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BBEJIEHUE

TpemaTonbl HOpPMUPYIOT OAVH U3 HEHTPATBHBIX
KJIACCOB TAPa3UTUYEeCKUX IUIOCKMX depBeil. OHu
MHOTOYUCJIEHHBI, BCECBETHO PACIIPOCTPAHEHH, TIapa-
BUTHPYIOT y TIPEICTABUTEIEH GOTBITUHCTBA TAKCOHOB
KaK MO3BOHOYHBIX, TaK U GECIIO3BOHOYHBIX JKUBOT-
HBIX, 2 MHOTHE WX BUJBI SBJIAIOTCS BO30YIUTENAMU
Cepbe3HbIX 3a00JeBaHNI YEJIOBEKA M XO3SHCTBEHHO
3HAYMMBIX JKMBOTHBIX. [lOCTaTOYHO YIOMSIHYTb
mucrocoMaros (Bo3byautenb Schistosoma mansoni,
S. haemathobium, S. japonicum), oT KOTOpPOTO B A3uu,
Adpuke u IOxHOI AMepuKke 10 TaHHBIM BecemupHoit
opranmsaiuu 3apaBooxpanenus (BO3) crpamaior
6osee 230 MJIH. YeJIOBEK, MMEIOIMUHM KOCMOIIOJIU-
THYecKoe pacmpocrpanenue dacunones (Fasciola
hepatica, F. gigantica), maparouimos (Paragonimus
westermani W PSA IPYrUX IpelcTaBUTeNell poia)
¢ 21 muH. 6ombHBIX B AMepuke, Adprke u Asum,
BKJIIouas poccuiickuit lanpanii BocTok; onmuctopxo3
(Opisthorchis felineus, O. viverrini), BcTpedaonmiics
BO MHOTHX paiionax EBpasuu u ot xkoroporo B PO
CTPAJAIOT THICSIYM JIIOJIEH, U MH. IP. DTO 00yCIABIH-
BaeT IOBBINIEHHBIN HHTEPEC K N3yYEeHUIO TPEMATO/ U,
B IIEPBYIO 0o4Yepens, BUAOB, UMEIOINUX MeIUKO-BeTe-
pPUHApHOE 3HAYEHUE.

TpeMaTompl OKa3bIBAIOT 3HAUMMOE BJIWSHHE HA
pasHble CTOPOHBI KM3HEAESTETHHOCTH CBOMX XO03sI-
€B, CIy’KaT eCTECTBEHHBIMU DETyJISITOpaMM [UHA-
MUKW WX HOIYJISIIINIA, BKJIIOYAIOTCS B 9KOCUCTEMHBIE
TIPOIIECCHI (B TOM YHCJIE TPAHCHOPMUPYS TUIIEBbIE
CeTn), a TaKKe OIPEENISTIOT YPOBEHb TeHETHYECKOH
M3MEHYUBOCTH ¥ MMKPOIBOMIOIMOHHbBIE COOBITUS
B TONYyJANUAX JKABOTHBIX-X035€B (CM. 0630pHI:
Combes 2001; Marcogliese 2005; Poulin 2007,
Dobson et al. 2008; Lafferty et al. 2008). Bce arto
oTpesiesisieT PacTYIIWil WHTepeC K M3yYeHHIO Tpe-
Maroji, KOTOPBIH YCYTyOJISeTCsT U TIPOUCXOMANIAMY
KJIMMAaTU9eCKUMU W3MEHEHWsIMU, U TpaHchopMa-

11eil TPUPOAHBIX KOCUCTEM B pe3yJbTaTe XO3sii-
CTBEHHOM [IESITEJTBHOCTU YeJIOBEKA. JTH IIPOIIECCH
OKa3bIBAIOT BJMSHUE HA TPAHCMUCCHIO TPEMATOT,
U3MEHSIIOT MX apeajibl (B TOM 4KClie W BO30OyauTe-
Jiell OIACHBIX TPEMATOZ030B), IIPOBOLUPYIOT HX
SKCIaHcuio Ha HOBBIX x03seB (Harvell et al. 2002;
Mas-Coma et al. 2009a; Dobson 2009; Rohr et al.
2011). ITosToMy pacTeT aKTyaJbHOCTh BCECTOPOH-
HEro M3y4eHUs] TPeMaTof, OCOOEHHOCTEH WX IMp-
KYJISIIMKA B 9KOCUCTEMAX, XaPAKTePa KOIBOJIOIIH C
X035I€BaMH, ITyTeH TeorpauIecKoil M TOCTAIbHOU
KOJIOHM3AallUW B DPETPOCHEKTHBE U IIEPCIIEKTHBE.
JlaHHbIE TAKOTO POia, TIOMUMO YTIyOIeHUsT HANIUX
3HaHU 0 heHOMEHe Tapa3uTU3Ma U €T0 POJIU B TIOJ-
JIEPKAHUU CTAOMIBHOCTH TPUPOIHBIX IKOCHCTEM,
OyayT crmocoOGCTBOBaTh Pa3pabOTKe IPOTHO30B IO
MApa3UTOJIOTUIECKUM TOCJIEACTBUSM Pa3HOTO Poja
9KOCUCTEMHBIX U3MEHEeHU.

