH pacrojiaralorcs mo nepudepun,
okpyxas obnacts B3aumojeictsuss MPHK ¢ TPHK, ne 3axeBas katanutudeckoro siapa
(Mears et al., 2002; Wilson, Cate, 2012). BoJBUIMHCTBO aBTOPOB OOBICHSIOT 3TY

0COOEHHOCTh 3BOJIIOLIMOHHON JIPEBHOCTHIO (POPMUPOBAHUS OETOKCHHTE3UPYIOIIETO



39

armapata sykapuot (Hofacker, 2003; Lee, Gutell, 2004). Pubocomsr apxeii, bakTepuii u
AYKapHOT Pa3InyaroTcs Mo pa3Mepy, U BEPOATHO M3-3a TOTO, YTO OPTaHU3MbI HACENSIOT
IIUPOKKUE JWANa30Hbl PA3JTHYHBIX CpPEll, Y HUX BBIPAOOTAIUCh CBOU PUOOCOMHBIC
MoauduKaluKu AJid rapanTupoBaHHou s dextuBHocTr Tpancisiuuu (Cortadas, Pavon,
1982). Yacto mpu MOJEIMpPOBaHUU BTOPUUHBIX CTPYKTYyp TpaHckpuntoB 18S p/IHK
UCCIIEIOBATEeNU TepecMaTpuBatOT rpanuibl ES, ocoO0eHHO mpu BKIIOYEHUH B aHAIU3
pubocom muekonutaronux (Chandramouli et al., 2008). MHoro Mopeneil BTOpUYHBIX
ctpykryp 18S pPHK wu3BectHOo 11 HacekoMbIX.  XapaKTEpHBIE  YEPTHI
npoctpancTBeHHOW opranmzarmu 18S pPHK ans tuma uneHucroHOrmx ymaercs
IPOCIEANTh TPU CpaBHEHUU (OJJAMHTa KOHCEPBATUBHBIX U BapuaOEIbHBIX YYaCTKOB
pasubIx npeacrasuteneii: Arachnida — Aphonopelma sp; Coleoptera — Tenebrio molitor;
Hemiptera — Acyrthosiphon pisum; Diptera — Drosophila melanogaster (Gillespie et al.,
2006; Zhao et al., 2013). PaboT mo MOJCIUPOBAHHIO BTOPUYHBIX CTPYKTYp OSTHX
YYacTKOB, KaK W MOJICKYJIBI B II€JIOM, Uil Tpematon HeT. Cpeau mMmapa3suTHYECKHX
yepBeil MoAo0HBIE MCCIEAOBAHUS MPOBOJMIMCH TOJHBKO HAa MOHOTEHESX M IeCTOoAax
(Matejusova 2004; Zhang et al., 2010, 2017).

DKCcnepruMeHTAIbHBIC JaHHBIC MOCISIHUX JET YOSAUTEIbHO CBUIETEILCTBYIOT B
oIb3y (YHKIIMOHAIBHON 3HAYMMOCTH CHeHcepHBbIX mochenoBarenbHocTer p/IHK.
MoxxHO mpennonoxuth, uto crpykrtypa ETS (BHEmIHHX TpaHCKpUOUPYEMbIX
crielicepoB) BIUsET HA UHTEHCUBHOCTH cuHTe3a pPHK ¢ mpomMoTopa, nokaan3oBaHHOTO
pAZIOM ¢ 3TOH creicepHoii mocnemoBaTenbHocThio (HOfacker et al., 1994; Capriotti,
Marti-Renom, 2008). YcraHoBiieHO, YTO BTOpUYHAS CTPYKTypa BHYTPEHHHUX CIIEHCEpOB
(ITS1, ITS2) BaxkHa 11 MPAaBUIBHOTO CO3pPEBaHUs MEPBUYHBIX TpaHCKpunToB pPHK
(Hunter et al., 2007). Bropuunsie ctpykTypbl |TS u3BeCTHBI IS MHOTOYHMCIICHHBIX
BUI0B TipokapuoT, uHdpy3zopuii (Chao-Yang, Shou-Yu, 2009), oaHOKIETOUHBIX TPHOOB
(van Nues et al., 1995), muatomoBbix Bomopocieii (Hunter et al., 2007), Bbicmiux
pactenmii (Trendelenburg et al., 1974; Mai, Coleman, 1996) u xwuBotHbix (Harris,
Crandall, 2000; Gillespie et al., 2006; Dorado, Sanchez, 2008; Hribova et al, 2011).
bonee  Toro, BropuuHble  CTPYyKTyphl ITS2, Hapsgy ¢  TNEepBUYHBIMU

MMOCJICA0BATCIIbHOCTAMM, YCIICITHO HUCIIOJIB3YHOTCS JJIA YCTAHOBJICHUA POACTBA PA3HBIX
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takcoHoB (Littlewood et al., 1999; Littlewood, Olson, 2001; Koetschan et al., 2010)

(Pucynoxk 5). I
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Pucynok 5. CxematnuyHoe M300pakeHHe BTOpHYHOW CTpykTyphl ITS2 Ha mpumepe
nuHOGIare usIThl poma Symbiodinium. Maieie ctpounbie OykBbl (a — f) o3HauaroT

OJTHOIIECTIOYCUHBIC Y4acTKH B mpenenax crpykrypsl, (I — IV) — cnimpamu (mo: Hunter et
al., 2007).

B 10 Bpems kak nocnegoBatenbHocTy [TS2 aykapuoT sBisitoTcs BapuadeIbHbIMH,
BTOPUYHBIE CTPYKTYpPBI, KOTOpbIE OHHU (OPMUPYIOT, OCTAIOTCA CPaBHUTEIBHO
koHcepBatuBHBIMU (Hunter et al., 2007; Morgan, Blair, 1995; Morgan, Blair, 19980).
OHM UMEIOT BHJ JaJoHK ¢ 4YeThipbMs manbiamu (palm with four fingers), t.e. omHo
[EHTPaJbHOE 3BEHO M YETHIPE BETBALIMXCA JOMEHA-CIIUPAd C Pa3HOH CTEMEHBIO
u3meHunBoctu (Pucynok 5). IlpaBunbHas yknaaka ITS2 sBisercs HEOOXOIUMBIM
ycioBueM it TouyHoro W 3¢dektuBHoro mnporeccuura npe-pPHK. Psg paGor
MOCBSILIEH BTOPUYHBIM CTpykTypaM |TS2 TpemaTon (OmucTopXucoB, KIOHOPXHCOB,
naparoHMMYCOB, SXUHOCTOMHU/, (pacimonaunn) (Morgan, Blair, 19986; Prasad et al., 2009;
Ghatani et al., 2012; Tatonova et al., 2012). NccenoBanus o BTOPUYHBIM CTPYKTYpaM
ITS1 nemHorouuciennsl. M3BecTHO, 4TO ATOT credcep OoJbiie cooTBEeTCTBYeT ITS
OakTepuii u apxeii, B To BpeMs kak [TS2 BO3HHMK Kak BCTaBKa, MpephiBaroiias mpe-28S
pPHK. ITS1 cnumkom BapuabeneH, MOATOMY ONTUMAIbHYI) TE€HEPAIM30BaHHYIO
BTOPUYHYIO CTPYKTYpY ciokHO cMojnenupoBatk (Michot et al., 1993; Hofacker et al.,
1994; Capriotti, Marti-Renom, 2008; Lotfy et al., 2010; Ghatani et al., 2012; Tatonova

et al.,, 2012). Tem He MeHee, psay HCCIEAOBATEICH 3TO YIANOCh, MOJYyUYECHHbIC MMH
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CTPYKTYPbl HMMEIOT BHUJ BETBSLIUXCS CTEOJIE, HECYIIUX PETYISTOPHBIE MOTHUBBI
(Tatonova et al., 2012; Rampersad, 2014).

[IpoOnemMbl BbIpaBHUBAaHHUS M MPEACKA3aHHUS KOHCEHCYCHOM CTPYKTYpbI TECHO
CBsA3aHbl. HekoTopble MoaenupyeMmble CTPYKTypoel (Hampumep, |TS2) Obun
KOHCEHCYCHBIMHU. JIaHHBIN MOAXOJ 3aKJII0YaeTcsi B IOCTPOEHUHU MHOYKECTBEHHOIO
BbIpaBHMBaHus  nocnenosarenbHocren  PHK, HAaX0XJIECHUU  KOHCEHCYCHOM
MOCJIEA0BATENBHOCTH, a 3aTeM €€ Yykiaaake. KauecTBO BbIpaBHHBAHUS ONPEIECIISAET
TOYHOCTh KOHCEHCYCHOW CTPYKTYpHOH Mojenu. KoHceHcycHasi mocieqoBaTebHOCTh
YKJIaJbIBAETCSl C MCIOJIb30BAaHUEM PA3IUYHBIX MOJXO0JOB, HAMOJ00HE TeX, YTO ObUIU
OMMCAHBI BBIIE JJISI IPEICKa3aHUsl BTOPUYHOM CTPYKTYpPbl HHANUBUIYATbHBIX MOJIEKYII
PHK. Hampumep, moaxoa, HCHOJB3YIOMHAM  TEPMOAMHAMUYECKYIO  YKIIAJKY,
npezcrasicH B mporpamme RNAalifold (Hofacker et al., 2002).

YToObl MOHATH OCHOBHBIE MPUHLUIIBI MOJEIHUPOBAHUSA TPEXMEPHBIX CTPYKTYP
OEJIKOBBIX MOJIEKYJ M TMOTEHIMal MX MCIOJb30BaHUS B Pa3dUYHbIX 00JIACTAX
UCCIIEIOBAaHUM, OT aKaJeMMYECKUX JI0 TNPOMBILUICHHBIX, (apMaleBTUUECKUX U
OMOTEXHOJIOTMUECKHUX, CIEAYET BKpaTIe PACCMOTPETh YETHIPE YPOBHS OpraHU3alluu
Oenka. Pa3ianuHble CTPYKTypHbBIE YPOBHHM 3aBUCAT JPYr OT Jpyra, BMECT€ cO3J]laBas
YPE3BBIYANHO CJI0KHYIO CE€Th B3aUMOJCUCTBUN MEXAY COTHSIMHU U ThICSYaMH aTOMOB.
[lepBbIM ypOBHEM SIBISIETCS aMUHOKHMCIIOTHAs MOCJeN0BaTeIbHOCTh. HacuuTeiBaeTcs
20 pa3nMYHBIX AMHUHOKHCIOT, HaumOojee YacTo BCTpEeyYaloluxcs B  OeKax.
[locnenoBaTenbHOCTh ATUX AMMHOKHUCIOT B MOJUNEOTUAHOW LEMU CYIIECTBEHHO
ONpENENsieT THUIbl MPUCYTCTBYIOIIMX 3JIEMEHTOB BTOPUYHOM CTPYKTYphI (BTOpOM
YpOBEHb OpraHu3aluu) M crnocod HX pa3MelIeHHus B IPOCTPAHCTBE, CO37aBast
CTPYKTYpHBbIE MOTHUBBI (CIMpaiud) M CKIAAKU (TPEeTHl YpOBEHb OpraHu3aluu).
HezaBucumas eaununa QogAUHra TPEXMEPHOW CTPYKTYpbl Oelika Ha3bIBaeTCs
IOMEHOM. JloMeHbI 4acTO MOTryT OBITh KJIOHHPOBAHbI, SKCIPECCHUPOBAHBI, OUYHUIIICHbI
HE3aBUCUMO OT OCTaJbHOM dYacTH Oeika, M OHU MOTyT Jaxe MPOSBIATh
CaMOCTOSITENIbHYIO aKTUBHOCTh. HekoTopble Oenku cofepkaT OAUH JOMEH, B TO BpeMs
KaK JIpyTHE€ MOTYT COJEpXkaTb HECKOIbKO. J[OMEHBI HMMEIOT OINpENEICHHbIA THII

donaunra. JJomeHbl ¢ OIMHAKOBBIM (POJAUHIOM MOTYT WM HE MOTYT OBITh CBSI3aHBI
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JpyT ¢ APYyroM (GyHKIMOHAIBHO, TOTOMY YTO B MPHUPOIE€ HEOAHOKPATHO MCIIONb3YIOTCS
onau u Te ke tunbl coopku (Kelley et al., 2015). CymiecTByromye B HaCTOSIIES BpeMs
OenKoBBIE TpeXMEpHbIe CTPYKTYyphl B benkoBom banke Jlanuwix (anri. Protein Data
Bank) 6putn kinaccuguipoBansl Ha 6osee yem 1000 pa3mTuuHBIX YHUKATBHBIX MOJIEIICH
(Berman et al., 2000).

UeTBepThli YpOBEHb — 4YETBEPTUYHAS CTPYKTypa. UeTrBepTudHas CTPYKTypa
COCTOUT U3 HECKOJbKUX MOJIMIENTUIHBIX Heneil (CyObeaIuHuIl) TOMOOIUTOMEPOB UITU
rerepooiuromepoB. CyObeAMHHUIIBI BHYTPU TaKUX CTPYKTYP B3aUMOJICHCTBYIOT APYT C
JIPyroM, MOTYT CITIOCOOCTBOBATH MOSIBJICHUIO aKTUBHOTO caiiTa (CaliTOB), BHOCUTH BKJIA]
B JIMHAMUKY KOMIUIEKCAa M B3aWMOJEWCTBOBAaTh C HEKOTOPHIMU O€KaMHU-MHILEHSIMU
(Wass et al.,, 2010). YerBepTHuHYIO CTPYKTYPY MOKHO MPOWJLTIOCTPUPOBATH Ha
npuMepe MarHueBod xenatasbl. CTpykTypa ObUla IOJy4Y€Ha C MCIIOJIb30BaHUEM
PEKOHCTPYKIIUU Ha OCHOBE KPUO3JIEKTPOHHBIX MHUKPOCKOITUYECKUX
(KpMOAMYJIBCUOHHBIX) HW300pKEHUM W PEHTreHOBCKUX 3D-CTpyKTyp CyOBEIuHUIL
¢depmenTa. Bce ueTBepTUYHBIE CTPYKTYphl aHAJIOTMYHO MOJAEIUPYIOTCS Ha OCHOBE
U3BECTHBIX TpexXMepHBIX cTpyKTyp OcnkoB (Kelley et al., 2015).

Kak u B cnyuae ¢ pPHK, 3HauurensHble BapuanuM B aMHUHOKHCIIOTHBIX
MOCJIE0BATEIBHOCTAX MOTYT B KOHEUHOM UTOTE NMPUBOJAUTH K COOpKE OJTHOM U TOMl *ke
CTPYKTYpHI, T.€. CTPYKTypa HMeeT OoJjiee BBICOKYIO CTETIEHb KOHCEPBATUBHOCTHU, YE€M
NEpBUYHbIE  TOCJIENOBAaTEIbBHOCTH  ee  oOpasywommue. WHTepecHbll  mpumep
neMoHCTpupyeT kobanbT-xenara3a (CobN) mpokaproT — pepMEHT, OTBETCTBEHHBIN 3a
cuHTe3 BuTamuHa B12. Hecmotps Ha To, uTo dyHKIMa Oenka Obuta u3BectHa (Schubert
et al., 1999), ero cxoactBo ¢ depmeHToMm (eppoxenarazoit (reMcuHTa30i) ObLIO
MOKa3aHO TOJBKO MOCJE ompeneseHus TpexmepHoit crpykrypol (Al-Karadaghi et al.,
1997). [lpuymHa B TOM, 4YTO CYIIECTBYeT TOJBbKO 11% WIASHTHYHOCTH TEPBUYHBIX
NOCIIEA0BATEIBHOCTEN MEXAY ATUMH O€JIKaMH, U 3TO YUCIIO HAMHOTO MEHbIIIE, YEM TaK
HaspIBaeMbIii  «mopor  romosorum»  (amra.  «homology-threshold»),  o6bruHO
YUUTBHIBAIOIIMICS TPYU BBIPABHUBAHUHU KaK MOKAa3aTelb 3BOJIOLMOHHBIX OTHOILIEHUMN
(oxomno 20 — 25%). Tak ObLIO MMOKa3aHO, YTO OMNpPEACICHHUE TPEXMEPHOH CTPYKTYPBI

OEIKOBOW MOJICKYJIBI 9YaCTO TTIOMOTAET BHISIBUTH €€ (DYHKIIHIO.
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TI'JIABA 2. MATEPUAJIBI U METO/bI
2.1. ITosryyeHune Mapa3uTOJOTH4€CKOr0 MaTepuasia

MarepuanoM Ui UCCIICAOBaHUS TOCTYXuian BeiOOpku Nanophyetus spp. tpex
PErMOHANBHBIX MOIYJSINUNA: poccuickoro JlansHero BocToka, AnNOHCKMX OCTPOBOB U
CesepHoit Amepukw, npeacrabieHabix N. schikhobalowi, N. japonensis u N. salmincola
coorBercTBeHHO (Pucynok 6A; Tabmmma 1). O6pasmsr Nanophyetus schikhobalowi
ObUIM TIOJIy4€HBI M3 YETHIPEX JIOKAJUTETOB; Touku cOopa B I[Ipumopckom kpae
HaxXOJWINCh Ha 3amaje — XaHKailckuil paiioH, peku KomuccapoBka u Uinucras; Ha ore
— YccypulCKAl parlOHHBIM OKpyr, peka KomapoBka; W B HEHTPAJIbHOM 4YacTh —
YyryeBckuii paiion, peka [laBmoBka (Pucynox 6b). O6paszubr N. japonensis Obutu
BBIJICJICHBI M3 PBIO, MOMMaHHBIX B TOpHOM pyube (Shirabuzawa at Iritazawa) SAnonuu
(mpedexrypa Smarara). Dx3emriiper N. salmincola momyuenst B.B. Tkauem wu3
aococeBbix pri0 B mrare Operon (CIIA). B3pocnbix ocobeii Tpematon (Maputhl) N.
schikhobalowi momydanu skcnepuMeHTanbHBIM TmyTeM B Jaboparopun DOHII
ounopaznoooOpaszus JIBO PAH. Yacte ob6pasmo N. schikhobalowi Obuta mroGesno
npenocrarieda B.B. Becrnpo3Bannbix, Metanepkapuu u Maputhl N. japonensis — S.
Apaku (Yasuo Araki), X. Kuno (Hideto Kino) u T. llluman3y (Takeshi Shimazu).

BhutoBIeHHBIX AabHEBOCTOUYHBIX JIococeBbIx (Brachymystax lenok Pallas, 1773)
u kaprnoseix (Phoxinus oxycephalus Sauvage, Dabry de Thiersant, 1874) pwi6
NPOBEPSUIM HA 3apaXEHHOCTh (3KaOpbl, TMOYKM M MBIIIBl IUJIABHUKOB), 3aTeM
MeTalepKapuii BMECTE C MBIIICYHBIM BOJIOKHOM CKapMJIMBAJIHU JIA0OPATOPHBIM KphICaM
(Rattus norvegicus) u cupuiickuMm xomstukam (Mesocricetus auratus), a Mo UCTCUEHHUIO
24 CyTOK J>KMBOTHBIX YMEPIIBSUIM M HW3BJICKAJIM MapUT W3 TOHKOTO KHIICYHHUKA.
Meraniepkapuun N. japonensis OblIH BbIAEIEHBI M3 smOHCKOro Jjococs Salvelinus
leucomaenis pluvius Hilgendorf, 1876 (Hideto Kino). Xomsukor (M. auratus)
WHOUIIMPOBATIN 110 ONMUCAHHOM BBIIIE METOAMKE. MeTanepkapuii U B3pPOCTBIX YepBEH,
IpeIBAPUTENLHO OTMBITHIX B (DU3MOJIOTMYECKOM pacTBope, ¢pukcupoBaiud B 96% u B
70% »sTaHONE A MOCIEAYIOMUX MOJEKYISAPHBIX U MOP(OIOTHUECKUX MCCIICIOBAHUNA

cooTBeTCTBeHHO.  OOpasupl  xpanunu  npu  Temmepatype  +4°C.  Bugsl
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uneatTuunupoBanu 1.6.H. B.B. becmposBannbix, npodeccop T. Illumamsy u B.B.
Tkau. Bce skcniepuMeHTalIbHbIE Pa0OTHI C )KUBOTHBIMU OCYIIECTBIISUIM B COOTBETCTBUU
¢ [IpaBmiamu 10 MCTIOIB30BAHUIO B OMBITAX MO3BOHOYHBIX KUBOTHBIX, YTBEPIKICHHBIX

[Ipesnauymom JIBO PAH.

CeegepHasi
y AMepuKa

p.Yccypu

.- _p.Komaposka R Ccypltl;

p.Paa.qoana;:i““. )
Amypckuii 3anus”

Yccypuilckuid 3anus

Pucynok 6. Jlokanu3amus ucciieoBaHHBIX BbIOOpok Nanophyetus spp.: Poccuiickuii
HNanpauit Boctok — 1, fmonms — mnpedekrypa Smarara (octpoB XOHCH) — 2,
Coenunennbie lltatet Amepuku, Operon u Bammarron — 3 (A); Mecra cbopa Ha
HansHem Boctoke: peka [TaBnoBka (Uyryesckuii paiion) — 1, peku KomuccapoBka — 2 u
Nnucras — 3 (Xankaiickuii paiion), peka KomapoBka — 4 (Yccypuiickuii paiion) (b).
Bri6opkn MapkupoBaHBl KpPAaCHBIMH KpY>KKaMH. * 0003Hau€HBbI MOCIEA0BATEIHHOCTH
B3sThie 13 GenBank. [TyHKTUPHBIMYU JIMHUSAMU YKa3aHbI BOJOPA3/ICIIbI PEK.
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Tabmuma 1. Criucok mapa3uToIorHIecKoro MaTepraia

Bunst KonuuectBo | Peruon, (crpana) Mecro cbopa, peka | IIpomexyTouHbIi
ocobei (bacceiin) XO3SIMH
N. schikhobalowi 57 Hansunii BocTok 1 - ITaBoBKa B. lenok
(Poccus) (p. Amyp) P. oxycephalus

2 - p. KomuccapoBka

(03. Xanka)

3 - p. Unucras

(03. XaHka)

4 - p. KomapoBka
(p. PaznonbHas)

N. japonensis 16 SInonckue octpoBa, | 5 - [Iupady3aBa S. leucomaenis
npedexTypa pluvius
Smarara (SAnoHus)

N. salmincola 4 CesepHast 6 - Yuuamert O. kisutch
Amepuka, mrar
Operon (CILA)

2.2. Boigeaenune renomuoii JJHK

JHK mapa3utoB, kak MeTalepkapuii, Tak M MOJOBO3PENIBIX 0COOEH, BBIICISIH
MeToaoM Ienouydoro ausuca (Hot Sodium Hydroxide and Tris — HotSHOT) (Truett et
al., 2000). OG6pa3ipl, TpeaBapUTEIbHO OTMBITHIC OT crupTa B 10 Mk Oydepa mis
menounoro nusuca HOtSHOT-1 (25 MM NaOH u 0,2 MM EDTA, pH=12),
MHKYOHpOBaJid B TOM k€ pactBope B TeueHue 30 muH nipu 96°C. Ilocne yero oOpasiisl
oxnaxaanu g0 10°C B Teuenue 10 MuHYT M moOaBIsIM HEHTpanmmu3yromui Oydep
HotSHOT-2 (40mMM Tris-HCI, pH=5). Tlonyuennsiii pactBop JHK xpanwmm npu
temrepatype -20°C.

2.3. Ammuimnpurkanusa JHK
st amrmudukanum noaHopasMepHbix 18S u 28S renoB pubocoMHOTO KiacTepa
Nanophyetus spp., ITS1-5,8S-ITS2 pernona saepuoit pudbocomuoit JIHK, a Ttaxke
YACTUYHBIX M MOJIHBIX TocienoBarenbHocTeld rerna Nadl mt/IHK Obuti ucnosp30BaHbI

CHeLHAbHO pa3paboTaHHbIE U YHUBEpPCAJIbHbIE I OOJBIIMHCTBA TPEMATO I IpaliMephl

(Tabnuua 2).
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Tabnuma 2. Cnucok npaitmepoB A ammumduxarmn JJHK

[Ipaitmepsl [TocnenoBarensHOCTH (5 — 37) Opuenranus Ccpuika
I'en 18S pPHK
18S-E CCGAATTCGTCGACAACCTGGTTGAT
CCTGCCAGT Littlewood,
18S-8 GGTGCCAGCMGCCGCGGT Olson, 2001
18S-2/1200F | ATAACAGGTCTGTGATGCCCTTAGA
[Ipsimbie
892c GTCAGAGGTGAAATTCTTGG
1/F CACACCGCCCGTCG Krieger et al.,
2006
Ael-3 GTATCTGATCGTCTTCGGC
18S-11/1262R AACGGCCATGCACCACCACCC Littlewood,
18S-A27 CCATACAAATGCCCCCGTCTG Olson, 2001
18S-4/1400R AGCGACGGGCGGTGTGTAC
185-F CCAGCTTGATCCTTCTGCAGGTTCAC | OOparubie
CTAC
ITS (ITS1+5,85+ITS2)
1/F CACACCGCCCGTCG Krieger et al.,
2006
BD1 GTCGTAACAAGGTTTCCGTA [Tpsimbie Luton et al.,
1992
3S GGTACCGGTGGATCACTCGGCTCGTG Prasad et al.,
2007
TS700 CTCAGTCTAGCCCAGGATA \Voronova,
NJTS2 1149R CCACAAAGGCACAAGA Chelomina, 2018
BD2 TATGCTTAAATTCAGCGGGT Luton et al.,
OOpatHbIe 1992
DiglL GTGATATGCTTAAGTTCAGC Tkach et al.,
2000
I'en 28S pPHK
DigL2 AAGCATATCACTAAGCGG Tkach et al.,
1999
U178 GCACCCGCTGAAYTTAAG
U1148 GACCCGAAAGATGGTGAA Lockyer et al.,
1600F AGCAGGACGGTGGCCATGGAAG IIpsimble 2003
U1846 AGGCCGAAGTGGAGAAGG
U3139 AAGTTACCACAGGGATAACTGGCT
1500R GCTATCCTGAGGGAAACTTCG Olson et al.,
2003
L1642 CCAGCGCCATCCATTTTCA OO6patHbie
L2230 AGACCTGCTGCGGATATGGGT Lockyer et al.,
L2450 GCTTTGTTTTAATTAGACAGTCGGA 2003
L3449 ATTCTGACTTAGAGGCGTTCA
LSU3-4160 GGTCTAAACCCAGCTCACGTTCCC
I'en nadl mTIHK
MB352 CGTAAGGGKCCTAAYAAG [Tpsimoii Criscione,
MB399 CTTACAAAATAGTCATAGCG OOpartHbIii Blouin, 2004
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Tabnuna (Tlpooonscenue)

nds-new?2 AGAGGTTTATTACAAAGGTT [Tpsimoit Voronova,

nds-newr GCTAATGAAACCAATAACACT O6paruwii | Chelomina, 2018
nd3f GATGTGTGCTCTGCG
nd1fl AAGGGTCCTAATAAGGTGGG [Tpsimbie
nd1f+ AATATTTTGGGGTGGTTGGAG (pa3paboTaHHbIC
nd3f2 AGCGTTCGGTGGAGGTT B HACTOSAIICH

nd3rev3 CTTAACCCCACCTTATTAGG pabore)

nd1r2in CTCACCAAAGCAAACTTATT

ndlnanr GAACCAAACGCAGATCGAAT OO0parHsbie
ndlr+ ACCGGAGTAAGAATCCGAA
nd3r2 TCTTAACCCCACCTTATTAGGACC

Peakimonnas cmecw i cranaaptHoi TP (20 mxi) renos 18S u 28S pPHK, a
takke peruwona ITS (ITS1-58S-1TS2) pAHK N. schikhobalowi Bkmouana:
nevonu3oBanHas Boga — 10,5 mxir; 10X 6ydep (Sileks, Poccus) — 2 mki; cmech ANTP
(xoHnenTpanusa kaxmoro tpudocdara — 10 MM, Sileks, Poccus) — 1 Mxir; npssmoit u
obpatubiii mpaiimep (10 mxM) — mo 1 wmxi; cmeck colored Tag-mommmepasst (2,5
enunuty/miin, Sileks, Poccus) u Tag-monmumepassl (5 equnun/mki, Sileks, Pocens) — mo
0,25 Mk u 0,2 Mk coorBercTBeHHO; JIHK — 4 Mxin. Ammudukamnuio rera 18S pPHK
MPOBOJMIN ¢ Tapoit mpaiimepoB 18S-E u 18S-F npu cnegyrommx TemnepaTypHbBIX U
BPEMEHHBIX TMapaMeTpax: mpeaBaputenbHas aeHatypaius (96°C — 5 mun); nanee 35
mukioB: 96°C penarypanus — 1 muH, 58°C omxur — 20 ¢, 72°C snonrauus (CUHTE3
HOBBIX IleTel) — 5 MUH; TepMHHAJIbHAS dJIOHTaIMs (OKOHYATE/IbHAS TOCTPOMKA IIeTIeH)
72°C — 10 mun. [ns ammumdukammu rena 28S pPHK ucnons3oBamm Tpu mapsbl
npaiimepoB: DigL2+1500R (TemmepaTypHble W BPEMCHHBIC MapaMeTPbl PEaKIUH:
npenBapurenbHas AeHatypaius (94°C — 1 mun), nanee 35 nukinos: 94°C nenaryparus
— 15 ¢, 55°C omxur — 30 ¢, 72°C snonramus — 2 muH)), U1148+L.2450 u U1846+L.3449
c usmenenueM [IIIP no xommuuectBy 1nukinoB — 40 u temmepaTypsl oTxura — 52°C
(Pucynoxk 7). Ammmndukaius TS pernona npoxozuiia mpyu TaKKX JKe TEMIIEpaTyPHbBIX
napaMerpax, ¢ €IMHCTBCHHBIM OTIHMYHMeM Imo Temmeparype omkura (54°C — 30 ¢) ¢

npaiimepamu 1/F u DigL1.
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BD1 U178 1600F U 1846 R
18S-E 18S-8 188 IEIZ.' DigL2 U1148 > i U3139
[—D h—b ket . S— | > I—’
5 T T T T T |—I2> T [ T T T T I T T . - T 3
ETS w0 188 800 1000 1200 1400 1600 1800 ITS1 I5,ss| ITS2 Izoo I400 600 800 1000 1200 1400 1600 1I800 2|83 I2200 l2400 Izsoo 'zsoo I3000 I3200 3400 '3600
: Ael-3 1884| | P L NJ DigL1! L2230| LSU3-4160|
et E «—IR100 . BiTe2 gL ! 1500R] | 4642 - '-245°| L3449
18S-11 18S-F| ! - . BD2 : < =~ — ]
18S-A27 : - ' {
— : 3156: : :
Y 1893 nH r‘,_ 772 nH 5 289MH 3872nH R

Pucynok 7. Crparerus aMruinuKaIiy 1 CCKBEHUPOBAHUS MOCIICI0BaTEILHOCTEH prbocomMHoro kiactepa Nanophyetus spp.
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[TI[P-ammmdukanuio ~ mociaenoBaTenbHocTeir  rerma nadl  wmTJHK N,
schikhobalowi nposoauan ¢ ucnons3oBanuem mapel mpaiiMepoB: MB352 u MB399
(Criscione, Blouin, 2004). Peaknuio cTaBUIM IO ONMUCAHHOW aBTOpaMHU CXeME C
DreamTag-nonumepazoii (5 eqununy/mki, Thermo Scientific, CIIIA) (Criscione, Blouin,
2004). Ammmudukanuo monHopasmepuoro rema nadl mt/IHK N. schikhobalowi
MPOBOAWIM B HECKOJIbKO 3TanmoB. B ogHoll mpoOe o0beMoM 20 MK COAEPKaloCh:
nenonun3oBanHasg Boaa — 11,8 mxi; 10x DreamTaq 6ydep (Thermo Scientific, CIIIA) —
2 mxkit; emech ANTP (konnenTpanus kaxaoro tpudochara — 10 MM, Thermo Scientific,
CIIA) — 1 mki; opssmoit u oopatnbii npaiimep (10 mxkM) — no 0,5 mxi; DreamTaq-
nonumepasa (5 enununy/mki, Sileks, Poccust) — 0,2 mxin; JIHK — 4 mxn. TemmneparypHsbie
U BpEMEHHBbIE MapaMeTphl peakuuu c¢ napoi mnpaiimMepoB ndlfl+ndlnanr Obln
cienyronue: npeapapurensHas aeHatypanus (95°C — 3 mun), 3atem 30 mukios: 94°C
nenarypamua — 45 ¢, 48°C omxur — 30 ¢, 72°C snoHranusa — 2 MUH; T€pMUHaJIbHAA
anmonranus 72°C — 5 wmun (Pucynok 8). Temmeparypa omkura BapbHpoBaia B
3aBUCUMOCTH OT Tapbl HCHOJb3yeMbIx mpaimMepoB: misi nd3f+nd3rev3 (ndlr2in) u
nd1f +nd1r® ona cocrasnsa 45°C, ms nd3f2+nd3r2 — 51°C.

Jlna ammumdukanuu TeHOB M credicepHbix obOmactedn p/IHK N. japonensis
ucnosibzoBanu cmech Thermo Scientific PCR Master Mix (2x) (Kanudopuus, CILIA), B
COOTBETCTBUM C HWHCTPYKIIMEH WM3TOTOBUTEIS W TEMICPATYPHBIMA M BPEMEHHBIMHU
rapaMeTrpam, ondcaHHbIMU BhImIe. [ renoB 18S u 28S pPHK, nHaGops! mpaiiMepoB:
18S-E+18S27; 892+18S4; 18S2+18SF u 178+1642; U1148+1L.2450; U1846+L.3449
cootBeTcTBeHHO. AMIundukanuio [TS1+5,8S npoBoaunu ¢ BD1 u nByms cnenuaibHO
pazpaboTtaHHbIMH OOpaTHbIMU Tpaiimepamu  TS700 u NJTS2 1149-R, a ITS2
ammuuuupoBann otAenbHo ¢ mapoil 3S+BD2  (Pucynok 8). IIHP wacTtuynbix
nocienoBareiabHocTel reHa nadl mT/IHK N. japonensis ocyiecTBisum co CrenuaibHO
pa3paboTaHHO# mapoi mpaiiMepoB nds-new2 + nds-newr, u Temmeparypoi oTkura 49
°C. Ilpu kax10i TOCTAaHOBKE aMIUIM(UKALIMKI UCTIOIb30BAJIM OTPULIATEIbHBIN KOHTPOJIb

(peakmmonHyto cMmech 6e3 mobasienus JJHK).



Pucynok 8. CxemMa MUTOXOHApUAILHOTO TeHOMa Tpemaron (A) ¢ uzoOpaxkeHUEM
crpateruu amiuindukanuu U cekBeHupopanus rera nadl mr/IHK N. schikhobalowi (B).
CuHMMH KpYyXKaMHu 0003Ha4YeHbI reHbl, kogupyromue TPHK.

[MIIP-peakuuu npoBoawiu B amimudukarope GeneAmp 9800 (Applied
Biosystems, CIIIA). [Ilocne mnpoBenenus I[P mnpousBogwim  mpoBepKy
aMIUTM(UITMPOBAHHBIX (PAarMEHTOB METOJIOM Telb-3jeKkTpodopeza B 1% arapoznom
rene, npurorosieHHoM Ha 0,5X tpuc-6oparnom (TBE) snekrpoanom O0ydepe (44,5 MM
Tpuc, 44,5 MM Oopnas kucinota, 1,25 MM DJITA), ¢ okpackoil MHTEPKATUPYIOITUM
kpacuteneM (3TuauyM OpomuaoM) U Bu3yanusanueid B YD-cere (356 HM).
CrnennpuIHOCTh TIOJIOC TMOATBEPKAATNM WX TOJOXKEHHUEM TI0 OTHOIICHHUIO K
KOHTPOJILHBIM MapKepHbIM (pparmMeHTaM ¢ MOJICKYJsIpHOW Maccoil kpatHoit 100 m.H.
(Ladder 100 — 1000 m.uH. IHK, OOO «HuTepmadbcepBucy», Mocksa). AMIUTMKOHBI
OUHIIAIHA CMEChI0 (DepPMEHTOB MmIeI0uHO0M (pocdarassl U SK30HYKIIEA3bl B COOTHOIIICHUT

npuMepHo 1:3 (ExoSAP-IT PCR Product Cleanup Reagent, Thermo Scientific, CIIIA).
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2.4. Onpenesienue HYKJIeOTHIHBIX MocjaenoBaTeabHocTeil JJTHK

OnpeneneHve MOCAEAOBATEIBHOCTE MOJYyYEHHBIX (PAarMEeHTOB T'E€HOB W
crieicepHbIX 00JacTeil MNPOBOAWIM C TOMOUIBIO T'eH-CIeHU(UIHBIX TpaliMepoB,
KOTOpbIE HUCIOJIb30BAINCH JJIsi aMIUTU(UKAIMU, U C BHYTPEHHUMHM MpaiMepamMu IO
cxeme rHe3noBoM [P (Tabnumna 3). CekBeHupoBaHue GparMeHTOB OCYIIECTBIISUIH 110
meTory Canrepa ¢ momonibio Habopa peaktuBoB BigDye Terminator Cycle Sequencing
Kit (Applied Biosystems, CIIIA) mo MeToauMKe MPOU3BOAUTEIISA. PeakiMOHHAs CMeCh,
o0bemMoM 10 MKJI, 7151 TPSIMOTO U OOPaTHOTO TMpaiiMepa CoCcTosIa U3:

1. 6,25 MK TeMOHU3UPOBAHHBIN BOBI;

2. 1,25 mxit 5X Sequencing Buffer;

3. 0,5 Mk 10 MmxM mpaiimepa;

4. 1 mxa BigDye Terminator Ready Reaction Kit v3.1;

5. 1 mxa JIHK maTpwiisr.

Tabnuua 3. Ciucok AOMOTHUTEIBHBIX MPaiMEPOB /I CEKBEHUPOBAHUS

[Tpaiimepsl nocJea0BaTeNnbHOCTh (57— 37) OpueHnranus Ccpuika
I'en 18S pPHK
18S-8 GGTGCCAGCMGCCGCGGT [Ipsimoii
Ael-3 GTATCTGATCGTCTTCGGC O6patnsii | Littlewood, Olson, 2001
ITS (ITS1+5,85+1TS2)
NJTS1 663F | ACAAAATCCCATATTACACTGT [Tpsimoii Voronova, Chelomina,
2018
I'en 28S pPHK
300F CAAGTACCGTGAGGGAAAGTTG
900F CCGTCTTGAAACACGGACCAAG | Ilpsamsie
1200F CCCGAAAGATGGTGAACTATGC
1200R GCATAGTTCACCATCTTTCGG | O6paTHbIii
U2229 TACCCATATCCGCAGCAGGTCT
U2562 AAACGGCGGGAGTAACTATGA
uz2771 AGAGGTGTAGGATARGTGGGA [Tpsmbie
U3139 AAGTTACCACAGGGATAACTGG Lockyer et al., 2003
CT
L2630 GGGAATCTCGTTAATCCATTCA
L2984 CTGAGCTCGCCTTAGGACACCT
LSU3-4160 | GGTCTAAACCCAGCTCACGTTCC | O6patHnbie
C
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Peakuuio mpoBOAWIN B CIEAYIOMIMX YCIOBUAX: MpEABApUTEIbHAS JACHATYpaLUs
(1 mun — 96°C); ms 30 mukiaoB amiuindukaryu: aeHarypaius npu 96°C — 30 ¢, oTkur
npaiimepoB Ha matpuiie npu temmeparype 55°C — 30 ¢, snonranus 60°C — 4 mu=.
Jlanee MpoAYKT OUYMINAIN OT HEBKIIOUEHHBIX (DIIyOPECHEHTHBIX METOK:

1 - B npobupku no6asisum 1 mxn CH;COONa (2,5 M), 1 mxn STA (0, 125 M)
u 36 mxin C,HsOH (96%) nepememmBanu u nHKyOupoBanu mpu -20°C B teuenue 20
MUH;

2 — lentpudyrupoBamun mpu 13200 o6/mun B TeueHue 30 MHHYT, 3aTeM
CYIIEpHATAHT CIIMBAJIH;

3 — IlpoBogunu 1 — 2 ormeiBku 70% criuptoM, neHTpudyrupys mo 10 Mun npu
ckopoctu 13,200 00/MHH, CylIEpHATAHT CIUBAJIH;

4 — OcaZioK BBICYIITUBAIIH.

HemocpenctBeHHO mepesl CEKBEHUpPOBAHUEM K OCaAKy [00aBimsid 12 MK
dopmamuaa Hi-Di™ (amrm.  highly deionized formamide), mgamee mpoBommm
neHarypauuo npu 95°C B TeueHue 3 MUHYT € MOCHEAYIOMMM oxJaxaeHuem 1o +4°C.
[TocmenoBaTenbHOCTH HYKJICOTHIOB OINPEACTSIM Ha aBTOMAaTHYECKOM TE€HHOM
ananmusatope ABI PRIZM 3130 (Applied Biosystems, CIIIA) Ha 0a3e 1ieHTpa
KOJUICKTHBHOTO Tioyib30oBanus denepanpHoro Hayunoro IlenTpa buopasnoobpasus
JIBO PAH u ABI PRIZM 3130x1 u nHa 6a3e JlampHeBocTOYHOTO DemepaibHOTO

YHuBepcurra.

2.5. PenakTupoBaHue U BbIPABHHBAHNE HYKJIEOTHIHBIX
MOCJIeI0BATEIbHOCTEHN
[TonydeHHBICE HYKICOTHAHBIC ITOCIIECIOBATCILHOCTH COOHMpAIM W BHU3YaJIbHO
NPOBEPSIM HAa HaJIMYUE OMIMOOK IO XpomarorpaMMam ¢ momorisio SnapGene Viewer

3.2.1 (SnapGene software, GSL Biotech, snapgene.com). IlomHopa3mepHbie

nocienoBareiabHocTu | TS+5,8S ObLan 3apeructpupoBansl B 6asze qaHHbix GenBank mos
Homepamu N. japonensis — LT796171 — LT796186 (Voronova, Chelomina, 2018), N.
schikhobalowi — MG965869 — MG965878, LT745950 — LT745964, LN852660 —
LN852663, LN871800 — LN871815 (Voronova et al., 2017; Voronova, Chelomina,


http://www.snapgene.com/
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2018), N. salmincola — KX990283 — KX990286 (\Voronova et al., 2017); 18S p/IHK N.
japonensis — LT796167 — LT796168 (Voronova, Chelomina, 2018), N. schikhobalowi —
LT745948 — LT745949, LN871816 — LN871817, MG966185 — MG966186, N.
salmincola — KX990278 — KX990282 (Voronova et al.,, 2017); 28S pJIHK
Nanophyetus japonensis — LT796169 — LT796170 (Voronova, Chelomina, 2018), N.
schikhobalowi — LN871818 — LN871821, MG966187 — M(G966188 (Voronova et al.,
2017). OcHOBHBIE CIIMCKHM BHUJOB TPEMATO/, aHAIM3UPYEMbIX B TaHHOM HCCJICOBAHKH,
U HOMepa JOoCTyla IocieaoBareiabHocTel B 0Oase maHHbiXx GenBank mpuBeneHbl B
[Tpunoxenusx |, |l. AHanu3, penakTUpOBaHHE W MHOXKECTBEHHOE BBIPABHHBAHUE
HYKJIICOTHUAHBIX HOCJ’IGI[OB&TGJII:HOCTeﬁ IMpOBOAUIIN C IIOMOIIBIO ITaKCTa MEGA 7
(Kumar et al.,, 2016), mpu BbIpaBHUBAaHWUHM HCIONB30BaM anroput™ ClustalW,

BJIO’KEHHBIN B miporpammy (Thompson et al., 1994).

2.6. CtatucTnyeckasi 00padoTKa JaHHbBIX

HykneoTunHplii cocTaB M TEHETHYECKYIO JUBEPIEHIIMI0O — TEHETUYECKHE
paccrostaust (d) MEXIy TaKCOHAMH BBIYMCIISUIA, OCHOBBIBASsCh HAa 3HAUCHUSIX TMOMAPHBIX
HECKOPPEKTUPOBAHHBIX P-IUCTAHIMKA (YUCIIO HYKJICOTHIHBIX pPAa3IHUAid Ha CaWT WA
JI0JIS1 HE COBIAAOIIUX MPH BhIPaBHUBAHUU OCTATKOB), B mporpamme MEGA 7 (Kumar
et al., 2016). I'paduku SHTpPONUU IS MMOJHOPA3MEPHBIX IMOCIIECIOBATEILHOCTCH IeHa
18S pPHK, mpexacrapnstonue co0oil Mepy M3MEHUMBOCTH HYKJICOTHUIOB B 3aJaHHOM
MOJIOKEHUU 110 OTHOIICHUWIO K JIJIMHE BCEH BBIPOBHEHHOW IMOCIIEIOBATEIHLHOCTH,
paccuuthiBayin ¢ wucnoik3oBanumem BIOEDIT 7.1.9 (Hall, 1999). Cxkopocts
HYKJICOTHUAHBIX 3aMerneHuil (anri. nucleotide substitution rates) B rene 18S pPHK
onennBanii 1o cooTHomeHHsAIM NVINC m NVINt, tne Nv — oOmiee KoJIM4ecTBO
BaprabenbHBIX CaliTOB B KakaoM noMmeHe, NC — ofriee KoJIu4ecTBO KOHCEPBATUBHBIX
caiiToB B Kax0M joMeHe u Nt — ob1iee yncio BapuabenbHBIX CAHTOB BO BCEX JIOMEHAX
(Ki, 2012). I'paduku ¥ THCTOrpaMMbl JJIsi BHU3yallM3allMM HEKOTOPBIX PE3yJIbTATOB, a
TaKKe MX CTaTHUCTUYecKas oOpaboTKa peaqn30BaHbl C TOMOUIbI0 TaOJIUYHOTO

nporeccopa MS Excel 2016.
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[lepeBog  HYKJICOTHIHBIX TOCICIOBATEIHHOCTEH B  aMHUHOKHCJIOTHBIE C
MOCJICAYIOIIMM aHAJIM30M KOJOHOB ocyllecTBisid B mporpammax MEGA 7 u DnaSP
5.10. [Ins TpaHCcnAuuu OENOK-KOAUPYIOUIUX TMOCIEI0BATENbHOCTEH ObLT MCIOJIb30BaH
MUTOXOHIPHAIIbHBIA TeHETHUECKUN KO/ IMIIOCKUX depBerd Ne 9.

[TomymnsimoHHOE  pa3HOOOpazue OBLIO OIEHEHO C TOMOIIBIO CTaHAAPTHBIX
CTaTHCTUK: KoJimuecTBO pubo-/rautotunoB (H), momumopdueix mo3wmmmid  (S),
HykieotuaHoe (n) u pudo-/rammorunuueckoe (h) pasnooopasue (Nei, 1987) u cpeanee
guciio nonapueix paszauumid (K) (Tajima, 1983) B nporpammax DnaSP 5.10 (Librado,
Rozas, 2009) u ARLEQUIN 3.11 (Excoffier et al., 2005).

Pacnipenenenrie reHeTHYECKOM M3MEHUYMBOCTH BHYTPU U MEXKIY MOMYJISAIUSIMU
BBIUHC/ISUTH ¢ TIOMOINBIO aHalin3a MojieKysipHoi Bapuanckl AMOVA (anra. Analysis
of Molecular Variance) (Tajima, 1983) c¢ 1000 nepmyramusMu B HpOrpaMMe
ARLEQUIN v.3.11, wucnons3ys crangaptaeie F-ctatuctuku. ['eHeTHYECKyrO
mudGepeHInanuio MOMYJISIIHA BEIYUCIISIIN C TIOMOIIIBIO IMTOMIAPHOTO MHACKCA (prKcarun
(Fst) B ARLEQUIN v.3.11. JlocroBepHOCTh KakAoro 3HaueHus FSt tectupoBamu c
1000 cnyyarineix mepmytanuid (Slatkin, Hudson, 1991). Ilposepka rumore3sl 00
W30JISIIMU  TIOMYJISIIIUN  pacCTOSTHUEM TpOBEeHAa C TMOMOIIbI0 Tecta MaHTena
(cpaBaenue wmatpui] FSt u reorpapuyecKkux pacCTOSHUM MEXAY TMOMYJISIUIMU),
peamu3oBanHoro B mporpamme IBD 1.52 for Windows (lIsolation by Distance)
(Bohonak, 2002). Kpome Toro, B mporpamme DnaSP 5.10 oreHuBagM T'eHHBIH MOTOK
yepe3 umciao MurpantoB Nm mexny momyssimusimu 1o ¢opmye: Nm=(1-Fst)/4Fst

(Hudson et al., 1992).

2.7. PekoHcTpyKuMs 1eMorpadguyeckoi HCTOPUH NOMYJISAIHIA
B nporpamme ARLEQUIN 3.11 mnpoBeaen paemorpaduyeckuili aHaiu3
MOMYJISIIUOHHBIX BBIOOPOK. [IpoBepka CeneKTHBHOW HEHUTPATbHOCTH HAOII0aeMOTO
JHK-nonmumop¢ur3mMa OCyIIECTBICHa C TOMOIIBIO CTaHIAPTHBIX TECTOB, B OCHOBE
KOTOPBIX JIGKUT MOJICNIb OCCKOHEYHO OoJbIIoro 4ucia caitoB: Tajima’s D (Tajima,
1989) u Fu’s Fs (Fu, 1997); p-3Hauenust ObuM TeHEepUpOBaHbI ¢ momorsio 10000

KOAJIECIIEHTHBIX CcUMyJui. 3HaueHuss D (Moka3bIBaeT CTENEHb HECOOTBETCTBUSA
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MEXIY KOJUYECTBOM CETPETHPYIONIUX CAaHTOB M CPEOHUM YHCJIOM ITOTApHBIX
HYKJICOTHIHBIX 3aMeH TocjenoBaTenbHoCcTe) u FS (Oosee YyBCTBUTENBHBIA K
MPUCYTCTBHIO CHHTJICTOHHBIX 3aMEH, MOSBHUBIIMXCS TOCTE HEJAaBHUX MyTaIluil) MOTYT
CBHUICTEILCTBOBATH O HEJaBHEH MOIMYJIAIIMOHHON SKCITAHCHH, TaK KaK €€ TIOCIEACTBUEM
SIBIISIETCS. M30BITOK HU3KOYACTOTHBIX TAaIlJIOTUIIOB CO BCEMHU HOBBIMH H PEIKUMH
MYTaIUSIMHU.

Hanwmuune wnM  OTCYTCTBHE TIOMYJSAIMOHHOW  OKCIAHCUU  TIOATBEPKIANIN
XapaKTEPOM pACTpPENCICHHs] TOMapHBIX T'E€HETHYCCKUX Pa3IUdMil  TaIluIOTHUIIOB
(mismatch-distribution). UtoOsl cpaBHUTH HAOIIOMaEMOE U OXKUAAEMOE pacIpe/IeIICHIE
MOMAPHBIX PA3NIMUUANA  JJIT MOJENU TMOMYJAIHMOHHONW OKCIIAHCHHM, B MIPOrpamMme
ARLEQUIN v.3.11 Oputn paccuWTaHbl 3HAYCHHS HWHACKCA IIEPOXOBATOCTH
Xaprenauara (HRI) (Rogers, Harpending, 1992) u wucnonb3oBaHa CTaTUCTHKA
CpEAHEKBAIPATUIHOTO OTKJIOHeHHs (SSD). 3HAYMMOCTh TECTUPYEMOH CTATHCTUKU
oueHeHa mnociae 1000 mnceBmocayyalHBIX pEIUIMK MapaMeTpuueckoro OyTcTpemna.
3nauenust HRI umxe 0,05 npenmnonaratot neMorpauueckyro 3KCIaHCUIO TOMYJISIUH, a
O0onee BBICOKHE 3HAYCHHS — OYTBUIOYHOE TOPJIBIIIKO W CTAIMOHAPHBIA pa3Mmep
nonynsiuud. Beicokue 3HaueHuss SSD cBujeTenbcTBYyeT 00 OTKIOHEHHH OT MOJIETH
(Excoffier et al., 2005).