ITo mpuHsTOI B HacTosilllee BpEMSI CUCTEMeE, OT-
PaKEHHOUW B KamuTaJIbHOM 3-TOMHOM Tpyde «Keys
to the Trematoda» (Gibson et al. 2002; Jones et al.
2005; Bray et al. 2008), B pamkax kjacca Trematoda
Rudolphi, 1808 Bhizensior mBa momkmacca —
Aspidogastrea Faust et Tang, 1936 u Digenea Carus,
1863. Acmmmoractpen (GOPMHUPYIOT HEGOJBIIYIO
TPYIILy TPEMATO/, B COCTaBE KOTOPOil B HACTOSIIEE
BpeMsI HaCYMTHIBAIOT 0K0JIO 80 BHIOB, 0ObEIUHEH-
HbIX B 13 pPOMOB, KOTOpBIE paclpenesieHbl MEXKIY
yersipbMst cemeiictBamu (Rohde 2002; Littlewood et
al. 2015). ITo10BO3pEIBIE CTAANN ACIIMAOTACTPEM OT-
JINYAeT HAJIMYMEe BEHTPAJIHHOTO HMPUKPENUTETHHOTO
ammapara (aucka bapa), KoTopbIil y pasHBIX UX MpeJ-
CTaBUTEJIEH COCTOUT U3 MONEPEYHBIX PSIIOB CKIIA/IOK,
IIPUCOCOK, BIIA/INH, PAa3/IeJIEHHBIX MTOTIEPEYHBIMU CeTl-
TaMU, UK TIPUCACHIBATENIBHOTO UCKA, TI0/IEJIEHHOTO
IIPOJIOTIBHBIMH ¥ TIOTIEPEYHBIMU PSIAMU MbIIIEYHBIX
meperopoiok Ha otzaenbhble sueiiku (Rohde 1994a,
1994b, 2001, 2002). OHu HapasUTUPYIOT y XpsIie-
BBIX U KOCTHCTHIX DPBIO, 8 PAa3BUTHE JMYUHOK IIPO-
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TEKAeT B MPOMEXKYTOUHBIX X03s€BaX — MOJLIIOCKaX'.
3apaxeHune PO IPOUCXOAUT IPU IMOEAAHWM HMHU
MOJITIOCKOB, COIEPKAIUX WHBA3WOHHBIX JIMYMHOK
(Puc. 1).

B otmirame ot acnuporacrpeit, moaki. Digenea Ha-
cunthiBaeT 1748 BanmumHbIX pozioB U ~18 ThIC. yxxe
OIMCAHHBIX BUOB, a IPEIIOJ0KUTEIBHOE UX YHCIIO
ouennBaercs 6osee yeM B 50 Toic. Bunos (Cribb et al.
2001b; Cribb and Bray 2011; Littlewood et al. 2015).
Iurenen o6bequuensl B g8a orpsaga (Diplostomida
u Plagiorchiida), 14 momotpsimoB u 150 cemeiicTB
(Olson et al. 2003; Cribb et al. 2003) (Puc. 2). Xa-
PaKTEPHOM OCOOEHHOCTHIO AWTEHEH CIIyKUAT IIPHU-
CyIMWi WM CJIOXKHBIA KU3HEHHBIM ITUKJI, KOTOPHIN
BKJIIOYaeT 4YepefoBaHKe IapTEHOTeHETUYECKUX MU
repMadPOJUTHOIO MTOKOJIEHWHA 1 CMEHY KMBOTHBIX-
X0351€B — OIHOTO WJIM HECKOJIBKUX ITPOMEKYTOYHBIX
1 OKOHYaresbHOro. [TomoBo3penas repmadopanTHas
0co6b (MapuTa) pasBMBAETCS, 3a WCKIIOYEHUEM
HEMHOTHMX IIPOTEHETHYECKUX (POpM, B IIO3BOHOY-
HBIX OKOHYATEJIbHBIX (AeDUHUTUBHBIX) XO35€BaxX
(Puc. 3). IIpoxymupyemsie efo siilia comepxKaT Jiu-
YMHKY (MUpALUANii), CIIOCOOHYIO 3apaXaTh IIEPBOrO
[IPOMEKYTOYHOTO XO3SIMHA, POJIb KOTOPOTO IIpakK-
TUYECKM BCET/a UIPAlOT MOJUIIOCKHM. EnuHCTBEHHOE
HCKJIIOUYEHNE ITIPEICTABISIOT HEKOTOPhIE BHIBI CEM.
Aporocotylidae?, mepBoIMM ITPOMEKYTOYHBIMU X035~
€BaMH KOTOPBIX (SIBHO BTOPUYHO) CJIYKAT IIOJHUXEThI
(Kaie 1982; Cribb et al. 2011). B mepBbix poMexy-
TOYHBIX XO0351€BaX Pa3BMBAIOTCS IIAPTEHOTEHETHYe-
CKHe 0cOOM HECKOJBKHUX IIOKOJEeHUH (MaTepruHCKast
CIIOPOLIACTA, PEeIVM WX AOYEPHME CIIOPOIHCTHI),
[IPOMBBO/SIIIE ANCIEPCUOHHBIX IUIMHOK, — IIepKa-
puii. Ilepkapuu MOKUZAIOT XO3SMHA U IIOCIe OoJiee
WA MeHee IIPOJOJLKUTEIBHOIO IPeObIBAHUA BO
BHeIIHe# cpefe JuGO MHIUCTUPYIOTCA Ha TOIBO-
JTHOM cy6cTpaTe, IpeBpaNlasich B MHBA3UOHHYIO IS
OKOHYATEJIbHOTO XO3MHA af0JIeCKapuIo, 100 BHe-
JPSIOTCS BO BTOPOTO ITPOMEXKYTOYHOTO XO3SMHA, T/IE
u mporcxoauT ¢popMUpoBaHUe MeTalepkapun. Kpyr
BTOPBIX TPOMEKYTOUHBIX XO35I€B, B KOTOPHIX (op-
MUDYETCsI INYNHKA — METaIlePKapus, YPe3BhIUaiiHO
IIMPOK ¥ B HEr0 BXOJAT IPEACTABUTENN MHOTUX
TaKCOHOB II03BOHOYHBIX M GECII03BOHOYHBIX, BKJIIO-
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Puc. 1. JKusnennsiii muxsn acnuporactpen Lobatostoma manteri.
1 — mosoBo3pesibie YepBy B Je(PUHUTUBHOM XO3sIMHE — phIGE
Trachinotus blochi; 2 — stiinia, comepskaniye JHIMHOK, BO BHEITHEH
cpefie; 3 — MOJUTIOCK — TIPOMEXKYTOUYHBII XO35IMH, B KOTOPOM pa3-
BUBaeTCs 0BeHUIbHBIE YepBH (110 Rohde 1994b).

Yyas KHUAAPUH, MOJUTIOCKOB, UTJIOKOXKUX, aHHEJINT,
PaKo0Opa3HbIX, HACEKOMBIX U JIP.

MHorooGpasue JKU3HEHHBIX 1[UKJIOB [IUTeHEH Be-
JIUKO ¥ JTAJIEKO He MCUYEPIIHIBAETCST ONMMCAHHOMN BhIIIIE
cxemoii (mozpobree cMm. TamakTrnonoB u Jo6poBob-
ckuii 1998; Galaktionov and Dobrovolskij 2003).
Haubo:1ee ImpoKo pacpocTpaHeH TPUKCEHHbIH Ku3-
HEHHBIH ITUKJI C yIaCTHEM BTOPOTO IIPOMEKYTOYHOTO
xX03s1Ha. YKCII0 X0351€B y IPEACTABUTENEN PsIa TaK-
COHOB JIUT€HEH MOKET YBETNYUBATHCS 32 CUET BKIIIO-
YeHUsI TapaTeHNYeCKIX X03sI€B WJIN TPETHETO IIpOMe-
JKYTOYHOTO XO3SIMHA, Ji00, Ha000pOT, COKPAIIAThCS
JI0 TUKCEHHOTO (TIEPBBIM TPOMEKYTOYHBIN X035TUH —
NeDUHUTUBHBIN XO3IMH) WM Jake MOHOKCEHHOTO
C y4aCTUEM OTHOTO MOJLTIOCKA — TIEPBOTO IPOMEXKY-
TOYHOTO X03sI1THA, B KOTOPOM TIPOXOZISAT Pa3BUTHE BCE
(haspl MKIA OT BHEAPHUBILIETOCS B MOJIIIIOCKA MUpa-

'EAMHCTBEHHOE BO3MOKHOE MCKIII0YEHNUE TIPECTaBIseT Bus Stichocotyle nephropis, ”HKaNCy TMpOBaHHbIE IOBEHUIBHBIE
0co6u KoToporo Oy Halizensl B gecatuHorux pakax (Rohde 2001). OgHako 10 HACTOAIIETO BpEMEHU KU3HEHHBIH UK

3TOTO BUJA IIOJHOCTHIO He pacmupoBaH.

*HasBanue ceM. Aporocotylidae 3xech 1 gasnee ynorpebiisieTcss Kak crapinuii cuionuM Sanguinicolidae B cootseTcTBUM

¢ TpakToBKO# Basumapy ¢ coasr. (Bullard et al. 2009).
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Bucephalidae
Fellodistomidae
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Diplostomoidea
Schistosomatoidea

Bivesiculoidea ]

Azygioidea 2
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Lecithodendriidae
Microphallidae

Microphallidae (Microphallus fusiformis)
Pleurogenidae

Prosthogonimidae

Allocreadioidea

Plagiorchicidea

Microphalloidea
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Puc. 2. OuroreHetnyeckoe APeBO AUreHelH, pEKOHCTPYUPOBAHHOE TI0 MeTOy Baifeca ¢ MCIob30BaHNEM HYKJIEOTUIHBIX
nocaenosaresbHoctel 18S u 28S pPHK (110 Olson et al. 2003).

IUMs [0 TI0JOBO3PENBIX, IPOAYIMPYIONMX SHIIa,
Maput. JKv3HeHHbIE IUKJIBI IUTEHEN UCCIEI0BAHBI K
HACTOSIIEMY BPEMEHU (hParMeHTapHO, OHU M3BECTHBI
mpuMepHo 1715t 5—10% BumOB 0T 061IEro 6GHOPa3HOO-
6pasus aTux mapasuros (Littlewood 2006). Otpaaro
OTMETHUTD, UTO YKCJIO PaGOT MO paciudppPOBKe KU3-
HEHHBIX I[UKJIOB JUTeHeH (BBISICHEHNE KPYTa X0351€B 1
OIMCaHUe BCEX CTaWH IIUKJIa) PACTET, YTO BO MHOTOM
OIIPE/IETISIETCS BHEPEHUEM MOJIEKYJISIPHBIX METOIOB

(Poulin 2014). OHu M03BOIMIN 3aMEHUTH CIIOKHYIO
U [UTATEJIbHYI0 SKCIIEPUMEHTAIBHYIO PaboTy 110 Hoz-
6GOpPY BO3MOKHBIX JKUBOTHBIX-XO035I€B M UX 3aPAKEHIE
VHBAa3WOHHBIMU CTAJWSIMU II1aPA3UTOB BbBISICHEHNEM
MOCJIEMOBATENBHOCTEH MapKepHbIX ydacTkoB [JHK
Pa3HBIX CTAJMI VKA ¥ UX COMOCTABJIEHUEM JIPYT C
apyroMm. Crenyet, ofHaKO, OTMETUTD, YTO JajlleKo He
Bcerqa paboThl € WCIOJIB30BAHMEM MOJIEKYJISIPHBIX
METOIOB COIPOBOXKIAIOTCS NOOPOTHBIME MOP(]OJIO-
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Puc. 3. Tenepanu3oBaHHas CXeMa JKM3HEHHBIX NUKJIOB aureneit (mo Bush et al. 2001, mogudunuposano). Craguu 1ukiia

BO BHEIITHEN Cpeae 3aK/II0YEHbI B IPAMOYTOJIbHUKH, CTa/IUN B X034€BaX — B KPYT'Y; CIIJIOITHbBIEC IMHUN O6OBH3,‘{3.IOT X0 «TUu-
IINYHOI0» TPUKCEHHOTO JKU3HEHHOI'O IIUKJI4, TOYE€YHbI€ JINHUN — €TI0 BapUaHThI, IIYHKTUPHASA JUHUA — IIPOr€HETUIECKOE

pa3BUTHE MeTallepKapUii.

ITMYECKVMHU XapaKTePUCTUKAMU OOBEKTOB HCCIIENO-
BaHUs, YTO 3aTPYAHSIET MOCenyollee BaIUJHOe BU-

JIOBOE OITpenei€eHre ITPU HaXOX/IE€HUN TeX NI WHBIX

CTaZIVH IUKJIa KOHKPETHOTO BU/IA.