Jlnst pacdyera BpeMEHHM BO3MOXKHBIX JIeMOTpapUUECKUX ASKCITAHCHHA TMOJTYYCHBI
3HaUYCHUS BpeMEHHOro KodhduimeHTa T (BpeMsi SKCIIaHCUM, COOTBETCTBYIOIIEE YUCITY
MOTIAPHBIX OTJIMYHMA Ha 3Tale MaKCUMaJIbHOTO pPOCTa YHCICHHOCTH TOMYJISIINN).
3HaueHue 7 ObLIO MepeBeIeHO B abCOMIOTHOE BpeMs B MILTMOHax JieT (1) mo dopmyre:
1=2ut, IJIe U — CKOPOCTh MYTaIlNH, a t — BpeMsl TUBEPTEHIINN B MTOKOJICHUSIX.

B nomonHeHME K MPOCTHIM TMapaMETPUYECKUM MOJCISIM Ha OCHOBE JIaHHBIX O
BHYTPUBHUJOBBIX TE€HEAIOTHsAX ¢ Tnomolblo mnporpamm mnakera BEAST 1.8.0
WCITIOJIB30BAJICSI METOJ KOHTYpHOW nuarpammbl (ckainaiina) (anri. Bayesian skyline
plot) (Drummond et al., 2005), 4To06b1 0TOOpa3uTh U3MeHEeHUE 3PHEKTUBHOTO pazmMepa
MONyJISIIUA C MOMEHTa BO3HMKHOBEHMs mocienHero obOmero mnpeaka (TMRCA)
OTOOpaHHBIX MHUTOXOHIpPUANbHBIX JUHUK. I[locTpoeHbl OaliecOBCKME KOHTYPHBIC

AuarpaMmbl JUIA HOHy.J'IHI_[I/Iﬁ HCCIICAYCMbBIX BUJOB IIPpU CICAYIOIMIUX YCIOBHUAX. MOI[GJ'IB
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HYKJICOTHIHbIX 3amemenuii — Hasegawa-Kishino-Yano (HKY). Yucmo rpynm,
OOBEAUHSIONMINX OTHOCUTENIbHO ONM3KHe KoajeclueHIuu (MoJgo0paHo Ha OCHOBE
BBIYHCIICHU OalleCOBCKOTO (paKkTopa IS Pa3IMIHOTO WX YHCIA), IJI CYyMMapHOM
BbIOOpKH — 10. Mozens MOJIEKYJISIPHBIX 4aCOB — «CBOOOIHBIE» C HEKOPPEIMPOBAHHBIM
JIOTHOPMAJIBHBIM PACTIPEJICTICHUEM CKOPOCTEH HYKJICOTHUAHBIX 3aMEH IO BETBSIM JpEBa.
B monyne BEAUti (maker BEAST 1.8.0) Ob110 3a1aH0 3HaY€HNUE CKOPOCTU ABOJTFOITUN
i rena nadl paBaoe 2,8% 3a 1 MJIH. JIeT, MOCKOJIBKY KaaMOPOBOYHBIX TOYEK JIJIS
cemeiictBa Troglotrematidae HeT, OBUIM UCTIOJB30BAHBI JaHHBIE ISl APYTOro CEMEMCcTBa
tpemato — Schistosomatidae (Attwood et al., 2008). 3a ocHOBY ObLIa B3Ta CKOPOCTh
HaKoIUIeHUs1 MmyTanmit 2,5% 3a 1 MIIH. JieT, onpezeneHHass DTBYIOM C COAaBTOpaMH JIJIs
JaCTHYHOW TocienoBaTeIbHOCTH TeHa COX1 Schistosoma mansoni (Attwood et al.,
2008). OO6mast NpOTSHKEHHOCTh 0aleCcOBCKOrO aHajn3a 3aBHCENIa OT CKOPOCTH
JOCTIKEHUSI He00X0auMoro 3¢ (EeKTUBHOTO Yuciia BHIOOPOUHBIX Touek (6osee 200 mis
KaXJIOr0 M3 MapamMeTpoB MOJENM) M cocTaBwia 20 MJIH. IUKJIOB C OTOOPOM M3 HHUX
kaxaoro 1000 (burn-in — mepseie 10% oT ux oOmiero uncna). JlaHHble HE3aBUCHUMBIX

CUMYJIALMA ObUIM OOBEIUHEHB M BU3yanu3upoBanbl B mnporpamMmme TRACER 1.6

(Rambaut et al., 2013).

2.8. Moae1upoBaHue BTOPUYHBIX CTPYKTYP TpanckpuntoB pIHK
KoHceHcycHble CTPYKTYpbl uis HaOopa BBIPOBHEHHBIX ITOCIIEOBATEIBHOCTEH
ITS1 u ITS2 6blIM cMomenupoBaHbl ¢ ucnonb3oBankneM RNAalifold Ha web-cepsepe

http://rna.tbi.univie.ac.at/cgi-bin/RNAWebSuite/RNAalifold.cgi (Bernhart et al., 2008).

B »TOif mporpamMme  3HAUMTENBHO  PACHIMPEHBI  CTAHAAPTHBIC  AJTOPUTMBI
JUHAMHYECKOTO IPOrPAMMHPOBAHHS. DHEPreTHUECKOE IMPEUMYIIECTBO IOIyYar0T
KOMITCHCATOPHBIC MYTAlliH, U CTABUTCS 3alpeT Ha CBA3bIBAHHE HECOBMECTHUMBIX Iap
ocHoBanmii. [loaTomy, dYem Oombllie HaOMIOAACTCS MyTalUi, MOIECPKUBAIOIINX
OIPE/ICIICHHYIO Mapy OCHOBAHH, TeM OOJIbIIIE OKA3aTEeIbCTB B MOJb3Y TOTO, YTO AT
mapa HMMeEeT INpaBO Ha CYIIECTBOBAHHWE II0 TEOPHHU <BEPOSITHOCTH CIApUBAHUS
ocuoBanuii». RNAalifold renepupyer CcTpyKTYypel ¢ MHHHMAIbHOW CBOOOHOM

DHEPrUer, KOTOPOH B TEPMOAMHAMUYIECKOM PABHOBECHH O0JIA/Ial0OT BCE «IIPABUIHHBIC)


http://rna.tbi.univie.ac.at/cgi-bin/RNAWebSuite/RNAalifold.cgi
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monenu (Hofacker et al., 1994). Bxomnoit ¢aiin npeactaBisier OO0 MHOKECTBEHHO
BBIPOBHEHHBIC TIOCIeOBaTeIbHOCTH B GopmaTte FASTA. BrixonHbie naHHBIC B BUJC
roroBeix MFE-cTpykTyp (amri. minimal free energy; ¢ mMuHMMambHOW CBOOOIHOMN
sHepruei) sarpyxaimmuch B ¢opmare TIF Hampsmyro ¢ ceppepa. Jljiss mocTpoeHus
WHJUBUAYAJIbHBIX BTOPUYHBIX CTPYKTYp TpaHckpurntoB ITS1 u ITS2 ucnons3oBaiu
tpanuimonnbie mporpammbl RNAfold u Mfold 3.0 (Zuker, 2003) Taxke gocTymHbIe Ha
web-cepBepax http://rna.tbi.univie.ac.at/cgi-bin/RNAWebSuite/RNAfold.cqgi u

http://unafold.rna.albany.edu  coorBercTBeHHO. B  000MX cioy4asx CTPYKTYpbI

OTOMPATTUCH B COOTBETCTBUH C YHUBEPCATHHBIM MPUHIIUTIOM MUHUMH3AIUN CBOOOTHON
sHeprun DG, tne DG — konuuecTBO »HEPruu, HEOOXOIMMOE Jis 00pa30BaHUs
BTOpYHBIX CTpyKTyp. PHK cBOpaunBamm mpu ¢ukcupoBannoit temmeparype 37°C, a
MOJieJM, BbIOpaHHbBIE HaMHU M3 TMOJAMHOXECTBA BBIXOAHBIX (DalIOB, COXpaHAIU
TOMOJIOTHIO C paHee OMyOJIMKOBAHHBIMHU CTPYKTYpaMH JJI JIPYTHX JAUTE€HETHUECKHUX
cocanbuukoB (Morgan, Blair, 1995; Tatonova et al., 2012; Voronova et al., 2017). Ha
CTPYKTypax OblIn 0003HAUEHbI KOHCEPBATUBHBIE U BapuaOebHbIE CallThl U IPOU3BEICH
BusyanpHbId TIouck cemu perynstopHeix (TATAAT, CCAAT, GGCGG, CCCGCC,
CCGCCC, GGGCGG, TGTTT) u natu tenaomepunix (TTAGGG, TTAGGC, TGTGGG,
TTAGG, TCAGG) MoTHBOB.

Bropuunsie ctpykTypsbl 18S pPHK Ob111M TOCTpOEHBI B COTIACOBAHUM C MOJIETBIO
BTOpHYHOM cTpyKTYyphl 18S pPHK Triticum aestivum o onmucaHHbBIM BBIIIE TPUHIIAIIAM
(DG) (Armache et al., 2010). Bropuunsie cTpykTypbl 11 BapuaOelbHBIX JOMCHOB
(ES3°, ES6°, ES7°, ES9°, ES12°% h16, h17, h26, h39, h4l, h44) 18S pPHK
cmonenupoBanbl B mporpamme Mfold 3.0, wucmonms3ys MeToj MHHUMAIbHO-
sHepreTudeckux cocrosHuit Llykepa (Zuker, 2003).

[loAroToBKy  WJUTIOCTPaTHMBHOIO  MaTepuaja MPOBOAMIM B  IMpOrpaMme
CorelDRAW X7 ¢ mpuMeHEHHEM METOjia BH3YaJIbHOIO CPaBHEHHs KOMITIEHCATOPHBIX
samen (Kjer, 1995). Mcnoap3oBana HyMepalys BapraOCIbHBIX CAaHTOB M CIIMpaied 110

Kkiaccudukanuu npeaioxennoit ['epou (Gerbi, 1996).


http://rna.tbi.univie.ac.at/cgi-bin/RNAWebSuite/RNAfold.cgi
http://unafold.rna.albany.edu/
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2.9. Onpeaesienne NpeanoaaraeMoii CTpyKTypbl 0ejika nepBoi cyobeIMmHHIbI
NADH-aeruaporenasbl

2D u 3D monenu TpeTUYHOU CTPYKTYphl Oenka mepBoil cyOweannuitl NADH-
JeTUPOreHa3bl PEKOHCTPYUPOBAIM B Mporpamme aocTynmHoi Ha moptaie PHYREZ2
(Protein Homology/analogY Recognition Engine). 3a ocHOBy Opajii TpeXMEpHYIO
MOJIeJIb TOMOJIOTUYHOTO Oe€lika PEeCcrnupaTopHOTO KOMIUIEKCAa MIICKOMUTAIONINX —
NADH-geruaporena3sbiii KOMIUIEKC, Takke HaszbiBaeMblii komruieke | miam NADH-
youxuHoH-okcuaopenykraza. PHYREZ2 ucmomns3yer BeIpaBHHBaHHE CKPBITHIX MOJENeiH
Mapkoa (CMM), umutHpyromux pabOTy IMpoIecca, MOX0XKEro Ha MapKOBCKUM
IpollecC C HEU3BECTHBIMU IMapaMeTpaMmH, TJe 3ajJadyedl CTaBUTCS pas3rajbIBaHUE
HEM3BECTHBIX MapaMEeTPOB Ha OCHOBE HAOIIOAEMBIX, a TAKXKE BKIIOYAeT HOBOBBEJCHHE
— moaenupoBanue «ab initio folding» mox HasBanmem «Poing» s Bocco3maHus
obacteit OenkoB 6e3 Buaumoi romosiorun (Kelley et al., 2015). Benok ananmusupoBanu
¢ nomouisto Habopa yruiut PHYRE2.

JIisi  TIpOTHO3UPOBAHMSI CAWTOB CBS3BIBAHUS C JIMTAHAAMHU HCIIOJIb30BAJIH

3DLigandStie (http://www.sbg.bio.ic.ac.uk/3dligandsite). 3To aBTOMaTH3MpPOBAaHHBI

METOJ/I, B OCHOBE KOTOPOTO 3aJI0’K€H alropuT™M uaeHtudukanuu, mogoOusiii CASP8
(aurm.  Critical Assessment of techniques for protein Structure Prediction).
['ereporeHHble JUraHAbl, CBA3aHHBIE C YX€ H3BECTHBIMU CTPYKTypamu, MOJOOHBIMU
3aMpoCy, HaKJIAIbIBAIOTCS. HA HCKOMYIO MOJIEIIb U UCIIONB3YIOTCA JIJIsl IPOTHO3UPOBAHUS
caiita cBsa3bIBaHUS. JlOCTOBEpHOCTH MOJENW MOATBEPKIACTCSA, €CIu KOADPUIIMEHT
koppessinuu Mateio (MCC) He Hike 0,68, a K03 (HULIMEHTHI TEPEKPHITUS U TOYHOCTH

nocturaiot 71 u 60% coorBercTBeHHO (Wass et al., 2010).

2.10. ®uyioreHeTHYECKUIT aHATU3
st PEKOHCTPYKIINHI BHYTPUBUIOBBIX reHeasaorui o JTAHHBIM
nocienosarensHocTeii Nadl mr/IHK wmcmonan3oBanmy MeTOn MHHUMAIBHBIX CBSI3EH
(MST) B nporpamme ARLEQUIN 3.11. Menuannsie cetr pudotuno Nanophyetus spp.
OBLTM CKOHCTPYHPOBAHBI C MCIOJIb30BaHHEeM ayiropuTMa median joining B Network 5.0

(Bandelt et al., 1999).


http://www.sbg.bio.ic.ac.uk/3dligandsite
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BryTtpuponoBsie ¢dunmoreneTndeckne cBs3u  Nanophyetus Spp. mo JgaHHBIM
anepoit p/IHK u mMT/IHK pexkoHCTpyupoBaiyu ¢ MOMOIIBI0 METOJa MaKCHMaJIbHOIO
npasaonoaoous (ML) B mporpamme MEGA 7. Tlporpammy MrBayes 3.1 ucrnosib3oBamu
JUIS  TIOCTpOocHMs (rtoreHeTnyeckux apeB wmeromgom baiieca (Bl) (Ronquist,
Huelsenbeck, 2003). HeomHo3HaYHO BBIPOBHEHHBIC YYaCTKH OBUIM HCKJIIOYCHBI M3
buIoreHeTHYECKOro ananmsza. Mojeiab HyKJICOTHIHBIX 3aMeH Kak mig ML, tak u s
Bl moxbupanu B mporpamMmmHOoM obOecriedeHnr Modeltest 3.7 ¢ momoripio Tecrta
oTtHomenus npasaonono6us (anri. likelihood ratio test, LR), ucnonn3yst 6aliecoBckuii
uHpopmanmonnslii kpurepuii (BIC) (Posada, Crandall, 1998). ns matpur 1TS+5,8S
(wmHa mocnenoBareNibHOCTE npuMepHo 1272 mH.) npumeHsuin TVM+G  wmm
TPM2uf+G, nmna renoB 18S (1822 m.m.), 28S (1255 m.H.) W TOJHOpPA3MEPHBIX
nocinenoBareiabHocTeit 28S p/IHK (3917 m.u.) — TrN+Il, TPM3uf+G u GTR+G moxenu
coorBercTBeHHO. J[ims Matpuir rena nadl mt/IHK (600 m.H.) Moaenb HYKICOTHIHBIX
3ameH GTR+G BriOpana Hawmy4miei, kak a1 ML, Tak u qis Bl-aranmzos.

[Tonmyuyennsie o nanubiM p/IHK npeBa ykopeHsm Ha COOTBETCTBYIOLIUE I'€HBI U
creticepbr (ITS1-5,8S-ITS2 pJAHK, 18S p/IHK u 28S p/IHK) Haplorchis pumilio
(AY245706; HM004195; HM004191) u H. taichui (HM004213) (Heterophyidae Looss,
1896). Buasl pona Haplorchis 6b11 BeIOpaHbl Kak MPEICTABUTEIN CEMEHCTBA, KOTOPOE
SIBIIICTCS ONTHMAJIbHO ynajaeHHbsIM oT Troglotrematidae (Olson et al., 2003) mis Toro,
4YTOOBI CIIY’)KUTh BHEIIHEH Tpymnmoil. DuioreHeTHYecKue IpeBa, MOJYYCHHBIC 10
nandaeiM  MT/IHK, ykopeHsuln Ha COOTBETCTBYIONIME MOcieaoBaTebHocTH Nadl
npencraButeneil cemeiictBa Opisthorchiidae: Opisthorchis felineus u Clonorchis
sinensis  (EU921260, DQ116944). ®usoreHeTHYeCKU aHAaIM3 Ha  OCHOBE
AMUHOKHCIIOTHBIX ~ TIOCTIEIOBATEIBHOCTEH  MPOBOAMINA  METOAaMH  OOBEAMHEHUS
ommkaimmx coceaet (NJ) m makcumanbpHoro mpapmononoouss (ML) B MEGA 7,
WCIIOJIB30BaB P-AMCTaHIMU U Mozenb 3amemenus JTT coorBercrBenno (Felsenstein,
1985).

Jng ananu3a (UIOTEHETUYECKUX CBs3€l JaureHeil Ha Oosiee  BBICOKOM
TakcoHOMHYeckoM ypoBHe (m/otp. Xiphidiata u nHangcemeiictea Gorgoderoidea)

UCIONBb30BAJIM TIOYTH TOJHOpa3MepHble mociuenoBarensHoctd reHa 18S pPHK
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(ITpunoxxerne 1). BrlpoBHEHHBIC TocieAoBareabHocTH juHOW 1890 mH. (m/oTp.
Xiphidiata) u 1863 m.H. (HagcemeiictBo Gorgoderoidea) ObLiv 0OBCAMHEHBI B JBE
MaTpHIBl TaHHBIX 10 78 W 28 BUIOB COOTBETCTBEHHO. /[peBa CTpOWIM C MOMOIIBIO
onucaHHbIX Bhiie MeTogoB ML u Bl ¢ nogxonsmedt Moaenbio HYKICOTHIHBIX
samenienuii — GTR+1+G u yKopeHsuiM Ha TMOCIEAOBAaTEILHOCTH AacCHUI0TacTpen
(Aspidogaster conchicola (AJ287478), cemeiictBo Aspidogastridae, Poche, 1907).
Panee ObLIO TOKAa3aHO, YTO ACMUIOTACTPEH YCIEIIHO HCIOJIb30BAIUCh B KayeCTBE
TaKCOHa  BHEIIHEH  TPYNIBI  NPH  [MAPOKOMACIITAOHBIX  PEKOHCTPYKIIHSX
¢dunorenernyeckux cBs3eit Tpemaron (Littlewood et al., 1999; Olson et al., 2003).

B MrBayes co3znaBanu 10 mummoHoB resepanuii ueneit Mapkosa-MonTe-Kapio
(MCMC) o nocTuxKeHus 3HaUYCHUS TTOKa3aTeNs cTaHAapTHOTrO OTKIIoHeHus Huxe 0,01.
[lepBbie 25% npeB HCHONB30BAIMCH ISl OTXKUTAa M HMCKIIOYAIUCHh U3 JTalbHEUIIETro
ananu3a (Ronquist, Huelsenbeck, 2003). OueHky TOCTOBEpPHOCTH Y3JIOB MPOBOIUIU
oyrcrpen-ananu3zom (bootstrap percentage) ¢ 1000 mostopoB mist NJ u ML, u ¢
UCTIOIb30BaHNEM amnoctepuopHoro kpurtepus (posterior probabilities) B mporpamme
MrBayes.

2.11. laTHpPOBKA TMBEPTreHTHBIX COOBITUH

Bpemst nuBeprenimm  Nanophyetus spp. ObUIO YCTaHOBJIEHO C TOMOIIBIO
OatiecoBckoro BeiBoga (Bl, Bayesian Inference), npoananu3upoaB HaOOphI TaHHBIX 110
renam 18S pPHK wu HenoiHbIM mociieoBaTeibHOCTAM Nadl B makeTe mporpamm
BEAST (1.8.2) (Drummond et al., 2012). Cpeanuii Bo3pacT y3J0B IpeB ObLI OIEHEH:
(1) ¢ 95% noseputenbubiM uHTepBaioM (highest posterior densities, HPDs), T.e.
TOTIOJIOTHIO IPEB CUUTAIH JIOCTOBEPHOM, €CIIM 3HAYCHHS allOCTEPUOPHBIX BEPOSATHOCTEHN
(Bayesian Posterior Probability) B y3max paBusimmce 0,95 wu Bbeime; (2) npu
«CBOOOAHBIX» MOJIEKYJsIpHbIX dYacax (relaxed molecular clock); (3) ¢ momorisio
yHuBepcanpbHoro mapamerpa Yule Prior (Lemey et al., 2009). Hcnonws3zoBamu
ONTHUMAaJIbHYIO0 MOJIEIb HyKIeoTuAHbIX 3aMenieHniit HKY+G B makere BEAST BEAULI
(1.8.2) (Drummond et al., 2012). B oTcyTcTBUU KOHKPETHON MH(OPMALIUU O CKOPOCTSIX
MyTallMi I  HAIIKMX BHUJAOB NPUMEHSUIM HEKOPPEJIUPOBAHHOE JIOTHOPMAJIbHOE

pacnpenenenue (uncorrelated lognormal) oTHOCHTENHLHO BETBEH IpPEB CO CPETHUM
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3HayeHueM | u crangapTHeIM OoTKIOHeHHeM 0,33, uTo obecrneunBano aBTOMaTHUYECKYIO
onTuMH3alMi0 1o mepe mnpoaBmxeHus uerneidr MCMC. Bpemsi oOHapyXeHUs SHII
TpEMaTol B KOMPOJUTaX PAaHHEMEJOBBIX apX03aBPOB OBUIO B3ATO 3a OCHOBHYIO
KaMOpoBOYHYI0 TOuKy (mpumepHo 125,93 mun.iH.) (Poinar, Boucot, 2016). Oto
COOTBETCTBOBAJIO KOHCEHCYCHOM OIIEHKE JaThl JUBEPTECHIIMUA OT UX TOCIEIHErO 00I1Iero
npenka (anrin. most recent common ancestor — MRCA). CoriacHO MOJEKYISPHBIM
yacaM, BeIYUCICHHBIM It Schistosoma (Attwood et al., 2008), MbI HCIIOJIB30BAIH €IIIC
OJTHY KQJTMOPOBOYHYIO TOYKY 6 MIJIH.JI.H., 3TOT BO3PacT OB YCTAaHOBJICH KAaK MUHUMYM
it MRCA Nanophyetus spp. s mccienoBanus Napa3suTO-XO3SHHHBIX aCCOIMAIIAN
Salmonidae u Nanophyetus spp. W HX KOPBOJIOIMM Mbl BKJIIOYWIA B aHaIU3
HYKJICOTHIHbIC TOcCieoBaTeIbHOCTH Nadl 19 BuAOB pa3iMUYHBIX JIOCOCEBBIX U
kaprnoBeix pbi0  (IIpumokenue 1ll); nmns  ykopeHeHHMss JpeBa HCIOJIB30BajIach
nocienoareiabHocTh Dallia pectoralis (Crespi, Fulton, 2003). OcHoBbIBasich Ha
ropaszno Oosiee APEBHEH HMCTOPHHM HEKOTOPHIX SBOJIOINMOHHBIX COOBITHH JIOCOCEBBIX,
Bo3pacT 59 muH. jer Ol yctaHoBieH i MRCA pwi6. Bropyro kanmbpoBouHYIO
TOYKY OTNpPEACIHIN MO BpPeMEHW mauBepreHnuu 15 — 20 MiHJLH. pomoB Salmo wu
Oncorhynchus (Cretene-Lafreniere et al., 2012). Jdnuny ueneir MapkoBa aisi Bcex
aHAJIM30B YCTaHABIMBAJIN paBHOU 10 MIIH. MOKOJEHUN ¢ OTOOPOM KaKJIOTO THICAYHOTO
COCTOSIHMSI U 3HaueHHeM oTkura burn-in 10%. 3nauenus mokazatens ESS (effective
sample size) mna xaxzgoro mapametrpa npu 3ToM ObuH Oonee 200. TRACER 1.6 —
rpaguUecKuii MHCTPYMEHT IS BH3yaJIM3alldd M JIUAarHOCTHKH BBIXOJHBIX JaHHBIX
MCMC ucnoas30Bajics JJisl MPOBEPKU CTAIMOHAPHOTO pacIpeieieHus erei, om0k
U jJoBeputTenabHBIX ~ uHTepBajioB (Rambaut et al., 2013). baiiecoBckue
dbuoreHeTHYECKUE JIpeBa CyMMUpOBaid B nporpamme TreeAnnotator (maker BEAST
1.8.2), wucnone3ys anroputM maximum clade credibility (MCC), u 3arem
BU3YaIM3UPOBaIM ¢ MoMmoInpio mporpamMmbel  FigTree 1.3 (Rambaut, 2014). s
MOBBIIIEHUS JOCTOBEPHOCTH BCE MOCTPOCHMS MPOBOJUIM MO TPHU pa3a, BOCIPOU3BOIS

AHAJIOTNYHBIC PC3YJIbTATHI.
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I'JTIABA 3. PE3YJIBTATHBI

B nmannoii pabote uccrnegoBano 390 HyKJICOTHUIHBIX MOCIEIOBATEIBHOCTEH; U3
koTopbix 133 mykieorunneix nocnegonarenbHoctu reda 18S pPHK (B cpennem 1870
M.H.), 63 HYKJICOTHIHBIX MocienoBarenbHocT yudactka 1TS1-5,8S-ITS2 p/IHK (B
cpenaem 1200 m.H.), 28 HykIeOoTHAHBIX TocienoBaTenbHOcTel reHa 28S pPHK (B
cpeadeM 1300 m.H.) u 166 HYKJICOTHAHBIX MOCJIEIOBATEIFHOCTEH MUTOXOHIPHUATIEHOTO
reda nadl, w3 koropeix 15 monHBIX mociemoBatenbHOCTeH (B cpemnem 900 1m.H.),
OCTaJIbHBIC MOCJICIOBATEIBHOCTH MPEACTABIILIIN co00i GparmMeHTsl reHa nadl miuHOM
621 n.H.

3.1. AHaau3 pudOCOMHOrO KJjiacrepa

Jlna 8 oOpasioB Nanophyetus schikhobalowi u N. japonensis onpeneneHb
MOJTHOPa3MEpHbIC HYKJICOTUAHBIEC MociieaoBaTebHOCTH reHoB 18S pPHK u 28S pPHK,
a mns 61 oOpasna Tpex BHIOB OINPEACICHBl IOJTHOPAa3MEPHbIE HYKICOTHIHBIC
nocienoBateabHocT pervona [TS1-5,8S-ITS2 p/IHK. OGmias anvHa aHaTU3UpyeMBbIX
yuactkoB p/IHK cocrasuia 7082 m.H., 7107 m.H. u 4298 n.H. ansa N. schikhobalowi, N.

japonensis u N. salmincola coorBeTcTBEHHO.

3.1.1. Hykseoruansie nociaenoarejbHoctu JJHK

3.1.1.1. 18S pAHK

[Monusiit pasmep 18S p/IHK mis N. schikhobalowi u N. japonensis, mo nammm
nanHbM, coctaBun 1980 m.H. ITocmemoBarensHoctu 18S p/IHK mias N. salmincola,
B3sThIe N3 GenBank, 6butn kopoue Ha 187 m.H. — 1793 m.H. (Pucynox 9).

Hnst mpeacraButeneit kaxaoro Buma GC-comepkanue B rerHax 18S pPHK ne
omnyanock u coctaBuio 51,4+0,4%. BeipoBHeHHbIE nTocnenoBaTenbHocTH 18S p/IHK
N. schikhobalowi u N. salmincola otmuuanuce mo ogHoMy Hykimeotuay: A—C
tpancBepeus o 702 caiity (d=0,05%). 18S p/IHK mocienosarensnoctu N. japonensis
ommmuyasiick ot TakoBeix N. schikhobalowi u N. salmincola mo 3 (d=0,17%) u 4

(d=0,22%) HykneoTumaM COOTBETCTBEHHO. B mepBOM cpaBHEHHHU ATO OBLIM TPAH3UIIHH:
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A—G 1o 114 caiiry u n18e C—T mo 1382 u 1405 caiitam; BO BTOpOM — aHAJIOTUYHBIE

TpaH3uluu U oaHa TpancBepcusi A—C no 702 caiity.

188 151289 1150 288
5 l | M ¥
1980 1. 12 456 289 3885 n.H. 3
gl ‘
________________________________ N. schikhobalowi 7082 nn.
185 1512859 172 283
5I ' 3'
1980 .H. 791NH. 156 289 3885 n.1.
M.H.
77777777777777777777777777777777 NjaponenSlsi"IO?rlH
185 151288 1150 28S
5I .--* I.l ...........-.....----..l3I
! | !
1793 nm. 799 156 297 1321 0.
i " NLH. !
P N salmincola  ~4598 .

Pucynok 9. CxematmuHoe wu300pakeHHE CEKBEHMPOBAHHOTO B JaHHOW paboTte
pUOOCOMHOTO KJIacTepa Tpex mpejacraButenein Nanophyetus ¢ TouHbIM yKa3aHUEM JJTHH
kaxgoro ywyactka pJHK. JKupHbIMM NOyHKTUpPHBIMA —JMHUSMHA  O0OO3HAYEHBI
HEJOCTAIOIINE YYACTKH NOCJIEI0BATEIBHOCTEM.

3.1.1.2. 28S p/IHK

[Tonmuropa3smepusie mocaenoBarenbHocTd rera 28S pPHK mrs N. schikhobalowi u
N. japonensis coctaBuiu 3885 m.H. (Pucynok 9); GC-conepikanue ObLIO OAMHAKOBO:
51,0+0,99%. GC-conepxkanre BBIPOBHEHHBIX TMocienoBarenbHocter 28S  p/IHK
otHocutenbHo 1321 mH. ¢parmenta N. salmincola (manueie GenBank) coctaBmiio
53,6+0,03% u 53,9+0,03% mns N. schikhobalowi ¢ N. japonensis u N. salmincola
COOTBETCTBEHHO. [Ipy cpaBHEHWU MOJHBIX HYKJICOTHIHBIX MMOCJIEI0BATEILHOCTEH 28S
pIHK N. schikhobalowi u N. japonensis 6su10 Haitneno 4 tpancBepcun: ase G—C mo
2140 u 3010 caiitam, n1sBe A—T mo 1410 u 3672 caittam, uto coctaBuiio Bcero 0,1%
paznuumii. YacTuuHble HyKJIeOTHAHbIE mocieaoBarenasHoctd  28S  pJIHK N.

schikhobalowi u N. salmincola ornnyanuce mo 8 monoxenusim: oxHa aenerus (522
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caiir), Tpu Tpansunmuu A—G 1o 49, 454 u 737 caiiram, nBe Tpansunuu T —C no 532 u
834 caiitam, u nBe tpancBepcun A—T mo 520 u 530 caitram (d=0,5%). YacTuunbie
nocnenoBareabHocTH reHoB 28S pPHK y N. japonensis ommmyanmck mo 1 (d=0,07%) u 8
(d=0,6%) wnykneorumusiM monokeHusM mnpu cpaBHeHuu ¢ N. schikhobalowi u N.
salmincola coorBercTBeHHO. [IpruemM ceMb 3aMeH OBUIM TEMH K€, YTO TIPU CPABHECHUH
nocnenosareinpHocTelt 28S p/IHK N. schikhobalowi n N. salmincola; mosBunace ogHa

JOTIOJIHUTENIbHAS 3aMeHa, TpaHcBepcus T—A, o 1322 caiity.

3.1.1.3. ITS1-58S-1TS2 pAHK

Pasmep momnroro yuactka 1TS1-5,8S-1TS2 p/IHK cocraBmm 1219 ma. mus N.
schikhobalowi, 1186 m.u. mis N. salmincola u 1238 n.H. mans N. japonensis. GC-
conepxkanne 1TS1-58S-1TS2 p/IHK nns Bcex Tpex BUIIOB OBUIO OJWHAKOBBIM,
49,8+1,1%. U13-3a unneneit pazmep 1TS1 ygactka BapsupoBas u coctaBui 772 m.H., 791
n.g. 1 739 m.u. g N. schikhobalowi, N. japonensis u N. salmincola coorBeTcTBeHHO
(Pucynku 10, 11). Ipu cpaBuenun ITS1 y N. schikhobalowi u N. salmincola mur
oOHapyxunu 15 wamenedr ¢ obmer mmuHoi 139 m.H. [locnemoBaremsHocTr ITS1 N.
japonensis otnuuanuck ot N. schikhobalowi uncepuueit 8 19 m.u. Ilpu cpaBuerun 1TS1
N. japonensis u N. salmincola o6HapyxeHo 14 mHaeneli pa3sHoro pasmepa, ¢ oOIekH
mHoU 121 m.H. Takum oGpazom, okosio 17% mmunel ITS1 npuxoannocs Ha WHIENH.
Pasmepsl mocnenoBatenbHoctelr Tena 5,8S pPHK wu yuwactka ITS2 nmma  N.
schikhobalowi, N. japonensis u N. salmincola Obl1M ogMHAKOBBEIMU M COCTaBUIH 156
n.H. 1 290 m.H. cootBercTBeHHO. GC-conepkanue rena 5,8S pPHK nmns tpex Bumon

TpeMaroj He oTyindanock u coctaBmiio 49,3+0,01%, a yuactka ITS2 — 54,0+0,14%.

——— } I — 1 N. schikhobalowi
”””””””””””””””””” 7720w

[ o] o] i ] N. japonensis
”””””””””””””””””” 791 nH.

H— { — H= N. salmincola
""""""""""""""""" 739na. T

Pucynok 10. CxemarnuHoe wu3oOpaxeHHe BBIPOBHEHHOro yuactka ITS1 Tpex
npencraBureneri  Nanophyetus. Jlenmenmu B MOCIIEAOBATEIBLHOCTAX  00O3HAYCHBI
IPSIMBIMU JTMHUASIMH.
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Pucynoxk 11. TlomrumopdHbIe caliThl TOTHOPA3MEPHBIX HYKJICOTHUIHBIX MOCienoBareabHocten 1 TS1.
(1 — 5) — N. schikhobalowi, (6 — 7) — N. japonensis u (8 — 9) — N. salmincola. Toukamu 0603Ha4EHBI OAMHAKOBBIC HYKIICOTHIBL,
3aT€HEHHBIE YYaCTKH — HHJIEIHL.
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[MocnenoBarensHOcTH yuactka I1TS1-58S-ITS2 p/IHK N. schikhobalowi wu3
Pa3HBIX JIOKAIUTETOB OTIMYAINCh MEXAYy CO00M 9 HYKICOTHIHBIMH 3aMEHAMH
(d=0,7%): getpipe G—C TpancBepcuu u ogHa G«>A TpaH3UIUS JIOKATU30BAJINCH B
ITS1, nBe G«»C tpancepcuu — B rese 5,8S pPHK, u no ognoit tpanceepcun G—-C u
GeT — B ITS2. Pacnpenenenne HyKJI€OTHIHON U3MEHUUBOCTH OT 5° K 3°-koHIy ITS1-
5,8S-ITS2 mocnenoBarensrOocTeld B BhIOOpKax N. schikhobalowi u3 pasmeix pex u
Pa3HBIX BHUJOB pBIO-X035I€B OTIMYAIOCh. Y 0co0Oel, M3BICYCHHBIX W3 JIOCOCEBBIX,
M3MEHYMBOCTh HabI0amachk ToabKo B yuactke 1TS2, a y HaHO(HETycOB U3 KapmoBbIX
pbi0 — kak B ITS1, tak u B ITS2 yuactkax (PucyHok 12A). [Ipuuem HykieoTHIHAS
U3MEHYMBOCTh 0CO0OEM W3 OJHOrO M TOrO K€ BHUJA XO35IMHA W3 pa3HbIX peK
JIOKanu30Bajack B pa3HbiX no3uuusax (Pucynok 12b).

Bce mocnenosarensHoctn N. salmincola okazanuch WACHTHYHBIMU. YYaCTKH
ITS1-5,8S-ITS2 pZIHK N. japonensis oTauvaauch Mexay coOoil Mo 3 HyKJIeoTHIaM
(d=0,1 — 0,2%), nemoHcTpHupys Tpu Tuma 3ameH: A«>G Tpansunuio BHyTpu ITSI,
tpancBepcuu G—C u AT, nokanuzoanusie B rene 5,8S pPHK u B npuneraromiem k
Helt ygactke 1TS2 cootBerctBenHo (Pucynox 12B).

MexBu0BbIC ¥ BHYTpuBHA0BbIe 3ameHbl B ITS1-5,85-1TS2 N. schikhobalowi u
N. japonensis oOHapyXHBaJIKCh MPEUMYIIECTBEHHO B OJHHUX M TEX JK€ 00JacTiX,
OJIHAKO uX mnpodwin CcymecTBeHHO oThnyanuck (Pucynku 12B, T). Mexny
nocienoareiabHocTssMu N. schikhobalowi u N. japonensis pasnuuus Biarodaau 16
HYKJICOTHUHBIX 3aMeH (B OCHOBHOM TpaH3uiun A<—G (40%) u tpancBepcuu C—G
(40%)). IIpu cpaBuenuun N. salmincola, xax ¢ N. japonensis, tak u ¢ N. schikhobalowi
OOJBITMHCTBO 3aMEH ObUIO BBHISBIICHO B IIEHTpaibHOU yacTu |TS1, koHCEpBAaTUBHON y
N. schikhobalowi u N. japonensis (Pucynox 12I'). U3 40 3ameH (B OCHOBHOM
tpamsumd A—G (37%) u ToC (29%)) mexay mnociempoBaTenbHOCTAMHU N,
schikhobalowi u N. salmincola 27 nokanusytorcs B ITS1, 5 — B rene 5,8S pPHK, u 8 — B
ITS2. TlocnemoBarenvHoct yyactka ITS1-58S-ITS2 p/IHK N. salmincola u N.
japonensis orimyanuchk o 41 HyKICOTHAHOHN 3ameHe (B OCHOBHOM TpaH3uluu A«—G
(42%) u T>C (24%)), 29 u3 kotopbix Jokanusytorcs B ITS1, 4 — B rene 5,8S pPHK, 8
— B ITS2.
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Pucynok 12. Pacnpenenenue HykJIeoTHIHbIX 3ameH (Pi) B mociemnoBaTeIbHOCTSIX
nosHOpasmepHoro ydactka ITS1-5,8S-ITS2 p/IHK Nanophyetus spp. mo xo3sieBam (A);
X035€BaM W3 Pa3IMYHBIX JAJBHEBOCTOYHBIX JIOKaIUTEeTOB (B); mambHEBOCTOUHBIM
nokanuteraMm (B); pasmuunbeiM reorpaguueckum peruonam (I'), Dy, — cpennee uducio
3aMEH Ha HYKJICOTHIHBINA CAaUT MEXKTY TOMYISIIASIMH.

[TapamMeTpsl  TEHETHMYECKOW  HW3MEHUMBOCTH  OTJIMYAINCh  KaK  MEXKIY
pPErMOHANTBHBIMHU, TaK W JIOKAJTHHBIMH BBIOOpPKAMU; MaKCUMAJbHBIE 3HAUEHUS CPEIU
BU10B mostydensl At N. japonensis, u mokansHbIX nomyssiiuii N. schikhobalowi — ms
BBIOOPKHU M3 peku Mnmcras u BeIOOpKU U3 ronbsHoB (Tabmiwma 4). Jlns o0beauHeHHOM
BBIOOPKH HAaHO(HMETYCOB 3HAYCHHsI MapaMeTPOB HYKICOTUIHOW H3MEHUYMUBOCTH (7) U

puboTunuueckoro pasHooOpasus (Hd) ObLIM 3HAYKUTENBHO BBIINIE W COCTABIISIN
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0,00523+0,00145 u 0,775+0,048 coorBeTcTBeHHO. ['eHETUUECKOE PACCTOSIHUE MEKIY
nocnenoBareiabHocTamu 1TS1-5,8S-1TS2 p/IHK N. schikhobalowi u N. salmincola
nocrurano 13,3% (Bkiarodast Bce Tumbl 3aMeH U uHaenn), mexay N. salmincola u N.

japonensis cocrasisuto 12%, a mexay N. japonensis u N. schikhobalowi — 2,6%.

Tabmuma 4.  OnucarenpHas ~ CTaTUCTAKA ~ TEHETHYECKOW ~ HM3MEHYMBOCTH
nmocjeaoBaTeIbHOCTEH  mosiHOpasmepHoro — ywyactka  ITS1-58S-ITS2  p/IHK

npeacrasutenerd Nanophyetus spp.

Bri6opka n H Hd S T k D

IMonysstmu N. schikhobalowi
Komuccaposka 17 | 4 | 059%+009 | 3 0,00055+£0,00012 | 0,676 | 0- 0,002 (0,001)

Wnucrast 16 | 8 | 0808+0093 | 7 | 000113+000024 | 1,383 | 0-0,002 (0,001)
[TaBnoBka 10 | 1 | 0000+0000 | O | 000000+0,00000 | 0,000 0,000
Komaposka 2 2 1+0,500 1 0,00082 +0,00041 1,000 0,001

JleHku 32 | 4| 0413£0094 | 3 | 000036+000000 | 0,440 |0-0,002 (0,001)

["osbsHBI 13 | 8 | 08970067 | 8 | 000139+0,00000 | 1,692 | 0- 0,002 (0,001)

PernonannHbie MOMMyJIAUN

N. schikhobalowi 45 110|0,589+0,078 | 9 | 0,00066+000000 | 0,808 | 0-0,002 (0,001)

N. salmincola 4 1 | 0,000 +0,000 | O | 0,00000+000000 | 0,000 0,000
N. japonensis 16 | 5(0,775+0,082 | 3 | 0,00093+000014 | 1,150 | 0-0,002 (0,001)

N — KOJIMYECTBO MOCIenoBaTenbHocTeil; H — xoiudectBo pubotumnos; Hd — reHotumuueckoe
paznoobpasue (x S.D.); S — konudecTBO MOTMMOPGHBIX CAaHTOB; 7 — HYKJICOTHIHAS U3MEHYUBOCTH (+
S.D.); k — cpeaHee KOIMYECTBO MOMAPHBIX OTIWYKi; D — quama3oH P-IUCTaHIN, CpeHee 3HAUCHHE

YKa3aHO B CKOOKax.

Fst-ctarucTrka BBISIBUIA BBICOKYIO TEHETHUYECKYIO TMOAPA3ACIICHHOCTh MEXIY
reorpa@UyYECKUMU pErMOHaMH, MpeAcCTaBleHHbIME pa3HbiMu Bugamu (Fst=0,966 —

0,995, P<0,05), m oxumaeMo HHU3KYI0 M CTaTHCTHYCCKH HE IOJTBEP)KICHHYIO,
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muddepeHnmanuo  Mexay JokanbHbiMu momyssimusmMu - N. schikhobalowi, 3a
uckaodeHrneM KomapoBku mipu cpaBHenuu ¢ [1aBmoskoit (Fst=0,687, P<0,05) (Tabmauia
5). HTEpecHo, 94TO MEXTy BRIOOpPKAMH U3 JICHKOB M TOJIBIHOB OOHApy)KeHa HeOOJIbIIIas,

HO CTATUCTHYCCKH 3HaAaYHUMas IrCHCTHYCCKAasi ,ZII/I(l)(bepeHHI/IaHI/IH.

Tab6muma 5. [Tomapusie namekch pukcaruu (FSt) Mmexay momyasusMu

Nanophyetus spp., paccunTannsie o yyactky 1TS1-5,8S-1TS2

Pernonanbubie nonyssinuu Fst
N. schikhobalowi/N. japonensis 0,966*
N. schikhobalowi/N. salmincola 0,995*

N. japonensis/N. salmincola 0,994*
JlokasnbHbIE MOMYJISIIUU Fst
Wnucrasg/IlaBnoBka 0,041
Kommuccaposka/llaBinoBka 0,120
Komuccaposka/Mnucras 0,023
Komaposka/llaBnoBka 0,687*
Komaposka/Unucras -0,179
Komaposka/KomuccapoBka -0,263
XossieBa Fst
Jlenxn/T" onpsHbBI 0,052*

Cratuctudeckas momauepxkka * — P <0,05

B o0OwemunenHo# BbIOOpKE Il TosiHOpasMepHoro ydactka I[TS1-5,8S-1TS2
pAHK wmaentudunuposano 16 pudorumnon: 10 (R1 — R10) mms N. schikhobalowi, 5
(R11 — R15) — mns N. japonensis, u oaud pubotun R16 — s N. salmincola (Pucynox
13). Oomux mis BugoB Nanophyetus puboTuNOB HaiijeHO HEe ObLT0. EAMHCTBEHHBIM
maxxopabiM st N. schikhobalowi ssiastercst puboTun R1 — 62,3%, BTOpOe MECTO aesT
pubotun R2 — 17,7% wu ocraibHble BMECTE€ B3ATbIE MHUHOPHBIE PUOOTHUIIHI,
coctaBisrone okoito 20%. R1 mpencraBnen ¢ pasnuyHoit yactoroit, ot 43,7% 1o
100%, B pasubix JsokaneHbix nomyssuusx N. schikhobalowi (Pucynox 13). R2
NpUCYTCTBYeT B BbIOOpKax u3 Wnmcroit, KomuccapoBku n KomapoBku ¢ gactoramu
12,5; 29,5 u 50,0% cootBercTtBenHo. [lo ogHOMY yHUKanmpHOMY puboTHiry R6 m R10

BCTpeYaeTcsi TOJbKO B BbIOOpke u3 peku KommccapoBka. Haumbombinee umcio
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pUOOTHUIOB BBISIBICHO sl BbIOOpKM u3 Umuctoit (mpencraBineHo 8 puboturos u3 10
s Buaa). st N. japonensis pubotum R13 sBiisieTcst MaxXOpHBIM U cocTaBisieT 43,7%.

HecMoTps Ha TO, 4TO BRIOOpKA HAHO(DHETYCOB, M3BICYCHHBIX M3 KAPIOBBIX PHIO,
MEHbIIIE, UX PUOOTUIIHUYECKOE, KAaK M HYKICOTHIHOE pa3HOOOpa3ue, 3HAUYUTEIHHO
BbIIIIE, 0OCOOCHHO TeX 00pa310B, YbUMHU X035I€BAMU SIBJISIOTCS TOJIbSHBI, BEUIOBJICHHBIC B
Nmuctoii (Pucynoxk 13). Pubotunsr R1 u R2 BecTpedaroTcst y HaHOPHETYCOB, X035€BaMH
KOTOPBIX SIBJISIOTCS KakK JIOCOCEBBIC, TaK U KaprnoBble pbiObI, B cooTHOIIeHUH 81,2% u
12,6%, u 15,5% wu 30,7% coorBercTBeHHO (Pucynok 13). Jpyrux oOmmx puOOTHIIOB
oOHapyxeHO He ObL10. MakKOpHBIM ISl TpeMaTo]l U3 JIGHKOB Obu1 pubotun R1, oH ke
MPEACTaBICH BO BCEX JIOKAJIbHBIX BbIOOpKax. [[ns HaHODUETYyCOB W3 TOJIbSIHOB
MaXOpHbIM siBisieTcst pubotun R2 — 30,7%, a mpoleHT MUHOPHBIX cocTaBui 53,8.
Taxke Hamu OBLIHM BBIACICHBI XO3sauHOCHenMduuHble pudotunel: R6 m R9 mus

BbIOOpKHU U3 JieHKoB 1 R3, R4, R5, R7, R8 u R10 s BEIOOpKHM U3 rOJIbSIHOB.
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Pucynoxk 13. YacroTel pubotunoB nojgHopasmepHoro ydactka ITS1-5,8S-I1TS2 p/IHK
it oopaszioB Nanophyetus spp., pacnpe/ieieHHbIe 10 JIOKaauTeTaM u Xo3seBaM. Och X

— HOMep puOOTHNIA, OCh Y — KOJHMYECTBO HYKJICOTHUIHBIX TOCIEI0BATEIBHOCTEH,

MPEACTABISIONMX pUOOTUI. [IpOIIEHTHOE COOTHOIICHHE MAaXOPHBIX W MHUHOPHBIX

pUOOTHIIOB OTOOPaXKEHO HA Tuarpammax, rae R — maxxopuslit pubotun, M — MUHOpHBIE

pUOOTHTIBI.
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MJ-cets st monHoOM mocnenoBarenbHOcTH ydactka ITS1-5,8S-ITS2 pJHK
o0benuHeHHOM BeIOOpKH (N=65) pasmenser pubotumnsl N. schikhobalowi, N. japonensis,
N. salmincola mo oTxmenapHBIM yHaJICHHBIM JAPYr OT JApyra KiacTepaM, KOTOpPbIE
COCIMHCHBI MEKAy co0OW uepe3 TpH TUIOTeTHYecKHX pubotumna (Pucynok 14).
[MpenmonoxkurenpbHo mpeaxkoBeiM it N. japonensis m N. schikhobalowi, a Ttaxke
OT/AICTBHO I HAHO(QHUETYCOB, BBIICICHHBIX W3 JICHKOB W TOJBSHOB SIBJISIFOTCS

MakopHbie pubotunsl R13 u R1, cooTBeTCTBEHHO, HAXOSIIMECS B IIEHTPE 3BE314aThIX

CTPYKTYP.

RO

NeHku P N. schikhobalowi

S ~2(_)
RO
R_80O
[onbsHbI R 100
R20
R_5‘~‘\
R )
R40O )

/ N. japonensis

N. salmincola -
/"’

Pucynok 14. Menuannas cetb aias puborunoB ITS1-5,8S-ITS2 p/IHK Nanophyetus
Spp. Kenteie kpyru o003Ha4yarOT puboTUIibl, MV1 — MvV3 — runoreTuyeckie pubOTHUIIbI,
crenepupoBanHbie B porpamme Network ver. 5.0.0.3. Pazmep kpyra mpomnopiuroHaieH
4acTOTE BCTPEYAEMOCTH pUOOTHUIIA.
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B anamusmpyembix TmociemoBaTenbHOCTAX y4acTkoB ITSI wm ITS2 Gpun
BhIsiBJICHBI YeThIpe peryisTopHbix (CCAAT (pro2), GGCGG (box1), CCGCCC (box3),
TGTTT (fox)) n nBa Tenomepubix (TGTGGG (tel3), TCAGG (tel5)) motuBa. MOTHBBI
B credicepax N. japonensiS B TOYHOCTH TMOBTOPSIIOT MOTHBBI B cheiicepax N.
schikhobalowi, 3a uckmtouenuem Broporo tel5, mokanusoannoro Bo BcraBke ITS1. B
ITS1 N. schikhobalowi B orirame ot N. salmincola nokanmsosano no aBa pro2. Kpome
toro y N. salmincola box1 npexncrasien aBaxisl, a B ydactke 1TS2 N. schikhobalowi

JOITIOJIHUTCJIBHO €CTh fox-motus.

3.1.2. Bropu4Hble CTPYKTYPbI TPAHCKPUNITOB cnelicepHbIx yuacTkoB pAHK

B nanno#i pabote ObLIIM CMOAEIMPOBAHBI KOHCEHCYCHBIE BTOPUYHBIE CTPYKTYPHI
UIsi 00benMHeHHOUW BbIOOpkH monHopasMmepHbix ITS1 u ITS2 p/IHK tpanckpunton
Nanophyetus spp. (Pucynku 15 — 17). DHepreTudyeckue XapakTepPUCTUKH, OTPAKAIOIUE
HAJICKHOCTh MPOTHO3UPOBAHMS MOJEICH, MpeAcTaBieHbl Ha auarpammax «Mountain
plots» B IIpunoxenusx 1V, V. Bropuunsie crpykrypsl (SS) ITS1 uMeroT qpeBOBUIHYIO
KOH(opManuto, rae OTYETIUBO BBIACIAIOTCS IBE BETBH, C PA3JIMYHBIM YHCIIOM LIMUJIEK,
GopMHUpYIOIIUX MATh CTPYKTYPHBIX 3JeMEHTOB (& — €) pa3HOH CTelmeHu
BapuaOeIbHOCTH, W OTIEJICHHBIC JApPyr oT jpyra coupainsio (Pucynok 15). ¥V N.
schikhobalowi B mepsoit BerBu (l), pacmonoxennoit Omwke k 5’-koniyy ITSI,
conepkutcs 6 mmmiek (anementsl b u d), y N. salmincola — 7, a y N. japonensis — 8
mmunek. Ileppas BeTBb, OblTa OoJiee HW3MEHYMBOM U BMemana OOJBITUHCTBO
HYKJICOTUIAHBIX 3aMeH, BTopas BeTBb (II) — Oosee KoHcepBaTHBHAs, OHA BKIIOYAsa
CIHpaJIbHBIC CTPYKTYPBI, HallOMUHAIOIIME Tpe3yoer (3aeMeHT «e»). Bersb Il y Bcex
TpeX BHJIOB TOMHUMO «Tpe3yOla» BKIOUajga aOCOTIOTHO HEM3MEHHBIM 10 YHCITY
JUIMHHBIX TIMAJIEK JJIeMeHT «C». Hambonee mpumedaTtenbHOE OTIUYHE BTOPUUYHBIX
crpykryp ITS1 N. schikhobalowi u N. japonensis ot N. salmincola — ato npucytcreue
JBYX IINWIEK CpeIHEWd JJIMHBI B COCTAaBE€ CIHPAlIM, COEAMHSIOIIEH JIBE BETBU
BTOPUYHOH CTPYKTYypbl (dmeMeHT «a»). Y N. salmincola »Tu mmuiabkd uMErOT

CMCIICHHYIO JIOKAJIN3alluI0 W BKIKOYCHLBI B BCTBL ”, MMPCANOIIOXKUTCIBbHO 3TO MOXKET
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CIy)KUTh s crabunm3anmu Bced BropuuHou crpyktypel ITS1 N. salmincola,
MOCKOJIBKY (TIOMHUMO 3THX JABYX Immuiek) B BeTBu |l y sTroro Buma mpucytcTByeT 3
JUTHHBIX mibky (aseMeHT C) (kak y N. schikhobalowi u N. japonensis) u tosnbko aBe
KOPOTKHX, BMecTOo 4xX. AHamormuHas KapThHa HaOmomanack B MFE-Mopensx,
nonydeHHbix w3 yrwiutel Mfold (Ilpumoxxenue VI). ITlokazarenu DG B 1nByx
IPUIIOKEHUAX BapbUpoBaiu oT -276,3 mo -264,2 B RNAalifold u ot -241,2 no -237,3
kkai/moib B Mfold (coorBerctBenno mis N. schikhobalowi u N. salmincola). ¥V N.
japonensis oOHapy>keHHasi BCTaBKa JUITMHOHM 19 I.H. MOYTH TOJIHOCTBIO chopmupoBaia
JOTIOJTHUTEIIBHYIO INIUJIBKY, JIOKadu3oBaHHyto B BetBH |, momooHo N. salmincola.
CBoOomnas sHeprusi DG, HeoOxomumass uisi (OJIUHTAa ONTHMAIBHON BTOPUYHOU
crpykrypbl ITS1 N. japonensis, 6sina paBHo# -283,30 kkai/mons (RNAalifold), urto
HECKOJIbKO HKYKE SHEpruil crpykryp, noiydenseix mims N. schikhobalowi u N.
salmincola.

Ha Bropuunbix crpykrypax ITS1 Nanophyetus spp. BuaHOo, 4TO Kak
PETYJIATOPHBIC, TaK M TSIIOMEPHBIC MOTHBBI PACTIPE/ICIICHBI OTHOCUTEIIEHO PAaBHOMEPHO
no BeTBsiM | u |l. Tem He MeHee, CYIIECTBYIOT MEKBHUIOBBIC OTIIMYHS 110 UX KOJUYCCTBY
U JIOKajau3auu. MoTtus pro2 jgokanu3oBaH B reHTpansHoi yactu N. schikhobalowi u N.
japonensis, a y N. salmincola ou orcyrctByer. GC-060kchl umerorcs B BetBu Il y N.
schikhobalowi u N. japonensis, B BetBsx | u Il y N. salmincola. Tonbko TenomepHbie 1

fox mocnenoBaTeNbHOCTH MIPUCYTCTBYIOT B 00EUX BETBAX y BCEX BUJIOB.
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Pucynok 15. Bropuunsie ctpyktypsl ITS1, cmoaenupoBannbsie de NOVO B mporpamme
RNAalifold: ams N. schikhobalowi, ¢ MunumanbsHOl cBOOOAHON 3Hepruei -276,30
kkai/monb (A); mus N. salmincola, ¢ MunumanbHOM cBOOOAHON 3Hepruen -264,20
kkan/monb (B). JIns N. japonensis, ¢ MuHHMMAanbHOW cBOOOAHOH sHeprueit -283,30
kkan/moab (B). Mexeumossie 3amennl Mexay N. salmincola u N. schikhobalowi
00Be/IeHbI KPY)KKaMH, BHYTPUBH/IOBBIC HAXOAATCS B KBajapaTax. MeXBHIOBbIC 3aMCHBI
mexxay N. japonensis u N. schikhobalowi naxomsrcs B kBamparax. MeXBHAOBbIC
3aMeHbl Mex 1y npeacraButenssmu N. japonensis u N. salmincola o6BeaeHbI KpyKKamH.
BHyTpuBHIOBBIE BaprabeabHble HYKJICOTHIBI — B poMOax. BcTaBky OKpaIleHbI B CEPhIil
I[BET, JICJCIIMA MAapKUPOBaHbl TPEYrOJIbHUKaMU. KaHOHWUYECKHE CBSI3M MEXITY
HYKJICOTUaMU 0003HAYCHBI CHHEH TOYKOW, HEKAHOHMUYECKUE — KPACHOM.
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Pucynok 16. Bropuunsie crpykrypsr ITS1 mams N. schikhobalowi (A); N. salmincola
(B) m N. japonensis (B) c¢ Jokaau3oBaHHBIMH CIEUUDUUHBIMA (B KEITBIX
NPSMOYTOJIBHHUKAX), PErYJSITOPHBIME (IIPOMOTOpHBIE — B 3eleHbix, fOX — cuHUX
paMKax) ¥ TeJIOMEpHBIMHU (B KPaCHBIX paMKax) MOTHBaMU. KaHOHWYECKHE CBS3H MEXKIY
HYKJIEOTHAaMU 0003HAYEHbI CHHEW TOUKON, HEKAHOHUYECKUE — KPACHOIA.

Monenu BropuuHOit cTpykTyphl peruona ITS2 Nanophyetus spp., mony4eHHbIC B
nporpammax Mfold u RNAalifold, pazmensiim tunuunyro mas dykapuot ¢Gopmy
YKJIaJIKH, T.€. JIJOHb C YeTBIPbMs MajibllaMH, BIEPBBIC OIMUCAHHYIO MOJIPOOHO
Mumorom u coaBropamu B 1993 roay (Pucynox 17, [lpunoxenue V). [Ipu cpaBHeHHM
ctpykryp |ITS2 pasubix BumoB HaHO(PHETYCOB M3 Tpex reorpadUyecKux pPEruoHOB
HaOmonamMch HekoTophle oTinuus B gomene C. donmmar momenoB A, B u D
ocraBajcs 0e3 usmeneHuit. Ha Bropuunsix crpykrypax ITS2 N. schikhobalowi umenace

Oonbllas BHYTpPEHHsIsI meTisi (OTMEYeHa KpacHbIM KpY»KKOM Ha Pucynke 17) okono
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amekca gomena C. AmnamornuHas TIIeT/s, CMeEIIeHHas B amekc jgomeHa C,
NpUCYTCTBOBaJla Ha BTOpUYHBIX cTpykTypax N. salmincola. DG, neoOxomumas ass
oOpazoBanusi BTopuuHbIX cTpykTyp B RNAalifold, BapsupoBana ot -101,7 mo -101,8
kkaia/monbp coorBerctBeHHo Uit N. schikhobalowi u N. salmincola. DG,
renepupoBanHas RNAalifold mis ctpykryper ITS2 N. japonensis, ormedanachk Ha
ypoBHe -102,30 kkam/monb. s Bcex HaHODHETYCOB OBLIO XapaKTEpHO CIEMyIIee
pacmpe/esieHrIe 3aMeH: OJJHa JIOKaTu30Baiach B joMeHe A, aBe wim Tpu B C u ase B D.
Pacnipenenenne  perymasiTOpHBIX W TEJIOMEPHBIX MOTHBOB TakXke OKa3ajocCh
UCHTUYHBIM, 332 UCKIFOUeHHEeM noroauTebHOro foX motrBa y N. schikhobalowi.

Ha Bropuunbsix ctpykrypax ITS1 u ITS2 nHanoduerycoB ObLIM JIOKAIU30BaHbBI
obmue mis sykapuot 5 -UGGU-3" (Schultz et al., 2005; Ghatani et al., 2012; Coleman
et al.,, 2015) u cnemmduunsie it Tpemarony 5 -GAGUCGUGGCUCA-3'; 5'-
GGGUGCCAGAUC-3" (Morgan, Blair, 19980) «oHCepBaTHBHBIC MOTHBBI.
[Mocnenoarenpbrocth UGGU B ITS1 noBropsiercs mo 8 pa3 y N. schikhobalowi u N.
japonensis, u Toasko 5 pa3 y N. salmincola (Pucynok 16), a B ITS2 — 3 pa3a y Bcex
tpex BugoB (Pucynox 17). Motusst GAGUCGUGGCUCA u GGGUGCCAGAUC
BCTPEYAIOTCS €NMHOXKABl TOJMbKO B ITS2, mpuyem B ciydae cO BTOPHIM MOTHBOM —

GGGUGCCAGA(U)C nporcxoauT 3aMeHa MoCIeAHero ypanuia Ha aaeHuH (Pucyrok 17).
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Pucynok 17. Bropuunsie ctpykTypsl ITS2, cmonenupoBanusie de novo B RNAalifold, ¢ HaneceHHbIME Ha HUX criend(DUIHBIMU,

TEJIOMEPHBIMU M PETYJSITOPHBIMH MOTHBaMH (B I[BETE, CM. MOANUCH K pucyHKy 16): mis N. schikhobalowi, ¢ muauManbho#

cBoOoaHOM sHeprucii -101,70 kxan/moinb (A); mis N. salmincola, ¢ MmuanMansHOM cBOOOHOM 3HEpruei -101,80 kkan/moms (B);
BHYTPUBHJIOBBIC HAXOSATCS B KBapaTax.

s N. japonensis, ¢ MUHUMAaIBHOM cBOOOIHOM 3Heprueit -102,30 kkan/monb (B). MexBua0BbIe 3aMeHbI O0BEIEHBI KPYKKaAMH,
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3.1.3. BropuuHble CTPYKTYpPbI BapuadebHbIX yuyacTkoB 18S pPHK

OcHoOBbIBasicb Ha TpaduKe HHTPONUHU, HATIIHO  JIEMOHCTPHUPYIOIEM
myTtaronubiid mpoduiis 18S p/IHK (Pucynok 18), Obl1u cMoieTupoOBaHbl BTOPUYHbIE
CTPYKTYpBI ITH Hanboiee Bapuabenprbix gomeHos (ES3° ES6°, ES7°, ES9®, ES12°) u
YeThIpeX NMpucoeAMHeHHbIX K HUM crimpainei (h26, h39, h44) 18S pPHK s 45 Bumos

14 cemeiicts (Brirouast Troglotrematidae) tpematon otpsina Plagiorchiida.

ES3 h16-h17 ES6 ES7 ES9 h41 ES12
1 |
}
|
|
|
—_— |
2 |
z :
>
a
g
- ;
w |
0 50 100 150 2 Z} 250 300 350 400 450 500 550 800 650 700 750 800 850 900 850 1000 1050 1100 1150 1200 1250 1300 1350 1400 1450 1500 1550 1800 1650 1700 1750
Homepa ocHoBaHun
Pucynok 18. ['padpux SHTPOIIUHU IIOJIHOPa3MEPHBIX BBIPOBHEHHBIX

nocienoBatenpbHocTed TeHa 18S pPHK  (~1800 mH.) 25 BumoB Digenea,
JIEMOHCTPUPYIOIINI U3MEHUNBOCTh B ONIPEAECICHHON HYKJICOTUIHON MO3UIIUH.

B Tabnuue 13 npencraBiieHa KpaTKas XapaKTepUCTUKA BapuaOEbHbIX YYaCTKOB.
Wx nnuHa y aHanu3upyeMbIX BUJIOB BapbUPYET B MIMPOKUX Mpenaeiax: oT 41 (h26-ES7°)
110 330 m.H. (ESGS). Onnako JyiMHaA BapuaOeIbHBIX CIUpajeld HaXOIUTCs JTUOO0 B Y3KOM
nuarna3oHe (MakcuMyM 19 11.H.) 3Ha4YeHUH, MO0 MOCTOSIHHA (h26—ES7S " h44-ESlZS).
MHUHHMAIbHASL IO CIHPAIbHBIX yYacTKOB cocTaBisuia okomo 40% (ES3°), a
makcumanbHas — 85% (ES9°). GC-comepskaHHe pasiuyagoch B 3aBHCHMOCTH OT
UCCIIEyeMOTO BUJa M JIOMEHA, U B ILEJOM BapbupoBano ot 37% po 67%, npuuem
M3MEHYMBOCT B CIIHPAISIX ObLIA BBIIIE, 4eM B meTisix: 29% (ES12°%) — 88% (ES7°) u
38% (ES12°%) — 55% (ES6°) coorercrBernno. Hykimeornansie oramamsi ESs Mexay

IByMsl pasHeiMM  BHjaamu coctaBisuid 0,2 — 36%. VYpoBeHb MyTalMOHHOU
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W3MEHYMBOCTU pa3HbIX ESs muMpoko BappupoBai; MO pa3HbIM KPUTEPUSIM Haubosee

m3MenunBbMi 6but ES6° 1 h39-ES9° (TaGmuua 6).

Tabnuua 6. Hexotopsie xapakrepuctuku ES BHyTpu u Mexy cemeiictBamu Digenea

BapuaGensupii | Jimma et/ Yucio 3ameH Yneno OTHomeHHf:

GCa%0 Cnupanu M/y IBYMST . 3aMeIeHHI
YHACTOR LA otHomrenne | Bumamu (%) MOASICH NN | Nv: Nt
ES3° 101-112 | 39-53 1,47 0,7-7 3 0,38 3,65
ES6° 311 - 327 48 0,28 0,2-5 15 0,36 14,23
h39-ES9° 115-119 59 0,16 0,5-36 10 1,46 5,59
h26-ES7° 41 67 0,25-0,7 0-5 4 0,39 | 4,99
h44-ES12° 105 41 0,29 0-3 2 0,33 3,16
h16 35 49 1,5 2 1 0,25 0,85
h17 36 37 1 0,8 1 0,09 0,36
h41 63 - 64 50 0,34 - 0,75 2-4 6 0,29 1,70

Nv — oOmiee KOJIMYECTBO BapualEIbHBIX CAMTOB B KaXI0M goMeHe, NC — oOmiee KOJW4ecTBO

KOHCEPBATHBHBIX CalTOB B KaxaoM joMeHe u Nt — oOmiee umcino BapuabenbHBIX CAaHTOB BO BCEX

nomenax (Ki, 2012).

Ctpykrypa ES3® mmMeer cnoxHyr KOH(GOPMALMIO, COCTOMT M3 ABYX LIMHIICK,
ES3a u ES3c, u ciupanmu ES3b, coenunsitomiel KpymnHy0 BHyTpeHHIOMO 1eTito 1 ES3c ¢
OCTaJbHOW YaCThIO MOJICKYJBbl. BBUTM BBIIETICHBI TPU BapHaHTa YKJIAIKH JAaHHOTO
yuactka (Pucynok 19). IlepBwiii xapakTepeH [uis OOJIBIIMHCTBA HCCICAYEMBIX
CEMENCTB, BTOPOMl — TOJIbKO i cemeicTBa Notocotylidae, a TpeTuil BapuaHT sIBAsIETCS
oommMm ans Troglotrematidae u Paragonimudae. OCHOBHBIC OTJIMYUST BHYTPH 3THX
MOJIEJIeH 3aKIIIOYAIMCh B HAJMYWU WA OTCYTCTBHHM BHYTPEHHUX IIE€TENb B IIMHIbKAX
ES3a u ES3c, pa3smepe (23 — 28 m.H.) U pacrnoioKEHUU LEHTPATbHON BHYTpEHHEH
NeTIH, OCOOCHHO Yy mpeacraBurenel cemeiictBa Notocotylidae, y kotopeix oHa
BBIITYKJIas, ACCUMETPUYHA W CMEIICHA BIPABO. DBOJBIIMHCTBO pasiwuuii MEXITY
cemerictBamu  (19%) cocpenorouenslr B Tene Immwibkd ES3c. BayTpupomosas
W3MEHUYMBOCTh TPOTJIOTPEMATU] W HOTOKOTHWIHJI IO ES3° cocrasuma 1 u 7%

COOTBETCTBCHHO.
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Pucynok 19. Mogemu ES3®, pexonctpyuposanssie de novo B mporpamme Mfold.

CailT B3auMOJEHCTBUS ES3® HAXOJUTCS B MYHKTUPHOU paMKe. 3aMeHbl 0003HAYECHBI
yepHbIMU Toukamu. | — Fasciolodae: Fascioloides magna, Fasciolopsis buski;
Echinostomatidae: Euparyphium melis, Drepanocephalus spathans; Philophtalmidae:
Philophthalmus gralli; Echinochasmidae: Echinochasmus japonicus E. milvi;
Psilostomatidae: Sphaeridiotrema monorchis; Opisthorchiidae: Metorchis orientalis,
Opisthorchis viverrini, Clonorchis sinensis; Heterophyidae: Haplorchis yokogawai, H.
pumilio, Metagonimus takahashii, M. yokogawai; Il — Notocotylidae: Notocotylus
intestinalis, N. pacifera; Il — Troglotrematidae: Nanophyetus japonensis, N. salmincola,
N. schikhobalowi; Paragonimidae: Paragonimus heterotremus, P. westermani, P.
vietnamiensis, P. kellicotti, P. iloktsuenensis.

B coctaB camMoro oOmIMPHOTO goMeHa ES6° BXOZHT 5 BapHaGelbHBIX IIMHICK
(cyonomenoB): ES6a, ES6b, ES6cl, ES6¢c2, ES6d. Ha 5’-xonue (ctpykrypsl ES6a u
ES6b) noMen nmeeT 3HAUNTENBHYIO HYKIICOTHIHYIO H3MEHUYUBOCTh, B TO BpeMs KaK Ha
3’-xonre (ctpykrypbl ES6¢C1, ES6C2 u ES6d) on mocraTouyHo KOHCEpBAaTHBHBIA. Y
pa3HbIX BHJOB JUTCHEH CyOJOMEHBI HMEIOT EIWHBIA IUTAaH CTPOCHHUS, HO
KOH(OPMAITMOHHO OTJIMYAIOTCS JPYT OT Jpyra HAJIMYUEM BHYTPEHHUX W BBIMYKIIBIX
NIETENIb BHYTPH TeJla IMUAICK U Pa3InMYHBIM YHCIIOM HYKJICOTHIOB, BXOJSIIMX B COCTaB
OyJTaBOYHBIX T'OJIOBOK. DTH CTPYKTYpPHBIC OCOOSHHOCTH SIBJISIFOTCS YHUKAJIBHOW YepPTOU
TOTO WJIM WHOTO ceMmeicTBa. JIJIT TOATBEPIKIACHHSI BBIBOJOB IO JIAHHOMY JIOMCHY B
aHaJIM3 JTOTIOJHUTENHHO ObUTM BKIFOYEHBI 20 HYKJICOTHIHBIX IOCIIEI0BATEIbHOCTEH
pa3sHBIX BHUJOB TpemaToj u3 4deTbipex cemeiicTB: Haploporidae, Allocreadiidae,

Encyclometridae u Haplosplanchnidae. B 1ienom BeIsiBieHO 15 BapuaHTOB YKJIaJIKu
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nomena ES6° (Pucynok 20). Tombpko mis cemeiictBa Echinostomatidae ObuT0 MoTy4eHO
JBa BapWaHTa yKiIaakw, ¢ oriuumsamu 1o ES6a (Pucynox 20, I, Ill). B o6oux
Bapuantax ES6a mis Drepanocephalus spathans m Euparyphium melis, Bmecte c
Isthmiophora hortensis coaepsarcst o0 TpW METIH, OTIMYAIOIIHECS pa3MEpOM, T.C.
KOJINYECTBOM 0Opa3yrommx ux HykiaeotumoB. Y Drepanocephalus spathans, momumo
CXOJHBIX OJHOHYKJICOTHIHBIX BBIMYKJIBIX IETENIb, BHYTPCHHHUE TICTIA B IIEJIOM OBLIN
kpynHee. OcTalbHBIE MOJETH BTOPUYHBIX CTPYKTYp TIPEICTABICHBI COTJIACHO
NPUHIUITY — OJIH BapUAHT VKKK Ha oHO ceMeiicTBo: Fasciolidae, Philophtalmidae,
Echinohasmidae, Psilostomatidae, Notocotylidae, Troglotrematidae, Paragonimidae,
Haploporidae, Allocreadiidae, Haplosplanchnidae, 3a uckiarouenuem npeacraButeneit
cemeiictB Heterophyidae u Opisthorchiidae, umeromux oOmuMil BapuaHT YKJIaJAKU
(Pucynok 20, VIII), u Stellantchasmus falcatus (Heterophyidae), mpeacrapiustoriero
oTaenbHy0 cTpykTypy ES6° (Prcyrok 20, 1X).

ES6a nccnenoBaHHBIX BUOB MMEET BHUJ MPOCTHIX IIMHJIEK, B COCTaB KOTOPHIX B
cpenHeM BXoauiao 87 T.H.; OOJBIIMHCTBO 3aMEH KaK BHYTPHU, TaK U MEXIY
CEMEHCTBAMM pPACCPENOTOYEHO MO Bced nnuHe wmnuibku. KpymnHyro OynaBoudHyro
TOJIOBKY Ha KOHIIC IIMuIbku uMeeT Tojpko Philophthalmus gralli, uto Beigenser ero mo
CPAaBHEHHMIO C OCTaJbHBIMH TMpeACTaBUTENIIMU aureHedi. B mentpe ES6b (cpemmmii
pa3mep 115 1n.H.) HAXOAUTCA MHOKECTBEHHAS METIs, OT KOTOPOH OTXOAST TPH IIMHIBKU
pa3HO¥ JUTMHBI, 00pa3zysi KpecTOOOpa3HyI0 CTPYKTYPY. DTOT CyOJOMEH XapaKTepu3yeT
BHYTpHpPOI0BYI0 m3MeHunBocTh Echinochasmus u Notocotylus (Pucynok 20, V, VII).
Cybnomensl ES6C umerot By mnuiek pasHou IiauHbl (26 u 17 n.H.). Bayrpu ES6C2
JIOKAIM30BaHO JBE 3aMEHHI IIPH cpaBHeHHH cemeiictB Heterophyidae u Opisthorchiidae
(Pucynoxk 20, VIII) u Tpu 3amensl BHyTpH cemelictBa Haploporidae (Pucynok 20, XII).
ES6d oxka3aincs Hanbosiee KOHCEPBATHBHBIM; Y BCEX CEMEHCTB B €r0 COCTaB CTAOMIBHO
BXoaws0 36 HYKIECOTHIOB W OTCYTCTBOBaJla Kakas-IMOO W3MEHYMBOCTH. [IporieHT
HYKJICOTHAHBIX pasnuunii ES6° BHyTpH cemeiicts Bapsupyer ot 0,3 y Echinostomatidae
no 18% y Haploporidae. BuyrpupooBasi H©3MEHYHBOCTh SXHHOXa3MHI, HOTOKOTHIIU] U

Tporyiorpematui coctaBuia 5,2 u 0,3% cOOTBETCTBEHHO.
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Pucynok 20. Moxenu ES6°, pexoncrpymposanusie de novo B mporpamme Mfold.
I[OHOJIHHTCJII:HBIG BHU/bI, BKIIFOYCHHBIC B dHAJIN3, OTMCUYCHBI 3BC3J0UYKaMU (OHI/IcaHI/Ie B
tekcte). Komnencaropusie (CBCs) (B 6enblx Kpyrax) v Mory-KOMIE€HcaTOpHbIe hemi-
CBC (B cepblx Kpyrax) 3amMeHbl IOKa3aHbl Ha mnpumepe cTtpykTypbl Ne VIII mns
Opisthorchiiddae u Heterophyidae. Caiit B3aumoaeiictBuss ES6S HaxoautTcs B
NYHKTUPHON pamke. 3ameHbl 00O03HaueHbl 4YepHbIMH Toukamu. | — Fasciolodae:
Fascioloides magna, Fasciolopsis buski; Il — Echinostomatidae: Euparyphium
melis,*Isthmiophora hortensis; 111 — Echinostomatidae: Drepanocephalus spathans; 1V
— Philophtalmidae: Philophthalmus gralli; V — Echinohasmidae: Echinochasmus
japonicus, E. milvi; VI — Psilostomatidae: Sphaeridiotrema monorchis; VII —
Notocotylidae: Notocotylus intestinalis, N. pacifera; VIII — Opisthorchiidae: Metorchis
orientalis (Mo), Opisthorchis viverrini (Ov), *Clonorchis sinensis (Cs); Heterophyidae:
Haplorchis yokogawai (Hy), H. pumilio (Hp), *H. taichui (Ht), Metagonimus takahashii
(Mt), M. yokogawai (My), *Procerovum varium (Pv), *P. cheni (Pc), *Amphimerus
ovaliss (Ao), *Euryhelmis costaricensis (Ec); IX — Heterophyidae:*Stellantchasmus
falcatus; X — Troglotrematidae: Nanophyetus japonensis, N. salmincola, N.
schikhobalowi; X1 — Paragonimidae: Paragonimus heterotremus, P. westermani, P.
vietnamiensis, P. kellicotti, P. iloktsuenensis; XII — Haploporidae: *Forticulcita gibsoni,
*Dicrogaster contracta, *D. perpusilla, *Ragaia lizae *Haploporus benedeni,
*Lecithobotrys putrescens, *Saccocoelium obesum, *S. brayi, *S. cephalic, *S. tensum;
X1 — Allocreadiidae: *Crepidostomum cooperi; X1V —
Encyclometridae:*Polylekithum ictaluri; XV — Haplosplanchnidae: *Haplosplanchnus
pachysomus.

s .
ES7> — BapuabenbHpIi yd4acTOK C HaWMEHBIIMM pa3MepoM — 21 T1L.H.;
XapaKTEPHU3yeTCsl JAOCTATOYHO BBICOKOW CTEMEHBI0 HYKJICOTUIHON W3MEHUYUBOCTH

MEXIy cemelcTBaMu jgureHed — 10 32%; OOJBIIMHCTBO 3aMEH JIOKaJIM30BaHO B
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mmnuibke (Pucynok 21). Crnupane 26, coequHeHHas ¢ ES7°, COZIEPKUT (PUKCUPOBAHHOE
YHUCI0 HYKJIeOTH0B — 20; BHYTpU N26 HEM3MEHHO JIOKAJIM3YeTCs OJHA BHYTPCHHSIS
nets. BousiBieno 4 BapmanTta ykiagkd moMena ES7°-h26. B ES7° GompmmmcTBa
CEeMEWCTB pa3Mep OyIaBOYHOM TOJIOBKM COKpAIleH 0 Tpex HykiaeoTuaoB (PucyHok 21,
), B To Bpems kak y mnpenctaButeneii Echinostomatidae u Philophtalmidae,
Notocotylidae, u Troglotrematidae ona 10BOTBHO KpyIHAs U BApBUPYET 10 pa3mepy: 9, 12 u

13 1.H., cootBeTcTBeHHO (Pricyrok 21, 11— V).
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Pucynok 21. Mogemn h26-ES7°, pexoncrpympoantbie de novo B mporpamme Mfold.
BapuaGenbHbliil ToMeH ES7° Ha cepoM (one. 3ameHbl 0003HAYEHBI YEPHBIMU TOYKAMH. |
— Fasciolodae: Fascioloides magna, Fasciolopsis buski; Echinostomatidae:
Euparyphium melis; Echinohasmidae: Echinochasmus japonicus, E. milvi;
Psilostomatidae: Sphaeridiotrema monorchis; Opisthorchiidae: Metorchis orientalis,
Opisthorchis viverrini, Clonorchis sinensis; Heterophyidae: Haplorchis yokogawai, H.

pumilio, Metagonimus takahashii, M. yokogawai; Il — Echinostomatidae:
Drepanocephalus spathans; Philophtalmidae: Philophthalmus gralli; Il —
Notocotylidae: Notocotylus intestinalis; N. pacifera; IV - Troglotrematidae:

Nanophyetus japonensis, N. salmincola, N. schikhobalowi; Paragonimidae:
Paragonimus heterotremus, P. westermani, P. vietnamiensis, P. kellicotti, P.
iloktsuenensis.

ES9® mmetor mmHy okono 70 ILH. ¥ CTaOWibHO oTiemstorcst of h39 BHYTpeHHei
neTiel W3 dYeThipex WM BocbMu HykjieoTunoB (Pucynok 22). Kondopmamms h39
ocTaeTcs HEM3MEHHOM y Bcex aureneii; 10 HyKJIeOTHIOB ¢ Havaia U KoHia gomeHa h39-
ES9° CcIporo KOHCEPBATUBHBI, @ OONBIIMHCTBO HYKICOTHAHBIX 3aMEH, Kak
BHYTPHUPOJOBBIX, TaK ¥ MEXAY MNPEACTABUTEISIMA  Pa3JIMYHBIX  CEMEHCTB
CKOHIIeHTpUpoBarbl B mmmiske ES9°. Beero ma h39-ES9° mpuxomurest or 3 10 6
BHYTPEHHUX TETeNb, | — 2 BBIMYKIBIX METIH U 2 — 3 OAHOHYKJICOTHIHBIX BBITYKIIBIX

netnd. Beuto momydeno 10 BapHAaHTOB YKIAAKH BTOPHUHBIX cTpykTyp h39-ES9°
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(Pucynok 22). U3 HHMX ABa C HESBHO BBIPAKCHHBIMH Pa3IMUYUSIMH IPUXOAMIOCH Ha
cemeiictBo Echinostomatidae: mepBbiii BapmanT xapakTepeH st Euparyphium melis
(Pucynox 22, II), a Bropoii — mis Drepanocephalus spathans (Pucynox 22, III). B
ctpyktype Euparyphium meliS 10moJHUTENIBHO COAEPIKUTCA IO IMape CHApEeHHBIX

aykneotnnos (A-U u G-U) ¢ nokanmmsanueii 8 h39 u anexce ES9°.
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Pucynok 22. Mogemn ES9®, pexoncrpympoBanmsie de novo B mporpamme Mfold.
BapuabenbHbiil 1oMeH ES9® Ha cepoM (¢oHe. 3aMmeHbl 0003HAYEHBI YePHBIMU TOYKAMH.
| — Fasciolodae: Fascioloides magna, Fasciolopsis buski; 1l — Echinostomatidae:
Euparyphium melis; 11l — Echinostomatidae: Drepanocephalus spathans; 1V —
Philophtalmidae: Philophthalmus gralli; V — Echinohasmidae: Echinochasmus
japonicus, E. milvi; VI — Psilostomatidae: Sphaeridiotrema monorchis; VII —
Notocotylidae: Notocotylus intestinalis; N. pacifera; VIII — Opisthorchiidae: Metorchis
orientalis, Opisthorchis viverrini, Clonorchis sinensis; Heterophyidae: Haplorchis
yokogawai, H. pumilio, Metagonimus takahashii, M. yokogawai; 1X — Troglotrematidae:
Nanophyetus japonensis, N. salmincola, N. schikhobalowi; X — Paragonimidae:
Paragonimus heterotremus, P. westermani, P. vietnamiensis, P. kellicotti, P.
iloktsuenensis.
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ES12° siBisieTcst HanbosIee KOHCEPBATHBHBIM YYACTKOM: 00pa3oBaH IpHMepHO 40
HYKJICOTHIaMU M coequHseTcs co cnupainbio h44. Kondopmarms h44 cxomna s Beex
UCCIIEyEMBbIX TpPEMaToJl, BKJIOYAEeT 3 BHYTPEHHUX TETIU, U 4Yepe3 MOCIEIHIO0
MEPEXOJIUT B IIUIBKY ES12°. BoisBiieHo 2 BapUaHTa YKJIAJIKH BTOPUYHBIX CTPYKTYP
JIOMEHA h44-ES12° (Pucynox 23). YV 60JbIIMHCTBA BUIOB ES12° umeer BUJI IIMIIBKH C
JBYMSI BHYTPEHHUMH TIETISIMU, OJTHOHYKJICOTHIHON BBITTYKJIOW W BHYTPEHHEH U3 Tpex
HYKJIeOTHI0B. VckaoueHune coctaBisger S. monorchis, y koToporo ES12° mecer nse
OJIMHAKOBBIX OJHOHYKJICOTHIHBIX BBIMYKJIBIX TETIH. BOJBIIMHCTBO HYKICOTHIHBIX
3aMEH, OTJIMYAIOIINX BUABI 9 CEMENCTB IUT€HEN COCPEIOTOUYEHBI B alleKCe ES12° (20 u3

26 1.H.). BHyTpupo10BBIX pa3zanuuii 0OHapyKEHO HE OBLIO.
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Pucynok 23. Mozenu ES12°, pexoncrpynposanmsie de novo 8 mporpamme Mfold.
BapuabenbHblil ToMeH ES12° Ha cepoM (poHe. 3ameHbl 0003HAYEHBI YEPHBIMU TOYKAMHU.
Fasciolodae: Fascioloides magna, Fasciolopsis buski; Echinostomatidae: Euparyphium
melis; Echinostomatidae: Drepanocephalus spathans; Philophtalmidae: Philophthalmus
gralli; Echinohasmidae: Echinochasmus japonicus, E. milvi; Notocotylidae: Notocotylus
intestinalis; N. pacifera; Opisthorchiidae: Metorchis orientalis, Opisthorchis viverrini,
Clonorchis sinensis; Heterophyidae: Haplorchis yokogawai, H. pumilio, Metagonimus
takahashii, M. yokogawai; Troglotrematidae: Nanophyetus japonensis, N. salmincola,
N. schikhobalowi; Paragonimidae: Paragonimus heterotremus, P. westermani, P.
vietnamiensis, P. kellicotti, P. iloktsuenensis. Il — Psilostomatidae: Sphaeridiotrema
monorchis.
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CrnenyeT OTMETUTh, YTO JOMEHBI ropasno 0ojee U3MEHUYMBHI M0 CPABHEHHUIO CO
cuupaiasmu  (Tabmuna 6), MOATOMYy MEXKIy CHOUPAIsAMH, 3a HCKIoueHneM h41l,
CYUIECTBEHHBIX OTJIMYMM He oOHapyxeHo. [lnuna BapuaOelnbHBIX YYaCTKOB
BapbupoBaia ot 35 (h16) mo 64 m.u. (h41); monst coupaIbHBIX YY4ACTKOB COCTABIISLIIA OT
28% (h17) no 75% (h41). Oouwit GC-coctaB cocranist okosio 40%, a conepkaHue
GC B crimpamsx BapsupoBaiio ot 30 — 60%, a B metasax Obw10 B mipeaenax 25 — 40%.
HyxneotniHas M3MEHUYMBOCTh CIUPATBHBIX YYAaCTKOB MEX]y MapaMu BHJIOB COCTaBUIIA
0,8 — 4%. Kondopmaruu BTOpUUHBIX CTPYKTYp crupaneid 16 u 17 (h16 u h17) BHyTpH
UCCIIETYEMbIX ceMelCTB 0MMHAKOBHI (PucyHOK 24), XOTS HYKJICOTHIHAS H3MEHYNBOCTh
cupasii 16 mpakTuyecku B Tpu pasza mpeBblmacT TakoByo hl7. OG6e crupanu
3aKaHUYMBAIOTCSA HEOONBIIUMH OyTaBOYHBIMU TOJIOBKAMH; CO CTOPOHBI 5’-KOHIIOB

06p33y1'0TC5I IPOTAXKCHHBIC BHCIITHUC IICTIIH.
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DGav=-10 kcal/mol

Pucynok 24. Monemu h16 — hl7, pekonctpyupoBannsie de Novo B mporpamme Mfold.
3amMeHbl 0003HAUEHBI YEPHBIMH TOUKAMHU

Crnupans h41 oOpasoBana B cpenHeM 63 Hykieoruaamu. Crivpaiu OTIHYAIOTCS
JpyT OT Apyra pasMepoMm, KoHpopMaluei 1 JIoKaau3anueil BHyTPEHHUX IETeNb; BCErO
noiyyeHo 6 BapuaHToB ykjianaku (Pucynok 25). Yucno BapuaOenbHBIX HYKJICOTH]IOB
MeXy cemercTBamu BapbupyeT oT 3 — 5 10 11 — 16%. Tpu cniupanu siBASIOTCS BUO-
cunenuduunbiMi. Y E. milvi u3-3a BcTaBku ameHuHa B mOJOKEeHHH 27 OT 5’-KOHIA
cupayii  cTpyktypa h41 oTnudaeTcss HaJWYMeM JIBYX BHYTPEHHUX TICTEINb,
pacnoJIOKEHHBIX 4epe3 JBa OcHoBaHUs Apyr oT apyra (Pucynox 25, III). V¥
poacTBeHHOro BHaa E. japonicus Beimykias TeTas  JAOCTaTOYHO YAajeHa OT

BHYTpEHHEH; o00e mneTiM HeOOJbIIUX pa3sMepoB, a MEXAy HUMHU HaXOIUTCS
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OJTHOHYKIIeoTHHAs BhITTyKas netiist (Pucynok 25, II). B cupanm h41l S. monorchis,
NOMHUMO BHYTPEHHEH U BBIIYKJIOW, JIOKAIM30BaHA €IIe€ U JOMOJHUTEIbHAs
omHoHyKJIeotuaHas netris (Pucynok 25, 1V). V tpornorpemarun B cocraBe h4l
JOKaJN3yeTcsl TPU METIH, JBE PAJOM PACIHOJOXKEHHBIX BHYTpeHHHX (3 u § Mm.H.) u

BBINYKJIAs ST U3 TpeX HykieoTuaos (Pucynok 25, VI).
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Pucynok 25. Mozenu h41, pekonctpyupoBannsie de Novo B mporpamme Mfold. 3ameHsl
obo3HaueHbl 4yepHbIMU TOYkamu. | — Fasciolodae: Fascioloides magna, Fasciolopsis
buski, Echinostomatidae: Euparyphium melis, Drepanocephalus spathans,
Philophtalmidae: Philophthalmus gralli; 11 — Echinohasmidae: Echinochasmus
japonicus; Il — Echinohasmidae: Echinochasmus milvi; IV — Psilostomatidae:
Sphaeridiotrema monorchis; V — Notocotylidae: Notocotylus intestinalis, N. pacifera;
Opisthorchiidae: Clonorchis sinensis, Metorchis orientalis, Opisthorchis viverrini;
Heterophyidae: Haplorchis yokogawai, H. pumilio, Metagonimus takahashii, M.
yokogawai; VI — Troglotrematidae: Nanophyetus japonensis, N. salmincola, N.
schikhobalowi; Paragonimidae: Paragonimus heterotremus, P. westermani, P.
vietnamiensis, P. kellicotti, P. iloktsuenensis.

B uenom, BapuabensHbie nomeHbl 18S pPHK Tpematon oOHapykumu psin
CTPYKTYPHBIX ~ OCOOEHHOCTeH: KpectooOpasHas ¢opma ES6b (1), Hamuuwme
JIOTIOJIHUTENBHON yKOpoueHHOU criupanu ES6c (2), ynnunennsie cnvpanu Esé6a (3) u
h39+ES9° (4). Ha pucyHKe 26 mpeicTaBieHa MpeanoaracMasi BTOPUUHAs CTPYKTypa
18S pPHK HanodueTycoB, WUIIOCTpUpYIOIIAs JOKAIW3ALUI0 H CTPYKTYpHbBIE

OCOOCHHOCTH BapI/Ia6€J'II>HBIX YYaCTKOB TPEMATO.
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Pucynox 26. KonceHcycHass MOJeinb BTOPUYHOW CTPYKTYpbl Majod pUOOCOMHOMU
cyobequannsl 18S pPHK nmns BumoB poma Nanophyetus. B kauectBe pedepHoit
UCIIOJIb30BaHa MOjieb BTOpudHO# cTpykTyphl 18S pPHK mmmrenunsr Triticum aestivum
(Armache et al., 2010). PexoncrpyupoBanHble 06 NOVO BapuaOeibHBIC JIOMEHBI U
CIIMpaJId OKpAIIEHbI B JKENTHIM M TOMyOOH IBeTa COOTBETCTBEHHO. HykieoTumHbie
3amenbl B mocienoBarenbHocTAX N. schikhobalowi, N. salmincola u N. japonensis
06BeneHs! Kpyxkamu. Caiitel B3anmozeiictBisi ES3°-ES6° HaxomsTcss B IIYHKTHPHO!
paMKe U COEMHEHBI KPACHOM ITyYHKTUPHOW JIMHUEH.
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3.1.4. ®wiioreHeTH4eCKUe CBSI3U TPEMATO/
3.1.4.1. BuyrpupoaoBas pujioreHust

Ha ¢unorenetndeckom apeBe, MOCTPOCHHOM IO MOCEA0BaTEIHHOCTIM TeHa 18S
pPHK (Pucynok 27A), ueTko pa3aeisiorcs npeacTaBuTesn cemeiictsa Troglotrematidae
(xmama 1), Bximogarormero Nanophyetus spp. ¢ Nephrotrema truncatum, u cemeiictpa
Paragonimidae (xmaga |l), mpencraBnenHoro Bumamu poxa Paragonimus. Brytpu
kinaael | HaOmomanack Bbicokas muddepeHmuanus Mexay pomom Nanophyetus u
Nephrotrema. IlpencraButenu poma Nanophyetus oOpa3yrorT cyOkiamy ¢ HHISKCOM
oyrctpen-nognepxku 100% u anoctepuopHoit BepostHoctr 0,94 mo baitecy (PucyHok
27A). Buytpu ostoit cyOkmaael N. japonensis chopmupoBan OTACIbHYIO BETBb C
xoporeit noaaepxxkoit (91/0,81), OTHOCUTENBHO CTATUCTUYECKH TOJIJIEPKAHHBIX BETBEH
N. schikhobalowi u N. salmincola.

Ha  napese  (Pucynok 27B), MOCTPOCHHOM 1O  MOJHOPa3MEPHBIM
nocnenoBatenbHOCTIM TeHa 28S pPHK (3917 m.H.), MO)XHO BBIICIUTH OTICIHHBIC
cyokmaael st N. schikhobalowi u N. japonensis ¢ MakcHMaldbHBIM YpPOBHEM
nognepxkkn (90 — 91/1,0). IpeBo Ha OCHOBE HEMOJHBIX MOCIEIOBATEIBHOCTEH 28S
pPHK (1321 mn.H.) oka3aloch HECIMOCOOHBIM pa3pElIUuTh OTHOIICHUS Mexay N.
schikhobalowi u N. japonensis, mocToBepHO 00BEIUHUB KX B OOIIYIO BETBb, HAJICHKHO

muddepennupopannyto ot N. salmincola (Pucynok 27B).



A sonso[INanophyetus salmincola KX990282 | N
‘Nanophyetus salmincola AY222138 |

d 84/0.78

0.01 91/0.81

Nephrotrema truncatum AY222139 7
Paragonimus iloktsuenensis AY222141 ™
Paragonimus heterotremus LT855188
Paragonimus pseudoheterotremus HM004210 | ||
Paragonimus westermani AJ287556
Paragonimus kellicotti HQ900670
Paragonimus vietnamiensis LT855189

Haplorchis pumilio AY245706

97/0.9:
99/0.99

‘Nanophyetus japonensis LT796169 |
fNanophyetus Jjaponensis LT796170

Collyriclum faba JQ231122

Euryhelmis costaricensis AB521797

Paramphistomum cervi KJ459938

Isthmiophora hortensis AB189982

4 Trichobilharzia ocellata AY 157243
Dendritobilharzia pulverulenta AY 157241

Ao Schistosoma malayensis AY157252
" _1m[Schistosoma Japonicum Z46504
Schistosoma haematobium AY157263
Diplostomum pseudospathaceum KR269766

0.04

P eeeiiisisiosiieoieooo C)
Nanophyetus salmincola AY116873
100/1|-

:Nanophyetus schikhobalowi LN871818

.Nanophyetus schikhobalowi LN871819 |

Nanophyetus japonensis LT796169

)
1
1

71/0.89 99/0.99/

:Nanophyetus Jjaponensis LT79617OJ

£8kﬁabinophyetus neomidis AF184252
Nephrotrema truncatum AF151936 J
Paragonimus westermani JN656178 IR

_I__ Paragonimus iloktsuenesis AY 116875 [l
39/0.99” Paragonimus miyazakii HM172620 _

0.02

99/1

Haplorchis pumilio HM004191

Pucynok 27. @unorenernueckoe apeBo poma Nanophyetus, ocHoBaHHOE Ha CpaBHEHHUH
nocnenosarenpaocTed  18S  pPHK  (A);  momnopasmepnbix  28S  pPHK
nocnenoBareinbHocTel (B); Hemmomuabix 28S p/IHK nocnenosatenbHocTel (B). Yncna B
y3JIax BETBJCHHsI — 3HA4YCHHs OyTCTpemn-momnepxku BerBed Oosiee 50% it ML wu
arocTepHOPHBIX BeposiTHOcTeH Oonee 0,7 ms BI, mokazano (ML/BI).
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OunoreHeTHYECKOe JAPEBO Ha OCHOBE IMOCJENOBATEILHOCTEN MOIHOPA3MEPHOTO
yuactka [TS1-5,8S-ITS2 p/IHK mokazano pasmenenue mpencrasutencii Nanophyetus
Ha JBE XOpOIIO TMOaAepkuBaecMbie (MHIEKC Oyrcrpen-momaepxkku 100; 1,0
armoCTEPHOPHBIX BeposiTHOCTel 1o baiiecy) monoduminernyeckue kianasl (Pucynok 28).
[lepBast cocrtosyia W3 JBYyX CyOKiaja, OJHAa W3 KOTOpPBIX o0OBeAuHsuia ocobeit N.

schikhobalowi (94/1,0), npyras — N. japonensis (100/0,97). Bropas kiana Bkiodaia N.

' LT796172
ALT796174!
L LT796183
LT796171!
LT796173]
LT796175 |
L LT796178 |
LT796179 |
LT796176 |
L LT796180 !
L LT796177
L LT796181
100/0.97]f LT796182 |
} LT796184 !
HLT796185 |
'LT796186 |

salmincola ¢ Beicokum ypoBaem mogaepxkku (100/1,0).

sisusuodef snjpAydouenN

FINB71804°
T LN852660 !
LN852662 |
FLN852663 !
L LN871801!
LLN871813 |
HLN871812
HLN852660
LLN871815
L1 N871814
LILN871811
LLN871810
HLN871809
HLN871808
- N871807
LLN871806
L1LN871805

HLN852661 |
- LN871802

-4 L' N871800 !
o9 1001 o _TTTooIIooIol o .