HCJIBIO HaCTOAIIEro MccjaeagoBaHuA CTal aHaJaIu3

COCTaBJIIONIMX yCIiexa [IWTeHeH, 3BOJIONNH WX
’KU3HEHHBIX IUKJIOB U aJIallTalliii K HUPKYJIAIUYN B

9KOCHCTEMaX Ppa3HOI'o THIIA, KO3BOJIIOIIMU C XO3d-



78

€BaMH ¥ CBSI3aHHBIX C 9TUM IIyTel U 0COOEHHOCTEM
reorpaU4YECKOi U TOCTAIbHON KosoHu3anuu. Ecte-
CTBEHHO, YTO B KPATKOM 0030p€e HEBO3MOKHO BO BCEM
TIOJTHOTE OXBATUTD BCE ACTIEKTHI 0003HAYEHHBIX BHIIITE
mpobiieM, TeM 60Jiee YTO MHOTHE M3 HHMX IOKA EIIE
JATIEKW OT CBOETO paspelleHus. S ocTaHaBIWBAIOCH
TOJIPKO Ha TeX BOIIPOCAX, KOTOPHIE IIPECTABIISIOTCS
KJTIOYEBBIMU JIJIsI IOHUMAHWS 9BOJIIONUYN JUTEHEH U
uX OMOJIOTUYECKOMN PaIHAIIUHL

1. ’)KU3HEHHBIN IIUK.JI I[I/II‘EI;IEI‘/’I
KAK CUCTEMA AJTAIITAIIUI

DopMyIupoBKa, BHIHECEHHAs B Ha3BaHME pPa3-
JieJTa, 3aMMCTBOBaHA MHOIO M3 paboThl TMHEIMHCKOi
u Jlo6posoabckoro (1983), koTophie BIiepBbIe HaMe-
TUJIM TaKOU TOAXOM K aHAIN3Y JKU3HEHHBIX ITMKJIOB
nureHetndeckux TpeMmaron. OH oKasajcs BechbMa
IIJIOIOTBOPHBIM ¥ WCIIOJIb30BAaH B HACTOSIIEM pPas-
ZieJie JIJisl BBIYJIEHEHUST COCTABJISIONIUX SBOJIIOIMOH-
HOTO ycnexa qureHeil. B ToM, 4To 3T0 — «ycCHenHbIi»>
TaKCOH, COMHEBAThCS HE HPUXOIWUTCS, YYUTHIBAS
IIPUBE/IEHHBIE B TIPEIBILYIIEM Pa3/elie CBeeHuUs OT-
HOCHTEJIBHO ero 6nopasHooOpasusi, 0COOEHHO, eCIn
CPaBHUTb 110 3TOMY MOKA3aTeJIIO AUTEHEN C CECTPUH-
CKHM TaKCOHOM — aCIUZOTacTPeSIMU (CM. BBIIIIE).

C ueM cBs3aHa Takas pasHuia? Tak ke, Kak y 1u-
reHell, 00s3aTeIbHBIM XO3SIMHOM B XKM3HEHHOM ITH-
KJIe acTMIOTACTPEN CIYKUT MOJLTIOCK (TI0 KpaltHen
Mepe, [IJIs1 BUIOB, Y KOTOPBIX U3BECTEH XOJI KU3HEH-
moro nukiaa) (Rohde 1994b, 2001, 2002; Fergusson et
al. 1999). OxHako B OT/IMYKeE OT AUTEHEH IOIABIIAS B
MOJLTIOCKA JIMIMHKA TIPOXOIUT B HEM OTIpe/IeJIEHHBIE
STaITbl PA3BUTHUS U CTAHOBUTCS] MHBA3MOHHOM JIJIS Jie-
(PMHUTMBHOTO X03sMHa, 100 XKe, Kak y Aspidogaster
conchicola, ipeBpaImaeTcss B MOJIOBO3PEIYIO OCOOH,
MPOAYIMPYIOMIYIO i1, JTAl MaPTEHOT€HETUIECKO-
TO Pa3MHOXEHUS B MOJLTIOCKE B JKU3HEHHOM IIMKJIE
aCIMIOTacTpeNl OTCYTCTBYET, U, COOTBETCTBEHHO,
HET CTOJIb OTPOMHOM TIPOAYKIIMM AUCIEPCHOHHBIX
JINYMHOK, KOTOPYIO 06eCIeunBanT napTeHuThl. OHKI
CITyKaT CBOEOOPa3HbIM <yCHUJIMTEIEM MapasuTapHO-
TO CHUTHAJa», KOTODBIH aeT MOITHBINA MMITYJIbC IS
MPOXOJKAEHUsT TOCTeAyonmx Gas IUKIa IUreHei
BIIOTh 0 MAapUTHl B OKOHYATEJBHOM XO3SIMHE
(Tanaxktuonos u Jo6posoabckuii 1998; Cribb et al.
2002; Galaktionov and Dobrovolskij 2003). 3zecs
HATIPAIMBAETCS AHAJIOTHS C TTOJU30UYHBIMU I[ECTO-
JaMHu, Y KOTOPBIX KOJIOCCAJIbHAS HPOAYKTUBHOCTH
TIOJIOBO3PEJION 0COOHM B TIO3BOHOYHOM XO3SIHE T10-

K.B. I'nnaxTroHnoB

3BOJISIET YCIIENIHO DPEAJM30BbIBATHCS KU3HEHHOMY
IUKJIY CO CMEHOM HECKOJbKMX ITPOMEKYTOUHBIX
X03sI€B, HECMOTPSI Ha OTPOMHBIE TTOTEPH HA KaXKI0M
JTarle MmepefaYy NHBA3UHU OT XO3SIMHA K XO3SIHHY.

Bropoii KamuTaNBbHON OTIMYUTENHHOW YEPTOU
JKU3HEHHBIX IIMKJIOB AaCIUAOTACTPed M IUreHei
CJIyKUT OTCYTCTBHE Y MEPBBIX JIMYNHKHU C ITHPOKUM
MOTEHIUAIOM K JUCIEPCHUH, KAKOBBIM y AUTEHEH 06-
Jagaer nepkapus. Ilepemaya MHBa3MOHHOM TNYNHKH
OT MPOMEXYTOYHOTO XO3SIMHA K OKOHYATETHHOMY Y
aCIUJIOTaCTPeil TPOUCXOMUT TOJIBKO TIPU TOETAHUU
TOCTIETHVM 3apakeHHOTO MOJLTIOCKA. DTO OTPaHU-
YUBaeT KPYT OKOHYATETHHBIX X035I€B aCTIUA0TACTPE
MOJLITIOCKOSIZIHBIMU PHIGAMU U BOIHBIMU YeperaxaMu
(Rohde 2001). IIpuoGpereHue MHTPOTOAUTEHESIMA
IepKapuii, MOTEHIHMANBHO CHOCOOHBIX 3apaXaTb
MPaKTUYECKH JIOOBIX THAPOOUOHTOB, CTAJIO BasKHBIM
IIIarOM Ha MYTH K POIIBETAHUIO TAKCOHA.