‘

‘[I\:Ianoph yetus salmincola KX990284,

94/1

imojeqoup{iyas snyaAydouepn

~
N

Nanophyetus salmincola kx990285:
100/1—Nanophyetus salmincola Kx990283!

anophyetus salmincola KX990286 |

Haplorchis pumilio AY245706

Paragonimus kellicotti HQ900670

Pucynok 28. ®unorenernueckoe apeBo poxa Nanophyetus, ocHoBanHOe Ha
cpaBuenun |1TS1-5,8S-1TS2 mnocnemnoBarensHocTtedd pJHK. Yucna B y3miax
BETBJICHUS — 3HAa4YeHUs OyTCTpemnm-moajepkKku BeTBei Oosee 50% s ML u
armocTepuopHBIX BeposTHocTel Oosee 0,7 ans BI, mokazano (ML/BI).
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3.1.4.2. ®ugorenus nogorpsina Xiphidiata

C muenpio yTOUHEHHUS (DUIOTCHETUYECKHX CBS3EH MEXKIY TaKCOHOMHYECKUMU
TpymmaMu TpemaTod B cocTaBe moaoTpsaa Xiphidiata snepBeie Obuia mpoBeneHa
PEKOHCTPYKITUS HMX MOJICKYIsipHOW Qumorenuu. [l 3Toro OBUIO  MOCTPOCHO
¢dunoreHeTuyeCcKoe APEBO HA OCHOBAHMU CPAaBHEHHUsS 78 MOCIEAOBATEIBHOCTEH MOUYTH
nosHopazMepHoro reHa 18S pPHK (~90% nanuHbl reHa) ¥ ompeneseHo MOJIOXKEHUE
porna Nanophyetus (Pucynok 29). Monodunetrnunocts nmogorpsga Xiphidiata umena
BBICOKYIO CTaTHUCTHUECKylO0 moanepxkky (92% Oyrctpen-noaaepxku mias ML wu
aroctepropHoii  BepositHocth 0,91 mms BI). Buasl kaxkmoro HaaceMmeicTBa, 3a
uckmodearem Microphalloidea, pacnonararomerocss B OCHOBaHUH (PHITOTEHETHIECKOTO
npeBa, (opmupyroT camocrositenbHble cyOkmanel (I — 1V). ITlocnemoBaTensHO
muddepennmpyrommecss  Hajacemeiictea  Gorgoderoidea, Haploporoidea u
Allocreadioidea MoxxHO 00BEIMHUTE B 00IIyI0 Ky (65% OyTCTpen-moaaep KKy JIis
ML u anocrepuopnoit BepostHoctu 0,87 nnst BI), mo oTHOIIEHUIO K KOTOPOW XOPOIIIO
nognepxkanHas  (99%/1,0) cyOkimama HaacemeiictBa Plagiorchioidea  sBisercs
CECTPUHCKOM.

st pazpemnieHus (UIOTEHETHYECHX CBS3€M MEXKIYy CeMEWCTBaMH BHYTPH
Gorgoderoidea otaensHO OBUTIO TIOCTPOSHO JPEBO Ha OCHOBAaHWUHU CpaBHEHHUS 28 Ooee
NpOTsDKEHHBIX TocienoBareiapHocTeld reHa 18S pPHK (Pucynox 30). B aanHOM
aHanmM3e MOHO(MMICTHYHOCTh HajaceMeiictBa Gorgoderoidea wMeeT HaACKHYIO
CTaTUCTHUYECKYI0 moanepxky (89%/0,98). Bce cemelicTBa (GOpMHPYIOT OTIEIBHBIC
CTaTUCTUYECKU ToaiepkaHHbie cyOkaanl. CemeiictBo Troglotrematidae, Bkirovaromiee
pona Nanophyetus u Nephrotrema, knacrepusyercs ¢ Paragonimidae ¢ MakcumanbHOMN

CTaTUCTUYECKOW MOJAEPKKOM.
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100/1j Eurytrema pancreaticum KY490004
1001 § Eurytrema pancreaticum DQ401034
Eurytrema coelmaticum DQ401035
Lyperosomum collurionis AY222143
Brachylecithum lobatum AY222144
Dicrocoelium dendriticum Y11236
Nagmia floridensis AY222145
Gorgodera sp. AJ287518
Degeneria halosauri AJ287497 |
— Allocreadium neotenicum JX983204 ) i
Paragonimus vietnamiensis LT855189 G OrgOderO|d ea
80--1 Paragonimus heterotremus LT855188
991 Y Paragonimus iloktsuenensis AY222141
Paragonimus westermani AJ287556
Nephrotrema truncatum AY222139
Nanophyetus japonicus LT796167
Nanophyetus salminicola AY222138
8601991 Nanophyetus schikhobalowi LN871816 -
Pseudomegasolena ishigakiense AJ287569

00/1
—LAtractotrema sigani AJ287479

e Hapladena nasonis AY222146 I I
Saccocoelium brayi FJ211227 i
100/1
005 Saccocoelium tensum FJ211251 H a p I oporo.d ea

Saccocoelium obesum FJ211254
e 100/1 Saccocoeliz{m obesum FJ211253

1 Zalophotrema hepaticum AJ224884
=LBrachycladium goliath KR703279
69-L Nasitrema globicephalae AJ004968
Biospeedotrema jolliveti KF733988
Helicometra boseli KU320587
Anomalotrema koiae KU320582
71y Buticulotrema thermichthysi KF733987
91/1} Gaevskajatrema halosauropsi AJ287514
Allopodocotyle margolisi KU320583 1Al
Opecoelidae sp. AY218105 A"ocreadIOIdea
Maculifer sp. AY222109
Peracreadium idoneum AJ287558
Propycnadenoides philippinensis KU320591
Pedunculacetabulum inopinipugnus MF805699
Allopodocotyle epinepheli KU320585
Hamacreadium mutabile KU320588
Macvicaria macassarensis AJ287533
Rubenstrema exasperatum AJ287572
Choanocotyle nematoides EU196359

100/0.87f

Choanocotyle nematoides AY116867
Choanocotyle hobbsi AY116868
Skrjabinoeces similis AJ287575
Haematoloechus longiplexus AJ287520
Glypthelmins quieta AJ287517 H HPa

Opisthioglyphe ranae AY222157 Pl ag orc h 101 d ea IV
Telorchis assula AY222156
Cephalogonimus retusus AJ287489
Brachycoelium salamandrae AY222160
Mesocoelium sp. AJ287536
Auridistomum chelydrae AY222159
Macroderoides typicus AY222158
Microphallus turgidus EU825773

[100/1)

60/0.9:

85(1 Microphallus primas AJ287541
Microphallidae sp. AB974359
92/0.91) Maritrema oocysta AJ287534

Microphallus fusiformis AJ287531
[75/1] 100/1 = Pleurogenes claviger AY222152
_IrEPleurogenoides medians AY222151

627 Schistogonimus rarus AY222150

1004 Lecithodendriidae sp. EU019964
——Eara/ecithodendrium longiforme AY222148

70/0.99 Lecithodendrium linstowi AY222147 H H

Renicola sp. AY222155 Mlcrophal|0|dea
Pachypsolus irroratus AJ287554

Lepidophyllum steenstrupi AJ287530
Deretrema nahaense AJ287498
Zoogonoides viviparus AY525634
Zoogonoides viviparus AJ287590
Bacciger lesteri AJ287482
Antorchis pomacanthi AJ287476

Aspidogaster conchicola AJ287478
Merlucciotrema praeclarum AJ287535

Pucynok 29. ®unorenerudeckoe apeBo s monorpsaa Xiphidiata, ocHoBaHHOE
Ha cpaBHEHUH mocienoBatenbHocTel reHa 18S pPHK tpemarton. Nanophyetus spp.
BbIJCNIEHBl JKUPHBIM wmpudpToM. Yuciaa B y3Jax BETBJIEHUS — 3Ha4YEHUS
OyTcTpen-noaaepxxku BeTBed Oosiee 50% s ML u  anmocTepuOpHBIX

BepositHocTel 6omee 0,7 nus BI, mokazano (ML/BI).
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_ | \

1/0.99r Nanophyetus salminicola AY222138

100/10 Nanophyetus schikhobalowi LN871816/ Troglotrematidae
Nanophyetus japonicus LT796167
Nephrotrema truncatum AY222139

— Paragonimus westermani AJ287556
Paragonimus kellicotti HQ900670
100/1 Paragonimus iloktsuenensis AY222141 | Paragonimidae
Paragonimus vietnamiensis LT855189
\_kParagonimus heterotremus LT855188
89/0.98] 400/0.99; Eurytrema pancreaticum KY490004:
10010 Eurytrema pancreaticum DQ401034
Eurytrema coelmaticum DQ40103
Lyperosomum collurionis AY222143
Brachylecithum lobatum AY222144
84/0.99k= Dicrocoelium dendriticum Y11236

eaplodapobiog

Dicrocoeliidae

100/1 . —
v < Degeneria halosauri AJ287497
84/- _:Nagmia floridensis AY222145 | Gorgoderidae )
< - . AJ28751
61/0.52 Gorgodera sp. AJ287518 \

100/ 1= Pseudomegasolena ishigakiense AJ287569

— Alractotrema sigani AJ287479 )
Hapladena nasonis AY222146
100/41Saccocoelium brayi FJ211227
-10.751 90,0 751 1Saccocoelium tensum FJ211251 Haploporidae
oo/ Saccocoelium obesum FJ211254

Saccocoelium obesum FJ211253 |

Aspidogaster conchicola AJ287478
Diplostomum phoxini AY 222090
Neoparacardicola nasonis AY222097

Atracotrematidae

89/1

eaplododojdeH

d
—

0.020

Pucynok 30. ®dunorenernyeckoe aApeBo HajacemeincTBa Gorgoderoidea, ocHOBaHHOE
Ha CpaBHeHHMH mocienoBaTenbHocTe reHa 18S pPHK tpemarox. Nanophyetus spp.
BBIICJICHBI JKUPHBIM IpudToM. Unciaa B y3JaaxX BETBICHHS — 3HAYCHHUS OyTCTpeEII-
nojaaepkku BeTBel 6oisiee 50% s ML u anoctepuopHbIX BeposTHoCcTel 6omee 0,7 mis
BI, nokazano (ML/BI).

3.1.4.3. AHanu3 pujIoreHun BHICOKONATOT€HHBIX TPEMAaTO/

Bnepseie ¢ nmomombto nporpammbl BEAST mnpowusBenena BpeMeHHash OLIEHKA
JMBEPTCHIINN OCHOBHBIX (DUIIOTEHETUYECKUX JIMHMK Tpemaron otpsiga Plagiorchiida
(Bximrouaroriero Nanophyetus spp.). Jlns peKOHCTPYKIMH (HIOTEHETHYECKOTO JIpeBa
UCTOJIb30BAJIM TOJBKO TOJHOpPa3MepHble TMocienoBaTenbHocTH rena 18S pPHK
AMHUEMHUOIOTHYECKH 3HAYMMBIX BUIOB, AocTynmHble B GenBank. [[ns ompeneneHws

9KOJIOTHUYCCKOIr0  BCKTOpa OJBOJIONMHM Ha ACHApOrpaMMc<E MpOUJIIIOCTPHPOBAHA
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crenu(UIHOCTh TUTCHETHUYCCKUX COCAIBIIUKOB 110 OTHOIICHHUIO K MPOMEKYTOUYHBIM H
OKOHYATeJIbHBIM X03sicBaM (Pucynok 31).

JIpeBO COCTOUT M3 JABYX CTATHCTUYECKH MOACP/KAHHBIX KJaj, OJHA M3 KOTOPBIX
BKIIIOUaeT mpezacTtaBurencii Echinostomata u Pronocephalata, npyras — Xiphidiata, u
Opisthorchiata. O0benuHeHne BHIOB B Kjaabl, COOTBETCTBYIOIIHE IMOAOTPSIAaM M
CeMelCTBaM, MMEET BBICOKYIO MOMIACPXKKY; BpPEMs IMBEPICHIIMH TaKCOHOMHYECKUX
IPYNI CHUJIBHO oOTiau4YaeTcs. JKW3HCHHBIC IMKJIBI B pa3HBIX TIPYINNax HMCIOT
BBIpaKEHHBIE CIElU(bUIeCKre OCOOCHHOCTH, HO MEXAy KIaZaMHd MOXXHO BBISIBUTH
NPUHIUIAATIBHBIC OTINYMS. BHIBI MepBOM Kiaabl B KauyeCTBE IMEPBBIX MU BTOPBIX
POMEKYTOYHBIX XO035ICB MCIOJIB3YIOT MPEUMYIICCTBEHHO MOJUTIOCKOB, B TO BpeMsl Kak
BUBI M3 BTOPOH KJajabl, MPEAMOYUTAIOT PHIO B Ka4eCTBE BTOPOIO IPOMEKYTOUHOTO
XO03s1Ha.

CoracHO MOJTY4YEeHHBIM JTaHHBIM, TUIATHOPXHUHIBI OTACTHIUCH OT aCIUI0TaCTPHU/
6onee 100 MiH.JI.H., B ME3030MCKYI0 3py BO BpeMs PaHHEMEIOBOTO IMEpHoja.
[Mpumepro 90 muH.JLH. pasaenwinch moaoTpsasl Pronocephalata u Echinostomata, a
nogotpsiael Opisthorchiata u Xiphidiata ayts mozxe — 70 mun.JLH. Juddepenumnarms
Ha CeMEHCTBa Hayajach paHbine BHyTpu Echinostomata, mpumepno 60 MaH.JI.H. — B
KaifHO30MCKYIO 3Py, NaJIeOreH. 3aTeM, y)Ke Ha IpaHuIle rnajeoreHa u Heorena (oxoso 25
MJIH.JL.LH.), TIPOM30IIIO pa3jelicHue Ha cemeiictBa BHyTpu Opisthorchiata. Cameie
MoJI0JIbIe — ceMelcTBa Tpemaron mogotpsiaa Xiphidiata, yeit Bo3pact onennBaetcs B 10
MJIH. JIeT, HeoreH. Takum oOpasom, Nanophyetus ssp. mnpeacTaBiseT 3BOIOIMOHHO
HanboJiee MOJIOJbIE BH/BI MIATOTCHHBIX Tpemaroia. Ha mpencraBieHHOM OpeBe BHUIHO,
YTO IMOYTH KaKIAOC CEMEHCTBO XapakTEepHU3yeTCss HE TOJbKO YHHUKAIbHOCTHIO
’KH3HEHHOTO IMK/A, HO TAKXXE YHHKAIBHOH MOJCIBI0 BTOPUYHBIX CTPYKTYp ES6° u
ES9°, 3a mBymst uckmrouenmsimu (Echinostomatidae — mo ase crpyxrypst ES6° n ES9®;
Opisthorchiidae u Heterophyidae — o oxroii crpyxrype ES6° u ES9P).



Echinostomata

EF051080
Fascioloides magna

85/0.97/0.9876 Fasciolidae
——

—— LO6668

-/0.73/0.8696
AY222131

Euparyphium melis

Echinostomatidae

—
99/11 JN993268 XN
Drepanocephalus A ’v’{
thans }g‘

91,’110.?338

spa

JX121231
60/0.97!0.80;4 Philophthalmus gralli Philophtalmidae
P // .
Es6’ o g rim -
LT904764 DR St e . -
10011 Echinochasmus e ¢y ' e *\//Kuwcwmk Echinohasmidae
—EE LT904765 Japonicus™=3x L,‘L
100/1/0.9986 Echinochasmus milvi 5 Sl momrmmm—
S S e el T Es9’
Es6® p
p } 9 ?;i“ — - @ Psilostomatidae
LTo04763 Y/ =
0.7 L Sphaeridiotrema mono ’ Seolan e e Sy
-] E R
; R @ Pronocephalata
; e
LT904762 £y v -Gv :f_:i - @’
Notocotylus intestinalis £ Jt:"‘*\a, p - Kuwesnun
100/1/1 - ; )" Notocotylidae
= AY245765 .
Notocotylus pacifera o s oo nd
“ Esg
Opisthorchiata
>
Metorchis orientalis JF314771 S @
& Opisthorchiidae
1oona Clonorchis sinensis JF823988 s \rﬁ/ ~ evens P
20.0 Opisthorchis viverrini HM004211 = )
.95/1 o 3
96/0.95/ J—— B s
Metagonimus takahashii HQ832629 5Ess S
98/0.92}0.99 ; EMetagonimus yokogawai HQ832632 ﬁ}' L . X Heterophyidae
— S h—— @
83/0.93/0.97 Hapiorchis yokogawai HM004207 "A*;‘;——- ;&7 P u
Z 7 ke
Eg% ~
99/0.99/1 Haplorchis pumilio HM004195 N
i Xiphidiata

LT855189 Es6’
Pafagonfmus vietnamiensis

Y222 . 0
Paragonimus westermani 3 % .- * — @
HQ900670 — P
Paragonimus kellicotti f%ﬁ‘a . e Paragonimidae

TS R
Paragonimus AY2221W Ny y
iloktsuenensis i - Eal
& -
e,

LT855188
Paragonimus heterotremus

100/1/0.8385

5! lmion vmmar S cammmny

§ St e iemniene el
LT796167 Es6t Es9
Nanophyetus japonensis
payetussap /*\~@ Troglotrematidae
LN871816 ey
=it Nanophyetus . o 4 Kuwewsux
98!0.99/13 schikhobalowi 2, e
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Pucynok 31. ®usorenerndeckoe apeBo Trematoda ¢ BeUUCIICHMEM BPEMEHU JIMBEPICHIIUH
(Ma — muH. J1eT), OCHOBaHHOE Ha CpaBHEHHMH mocienoBaTenbHocTel rena 18S pPHK. Yucna B
y3Jax BETBJICHHMS — 3HaueHud OyTcrpen-noajepxku BerBei Oosiee 50% s ML wu
arocTepHOPHBIX BeposTtHocTe Oomee 0,7 mis BI, mokazano (ML/BI/BEAST), cepsie
NpAMOYTOJIbHUKK — 95% WHTEpBajbl HAWBBICIICH amoOCTEPUOPHON TUIOTHOCTH OIIEHOK
BpEMEHH CylIecTBOBaHMs Kiaa. OTpakeHbl XKU3HEHHBIC LMKIBI U BBICOKO BapuadelbHbIC
BTOPHYHBIE CTPYKTYpHI goMeHoB ES6° n ES9°, criermbuudmsie mis cemeiict TpemaTos. Bumsr
poaa Nanophyetus BeieIeHbI JKUPHBIM HIPHGTOM.
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3.2. Anaim3 rena nadl mT/IHK
3.2.1. HykjieoTuaHbIE MOCJI€I0BATEILHOCTH (pparMeHTa reua

3.2.1.1. O0mas xapakTepucTuKa

HaGop nannbix mo nadl Brxmouan 151 HemomHyO MOCIEAOBATENFHOCTD JITUHON
621 1n.H., 60 U3 KOTOPBIX OBLIU MOJIyYEHBI B JaHHOH padoTe (46 mociemoBaTeIbHOCTEH
N. schikhobalowi u 14 N. japonensis) u 91 mocnemoBareiasHocTs N. Ssalmincola
(Criscione, Blouin, 2004) B3sumi u3 GenBank (Criscione, Blouin, 2004).

st mpexacraButeneid Tpex reorpaduueckux pernoHoB GC-comepikaHue reHa
nadl mt/IHK B cpeanem cocraBmsuio 40,4 = 1,3%. I'en AT-OoraTelif, OTHOIICHHE
AT/GC cocrasmio 1,43; 1,44 u 1,45 y N. schikhobalowi, N. salmincola u N. japonensis
COOTBETCTBEHHO. bobliast yacte MyTanuii mpeacrabiieHa Tpam3uisamMu 1 «—C — 44,4%
u A-G — 23,6%; T—C — 64,0% u A—G — 34,7%; T—C — 50,0% u A-G — 22,2%
mis N. schikhobalowi, N. salmincola u N. japonensis coorBercTBeHHO. 3HAYCHHS
orHowenus T1S/Tv cocrasunu: 2,21; 10,1; 2,6 nia N. schikhobalowi, N. salmincola u N.
japonensis cootBeTcTBeHHO. IlocienoBaTeIbHOCTH JIOKAIbHBIX — mommyysauid N,
schikhobalowi otnuyanuce Mexay coboi Mo 72 HyKJICOTHAHBIM 3aMeHaM (M3 KOTOPBIX
42 sBnstoTcsl mapcuMoHui-uHpopmaTuBHbIME). [TocnenoBarensHocTr reHa nadl y N.
salmincola u N. japonensis otauuanuce Mexay coboi 75 (3 KOTOphIX 34 SBISIOTCS
napcuMoHui-uHGopMaTUBHBIMHU) U 18 (14 ABASIOTCS MapCUMOHUN-UH(POPMATUBHBIMU)
HYKJICOTHIHBIMU 3aMEHAMH COOTBETCTBEHHO.

Xapaktep pacmpeneiieHuss HYKJICOTUIHBIX 3aMeH peruoH-crnernududeH: y N.
schikhobalowi nabnronaemast 13MEHYMBOCTH MOBBIMIACTCS IO MEPe MPHOIMKEHUS K 3-
koHiy; y N. japonensis HauOojiee HM3MECHYHMB IICHTPAJIbHBIA YYacTOK, a 3’-KOHEIl
xoHcepBatuBer; jius N. salmincola MoXHO BBIIETMTH TPU YYaCTKAa MOBBINICHHOM

WU3MEHUMBOCTH T'€HA: Ha 3’-KOHIIE, B IICHTpEe U Ha 5’-KkoHIe (PucyHok 32A).
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Pucynok 32. PacnpenencHue HykIeOTHAHBIX 3ameH (Pi) B HEHoOJHBIX
nocinenoBareiabHocTsax reHa hadl wmr/IHK Nanophyetus spp. wu3: pasmuusbix
reorpapuuecKux peruoHoB (A); 1adbHEBOCTOYHBIX JIOKATUTETOB (B); X035€B U X035€B
U3 Pa3IUYHbBIX JTaJbHEBOCTOUHBIX JokanmuTeToB (B). CTpenkamu ykazaHa 30Ha, BHICOKO
M3MEHUYMBAs B BHIOOpKE HaHO(MUETYCOB W3 JIEHKOB, MHBapuadenbHas — B BBIOOPKE W3
TOJIBSTHOB.

Hykneornanas w3MeHunBocTh Nadl mociemoBaTeNbHOCTEH B JIOKAJIBHBIX
BeIOOpkax N. schikhobalowi (u3 pasubix pek) otnuuaercs (Pucynok 32B). [Ipaktudecku
BO BCEX ciydasx Oojiee W3MCHYHMB 3 -KOHEIl, 3a HWCKJIIIOYCHHUEM BBIOODKH H3 .
[TaBiaoBka, mns KoTopoit, kak W aiusg N. japonensis, OCHOBHAas HW3MEHUYHUBOCTb
cocpenoroueHa mexay 300 — 400 m.H., a ygactok mocie 500 m.H. uHBapuabemeH.
[TpumeuarensHo, 9TO pacmnpeneneHme HYKJICOTUTHOMN U3MEHYMBOCTHU
nocienosareiabrHocTr Nadl y ocobeir N. schikhobalowi, o6uratomux y pasHbIX BHIOB
pBIO-X0351eB, Takxke HeoauHakoBo (Pucynok 32B). [Ipuuem, qiis nadl HanopueTycoB u3
TOJIbSTHOB XapaKTEepHBl HECKOJIbKO HMHBApUAOENBbHBIX 30H OT 5’- K 3’-KoHIly, oOImiei
npoTsoKeHHOCTRI0 ipuMepHo 200 m.H. (T.e. 1/3 pa3mepa rena). MuBapuabenbHbIE 30HBI

nadl sHaHO(HETYCOB M3 TOJBIHOB COOTBETCTBYIOT 30HAM IMOHW)KCHHONH W3MEHYMBOCTH
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HaHO(HUETYCOB W3 JICHKOB, 32 UCKIIOYCHHEM CcaMoW OMMKHEH K 3’-KOHIly, KOTopas y
BBIOOPKH M3 JICHKOB, B TIPOTHUBOIIOJIOKHOCTH T'OJIbsTHAM BBICOKO M3MeH4YNBa. IHTEepecHO,
YTO UMEHHO B 3T0# 30HE (mepen 600 caiitom) nmpu cpaBHEHUH HAHO(DUETYCOB U3 JICHKOB
U3 pasHbIX PEUYHBIX OacCCHHOB HAOIIOJAETCSd BO3HUKHOBCHHE BBICOKOIO ITHKA,
03HAYAIOIICTO SPKO BHIPAKECHHYIO H3MCHYHBOCTb.

[TomapHble TEHETHYECKHE PACCTOSHHS BHYTPH PETHOHAIBHBIX  BBIOOPOK
OIICHMBAJIUCh KaK OTHocuTenbHO Hu3kue. d=0,2 — 1,4% (d.,=0,8%), d=0,3 — 3,2%
(dep=1,6%) u d=0,3 — 2,1% (d.,,=1,2%) mnsa N. salmincola, N. schikhobalowi u N.
japonensis cootBeTcTBeHHO. CpelHee KOJMYECTBO MOMApHBIX oTimuuil (K) Mexmy
MOCJICIOBATEIBHOCTSIMH, HYKJICOTHIHAS HM3MEHYMBOCTh (7) M TEHOTHUIIUYECKOES
pasnoobOpaszue (Hd) B o0bemunenHor BbIOOpKe (N=151) 3HaumrtenpHO BhIIE: 53,075;
0,08547 + 0,00383; 0,9966 + 0,0017 coorBercTBEHHO. OTMEYEHEI BHICOKHE 3HAUECHUS
WHJICKCOB TEHETHYECKONH HM3MEHYMBOCTH IS KaXKJIOTO BHJA, XOTS HYKICOTHIHAS
uamenunBocth it N. salmincola weckombko Hmke, yem st oOpasmoB  N.

schikhobalowi u N. japonensis (Ta6muna 7).

Ta0omuma 7. OrmmcarenbHas CTATUCTHKA T'E€HETHYECKOH  M3MEHYMBOCTHM  HETIOJHBIX

nocienoBatensHocter rerna nadl mt/IHK Nanophyetus spp.

Bribopka ‘ n ‘ H ‘ S ‘ h ‘ T ‘ k | D
JlokanpHbIE MOMYJIALIMA

Komuccaposka 27|23 |5 |0989+0,013 | 001525+000109 | 9,467 |0002-0,032(0,015)
Wnucras 9] 9 |25|1000+0,052 | 001387+000134 | 8,611 |0,002-0,018(0,014)
[TaBoBKa 10 | 10 | 27 | 1,000+ 0,045 | 000988+000165 | 6,133 |0,005-0,016(0,010)
PernonaneHblie monysisiuu
N. schikhobalowi 46 | 41 | 72| 0994+ 0,006 | 001568+0,00080 | 9,737 |0,003-0,026(0,016)
N. salmincola 91| 76 | 75| 0992+ 0,004 | 000814+000046 | 5,057 |0,002-0,014(0,008)

N. japonensis 14| 13 | 18 | 0989+ 0,031 | 001214+000081 | 7,538 (0,003-0,021(0012)

N — KOJIMYECTBO IIOCIEI0BATENbHOCTEH; H — KOIMYecTBO ramioTHIOB; S — KOJHYECTBO
noauMOpHBIX caiiToB; h — ramnotunmyueckoe pasHooOpaswe (= S.D.); 7 — HYKICOTHIHAS
u3MeHunBoCcTh (£S.D.); K — cpenHee KoIM4ecTBO MOMapHbIX OTaWuni; D — nuama3oH P-auCTaHITHH,

CpCAHCC 3HAUYCHUC YKa3aHO B CKOOKax.
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[Mpu cpaBrennnu nocienosarenaprocTeld N. schikhobalowi u N. salmincola, N.
schikhobalowi u N. japonensis, a Ttaxke N. japonensis u N. salmincola oObu1O
obHapyxeHo 169 (m3 xotopeix 135 saBisiorcs mapcuMmoHui-wHGOpMaTHBHBIMHK), 119
(u3 xotopeix 91 sBasercs napcuMoHuii-uHGopmaruBHbIM) M 151 (120 sBisoTCA
apCUMOHUI-UH()OPMATHBHBIMH) BapHraOeTbHBIX caiiToB COOTBETCTBEHHO.
[TocnenoBarensHOCcTH TeHa Nadl B oObeamHEeHHOM BhIOOpKE (N=151) oTnmuarorcs 190
Hykieotuaamu (155 uHGOpMATHBHBI I MAPCUMOHUH), KOTOpPbIE MPHUBOIAT K 52 (13
207) aMHWHOKHCIIOTHBIM 3aMEHaM, W3 HHUX (QUKCHUpoBaHHbIC: 9 mpu cpaBHeHUU N.
salmincola u N. schikhobalowi, 13 npu cpaBaennu N. salmincola u N. japonensis, u 6

mexay N. schikhobalowi u N. japonensis (Pucynox 33).
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LT5553%3 . . . . . . . . - - X5 . . I . I . . . . . . . I T . . . P . . I . s L
LT5553%4 . . . . . . . R . . K35 . . I . I . . . . . . . I T . . . . G . I . s L
LT5553%5 . . . T . F . . - - kKs . . I . I. . . . . v . . I T . F . . . I . s L
LT5553%6 . . . . . . . . . . K3 . . I . I . . . . . . E I T . . . . . I . s L
LT555387 + + + « « « &« o+ « « K 3 . o« I &+ I &« « & + =« . . I T . . . . I F S L
LT5553%8 . . . . . . . . . - XKs55 . I .1I. . . . . . v . . I T . . . . I . s L
LT5553%% . . . . . . . . - - kK35 . . I . I . . . . . . . . I T . . . . I s L
LT7977%7 . . . . . . . . - - K s S 1 . . . I T . . . . I s L
LT7977%8 . . . . . . . . . . K 3 S S . . . I T . . . . I s L
LT7977%% . . . .+ +« «+ « .+ .« . H 3 B N . . . I T . . . . I S L
LT797800 . . . . . . . . - - K 5 e s . . . I T . . . . I s L
LT797801 . . . . . . . . - - K 3 S e s . . . I T . . . . I s L
LT7%7802 . . . . . . . . - - K s S 1 s . . . I T . . . . I s L
LT797803 . . . . . . . . . . K 3 S S . . . I T . . G G I s L
LT797804 . . . . + «+ + .+ . . H 3 . I I v v e 0. . . . I T . . G & I S L
LT797805 . . . . . . . . - - K 5 - I I . . . . . . . . I T . . G 6 I s L
LT797806 . . . . . . . . - - K 3 - I I . . . . . . . . I T . . G 6 I s L
LT797807 . . . . . . . . - - K s - I I . . . . . . . . I T . . G & I s L
LT797808 . . . . . . G . . . K 3 - I I . . . . . . . E I T . . G G I s L
LT797808 . . . . . . G . - - K 5 - I I . . . . . . . H I T . . G 6 I s L
LT797810 . . . . . . . . - - K 5 D I I F . . H I T . D G & I s L
LT797811 . . . . . . . . T . K § - I I . . . . . . . H I T . . G 6 I s L
LT797812 . . . . . . . . - - K s I I . . . . . . . -8 I T . G & I s L
LTe85350 . . . . . . . . . . K 3 I I . . . . . . . . I T . . . I S L
LT985351 . . . . . . . . - - K 5 I I . . . . . . . . I T Vv I s L
LT985352 . . . . . . . . - - K 5 I I . . . . . . W . I T . I s L
LT985353 . . . . . . . . - - K s I I . . . . . s W . I T I s L
LT985354 . . . . . . . . . . K 3 I I . . . . . . E I T I s L
LT985355 . . . . . . . . . . K 3 I I . . . . . . I T I S L
LT985356 . . . . . . . . - - K 5 I I . . . . . I T I s L
LT985357 . . . . . . . . - - K 3 I . - -« .« - . . I T I s L
LT985358 . . . . . . . . - - K s I .1 v I T I s L
LT985358 . . Vv . . . . . . . K 3 I . I . . . . . I T I s L
LT796187 F F V 5 5 I I . . . . . I . T L . . I s L
LT796188 F F V 5 5 I I . . . . . I . T L . . I s L
LT796189 F F V -1 I I . . . . . I v T L . . I s L
LT796130 F F V 5 s I I . . . . . I . T L . G I s L
LT7961%1 F F V 5 5 I I v v e 0. I T L . . I S L
LT7961%92 F F V 5 5 I I . . . . . I T L . G I s L
LT796193 F F V 5 5 I I . . . . . I T L . G I s L
LT7961%4 F F V -1 I I . . . . . I T L . G I s L
LT796185 F F V 5 s I I . . . . . I T L . G I s L
LT7961%6 F F V 5 5 I I v v e 0. I T L . G I S L
LT796197 F F V 5 5 I I . . . . . I T L . G I s L
LT796198 F F V 5 5 I I . . . . G . I T L D G I s L
LT79619% F F V -1 I I . . . . . I T L . G I s L
LT796200 F F V 5 s I I . . . . . I T L G I s L

Pucynoxk 33. 3amensl, HaOmoJaeMple B HEMOJHBIX  aMHUHOKHCIOTHBIX
nocyeoBaTeabHOCTIX TepBoit cyobeaunuiibl NADH-neruaporeHassr y u3ydaembix
nomyssiui Nanophyetus spp. Toukamu 0603HauEHBI OJITMHAKOBBIC AMHHOKHCIIOTHI.

Cpenu BapuaOelbHBIX CaHTOB HEIMOJIHBIX IOCHEA0BaTeabHOCTEH Tena nadl
22,6%, 9,5% u 66,8% Obutn monuMopdHBI B TIEPBOM, BTOPOM U TPEThEH MO3UITUU
KOJIOHOB COOTBETCTBEHHO. boiiblllass 9acTh MyTalMid TNpPEACTaBICHA TPaH3UIUIMH
(Ts/Tv=3,8), pacronararoyMHcs B TPETheH MO3UIMK KOAOHA. BOJIBIIMHCTBO MyTaIHi
okazaimuch Momvarmmmu (anrn. Silent mutations), xomupyroompMu OHY M Ty XKe
aAMHHOKHUCIIOTY: 126 cMHOHMMHUYHBIX VS. 43 HeCHHOHUMHUYHBIX i mapbl N. salmincola
/ N. schikhobalowi, 83 cunorumuunbix Vs. 36 necunounmMuunbix s N. schikhobalowi
/ N. japonensis u 122 cuHoHuMHYHBIX VS. 29 HecuHoHuMuuHBIX /it N. japonensis / N.
salmincola. Ilpu anaim3e koAMPYIONIMX MOCHeAOBaTebHOCTEH TeHa nadl orMedeHo,
YTO YaCTOTa MCIIOJIb30BaHUSI KOJOHOB PAa3HBIMH BHIIAMH HAaHO(QHUETYCOB OYEHBb CXOXKa,
OJTHAKO HEKOTOpbIe 0COOCHHOCTH Bce ke Obliu HaiaeHsl ([Ipumokenue VII). B psaae

CJIy4acB Ha6JIIOI[aIOTC$I (1)I/IKCI/IpOBaHHBI€ OTJINYHUA B KOOUPOBAHUN aMHHOKHUCIIOT, KOr'lad
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TPUILIETHI, UCIIOJIb3yEeMbIe B T€HE, €CTh TOJBKO y ONpeAeeHHOro Buaa. Tak, TPUILIEThI
AAC, CAG u CCA, xoaupyrolue acrnaparut, TJIyTaMHUH W TIPOJIMH COOTBETCTBEHHO,
ucnonb3ytorcs Toapko N. japonensis; tpumerst CCG u CAU, xonupyromnue npoauH u
ructuaud — N. salmincola, GAA u GCA, xoaupyolne riIyTaMAHOBYIO KHUCJIOTY H
anmannH Berpeuatores kak y N. schikhobalowi, Tak u N. salmincola, a AUC komupyet
u3onerinuH Tostbko y N. salmincola u N. japonensis. MaTepecno, uto N. schikhobalowi
HC HMEET YHHKAJIbHBIX KOJOHOB (T.e. HCIIOJB3YEMBIX TOJBKO 3THM BHJIOM
HaHo(duetycoB), Toipko napa CGC u UCA ko0HOB, KOAUPYIOIMIUX apTHHUH U CEPHH,
xapakrtepHa s 3toro Buaa u N. japonensis. B o6meit cnoxxHoctH, 6 xomonoB (UCG
(S), UAA (Y), CAC (H), AGC (S), CGG (R), GAC (D)) He ucnonb3yrTcs HU OJHUAM
u3 BU0OB. CTOUT cKa3aTh, 4TO HambOOJEee YacTO BCTPEUAIOIIMECS KOIOHBI KOAUPYIOT
dbenunananuf u aeduH. UaeHTudunupoBaHbl YHUKAIBHbBIE IO YACTOTE BCTPEYAEMOCTH
xomonbl, i muctenHa (UGU (C)) u tuposuna (UAU (Y)) mna N. salmincola u N.
Japonensis cooTBETCTBEHHO. AMHHOKHUCIIOTHBIN cocTaB niepBoii cyOobeauanisl NADH-
JCTUAPOTEHa3bl Yy Tpex pasHbIX mpezcraButenieii Nanophyetus odeHb MOX0X U
BKJIFOUAET OKOJIO 1% OTpULIATENBHO 3apsHKEHHBIX aMHUHOKHUCIOT, 16% apomaThyecKkux,
20% monspHbIX (TUAPOGUIBHBIX He3apsHKeHHBIX) U 60% HenospHBIX (THAPO(OOHBIX)
aMUHOKHCJIOT.

Huddepenmmanus  (d) mexmy mnocnenoBarenbHocTssMu Nadl wmtJHK N.
schikhobalowi u N. salmincola cocraBuna 14,2 — 16,7% (B cpeanem 15,4%), N.
salmincola u N. japonensis — Heckosbko Bbime 15,2 — 17,7% (B cpennem 16,2%), a mist
N. japonensis u N. schikhobalowi — 9,2 — 11,2% (B cpennem 10,3%).

B  oOwenunennoit  BbIOOpke  uaeHTHUuUnupoBaHo 130  ramioTHIIOB,
pacmpenerneHde 4vactoT mokasano Ha Pucynke 34. Jlns  N. salmincola
unentudumuponano 76 ramtotunos (H1 — H76), N. schikhobalowi — 41 (H77 — H117),
a N. japonensis — 13 ramrotunos (H118 — H130), T.e. npuMepHO MPONOPLHOHAILHO
pa3Mepy BUA0BOH BBIOOpKH. OOMMX ISl TPEX BHUJIOB TalIOTHIIOB HAWIEHO HE OBLIO.
MaXOpHBIX TaluIOTHUIOB HU JUII OAHOM W3 MOMNYJISIUMKA BBISIBUTH HE yAANOCh. [l
JIOKAJIbHBIX BEIOOPOK TpemaTos u3 pek Komuccaposka, Mnucras u [1aBioBka BeIIeICHO

22, 9 u 10 yHUKaIbHBIX TalUIOTUIIOB COOTBETCTBEHHO, ¢ yacTtoramu oT 4 no 10%
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kaxaeli.  CTOMT  OTMETHUTH, YTO  IIOYTH  BCE  TAIUIOTHIIBI  SIBIISLIOTCS
xo3ssuHocnerupuunpiMu: H78 — H79, H85 — H101, H104 — H117 BbeigencHsl U3
aenkoB, a H77, H80 — H84, H103 — wu3 romesnoB. H102 — eauHCTBEHHBINH OOIIMHA
rarmioTum aas JtokaiabHeIX momyssiiuii N. schikhobalowi (Kommccaposka, Wiucras, a
TaK)Ke JICHKH, TOJIbsHbI). HecMOTps Ha TO, 4TO BEIOOpKA HAHO(PHETYCOB, U3BJICUCHHBIX
U3 KapmoBbIX pHI0O MEHBINE, WX TaIUIOTUIIMYECKOe pa3HooOpa3ue ObUIO BBIIIE

(mpeacTaBiaeHO 8 TarIOTUIIOB U3 8 HYKJIEOTHAHBIX TOCIEI0BATEIILHOCTEN).
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N. salmincola

M
4 A E—C L1

H1 H3 HS5 H7 H9 H11 H13 H15 H17 H19 H21 H23 H25 H27 H29 H31 H33 H35 H37 H39 H41 H43 H45 H47 H49 H51 H53 H55 H57 H59 H61 H63 H65 HE67 H69 H71 H73 H75

H102

N. schikhobalowi

HERRRRRNN

H77 H78 H79 HB80 H81 H82 HB3 HB4 HB5 HB86 HB7 HB8 HBO HO0 HI1 H92 HI3 HI4 HI5 H96 HI7 HI8 HI9 H100 H101 H102 H103 H104 H105 H106 H107 H108 H109 H110 H111 H112 H113 H114 H115 H116 H117

EKomuccapoBKa EWnucran OMaBnoBka

H119
N. japonensis

QO a2 N W A GO N

Jl-----------_

H118 H119 H120 H121 H122 H123 H124 H125 H126 H127 H128 H129 H130

Pucynok 34. YacToThl TamIOTHIIOB HEMOJHBIX THocieaoBarenbHocTeit reHa Nadl mt/IHK ans o6pasmos Nanophyetus spp. u3
pa3HbBIX reorpad@UuecKuX PErMOHOB, JIOKATLHBIX MOMYJIAINN U pbi0-x03s€eB. [IporileHTHOE COOTHOIIIEHUE TaITIOTUIIOB OTOOPaXKEHO
Ha auarpammax. H — ramorun, M — MUHOPHBIE TarUIOTUIIBI.
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3.2.1.2. BuyTpupoaoBasi pusioreHust

dunoreHeTHYECKOE JPEBO, MOCTPOCHHOE MO JaHHBIM Mmapkepa MT/IHK nadl,
SIBTISIETCSI XOPOIIO Pa3pelIeHHBIM, ¢ BHICOKUMH WHACKCAMHU OYTCTPEI-TIOIICPKKA ISt
kaxaoro mpenacrasutenss Nanophyetus (Pucynox 35A). MOXHO BBIICIUTH JIBE
OCHOBHBIC Kbl (MHIEKC OyTcTpen-noanepxku 98% u amocrepuopHas BEpOSTHOCTD
1,0 mo Baiiecy). IlepBasi o0beaunsier nocnenoarensHocTr N. salmincola, a Bropas,
pasmensser N. schikhobalowi w N. japonensis Ha jaBe oTaeIbHBIC CYOKJIAIBI
(cratuctuueckue noyepkku 97%;/1,0 u 99%/1,0 COOTBETCTBEHHO).

OUIOTCHETHIECKOE TIPEBO, OCHOBAHHOE Ha AMUHOKHCIIOTHBIX
TIOCJICZIOBATEIBHOCTSIX, TpUBeZieHO Ha PucyHnke 35b. BeTBu momnepkaHbl J10CTATOYHO
XOpOIIO W Pa3leNisasioT TpU BUJA HaHOPUETYCOB, Onaromaps OOJBIIOMY YHCITY

MH(OPMATHUBHBIX MPU3HAKOB.

98/ Nanophyetus salmincola
AY269600 - AY 269690

981

a7 Nanophyetus schikhobalowi
95/1 LT555380 - LT555399
0.2 99/0.97
201 @ | Nanophyetus japonensis LT796187

-LT796194

Paragonimus westermani KM280646
1om|:OpfsthorChfs felineus EU921260
Clonorchis sinensis DQ116944

Haplorchis taichui KF214770
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22/62 Nanophyetus salmincola

0.05

L T796187 Nanophyetus japonensis

LT796194

\|

81/64

LT797797
ETT6?812
LT555380
LT5é5399

83/85 Nanophyetus schikhobalowi

Haplorchis taichui kr214770

Pucynok 35. ®uiioreHeTHueCKUe ApeBa, PEKOHCTPYUPOBAHHBIC HA OCHOBE HEIOJHBIX
nocienoBareabHocTel reHa Nnadl (A), yrcia B y3/1ax BeTBICHHS — 3HAYCHHS OyTCTper-
noaJIep kKU BeTBer Oonee 50% st ML u armocTepropHBIX BeposTHOCTel Ooee 0,7 s
BI, nokazano (ML/BI); 1 mporHo3upoBaHHBIX aMHHOKHCIIOTHBIX MTOCIIEA0BATEILHOCTEH
nepBoit cyobenuuuibl NADH-nerunporenassl (b), 3HaYeHHs OyTCTpen-NoIACP KKK
noka3zassl B y3iax BetiieHus (NJ/ML).

3.2.1.3. 'eHeTnueckasi CTPYKTypa U NOMYJISIHHOHHAS UCTOPUA
Fst-cratucTrka BBISIBUJIA  CYIIECTBEHHO 0oJiee HUBKYH) T'€HETHUYECKYIO
0JIpa3eIeHHOCTh MKy JokanbHbiME BbeiOOpkamu N. schikhobalowi (Fst=0,0132 —
0,3288, P <0,0001) wem mexnay reorpaduueckumu perrvonamu (Fst=0,8562 — 0,9462,

P<0,0001), noaTBepKAarOIIyI0 MPAKTUYECKH MOJIHOE MPEKPAIlEHHE T'eHHBIX MOTOKOB
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mexay Bugamu (Tabmuuer 8, 9). Mexay nomynsuusMu HaHO(DHETYCOB M3 JICHKOB H
rojibssHOB U pexk KomuccapoBka u Wnucras, Bmamaromux B 03ep0o XaHKA, T'€HHbBIC
MOTOKH COXPAHSIOTCS U MOIACPKUBAIOTCS HA BBICOKOM YPOBHE. [ '€HHBIE TOTOKU MEXIY
NOMYJISIIUAMH M3 3THUX peKk W mnomyisiuued peku I[laBmoBka (mputok Yccypm)

SHAYUTCIIBHO OI'PAHUYCHBEI.

Tabmuna 8. MWupekcel reneruueckorn auddepenmarnuu  N. schikhobalowi w3
JOKaAbHBIX  BBIOOPOK pEK M  PBIO-XO035€B, BBIYMCICHHBIC IS HEMOJHBIX

nocienoBareabHocTel rena nadl mr/JHK

[TonapHoe cpaBHEHHE Fst (P) Nm D (+S.D.)
BBIOOPOK
[TaBoBka/KomrccapoBka 0,24900 (P = 0,0000) 1,32 0,017 (0,006)
[TaBnmoBka/Unucras 0,32880 (P = 0,0000) 1,04 0,018 (0,005)
Kommccaposka/Mnucras 0,03205 (P = 0,0000) 13,32 0,015 (0,004)
Jlenku/T onbsaHbBI 0,01328 (P = 0,0000) 20,03 0,014 (0,004)

Fst-xoadunuent reanoit pukcaruun (ARLEQUIN); P — ypoBeHb JOCTOBEPHOCTH OTIHYUI
(P<0,05 cuuraercs cymectBeHHbIM); D — p-nuctannuu (MEGA), B ckoOKax yka3aHO 3HAYeHHE

CTaH,HapTHOﬁ OI_HI/I6KI/I, NmM — moTok MUI'PAHTOB.

Tabmuma 9. MWuaekcbl reHeTnuecko nuddepeHnmanum  Mexay obpasinamu
Nanophyetus spp. W3 pasIUYHBIX PETMOHOB, BBIYHMCICHHBIC IS  HEMOJHBIX

nocienoBareabHocTei rena nadl mtIHK

[TomapHoe cpaBHEeHHE Fst (P) Nm D (£S.D.)
N. schikhobalowi / 0,93023 (P = 0,0000) 0,04 0,1542 (0,0146)
N. salmincola

N. schikhobalowi /
N. japonensis
N. japonensis /
N. salmincola

0,85622 (P = 0,0000) 0,08 0,1016 (0,0117)

0,94624 (P = 0,0000) 0,03 0,1560 (0,0143)

Cum. mpumeuanue k Tabmwie 8.

Jlnst onleHKu (UIOTEHETUYECKUX OTHOIIEHUH MEXAy 0Opas3liaMu U BBISBICHUS
IIPEEMCTBEHHOCTH MEX/y TalIOTUIIAMA HAa OCHOBE HEIOJIHBIX MOCJIEI0BATEIIbHOCTEN

rena nadl mt/IHK pexoHcTpympoBamu IpeBo MHHUMaIbHOW mpoTsbkeHHocTH (MST)
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(Pucynox 36). Ha moctpoernom MST npeBe Xopomio BUAHO, KaK TalUIOTHIIEI
TPYNIHUPYIOTCS B COOTBETCTBUU C BUAOBON MPUHAJICKHOCTHIO, 00pasysi MPOTSKECHHYIO
TarIOTUITHYECKYTO CETh.

Jus N. schikhobalowi u N. japonensis paccTosHHS MEKIy TralIOTHIIAMU
coctarysgeT oT 1 10 9 myranmoHHbIx maros, s N. salmincola — 1 — 5 myTanuoHHBIX
IIaroB, a MEXKAY BHJIAMH pPACCTOSIHHS Ha TOPSJOK BBIIIE MaKCUMAaJbHBIX
BHYTPUBHIOBBIX 3HaueHui. [arutotumner N. salmincola ¢opmupyror KoMmmakTHyr, HO
CJIOKHYIO KOH(DUTypaluo ¢ meHTpaiabHol (1-ro mopsaka) 3Be314aTodl CTPYKTYypou U
HECKOJBKMUMH mepuupuyeckumMu (2-ro mopsiiKa) 3BE3MYaTBIMH  CTPYKTYpaMHu,
MIPEITOJIOKUATEIHHO MPEAKOBBIMHU TSI KOTOPBIX SIBIISETCS TaruioTUn HS M rarmmoTuribn
H2, H56, H58, H30 cootBeTcTBeHHO. [IprMedaTesHO, 4TO B IIEHTPE TAITIOTHITHICCKOM
cetn HaHo(duerycoB Haxoagrcs ramiotunsl N. schikhobalowi, coenenennsie kak ¢ N.
salmincola gepe3 ramiorun H81 (pexa Mnmcras — Oacceiin o3epa Xanka), Tak u ¢ N.
japonensis ugepe3 ramnorun H113 (peka ITaBnoBka — Gacceiin peku Yccypu). B cetn
rariotunos N. schikhobalowi moxHO BbIeTUTh TpH 0cHOBHBIC usorpymsl (L1 — L3):
L1 — menTpanpHas 3Be3m4arasi CTpykrypa (npeakoBsid ramtotun H82, p. Mnucras), L2
— mepudeprueckas 3Be3auaras CTPYKTypa, oOpa3oBaHHAs TOJBKO TaIUIOTUIIAMHU W3
[MaBmoBku (mpeakoseiii ramtotun H113, p. ITaBnoBka), u L3 — muBeprupoBaBmiasi ot
ICHTPAIIBHOW CTPYKTYphI BETBb T'aIlNIOTUIIOB, BKJIFOUAIONIAs €IMHCTBCHHBIH OOIIMN TSI
nokaigpHbix momysastiimid - N.  schikhobalowi  rammorunm H102  (p. Wawmcras, p.
KomuccapoBka) (Pucynok 36). Ces3yromue ramtorunsl H81 u HE82, mpunamiexar
HaHO(UeTycaM, BbIJCICHHbIM M3 KapmnoBblx pbiO, H113 — u3 mococeBbix, a H102
SIBIISICTCS  ©IUHCTBEHHBIM TaIUIOTHIIOM, OOIIUM Uit TPEMaToJ W3 JIOCOCEBBIX U
KapIOBBIX PHIO-X035€B.

MJ-cetp st mocienoBatenpHocTel reda nadl mr/IHK B oOmiem Bume umeer
cxonctBo ¢ MST. Cetn neMoHCTpUpPYIOT C¢1a00 BBIPAKEHHYIO BHYTPEHHIOO
CTPYKTYUPOBAHHOCTh PETHOHAIBHBIX MOMYJISIUHN, TJ€ MPAKTUISCKU BCE TPYITUPOBKH,

TaK WJIHN MHA4€, OKA3bIBAIOTCA CBA3dHHBIMHU THIIOTCTUYCCKHMMMU TaIlJIOTUIIAMH (PI/ICYHOI(

37).



. 5 ~ . N

’ “ 6 /’ \\
K H121 5 H127 5 H130].* 7 H119 1 |
:I 4 ’ ' 1, \ '
! 4 H126 ,/ | H120;
ll 4I // \\\H118 ,/I
! , S
| H123 —S——H128
l| H125 ,/

1 7

L7 g

\ 4

\\?122\2 ,’,

Pucynok 36. MST-gpeBo ramioTHIOB HEMOJIHON IMOCHeA0BaTeIbHOCTH TreHa nadl
mt/IHK Nanophyetus. JIinHa BeTBel MpomoOpIMOHAIbHA KOJWYECTBY HYKJICOTHIHBIX
3ameH. [armuotunel, nmpuHamiekamnie N. salmincola u N. japonensis, o0o3HadyeHbI
(bHOIETOBBIM M PO30BBIM I1BeTaMu cooTBeTcTBeHHO. 'amtotuner N. schikhobalowi us
KomuccapoBku okpailieHbl B 3€JIeHbIN UBeT, MMcToN — cuHuii, [1aB1OBKM — JKEJITHIN.
lammoTunel 00pas3oB, BBIAEICHHBIX W3 TOJBSIHOB, OOBEIEHBI YEPHBIMU Kpyramu, U3
JICHKOB — 0e3 KOoHTypa. Pa3mep kpyra mpomoprvoHaneH YHUCITy OTXOMSIIUX OT HEro
CBSI3EH.
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Nanophyetus japonensis

Nanophyetus salmincola
Ha( )
H57() H_32

mv12

Pucynok 37. Memuannas ceth ramtotunoB reHa nadl Nanophyetus spp. XKemarbie

Kpyru o0OO03HA4arOT TarlOTUIBI, pa3sMep Kpyra NPONOPIUOHATIEH  YacTOTe
BcTpeuaeMocTu ramiotuna. KpacHele kpyru (mv) — TUINOTETUYECKUE TaIllJIOTHUIIBI,
creHepupoBaHHbie B mporpamme Network ver. 5.0.0.3.
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AHanu3 pacmpeneicHHs —IONApHBIX TEeHETHYeCKWX ommuuii  (mismatch
distribution) mokazan yHumomanbHoe pacnpencienue (Pucynox 38) ¢ BBICOKOIM
craructrueckor nojiepxkkoit st N. schikhobalowi u N. salmincola, n 6onee Hu3koii
mis N. japonensis (Tao0mumer 10, 11). Pacmpenenenue MOMapHBIX TI€HETHUYECKUX
OTJIMYMN [Tl JIOKaIbHBIX momysstiuid u nonysuuid N. schikhobalowi u3 pasusix Buos
pBIO-X035€B TaKkKe B IIEJIOM COOTBETCTBYET YHHMOJIAIbHOMY. MaKCHUMalIbHbBIE
CTaTHUCTUYCCKUE OTKJIOHCHHS (3HAYCHHSI WHACKCOB IIIEPOXOBATOCTH XapICHIUHTA
(HRI) u cpegnexBagpaTudyeckoro otkioHeHus (SSD)) oOHapykeHbI JJIsi BEIOOPKH M3
Wmnctort u [laBnoBku (Tabmumer 10, 11). MaTepecHO, 4TO M BBLICICHHON HaMH
bunernueckot smuuu L3, B ommuue ot L1 m L2, pacnpenenenue mnomapHbIX

T'CHCTHUYCCKUX I[I/ICTaHI_[I/Iﬁ HUMEII0 BBIpa)KeHHBIﬁ My.HBTHMOI[&J'IBHBIﬁ XapakTep.

A

0.15 1
01 A

005 |

N. schikhobalowi

10 20 30
MonapHble pasnuuns

N. salmincola

65-55-0-55-5

10 20 30
I'Ionaprle pas3nnyna

N. japonensis

10 20
MonapHble pasnuuus

30

b

Exp

---&-- Obs

Exp

---9-- Obs

---g-- Obs

02 -

0.12 4

0.08

0.04 -

MnucTasn

10 20
[MonapHbie pasnuuns

30

KomunccapoBka

MaBnoBka (L2)

MonapHble pasnuuus

Exp

---g-- Obs

Exp

---g-- Obs

Exp

---z-- Obs
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Ewp 0151 Exp
---g-- Obs ---g-- Obs
0.1 4
0,05 -
0, A
] 10 20 20
MonapHble pasnuuns [MonapHble pasnuuns
i 0.15 9 o
" Exp 4 N Exp
0.15 - |
o -8
onbsiHbI g~ Obs we-cr- Obs
01 A
0,05 -
0. " :b-e-e-e-e- -
0 10 20 30
MonapHble pasnuuns MonapHble pasnuymna

Pucynox 38. I'paduxu pacnpeneneHus MOMAPHBIX TEHETHYECKUX PAMUUANA IS
rarIoTUIIOB HEMOJIHOM mociegoBaTenbHocTH rena nadl mtIHK Nanophyetus spp. u3
pa3IMUHbIX TeorpaduuecKux peruoHoB (A); 1aabHEBOCTOUHBIX JIOKAMUTETOB (b); BUI0B
pi0-x03sieB (B) u ¢unernueckux nuuuii (I'). CnmomHas JUHUS — TEOPETUYECKU
OXKHMJaeMasi 4acToTa IMOMApPHBIX Pa3IMuUi JJIsi TOMYJALUU C SKCIOHEHIUATbHBIM
pPOCTOM, TyHKTUPHAS JIMHUS — PEIbHO HAOJII01aeMas 4acToTa.

3navenus cratuctuku Tamkumbl D s N. jJaponensis, mokaneHbix momyssiiuii N.
schikhobalowi pex Wnucroit u Komuccaposku, a Taxke Boibopku N. schikhobalowi us
rOJbsHOB HE JOCTUIJIM YpPOBHS CTaTHUCTUYECKOW 3HauMMOCTH. OJHAKO, pe3yJbTaTbl
Fu’s FS Tecta Ha CeNEKTUBHYIO HEHTPaIbHOCTh TOKa3aJld BBICOKHE, JOCTOBEPHO
OTpHUIIATEIbHBIC 3HAUCHUS JJIsI HAHO(PUETYCOB U3 BCEX reorpaduueckux peruoHoB (T.e.
BUJIOB) M JIOKQJIbHBIX MOMYJISIIUHN, 32 UCKIIIOUeHHEeM ¢uiorpynmnsl L3 u BBIOOpKH U3
rojbsiHoB (Taomuer 10, 11).

[Tapametp T, omeHuBaromuii BpeMs Hadaia skcrancuu, jius N. schikhobalowi
cocraBun 6,/7539 (npu 5% oTkinoHeHuu). s yCTAHOBJIEHUSI BpPEMEHU

MOMYJISILIMOHHON SKCIIAHCUU HCTIONb30BaNIK (HopMyIty T=2ut, Iie U — CKOPOCTh MyTaIliH,
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a t — Bpems TUBEPIreHITNU B TTOKOJICHUsIX. [10CKOIBKY B HAacTOsIIEE BpeMsi HEBO3MOYKHO
TOYHO OIICHUTh HH CKOopocTh MmyTanuu MTJHK HaHOQUETYyCOB, HU CPEIHIOI
MPOJIOJDKATEILHOCTh WX TOKOJIEHWH, MBI BOCIOJB30BAINCH JAaHHBIMH OTByAa C
coaBropamu (Attwood et al., 2008), cornacHo KOTOPBIM CKOPOCTh HYKJICOTHIHBIX 3aMEH
paBHa 2,5% Ha MJIH. JIET JJIs YaCTHYHOW TocjenoBareabHOCTH TeHa CoX1 Schistosoma
mansoni, a B mepepacuere mmst rena nadl — 2,8% (t.e. 8,96+10° 3amen/caitr/ron) u
BpeMsl JKM3HM TIOKOJICHUS paBHOe | romy. B COOTBETCTBHH C TEPEUNCICHHBIMU
JOMYIICHUAMH, AeMorpaduueckas dKcrnancus HaHopueTycoB npoucxoamna 195 — 380
TBIC. JIET HA3a/ cpa3y Mocie MPOCTPAHCTBEHHOM 3Kcmancuu, nmesiieit mecto 280 — 500
TBIC. JIET Ha3al, B OJHOM M TOH ke mociieqoBaTeabHOCTH N. schikhobalowi — N.
japonensis — N. salmincola (TaGmumer 10, 11). BpemeHHbIE  OIEHKH
naeMorpaduuecKoro pocra Ijs JOKalIbHBIX nmonyisaiuii u Beioopok N. schikhobalowi us
pPa3IMYHBIX BUJOB PbIO-X035€B OTIMYAIUCH. JlaTUPOBKU COOBITUN MOIMYJISIITUOHHON
OKCITAHCHUH, TIPOUCXOUBIIEH B JIOKANBHBIX Momysnusx pek KomapoBka m Wmucras
(Oacceiin 03. XaHka), HAMHOTO MPEBBIIIAIM TAKOBBIC ISl TOKATHHOW MOMYJISIUUA U3 P.
[TaBmoBka (Oaccelin p. Yccypu). IIpocTpaHCTBEHHasl 3KCHaHCUs [JIsi BBIOOPKH W3
pa3HbIX BHUJIOB PBIO-XO35I€B JATHUPYETCS OJHUM BPEMEHEM, OJHAKO JeMorpaduueckas
OKCIAHCUsI BBIOOPKU M3 JICHKOB (JIOCOCEBBIC) 3HAUUTEIHLHO OINepekaja TaKOBYIO s
roibsiHoB (kaproBbie) (Taomumbr 10, 11). Ha moctpoennbix B BEAST npepax, mis
OJIHOBPEMEHHOU OIIEHKU BPEMEHHU JUBEPTECHIINH PHIO U TPEMAaTo/l, MOKa3aHO, YTO BHUJIbI
Nanophyetus cdopmupoBamucy mnpumepHo — 2 — 5 MIH. JeT Ha3al, IOYTH
OJTHOBPEMEHHO CO CBOMMHM OCHOBHBIMH IMPOMEKYTOYHBIMU XO35I€BAMHU — JIOCOCEBBIMHU

peioamu (B mpenenax 5 — 6 miaH.JILH.) (Pucynok 39).
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Nanophyetus spp.
Crarucrika FS_CT,a THCTIRA [TapameTpsl nemorpadudeckor IKCIIaHCHH CrarucTuyeckrue KpuTEepuu Coryiacus
BhiGopka D TamxkuMmsr (Fu’s TecT)
D P Fs P T 0, 0, t SSD P HRI P

Komuccapoka -1,329 0,079 | -10,41 | 0,001 6,150 | 1,190 | 99,121 340000 0,0023 | 0,76 0,0053 0,94
WUnucras -0,317 | 0,387 | -3,197 | 0,033 | 6,988 | 0,000 | 99999,0 389500 0,0162 | 051 | 0,0401 0,62
[TaBnoBka (L2) -1,708 | 0,030 | -5,105 | 0,006 2,257 | 0,000 | 124,53 125000 0,0343 | 0,24 | 0,02074 0,95
Jlenku -1,457 0,053 | -22,67 | 0,000 7,451 | 0,404 | 119,17 415000 0,0007 | 0,96 0,0040 0,99
TobAHbI -0,653 | 0,298 | -2,641 | 0,055 | 5,291 | 0,004 | 99999,0 295000 0,0099 | 0,90 | 0,0280 | 0,94
L1 -1,509 0,058 | -9,239 [ 0,002 8,789 | 0,000 | 99999,0 488000 0,0013 | 0,93 0,0091 0,91
L3 -0,990 | 0,159 | -0,000 | 0,492 4,607 | 4,642 | 25,566 255000 0,0330 | 0,30 0,0833 0,19
N. schikhobalowi -1,440 | 0,045 | -24,66 | 0,000 | 6,775 | 0,000 | 491,88 380000 0,0073 | 0,08 | 0,0042 0,99
N. japonensis -1,756 | 0,949 | -5,505 | 0,010 4,046 | 1,345 | 88,438 225000 0,0089 | 0,51 0,0228 0,58
N. salmincola -2,158 | 0,002 | -25,48 | 0,000 5,068 | 0,145 | 130,78 195000 0,0003 | 0,85 0,0114 0,78

D u Fs — unaexcsl HeWTpanbHOCTH, P — ypOBHM JOCTOBEPHOCTH, T — BpeMeHHON K03 duinent, t — Bpems 3kcrnancuu, 0o u 61 — MyTalluoHHBIE
napaMeTphl Ha Ha4aJbHOM M KOHEUHOM JTarax pocTa YMCIeHHOCTH nonyisiun, SSD — cpenHexkBaaparnynoe oTkinoHenue, HRI — unaexc

MEePOXOBATOCTH Xapr[eHzera. )KI/IpHBIM I_HpI/I(i)TOM BBIJACIICHBI CTATUCTUYCCKHN HC MMOATBCPKACHHBIC 3HAUCHUA.
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Tabmuma 11. [TapameTpsl MPOCTPAHCTBEHHOMN 3KCIIAHCHH, BEIYHMCIICHHBIE JIJIS HETOIHOW TocienoBaTenbHOCTH reHa nadl mt/IHK

Nanophyetus spp.
o DCTFa:;Xc;IT/Il;Idlfll FS-C(TFauT’I;ICTTeIZIf)l [TapamMeTpbl IPOCTPAHCTBEHHOM SKCIAHCUH |  CTaTHCTHYCCKUE KPHTEPUH COTIIACHS
D P Fs P T 0 M t SSD P HRI P

Komuccapoka -1,329 | 0,079 | -10,41 | 0,001 8,879 | 1,838 | 83,4233 495000 0,0025 | 0,80 0,0053 0,98

Wnucras -0,317 | 0,387 | -3,197 | 0,033 9,586 | 0,010 [ 99999,0 535000 0,0162 | 0,56 0,0401 0,71

[TaBnmoBka (L2) -1,708 0,030 | -5,105 0,006 4984 | 2,539 | 99999,0 279000 0,0114 | 0,63 0,0207 0,93

Jlenku -1,457 | 0,053 | -22,67 | 0,000 | 10,178 | 1,186 | 152,471 568000 0,0009 | 0,85 0,0040 0,99

TonbstHbI -0,653 0,298 | -2,641 0,055 8,787 | 0,010 | 99999,0 490000 0,0099 | 0,82 | 0,02806 0,90

L1 -1,509 0,058 | -9,239 0,002 8,789 [ 0,001 | 99999,0 489000 0,0013 | 0,98 0,0091 0,96

L3 -0,990 | 0,159 | -0,000 | 0,492 4,607 | 4,612 | 10,549 270000 0,0308 | 0,46 0,0833 0,31

N. schikhobalowi -1,440 0,045 | -24,66 0,000 8,934 | 1,295 | 159,797 500000 0,0009 | 0,72 0,0042 0,94

N. japonensis -1,756 0,949 | -5,505 0,010 6,797 | 1,741 | 88,9937 380000 0,0092 | 0,54 0,0228 0,63

N. salmincola -2,158 | 0,002 | -25,48 | 0,000 5,068 | 0,478 | 610,578 283000 0,0003 | 0,77 0,0114 0,79

CwMm. npumeuanue k Tabmmie 10.

M — 9uciI0 MUTPAHTOB.
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Oncorhynchus keta NC017838
Oncorhynchus gorbuscha EF455489g
Oncorhynchus nerka EF055889
Oncorhynchus masou masou DQ864465

- Oncorhynchus mykiss LC050735 #——
'GZOncorhynchus clarkii henshawi AY886762

/
Oncorhynchus kisutch EF126369 ‘\\7
Oncorhynchus tshawytscha AF392054 \\

F i

Nanophyetus salmincola
AY269600 - AY269690

£ E—— 0,96

Salmonidae

0.94 1 ISaIvelinus fontinalis NC000860 Nanophyetus schikhobalowi 0.76
'L Salvelinus leucomaenis NC022844 c LT555380 - LT555399
LT797797-LT797812
~ 0.99
—
7 e

: 1E Brachymystax lenok NC018341 $j—
' . : 0.50 d
lanophyetus japonensis |
? \ LT796187-LT796200 () gg o5

Hucho taimen KJ711550 #—
Thymallus thymallus NC012928

d = i — Coregonus ussuriensis NC0221813 -
- Sofidee i Mesocottus haitej NC022181#
' . . _éE Phoxinus oxycephalus NC027273 Haplorchis taichui KF214770
Cvorkid - R74 S — Phoxinus steindachneri AP009148 %
YPINIGass 1 ke Trib0lOGON hakOnENSTS AB626855

v &

: - he—— Richardsonius balteatus AP012106
[l . .

 Dallia pectoralis AP004102
90 80 70 60 50 40 30 20 10 0 Ma 0 1 2 3 4

Pucynok 39. ®unoreHernyeckue JIpeBa ¢ BBIYMCIACHHEM BpeMeHW auBeprenunnn Nanophyetus Spp. M uX HpOMEXYTOUHBIX
X03s5€B, OCHOBaHHBbIC HA CPaBHEHHWH HEMOJHBIX MOCieaoBarenbHOoCTell reHa Nadl. 3HaueHWs amoOCTEPUOPHBIX BEPOSTHOCTEH
(BEAST) Gonee 0,7 moka3aHbl B y3JIaX BETBJCHHS, CEpble M CHHHE NPIMOYTOJbHMKH — 95% wuWHTEepBaibl HaWMBBICIICH
anoCTepUOPHON TJIOTHOCTH OIIEHOK BPEMEHHM CYIIECTBOBAHUSA Kiiajl. JIiMHa HYKIICOTHAHBIX TOCeq0BaTeIbHOCTEN — 972 m.H. JyIs
pe10; 600 m.H. — st Nanophyetus spp.
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Ananu3 0aiieCOBCKMX KOHTYPHBIX JHAarpaMM CO CPEIHHM H MEAHAaHHBIM
sHaueHUeM N¢T JIeMOHCTpPHpYEeT Hajauuhe OOIIero TpeHAa pa3BUTHS IOMYJIAIUI
HaHoduerycoB (Pucynkm 40, 41, 42). HaOmomaercs mnoBbimieHne 3((eKTHBHON
YHCIIEHHOCTH, HaXO/IAIICHCS B OTpHIIATeIbHOM anarna3one. Ha rpadukax, mocTpoeHHbIX
s N. schikhobalowi, mokasano, uro 250 — 100 ThIC. JIeT Ha3aa MPOMCXOINIIO IIJIABHOE U
YCTOMYMBOE TMOBBIIICHHE YHCACHHOCTH TpPEMAaTOJl, HO 3HAaYCHHE eBa JOCTUIaeT
HOJIOKUTENBHOTO, a nocieaaue 100 Teic. JeT, HA0OOPOT, OTMEYACTCs CTaOMIBHOCTH

nomyJsiun 1 3amesienne pocta (Pucynox 40A, Bb).

A b

1.E0 1.E0

1.E-2] 1.E-2

1.E4 . . . . 1.E4
0 50 100 150 200 0 50 100 150 200
Bpewms, TbiC. neT Bpems, TbiC. net

Pucynok 40. baiiecoBckue KOHTYpHBIC JHArpaMMbl, MOCTPOCHHBIE i HEMOJHBIX
nocnenoarenbHocTeid MTJJHK N. schikhobalowi. T'paduk mnokassiBaeT u3MeHeHue
nokazatenss NeI (mpousBeneHue d>PEPEKTUBHON  UYUCICHHOCTH MONYJIALMA U
MPOJIOJKATETLHOCTH OJHOIO TOKOJIEHHs) ¢ TedeHueM BpemeHH. CIUIomHAas JTUHUS —
menuana (A) u cpeanee 3HaueHue (b) mokaszarens NeT, 3areMHeHHBIH ydacTok — 95%
VMHTEPBaJ HAMBBICIIEH alIOCTEPHUOPHON INIOTHOCTU PACHPEAEIEHUS OLIEHOK.

batiecoBckue konTypHble auarpammbl uis N. salmincola pemoncTpupyrooT poct
s pekTuBHON YMCIeHHOCTH momnyisuuu Ha"Hodueryca 120 — 40 Twic. JeT Hazam,
ocobenHo B auamnaszone 60 — 40 Tric. et (Pucynok 41A, B). I'paduk ¢ ucrnonp3oBanuem
MEMaHHBIX 3HAYCHUH XapaKTepU3yeTcs 00Jiee Pe3KUM CKauKOM IMOMYJISIIHOHHOTO POCTa
(Pucynok 41B). ITocneauue 40 ThIC. JI€T UACT CTAOMIN3AIUS YUCACHOCTH MONysiiuy. B
orimumune ot N. schikhobalowi u N. japonensis N.T N. salmincola nmeeT nonoxxurenbHbIe

3HA4YCHMUA.
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1.E1 1.E1

0 25 50 75 100 0 25 50 75 100
Bpems, Thic. net Bpewms, TbIC. net

Pucynok 41. baiiecoBckue KOHTYpHBIE IUarpaMMbl, IOCTPOCHHBIE [Jisi HEMOJIHBIX
nocnenoBarenbHocTeid MTIHK N. salmincola. T'paduk mokaspiBaeT w3MEHEHUE
nokazarenst NeI  (mpousBeaenue dPGEKTUBHON  YUCICHHOCTH TOMYNSAIHMA U
POJOJKUTEIBHOCTH OJHOTO TOKOJEHMs) C TeueHHeM BpeMeHu. CIUIoIIHAas JIMHUS —
meauana (A) u cpeanee 3nadenue (b) mokazarens N.T, 3aTemHeHHBIH ydacTok — 95%
MHTEpPBaJl HAUBBICLIEH allOCTEPUOPHOM MIIOTHOCTH PACHPEECIICHUS OLICHOK.

BaitecoBckue koHTypHble auarpamMmmbl A u b Ha Pucynke 42 neMOHCTpHUpYIOT
MOCTEIIEHHOE yBeMYeHHe YnciacHHocTH N. japonensis, HagyaBieecst 0kojio 175 TeIc. JieT
Ha3aJ U NpoAOJDKAIOIIEecs O HACTOSILIEro BpeMeHH, ogHako 3HaueHus NI moka He

IIPEBBIIAIOT HYJIEBBIX MTOKA3ATEIEN.

1.E07 1.E0
0 0
1.E-2 1.E-2
1.E44 - T v v T T 1.E4 4 v v r T T T
0 25 50 75 100 125 150 0 25 50 75 100 125 150

Bpewms, Tbic. net

Bpewms, Tbic. net

Pucynok 42. baiiecoBckue KOHTYpHbIE AHarpamMmbl, MOCTPOCHHbBIE ISl HEIMOJIHBIX
nocienoBatenbrocteit MTJJHK N. japonensis. I'paduk mnokaspiBaeT H3MEHEHUE
nokazarenst Nel  (mpousBeaeHue SPQPEKTUBHON  YUCIEHHOCTH TOMYNALMA U
IPOJOJDKUTEIBHOCTH OJHOTO TOKOJEHMs) C TeYeHHeM BpeMeHU. CIUIOIIHAs JIMHUS —
meauana (A) u cpennee 3nauenue (b) mokaszatens NeT, 3areMHeHHbIl ydacTok — 95%
MHTEPBaJl HAUBBICLIEH allOCTEPUOPHOM IIIOTHOCTH PACHPEEIICHUS OLICHOK.
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3.2.2. XapakTepucTuka nojaHopasmepnoro resa nadl N. schikhobalowi

B HacTosmieil paboTe OblLIa OmpeieicHa IOJHOPa3MEPHas IOCIEI0BATEILHOCTE
rena nadl, komupyroomero mepByo cyobeauaniny NADH-geruaporenassr  N.
schikhobalowi mmuno#t 897 m.H. CpaBHHTENBbHAs XapaKTEPUCTUKA MOJHOPA3MEPHBIX
nocienoBarenbHocTeit reHa nadl N. schikhobalowi u apyrux BHIOB miockux uepsei,

noctymHbIX B GenBank, npusenena B Tabnwme 12.

Tabnuua 12. CpaBHuUTENbHAS XapaKTEPUCTUKA MOJTHOPA3MEPHBIX MOCIEAOBATEIIbHOCTEN

rera nadl u koaupyemoro um Oeika

Bun Pa3zmep Pa3zmep Yacro
HYKJI-BIX AT/GC aMHUH-bIX ucnonszyemsie | RSCU
nocinea-crei nocinea-crei KOJIOHBI
reHa I1.H. Oenka
. . UUU(F) - 22 1,83
Nanophyetus schikhobalowi 897 1,50 209 UUA(L) - 15 2.05

Paragonimus westermani 888 1,02 296 88885; ig 12636

UUU(F) - 33 1,89
Echinostoma hortense 1,81 300 UUG(L) - 23 3,29
UGU(C) - 16 1,88

UUU(F)-38 | 1,95

Fasciola hepatica 1,86 300 UUG(L) - 29 3,95
GUU(V) - 29 2,83

900 UUU(F) - 38 2

Fasciola gigantica 1,72 300 UUG(L) - 33 4.3

GUU(V)-32 | 3,05

UUG(L)-34 | 1,04
Fascioloides magna 1,59 300 UUU(F)-31 | 4,34
GUU(V)-24 | 2,34

UUU(F)-30 | 1,94

Haplorchis taichui 903 1,51 301 UUG(L)-21 | 2,63
GUG(V)-18 | 1,89
Metorchis orientalis 900 1,52 300 UUU(F) - 32 1,94

GUU(V)-17 | 1,79

UUU(F) - 24 15
Metagonimus yokogawai 906 1,29 302 UUG(L) - 17 2,22
GUG(V) - 18 1,89

UUU(F)-33 | 1,78

Clonorchis sinensis 1,65 300 UUG(L) - 17 2,17
AUU()-16 | 218

900 GUU(V) - 15 2,07

UUU(F) - 31 1,88

Opisthorchis viverrini 1,59 300 GUG(V) - 18 1,8

GUU(V) - 16 1,6

RSCU (anrn. Relative synonymous codon usage) — mokasareib mpearnoYTUTeIbHOCTH B
UCIIOJIb30BAHUU CHHOHMMHUYHBIX KOJOHOB
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Pasmep HYKJICOTHAHBIX TOCIEHAOBaTeIbHOCTEH TeHa Nadl BapeupyeT oOT
muHuManbHoro 888 m.H. (P. westermani) no makcumansHoro 906 m.H. (M. yokogawai).
WutepecHo, uto y npeacraBurencii HaacemeiictBa Gorgoderoidea (N. schikhobalowi, P.
westermani) mocinenoBatensHOCTH NAdl cambie KOpoTKUe B jJaHHOW BbIOOpKe. ['en AT-
oorateiii, otHomenne AT/GC B cpennem 1,55, ¢ MuHUMabHBIMHM 3HaueHUussMu 1,02 u
1,29 y P. westermani u M. yokogawai cooTBEeTCTBEHHO M MakcuMaibHBIM — 1,86 y F.
hepatica. ITo yacToTe HCIIOJB30BaHMS KOJOHOB TPEMATOIbl HUMEIOT OIPEICICHHBIC
pazmuuusi. beccnopuo nomunupyromum spisietcss kogod UUU(F). B otnuuue ot npyrux
BusoB y N. schikhobalowi ¢ Beicokoit wacToroit ucrionb3yercs UUA(L).

JlpeBo, OCHOBaHHOE€ Ha CpPaBHEHUHM TOJHOPA3MEPHBIX aAMHUHOKUCIOTHBIX
MOCJIETOBATEILHOCTEH C BBICOKMMH YPOBHSMH CTATHCTHYECCKOW TOIACPKKH (HMHICKCHI
oyrcrpen-noaaepxkku Obumn oT 70 mo 100%) B y3max BETBJICHHS, OIPEACIIUIIO
nonoxenne N. schikhobalowi, kak ©Haunbosee OJM3KOPOACTBEHHOTO CEMEHCTBY
Paragonimidae. Ilpuuem cemetictBa Troglotrematidae w Paragonimidae oOpa3yror
obmryro kmagy ¢ cemeiicrBamu  Opisthorchiidae u Heterophyidae, a cemeticTa

Echinostomatidae u Fasciolidae — cratucTudyecku moaaepKaHHyl0 CECTPUHCKYIO KIIaTy
(Pucynok 43).
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100/65 Opisthorchis viverrini JF739555]
70/100) ﬂmrehis orientalis KT239342
100/100 Clonorchis sinensis JF729303 | o oicthorchiidae
73/- Opisthorchis felineus EU921260
Metagonimus yokogawai KC330755 |
76/60 o Haplorchis taichui KF214770 Heterophyidae
/ 100/98 Nanoph_yetus s'chfikhobalowi MH319388 | Troglotrematidae
Paragonimus ohirai KX765277
71 100/99 Paragonimus westermani AF219379 L
83(93 {Paragonimus westermani KM280646 Paragonimidae
98/90 Fasciola gigantica KF543342
100/94 {Fascfola hepatica AF216697
Fascioloides magna KU060148 Fasciolidae
7 / Fasciola jacksoni KX787886
70/87 ELE Echinostoma hortense KR062182 | Echinostomatidae

d
0.050

Pucynok 43. @ujoreHeTuyeckoe JpeBO, PEKOHCTPYMPOBAHHOE Ha  OCHOBE
AMUHOKHUCIIOTHBIX MOcJeAoBaresibHOCTeN nepBoit cyobenuunibl NADH-nernaporenasst
METOJIOM MaKCHUMaJIbHOTO MPaBAONOI00MS U METOJOM O0OBEAUHEHUSI coce/iei. 3HaUeHUs
oyrcTpen-noaaepxku Oonbime 50 mokasanel B y3iaax BerBiaeHus (NJ/ML). IlBerom
BBIJICJICHBI OTJCIBHBIC KJaJbl, COOTBETCTBYIONIME MOMOTpsaaMm, cepbiii — Xiphidiata,
po3zoBsiii — Opisthorchiata, senensrit — Echinostomata.

3.2.2.1. Moaensb oeaka nepsoii cyobenmaunbl NADH-nermaporenassl N. schikhobalowi

BnepBble myis TpemaToa ObUIM TMOJY4YEHBbI TPEXMEpPHBIE M JIBYXMEpPHAs MOJEIU

nepBoit cyowseaunuisl NADH-aeruaporenassr N. schikhobalowi (Pucynku 44, 45, 46).

Pucynok 44. TpexmepHas monenb nepoid cyobenunuubl NADH-gernnporenassr N.
schikhobalowi. Pangyxxnas okpacka mzoOpaxenuss N — C terminus (The Phyre2 web
portal for protein modeling, prediction and analysis).
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[IporHo3upyemblii cailT CBSI3bIBaHHMSI MOJIEKYJbl nepBoi cyOwbenunuiisl NADH-

neruaporenassl N. schikhobalowi oGpa3oBaH ceMbl0 aMHUHOKHCIOTHBIMH OCTATKaMHU
(LEU — 189, CYS — 190, GLU — 191, CYS — 192, ASN — 193, ASP — 198, 199 — TYR)
(Pucynoxk 45).

Pucynok 45. CaliT cBsi3pIBaHHMS C TE€TEPOTCHHBIM JIMTAHIOM (OKpalieH CHHHUM),
OTOOPaXKEHHBIN Ha TPEXMEPHOU Mojenu nepBoit cyoreannuisl NADH-aerunporenassi
N. schikhobalowi. ITpencraBinerHo HECKOIBKO BAPHAHTOB BU3YAJIU3AIINH.

288  aMUHOKUCIOTHBIX  ocTatkoB  (96%  mocnegoBaTeNbHOCTH)  OBLIH
cmozenupoBanbl ¢ goctoBepHocThio 100% u ¢ 30%-cxonctBom ¢ monekyinoit NADH
MiekonuTamux. 82% Oenka cocTaBisioT anbda crmpanu, 65% — TpaHCMeMOpaHHBIC

crnMpai, 0eTTa-CKIaI4aToro ¢jios He oOHapyxkeHo (Pucynox 46).
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A MeTtna
N-Terminal I I I V VI I

I /—\ /—\ /_\ |X C-Terminal

Extracellular /_

11

s1

]

97 161 173 242 246 206

93

53 54 et} 56 57 58

127 151 152 212 it
Cytoplasmic
I U v \
v VI

71 ] Progl lenbrane

b VIII Cnupanb
S1-15, 27; | -4,5;
S2 - 73, 84, 89, 92; Il - 35, 36, 45, 51, 53, 56, 58, 60, 64, 66-68,70;
S3-102, 107, 109, 112, 117; - 95;
S4 — 136, 137, 140, 141, 144, 149, 1V —124,125, 127
153, 158: V - 163, 168, 170, 171;
S5 — 185. VI - 194, 197, 204, 206, 207.

Pucynok 46. CxematnuHoe wusoOpaxkenue (2D) TpaHcMeMOpaHHOTO pPaCIOIOKEHUS
nepsoit cyoseaunuiiel NADH-neruaporenassr N. schikhobalowi (The Phyre2 web portal
for protein modeling, prediction and analysis) (A), ¢ o0o3HaYeHHEM JIOKAIU3AIUH
aMUHOKHCIIOTHBIX 3aMeH B Kaxkaoi criupanu (b). S1 — S8 — TpancMeMOpaHHbIe criipalu;
| — IX — nmernu. CaiiThl ¢ aMMHOKHUCIOTHBIMU 3aMEHaMU yKa3aHbl B COOTBETCTBUU C
Pucynxowm 33.

BONbIIMHCTBO ~ aMUHOKUCIOTHBIX  3aME@H  TPU  CPaBHEHUM  HEIMOJIHBIX
nocienosareiabHocTerd N. schikhobalowi ¢ N. salmincola u N. japonensis pacrnosararoTcst
HepaBHOMepHO. Camoil BapuabenbHOM metiiei okazanack netis |l. TpancmeMOpaHHbIe
CIIMpaId B IIEJIOM COJIEPKAT MEHbIIIE aMHHOKUCIIOTHBIX 3aMeH (PucyHok 46).

Jlnst aHanmu3a CTPYKTYPHBIX U (DYHKIIMOHAIBHBIX CAaWTOB OBLJIO HCIIOJIH30BAHO
HECKOJIBKO TMOJX0/10B. YacTh aTOMOB B aMHMHOKHCIIOTHBIX OCTaTKaX MOTYT HaXOJUThCS
cnumkoM 65m3Ko Apyr K apyry. Ha mpencraBnennoit mogenu (Pucynok 47A) octaTku
OKpalieHbl (OT CHHEr0 K KpPacHOMY) B 3aBHCHUMOCTH OT KOJHUYECTBAa BO3MOXHBIX
CTONKHOBeHW# Apyr ¢ gapyrom (aumria. clash analysis). Bombimoe komndyecTBo
CTOJIKHOBEHHM MOJKET O3Ha4yaTh «IJIOXOE» pa3MelIieHre OOKOBBIX IIeTed WJIN
HEMpaBWIbHBIA (QOJIUHT B JaHHOM YyyacTke. Kputepuu CTONKHOBEHUS OCOOEHHO
CTpPOTH. AMUHOKHCIOTHBIE OCTaTKM Ha MOJEIH JIekKaT B ONarompusTHBIX (CHHUX),

pa3pelieHHbIX (3€JIGHBIX) WM 3alpelleHHbIX (KpacHbIX) o00JacTax I0 Kapre
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Pamauannpana (anrn. Ramachandran analysis). KpacHblii 1BeT yka3piBaeT Ha
AMUHOKUCIIOTHBIE OCTaTKH, BO3MOXKHO, «HUMEIOIIME MpoOJIEeMb» C BpallleHuEM
topcnoHHBIX yIiIoB O/Y (PucyHnok 475). Yron ® — yroxn BpameHus BOKpyr cBsi3u N-Ca;
yron ¥ — yron Bpamienus Bokpyr cBsizu Ca-C(O). AMHUHOKUCIIOTHBIC OCTaTKH B OCIIKE HE
OJIMHAKOBO BaxkHbl. HekoTOphle M3 HUX HEOOXOAMMBI JJIs MOJJACpPKAHUS MPABHILHON
CTPYKTYpHI U (PyHKLIMH, TOTJIa KaK JIPyrue, MOTyT OBITh JIETKO 3aMeHeHbl. [Iporpamma
Phyre2 ananu3upyer KOHCEPBATHMBHOCTH IOCICIOBATEILHOCTH (aHIJI. CONservation
analysis) ¢ UCIOJIb30BaHUEM TEOPETUKO-UH(POPMAIIMOHHOTO MOJIX0/4a, OCHOBAHHOTO Ha
pacxoxaenuu Jlxencena-Illranona (Capra, Singh, 2007). YyacTku, OkpaiieHHbIE CHHUM
[[BETOM, XapaKTEPU3YIOTCS HU3KOW CTENEHbIO KOHCEPBATUBHOCTH, KPACHBIM — BBICOKOM
(Pucynok 47B). BapuaOenbHble 00JaCTHM BaXKHbl 711 (PYHKIMOHUPOBAHUS MHOTHX
OCJIKOB, TIOCKOJIbKY OHHU SBJISIFOTCS JauHamMuuecku rubkumu (Pucynok 471).
[TporuosupoBanue BapuadbenpHOcTH (aHri. disorder prediction) MOXXKET CTaTh IEHHBIM
WHCTPYMEHTOM [UJISl  OTpEJCNICHUs] HECTAOWJIBHBIX YYacTKOB, MPEMATCTBYIOIINX
yclelHOW KpucTtaymn3anuu Oenka. Ha Monenu orobpaxeHa rpajaius 1BeTa OT CUHEro
(KOHCEpBAaTUBHOCTH) K KpacHOMY (BapuadenbHOCTh). CTpykTypa O6enka N. schikhobalowi
XapaKTepU3yeTcs CpeJHEil CTeNeHbl0 BapuadesIbHOCTH/KOHCEPBATUBHOCTH, MPUMEPHO
50/50%. Nuctpyment SuSPect ObL1 MCMONB30BaH IS MPEACKA3aHUS TOTO, MOTYT JIU
MHUCCEHC-MyTallud B MCCIEyeMOM Oelike UMEeTh (PYHKIMOHAIbHBIN/(DEHOTUITNYECKUNA
abdext ¢ tounocterro Oonee 80% (Mutational sensitivity). [lo3umum oxpaiieHbl B
COOTBETCTBUH CO cpeaHuM dpdextom 20 BO3MOKHBIX MyTallUii B JTaHHOM TIOJIOKEHUH,
OT (PMOJIETOBOTO M CHUHEro LBeTa — clnadbiid 3pdexT, k KpacHOMY — cuibHbIA (PUcyHOK

47]1). benok cnabo moaBepKeH MyTAIIMOHHBIM U3MEHECHHSIM.
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Pucynok 47. Pe3synpTaThl aHalv3a CTPYKTYPHBIX W (YHKIMOHAIBHBIX CaiTOB,
OTOOpaXKEHHbIE Ha TPEXMEPHBIX MOJACISIX TIepBoit cyoreaunuiibl NADH-neruaporenasbt
N. schikhobalowi: anamu3 cronkunoBenuit (clash analysis) (A); ananu3 Pamauanapana
(Ramachandran analysis) (b); ananu3 koHcepBatu3ma (conservation analysis) (B);
nporuosupoBanue Hapyirenui (disorder prediction) (I'); 4yBCTBUTEIBHOCTD K MYyTaIHSM
(mutational sensitivity) ().
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I''TIABA 4. OBCY/KJIEHUE

4.1. OcobeHHOCTH pacnpeaeeHUsi TEHETUYECKOT0 Pa3HO00pa3usi BHYTPHU U MY
Buaamu poaa Nanophyetus

B mHacrosiieir pabore Mbl cpaBHuBaim Nanophyetus spp. u3 Poccuiickoro
HanbHero Bocrtoka, fAnoHckux octpoBoB M CeBepHOM AMEpPUKH C MOMOUIBIO
MYJIBTUIIOKYCHBIX MOJICKYJISIPHBIX JJAHHBIX. BHYTpeHHHE TpaHCKpUOUpYyEMbIE Crierhcephl
(ITS1 u ITS2) pAHK nHaunbosee yacTo UCHOJIB3YIOT KaK MapKepbl sl TUCKPUMUHAIIUU
BHUJIOB TpEMaToJl, MO0 KaK KPUTEpHUl BHYTPUBHUIOBON T'€HETUYECKOM W3MEHUYHMBOCTU
(Bazsalovicsova et al., 2010; Razo-Mendivil et al., 2010; Sanabriaa et al., 2011;
Thaenkham et al., 2012), mosToMy MbI ONUPATKUCh, IPEXKIE BCETO, HA JAaHHBIC IO TOMY
Y4acTKy. YPOBHU HYKJICOTHAHBIX otiauduii 1TS1-5,8S-ITS2 mociaemoBarensHOCTEMH
MEXJy PETHOHAIBHBIMU TMOMYJSAIUSMH COOTBETCTBOBAI YPOBHSM  MEKBHUIAOBOM
JTUBEPTeHITNM, HAOJI0IaeMOM B pa3jIMUHBIX TakcoHax Tpematoj (Morgan, Blair, 1995;
Tkach, Snyder, 2007, 2008; Brant, Loker, 2009; Snyder, Tkach, 2011; Curran et al.,
2013; Kasl et al., 2014). Kak npasuio, BayTpuBuaoBas muddepenmuanus aas ITS1-
5,8S-ITS2 p/IHK mmockux depseit He npeBbiaeT 1%, X0Ts U3BECTHBI M 00JIee BHICOKHE
ee ypoau (Nolan, Cribb, 2005; Chen et al., 2007a; Kasl et al., 2014; Atopkin et al.,
2015). Iuseprennus mexay N. salmincola u N. schikhobalowi ¢ N. japonensis Hamuoro
OosbIIe, YeM MX BHYTpHBUAOBas nuddepenumanus, u gocruraer noutu 14% B ITS1-
5,8S-ITS2 pIHK, yka3biBasi, 4TO0 OHU ACHCTBUTEIHHO MPUHAJJICKAT Pa3HBIM BHIIAM.
JHuseprenmmst mexay N. schikhobalowi u N. japonensis 3HaunTensHO HUKE, HO TOXKE
COOTBETCTBYET MEKBHUI0BOMY YpOBHIO. Hampumep, cornmacHo omyOIMKOBaHHBIM JaHHBIM,
MexBuoBas auBeprerius B [TS1-5,8S-1TS2 p/IHK Bapsupyet B auanosone 0,5 - 7,8%
y KOHTCHEPHYHBIX BHJOB, NPUHAICKAINIMM Pa3IMYHBIM CEMEHCTBaM TPEMaTO/I;
Trichobilharzia, Schistosoma (Schistosomatidae) Diplostomum (Diplostomatidae),
Haematoloechus (Haematoloechidae), Homalometron (Apocreadiidae), Echinostoma
(Echinostomatidae), Macroderoides (Macroderoididae), Aptorchis (Plagiorchiidae) wu
Alloglossidium (Alloglossidiidae) (Morgan, Blair, 1995; Tkach, Snyder, 2007, 2008;
Brant, Loker, 2009; Curran et al., 2013; Kasl et al., 2014; Blasco-Costa et al., 2016).
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MaxcuMalibHbIE YPOBHH MEKBHJIOBOW JTUBepreHIMu otMedeHsl s Plagiorchis spp.
(Zikmundova et al., 2014). Bricokre ypOBHH MEXBHIOBOH IMBEPICHIUH IOJYYCHBI
takoke s ITS1 pernona Paragonimus, ¢guitorenerudecku Onmskoro poxy Nanophyetus
(Van Herwerden, 1999).

Pe3ynpTaThl M0 ABYM APYrUM PUOOCOMHBIM MapKepam MOJTBEPKAAIOT BHIBOJBI,
cnenannbie ans [TS1-5,8S-1TS2 p/IHK, u cooTBeTCTBYIOT MEXBHI0BOI TUBEPTEHIIUH B
Apyrux TakcoHomuueckux rpymmax tpemaron (Lapierre, 2011; Chen et al., 20070).
OOBIYHO BHYTPUPOIOBBIE TEHETUUECKHUE PACCTOSHUS MIPEACTABUTENEH OJHOTO CEMEICTBA
mo 18S p/IHK wmenpme 1% (Munoz et al., 2013). I[lpu cpaBHEHHH HENOJIHBIX
nocienoBatenbHocTel reHa 28S pPHK nuBeprenmus mexay BuaamMu HaHO(DHETYCOB
coctamwia 0,1 — 0,6%. OTu 3HaYeHUs BIOJIHE COOTBETCTBYIOT HWKHHMM IIpEIeiiaM
MEXBUJOBBIX OTJIMYMUA Tpemaron BHyTpu ojHoro poxaa (Miller, Cribb, 2007;
Zikmundova et al., 2014; Atopkin, Shedko, 2014).

B kauecTBe MHCTpYMEHTA AJII YCTAHOBIICHUS (DUJIOTEHETUYECKUX CBS3CH BHUIIOB, a
Tak)ke reorpauyeckoro pacrpenesieHns BHYTPUBUOBON IeHETUYECKON M3MEHUYUBOCTU
YCIEIIHO TMPAKTUKYETCS aHAIW3 JUBEPreHuu JIMHUKW wmuToxoHapuanbHo JIHK
(mtIHK) (Blouin et al., 1998; Vilas et al., 2005; Semyenova et al., 2006; Tantrawatpan
et al., 2013). Bricokue MOKa3aTead MEXBUIOBBIX T'€HETHYCCKUX PACCTOSHHHN IS
Nanophyetus ssp. (d=10,3 — 16,2%) XOpoIlIO COITACYIOTCS C JAHHBIMH JUISL JPYTHX
KOHICHEPUYHBIX BHUAOB IUTOCKMX uepBeit (Bazsalovicsova et al., 2015). VYposensb
JUBEPreHIIM MUTOXOHIpHaibHOoro rena nadl mexay Bumamu B poaax Echinostoma,
Fasciola, Schistosoma u Drepanocephalus Bapsupyet ot 10,3 mo 35,4% (Vilas et al.,
2005; Pinto et al., 2016). C npyroii cTOpOHbBI, BHyTPUBHI0BAs H3MEHUYUBOCTH TPEMATO/
gacTo O0OYCJIOBJICHa OJMHOYHBIMH HYKJICOTHIHBIMHA 3aMeHamu B reHax MT/HK u
o0wruno0 He mpesbimaet 2 — 4% (Vilas et al., 2005; Semyenova et al., 2006; Liu et al.,
2012). W3 »Tux HAOMIOACHHWI COBEPIIEHHO SCHO, 4YTO Ja)Xe HaumOoJiee HUBKUE
reHernueckue paccrosaus Mexay N. japonensis m N. schikhobalowi coorercTByrOT
MEXBHJIOBOMY YPOBHIO JUBEPTCHIINH.

Kpome Toro, cpaBuutenbHblii aHanu3 aaHHbix 1o pJIHK u mMt/IHK mapkepam

MOKa3aj OTCYTCTBHE OOLMX puOO- M TAIUIOTUIOB MJiI HAHO(UETYCOB M3 pPa3HBIX
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PETHOHOB, CBUJICTEILCTBYIOIIEE O ThOyOokoi nuddepeHuanuy CpaBHUBAEMBIX
TIOIYJIAIIMNA C TIOJIHBIM 3aBEPIICHUEM COPTHPOBKA MUTOXOHJIPHAIBHBIX JIMHHMA, & TaKXKe
BBICOKME 3HAYCHHMS TeHHBIX (¢uKcanuid (OTpakalomue NPAKTHUYSCKH ITOJTHOS
NpeKpaIeHre TeHHBIX MOTOKOB). DUIIOreHETHYECKHUE PEKOHCTPYKIIMH, OCHOBAaHHBIC Ha
JTaHHBIX O00OMX MAapKEpOB, C BBICOKOW CTaTHMCTUYCCKOW IMOAIEPKKOW TPYNIUPYIOT B
oTAeNbHbIe MOHO(IIeTHIeCKUe Kimaael pencraButesneid N. salmincola, N. japonensis u
N. schikhobalowi. TIlosToMy, OCHOBBIBasICh Ha COBOKYIIHOCTH ITOJIy4E€HHBIX
MOJICKYJISIPHBIX JIAHHBIX U PaHee ONMyOJIMKOBAHHBIX MOP(OIOTHYSCKUX PA3THYUI, MBI
BoccraHaBiauBaeM BanuaHocth N. schikhobalowi kak camocrosrenpHOro BHAa U
noaTBepxkIaeM BuoBoi craryc N. japonensis u N. salmincola.

XapakTep reHeTHYECKOTO pa3HO00pasus 1 MOMYJISAIIHOHHAS CTPYKTYPHUPOBAHHOCTh
napa3uToB, OCOOEHHO CO CJIOXHBIM JKM3HCHHBIM ITMKJIOM KakK y TPEMaroJ, 3aBUCHT OT
B3aMMOJICHCTBHSI MHOXKECTBa (DakTOpoB. B oTim4me 0T cBOOOTHOKUBYIIIUX OPTaHU3MOB,
Mapa3uThl aCCOLUMHUPOBAHBI KaK C OKPYXAIOIIEH Cpeloi, Tak M BHYTPEHHEN Cpenou
X03sIMHA, KOTOPhIE OKa3bIBAIOT 3HAUYMTEIbHOE BiIusiHue Ha mapasuta (Harvell et al., 2002;
Ponton et al., 2006).

[IpencraBicHre O TOMYJSAIMHA TIAPA3UTOB KaK TEHETUYECCKH OJHOPOIHBIX
coo0IIecTB, OCHOBAHHOE HA TOM, YTO CAMOOILIOAOTBOpPEHHE U Oecrojoe pa3MHOKEHHE,
BOBJICUCHHBIC B WX JKM3HCHHBIC IIMKJIBI, BEIYT K YMCHBIICHHUIO T'CHCTHYECKOM
U3MCHYMBOCTH, B TIOCJICIHEE BpEeMs HW3MEHHUIIOCH. VICIONBb30BaHHE MOJICKYJISIPHBIX
MAapKepOB BBISABUJIO BBICOKYK) TE€TEPOT€HHOCTH LEpKapud U3 OJHOW U TOM IKe
CIIOPOIIMCTHI, @ TAK)KE MEXIY JAOYCPHHUMH CIOPOIMCTAMU Y MHOTHX BHJIOB TPEMAaTOJ
(Vilas et al., 2005; Kopcynenko, 2010; Jlonatkun u ap., 2010; Xpucandosa u ap., 2011).
Takum 00pa3oM, TpPU ONPEIEICHHOM COOTHOIICHWH CMEIIAHHOTO KIOHAJIBHOTO H
MOJIOBOTO PAa3MHOXKEHUS YPOBEHb TE€TEPO3WTOTHOCTH y TOMYJISIIUH HEOTIUYHM OT
Ha0mrogaeMoro TMpu  cTporom TmosioBoM pasmHoxkenun (Balloux et al, 2003).
KosBomonus mapasura U X03sWHA MPUBOJAUT, B YaCTHOCTH, K JIOKAJIBHBIM aalTaIlusM
mapasuTa K JIOKQJIbHOMY TCHOTHIY XO3SMHa W TakKuM o00pa3oM K OoJbIel
muddepennmanuy Mexay nociaeaywmumu nokojenusmu (Lively, Dybdahl, 2000). Tem

HE MEHee, BHYTPH XO3iMHAa T€HETHMUYECKOE pa3HOOOpa3ue Ha JUYMHOYHOW CTaaAuH Yy
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MOJUTIOCKOB  3HAQUUTEIIBHO HIDKE, YeM Yy B3POCIBIX TpPEMAaToj, a OTIACIbHBIN
NCOUHUTHBHBIA  XO3SIMH MOXET WMETh TPUMEPHO TIOJOBHHY T€HETHYECKOTO
pa3HooOpa3us oT Bcew momysnuu mapasurta (Sorensen, Minchella, 2001; Herrmann et
al., 2014). JlelicTBUTEIbHO, 3HAUCHHUS TCHCTUYCCKOW M3MCHUUBOCTH, IMOJIyYCHHBIC IS
BUJIOBBIX TOMYJISIHA HAaHO(DHETYCOB, B IIEJIOM OKAa3aJMCh BIIOJIHE COMOCTaBHUMBI KaK C
JaHHBIMU I71s1 Apyrux BuaoB Tpematof (Tatonova et al., 2012; Chelomina et al., 2014),
TaK U I UX MOTEHIHAIbHBIX 1e(DUHUTUBHBIX X03seB (Hampumep, Sakka et al., 2010).
AHaim3 BHYTPUBHIOBOTO TeHeTHUeckoro pasnoodpasus N. schikhobalowi ersieuin
JIBa TUIIA M3MEHUYMUBOCTHU: TeorpauiecKyro M Xo3suHOcnenuduaeckyo. ['eneTndyeckas
NOJIPa3ACIEHHOCTh TMAPa3UTUYCCKUX TOMYJISAIMA MEXKIy BUIaMH (WM pacaMu) HUX
X0351€B U3BECTHA, XOTS PA3UYHs YaCTO aCCOIMUPOBAIMCH C Pa3HBIM TeorpapuIecKuM
HOJIOJKEHUEM MM ocoOeHHOCTsAMU MecT obutanus (Harvell et al., 2002; Johnson et al.,
2002; Wang et al., 2006; Sun et al., 2013). OcHOBbIBasiCh Ha JaHHBIX, IOJTYYCHHBIX paHee
U COOCTBEHHBIX pe3yibTarax, Yemommua ¢ coaropamu (Chelomina et al., 2014)
MOJIaraf0T, 4TO HE CYHIECTBYET BHUIOCHCIU(DUUSCKUX (QUICTUUCCKUX JTMHHHA IS
neuHUTHBHBIX Xx03se¢B C. SIiNensis, mo-BUIUMOMY, H3-3a HENPOAOIKHTEILHOCTH
BPEMCHH DSBOJIFOIIMOHHOTO B3aWMOJICUCTBHUSA, TIO CPaBHEHUIO C TEM, YTO OBLIO IS
NIEPBOTO M BTOPOTO MPOMEKYTOYHBIX X03s5ieB. IMEHHO MO3TOMY HHU3Kas IeHEeTHYeCKas
muddepenmmanus ooHapyxkeHa B Beioopkax C. sinensis u3 pwi0, koriek u cobdak (Sun et
al., 2013). Mexny TeM, ObUIM BBISBICHBI CHEUU(PUYHBIE TaIlJIOTUIIBI, KOTOPbHIE
npuHauIekKany Tobko C. SINeNSIS, BbIIEICHHBIM U3 KOIIKH, XOTS HESICHO, CBS3aHO 3TO C
BHYTPEHHUMH B3aUMOJICHCTBUSAMHU TIapa3WTa W XO3sAMHA, WM BCE K€ C JPYTUMHU
dakropamu, Hampumep, ¢ reorpaduyeckumu mapamerpamu (Sun et al, 2013). K
COKaJICHWI0, TOAOOHBIX padOT W3BECTHO HemHOro. IlosTomy B  HacTosIIEeM
WCCJICIOBAaHWM MBI CPaBHHUBAJIM HE TOJILKO OTACIIbHBIC TeorpaduuecKue BBHIOOPKU U
BBIOOPKM M3 Pa3HBIX BUJOB XO35I€B MEXIy COOOW, HO M BBHIOOPKU M3 Pa3HBIX XO35€B B
pa3HBIX JIOKAMHUTETaX (PEeYHBIX CHUCTeMax). MBI JOmycKaem, 4TO pacilipeHHre BhIOOPOK
MOJKET MOBJHATh Ha pPe3yJIbTaThl, OJHAKO MPHUHIUIHAIBLHBIC U3MEHEHHUS B BBIBOJAX

MaJIOBCPOATHEI B CUITY SABHBIX MCKITOIYJIAIIWMOHHBIX paSHHIIPIﬁ.
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['eorpaduueckoe  TPOUCXOXKIEHWE  YaCTO  CBS3aHO C  TCHETHYECKOM
muddepeHnanel  MOmyJslui, Korja HaOMIOJaeTCs CHIDKCHHE TIeHETHYECKOMN
muddepeHnanu 'y MPOCTPAHCTBEHHO OJM3KUX MOMYJSAIUNA W €€ YBEIWYeHUE NpH
OoJbIIUX TeorpadUueckux JUCTAHIUAX. DTO camas IpPocTas MOJENIb T'€HEeTHYeCKOM
m3ossanuu nonyssiiui (Isolation by distance, mzonsius qucrannusmu) (Bohonak, 2002).
BrIpaxeHHbII reorpapuueckuii BEKTOP ¢ CEBEpa Ha 0T B paclpeAeICeHUH T'€HETUYECKOTO
pazHooOpa3usi ObUI MPOACMOHCTPUPOBAH JJIi KHUTAWCKOM IEUCHOYHOM JBYYCTKH
(Tatonova et al., 2012; Solodovnik et al., 2018). OgHako B HacTOsAIIEM HCCICIOBAaHUU
ATa MOJIEb MOJACPKKY HE TOJIy4Yria; HAlllUM JaHHBIM OOJIbIlIE COOTBETCTBYET MOJIENb C
M30JIMPOBaHHBIMU Tpynmamu. Tak, peku KomuccapoBka m Mnucras BXOAST B COCTaB
OacceHa 03. XaHKa, MOATOMY UX CHUCTEMbI HE SIBIISIIOTCS a0COTIOTHO M30JIUPOBAHHBIMU.
AHanoruyHO, MOIMYJSIMOHHBIE BBIOOPKHM HAHOMDUETYCOB U3 ATUX PEK TECHETUYECKU
ropazno MeHee ud@epeHInpoBaHbl MEXAY CO000W (C CYIIECTBEHHBIMU T€HHBIMU
MOTOKAaMM), YeM Kaxjaasi u3 HUX ¢ BbIOOpKoO# u3 p. IlaBmoBka (Oacceitn p. Yccypu) uinm
Komapogka (6acceiin p. Paznonshas).