XoTs ABe BhIIEYKa3aHHBIE OCOGEHHOCTH JKM3-
HEHHOTO IMKJIa JIUTeHell W CTajiu KJIIOYeBHIMH B
ux sBomoruu (lamaktuoHoB u  J[0GPOBOIBCKMIA
1998; Cribb et al. 2001b, 2003; Galaktionov and
Dobrovolskij 2003; Dobrovolskij and Galaktionov
2003; TamaxtronoB u ap. 2014), HO MU IaNIEKO He
MICYEPIIBIBAIOTCS MHOTOYMCJIEHHbIE aMalTaI[iy, Xa-
paKTepHbIe A/ Pa3HBIX (a3 CIOKHOTO KM3HEHHOTO
[IAKJIA 9TUX MapasuToB. Huke s OCTAaHOBIIIOCH TOJIb-
KO Ha HanOoJiee 3HAYMMBIX M3 HUX.

1.1. ITapreHoreHeTHYECKUE MOKOJIEHHS

Hannune maprenoreHeTHYECKY Pa3MHOKAIOITNX-
Cs1 B IIEPBOM IIPOMEKYTOYHOM XO3SUHE 0cobeil — He-
OThEMJIEMAST YEPTA KU3HEHHOTO ITWKJa AureHeir. B
TUIIAYHOM CJIy4dae 3apaskaiollasi MOJUIIOCKA JIMYUH-
Ka — MUPAIUUi — IIPOXOAUT MeTaMOpPdO03 1 IpeBpa-
IIaeTcsl B MAaTEPUHCKYIO CIIOPOITUCTY, TPOU3BOISIIYIO
crenyiomiee mokosenue nmapreHut. OHU MOTYT GBITH
TpEeICTABJIEHBl PEAVSMH WU JTOYEPHUMU CIIOPOITU-
cramu. Ilepsble, Haubojee SBOJIOLMOHHO APEBHUIA
MOp(l)OTI/IH MMapTE€HUT, B TUIINYHOM CJIy‘{ae UMEIOT
BEPETEHOBUAHYIO (OPMY, MOIYT OBITh CHAOKEHBI
JIOKOMOTOPHBIMU BBIPOCTAaMH ¥ BOPOTHUYKOM (KOJTh-
mmeBasi CKJalKa B TIEpeHEN YacTH Teja) U aKTHUBHO
repeMenianTcs B xo3sauHe. OHu 06/1a1a10T ITIOTKON 1
KHIIEYHUKOM ¥ CIIOCOOHBI K aKTMBHOM TUCTHO(Aruu.
®opma Tejia JOYEPHUX CHOPOLKCT PasHooOpasHa, OT
4yepBeoOpasHOM U HUTEBHIHON A0 MENIKOBUAHON U
HeMpPaBWJIbHOW, MHOTOOTpOCcTYaToi. HekoTopeie u3
HHUX CIIOCOOHBI IIEPEMEINATHCS B TKAHAX X035MHA, HO
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CIIOPOITUCTBI GOJIBIIMHCTBA TAKCOHOB JIMOO BEChMa
OTPaHUYEHHI B IBIKEHUY, TUOO BOBCE HETTOABUKHBIL.
JlovuepHue CIIOPOIMCTHI JUIIEHBI TUIIEBAPUTENbHON
CUCTEMBI, U WX IUTAHUE OCYIIECTBISETCS IIyTEM
TPAHCIIOPTa MUTATEIHHBIX BENIECTB YePe3 MOKPOBHI.

Bce mapreHuTHl 006JIA10T OPraHOM DPa3MHOJKe-
HUS — TepMUHATBHON Maccoil. CBoe IIpONCXOXKAeHNe
3Ta CTPYKTypa BeJIEeT, CKOPee BCETO, OT SIMYHUKA (UK
repmapust) npororpemarof ( Dobrovolskij and Ataev
2003; Galaktionov and Dobrovolskij 2003). B coctas
TePMUHAIBHOM MACChI BXOJSIT TeHEPATUBHBIE KJIETKH
Ha pasHBIX sTamax AudepeHnmaIy, pooaIInecs
reHepaTHBHbIE KJIETKY M paHHue sMOproHbL. Bee aTn
TeHEePATUBHBIE SJIEMEHTHI KaK OBl «BIIASHBI> MEKIY
OTPOCTKAaMM  CTPYKTYPHBIX  (TOEPKUBAIOIITIX )
kirerok. [locnentne HoOpMHUPYIOT BHYTPEHHIOI
CTPYKTYPY TEPMUHAJIBHONW MAacChl M TPUIAIOT el
I[eJIOCTHOCTh. IMOPHOHBI (BCKOpe mociae (hopMu-
POBaHMSI BOKPYT HUX 3apOBIIIEBOM MeMOpaHBI)
HOKHM/IAI0T TePMUHAIBHYIO Maccy, paspbiBas 00BO-
JIAKUBAIOIINE WX OTPOCTKU CTPYKTYPHBIX KJIETOK, U
BBIXOZISIT B TOJIOCTh Tesa (3apOJBINIEBYIO TTOJOCTH)
mapTeHuThl. [eHepaTUBHBIE KJIETKU ITPUPABHUBAIOT
K oonuTtaM 1-To TOpPsIKA, KOTOPBIE, HE MPeTEPIIEBas
Meli03a, MPUCTYTAT K APOOIEHHIO, T. €. HIMEET MECTO
anoMuKTHYeckuii maprenoredes (Dobrovolskij and
Ataev 2003; Galaktionov and Dobrovolskij 2003).

Urtorom pasMHOXEHUS MAPTEHUT B MOJLTIOCKE-
X03sIMHE OKa3bIBaeTcs (OPMUPOBAHUE B HEM TPYII-
MIUPOBKH TAPTEHWUT, KOTOPasi BO3HUKAET U3 OIHOTO
TIOTIABIIIETO B JAHHOTO MOJITIOCKA MUpanuaus. Takum
06pa3oM, Bce TApTEHHUTHl M TPOAYIUPYEMbIE UMHU
[[ePKApUX HECYT OJIWH, TPUCYIHMII 3TOMY MUpAIlU-
JIVIIO TEHOTHII, T. €. TIPEACTABJISIOT cO00# OIMH KJIOH
(cM. omHako paszmen 4.2.). B Moumiocke-xo3siuHe
TMapTEHUTHI (DOPMUPYIOT TPYIIUPOBKY ABYX TUIIOB —
crocoOHBlE W HE CIMOCOOHBIE K CaMOBOCIPOM3BOI-
cTBy. B mepBoMm citydyae pexuu wiu JJ0Y€pHUE CIIOPO-
IIACTHI MOTYT TPOU3BOUTH, HAPSAY C IePKAPUSIMHU,
u cebe MOJOOHBIX M TEM CAMBIM IIPOJIOHTHPOBATH
CyIIIeCTBOBAaHUE TPYNIUPOBKU. Takue TPyMIUPOBKU
obosHavaoTcs Kak Mukporemumnomnyasanua (MI)
WJIM CaMOBOCIIPOU3BOASIIUECS WH(PPATIOMYIAINAN
(Tamaxtuonos u ap. 2014). B rpynmupoBKax BTOPO-
ro tumna (JoKaIbHBIX remunomysiusx (JII) wmm
VHOPAONYJISINAX) YHCJIO0 TeHepaluii CIOPOIUCT
OTPaHUYEHO ABYMSI — MATEPUHCKON U [OYEPHUMHU
CIOPOITMCTaMH.

B pacmipezieieHy TaKCOHOB, TTAPTEHUTHI KOTOPBIX
dopmupyior MT unu JIT, o6HapyKuBaeTCs Ompese-
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JieHHas 3akoHoMepHOCTh (Puc. 4). MI' cBolicTBEHHEI
MIPEUMYIIIECTBEHHO DPEAUOUIHBIM TpPEMaTolaM, KO-
TOPBIE PACCMATPUBAIOTCS KakK Hambosiee apXanyHble
(Fasciolidae, Echinostomatidae, Philophthalmidae,
Cyclocoelidae u gp.). @opmupyior MI' u nouepHie
CIOPOITUCTHL  IIMCTOCOMATOUIHO-AUILIOCTOMOUIHO-
ro xommekca (Schistosomatidae, Aporocotylidae,
Strigeidae, Diplostomidae,), KoTopble B COOTBET-
crBuu ¢ punorenneit Omcona c¢ coast. (Olson et al.
2003) mpezncTaBAAOT 0a3ajabHYIO TPYIILY IUTEHEH.
B 10 e Bpemst JIT cBOMCTBEHHBI HanboJiee poIBU-
HYTBIM TakKcOoHaMm cropouucTongubix Plagiorchiida
(Puc. 4).

MI, dbopmupyemble pemusiMu, TPEACTABISIOTCS
Hambosiee apxXawyHBIMU. VIX CTaHOBJIEHWE MOTJIO
MIPOMCXOINTh Ha PAaHHWX 9TAlaX OCBOEHUS MPOTPe-
MAaToJlaMU MOJLIIIOCKOB M CTAJIO DEIleHWEM 33[a4yu
TOBBINIEHNST CYMMApHOM IIOJIOBUTOCTH TPYIIIH-
POBKHU ITIaPTEHWUT TIPH T€X OTPAHUYEHHSX, KOTODHIE
HaKJIaAbIBaeT MOPhODYHKITMOHATBHAS OPraHU3AIHs
penuii. B mepByio ouepenb, 9T0 — OrpaHUYEHUE Pa3-
Mepa TeJjia, YTO OIPe/ESeTCs KUIEYHIM TIUTAHUEM,
Y CBSI3aHHASI C TUM OTHOCHUTEIbHO HU3KAsl WHIWBH-
IyaibHast TJIOAOBUTOCTE peauit. Ilocieqnee oTuactu
KOMIIEHCUDYETCSI CIIOCOOHOCTBIO PEAUN K CaMOBOC-
npousBozcTBY (lamaktronos u ap. 2014).

ITpm mepexoze K CHOPOIMCTOUTHOM OPTaHU3AIUN
MOCTIEAYIONIUX 32 MATEPUHCKOHN CITIOPOITUCTOH TI0-
KOJIEHWI TIAPTEHUT Y YACTU TAKCOHOB (B OCHOBHOM
TpeACTaBUTENEN  IIUCTOCOMATOUTHO-TUTLIIOCTOMO-
WJIHOTO KOMILTIEKCA) COXPAHUJIACh OPTAHU3AIUSI UX
rpyunupoBok no tuny MI. OnHako MarucTpasbHbIM
HaTIPaBJIEHUEM CTajI0 OTPAHUYEHUE UNCJA TTOKOJIE-
HUil mapTeHUT AByMs (MATEPUHCKAs U [OYEPHUE
croportucthl) u popmupoanue JII. Ilepseie maru B
5TOM HAIIPABJIEHUU HPOCTEKUBAIOTCS B HEKOTODPBIX
MT pemuit (manpumep, Fasciolidae), B koropsix
VMeeT MEeCTO OTpaHMYeHMe B YMCJIe TeHepanuil pe-
Ivit, OPMUPYIONMIMXCS HA PA3HbBIX ITATIAX 3PETIOCTH
rpynmuposku (Rondelaud et al. 2009). Cranosienue
CIIOPOIMCT B 9BOJIOIMK AUTeHEH OBLIO CBS3aHO C
MEPEXO/IOM OT KHWIIEYHOTO MUTAHUS IO THUITYy TH-
CTHO- ¥ TeMaTo(aruy, CBOUCTBEHHOMY PEIUsIM, K ab-
COpPOITHOHHOMY, TIPY KOTOPOM (DYHKIMSI CHAOKEHUS
OpraHu3Ma THUTATEJbHBIMU BENIECTBAMU TIEPEILIa K
teryMeHTy. Takoi crocob nurtanus 6osee ahpexTu-
BEH M MeHee TPABMATHYEH JIJIsI MOJITTIOCKA-XO35IMHA,
YTO TI03BOJISIET TIPOAJIUTD MEPUOJ CYLIECTBOBAHUS B
HEM TPYNIIUPOBKH cropoiuct. [lutanue yepe3 mo-
KPOBBI CHUMA€eT U OTPaHUYeHMs Ha pa3Mep U GhopMy
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Brachylaimoidea c nr M
Strigeidida c mr M
porocotylidae