HNutepecHo, uro Hanbosee noauMopdHOM okazanack momyisuus u3 p. Unuctoi,
YTO MOXET OBITh CBSI3AHO KaK C HCTOPHEN pacceleHus BHIA, TaK U C OOIIeH
SIUJIEMHUOJIOTHYECKON o0cTtaHOBKOW. M3 nokiama o0 SKOJOTMYECKOM CHUTyalluu B
[Tpumopckom kpae 3a 2015 rox craio U3BECTHO O TOM, YTO B peke Mnucras ABaxkIbl
HAOJIIOMAJIOCh  BBICOKOE  3arps3HEHUE COCAUHEHUSMU  QIIOMUHUA. TOKCHYHOCTH
QTIOMUHUSL CBS3aHa C MHOrooOpasueM XHMHUYECKHMX (OpM M €ro MHUTPAIMOHHOMN
CIIOCOOHOCTBI0O B BOJHBIX cpenax (BmagumupoB u ap., 2000). CBoOOIHBICE HOHBI
ATIOMHHUS B TOKCHYCCKHX KOHIICHTPAITUSAX HAHOCAT OOJBIION BpEJ KHUBBIM KIIETKaM,
BBI3BIBAIOT XPOMOCOMHBIE ab0epalnu, a MeXaHW3Mbl HHTHOUPYIOMIEro JEUCTBUS ITOTO
MeTaJlJla Ha LIUTON€HETUYECKOM YPOBHE €llle He /10 KoHia u3ydensl (bymanoBa u np.,
2002).

B 1umenoM, kaxnas JioKaJdbHas TONMYJSIUMS —XapaKTepU30Bajlach HAJIMYUEM
VHUKAJIBHBIX pHOO- W TaIJIOTHIIOB, YKA3bIBAIOIMIUX HA OTCYTCTBHE TIOJHOM MAaHMUKCHUH.
[Tomyssiiust HaHo(UeTycoB U3 peku [1aBIoBKH, HE MeeT 00X PHOO-/TalIOTHIIOB HH C

OI[HOfI 3 Jpyrux JIOKAJIbHBIX HOHynHHHﬁ, HO HMIMCHHO IIOCPCACTBOM TIaIlJIOTHUIIA W3
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[TaBnoBKU-Yccypu oOpasyercs cBs3b ¢ momyisinued N. japonensis. Drta mHbopManus
MMEET Ba)KHOE 3HAYEHHUE [JISl BBIACHEHUS MCTOPUYECKHX CBSI3€M MEXAY MOMYJISUUAIMHA
HaHO(UETYCOB, MPOTHO3UPOBAHUS SHIEMHUOJIOTHICCKON CUTyallud B JAHHOM PErHOHE,
U BBISIBJICHUSI 04aroB HAaHO(UETO3a.

B HacrosimeM uccienoBaHUM Mbl MOKA3aJId TaKXKE, YTO B OJIMHAKOBBIX YCIIOBHUSX
BHEIIHEW cpeapl (OPMHUPYETCS BBIPAKCHHAS XO3IUHOCHEIU(DUIHOCT HAHO(PHETYCOB.
boutn  oOHapyxkeHbl Xo3aMHOCTIeUU(UUHble puOO- M TaIUIOTUIIBI, OCOOCHHOCTH B
pacrpeqieieHud HYKJICOTHIHOTO pa3HooOpasus B mnochenoBarenbHocTax sJIHK u
Mt/IHK, HU3Kas1, HO CTAaTUCTUYECKHU 3HAUYMMas (PUKCAIIUU MEKIOMYJISAIIMOHHBIX TTOTOKOB
IC€HOB M pasHble JeMorpaduyecKue WCTOPHUH MOIMYJSIIUN U3 JEHKOB U TOJbSHOB. JTH
JAHHBIE MOKHO OOBSICHUTH MPOSIBICHUEM MHUKPOIBOJIOIMOHHBIX MEXaHU3MOB
aJjanTalydy napa3uTa K CMEHE IPOMEXKYTOYHOTO X03siMHA. Ba)KHOCTh BIMSIHUS XO351€B HA
CO3/IaHHE T€HETUYECKU OTJIUYHBIX JUHUN Mapa3uTa MPU3HAETCA B TEUEHUE NJIUTEIIBHOTO
BpeMeHH. CHEeKTp XO035IeB MOXET CYIIECTBEHHO BJMATh Ha BHYTPUBHJIOBYIO

TCHETHYECKYI0 CTPYKTYpY H CO3/1aBaTh Oapbepbl, MPEMSTCTBYIOIIME TOTOKY T€HOB

(Nadler et al., 2000; McCoy et al., 2001; Johnson et al., 2002, McCoy et al, 2005).

4.2. TIpocTpaHCTBEHHbIE CTPYKTYPbI OMOMOJIEKY.JT

OuyeHpb yacTo BeC (PUIOTEHETUYECKOTO CUTHAIA OTIAEIbHBIX HYKJICOTUIHBIX 3aMEH
OIICHUTH HE TPEICTABIISICTCS BO3MOXHBIM, T.K. JAJIEKO HE O0s3aTEIbHO T€ WM WHBIE
MyTallid T€Ha BJIEKYT 3a COOON M3MEHEHHE BTOPUYHOU CTPYKTYPhl TPAHCKPUOUPYEMOM
PHK, 4to B cBOIO ouepein, ABISETCS KPpUTUUECKUM (aKTOpoM €€ (DYHKIIMOHATBLHOCTH.
AHanu3 BTOPUYHBIX CTPYKTYp CHOCOOEH MPOSICHUTH CHOPHYIO cuTyanuio. OTMeueHo,
YTO YeM MEHbIIEC (PYHKIIMOHAJIbHAS BAXXHOCTh OT/EJIBHBIX YUYaCTKOB T'€HOB, TE€M OOJIbIIIE
UX TEHIACHIMM K 3BOIOIHOHHON wu3MeHuynBoctd (Kimura, 1980). Bce Tpu Bmza
HaHO(HeTyca UMEIOT CBOM YHHKaldbHBIM Habop BcTaBok u aenenuit B ITS1, 4yro
OPUBOJUT K U3MEHEHUIO KOH(GOPMAILIMKM BTOPUYHBIX CTPYKTYp creiicepoB (Pucynku 15 —
17), BaXHBIX JJIs BBINIOJIHCHUS HEOOXOJMMBIX OWoOIormueckux 3amad. IlokasaHo,

HampuMep, 4YTO y JpOiOKeW NpaBuiibHas KoH(opMmaius BTOPUYHBIX CTPYKTyp ITS
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YYAaCTKOB MPUHUMIMUAIBHO BaXHA I KOPPEKTHOIO MPOTEKAaHUs IPOIECCUHIA
nepBuuHbIX TpanckpunToB pPHK (Capriotti, Marti-Renom, 2008; Lotfy et al., 2010).

ITS1 u ITS2 naxomsTcs moxa AaBieHHWEM OTOOpa Ha BTOPUYHBIE CTPYKTYPHI,
MO3TOMY OHHU 3HAYUTEJIBHO OTJIMYAIOTCA MO CPEAHUM 3HAYCHUSIM CBOOOJHOM SHEPTUH,
YUCIy CHUpaJied W KOJMYECTBY BapuaHTOB ¢osiaunra. l[lpuueM pazauuus MexIy
YPOBHSIMM HU3KUX 3HAUYEHUN CBOOOJHOM SHEPIrUA M YHUCIOM BTOPUYHBIX CTPYKTYpP
craructuyecku 3naunmMbl (Giudicelli et al., 2017).

VY OOJBIIMHCTBA AYKapHOT, HE SBISAIOMIMXCS MO3BOHOYHBIMHU, OOIIAsi BTOPUYHAS
ctpyktypa ITS1 npencraisier coboit Tpu crmpanu: Nol, No2 u No3 (uHOrma meHslie,
uHorjga Oosbine), 3a KoTopbiMu cienyer CA-OoraThlif y4acTOK, HE HWMEIOIIUN
CrlapuBaHusi, U KopoTkas uerBeprass crnupanb Ned. Kak mokazaHo 17 JpoxKen
(Pucynox  48), uyerBepTas  chnupalb ~ 4acTO  OTCYTCTBYyeT.  I[IpoTsKeHHBIC
nocyenoarenbHocTh [TS1 mMO3BOHOUHBIX HE MMEKOT y3HaBaeMoro cxozacrtBa c¢ ITSI,
HalWJEHHbIM Yy pacTeHHid, rpuOOB, M y JAPYTUX OECIMO3BOHOYHBIX W MPOTHUCTOB. Y
miuekonutatomux ITS1 umMeer npeBATh crnupaneil, HECKOJbKO PpPa3BETBIEHHBIX H
HecmapeHHbIX oOnactel, 6borateix CA. OtnuuutensHoi ocobeHHOCThIO ITS1, KoTOpYIO
Pa3NeNAI0T TOJIBKO MTHUIBI U MJICKOMUTAIONINE, SBISACTCS MOYTH UIACHTUYHAS (TOJBKO C
OTJIMYMEM B OJIMH HYKJICOTHJ) TOCJIEIOBATEIbHOCTh 15 Mm.H Ha 3’-KOHIIE KOPOTKOU
crupaau Ne5 (Coleman, 2015).

Ha pucynke 48 Buano, uto ctpyktypsl ITS1 N. schikhobalowi umeror Gosbiiryro
CJIOKHOCTB IO CPABHEHUIO CO CTPYKTYPAMHU PACTCHUU, NPOKOKEN U MIIEKONUTarOIKnX. Ha
3’-KOHIIE JIOKAJTU3YETCsl AJIEMEHT CO CIIOXHOM CTPYKTYpOM (HaOMHUHAIOIINKI Tpe3yoel)
AQHAJIOTUYHBIA TAKOBOMY Y MJICKOMUTAIOIIUX — WX TOTCHIIMAIBHBIX Je()UHUTHBHBIX

XO034CB.
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Pucynok 48. Cxematnunoe n3o0paxeHue BTOPUIHON CTPYKTYphI I TS1 nposxokei,
pactrenuit u muekornmraronmx (A) (Coleman, 2015) u N. schikhobalowi () (Mfold).
Crpenkamu 0003HAYEHBI Ccamble CJIOXKHBIE 3JIeMEHTHI CTPYKTypbl |TSI1, ¢ BbicOKuM
CXOJICTBOM Yy Pa3HBIX BUJIOB MJICKOITUTAIOIINX U TPEMATOI.

Y BugoB Nanophyetus OOJBIIMHCTBO JIOKAIW30BAaHHBIX HYKICOTHIHBIX 3aMEH
OKa3aJIuCh KOMIEHCAaTOpHbIMHU, oOkono 70%, obecneunBatroux GOpMHpPOBAHUE
KAaHOHMYECKHMX CBsI3ed MexAy Hykieornaamu B crupaisx (Pucynok 15). Hamuuwme
KOMIIEHCATOPHBIX MYTAlMil TOATBEPKAAET BUIOBYK) CaMOCTOATEIBHOCTh TaKCOHOB
(Coleman, 2003). CymiecTBOBaHHE TEPMOJIMHAMUYECCKH YCTOHUNBON B Mojiekyinax PHK
HekaHoHWYeckol mapel (G-U) maeT BO3MOXKHOCTH IMPOUCXOAUTH OJHOCTOPOHHUM
3aMEHaM, COXPAaHSIOIIUM CHapEeHHOCTh HYKJIEOTHUAOB B JABYXLEHNOYEHYHON CIHPAIIH.

Takue MyTallUd Ha3BaHbl ITOJYKOMIICHCATOPHBIMH 3aMCHAMHU OCHOBAHHUM. CaﬁTBI, B
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KOTOPBIX BO3HUKAIOT KaK KOMIICHCATOPHBIC, TaK W TMOJTYKOMIICHCATOPHBIC 3aMEHHBI,
Ba)KHBI JUISl TOJJICpXKAHUS KapKaca BTOPHYHOU CTPYKTypbl. Huskoe conmepkanue G-U
map yKasblBaeT Ha BBICOKYIO CTAaOMJIBHOCThH crupaieil. Bujg MoxeT cyiiecTBoBaTh B
OYKUJIAaHUU KOMIICHCATOPHBIX MYTAllMi, HAKATUTMBAIONIUXCS IO ONPEACICHHOTO Mpejea
KU3HECTIOCOOHOCTH, TPH MPEBBIIIICHUHA KOTOPOTO HAUYMHACT JCHCTBOBATh €CTECTBEHHBIN
otoop (Dover 1986; Hancock et al., 1988).

BrraBaennsie ocooennoct kondopmarmu ITS1 N. japonensis, N. schikhobalowi u
N. salmincola npu coxpanenun oOmel (QOpPMBI YKIAJKH, MOTYT OBITh OOBSICHEHBI
peanmuzanueir  TUPGEPEHIIMATFHBIX  MEXaHH3MOB  JBOJIIOIIMOHHOTO  OTOOpa  Iociie
OTJEJICHUSI BHUIOB OT oOImiero mpeaka. MoxkHo mpeanonoxuts, uro y N. salmincola
CMEIICHUE JIOKAJIM3AlMU JIBYX IIIHJICK BO BTOPYIO BETBb CIOCOOCTBYET HEOOJBIIOMY
TIOBBILIICHUIO YPOBHSI CBOOOJHOW SHEPTUU W, BO3MOXHO, KaK CJIEJCTBHE — U3MCHEHUIO
BUPYJICHTHOTO MOTEHI[MAIa TpeMaTobl. B X0/1e MOIeIMpoOBaHUsl BTOPHUUHBIX CTPYKTYD
ITS1 C. sinensis TatonoBoii FO.B. ¢ coaBTOpamu OBLJIO IMOKa3aHO, YTO JOIOJHUTEIBHBIN
noBTop (5°-GCCTG-3") crabuiu3upyeT BTOPUIHYIO CTPYKTYPY KUTAHCKOTO COCANIbIIMKA
U yMEHbIIIaeT dHepruto (Goiaunra. [lo MHEHHIO aBTOPOB, PHUOOTHIIBI «C MOBTOPOM)»
MOTJI OBITh OOJIee YCHEIIHBIMH JUIsS JBOJIOIMOHHOW ajanTalud TPEMaTol B IEYCHH
MIICKOIIUTAIONINX, & TSKECTh MPOTEKAaHUS KIOHOPXO03a CBsi3aHA C HAIWYHEM B
crieiicepHoil oOjacTH 3TOM MEHTaHyKJIeoTHaHOM BcraBku (Tatonova et al.,, 2012).
HoxkazarensctBa TOro, 4ro B ITS1 comepxutcs mHdopmaius o BUPYJIEHTHOCTH BHUJIA,
ObUIM TIOJTy4YeHBI JUIS Tapa3uTHUECKUX mpotucToB poxaa Leishmania (Schonian et al.,
2001). Bapuanmu B mocienoBatenbHocTsAX ITS1 akaHTamMed KOPpETUPYIOT C TUIIAMH
nocnenoBarenbHocTer 18S p/IHK (Kohsler et al., 2006). Cny4daes 3apaxenus moaei N.
salmincola B ecTecTBEHHBIX YCIOBHSIX OMUCaHO Majo. [IpumeuatensHo, uyto N.
salmincola comepXuT B 11€7I0M MEHbBIIIEE YUCIO TEIOMEPHBIX M PEryIITOPHBIX MOTHBOB,
kak B ITS1, Ttak m B ITS2, a cmeticepsr N. schikhobalowi Gomee naceimensr fox
MotuBamu. KosiuuecTBo cBOOOIHOW 3HEpruu i (HOJIMHTa BTOPHUYUHBIX CTPYKTYp, Kak
ITS1, Tak mu ITS2 N. japonensis menswine, yem TpeOyeTcs Ha PEKOHCTPYHUPOBAHHUE
BTOPUYHBIX CTPYKTYyp 3THX cneiicepoB N. schikhobalowi u N. salmincola (Voronova et

al., 2017). Mosxer nm 3apakaThcs desoBek N. Japonensis Ha JaHHBI MOMEHT TakKKe
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ocTaeTcs He W3BeCTHBIM. B mobom cinydae ctpykrypsl I TS1 TpanckpuntoB Nanophyetus
SBIISIIOTCS. OJTHUMH W3 CaMbIX CJIO0XHO OPTaHM30BaHHBIX CPEAM HCCICIOBAHHBIX BHUIOB
tpemaron (Michot et al., 1993; Hofacker et al., 1994; Capriotti, Marti-Renom, 2008;
Lotfy et al., 2010; Ghatani et al., 2012; Tatonova et al., 2012).

bonee HHM3KUII ypOBEHb W3MEHYMBOCTH M MeHblnid pasmep [TS2 mozBoiser
BBISIBJISITH OOIME MATTEPHBI YKIAJIKU MOJENEH BTOPUYHBIX CTPYKTYp JAHHOTO PErruoHa
I mmpokoro crektpa aureneit (Michot et al., 1993; Morgan, Blair, 1995; Tatonova et
al., 2012). CxomcTtBo Ha ypOBHE IEPBUYHBIX MocienoBareiabHocTed [TS2 BHIOB
Nanophyetus orpa3mnock Ha BX BTOpUYHBIX cTpykTypax (Pucynok 17). B To Bpems, kak
KoH(popmaIusi JoMeHOB A 1 B Oblila HEM3MEHHOM, CaMbIil IJTMHHBIN (B BUJE HITUIBKA)
noMeH C u nomeH D Hecnum HECKONBKO 3aMmeH. /[ MOHOreHed W TpemaToi B LEJIOM
XxapakTepHo To, uto nomeH C Bcerga Oosbiie, yem goMmeH D, u, xorda o0a gomMeHa
BBICOKOBapHaOeNbHbI, Y OOJIBIIMHCTBA CEMEHCTB TPEMAaToj, OHM CBOPAYMBAIOTCS Kak
HeBeTBsmmecs crednu (Morgan, Blair, 1995). HepasperBiennocts jgomena C, Kak
Hanpumep y Fasciolidae, mpeamnonokuTensHO eCTh €ro MPeaKOBOe, SHEPTETHUSCKHU Ootee
BeirogHoe cocrostaue (Morgan, Blair, 1995). Cre6ens qomena C y N. japonensis npsmoii
u, B otimure ot N. salmincola u N. schikhobalowi, cogepxut MeHbIIE BHYTPEHHHX
NEeTeNb, YTO, MO-BUIUMOMY, TOXKE SBJISICTCS] SHEPTETUUECKU BBITOTHBIM.

Wnentuduxanmsis KOHCEpBATUBHBIX MOTHBOB YKa3blBaeT Ha COXpaHEHHE
dyukunonansHocTH ITS pernonos. HaiineHHble HaMH Yy HaHO(UETYCOB MOTHBBI 5 -
UGGU-3" xapakrepnsl 1 oykapuot (Schultz et al., 2005; Ghtani et al., 2012; Coleman
et al., 2015). Kak y Bcex tpemaron (Morgan, Blair, 19986), B ITS2 nanoduerycoB Mbl
oOHapyxuiHu koHcepBaTuBHBIN ydyacTok 5 -GAGUCGUGGCUCA-3" B nomene C, B TO
BpeMsi Kak KoHcepBatuBHbId ydacTok S5 -GGGUGCCAGAUC-3" wumen TOJBKO
TOMOJIOTUYHBIE TTOCIIEA0BATEIHHOCTH.

Pactymue kimeTku 3a OJUH KJICTOYHBIM ITUKI JTOJDKHBI CHHTE3UPOBATH MPUMEPHO
10 miH. pubocom. PuOGOCOMHBIE T€HBI MOTYT TPaHCKPHOWPOBATHCS C OYEHHb BBICOKOM
WHTEHCHUBHOCTHIO, YE€MY CIOCOOCTBYeT HaJIM4Me€ MHKPOCATEIUIUTHBIX IOBTOPOB
(MOTHBOB) — PHXAHCEPHBIX MOCIEAOBATEIBHOCTEH (KOPOTKHE, A0 6 IL.H.) MPH KaKIOM

rene (Jleannmxep, 1985; Noller, 2005). Daxancepsl Wi UC-3JIEMEHTHI — PETYIISATOPHBIE
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MOCIIEI0BATEILHOCTH, PACIONIOKEHHBIE HA TOW K€ JIBYXIIETIOYEYHOW MOJIEKYJe, YTO U
perynmupyeMbiii TeH. Lluc-aimeMeHThl OOBIYHO HAaxOJsATCS BOJHM3M caiiTa WHUIHAIIAHA
TPAHCKPUIIIIMUA B HAMpPaBJIEHUU 5’-KOHIIA, HO MOTYT PacIioyiaraThCs U Ha 3HAYUTEILHOM
OTJAJCHWH, Kak oOT 5’-, Tak ®W 0T 3’-koHIOB. MHcepuus SHXaHCEPHBIX
nocieaoBaTebHOCTe B MexxreHnsle cnericepsl p/IHK ycunupaetr tpanckpuniuio pPHK
npenmecrBeHarkoB (Noller, 2005). Baytpu ITS1-5,8S-ITS2 pernona Nanophyetus spp.
ObLIH UACHTU(DHUITUPOBAHBI MOTHBBI PETYJIATOPHBIX u TEJIOMEPHBIX
nocneaoBareabHocTel. [Tpu aTom y N. schikhobalowi u N. japonensis 6ombIiie obrero B
ux pacnpeneneHun, no cpaBHeHuro ¢ N. salmincola. MutepecHO, 4TO MOTHBBI
pacrnoJiaraloTcsl Kak B CHOUPAISIX, TaK W B METIAX, HO MPEANOYTUTEIbHEE BCE-TAKU
MePBBIM BapwaHT JIoKamu3anuu. CTOJIb MIUPOKOE PaCIpOCTpaHEHUE PETYISITOPHBIX U
TeJIoMepHbIX MOTHBOB B ITS mapa3utnueckux miocKuX 4epBel MOXKET yKa3bIBaTh HA UX
(GYHKIMOHAMBHYIO  pOJIb B PErylsilluM  TKaHeCHEIU(PUYECKOW  WIM  CTaauili-
cnenuduaeckor Tpanckpuniuu pudoocomusix reHos (Noller, 2005).

TATA-60kc nnu 6okc Xoruecca (anrin. TATAAT boX) — koHCepBaTHBHBIN MOTHB
JHK »sykapuot, mmerommii nocienoatenbHocth 5 -TATAAT-3". Pacnonaraercs B
IPOMOTOPHON 00J1acTh OENOK-KOJUPYIOIIUX T€HOB Ha paccTosHUU mnpuMepHo 30
HYKJICOTHUJIOB JI0 CaiiTa Hayajga TPAHCKPUIIIIMM M COOTBETCTBEHHO KOHTPOJIHUPYET €€
unuimanyio  (Doelling, Pikaard, 1996). Kax TATAAT, Tak u oOpaTHas emy
nocienoBateabHOCTh TAATAT Moryr BbeICTyHnaTb B KAaue€CTBE PETYJSATOPOB,
pacroioXKeHHBIX BHE 30HBI mpomoTopHoro yuactka (Doelling, Pikaard, 1996). 5'-
CCAAT-3" box pacmosnioxen Boiiiie TATAAT u y GOJBIIUHCTBA 3YKAPUOT aKTUBUPYET
TPAHCKPUTIIHIO TPOMOTOPOB, conepxkamux TATA-6okebr (Latchman, 1995; Li, 1997).
bo110 onrcano Heckosibko OenkoB, KoTophie cBsa3biBatoTCA ¢ CCAAT, 4TO yKa3bIBaeT Ha
B2XHOCTH 3TOTO0 MOTHBA HE TOJHKO B aKTUBAIIMH, HO U B PETYJISAIMHA DKCIPECCUU TEHOB
(Latchman, 1995). V Bcex BumoB HanodpuerycoB Mot CCAAT (pro2) Bcrpeuaercs ¢
OJIMHAKOBOU YaCTOTOM.

GC-60kcbl (anrit. GC box) obweruno sBisitorcs yacthio GC-Ooraroro perwosa,
comepxariero nmocienobarensaoctu 5 -GGGCGG-3 nm obparusie um 5 -CCCGCC-3'.

OTH MOCIIE0BAaTENBHOCTH MOTYT aKTMBHPOBATh TPAHCKPUILMIO T'€HOB, KOJAUPYIOIIMX
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Oenok, B MPHCYTCTBHU TpaHCKpunimoHHBIX (akropoB Spl (Rhodes, Klug, 1993;
Latchman, 1995). K GC-6okcam takxe otHocsaT 5'-GGCGG-3', 5°-CCCGCC-3", u 5'-
CCGCCC-3" wmotuBbl. Kpome HaHO(DHETYCOB aHaJOTMYHBIC MOTHUBBI OBUIM paHEe
obHapyxeHbl B ITS1 perrone KuTalicKoro ne4eHOYHOIO COCAIBIIUKA U Yy IPYTUX BUIOB
tpemaron (Tatonova et al., 2012; VVan Herwerden et al., 2003).

B xpoMocomax MHOTHX BHAOB Metazoa TOMHUMO MOTHBOB TEJIOMEPHBIX TTOBTOPOB
Ha KOHI[aX XPOMOCOM OBUIM TaKke OOHApY)XCHbl WHTEPCTUIIMATBHBIC TEIOMEPHBIE
nocneaoBareabHocTy (Meyne et al., 1990; Lin, Yan, 2008). Ouu npeactaBistoT coOoi
TU00 OCTAaTKU TEJIOMEPHBIX YYACTKOB, IMOSBIISIONIMXCS B Pe3yJbTaTe XPOMOCOMHBIX
NEPECTPOEK, WU K€ ABJISIIOTCS CJIEJICTBUEM ydacTus TejaoMepasbl B penapaiuu JJHK. ¥V
O3BOHOYHBIX OOHApYyKeH MOTHB TeloMepHoro moBTopa 5 -TTAGGG-3" (Kilburn et al.,
2001; Traut et al., 2007). J{ns HemaTon THIMYHBIM MOTHBOM siBisiercs 5°-TTAGGC-3°
(Ahn, Winter, 2006), mis xomoBpatok 3to 5'-TGTGGG-3™ (Gladyshev, Arkhipova,
2007), a mma unenmcronorux — 5 -TTAGG-3" (Vitkova et al., 2005). [lns pasHbIx
TaKCOHOB TIOKa3aHa pa3Has OpraHW3aIlis MOTHBOB TEJIIOMEPHBIX MOBTOPOB. HekoTophie
Bunbl Onychophora, Urochordata, Cephalochordata, Echinodermata, Platyhelminthes,
6onpmmHCTBO Annelida u Mollusca uMeroT «1103BOHOYHBIN» TenoMepHbIi MoTuB (Traut
et al., 2007). MotuBbl TenoMepHbiX MOBTOPoB T TAGGG B reHoMax IUIOCKHX 4YepBEit
ObUTM OOHApYKEHBI TOJBKO I HeCKOJIbKUX BUaoB: Dendrocoelum lacteum u Polycelis
tenuis (Turbellaria, Platyhelminthes) (Joffe et al., 1998), Schistosoma mansoni
(Trematoda, Platyhelminthes) (Hirai, LoVerde, 1996; Bombarova et al, 2009). B
KyJbTUBHUPYEMBIX KJICTKaX XpOMOCOMHbIe oOmactu, coxepxkamme (TTAGGG)Nn
MOCJICZI0BATEILHOCTH, KaK W3BECTHO, SIBIISIOTCS «TOPSYUMH TOYKAMH» XPOMOCOMHBIX
HepecTpoeK, Kak MHIYIMPOBAHHBIX 00JydeHHeM, Tak M crnoHTaHHbIX (Alvarez et al.,
1993; Bertoni et al., 1996; Slijepcevic et al., 1996; Day et al., 1998). U3BectHO Takxke,
yto BHeApeHue MoTHBOB TTAGGG B TeHbl MJICKONMUTAIONIUX BEACT K YacThIM
xpoMocoMHbIM TiepecTpoiikam  (Kilburn et al.,, 2001). IlpuuunHBl TOBBIIIEHHOMN
HECTaOUIBPHOCTU B ToOcCieAoBaTenabHOCTAX, coaepxamux | TAGGG-MOTUB HESICHBI, HO
KATAHCKUHA  XOMSYOK M  HEKOTOpble JPYrHe  MOJENbHBIE BHUABI  COAEpXKAT

HHTCPCTUIHAJIBHBIC TCIIOMCPHBLIC IMOCIACAOBATCIIBHOCTH B CBOHUX XpPOMOCOMAXx Ha
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MPOTSHKEHUH MIJIJTHOHOB JIET, YTO CBUACTENBCTBYET O HATUYME 3AIIUTHI ITUX OJIOKOB OT
XPOMOCOMHBIX TEPECTPOEK B HOpME. MeXaHU3M TaKOM 3alllUThl IOJKEH OBbITh, 1O BCEU
BUJIUMOCTHU, OTIMYEH OT MeXaHu3Ma oOpa3oBaHus T-meTiau B Temomepax, HO OH MOXKET
BKJIIOYATh caiT-cnernupuyeckoe pacro3HaBaHKUE TTAGGG OEJIKOBBIMU
TpaHcKpumnoHHbIMU (akTopamu — TRF1 u TRF2 (Bailey, Murnane, 2006).

Ota paboTa sBIAETCS MEPBOM, MOCBSIICHHON MOIETHUPOBAHUIO BapHaOEIbHBIX
noMeHoB BTopuyHBIX CTpyKTyp 18S pPHK Tpemaron. OO6muii Bua mnpeamnosiaraeMoi
BTOpu4HOU cTpykTyphl 18S pPHK Nanophyetus spp., 1y KOTOpo# B KauecTBe pernepHOi
Obuta ucnonb3oBaHa mozens 18S pPHK Triticum aestivum, paspabortanHast Apmade c
COaBTOpaMH, COOTHOCHTCS C JPYTMMHU 3yKapuoTHYecKuMmH Mmojensmu (Armache et al.,
2010; Yu et al., 2013; Petrov et al., 2014; Chelomina et al., 2016), HO wmeeT psn
OTJIMYUTEIBHBIX OCOOEHHOCTEH.

W3menenuss B opraHuzanuu BTOpuuHbIX CcTpykTyp 18S pPHK wuepapxuunsl.
[TepBbIit ypoBEeHb U3MEHUMBOCTHU pa3yindaeT npeacraButeneil pasupix napcets (De Rijk et
al., 1992). Bropoii ypoBeHb XapakTepeH I TUIIOB U KJIACCOB OTAEIbHBIX OPraHU3MOB
(IpoAOKM, HACEKOMbIC, YEPBHU, MIICKOMUTAIONIUE), C COXPaHEHHUEM OOIIEro MpUHIMIA
yknagku GonbimHcTBa crimpaneii: ES3®, h16, h17, h24, h26, h39, h44-ES12° (Woese et
al., 1980; Gutell et al., 1985; Cannone et al., 2002; Gillespie et al., 2006; Zhao et al.,
2013). K Ttpersemy Tumy oTHOcATcs ES co cmemumduueckoil  cTpyKTypHOH
U3MEHYMBOCTBIO, NPUCYLIEH YK€ KOHKPETHBIM OTpsSZaM W CEMEWCTBaM OpPraHU3MOB,
HaIlpuMep, OJHOIOJIbHBIM, ECTKOKPBUIBIM M akapuMopdHbiM KiemaM (Matejusova,
Cunningham, 2004; Gillespie et al., 2006; Zhao et al., 2013). Ilo Hammm AgaHHBIM, Y
TPEMaTOJ K TAKUM y4aCTKaM OTHOCSTCS ES6° 1 ES9® ¢ caMbIMH BBICOKUMH 3HAYCHHSMH
MYTalHOHHOH m3MeHunBocTH (o Nv:Nt) mwmt ES6° m (mo Nv:Nc) mwms h39-ES9°,
BeposiTHO, BO3HUKHOBEHHE HM3MEHYMBOCTU [0 TAKOMY THIY OBLIO HEOOXOAUMBIM
YCIIOBHEM 3BOJIIOLMHU, MOCKOJIBKY CTPYKTYPUPOBAHHBIE METIIM SIBISIIOTCA JTOCTATOYHO
pacnpoCTpaHEHHBIM CTPYKTYPHO-(PYHKIIMOHAIBHBIM MOTHBOM IipupoaHbix PHK u wacto
BBITIOJHSIOT ~ OCHOBHYIO poib B obOecneuenun  cnemuduynoctd  PHK-PHK-

B3aumozeicTuii (Cepukos u mp., 20006).
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BosbIMHCTBO Mojeieit mis ES6° (baxkTepuid, rpuOOB, HACEKOMBIX, YEPBEH,
miekonutatomux) 18S pPHK wuzoOpaxkarorcs B Buae OONBIINMX, HEYMOPSAOYEHHBIX
oOJacTel, rje nocie0BaTENbHOCTH, PACTION0KEHHBIE K 3 -KOHIy 00Jiee KOHCEPBATHBHBI
(Cannone et al., 2002). CtpykTypbl ES6° Bcerma YHUKaJIbHbI, CUJIBHO BapbUPYIOT IO
JUIMHE U3-3a Pa3HOTO KOJIMYECTBA HYKJICOTUOB, BXOJIAIIMX B COCTAB JJOMEHA, a 3aMEHBI,
BO3HHKAIOIINE B HEM, OOBIYHO MHOTOYHMCIICHHBI M OKa3bIBAIOT PEIIarolee 3HaUYeHUE Ha
KoH(popmalio. B CBA3M ¢ ATUM HE YCTAaHOBJIEHO TOYHOE KOJIMYECTBO IIMUJIEK
(cyonmomenos — ES6a, ES6b, ES6¢, ES6d (E23_1-E23 14)), oTxX0aamux OT HEHTPAIbHOM
MHOKECTBEHHOW meTnu. Ha OcCHOBe CpaBHUTENBHOTO aHaIM3a MOCIEI0BATEIbHOCTEH
reHoB 18S pPHK 6Gonee yem 6000 BHmOB 3ykapwoT ObUT CAENaH BBIBOA O TOM, YTO
MPOCTPAHCTBEHHAS CTPYKTypa ES6° COXpaHsIeTCsl Y OOJIIIMHCTBA MHOTOKJIETOUHBIX, U
YTO, CKOpPEE BCEro, y4aCTOK B CPEJHEM COCTOUT U3 IMATU IIMUICK U OJTHON BHYTPEHHEU
cipamu (Gunnar, Odd, 2003). Besyciosro, ES6° — camas BapuabeibHas CTPyKTypa
cpenu 65 BumoB Digenea.

Cy6nomenst ES6° (ES6a, ES6b, ES6¢, ES6¢2 1 ES6d) TpemaTon MMEIOT eXHHBIA
MJIaH CTPOCHUSA, HO KOH(POPMAIMOHHO OTIWYAIOTCA JPYr OT Jpyra HaJIAYueM
BHYTPEHHHX M BBINYKJIBIX TETEJb BHYTPH TeJa MIMUICK W Pa3IUYHBIM YHCIOM
HYKJICOTHUJIOB, BXONSAIIUX B COCTaB OYJIaBOYHBIX TOJOBOK. OTHU CTPYKTYpHBIE
OCOOCHHOCTH SIBJISIOTCS YHHMKAJIBHOH YEpPTOM TOr0 WM WHOro cemeiictBa Digenea.
Wckirouenue  coctaBisitoT — cemeiictBa  Echinostomatidae,  Heterophyidae wu
Opisthorchiidae, cucremarnka KOTOPBIX, MO MHEHHIO OOJIBIIMHCTBA CIECI[HAINCTOB,
tpebyet peBusuu (Olson et al., 2003; Thaenkham et al., 2012).

HecMmoTpst Ha TO, 4TO BCE CEMEMCTBA TPEMATO XOPOILIO OTIIMYAKOTCS IO ES6°, ¢
COXpaHEHUEM eAMHOW (DOPMBI YKIIAIKH, B HAIIEM HCCIICIOBAHUHA OTHOCHUTEIHLHO 3TOTO
JIOMEHa BCE K€ BO3HUKIIM CIIOPHBIE BOTPOCHI, CBsI3aHHBIE ¢ KOH(OpMaImen ImuieK
ES6b, ES6cl m ES6¢C2. Kak yxe ObLI0 oTMedeHo, B meHTpe ES6b Haxomurtcs
MHO>XECTBEHHAsl METJIA, OT KOTOPOW OTXOAST TP IUMWIBKU Pa3HON JJIMHBI, 00pa3ys
KpecTooOpas3Hyl0 CTPYKTYpy; Mbl HE HYMEPOBAJIM OTH IIMWIBKH, CUATAS WX CAUHOU
yacThto ES6b, cornmacno konmenuum Apmaue (Armache et al., 2010). ¥V tpemaron

mmuibka ES6¢ nBoiinas. Psmom ¢ ES6¢l nokammsyercss kKoHGOPMAITMOHHO CXO0Kasi, HO
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4yThb MeEHbIIAsA 1O pasmepy ES6C2, 4yro coBceM He coryiacyercs ¢ JaHHBIMHU
UCCJIEIOBAHUN IPYTUX DYKAPUOT, HO, YTO U HE MPOTUBOPEUUT OOIICHIPUHSITOMY MHEHHIO
OTHOCUTEJILHO BapuadeIbHOCTH ES6° B memom. Bosmoxno, ES6¢2 sBistercs
JOTIOJIHUTENIbHBIM cyO1oMeHoM Tuma ES6e (Armache et al., 2010; Tailor et al, 2009), a
paznenenue cyonomena ES6¢ y TpemaTo1 MMeeT MPUHIMITHAIBHO BaXKHOE 3HAYCHUE IS
¢ongunra ux 18S pPHK.

MBI 0GHAPYKHIIN, 9TO MHOTOYHCICHHBIC 3aMEHBI BHYTPH MmiIbki ES9° crimbHO
BJIMSIIOT Ha KOJIMYECTBO BXOJIAIINX B Hee meTelib. MccenoBaTenu Acari oTMEYaroT, 9ToO B
ux BeIOOpKe KoH(popMmamms ES9° cemeiicrea Demodicidae 6bita Mano M3MeHUMBA, H
OTJIMYaJIach TOJILKO Y HAaceKOMBIX ¢ monHbiM mpeBpamenuem: A. mellifera, D.
melanogaster u npencraBureneii cemericta Tetranychoidea (Gillespie et al., 2006; Zhao
et al., 2013). [To mMHeHHIO 3THX aBTOpPOB, crnmpaib h41 mpezacraBiser Oojiee BaKHOE
3HAYeHHE Ul CHCTeMaTHKH. Hamm pesyibraTsl mokasamd, uro ES9° u crmpams h4l
MMEJTH BBICOKYIO CTEIMEHb BapWaOeTbHOCTH, XOTS HYKJICOTHIHBIX 3aMEH IMPUXOIUIOCH
Gombie Ha ES9®

[To HammM nmaHHbBIM, AoMeH ES12-h44 sensercs Hambosiee KOHCEPBATUBHBIM M3
BapuaOeNbHBIX YYacCTKOB Tpemaron. JleicTBUTENbHO, 00JIacTH B3aUMOJCHCTBUS JBYX
AYKAPUOTUUYECKUX pUOOCOMHBIX CyObenunuil Ha h44 (MexXCyObeTMHUYHBIN MOCT MEXIY
pS17¢e (40S) u rpS24e (60S)) oTHOCAT K 007aCTSIM C HU3KON CTENEHbIO U3MEHYUBOCTH.
HNHTepecHbIM sBIsAeTCS TOT (haKT, YTO HYKIJICOTHUJIHBIC ITOCICAOBATECIBHOCTH ES12°,
npuMbIkarone K h44 y pasHbIX BHJAOB JKMBOTHBIX JOCTATOYHO HW3MEHYHMBBI, HO C
coxpaHenrneM (Gopmbl yKiIaaku BTopuaHbIX cTpykTyp (Maule et al, 2006; Armache et al.,
2010; Mallatt et al., 2010; Qi, Kurt, 2016).

Psang wuccnenmoBarenel yka3plBa€T HAa HAJIMYUME B y4acTKax ES3® u ES6°
KOHCEHCYCHBIX TIOCTIEAOBATEIbHOCTEH, NPUHUMAIOIIUX YyYacTHe B (HOPMHUPOBAHUU
YeTBEPTHYHON CTPYKTYyphl MoJekynasl (Gunnar, Odd, 2003). Mmu ObLId BBIACICHBI
KOHCEHCYCHBIE IOCJEI0BATEILHOCTU ISl MIICHUIIBI (AmAGGCUGAC224 B ES3° u
G*UUGGCCUU® B ES6°) u wmbmmeit (A”'AAACCAAC?® B ES3®° u
G**UUGGUUUU™ B ES6°). Jlnst Bcex ocTaibHBIX Metazoa ObUI MPOBEICH aHAIIN3

B3aUMOJIOIIOJIHSIEMOCTH TOMOJIOTMYHBIX —MociieqoBaTenbHocTed reHoB  18S  pPHK,
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TOKA3aBIINH, 4TO ydacTkd cBssbiBanus B ES3° um ES6° 10CTaTOYHO KOHCEpPBATHBHBL.
OCHOBHBIC OTIMYHS OT KOHCeHCyc-MoTBoB (AAAACCAAU mms ES3® u
GUUGGUUUU st ES6°) ormeuamucs y Cnidaria, Myxozoa, Nematoda, u Porifera.
JIsist OONBIIMHCTBA 3TUX OPTraHU3MOB MaKCUMAaJIbHAS JIJIMHA MPEANoaraéMblX Y4acTKOB
B3aMMOJICUCTBHS OblLIa OrpaHuyeHa 10 8 map OCHOBaHWUN. Mbl MOMNBITAINCH HAWTU
MoXOXKHe TmocienoBarensHoctn. B nomenax ES3° u ES6° omm 6bimi aGCOMIOTHO
KOHCEpBAaTUBHBI  JJII  TpeMaTo], A'GAACCAAC? u G ®UuGcGuuUUU™
coorBerctBerHO. Ho Motre ES3° oTnmuaercst oT MOTHBa ISl MIIGHHUIB U MbImeit. B To
ke Bpemst MoTuBbI B ES6° 6bin Takumu ke, Kak y Mus musculus. BeposiTHo, 3T0 MOKHO
paccMaTpuBaTh, KaK MOJICKYJSIPHYIO TMpeajanTaiuio JUisl Tapa3uTUpPOBaHUS Y
TETJIOKPOBHBIX JKMBOTHBIX. [IpenrmosnokeHne HaXOIUT KOCBEHHOE ITOATBEP)KICHHUE B
pe3yibTaTax TPAHCKPUITOMHBIX MCCIICIOBAHUN TPEMaTojl, HalpuMep, MPOTHO3UPYEMBbIE
Oenku kuTaickoi meueHoyHoi aByyctku Clonorchis sinensis oGmamaror Oosbiieit
romoutorueit (20%) ¢ 6enkamu miekonuTarommx (Mus musculus u Homo sapiens), gem ¢
Oenkamu (UIOTCHETHYCCKH Oosiee Onm3Koi mouBeHHON Hemaroabl Caenorhabditis
elegans (15%) (muT. mo Yenomuna, 2017).

MpbI BBISBIIIM €IIE€ OJHY MHTEPECHYI0 0COOeHHOCTh — MoBbImeHHbI GC coctas
HEKOTOPBIX MOJCIIMPYEMBIX PErHoHOB, B yacTHOCTH h27-ES7°. B GC Gorarsix paifoHax
YKapUOTHYECKOTO TEHOMa JIOKamu3yeTcs Ooibmioe koandecTBO GPC  oCTpoBKOB,
XapaKTEePU3YIOMINXCSI BBICOKHM COJIEpP)KaHMEM TyaHuHa u 1uto3uHa (Oosee 60%),
IOPEICTAaBICHHbIX B BHUIE KiacTepoB HeMmeTwiupoBaHHbIX GC OOKCOB — JIOKYCOB,
POJCTBEHHBIX CAalTy Y3HaBaHUS HEKOTOPBIX TPAHCKPHUIIMOHHBIX (akTopos (Bird, 1986;
Lindsay, Bird, 1987; Aissani, Bernardi, 1991). GpC ocTpoBKH UMEIOTCS Y BCEX I'C€HOB,
BBITIOJTHSFOIIMX 0a30BbI€ KJIIETOYHBIC (DYHKITUH, M JIOKAIU3YIOTCS OHU IIPEUMYIIECTBECHHO
B UX 5'- ydacTKaxX, a UMEHHO PETYJISTOPHBIX, MPOMOTOPHBIX TOCIEAOBATEIHHOCTIX U
TOCIIeIOBATEIBHOCTAX mepBoro 9k3omHa (Cooper et al., 1983). ES7° sBmsercs
npojaobKeHneM crmpanu h26, pacmnosarasch Ha 3aJHel 4yacTH 1uieda cyobeaunuiisl 40S.
Ipennonoxurensno, ¢ ES7° caspiBaercss paxrop numimarmn (VD) TpaHcmsuun y
sykapuor (Demeshkina et al., 2000). Taxum o6pasom, ES7° wmoxer wurpars

OIIPCACIICHHYIO POJIb B Y3HAaBAHUU WJIA CTa6I/IJ'II/IBaI_[I/II/I HCKOTOPLIX M3 CHCI_II/I(bI/I‘-IeCKI/IX
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sykapuoTtnueckux M®d. Copepxxanne GC HyKICOTHAOB B CHHUpAIAX OBLJIO Ha MOPSIOK
BBIIIIE TAaKOBOTO B METNIAX, 4, KaK W3BECTHO, MMEHHO CIHPAIN COCTaBISIOT KapKac
moiekynel. Ha tpermunoii crpykrype T. aestivum Bummmo, uto ES6° (cpemmmit GC%
oosbiie 60) OKpyKeH TUIOTHBIM KOJIBIIOM U3 OEJIKOB, CIIOCOOCTBYIONIUX €r0 (DOJIIUHTY
(Armache et al., 2010). Oxma u3 ummiek ES6° BzanmoxeiictByer co mmmiskoii ES3°, Ho
3HAYCHHUE ATOTO B3aWMOJEHCTBUSA TOKa HE sSCHO. CTOUT OTMETHTh, YTO B Y4YacTKax C
BBICOKOH HYKJICOTUAHOW w3MeHUnBOCThI0O GC-comepkaHue OCTaBaJIOCh HHU3KHUM
(manpumep, B h44-ES12° mmm h16, h17). Bo3MOXHO, TakuM 00pasoM, MOJEKYIa
MIPOSIBIISIET JTAOMIIBHOCT M JIOITyCKAeT HAKOIUICHHE 3aMEH, B JIOMYCTHMBIX Tpeseax, HO
0e3 HapyireHus obiei apxurekronuku (Dover, 1986; Hancock et al., 1988).

B Hamiem wucclieIoOBaHHMM IOJIHOpa3MepHas IociieaoBaTelbHOCTh TeHa nadl N.
schikhobalowi ne comepskana BcTaBOK, IelElMiA U CTOM-KOJOHOB, YTO yKa3bIBaIO Obl Ha
ee HePYHKITMOHATBHOCTh (TICEBIOTCH WM SICPHAS KOMHS MHTOXOHIPHUATHLHOTO T'eHA)
(Van Herwerden et al., 1999), u mostomy ObUTa NPHUTOTHOW JJISI TPOTHO3HPOBAHHUS
AMUHOKUCIIOTHON TMOCJIEIOBATEILHOCTH KOJIUPYEMOT0 UM OeJKa.