Sanguinicolidae PIC NI
Spirorchiidae c Mmrz
Schistosomatidae c Mr M
Bivesiculidae P ?
Transversotrematidae P NI?
Azygiidae P ?
Hemiuridae

Lecithasteridae RIG. M
Didymozoidae P 7
Derogenidae P MM
Heronimidae c nr
Bucephalidae c . m
Fellodistomidae c wmr
Paramphistomoidea P Mr
Pronocephalidae P Mr
Notocotylidae P Mr
Haplosplanchnidae ? ?
Psilostomatidae P Mr
Echinostomatidae

Fasciolidae Poowr
Philophthalmidae P Mr
Cyclocoelidae P nr
Heterophyidae

Opisthorchiidae B ML
Apocreadiidae P 7
Lepocreadiidae P T
Lissorchiidae P ?
Acanthocolpidae P ?
Monorchiidae PIC mMrmnr
Haploporidae P mrinr
Paragonimidae P mr
Gorgoderidae PIC MI
Dicrocoeliidae Cc nr
Allocreadoidea PIC MMAr
Omphalometridae Cc nr
Brachycoeliidae c nr
Macroderoididae c nmr m
Plagiorchiidae o] nr Mg
Cephalogonimidae c nar
Telorchiidae c a ™
Renicolidae [ nr
Zoogonidae c 7
Lecithodendriidae c nr a4
Microphallidae Cc nr a
Pleurogenidae c nr a
Prosthogonimidae Cc nr

Puc. 4. OunoreHeTUIECKOE IPEBO AUTEHEN PEKOHCTPYUPOBaHHOE 10 MeTony DBaiteca ¢ MCmoab30BaHNEM HYKIEOTUIHBIX
nocienosarenbHocTedt 18S u 28S pPHK (mmo Olson et al. 2003), Ha KOTOPOM /IJIst KaXI0T0 TAKCOHA 0603HaueHbBI MOPHOTHIT
nodepHero (MJIM eAMHCTBEHHOTO) okosieHus mapTeHuT (P — pexuu, C — CHOPOIUCTEIL ); TUII TPYTIIAPOBKH, (POPMUPYEMBIi
napreHUTaMu B MoJutiocke-xo3suHe (JII — smokanbHbie remumnomysiyy; MIT — MUKpPOreMUTIOYJ ISIIUY ); CIIOPOIUCTHI C
MonysapHOU opranusanueil (M) WM TaKCOHBI, y IIPeNCTaBUTENIed KOTOPBIX ITPOU30ILIA JE€3UHTETPAIUS MAaTEPUHCKOTO
noxosiernsi napteHuT (/1) (TakcoHBI, 711 KOTOPBIX HET JAaHHBIX 110 XU3HEHHBIM ITUKJIOM M3 (bUJIOTPAMMBI U3BSTHI) (110
Tanaktuonos u zap. 2014). ? — cBenenus: 0 MOPGOTUIIAX WJIM TPYNIIUPOBKAX MAPTEHUT JJIsI TAKCOHA OTCYTCTBYIOT JIMOO
Tpe6yIoT MOATBEPsKAeHNs. 38¢300uK0li 0603HaueHbI JIT, B COCTaB KOTOPBIX MOKET BXOIUTH TOJIBKO OIHA TAPTEHHTA.
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TeJIa CIIOPOIMCTHI, IEJAeT HEHYKHBIM COXPaHEHUe
€10 [BUTATEIbHOW aKTUBHOCTH.

BosHukaior pasHble BapuaHThl opranusaiuu JIT
(TanmaxtuonoB u ap. 2014) ¢ pa3IMYHBIM pacrpese-
JIEHVEM PETPOAYKTUBHOTO MOTEHITHAIA MEXKTY MaTe-
PUHCKOU U JOYEPHUMHU CIIOPOIMCTAMYU — KPYITHAS U
IIJIOZIOBUTAST MATEPUHCKAST CIIOPOLIMCTA, TIPOU3BO/ISI-
I1asi MHOXKECTBO MEJIKUX, HO MeHee ILIOJIOBUTHIX J10-
YepHUX 0cobel; MATEPUHCKAS CIIOPOIUCTA He CTOJb
IIJIOZIOBUTA, KaK B TIEPBOM CJIy4yae, HO JOYEPHHUE CIIO-
POIIMCTBI BEChMa ILJIONOBUTHL. MeXTy 3TUMU Kpau-
HUMU BapUaHTaMM HaGII0aeTCss MHOKECTBO TIepe-
XOJIOB, XapPAaKTEPHBIX IS MIPENCTABUTENEN Pa3HBIX
TAaKCOHOB CHOPONUCTOMAHBIX Tpemartox. Ciexyer
OTMETHTb U TTOSIBJIEHUE Y PsiZia TAKCOHOB BBITSHYTHIX,
HUTEBU/IHBIE CIIOPOIMCT, KOTOPBIE <IPOPACTAOTS
CKBO3b TKAaHU MOJLTIOCKA-XO035IMHA.