Jlnst  cpaBHEHUS TPOCTPAHCTBEHHOW OpraHU3alMKM OCJIKOBBIX MOJICKYJI HaMU
BIIEPBbIE OBLIM PEKOHCTpyupoBaHbl 3D Mojenu TPETUYHOU CTPYKTYphl Oelika mepBoOn
cyobenuuuiibl  NADH-meruaporenassl JecaTv pa3HbIX BHUIOB TpemaTon. Tak Kak
pasIuyus B HCIOJB30BAHWHM KOJOHOB OBIIM MHHUMAIbHBIC, MOJCIH OXHIAEMO
HariomuHanu TakoByro st N. schikhobalowi (ITpunosxenue VIII). Buano, uto Oemnok
cmabo ToIBepKEH MyTAITMOHHBIM U3MEHEHUSIM. BeposiTHee Bcero 3To CBA3aHO C TEM, YTO
NADH-neruaporeHnasa siBiasieTcsl OAHUM M3 KIHOUEBBIX OCJIKOB JbIXaTEILHOW IENU U C
HapyIICHUSIMA B (YHKIIMOHUPOBAHWH TIEPBOTO JIBIXaTEIHHOIO KOMIUIEKCA CBS3aHbBI
HEKOTOpPhIC MHUTOXOHJApPHUAIbHBIC 3a0oiyieBanus (psn Heiipormaruit) (Zhu et al., 2016).
WNuTepecHo W TO, 4TO OOJIBIIMHCTBO W3 BBISBICHHBIX MYyTaIldiii B aMHUHOKHCIOTHBIX
nocaenoBareabHocTsIX Nanophyetus spp. okaszamuch MoOJIYaIlMMH, HO MX BJIMSHUEC Ha
KJICTOYHBIH MeTaboJM3M HE HWCKIIOYaeTcs, TaK KaK €CTh CBUACTENhCTBA, HYTO
HYKJICOTHIHBIC 3aMEHBI B TPEThEH MO3UITMH KOJIOHA MOTYT U3MEHSTh YTOJI, IIPH KOTOPOM
B PACTYIIYIO MOJIMMENTHAHYIO I[EMb BKIIOYAETCS TOCIeAyIIas aMUHOKUCIOTA (IUT. TI0:

Yenomuna, 2017).
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N3y4yenune koH()OPMAITMOHHBIX M3MEHEHUI OMOJIOTHIECKUX MOJIEKYJ TTOCPEICTBOM
MOJICTTMPOBAHUS BTOPHUYHBIX U TPETHUYHBIX CTPYKTYp, Kak TpanckpuntoB plHK, Tak u
OCJIKOB JIBIXaTEILHOTO KOMIUICKCA, C MPUBICYCHUEM BBICOKOTEXHOJIOTHUHBIX JaHHBIX
AJIEKTPOHHON KPUOMHUKPOCKOITUU MOXKET MPOJIUTH CBET Ha JeTalu (PYHKIIMOHUPOBAHUS
UX KOMIUIEKCOB. MOJCIUPOBAHUE TPEXMEPHBIX CTPYKTYp OCIKOBBIX MOJICKYI
(MEeMOpaHHOTO  KOMIUIEKCA, ITUTOXPOMHBIX, JBIXaTCIbHBIX, HMMYHOTJIOOYJIUHOB,
HEHPOTPAHCMUTTEPOB) SIHUICMHUOJOTHUCCKH 3HAYMMBIX TPEMATOJl B IOCIICAHEE BPEMsI
HaOuWpaeT TEeMIbl M TOSBISETCS Bce OoJibllie padOT MO0 ATOMY HaIpPaBJICHUIO
(Pakharukova et al., 2012; Akalesh et al., 2013; Swargiary, Akalesh, 2015; Zhu et al.,
2016; Kim et al., 2017), sBasiomeMycs MCPCIEKTHBHBIM IS MEIUIUHCKUX
WCCIICIOBAHUM, B YaCTHOCTH, pa3pabOTKM HOBBIX BakKIMH, AaHTUOMOTHUKOB U
IPOTHUBOTEIbMUHTHBIX TPENapaToB, KOTOPbIE MOTYT CBS3bIBaThCA C MuileHsMmu 18S
pPHK u unrubupoBath cuHTe3 Oenka y mapasutoB (Moazed, Noller, 1987; Zhu et al.,
2016). MounekynsspHOoe MOJACIUPOBAHUE TPUBJICKACT BHUMAHHE MEIUKOB-XMMHKOB. B
HacTosimee BpeMsi BBIOOP Oe3omacHbIX W A(PPEKTUBHBIX JIEKAPCTB A JICYCHUS
TCJIBMUHTO30B M OOJBIIMHCTBA KHWIIEYHBIX TPOCTEHIINX OTPaHWYEH, HU OJHO W3
COCIMHEHWI HE OXBAThIBAET BECh CIIEKTP IMAapa3uTOB, U B OCHOBHOM OHHU OBLIU
pa3zpaboTaHbl JecaTuaeTus Hazal. [IpasukBanTen, HampuMep, HIMPOKO MPUMEHSIETCS IS
JeYCHHUS TpemMaTo1030B. OMHAKO COOOIIAIoCh, YTO ATO BEIIECCTBO MPOSBIIIET HHU3KYIO
3¢ (PEeKTUBHOCTH MpHU JICUEHUU KIOHOpPXO3a B ceBepHOM BrerHame. Kum c coaBropamm
10JIaraeT, YTO KOMIUIEKCHOE IMOHMMAaHHE YCTPOWCTBA OEJIKOB TETYMEHTa, B YaCTHOCTH
CsTegu20.6, mocpeacTBOM OUOMOJETUPOBAHUS MOXKET OBITh MCIOJIB30BAHO IS
pa3pabOTKK MPUHIUITMAIBLHO HOBBIX IpenapaToB s 00pbhObl ¢ mHBasueir C. SIiNENsis
(Kim et al., 2017). Cuwuraercs, YTO XHMHOTEPAIICBTUYCCKHE ArcHTHI TPSIMO WJIH
KOCBEHHO BJMSIOT Ha (EpMEHTHbIE CHUCTEMbl TEJIbMHUHTOB, B YacCTHOCTH Ha
dochoenonmupyBarkapobokcukunazy (OEIIKK), sBastonryrocs kitoueBbIM (GEPMEHTOM,
MHUIMUPYIOIINM TIFOKOHEOTEHHBIN MyTh y )KUBOTHBIX, PACTEHUH U OaKTepuid. DTH MyTH
CWJIBHO PA3MHYaAIOTCS y MJICKONMUTAIOMIUX W TEIbMHUHTOB, YTO MOXET OBITh
UCTIONB30BAaHO NIl  OOHApyKEHHS HMHTUOMTOPOB, H30MpATENIbHO BIMSIONIMX Ha

metabonm3Mm mapasutoB (Hymenolepis diminuta, Fasciola hepatica, Ascaris suum,
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Moniezia expansa, Moniliformis dubius). B orcyrcTBue sKcneprMMeHTaIbHBIX JTaHHBIX
IPOBOAATCS HCCJCIOBaHUS TpexMepHbIXx Mojened Oenxka PEIIKK S. japonicum mis
Jy4IlIer0 TOHUMAHUS €r0 CTPYKTYpPbl U (PYHKIMH, B TEPCHEKTUBE UCIOIb30BaHUS KaK

XOpOIIIEero NpoTHBOreIbMUHTHOTO areHTa (Akalesh et al., 2013).

4.3. ®unorenns poaa Nanophyetus

[IpeumymectBa 18S p/IHK kak ¢unorenernyeckoro mapkepa (1o CpaBHEHHIO C
IPYTUMU MapKepamMH pPUOOCOMHOTO KiacTepa) HEOCIHOPHMBbI, TaK KakK OOJBIIMHCTBO
CIIEMCEPHBIX YYaCTKOB C TPYAOM MOAJAIOTCS BbIpaBHUBaHWIO, a reH 28S pPHK
JIOCTATOYHO CJIOKHO CEKBeHUpOBaTh MojiHOCThIO (Coleman, 1997, 2003; Schultz et al.,
2006; Selig et al., 2008).

OcHoBBIBasiCh Ha cpaBHEHUHU nociienoBarenpbHoctel rena 18S pPHK tpematon, B
JaHHOW pabore OBUIM PEKOHCTPYUPOBAHBI HECKOJBKO THIIOB HEPAPXUUECKUX
dunoreHeTndeckux ApeB. llepBoe WILTIOCTpUPYET BHYTPUPOIOBBIC (PUIOTCHETHUCCKUC
cBs3u HanopuerycoB (Pucynox 27A). Bropoe apeBo Ha HECKOJIBKO YpPOBEH BBINIE U
paspeiiaeT OTHOIICHUS MEXKIy TpemarogamH HajcemerictBa Gorgoderoidea ¢
JOCTAaTOYHO BBICOKUMH YPOBHSAMHU TOIepKkH B y3nax BeTmieHus (Pucynok 30). Ha
Tpetheil ¢unorpamme Ha Pucynke 29 BmepBble aas Bcero momotpsiga  Xiphidiata
mokKasaHbl CBs3u HajacemeiictBa (Gorgoderoidea, Bxirouaromero Nanophyetus, ¢
YeThIpbMS JIPYyrUMHU HajaceMeiictBamu Tpemaron — Haploporoidea, Allocreadioidea,
Plagiorchiidae, Microphalloidea, Bxoxsmumu B 3ToT mogotpsia. Hacrosmuii anamus B
IIEJIOM TIOATBEPAWI pe3yibTaThl OJICOHA € COABTOpaMH B OTHOIICHWH COCTaBa M
B3auMOCBs3ei ocHOBHBIX rpynn Plagiorchioidea u Microphalloidea, a Takxxe BbIBOA, UTO
OHM MPHUHAJIEKAT K KOPOHHBIM TpyIaM aureHeTnueckux cocaibinukop (Olson et al.,
2003). C apyroi#t CTOpPOHBI, BKJIIOUECHHE HAMH OOJBIIErO YHWCIA HOBBIX IOJIHBIX HJIH
MOYTH TMOJHOPA3MEPHBIX MocieAoBaTeabHOCTEN (78 mMOCIeaoBaTEIbHOCTEN pa3MepoM
1890 m.H.) B TeKylIMil aHamu3, IO CpaBHEHHIO ¢ paboroi OJicOHA, OCHOBAHHOHW Ha
CpaBHEHUHW HEMOJHBIX TocienoBatenbHocTel reHa 18S pPHK mnunoit 1668 n.u. ais 75
BUJIOB BCETO MOAKJIAcca JUT€HEH, BIIBUIIO HEKOTOPHIE B3aUMOCBSI3H, KOTOPHIE paHEe He

paccMaTpuBaIMCh, MPCKAC BCCTO — MOPAAOK BCTBJICHHUA W CTATUCTHUYCCKAA IMOAJACPIKKA
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MOHO(HUIETHYHOCTH, a TAK)KE TaTUPOBKA OCHOBHBIX JUBEPTEHTHBIX COOBITHI. CyOKITa b
BHyTpHu Gorgoderoidea, B Tom uucie, coaepxkame poga Nanophyetus u Paragonimus,
MMCIOT BBICOKHE WHJCKCH TMOJACPKKH B y3jJaxX BETBICHUs. EIMHCTBEHHBIH BUJ
Allocreadium  neotenicum (mamcemeiicteo  Allocreadioidea) oxasancss  BHyTpHU
Gorgoderoidea. Teoperndyeckn W3MEHEHHE pa3Mepa BBIOOPKHM U eIie OoJbliee
YBEJIMYCHUE JUIMHBI TOCIEAOBATEIILHOCTEH MOTJI0 OBl pa3pemmTh 3Ty Mpodiemy.
XOoyaxypu € COaBTOpaMH TaKUM OOpa3oM OMNPEISTUIN TOJOXKEHUE allJIOKpeaaua Ha
o0mieM (pHIOreHeTHYCCKOM JIpeBe, MOCTpoeHHOM i oTpsiaa Plagiorchiida, B3se 3a
OCHOBY BBIOOpKY OJicoHa W T0OaBWUB K HEW JOIMOJHHUTEIRHO TPH BHUIA U3 CEMEHCTBA
Allocreadiidae Looss, 1902; B o01iieii CII0KHOCTH MOJYYHIIOCHh 78 MOCIe0BaTeIbHOCTEH
mmnoi 1627 n.H. (Choudhury et al., 2007). B ux nucciaenoBaHuy MOJHUMAOTCS BOIPOCHI
o cocraBe HajacemeiictBa Allocreadioidea ©u  B3aMMOOTHOIICHHSIX CEMEMCTBa
Allocreadiidae ¢ mpyrumu cemelicTBaMH, HaAXOASIIMMHUCS B €ro cocraBe (B 4aCTHOCTH
Opecoelidae). IlpumeuaTenbHO, YTO OHU TMOKa3aiu, uTo kiaaa Allocreadiidac BMecTe ¢
cecrpunckoii Callodistomidae tecno cBs3ana ¢ Gorgoderidae, 4ro, Kak COOOMIAIOT
aBTOPHI, TOATBEP)KIACTCS  HEKOTOPBIMH  aclleKTaMH  OWOJIOTHH  TOPTOJEPH.
[IpeacraButenn 00OWMX CEMEHCTB paclpOCTpaHEHbI B TPECHOBOJHBIX BOJOEMax, W
SBIITIOTCS TTapa3uTaMy TJIABHBIM 00pa3oM PbIO, XOTS HEKOTOPBIC U3 HUX MapasuTHPYIOT
Takke y ambubuii. IlomoOHO  ammokpeanugaMm, TOProAEpPUAbl  HUCHOJB3YIOT
JIBYCTBOPYATHIX MOJUTIOCKOB, a HE OPIOXOHOTHX, KaK TMEPBBIX MPOMEKYTOUHBIX XO35EB.
OTMEYEeHO TaKKe CXOACTBO MEXKIY SKCKPETOPHBIMHU ITy3bIPSIMHU IIEPKApPUi aJIJTIOKPEaIH/T
u rToprojepuna. bojee TOro, Ha OCHOBAaHWM CIIEPMATOJIOTHUYCCKUX JTaHHBIX,
VIBTPACTPYKTYPHOTO aHalIM3a CIEPMATO30UJI0OB TPEeMaroj psAll HUCCienoBaresei
npeayiaraetr paccmarpuBath ceMmeiicTBo Allocreadiidae B cocTaBe HajaceMmelcTBa
Gorgoderoidea (Bakhoum et al., 2017).

B nenom momydennsie Hamu gaHHbie mo Mapkepy 18S p/IHK ykaspiBaroT Ha
HBOJIIOIIMOHHYIO MOJIOJIOCTh HAaHO(PHETYCOB, MX TECHBIE (DUIOTEHETHYECKHE CBS3H C
naparoHMMuJiaMd  (JIETOYHBIMH ~ COCAJIBIIIUKAMH) ¥ CBHJICTEIBCTBYIOT B  TOJIB3Y
UCTIONIb30BaHUSl  TIOJHOPA3MEPHBIX TIOCIIEIOBATENBHOCTEH N1 (DUIIOTCHETHYECKHUX

pekoHcTpykIuil. Tak, HEKOTOpas HEepa3pelIeHHOCTh B TOIOJIOIMH MPOCIEKUBAETCS Ha
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npese 28S p/IHK, moctpoeHHOM Ha ocHOBe yceueHHoro rena (Pucynok 27B), rme N.
japonensis u N. schikhobalowi waxomwmuce B cocraBe omHoi BetBu. ['en 28S pPHK
MMEET OYECHb KOHCEPBATUBHBIM XapaKTep C MEMJICHHOW CKOPOCTBIO MyTalHUM, TaK 4YTO
JTUBEPTUPYET Topa3fo IMO3Ke IPYruX YICHOB ceMmeiicTBa puOOCOMHBIX TeHOB. [lpu
MCIIOJIb30BaHUH TTOJIHOPA3MEPHOM MOCCIOBATEIBHOCTH AaHHOTO reHa (PucyHok 27B),
3ajaya yCIENTHO pelmiajach, W TaKCOHOMHYECKas CTPYKTypa mpuoOperana CBOU
HOPMAJIbHBIM BHUA. DTO €lle pa3 MOATBEPXKIAAeT TOT (akT, YTO I MOJIEKYJSPHO-
TCHETHYECKOTO aHallM3a JIyd4Ille HWCIOJIh30BaTh IOCIICIOBATEIPHOCTH MaKCHUMAaTbHOU
JUTHHBI.

CoBpeMeHHbIe (UIOTEHETHYECKUE JIpeBa — 3TO Topas3io OOJIbIIE, YeM MPOCTO
XOpoIIo mojajepkaHHass Tomojorus. Ommpasce Ha mnocTpoeHHyro B BEAST
XPOHOTPaMMY, yIAaeTCsl MIPOCIEAUTh HAMPABICHUE SBOJTIONNH IEYCHOUHBIX M KUIIIEYHBIX
TpeMaToJl OJHOBPEMEHHO C U3MEHEHHSIMU BTOPUYHBIX CTPYKTYyp Haubosee
BapuabeabHbIX ydacTkoB uX 18S pPHK, wm kusHennsix nwmkimoB (Pucynok 31). Ha
XpOHOTpaMMe BHJIHO, uTO TomoTpsiasl Echinostomata, Xiphidiata, Pronocephalata u
Opisthorchiata pasgenuauce okojmo 90 — 125 MIH.UILH., B MEJIOBOH IEPHUOJ, CaMBbIi
IIPOAOJDKUTENBHBIA U3 IIEPUOJIOB ME3030MCKOM 3pbl. Bo3pacT cooTHOCHUTCH C
JATUPOBKOW OOHApy>KEHUsI SWIl TPEMaToJ B KOMPOJUTAX TUTAHTCKUX AIIEPOB,
HaXOAIIMXCS, KaK U3BECTHO, B ATOT IEPUOJ Ha MUKe cBoero pacipera (Poinar, Boucot,
2016). B wMemoBOM TMepHOJEC IUTALIEHTAPHBIC MIIEKOMUTAIONINE pa3ICIMINCh Ha
HECKOJIBKO TPYMI: KOIBITHBIX, HACEKOMOSIHBIX, XHUITHUKOB M IMPUMATOB, IOSBHIUCH
HACTOSIIIIME TTHIBI. HuIry KpymHBIX XWITHUKOB B BOJOEMax 3aHUMAId PENTHINH, C
COTIOCTABMMBIM 10 OTHOIIICHUIO K TeTIOKPOBHBIM, YPOBHEM 0OMeHa BeriecTB. Bo3HUKIIO
HeObIBajioe pa3HooOpasWe Xo3sieB i1 Tpematon. llpeacraBurenu moaoTpsaa
Echinostomata oxazanuce Heckonbko apeBree — 30 — 60 MIIH.LH., YeM ceMeicTBa U3
noxotpsaos Opisthorchiata — 30 maa.L.H. 1, B ocobennoctu, Xiphidiata — 10 muH.JLH.,
NPEICTaBUTENId KOTOPOTrO MPEANOJIOKUTEILHO OBICTpEe OCBOMIIM BCE BO3MOXKHbBIC
DKOJIOTHYECKME HHINM B TMAapa3HTapHbIX coobOmiecTBax. CHayana JAUTCHETUUYECKHE
COCAJIBLIMKH 3aCEIMINA KUIIEUYHUK MTHIL, a TOTOM MEYEHb U KUIIEUHUK MIICKOMUTAIOUINX,

C MOCTENEHHON CMEHOW BTOPOI0 MPOMEXYTOYHOIO XO35MHA — MOJUIIOCKA (MpUMepHO 45
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MJIH. JI.H., TI0 Harei Beioopke Briepssie y P. gralli) Ha pei6 (mpumepno 25 — 30 MuIH. J1.H.,
poxa Echinochasmus, Drepanocephalus), xak Ooyiee mepCHEeKTHBHBIX IEPEHOCUHUKOB
Tpemarofo3Hoi wuHbeknuu. Yro kacaercs momorpsmoB Opisthorchiata (cemelicTs
Opisthorchiidae, Heterophyidae), wu Xiphidiata (cemeiicte Paragonimidae wu
Troglotrematidae), To 31ech HaOMOAaETCS HEKOTOPBIN MapajlieIu3M B HHPHUIIMPOBAHUH
MApeHXUMATO3HBIX OpraHOB W  KHWIICYHHWKA, HECMOTPS Ha TaKCOHOMHYECKYIO
yIAJCHHOCTh JTHX CHCTEeMAaTW4YecKuX rpymnmn. OCBOCHHE OKOHYATEIBHBIX XO35CB
NPEJCTABUTEISIMUA ITHX MOAOTPSIOB HAYaJIOCh B MIEPUOJIBI ManeoreH-ueoreH (2,58 — 30
MJIH.JI.H.), Korja o0muil Buj ¢hayHbl MICKOMUTAIONIMX MOCTEIEHHO Havyal NpUoOpeTaTh
BUJ, TPHUOIMKCHHBI K COBPEMEHHOMY, C CYXXCHHEM CIIEKTpa TIOTEHIIHAIBHO
HE3apaKCHHBIX OKOHYATEIbHBIX X03s€B. [Ipr 3TOM BTOpUYHBIE CTPYKTYPHI ES6° u ES9®
3a BCE BpPEMsI TUBEPTEHTHOW IBOJIIONMU TPEMATO, T.€. 32 MIJUTHOHBI JIET, HE U3MEHIIIN
CBOCH OOIIEeH apXUTEKTyphl. Y TPOTJIIOTPEMaTHI, Camble MOJOJbIC BHIBI PoOJia
Nanophyetus pasgenmunucs 2,5 MIHJLH., BO BCEX BTOPHYHBIX CTPYKTypax, 3a
uckmouenreM hl16, h17 u h44-ES12°, umenucs YHUKQJIbHBIE MOJICJIU JIOMEHOB W
cnupajneii. MHTepecHo, YTO TEYEHOUYHBbIC M JICTOYHBIC TPEMATOJbl XapaKTePU3YIOTCS
pazimmuHbiMA  KOoHpopmarusmu  ES3c.  domauHr ES7° MEYeHOUYHBIX W JIETOYHBIX
TPEMAaToJ TakKe OTIMYACTCS, B TO BpPEeMsl KaK KHIIEYHBIC TPEMATOIbI UMEIOT BCE
BapuaHTBl  YKJIaakd, a mnpenactaButenu  cemeiictea  Notocotilidae  (mpeBHss
¢uoreHeTHyYecKass BETBb, 3aHUMaroNas Oa3ajdbHOE TMIOJIOKCHHE Ha JpeBe) —
YHHKAJIbHYIO BTOPHYHYIO CTPYKTYpYy. Bce 3T0 MOKET rOBOPUTH O TOM, YTO IBOJIIOIUS
BTOPUYHBIX CTPYKTYp 18S y TpemaTo mpoaoiKaeTcs, XOTh M JBMIKETCS MEIJICHHBIMU
TEMIIaMH, ¥ BO3MOXXHO CBsi3aHa C MPUOOPETCHHWEM HOBBIX amanrtanui. [lapasutapHas
CUCTEMa B IIEJIOM O4YCHb Ja0WibHA W JIETKO TMPHUCIOCAOIMBACTCS K ITOCTOSTHHO
U3MCHSIOIUMCS  yCIIOBUSIM  cpeibl. Ha ceromHsmmHwWiA JeHh HHU OJHA TpyIa
Napa3suTHYECKUX YePBEH HE pacceMiiach TaK IIUPOKO 1O OPTaHHU3MY >KHBOTHOTO, KaK
TPEMAaTOMbl, U, MOXAIyd, HU Y OJHOW APYroil Ipymmbl MapasMTHYCCKUX YEPBEH HET
TaKAX MHOTOYHCIICHHBIX M CJIOXHBIX IPUCIOCOOJECHUI K CYIIECTBOBAHUIO B CTOJIb

Pa3HOOOpA3HBIX YCIOBUSX.
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4.4. ®unoreorpadus u nemorpapudeckasi ucropusi nomysasiuia Nanophyetus

Snepubie u MutoxoHjapuanbHbie JIHK wMapképbl MMPOKO NPUMEHSIOT IS
BBISIBJICHUSI POJICTBEHHBIX B3aUMOCBS3€H MEXKIY OTACIbHBIMU OCOOSIMU WJIHM TpyIIiaMu
ocoOei, Il U3y4eHUs TUHAMHKUA T€HETUYECKUX MPOIECCOB, MHUIPALlUU, W3OJALHNU B
HOMYyJIALMAX, ONHMCAHMS  MCTOpMM  BO3HMKHOBeHHMs  Buma  (Avise,  2000).
®dunoreorpaduvecknii aHaan3, OCHOBAHHBIN Ha JAHHBIX T€HETUYECKOTO Pa3zHOOOpa3us
COBPEMEHHBIX MOMYJISAIHNMI, MPOSICHAET MPOLECCHI, JETEPMUHUPYIOLINE Teorpaduyeckoe
pacripeneiieHde  reHeaysorndeckux JymHuE  (Avise, 2000). Jlns  mapa3uToB,
dunoreorpaduueckue JaHHBIE TOJIE3HBI MJIS TMOHMMaHUS MUIPALUOHHBIX MYyTeH W
MCTOPUU KOJIOHW3ALMU BUJIOB, YCTAHOBJICHUSI ICTOYHUKOB U BPEMEHU MHBA3UU, a TAKXKE
JUIS OLICHKM WX JICKApCTBEHHOW ycToiumBocTH B MecTax mHTpomykiuu (Vilas et al.,
2005). Tem He wMeHnee, (uioreorpaduss napa3uToB OCTAETCS MaJI0 M3YYCHHOI;
HEMHOTOYHCIICHHBIE UCCIIEA0BAaHUS MPOBEACHBI HA OTAEIIBHBIX BUAX HEMATO, IECTO U
tpemarona (Hampumep, Iwagami et al., 2000; Wickstrom et al., 2003; Nieberding et al.,
2004; Semyenova et al., 2006; Attwood et al., 2008; Ichikawa et al., 2011; Chelomina et
al., 2014).

N3-3a ocoboro oOpaza »U3HHU MOMYJSLUUA NAPa3UTOB UCIBITHIBAIOT B X0JI€ CBOEH
HBOJIIOIMU  pa3fuvHble JeMorpaduueckre H3MEHEHMs, KOTOPhIE€ OTPAKEHBl B HX
coBpeMeHHOM reHooHe. OHU MOTYT HUCIHBITHIBaTh (PParMEHTALMIO apeanoB /WU
KOJIeOaHUsI YHUCJIEHHOCTU. ['eHeTuyeckas M3MEHUMBOCTh Mapa3sUTOB U TMOSBIICHUE
BO3MOXHBIX CHEIUPUYECKUX JIJIST XO34€B JUHUN MOTYT OBITh OTIIEYATKOM MPOIIIOTO
ajutonaTpuueckoro BujooOpa3zoBaHusg. CrocoOHOCTh OOHApYXUBATh TaKWe MPOILIbIE
neMorpapruyecKue IPOIECChl SIBISCTCS BaXXHON IMIPEATIOCHIUIKOM JIJIS TINATCIILHON OICHKH
pacrpeeicHns] TCHeTUYEeCKONH M3MEHUYMBOCTH Cpeau Nomyssiiuii mapasutos (Bouzid et
al., 2008).

MuHMMaIbHOE CIIEHHUHTOBOE JPEBO (JIPEBO MHUHUMAJLHOW MPOTSKEHHOCTH) IS
pona Nanophyetus yka3piBaeT Ha TiIyOOKHH (DUIOTCHETHYECKUN Pa3phiB  MEXKIY
PETHOHANLHBIMU TOMYJSIIUsAMA. Ha Takux BBICOKUX (DUIOTEHETUYECKUX YPOBHSIX

reorpadudecKd HU30JUPOBAHHBIC JIMHUU PACXOIATCA H3-3a (PU3HUECKOW H3OJIAIHNH W,
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TaKUM 00pa3oM, MOTYT aIallTUPOBAThCs K MecTHOU (ayHe xo3sieB (Bouzid et al., 2008).
Y HaHO(HETYCOB CIEKTP X03s€B (MPOMEXKYTOUYHBIX M JISHUHUTUBHBIX) CYIICCTBCHHO
otimuuaercs (Pucynok 49). Hanpumep, N. salmincola u N. japonensis B kauecTBe BTOPBIX
OpoMeKyTOouHbIX X03se¢B B oriauune oT N. schikhobalowi mommmo pwid, moryr
UCIIOJIb30BaTh cajaMaH/p, OJHAKO Mo cocTaBy aeuHUTHBHBIX X03sgeB N. schikhobalowi
6osnee Omm3ok k N. japonensis. Tak, Tompko y N. salmincola ocHoBHBIME XO3sieBaMU
MOTYT CTaHOBUTBHCS NTHIBI (Ooyblnas Toy0das I[arwisl, XOXJAThld KpOXajb, METHit
3UMOPOJIOK). Bce 3TO MOXeT CBHICTENHCTBOBATH O JIOJTOBPEMEHHOW M TITyOOKOM
SBOJIIOIMOHHON aJanTaldd BUAOB K Pa3HBIM YCIOBHSM CYIIECTBOBAHMS, M TaKKe
HAXOJIUT OTPAKEHHUE B OCOOCHHOCTAX JeMOTrpaMuecKUX HCTOPUN PETrHOHAIBHBIX
MOIMYJIAIUN, OOMUM TSI KOTOPBIX SIBJSIETCSA OTCYTCTBHE OYTBUIOYHOTO TOPJIBIIIKA B
HeaBHEM MponutoM. [omynsaiuu, KOTOpbIe MOABEPraloTcss ObICTPON SKCIIAHCHU WM
OKCHOHCHIIMATBHOMY  POCTY, XapakTepU3YIOTCS  TJIAJAKUM  YHUMOJAJIbHBIM
pacrpe/ielieHre ToMmapHbIX reHeTuYeckux paccrosuuii (Rogers, Harpending, 1992), uto
MBI HaOJIt0JlaeM y KaXI0ro Buaa HaHoguerycoB. Hanporus, muk B obmactu 0 — 1 (L-
oOpa3Hasi KpuBas) ABJIAECTCS UHAMKATOPOM COOBITHS HETABHETO OYTHUIOYHOTO TOPJIBIIIKA
(Excoffier et al., 2005). Ilonynsiuu OOBIYHO TOJABEPralOTCS MPOCTPAHCTBEHHOU
SKCIAHCHH, €CJIM M3HAYAJIbHO €€ apeay ObUT CUJIbHO OTPaHWYCH, a 3aTeM yBeauuuics. B
cllydae BCEX TPeX BUAOB HaHO(UETYCOB MPOCTPAHCTBEHHAS DKCIIAHCHUS MPE/IIISCTBOBAJIA

nemorpaduyecKom.
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4 N. salmincola M
MEPBLIE NMPOMEXYTO4YHLIE XO35EBA
Juga spp. SPA |
BTOPbLIE NMPOMEXYTOUYHbLIE XO3AEBA
Nococésbie: q OKOHYATENBHBLIE XO35EBA
1 Oncorhynchus nerka (e) . Mnekonurarowwue:
2 O. tshawytscha (n, e) L sl ) 1 Homo sapiens
. tshawytscha (n, e ;
' 8 O. mykiss (n, €) 14 Procyon lotor (n, e)
3 O. kisutsh (n, e) 9 Salmo salar (e) w
4 0. keta (n) 10 Salmo trutta (e) O6Lue
50. c/afk'z henfﬁan (€) 11 Salvelinus fontinalis (n, €) 2Alopex logopus (n, €)
6 O. clarkii lewisi (e) 12 S. namaycush (e) 3Vulpes fulva (n, e) (" )
15 Ursus americanus (e)
Opyrve Buasl pbib: H K NEPBLIE
k - asls, ikt (o} 4 Canis familiaris (n,e) 16 Lutra canadensis (n) MPOMEXY TOHHbIE
rassius auratus (e
5 C. latrans (n, e) XO3AEBA
{ Cetilis Peipioxus (e} 7 Rhinichthys osculus (e) ﬁ-&
A 8 Richardsonius balteatus (n, e) 17 Mustela erminea (n) HET
. . K ) 18 M. vison (n)
2 Lepomis macrochirus (e) * 6 Felis domestica (n, e)
&1 9 Catostomus macrocheilus (€) 7 Lynx rufus (n, ) é
3 Gasterosteus aculeatus (e) *‘ " © 19 Spilogale putorius (n) BTOPbLIE
: e
i i iali MNPOMEXXYTOYHBLIE
4 G. microcephalus (e) 10 Perca flavescens (e) 8 DldeLIphls marsupialis . il
5 Gambusia affinis (€) 3emHoBOAHbLIE: 9 Meriones unguiculatus (e) 20 Cavia porcellus (€) .
11 Dicamptodon ensatus ﬁ ‘ il o (N. salm(:’-cozta i
3 - ;i i "
10 Mesocricetus auratus (€) 1 Ardea herodias (n) W, schikhobalow)
11 Rattus norvegicus (n, ) Lophodytes cucullatus (n) 2 S. leucomaenis (n)
12 Mus musculus (e) i .
legaceryle alcyon (n
13 Neotoma sp. (e) )‘ gaceryle alcyon (n) | | e RO
@ N. japonensis)
& . : B
N. schikhobalowi
MEPBLIE MPOMEXYTOYHbLIE XO3AEBA OKOHYATENBHLIE
XO3AEBA
Parajuga spp. S0
1 Homo sapiens (n, e)
OKOHYATENbHbLIE XO35EBA
BTOPbIE MPOMEXYTOYHbIE XO3AEBA = 2 Canis familiaris (n, €)
= nekonurtarowme: “
Jlococésble: « * 3 Felis domestica (n, €|
1H X () 8 Martes flavigula (n) n, o)
1 Oncorhynchus keta (n,e) 5 Brachymystax lenok (n, e) (ULERs i 9 Mustela sibirica (n, e) 4 Rattus norvegicus(n, e)
2 O. gorbuscha (n) 6 B. tumensis (n) 10 M. vison(n, e) 5 M. vison(n)
7 Salvelinus leucomaenis (€)
A Soanalne (8) 2 Vulpes vulpes (n) 11 Enhydra lutris (n) OV salmircotn
3 Coregonus ussuriensis (n, e) “ H‘ ﬂ N. schikhobalowi)
9 Thymallus arcticus (n, e) n
10 Thymallus tugarinae (n) 3 Canis familiaris (n, ) 12 Nyctereutes procyonoides | J
4 Hucho taimen (n, e) 4 C. lupus (n) m
Opyrvue Bugbl pbi6: « i 13 Meles meles (n)
2 Cyprinus carpio (e)
*\ 3 Phoxinus phoxinus (n) 5 Felis domestica (n, e)
4 Phoxinus oxycephalus (n)
1 Mesocottus haitej (n) 5 Leuciscus waleckii (n) ”
6 Gulo gulo (n) .
1 g - 14 Selenarctos tibetanus (n)
6 Esox reichertii (n) g 15 Ursus arctos (n)
7 Rattus norvegicus (n, €)
. 4
( - -
N. japonensis
MEPBLIE MPOMEXYTOYHBLIE XO35EBA
l Semisulcospira spp. -.MI
BTOPbIE MPOMEXYTOYHBIE XO35EBA OKOHYATENBLHBIE XOSEBA
NococéBble: Opyrue Bugbl pbib: o
o i MnekonuTawwue: ~ iy
3 Phoxinus steindachneri(n 3 Mart /.
1 Oncorll7ynchus masou ‘n)4 Tribolodon hakonensis (n) A Homo seplois (37) artes r?'re arnpus (n)
2 Salvelinus leucomaenis (n) 5 Cottus pollux (n) i 4 Mustela itatsi (n) 6 Meles anakuma (n)
3eMHOBOAHBIC: g tunobius Ji 7
lynobius lickenatus . 5 Nyctereutes procyonoides
7 OnyEhotat s ooalcle % f 2 Chimarrogale platycephalus (n) 44— viverrinus (n)
\ J

J

Pucynok 49 — Buuaer poga Nanophyetus m ux mpoMeXyTOYHBIE M OKOHYATEIIBHBIC
xo3seBa. (N) — uMHGEKIMS, 3aperuCTpUPOBaHHas B Ipupoae, (€) — IKCIEePUMEHTAIBHO
nojydeHHoe 3apakenue (Pwuimmonosa, 1963, 1964, 1965; Millemann, Knapp, 1970;
Saito et al., 1982; Crapo6oraToB u ap., 2004; Strong et al., 2011).
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dunoreneTnyeckasi CTpyKTypPUPOBAHHOCTH (MTPOMJUTIOCTPUPOBAHHAS KaK Ha JIPEBe
MUHUMAJILHON MPOTSKEHHOCTH, TaK M MEIUAHHBIX CETSIX) M JaTUPOBKU OCHOBHBIX
MOMYJISIIIMOHHBIX COOBITUI JuIs BUIOB pasHble. [ammoTunmueckue cszu N. salmincola
HAIIOMUHAIOT 3BE3JHO00Pa3HYyI0 (PUIOTEeHHI0, KOTOpass OOBIYHO OOBSCHSETCS OBICTPOM
HOMYJISIIIUOHHON 3KCIAaHCHEH mocie coObiTus OyThutouHoro ropJsimka (Hudson et al.,
1992). ®dwunorenernyeckast crpykrypa ramtoturnoB N. schikhobalowi u N. japonensis
JEMOHCTpUpYeT 0oJjiee pa3BETBICHHBbIC CETH, XapaKTepHblEe HJisi MOMYJSUUNA C
OTHOCHUTENIFHO OTJAJICHHBIM BpPEMEHEM TOcenHeld aeMorpa@uueckoid HSKCIaHCHH.
Pa3nas rimyOuna ¢uoreorpaduueckoro paspbiBa y OJHM3KOPOJCTBEHHBIX BHJIOB,
UMEIOIIUX HEKOTOphIE OTJIMYMS B SKOJOTMYECKUX MPEINOYTCHUSIX, Ipearnoiaraet
CYIIIECTBOBAHME PA3HBIX PETHOHAIBHBIX pe(PYTrHyMOB B pa3IMUHbIC CTIOCOOBI BEKUBAHUS
BO BpEeMsI YETBEPTHUHBIX OJie/icHeHni/ oxosoaanuii (Michaux et al., 2005).

CoryiacHO TOJYYEeHHBIM JaHHBIM, JeMorpaduueckuit poct mnomymsiuid N.
schikhobalowi mpowmzomien B cpennem murerictornene, B amoxy To6omsckoro (400 — 250
TBIC. JIET Ha3aJl) MeKJIESTHUKOBB 3araaHoi Cubupu. OgHako aHAJIOTHYHBIE COOBITHS B
momymsiisix - N, salmincola  w N.  japonensis  Oonblle  COOTBETCTBYIOT
cpenueruiericrorieHoBomy Lluprunckomy (190 — 180 Thic. meT Ha3a1) MEXKIICTHUKOBBIO B
Poccun, cootrBeTcTByIOIIEMY SApMyTCKOMY MEXKIEIHUKOBbIO B (CeBepHON AMeEpHKE.
bonee pannue matupoBku, nonydenusie s N. schikhobalowi moryt ObITh CBsI3aHBI C
PA3TUYUSIMU MMAJICOKIIMMATOB Ha Pa3HBbIX KOHTUHEHTAX. M3-3a MyCCOHOB KIIMMATHUYECKHE
baykTyanun B A3WM B MEPUOJ IUICHCTOIEHA HE ObUIM CTOJbh 3HAYNTEIBHBIMH, KaK B
EBpornie u CeBepHOli AMEpUKE, XOTSI XOJOAHBIN CYyXOM KJIMMAT MPUBEN K UCUYE3HOBEHUIO
muorux BuaoB (Hewitt, 2004; Wang et al., 2006). Heo6xoauM0 OTMETHTb, YTO OIIMOKH,
aCCOLIMMPOBAHHBIE C MYTAIIHOHHBIMH CKOPOCTSIMH, OOBIYHO OOJIBINIKE, TTOATOMY BpeMs,
YCTaHOBJICHHOE 110 MOJICKYJISIPHBIM YacaM, JJOBOJIbHO TpubausutensHoe (Arbogast et al.,
2002). MoneKkynspHble Yachl MNPUMEHSIOTCS TMPU MU3YYEHUH TaKCOHOB pPa3HOro
TAaKCOHOMUYECKOT'O paHra, XOTs UX HMCHOJb3BaHUE B MOIMYJISIIMOHHBIX HCCIEIO0BAHUSIX
noctosinHo auckytupyercs (Emerson, Hickerson, 2015).

duIoreHeTHUYECKU TECT OTHOCUTENBbHBIX CKopocTel (relative rate test) mokasadn,

4dTO IOCJICAOBATCIIBHOCTH CPABHHUBACMBIX BHIAOB J3BOJIIONUOHUPYIOT MIPHUMCPHO C
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OMHAKOBEIME cKopocTsimu (Z <1,96; p=0,05). TlosToMy naHHBIE M3MEHYMBOCTH T'€HA
muroxpoMa b MTIHK moaxomsr s JaTUPOBKHM MCTOPHUUECKUX COOBITHH BHYTPH
Kaxaon ¢uioreorpapuyeckoil rpynmbl. s MOMy4eHHMs] TOYHBIX — JaTHPOBOK
HeoOxouMa KalnuOpOBKa MO HE3aBUCUMBIM JIaHBIM, HApUMEp, MaJICOHTOJIOTHYECKUM,
reoJIOTUYECKUM, WM MoJjeKkyiuspHo-reHetnueckum (apesHsis JIHK). Tak, nHampumep,
OTByA € COaBTOpamMH [JIsl BBIYUCIICHHS BPEMEHH JMBEPTCHLMH IIMCTOCOM Opaju
KaMOpOBOYHYIO TOYKY B 5 + 0,1 MJIH. JIET, YTO COOTBETCTBOBAJIO BTOPOMY KPYITHOMY
rumMaiaickomy ropoo0Opa3oBaHuIo, CIIOCOOCTBOBABIIEMY OTJIEJICHUIO
IEHTPAIbHOA3MATCKMX  BUAOB  oT  BocTouHelx  (Attwood et al, 2008).
[TaneoHTONOTMYECKHE HAXOJKU JJI TUIOCKMX YE€pBEM HEU3BECTHBI, HO B KaIlpoJUTaxX U
JIPEBHUX 3aXOPOHEHHUAX COXPAHWINCH siiilla HeKoTopbix BUIOB (Poinar, Boucot, 2016).
NMenHo »Tu JaHHble OBUIM HCIOJB30BaHBI B HacTosmed paboTe B KayecTBe
KaJTMOPOBOYHBIX TOYEK.

B cocrae MST papesa N. schikhobalowi ymaercs BwiaenuTh Tpu OCHOBHBIC
¢unorpynmel: nBe s pek Komuccapoka u Unucras, u onny — ana pexu IlaBioBka.
[TpumeuaTenbHo, 4TO AeMorpaduueckue UCTOpUU (QUIOTPYII CUIBHO OTiandatorcs. L3
MPEICTABIIACT €IUHCTBCHHYIO MOIMYJISIIIHOHHYIO TPYIITY CO CTaOUILHOM YHMCIEHHOCTHIO.
L1 xapakrtepusyercss caMblM paHHUM HA4aJloOM KakK MPOCTPAHCTBEHHOM, TaK U
aemMorpauueckoil IKCIAaHCHM W HMMEHHO B COCTaBE €€ IICHTPAIbHOW CTPYKTYpPHI
HAXOAMWTCS TaIUIOTHII, CBSA3BIBAIONIU pernoHanbHbie momyssiiuud N. salmincola u N.
schikhobalowi. L2 mnpeacraBneHa HCKIIOYHUTEIBHO TalJIOTHIIAMH HAHO(PHUETYCOB W3
[TaBnoBku (mpuTOK YCCypH), OAMH M3 KOTOPBIX 00pa3yeT CBs3b C momyssiueir N.
japonensis. DTu pe3yabTaThl SBISIOTCS TCHETHYECKMMH CBHUICTEIBCTBAMU JIPEBHUX
coOBITUM (hopMHUpPOBaHUS reorpaPuiIecKoi U30JISAIIMU HAHO(DUETYCOB U CBA3AHHOIO C HEH
BUI000pa30BaHUA.

Y CcBOOOAHOXWBYIIMX BHUIOB, HAIMYWE PA3IAYHBIX (PUIOTCHETHYECKUX JIMHHUM
npeanosiaraeT U30JSAIUI0 UX TMOMYJALUA B pa3iuyHbIX pedyruymax (M MOXKET ObITh
CBs3aHO C Ouorpaduueckumu Oapbepamu), T€ NPOUCXOIWIA TUBEpCUDUKAIUS
reHernyeckux JsuHud BuaoB (Avise, 2000). B cpeaHeM IIieHCTOllEHE Ha Iore

poccurickoro JlanpHero BocToka NpOMCXOIWIM 3HAYMUTENIbHBIE MU3MEHEHHUS B PEYHBIX
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cucTeMax (OTYaCTH W3-3a BYJIKAHUYECCKOW aAKTHBHOCTH), YTO MOIJIO IIOBIIMATH Ha
ctpykrypy monyssiiuu N. schikhobalowi. Hanuune aByx (QuiIoreHeTHYECKHX JHHHN C
pasHbIMH JieMoTpaduIecKUMH UCTOpusaMH i pek WMnmcras m KommccapoBka Moxer
yKa3bIBaTh JUOO Ha JBYXATAITHYIO WHBA3MIO, TUOO Ha CYIIECTBOBAHUE JIBYX MPEIKOBBIX
pedyruyMoB JUIS STUX PEUHBIX CUCTEM.

HccrnenoBanue aeMorpauueckoldl HCTOPHH OOBIYHO BKJIIOYACT ONPEICIICHUE
3HaueHU J(P(GEeKTUBHOTO pa3Mepa TOMYJSAIMA BO BPEMEHHBIX HHTEpBAIax Ha
MPOTSKCHUH BCETO MEePHOJIa SBOJIIOIIMK OT OJHOI0 00IIero npeaka. B mocieanee BpeMs
JUIS. PEKOHCTPYKIIUU TMHAMUKH YHCIICHHOCTH TPUPOTHBIX TOIYJISIIHNA Pa3IMIHbIX BUIOB
IIMPOKOE PACTIPOCTPAHCHHUE TMONYYHSI METOJ] OalileCOBCKMX KOHTYPHBIX JHarpamm
(Drummond et al., 2005), O0OBYHO HCHOJB3YIONIUN JAHHBIE T'E€HETUYECKOU
U3MEHYMBOCTH MHUTOXOHApUaIbHOH wmm xmoporutactHo JIHK. Cumraercs, dro
NOJIOKUTENBHBIE,  OTPUIIATEIBHBIE WM HYJEBble  3HAUEHWUsS Ha  Juarpammax
CBUJCTEILCTBYIOT 00 YBEIMYCHHWH, CHIDKCHHUM WJIH HEHM3MEHHOCTH 3S()(HEKTHBHOTO
pasmepa mnomnyasuun coorBerctBenno (Griffiths, Tavare, 1994). Ananu3 GalieCOBCKHX
KOHTYPHBIX JUarpaMM CO CPEIHUM W MeIuaHHbIM 3HadeHueM NeT aeMoHcTpupyer
HaJM4re OOIIero TpeHAa pa3BuUTHs momynsuuid HaHoduerycoB (Pucynkm 31, 32, 33).
OmHAKO TEHETUYCCKUE TTOTEPU BUIOB C MOMEHTA pa3JIeIICHUS] OCHOBHBIX (DHIICTHUCCKHUX
JUHUE pasHbie. HambOosee ys3BuMol okasamach momyssiiust N. japonensis, y xoTopoi
3¢ GeKTUBHBIN pa3Mep MONYJIAIUN Tak U OCTalCs B 00JIaCTH TTOHM)KCHHBIX 3Ha4YeHU. B
nonyssiur N. schikhobalowi cHmkenue 3¢ ¢dexkTnBHONM YHCICHHOCTH OCTAaHOBHIIOCH
nunnb B mo3zaeM rercronene (30 — 20 TeIc. JieT Ha3a), Korja oHa Ieperuia B COCTOsTHUE
crabunbHocTd. W Tompko momymsmus N. salmincola ycmemno mnporia gaHHbIH
BPEMEHHON auana3oH Oe3 moTtepu >(PGEeKTHUBHOM 4YHMCIEHHOCTH. MHTepecHo, 4To 1O
BPEMCHHBIM TIapaMeTpaM CTaOWJIM3alis YHCICHHOCTH HaHO(HUETYyCOB COBIAJACT C
MEPHOJOM Hadvajla PE3KOr0 pOoCTa MOMYJISIUA KEThl B TOJOIeHe (00IIero BTOPOTo
npomesxyrounoro xo3siHa N. schikhobalowi u N. salmincola), npogomkarorierocs u o
Hacrosiee Bpems (Mansip, 2017).

AHanu3 COOTHOIICHHsI MapaMEeTPOB TEHHOTO M HYKJICOTHIHOTO pPa3HOOOpaswusl

TaK)Ke MO3BOJISIET HCCIEA0BATh OCOOCHHOCTH AeMOTrpaduiyecKoil NCTOPUHU MOMYISIIUA U
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JIeJIaTh TPEIIOJIOKEHUs 0 JeMorpadudeckux coObITHsax mpomnuroro (Avise, 2000). Tak,
BBICOKHE 3HAYEHUSI 000MX MapaMeTpOB OTPAkKAIOT BHICOKYIO YHUCICHHOCTh MOMYJISIIUNA U
HIMPOKUH apean; BBICOKOE TeHHOE M 0oJiee HU3KOE HYKJICOTUIHOE pazHooOpasue (4To B
OoJblIEll Mepe COOTBETCTBYET JAHHBIM MO HaHOpUETycam) SBISIIOTCA PE3YJIbTaTOM
JUTUTEIIbHON M30JSUU MOMYJIAIMKA TPU OTHOCUTEIBHO HU3KOM YMCIEHHOCTH, & HU3KHE
3HAYCHUS OOOWX TIMapaMeTPOB CBHUACTEIBCTBYIOT O TOM, UYTO JaHHAs TMOMYJISIUS
npou3olia OT TNPEIKOBOM TMOMYJNSIUU ¢ HHU3KOH S(OPEKTUBHONW YMCICHHOCTBIO,
NepeKUBIICH mepuo aenpeccun ynuciennoctr (Avise, 2000; Painter et al., 2007).

[Tonynsanuss HaHO(PHETYCOB, BBIJACICHHAS U3 JIGHKOB, TIEPEKUTIA COOBITHS
IPOCTPAHCTBEHHON SKCMAHCUU U JAeMOrpauyecKOro pocTa paHbIIe, YeM MOMyJIsIus
HaHO(PHUETYCOB W3 TOJIbSHOB (T.e. Morjia ObITh JpeBHee). OO0e cpaBHUBaeMbIE
NOMYJISIIIMOHHBIE BEIOOPKU OBLITH XOpOoIIo AuddepeHIIMPOBaHbI 110 YaCTOTE TarjioTUIIOB,
YTO MOJKET SBJIATHCS CJIEACTBHEM TIIyOOKOM JIOKAJTbHOM ajjanTalluu Mapa3uToB K cpele
0oOWUTaHUS, THIPOJIOTUIECKUM, TEMIIEPATYPHBIM PEKUMaM H TIPOMEKYTOUHBIM X035EBaM.
N3yyenne COBMECTHOM € XO35SMHOM KODBOJIOIMH TMPEACTABISICT OOJBIION HHTEpEC.
[TapasuTnyeckue 4epBU YPE3BBIYAHO Pa3HOOOPA3HBI B OTHOIICHUH WX CIICIH(PUIHOCTH
K XO35ieBaM, a CHEIU(UYHOCTH JIIOOOTO Mapa3uTa SIBJISETCS HAJCKHBIM TOKa3aTeIeM
reHetnaeckoit nuddepenmmanmu (Cribb et al., 2001; Kopcynenko, 2010). CormacHo
BTOpOoMY TmipaBuiy Mantepa (anria. Manter's second rule), WeM IoJIbIE JUTATCS
accoIualsi rnapasura ¢ XO3IMHOM, TeM OoJblie creruuyHbIX 4epT Habtomaercs B
napasutudyeckoit rpymnme (Cribb et al., 2001). K npumepy, y nsTH BHAOB HTHYBHUX
mmctocom pona Trichobilharzia u Bilharziella, oburaromux wa tepputopuu Poccuu u
OBIBIIIUX COIO3HBIX PecIyOuK, OOHapyKeHa cioXKHas (unoreorpaduyueckas CTpyKTypa,
OTpakaromasi He3aBeplueHHble mporecchl coptupoBkn JmHM MT/IHK n p/IHK npu
pacceleHNMM W afanTalliy [apa3uTa K pa3HbBIM BHUAAM TMPOMEKYTOYHBIX XO35€B-
MoJutockoB (Jlomatkuu u ap., 2011).

B pesynbrare psna uccienoBaHui ObUIO BBISICHEHO, YTO B IPOLIECE BOJIIOLIMU
CHaYaJia 3apa3miich TPEMATOIaMH OPIOXOHOTHE MOJUTIOCKH, 2 UH(PHUITMPOBAHUE TTOJTHXET,

JIOMMATOHOIMX M ABYCTBOPYATHIX MOJUIFOCKOB IIPOH3OMIIIO B PE3YJILTATC CMCHBLI XO35CB
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(anrm. host-switching). OmHako mapa3uThl HE3aCITY)KEHHO WTHOPHPYIOTCS B HAYYHOM
JUTEpaType KacaTeabHO MPOIeCCOB 3BoJoMK U BUooOpazoBanus (Huyse et al., 2005).

Jleno B TOM, 4TO MHOTJA OBIBAET TPYAHO PA3TUYUTH BOJIIOIHMOHHBIE CIEHAPUU.
Hampumep, ABa mapasuTHPYIONUX CECTPUHCKUX TAaKCOHA, OOHAPYXKEHHBIE y OJHOIO
X035ilMHA, MOTYT BO3HHUKHYTHh JUOO MyTeM CHUMIIATPUYECKOTO BUI000pa3oBaHus, MO0
AJJIOTIATPUYECKOTO B TeorpadUyecKd H30JUPOBAHHBIX MOMYJIUSAX XO031€B, HO C
HOCJICIYIONUMHE BTOpUYHbIME KoHTakTamu (Huyse et al., 2005). OcHoBHasi mpobiiema
3aKJII0YaeTCsi B TOM, YTO COBpPEMEHHOE Treorpaduueckoe pacmpenesieHne Buaa He
00s13aTEeNPHO SIBISIETCS  HAJIEKHBIM TOKA3aTelieM €ro HCTOPUYECKU CIIOKUBIIETOCS
reorpadM4ecKoro apeana, IOCKOJIbKY reorpadUyueckuii auamna3oH BHJIOB MOXET
3HAYNUTEITLHO MEHATHCA B TEUYCHHE KOPOTKHX IIEPHOJIOB BpeMEHU (HAmpumep,
MOCTJICTHUKOBAsE dKchaHcust). Ha 3T  MakpO3BOJIONMOHHBIC TEHIACHIIUU BIIHSIOT
OCOOEHHOCTH KHU3HENEATETbHOCTH, KaK XO35fMHA, TaK U [apa3ura, TaKue Kak
cnenupUIHOCTh U MOOWIBHOCTh. Hampumep, HeOosbmoil 3¢pdexkTuBHBIN pazmep
nomyssiud  (Ne) u  BepTUKaNbHBIA TMEPEHOC TEHOB MOTYT  HMHHIIMUPOBATH
BUJI000pa3oBanue d(PdekTa-ocHOBaTENs, TOrJa KaK €CTECTBEHHBIM OTOOpP MOXKET
BBI3BATh JTUOO aJIaITHBHOE, JIMOO AKOJOTHUYECKOE BHI000pa30BaHUE y BHUOB MAapa3UTOB
¢ 6ompmuM Ne (Huyse et al., 2005). 3nech Mbl NPHUBOAKMM JaHHBIC, WCKIHOYAIOIIUC
KOHIEMNINIO PETUKYISIPHOW, WM CeTYaTOH, SBOIIONUH HAHO(UETYyCOB, MOTOMY YTO
JaHHble MO sAxepHOM W muroxoHapuanbHOM JIHK xopomo cosnamaror. bonee toro
U3BECTHO, YTO 03ep0 XaHKa, siBJsitolieecs OacceitHom pexk KomuccapoBku u Mnuctoi,
UTPaAcT BAXKHEHIIYIO POJb B THE3OBAaHUH W CE30HHOW MHTPAIMH TMTHUI], B TOM YHUCIIE U3
Cesepnoii Amepuku. Tak kak N. salmincola mosxeT napasutipoBath y yTuHbIX (PucyHok
49), TeOPETHUYECKH, HE NCKITFOYACTCSI BEPOSITHOCTh 3aHECEHUS TPEMATO03HOM NH(DEKIINU
Ha Jlanpauit BocTok mnu ¢ JlanbHero Boctoka B CeBepHyr0o AMEpPUKY 4epe3 MPEIKOBYIO
dopmy HanoduetycoB. Ilockonpky skonorumdeckue ¢GakTopbl, KOTOpPhIE (POPMUPYIOT
MUKPOABOJIIOIIMOHHBIE 3aKOHOMEPHOCTH, MOTYT TaK»e CIOCOOCTBOBAThH JOJITOCPOYHBIM
MaKpOAIBOJTIOIMOHHBIM TEHCHITUSAM, MbI (DOKYCHpyEeMCsl Ha UCTOPHUH JKU3HU MMapa3UTOB-

HAHO(UETYCOB U UX MOMYJISIUOHHYIO TUHAMHUKY.
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B OonbIIMHCTBE W3YyYECHHBIX Ha CETOMHAIIHMA JCHb Iapa3sHTO-XO3TUHHBIX
accoryanuii - (pUIOrCHETHYECKas KOHTPYIHIIUS HECOBEpIICHHAa. DOUIOreHeTHYECKHE
JpeBa O00CCIEUMBAIOT KOCBCHHYIO JIATUPOBKY COOBITHH, KOTOpBIC TMPHUBEIH K
CYIIECTBOBAHMIO COBPEMCHHBIX BHIOB. MEXKBHUAOBBIC (DHIOTCGHHH HE MOTYT CTPOTO
IIPOBEPUTH aJbTCPHATUBHBIC THIIOTE3bI OTHOCHUTEIBHO Teorpaduu BHI000pa30BaHMUS.
OnTUMaJIbHBIM CTaTUCTHYCCKHM METOJIOM OyJIeT coriiacoBaHue (GUIIOTCHETHICCKUX JIPCB
xo3ssuHa u mapasuta. [loctpoennsie B BEAST npeBa miisi OJTHOBPEMEHHOM OILICHKU
BPEMCHH JIMBEPIeHIMH pbul0 W Tpemaroa mokaspiBaroT (Pucynox 39), drto
BU7000pa3oBanne HaHopueTycoB u ux xosseB commamaet (Philippe, Laurent, 1998;
Nieberding et al., 2004), T.e. Bo3MOXXHO KO-BHI00Opa3oBaHue. Bompoc, Obuto 11
BHI000pa30BaHNE HAHO(PHUETYCOB ajlIO- WU CHMIIATPHYECKAM OCTACTCS OTKPBITHIM.
Bmecrte ¢ Tem, BeCbMa BEPOSTHO, YTO Y HAHO(UETYCOB OBUIH PEaIM30BaHbI Pa3INIHBIC
MEXaHU3Mbl BHI000pa3zoBaHus, mockoiabky y N. schikhobalowi u N. salmincola
TCHETUYCCKUE Pa3NIUYMsl MPOMOPIHUOHATBHBI Teorpa@UUeCKUM JTUCTAHIUSAM W BPEMCHH
m3ossiinu (CeBepHast Amepuka u EBpaasust pa3genwinch paHblle, YeM 00pa3oBajvCh
Anonckue octpoBa: 80 muH. et Hazag u 30 MIIH. JIET Ha3aJ COOTBETCTBEHHO), HO HE
coryiacytorcss ¢ MopgosiornueckuMu pasnuuusimu. B To ke Bpems, N. japonensis
Mopdosiorudecku xopoio auddepeHupoBad ¢ 000MMH BUJAMH, HO TCHETHUYCCKH
ommke k N. schikhobalowi. ITo mopdonorun N. japonensis omimgaercst ot N. salmincola
u N. schikhobalowi Tem, uro 3amHuii KOHEI[ Teida KOHMYECKHH, a HE OKPYIJIBIH,
CCMCHHHMKHU JIMaroHaJbHBIC, & HE CHMMETPHYHBIC, BCTBH KHINCYHHKA PACIOJIOKEHBI
JaTepajbHO Ha YpPOBHE CEMEHHHMKOB WJIM IEPEKPBIBAIOT HX BMECTO MEIUATBHOIO
PacIOJIOKEHUS Ha CTaJWM MapHUThl; y METalepKapus pPOTOBas MPUCOCKa OOJIbIIE, YeM
opromHas (Saito et al., 1982). Oto koutpacTupyet ¢ ganubiMu o N. schikhobalowi u N.
salmincola, xoTopble UMEIOT BBICOKOE MOP(OJIOrHUECKOe CXOACTBO. TeM He MeHee,

IMoKa3aTeJin JUBCPICHIUN ABYX IMOCIICHUX BUA0OB 3HAYUTCIILHO BBILIC.
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3AKJIIOYEHUE

B Hacrosimem uccinenoBanuud 133 HYKJIEOTHUIHBIX MOCIEI0BATEILHOCTH T'€HOB U
crieiicepHbpIX oOnacTeit puOOCOMHOrO KiacTepa sIIEpHOrO0 TeHOMa W HYKIJICOTHIHBIX
nocienoBareiabHocTeld reHa nadl mt/IHK kumeunsix tpemarton poga Nanophyetus (N.
schikhobalowi, N. japonenis u N. salmincola) Obu ompeneneHbl, ACHOHUPOBAHBI B
MEXIyHapoaHyto 60a3y manHbXx GenBank w mpoaHanmm3mpoBaHbl COBMECTHO ¢ 257
noctynHbiMU nocienoBarenbHocTsiMu JIHK tpemarosn. PekoHCTpyHpoBaHbl BTOpUYHbBIE
ctpykrypsl pJIlHK Tpanckpunros, a Takke BTOPUYHBIE U TPETUYHBIE CTPYKTYPHI HEPBOMI
cyobenuauisl  NADH-nerunporenassl.  Ilokazanbl  oTiMuMsi B TE€HETUYECKOM
U3MEHUYMUBOCTA BHUJOB, JOMOJHUTEIBHO TOATBEPKICHHBIE HX JeMOrpapUUYeCKUMU
CTPYKTYpamH, BBISBJICHHBIMH C HCIIOJb30BAHMEM CTAaTHCTHYECKUX MAaHHBIX, a TAKXKE C
OMOIIbIO KOAJIECIIEHTHOTO 1MoAx0Aa. C moMoIpio (hUIOreHETUUECKUX PEKOHCTPYKIUH,
MO3UIIMOHUPOBAHO TIOJIO)KEHHE BHJIOB HA pa3HBIX HEPAPXUUECKUX YPOBHAX: PO,
HAJCEMENCTBO, OTpsia. [10 COBOKYITHOCTH MOJYyY€HHBIX JAHHBIX BOCCTAHOBIIEH BHIOBOM
craryc N. schikhobalowi u moarsepkaen craryc BumoB mis N. japonenis u N.
salmincola. B xone amanu3a BHyTpuBumoBoi uameHunBoctd N. schikhobalowi Obutn
oOHapyX)eHbl Teorpaduueckue M Xo3ssmHoCTenpruIeKrue 0COOCHHOCTH, YKa3bIBaIOIIHE,
4TO HE TOJIbKO reorpadus, HO U CMEHAa XO35MHA SIBJISIOTCA BaXXHBIMHU (DaKkTOpamH,
CTPYKTYPUPYIOLIUMU MOMYJISIUHN Mapa3uTa. Pe3ynbTaThl MOCIEIHUX €T MOATBEPKIAAIOT
POJIb TIPOMEKYTOUHBIX XO35I€B B KAYECTBE HAKOMHTENS T€HETHMUECKOTO pa3HOooOpasus
TpemMaroq, B xojae oHToreHe3a (Sures, 2004). IlockosibKy KOZBOJIFOIMOHHBIE
B3aMMOJCHCTBHUSI MOTYT CHUJIBHO DPACXOIUTHCA BO BPEMEHHM WU TPOCTPAHCTBE, BAXKHO
KOJIMYECTBEHHO OIICHUTh U CPABHUTH (PMIIOTEHETUYECKUE BapHAIINK, KaK XO3UHA, TaK U
nmapasura B WX  reorpadpuyeckoMm  nuamnazoHe. CBsI3b  MEXKOAY — TaKUMH
MUKPOAIBOJIOIMOHHBIMA ¥ MaKpPOABOJIIOIIMOHHBIMUA COOBITUSIMU  IJIOXO H3y4deHa. B
HACTOSIIIIEM HUCCJIEIOBAHUM MbI TOMBITAINCH CBS3aTh JBA ITHUX MPOIECCa, JICKAINUX B
OCHOBe JuBepcuuKanuu Tpemarod. B cremyoommx uccienoBaHUSIX HE00X0AUMO
YBEJIMYEHUE KOJMYECTBA BHIOOPOK, KaK TpEMaToJ, TaK MU HUX XO35€B, a Takke
pacuIMpeHue Kpyra MOJEKYJISIPHBIX MAapKepOB JUIsl TOJY4YEHUs JOMOJHUTEIbHOU

nH(pOpPMaLlMU O TEHETUYECKOM CTPYKTYpe MonmyJsiiuil HaHo(dueryca.
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AHanu3 BceX, MOJYYEHHBIX HAMHM PE3yJbTaTOB B COBOKYNHOCTU C JAaHHBIMHU
HAy4YHOU JIMTEpaTyphbl MO3BOJSET OLEHUTH BIUSHUE psAla (AKTOPOB Ha MOSIBICHHE U
HUPKYJSIUI0 BO30yAUTENST HaHOPHETO3a HAa Tepputopun [I[puMopcKoro kpas v BBISIBUTD
OPUYUHBl CTAHOBJIEHUS W YCTOMYMBOIO TMOJAEPKAHUS OYArOB PaCIpPOCTPAHEHUS
napazutapHoil wuHbpekuuu. I[lo nyTw wmurpanud HHPUIUPOBAHHBIX MOJUTIOCKOB
CYLLIECTBOBAJIM YCJOBUS Il MOJAEPKAaHUS 3aMKHYTOTO XWU3HEHHOI'O IUKJA, T.€. A
CYILIECTBOBAHMS OMOTOMOB MPOMEKYTOUHBIX M OKOHYATEIBHBIX X035€B HaHO(DueTycoB. K
npumMepy, Ha 0. Caxanma u Kamuatke Het ycnmoBwuii st napasutupoBanus Nanophyetus,
TaK KaK TeMIlepaTypa BOJbI CIMIIKOM HHU3Kas JJi >KM3HU MOJUIIOCKOB. Temmeparypa
BOJIBI B IIEpUOJ XOJa pbIObI Kosiebsercs B ceBepHBIX pekax (p. TeiMb) oT 6 10 11°, B
10kHBIX (p. [Toponait) — 10 — 15°C, a cpeansist TemnepaTtypa Boabl B pekax [Ipumopckoro
u XabapoBckoro kpaeB coctanisieT 17,6°C.

[Mupkynsuuss Bo30ynuTeNsl peaau3yeTcs MMEHHO B T€X BOJOEMaX, B KOTOPBIX
OOUTAIT MOJUTFOCKH pona Parajuga, sBisroliuecss MPOMEKYTOYHBIMU Xo3seBamu N.
schikhobalowi. Tlomaep:kaHue BBICOKOH YHMCACHHOCTH TPEMATO] BO3MOXHO TOJBKO
3acyeT  CyNEepHHBa3MM  JIOCOCEBBIX.  HTEHCMBHOCTh  WHBa3uum  Salmonidae
UCKJIIOUUTEIFHO Ba)KHA JUISl CYIIECTBOBaHUs HaHO(UeETyca, MOCKOJIbKY 3TO B TOM WM
WHOM CTEMEeHW MOXKET TapaHTUPOBATh MEPCUCTUPOBAHHE HUH(PEKIIMU TO yCTOWYUBOUN
MULIEBON LENU «PbIObI-MJIEKOMUTAIOLINEY, YTO MPEICTABIAETCS OCOOCHHO Ba)XKHBIM, C
y4e€TOM TOrO, YTO MHUTaHUE pPBIOOW NeQUHUTUBHBIX XO031€B HOCUT SMU30AUYECKUMN
XapakTep, U CPOK KU3HHU Tpematoj HempoaospkuteneH (becnpo3BanHbix, EpMoneHko,
2005).

[To muennto B.B. becnpo3Bannbix u A.B. Epmonenko (2005), tam, roe u3-3a
AHTPOIIOIE€HHOI'O0 BO3JIEUCTBUS JIOCOCEBBbIE PBIOBI Hcue3arT (p. Amyp, p. Onapka,
npuToku p. PaznonsHoil, p. KomuccapoBka, p. Mnucras), posib BTOPBIX NPOMEKYTOUHBIX
X035€B MOTYT B35ATh PBIOBI WHOW CHUCTEMATHYECKON MPUHAIICKHOCTH (KaproBbIe,
IIYKOBBIE M Jp.), HO HHACKC HMHQOUIMPOBAHHOCTH WX HE BBICOK, U METallepKapuu
XapaKTEPU3YIOTCSI MEHBIIUMHU pa3MepamMu. Mbl pearonaraeM, 4To 3apa3uiiuch BIEPBbIE
HaHO(UETO30M JIOCOCEBbIE PBIOBI, a 3aTeM MH(MEKIUIO MepeHsn kaprnosble. Kaprnosbie

pr6BI OKa3aJIMCh BOCIIPUUMHYHMBEI K TPEMATOL03Yy, U MOCICAYIOIIasd uppajuanusa 1momijia
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OBICTpBIMU TeMIIaMHU. JTO corjacyercs ¢ runore3oii Kpacuoit Koponessr (Red Queen
hypothesis: Van Valen, 1973; Curtis, Lively, 2010), B koTopoii TOBOPUTCS, YTO
B3aMMOJICHCTBHE MAPA3UTOB U MX XO35I€B BEJET K MOCTOSHHOMY €CTECTBEHHOMY OTOOpY
Ui aJanTalydyd U KOHTPaJanTallud M CHOCOOCTBYET MPOCTPAHCTBEHHON MO3aMYHOCTH.
Kaxnaplif U3 HHUX MOCTOSIHHO JOJDKEH «OBITh HACTOPOXKE», YTOOBI HEe MOTHOHYTh U
OCTaBaThCS MPUCIIOCOOJIEHHBIMU K YCIOBHSIM CBOEU cpenibl oOuTaHus. B nanHo# pabote
MBI TIOKa3aJld, 4YTO OHBOJIONMS TPEMaTOJ COMPOBOXKAANACh OCBOCHHUEM HOBBIX

9KOJIOTHYCCKUX HHUII C Pa3HbBIMH YPOBHAMHW HHTCHCUBHOCTH MeTaboIM3Ma.
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BBIBO/IbI

1. I'enernyeckue paccrosaus Mexay nomymsuusmu N, salmincola, N.
schikhobalowi u N. japonensis mocTuriaM MeEXBHIOBBIX 3HAYCHHH ISl TPEMATO/I,
o01re pudbOTUTIBI OTCYTCTBYIOT, COPTUPOBKA MUTOXOHIPUATILHBIX JIMHHNA 3aBEpIIeHA,
9TO TIO3BOJISIET CUUTATh UX CAMOCTOSTEIIbHBIMH 300JIOTHYECKUMHU BUAMH.

2. Yposuu renermdeckoro pasnoodpazms N. schikhobalowi u N. japonensis
COIOCTAaBUMBI MKy coOoi m Bhimie, yeM y N. salmincola; ypoBHM reHernueckoit
nudGepeHIMand BUJIOB 10 JAHHBIM SICPHBIX W MHUTOXOHJIPHAIBHBIX MapKEepOB
KOPPEIHPYIOT ¢ TeorpaduueCKUMHU TUCTAHIMSIMK, HO HE COTJIACYIOTCS C YPOBHSIMHU
MOP(}OJOTHUECKUX OTIUYUANA, YTO MOXKET OBITh CBUICTEIHLCTBOM peaH3aIliuu
pa3MYHBIX ~ MEXaHW3MOB  BHJ000pa3oBaHHS TpH  JUBEpCH(PHKAIMK  poja
Nanophyetus.

3. Jlokanpubie momyssiima N. schikhobalowi w3 pasHbIX pedHBIX cHCTEM |
BUJIOB PBIO-X035€B OTIUYAOTCS YPOBHEM I'€HETHYCCKOW M3MEHUYMBOCTH, XapaKTePOM
pacnpezelieHuss HyKJICOTHIHBIX 3aMeH B mociemoBareabHOCTAX redHa hadl mt/IHK u
ITS1-5,8S-ITS2 pAHK, pubo- © TamjJOTUMUYECKUM COCTAaBOM, a TakKkKe
neMorpauuecKuMi WCTOPHUSIMH. BBISIBICHHOE OTpaHWYCHHE TeHHBIX ITOTOKOB B
COBOKYITHOCTH C TIEPEUUCIICHHBIMH Pa3IMYUsIMU UCKITIOYACT UX TOJHYI0 MTAaHMHUKCHIO
U MOXXET OBITh CBHJICTSIIBCTBOM MHKPOABOJIIOIIMOHHON a/IalTalliy Mapa3uTa K CMEHE
XO3s5IMHA.

4. Hemorpaduyeckue MCTOPUM  PETHOHANBHBIX  (BUAOBBIX)  MOIMYJISIUN
OTJMYAIOTCS U HE UMEIOT CBHJICTEIBCTB HEJJTABHUX COOBITHI OyTHUIOYHOT'O TOPJIBIIIKA.
JleMorpaduyeckass 3KCIIAaHCUS M 000COOJCHWE OCHOBHBIX TI'€HEAJOTHMUCCKUX JIMHUM
JATUPYETCs pa3HbIMU NEPUOJIAMU CpeiHero Iuieictouena: npumepHo 380 u 250, 225
u 175, a taxke 195 u 110 TeIc. et Hazax y N. schikhobalowi, N. japonensis u N.
salmincola cootBeTcTBEHHO.

5. Cerp rammorunoB MTJHK N. schikhobalowi mnpeacraBiena Tpems
OCHOBHBIMH  (DMJIOTCHETHUSCKUMH JIMHUSIMH, HWMEIONUMHU pa3Hble TPEIKOBBIC

rarioTUIbl, JeMorpaduyeckrue MCTOPUM M reorpaduyeckoe pacrnpeleieHue, 4To
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NpEAnojgaraeT HEOJHOKPATHOE 3aCEICHHE MCCIEJOBAHHBIX PEYHBIX CHUCTEM U3
Pa3IMYHBIX TUIEHCTOLIEHOBBIX peyTrnyMOB.

6. OUIIOreHETUYECKUN aHAIU3 MHUTOXOHJIPHUAIBHBIX T€HOB C MOJIEKYJISPHOU
JTATUPOBKON MexBHUI0BOW auddepeHnnanuy oOHApYKUI BPEMEHHOE COBIAJCHUE
JTUBEpreHTHOW 3Boimonmy BUIOB Nanophyetus u WX OCHOBHBIX MPOMEKYTOYHBIX
X0351€B — JIOCOCEBBIX PBIO, JOMyCKaIOIee BO3MOKHOCTh KO-BHI000pa30BaHHUSL.

7. CornacHo pe3ynbTaTamMm MOJIEKYJISIPHOM JaTUPOBKH, OCHOBAaHHOW HA JaHHBIX
¢dunorenernyeckoro ananmsa reHoB 18S pJIHK, Bospact poma Nanophyetus
COCTaBJISIET OKOJIO 5 MJIH. JIET, pa3jeneHue noaorpsaoB Xiphidiata u Opisthorchiata
npousonuio okoysio 70 MIH., a UX AUBEpreHuus ¢ nopoTpsaamu Echinostomata u
Pronocephalata — mpumepro 100 MuTH. JieT Ha3a.

8. Bropuunsie ctpyktypsl criericepubix obmactedt (ITS1 u ITS2) p/IHK npu
COXpaHCHHUHU OOIIETO MPUHIIMITA YKIaIKh (T.€. IpeBOBUAHON KoHpopMaruu s [TS1
¥ JIQJOHU C 4YeThIpbMs nanbliamMu i | TS2), yHHKaNbHBI JUIsl KaXIOro BHIA
Nanophyetus; oxu comepkaT KOHCEPBATUBHBIC /ISl SYKAPUOT CTPYKTYPHBIC MOTHBBI,
a TaKK€ MOTHUBBI TEJIOMEPHBIX U PETYJSITOPHBIX (MPOMOTOPHI, SHXAHCEPHI) MMOBTOPOB,
JIOKaIU3aIs KOTopbix 0onee mocrosinua B ITS2.

Q. Bropuunbie cTpykTypbl BapuaOenbHbIX noMeHOB u crimpaneit 18S pPHK
TPEMATOJl MO CPAaBHEHUIO C APYTMMH SYKapHOTaMU OTJIMYAIOTCS KpecTOoOpa3zHOM
dopmori ES6b, Hanmmumem [OMOJHUTENIBHON YyKOpoueHHOW crnupanmu ES6¢c wu
yInuHeHHbIME crmpamsimu ES6a u h39. ®opmbl ykmagku gomenoB ES6° u ES9°
ceMercTBOCTIeIU(PUYHBI, YTO TIO3BOJISIET PEKOMEHI0BATh UX JJII OapKOJIUHTA.

10. Bropuunas CTPYKTypa IIPOTHO3UPOBAHHOU AMHUHOKHCJIIOTHOU
nocJjea0BaTeIbHOCTH TepBoi cyObenunniibi NADH-neruaporenazHoro Komruiekca
N. schikhobalowi opranu3zoBana w#3 BOCBMH TpPaHCMEMOpPAHHBIX CITHpAJICH,
COCIMHEHHBIX [ICBATHIO TMETJISIMU; TpETUYHasi (WICHTOYHAas») CTPYKTypa HMEET
chepuueckyro GopMy C caiiTaMH CBSI3bIBAHUS U3 CEMH aMUHOKHUCIIOTHBIX OCTATKOB B

[EHTPATBHON 00JIaCTH.
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Taoaumna INPUJIOKEHME |

Cnucok nocienoBarenbHOCTEN TeHOB U crielicepHbix yuacTkoB p/IHK Platyhelminthes (Trematoda), ucrnonbs3oBaHHbBIX B

JaHHOM HCCJICIJOBAHUH

]
m
I
= .2 Howmep nocryma GenBank
= E p ROCTYI
= 2 CewmelicTBO Bun Homep nocryna GenBank 18S pJTHK, 28S pIHK, aBTOpSHI, TO
= o aBTOPBI, TOJ MyOIMKAIIUN 6
g[ c%( IMyOJIMKaluu
= T
Fasciolidae Fascioloides magna EF051080 (Bildfell et al., 2007) —
Fasciolopsis buski L06668 (Blair, Barker, 1999) -
Isthmiophora hortensis AB189982 (Sato et al., 2009) —
-8 Echinostomatidae E. melis AY222131 (Olson et al., 2014) —
82 Drepanocephalus .
< = JN993268 (Griffin et al., 2012) -
g g spathans
2 9 Philophthalmidae Philophthalmus gralli JX121231 (Literak et al., 2014) —
(%2} -
£ 2 _ _ Echinochasmus LT904764 (Voronova, Chelomina, 2018) -
05 Echinohasmidae Japonicus
L E. milvi LT904765 (Voronova, Chelomina, 2018) -
Psilostomatidae Sphaerldlotr_ema LT904763 (Voronova, Chelomina, 2018) -
monorchis
. Pronocephaloidea Notocotylus intestinalis LT904762 (Voronova, Chelomina, 2018) -
CE; Notocotylidae N. pacifera AY245765 (Flowers et al., 2004) —
g
2 Paramphl_stomo_ldea Paramphistomum cervi KJ459938 (Zheng et al., 2014)
g Paramphistomidae

Haplosplanchnata
Haplosplanchnoidea
Haplosplanchnidae

Haplosplanchnus
pachysomus

FJ211224 (Blasco-Costa et al., 2017)
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Paragonimidae

Forticulcita FJ211226 (Blasco-Costa et al., 2017) -
gibsoni
Dicrogaster contracta FJ211256 (Blasco-Costa et al., 2010) —
§ D. perpusilla FJ211230 (Blasco-Costa et al., 2017) —
'S Ragaia lizae FJ211231(Blasco-Costa et al., 2017) —
S Haploporidae Haploporus benedeni FJ211228 (Blasco-Costa et al., 2017) —
% Saccocoelium obesum FJ211253-54 (Blasco-Costa et al., 2010) —
£ S. brayi FJ211227 (Blasco-Costa et al., 2017) —
E S. cephali FJ211232 (Blasco-Costa et al., 2017) —
2 S. tensum FJ211251 (Blasco-Costa et al., 2010) —
< Hapladena nasonis AY222146 (Olson et al., 2014) —
P Pseudomegasolena .
Atractotrematidae ishigakgi]ense AJ287569 (Littlewood, Olson, 2001) B
Atractotrema sigani AJ287479 (Cribb et al., 2001) —
Nagmia floridensis AY222145 (Olson et al., 2014) —
Gorgoderidae Gorgodera sp. AJ287518 (Littlewood, Olson, 2001) -
Degeneria halosauri AJ287497 (Littlewood, Olson, 2001) —
Nanophyetus LT796167-LT796168 LT796169 — LT796170
< japonensis (Voronova, Chelomina, 2018) (Voronova, Chelomina, 2018)
§=) LT745948-LT745949, LN871816-L.N871817, LN871818 — LN871821,
S Troglotrematidae N. schikhobalowi MG966185-MG966186 MG966187 — MG966188
3 (Voronova et al., 2017) (Voronova et al., 2017)
g’ N. salmincola KX990278-KX990282, AY222138 (Olson et al.,2003) | AY116873 (Olson et al., 2003)
= Skrjabinophyetus _ AF184252 (Tkach et al., 2000)
& neomidis
= Nephrotrema AF151936
= truncatum - (Tkach et al., 2000)
X Paragonimus kellicotti HQ900670 (Curtis, Fisher, 2010)

P. heterotremus

KF781295 (Tandon, Athokpam, 2013);
L T855188 (Voronova, Chelomina, 2018)

KF781294
(Tandon, Athokpam, 2013)
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P. pseudoheterotremus

HMO004210 (Thaenkham et al., 2008)

P. iloktsuenensis

AY?222141 (Olson et al., 2003)

AY116875 (Olson et al.,2003)

Opecoelidae

P. ohirali — HM172621 (Devi et al., 2010)
o P. miyazakii AY222141 (Olson et al., 2003) HM172620 (Devi et al., 2010)
8 Paragonimidae . . JQ322628, IN656178
3 P. siamensis - Devi
2 (Devi et al., Heony0Ou1. naHHbIE)
S P westermani AY?222140 (Olson, 2003); B
_§ ' AJ287556 (Littlewood, Olson, 2001)
g P. vietnamiensis LT855189 (Voronova, Chelomina, 2018) -
‘?g Eurytrema KY490004 (Su et al., 2014); -
= pancreaticum DQ401034 (Zheng et al., 2007)
= E. coelmaticum DQ401035 (Zheng et al., 2007) —
X . ) Lyperosomum AY222143 (Olson et al., 2014) -
Dicrocoeliidae collurionis
Brachylecithum AY222144 (Olson et al., 2014) -
lobatum
Dicrocoelium Y11236 (Sandoval et al., 1997) B
dendriticum
Allocreadium _
Allocreadiidae neotenicum IX983204 (Bray et al., 2013)
Crepidostomum cooperi EF202097 (Choudhury et al., 2007) -
o Brachycladium goliath KR703279 (Briscoe et al., 2016) —
3 S . Na_sitrema AJ004968 (Fernandez et al., 2003) -
! Brachycladiidae globicephalae B
= T
= 8 Z?]'Oph‘.’”ema AJ224884 (Fernandez et al., 1998) -
S S epaticum
X = Biospeedotrema -
< olliveti KF733988 (Bray et al., 2014)

Anomalotrema koiae

KU320582(Bray et al., 2014)
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Helicometra boseli

KU320587 (Bray et al., 2016)

Hamacreadium
mutabile

KU320588 (Bray et al., 2016)

Macvicaria
macassarensis

AJ287533 (Littlewood,Olson, 2001)

Allopodocotyle
epinepheli

KU320585 (Bray et al., 2016)

Brachycoeliidae

(48]
[<B]
= Pedunculacetabulum MF805699 (Martin et al., 2017)
2 inopinipugnus
5 ] Peracreadium idoneum AJ287558 (Littlewood,Olson, 2001)
S Opecoelidae )
S Maculifer sp. AY222109 (Olson et al., 2014)
< .
S Propycnadenoides KU320591 (Bray et al., 2016)
g philippinensis
= Opecoelidae sp. AY218105 (Giribet et al., 2016)
<
S Allopodocotyle KU320583 (Bray et al., 2016)
margolisi
Buticulotrema
thermichthysi KF733987 (Bray et al., 2014)
GﬁeVSkaJa”ema AJ287514 (Littlewood, Olson, 2001)
alosauropsi
Encyclometridae Polylekithum ictaluri EF202096 (Choudhury et al., 2007)
. .. lypthelmi i AJ287517 (Littl , Olson, 2001
s Plagiorchiidae G)_/pt-e mins q}ue?té J287517 ( !tt ewood, Olson, 2001)
=2 Skrjabinoeces similis AJ287575 (Littlewood, Olson, 2001)
s 2 . Rubenstrema :
8 c Omphalometridae AJ287572 (Littlewood, Olson, 2001)
£ 5 exasperatum
X & Brachycoelium AY?222160 (Olson et al., 20014)
o salamandrae

Mesocoelium sp

AJ287536 (Littlewood, Olson, 2001)
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Telorchiidae

Opisthioglyphe ranae

AY222157 (Olson et al., 20014)

Telorchis assula

AY222156 (Olson et al., 20014)

Cephalogonimidae

Cephalogonimus

AJ287489 (Littlewood, Olson, 2001)

retusus
Haematoloechidae Haema_toloechus AJ287520 (Littlewood, Olson, 2001)
longiplexus
Auridistomidae Auridistomum AY?222159 (Olson et al., 20014)
chelydrae

Macroderoididae

Macroderoides typicus

AY?222158 (Olson et al., 20014)

Choanocotylidae

Choanocotyle hobbsi

AY116868 (Platt, Tkach,2003)

C. nematoides

AY116867 (Platt, Tkach,2003);
EU196359, EU196357 (Tkach, Snyder, 2007)

Renicolidae

Renicola sp.

AY?222155 (Olson et al., 20014)

Pachypsolidae

Pachypsolus irroratus

AJ287554 (Littlewood,Olson, 2001)

Xiphidiata//Microphalloidea

Zoogonoides viviparus

AY525634 (Struck, Purschke, 2005);
AJ287590 (Littlewood,Olson, 2001)

Zoogonidae Lepidophyllum AJ287530 (Littlewood,Olson, 2001)
steenstrupi
Deretrema nahaense AJ287498 (Littlewood,Olson, 2001)
: Bacciger lesteri AJ287482 (Littlewood,Olson, 2001)
Faustulidae

Antorchis pomacanthi

AJ287476 (Littlewood,Olson, 2001)

Lecithodendriidae

Paralecithodendrium
longiforme

AY?222148 (Olson et al., 20014)

Lecithodendrium
linstowi

AY?222147 (Olson et al., 20014)

Lecithodendriidae sp.

EU019964 (Gibson, Rikihisa, 2008)
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Pleurogenidae

Pleurogenes claviger

AY222152 (Olson et al., 20014)

Pleurogenoides

AY22215 (Olson et al., 20014)

5 medians
E Prosthogonimidae Schistogonimus rarus AY222150 (Olson et al., 20014) -
T
§_ Collyriclum faba JQ231122 (Heneberg, Literak, 2013)
é Microphallus fusiformis AJ287531 (Littlewood, Bray, 2003) -
E M. turgidus EU825773 (Cho et al., 2008) -
= Microphallidae
= M. primas AJ287541 (Littlewood, Olson, 2001) -
X
Microphallidae sp. AB974359 (Kakui,2014) -
Maritrema oocysta AJ287534 (Littlewood, Olson, 2001) -
Euryhelmis AB521797 — AB521800
costaricensis AB521797 — AB521800 (Sato et al., 2010) (Sato et al., 2010)
Metagonimus HQ832632 (Thaenkham et al., 2015) -
yokogawai
M. takahashii HQ832629 (Thaenkham et al., 2015) —
= 8 Heterophyidae Haplorchis pumilio HMO004195 (Thaenkham et al., 2011) HMO04191
835 K (Thaenkham et al., 2010)
= 2 H. taichui HMO004213 (Thaenkham et al., 2011) —
g %’ H. yokogawai HMO004207 (Thaenkham et al., 2011) —
= < Procerovum varium HMO004200 (Thaenkham et al., 2011) —
'g- '8_ P. cheni HMO004212 (Thaenkham et al., 2011) —
Stellantchasmus HMO004202 (Thaenkham et al., 2011) -
falcatus

Opisthorchiidae

Clonorchis sinensis

AF217100 (Lee, Huh, 2009)

Metorchis orientalis

JF314771 (Zhu, 2011)
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Opisthorchiidae

Opisthorchis viverrini

JF823987 (Thaenkham et al., 2012)

Amphimerus ovalis

AY222121 (Olson et al., 2014)

Hemiurata Merlucciotrema
Hemiuroidea AJ287535 (Littlewood, Olson, 2001) —
A praeclarum
Hemiuridae
Diplostomata Diplostomum KR269766 (Brabec et al., 2015) KR269766 (Brabec et al., 2015)
Diplostomoidea pseudospathaceum
Diplostomidae D. phoxini AY222090 (Olson et al., 2014) —
Aporocotylidae Neoparacardlcola AY222097 (Olson et al., 2014) -
nasonis
Trichobilharzia - AY157243 (Lockyer et al., 2003)
ocellata

Shistosomatidae

Diplostomata//
Schistosomatoidea

Dendritobilharzia
pulverulenta

AY 157241
Lockyer et al., 2003)

Schistosoma malayensis

AY157252 (Lockyer et al., 2003)

S. haematobium

AY 157263
(Lockyer et al., 2003)

S. japonicum

746504 (Lockyer et al., 2004)

Aspidogastridae

Multicotyle purvisi

AJ228785 (Littlewood et al., 2000)

Aspidogaster
conchicola

AJ287478 (Littlewood, Olson, 2001)

[Tpumeuanue: Homepa nmst mocienoBaTeIbHOCTEH, CEKBEHUPOBAHHBIX HAMH B HACTOSIIEH padoTe, 0003HAUYECHBI KUPHBIM MIPUPTOM.
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HPUJIOKEHUE 11

Taoauna
Crncoxk nocnenoBatenbHocTed rena nadl mT/IHK Platyhelminthes (Trematoda), ucmonp30BaHHBIX B JAHHOM
HUCCIIENOBAHUU
ITomotpsin CeMeiicTBO Bun Howmep noctyna GenBank, aBTopsl, roa nydaukanuu
Fasciola gigantica KF543342 (Liu et al., 2014)
) o F. hepatica AF216697 (Le et al., 2016)
Echinostomata Fasciolidae F. jacksoni KX787886 (Le et al., 2017)

Fascioloides magna

KU060148 (Ma et al., 2016)

Echinostomatidae

Echinostoma hortense

KR062182 (Liu et al., 2016)

Xiphidiata

Paragonimidae

Paragonimus westermani

AF219379 (Agatsuma, lwagami, 2016); KM280646 (Narain et al., 2015)

P. ohirai

KX765277 (Le et al., 2016)

Troglotrematidae

Nanophyetus japonensis

LT796187-LT796200
(Voronova, Chelomina, 2018)

N. schikhobalowi
(momHOpa3MEPHBINA T'€H U HETIOJTHBIE
MIOCJIEZIOBATEILHOCTH)

LT555380-LT555399, LT797797-LT797812, LT985350-L.T985359,
MH319388
(Boponosa, Yenomuna, 2018)

N. salmincola

AY?269600-AY 269690 (Criscione, Blouin, 2004)

Opisthorchiata

Heterophyidae

Metagonimus yokogawai

KC330755 (Jeon et al., 2013)

Haplorchis taichui

KF214770 (Lee et al., 2014)

Metorchis orientalis

KT239342 (Na et al., 2016)

Opisthorchiidae

Clonorchis sinensis

JF729303 (Cai et al., 2012); DQ116944 (Le et al., 2016)

Opisthorchiata

Opisthorchiidae

Opisthorchis felineus

EU921260 (Shekhovtsov et al., 2016)

O. viverrini

JF739555 (Cai et al., 2012)

[Tpumeuanue: Homepa st mociie1oBaTeIbHOCTEHM, CEKBEHUPOBAHHBIX HAMH B HACTOSIIIIEH paboTe 0003HAYCHBI KUPHBIM MIPUPTOM.
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MMPUJIOXKEHHUE 11

Criucok mosTHopa3MepHBIX mocienoBarenbHoctel reHa nadl mT/IHK pa3HbIx BUIOB phIO, UCTIOIB30BAHHBIX B JAHHOM

HUCCIICIOBAHUU
. GenBank
OTtpsin CemeiicTBO Bunpr HOMEp J10CTYIIa ABTOp/TON
Oncorhynchus keta (chum salmon) — kera NC017838 Garvin et al., 2010
0. gorbuscha (pink salmon) — ropGymiia EF455489 Leeetal., 2016
O. nerka (sockeye salmon) — nepka EF055889 Hsieh et al., 2016
O. masou masou (cherry salmon) — cuma DQ864465 Chang et al., 2016
@ O. clarkii henshawi (lahontan cutthroat trout) — JlaxonTanckuii tjococs Kitapka AY886762 Brown et al., 2016
£ § O. mykiss (rainbow trout) — paayxuast Gopeinnb LC050735 Song et al., 2015
= = 0. kisutch (coho salmon) — kmxyu EF126369 Hsieh et al., 2016
S £ 0. tshawytscha (chinook salmon) — yassrua AF392054 Bernales et al., 2016
% 3 Salvelinus fontinalis (brook trout) — pyusesas dopens NC000860 Doiron et al., 2010
n S. leucomaenis (whitespotted char) — kynmka NC022844 Zhang et al., 2013
Brachymystax lenok (lenok trout) — nenox NC018341 Sietal., 2012
Hucho taimen (taimen) — taiimeHb KJ711550 Balakirev et al., 2014
Thymallus thymallus (grayling) — xapuyc NC012928 Yasuike et al., 2010
Coregonus ussuriensis (amur whitefish) — amypckuii cur NC025648 Xue et al., 2014
Phoxinus oxycephalus (chinese minnow) — kuraiickuii TroJbsH NC027273 Sui et al., 2015
Cypriniformes | Cyprinidae _ P. steindachneri_ (common fat-min_now) — OOBIKHOBEHHBIH TOJIBSIH AP009148 Imoto et al.. 2013
Tribolodon hakonensis (big-scaled redfin) — kpynuouentyitnas kpacHonépka AB626855 B
Richardsonius balteatus (redside shiner) — kpacHoG60Kui1 pryapaCcOHUYC AP012106 Miya, 2017
Perciformes Cottidae Mesocottus haitej (amur sculpin) — amypckuit GbI90K NC022181 Shedko et al., 2013
Esociformes Umbridae Dallia pectoralis (alaska blackfish) — namnus AP004102 Ishiguro et al.,2012

n=20
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NPUJIOXEHHUE IV
PucyHnox

Juarpammer «Mountain plot», xapakrepusytomme MFE-ctpykTypsr ITS1 Nanophyetus spp. u rpaduku sHTpOnuu 1is
BBIPOBHEHHBIX MTOCIIEIOBATEIIEHOCTEH, TPEICTABIISIONINE MEPY N3MEHUYNBOCTH B JaHHOW HYKJICOTHIHOM TTO3HIINU.

mfe — ctpykTypa ¢ MUHHManbHON CBOOOMHOM dHeprueid, Pf — TepMoarHaMUYeCKnit TOTEHIMAN CHCTEMBI, centroid —
[EHTPOUIHASA CTPYKTypa. BricoTa onpenensieTcs: KOJIMYECTBOM OCHOBAHMI B TAaHHOM DHEPreTUYECKOM ToJiokeHuu. [lnaro Ha
rpadukax COOTBETCTBYET METIISIM Ha MOJIEISIX BTOPUYIHBIX CTPYKTYP, YKIOH — CIIUPAJISM.

Bricota

JHTpONWA

N. schikhobalowi N. salmincola N. japonensis
= mfe 8
B -_ imroid 8
8
g g
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MHNPUJIOKEHUE V
PucyHnox

Juarpammer «Mountain plot», xapakrepusytomme MFE-ctpykTypsr ITS2 Nanophyetus spp. u rpaduku sHTpOnuu 1is
BBIPOBHEHHBIX MTOCIIEIOBATEIIEHOCTEH, TPEICTABIISIIONINE MEPY N3MEHUYNBOCTH B JaHHOW HYKJICOTHIHOM TTO3HIINU.

mfe — ctpykTypa ¢ MUHHManbHON CBOOOMHOM dHeprueid, Pf — TepMoarHaMUYeCKnit TOTEHIMAN CHCTEMBI, centroid —
[EHTPOUIHASA CTPYKTypa. BricoTa onpenensieTcs: KOJIMYEeCTBOM OCHOBAHUM B JAHHOM JHEPreTHUECKOM TojokeHuu. [lnaro Ha
rpadukax COOTBETCTBYET METIISIM Ha MOJIEISIX BTOPUYIHBIX CTPYKTYP, YKIOH — CIIUPAJISM.

N. schikhobalowi N. salmincola N. japonensis
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NPUJIOXKEHUE VI
Pucynok

BropuuHble CTPYKTYphI, cMOAeIupoBaHHbIe 0e NOVO B mporpamme Mfold:

ITS1 mna N. schikhobalowi, ¢ MuHEManabHON CBOOOAHOH sHeprueit -241, 2
kka/moib (A), ms N. salmincola, ¢ MmuaumaiibHO# cBOOOMHOM 3Hepruen -237, 3
kkai/moib (b);

ITS2 mms N. schikhobalowi, ¢ muHEManbHOW cBOOOMHOW 3Hepruen -94, 0
kka/moib (Mfold) (B), ms N. salmincola, ¢ MmunamMaibHO# CBOOOIHON 3HEpPrHeH -
95, 4 kkan/mouns (I).
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MNPUJIOKEHHUE VI

Nanophyetus spp.

Komon N. schikhobalowi | N. salmincola N. japonensis
UUU (F) 15 (1,67) 15 (1,76) 18 (0,89)
UUC (F) 3(0,33) 2 (0,24) 1(0,11)
UUA (L) 12 (2,06) 9(1,54) 10 (1,71)
UUG (L) 9(1,54) 11 (1,89) 12 (2,06)
CUU (L) 4 (0,69) 10 (1,71) 5 (0,86)
CUC (L) 2 (0,34) 2 (0,34) 1(0,17)
CUA (L) 5(0,86) 2 (0,34) 4 (0,69)
CUG (L) 3(0,51) 1(0,17) 3(0,51)
AUU (1) 7(1,62) 5(1,67) 4 (1,00)
AUC (I) 0 (0,00) 1(0,33) 2 (0,50)
AUA (1) 6 (1,38) 3(1,00) 6 (1,50)
AUG (M) 3(1,00) 3(1,00) 3(1,00)
GUU (V) 5(1,18) 6 (1,2) 6 (1,50)
GUC (V) 2(0,42) 2 (0,40) 2 (0,50)
GUA (V) 3(0,71) 4 (0,80) 3(0,75)
GUG (V) 7 (1,65) 8 (1,60) 5(1,25)
UCU (S) 7(2,43) 10 (3,64) 8 (2,56)
UCC (S) 3(1,04) 1 (0,36) 2 (0,64)
UCA (S) 1(0,35) 0 (0,00) 1(0,32)
UCG (S) 0 (0,00) 0 (0,00) 0 (0,00)
CCU (P) 1 (0,80) 4 (2,67) 1 (0,80)
CCC (P) 4 (3,20) 1(0,67) 3 (2,40)
CCA (P) 0 (0,00) 0 (0,00) 1 (0,80)
CCG (P) 0 (0,00) 1(0,67) 0 (0,00)
ACU (T) 1 (0,80) 1 (0,80) 2 (1,60)
ACC (T) 1 (0,80) 1 (0,80) 1(0,80)
ACA (T) 1 (0,80) 2 (1,60) 1 (0,80)
ACG (T) 2 (1,60) 1 (0,80) 1 (0,80)
GCU (A) 4 (1,33) 6 (2,00) 5(1,82)
GCC (A) 2 (0,67) 2 (0,67) 1(0,34)
GCA (A) 1(0,33) 1(0,33) 0 (0,00)
GCG (A) 5(1,67) 3(1,00) 5(1,82)
UAU (Y) 9 (2,45) 10 (2,31) 10 (2,31)
UAC (Y) 2 (0,55) 3(0,69) 3(0,69)
UAA (Y) 0 (0,00) 0 (0,00) 0 (0,00)
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Tadauua (npooondxcenue)

UAG (*) 0 (0,00) 0 (0,00) 0 (0,00)
CAU (H) 1 (2,00) 0 (0,00) 0 (0,00)
CAC (H) 0 (0,00) 0 (0,00) 0 (0,00)
CAA (Q) 2 (2,00) 2 (2,00) 1 (1,00)
CAG (Q) 0 (0,00) 0 (0,00) 1 (1,00)
AAU (N) 3 (2,25) 3 (2,25) 2 (1,50)
AAC (N) 0 (0,00) 0 (0,00) 1(0,75)
AAA (N) 1(0,75) 1(0,75) 1(0,75)
AAG (K) 5 (1,00) 4 (1,00) 4 (1,00)
GAU (D) 2 (2,00) 2 (2,00) 2 (2,00)
GAC (D) 0 (0,00) 0 (0,00) 0 (0,00)
GAA (E) 1(0,25) 2 (0,50) 0 (0,00)
GAG (E) 7 (1,75) 6 (1,50) 8 (2,00)
UGU (C) 9 (1,50) 11 (1,83) 9 (1,50)
UGC (C) 3 (0,50) 1(0,17) 3 (0,50)
UGA (W) 1 (0,20) 7 (1,27) 3 (0,60)
UGG (W) 9 (1,80) 4(0,73) 7 (1,40)
CGU (R) 1(1,33) 1(1,33) 1(1,33)
CGC (R) 1(1,33) 0 (0,00) 1(1,33)
CGA (R) 1(1,33) 2 (2,67) 1(1,33)
CGG (R) 0 (0,00) 0 (0,00) 0 (0,00)
ACU (S) 6 (2,09) 6 (2,18) 4 (1,28)
AGC(S) 0 (0,00) 0 (0,00) 0 (0,00)
AGA (S) 4 (1,39) 2 (0,73) 4 (1,28)
AGG (S) 2 (0,70) 3 (1,09) 6 (1,92)
GGU (G) 8 (1,78) 8 (1,68) 9 (2,00)
GGC (G) 2 (0,44) 1(0,21) 1(0,22)
GGA (G) 1(0,22) 2 (0,42) 1(0,22)
GGG (G) 7 (1,56) 8 (1,68) 7 (1,56)

[Tpumeyanue: HanboJIee YaCTO UCIIOIH3YEMBIE KOJOHBI BBIICTICHBI JKUPHBIM MIPUDTOM.
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HNPUJIOXEHUME VIII

Pucynoxk

Tpexmepnbie moaenu nepsoii cyoseaunanibl NADH-neruaporenass! TpeMaro,
npuMepHo 96% mocnenoBaTelbHOCTEN cMoIenupoBaHo ¢ goctoBepHOCTHIO 100,0%:
Echinostoma hortense (A); Fasciola hepatica (b); Fasciola gigantica (B);
Fascioloides magna (I'); Haplorchis taichui (/); Metorchis orientalis (E);
Metagonimus yokogawai (2K); Clonorchis sinensis (3); Opisthorchis viverrini ()
Paragonimus westermani (K); N. schikhobalowi (JI). Panmyxnas okpacka

nzo0paxkenuss N — C terminus (The Phyre2 web portal for protein modeling,
prediction and analysis).