B cmopomucTax Takoro Tuma MoxeT (GpopMUpPO-
BaThCs (YHKIIMOHAIbHAS HEOAHOPOIHOCTDh Pa3HBIX
YYaCTKOB, 4TO y TpeICTaBUTeNel DUIOTEHETUIECKU
VIATEHHBIX CEMEMCTB [WreHell MPUBOAWT K He3a-
BUCHMOMY TOSIBJIEHUIO TAPTEHUT C MOMIYJIbHOMU
opranmsanuei (Puc. 4), kakoBasi HarbOJIBLIETO CO-
BepIEHCTBa J0CTUraeT y croporucT Bucephalidae
u Brachylaimoidea. ¥ neTanpHO M3yYeHHBIX B 9TOM
wiaHe 6ynedanu B MOJITIOCKE MAPa3UTUPYET OIHA
TMTAHTCKasl CITOPOITUCTA, TIPENTIOI0KUTEIHHO MaTe-
puHcKas. Ee Teso mpeacTaBiieHO MacCOU BETBSIINX-
cs TpyOOYeK, TMPOHU3BIBAIOIINX PasHbIE OPTaHbl U
TKaHM MOJLTIOCKA-X03siMHa (MOPCKUE U TIPECHOBO/I-
HBIE JIByCTBOPYATHIE MOJUTIOCKK). B aTuX TpyGouKax
MHOTOKDAaTHO IIOBTOPSIIOTCS Da3HbIE <«MOIYJIH»> —
BBIBOJIKOBBIE KaMEpBI, T/I€ MPOUCXOUT CO3PEBAHUE
SMOPMOHOB, TIEPETSKKN MEXKAYy HUMM, TETYMEHT
KOTODPBIX WIPaeT OCHOBHYIO DPOJib B IIOTJIONIEHUH
MUTATETHHBIX BEIIECTB U3 OPTAaHU3MA XO35IMHA, U 1BA
THUIIA TEPMUHATIBHBIX y4acTKOB. OMH U3 HUX, B KO-
TOPOM COCPEIOTOYEHBI CTBOJIOBBIE KJIETKH, oOecte-
YUBAEeT POCT CIIOPOLKCTHI, 3 B JPYTOM TIPOUCXOUT
(hopmupoOBaHEe reHEPATUBHBIX KIETOK B TEDMUHAb-
HBIX MAacCax ¥ MPOTEKAIOT PAHHUE ITAIBl Pa3BUTHS
SMOPMOHOB TI€PKAPHH, MOCTYTAIOIINX 3aTEM B BbI-
BozikoBbie Kamepsl (IToxssisras 2010; Podvyaznaya
2007; Podvyaznaya and Galaktionov 2012).

VY pana Xiphidiata Taxxe dopmupyoTcsa mare-
PUHCKHE CIIOPOITUCTHI C MOJIYJIbHOU OpraHu3anuei.
Vx Teno pasmensiercss Ha 000COGJIEHHBIE APYT OT
ZIpyTa CeTMEHTHI (KaMephI UM BETBU), B KAXKIOM U3
KOTOPBIX MMEETCSI CaMOCTOSITEJbHASI T€PMUHAJIBHAS
Macca. Kaxkmas v3 Kamep win BeTBei 06Jaaer us-
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BECTHOM (PM3UOTIOTHYECKOH CAMOCTOSITETBHOCTHIO —
ru6esb OMHOM U3 HUX TIPU BRIXOE C(HOPMUPOBAHHBIX
JIOYEPHUX CIIOPOLUCT He MPUBOAUT K TOBPEXKAEHUIO
coceruux cermentoB (Galaktionov and Dobrovolskij
2003). OnHako pa3BUTHE CIIOPOIKCT C COBEPIIEHHOMN
MO/IyJIbHO OpraHU3aIueii He CTaI0 IOMUHUPYIOMINM
HalpaBJeHreM B aBoonyy maprenut Xiphidiata. ¥
BBICIIMX WX TIPEACTaBUTENeH HaGI0MaeTCs MOMHAS
JE3UHTETpaIvsl OPTraHW3Ma MATEPUHCKOTO TIOKO-
senus mapreHut. Y psiga sugoB Ochetosomatidae,
Haematoloechinae (Plagiorchiidae), Microphallidae
u Lecithodendrioidea na pannmx stamax dopmupo-
BaHMSI MAaTEPUHCKOU CIIOPOIMCTHI €€ TeHePaTUBHBIE
3JIEMEHTHI PaClaaloTCsl HAa OTAEIbHBIE TEPMHUHAIIb-
HbIE MacChl ¥ SMOPHOHBI I0YEPHUX CIIOPOIIUCT, KOTO-
Pble IEPEXOASIT K CAMOCTOSITEIHBHOMY TTapPa3uTUPOBa-
HUIO B MOJLITIOCKE-X03SIMHE.

CraHOBJIEHHE B 9BOJIIOIY TpeMaToa MopdoTuma
CIIOPOIIMCT C TapaIieibHbIM (popmupoBanuem JIT
pa3HOil OpPraHM3aIiK MO3BOJUIO 3HAYUTENBHO MO-
BBICUTH 3((PEKTUBHOCTD pPEIEHUsI OCHOBHOM 3aauu
MApTEHOTeHETHYECKOH (Da3bl IUKIA — JOCTHXKEHUE
MaKCHMAJIbHO BO3MOXKHOM IIOJIOBUTOCTH U TIPOAYK-
WY AVCIEPCUOHHBIX JIMYWHOK (I[EPKAPUil) B TAKOM
KOJINYECTBE M TAKOTO «KAY€CTBA», YUTOOBI 06ECTIEUUTD
mepeavy WHBAa3MOHHOTO HAYaja TOCJENYIONEMY B
JKU3HEHHOM ITUKJIE XO35IUHY.

1.2. CroGoanoxuBymue pasbl MUKIA —
MMPAITUAWIA U IepKapus

OnHo# BBICOKOH ILJIOMOBUTOCTH Ha (hase mapTe-
HUT JIJIS peaju3alliy 1UKJIa, KOHEYHO, HeZ0CTaTOu-
HO. MHOrOUKC/IEHHBIE AANTAIUK AJIsI TOBBIIIEHMS
ycrnexa TPaHCMHUCCHUM Pa3BUBAOTCSI M Ha APYrux
ero (pazax. Kputrnuecku BaKHBIMHU 3BEHBSIMU IIPEI-
CTaBJISIOTCS CBOGOIHOKUBYIIUE CTAAUM, HA KOTOPBIX
JIEKWT 3afiadya 0OecredeHrst JUCIIEPCUH U TIepefadn
WHBA3WU IO Ypejie X03sieB. Takux (a3 B JKU3HEHHOM
I[UKJIe [Be — MUpaIuauii u nepkapust. O6e JIMIMHKY
JIEITUTOTPO(PHBIE, a POJIb UX B BBHINIEYTOMSIHYTHIX
MIPOITECCAX PA3IUYHA.

Mupanuauit — MenKasi, PefKo IPEeBBIMANIAS
150 MKM pecHWYHas TMYMHKA, KOTOPasi 32 KPaTKUU
TEPUOJ CBOEH KM3HU, U3MEPSIEMbIN HECKOJIbKUMU
yacaMH, JOKHA HAMTH TIEPBOTO TPOMEXKYTOUHOTO
X03s1MHa — MOJLTIOCKA — M BHEAPUTHCS B Hero. Crocob-
HOCTh CBOOOTHOILIABAIOIIET0 MUPAIIMANA K JUCIIED-
CHU OTPaHWYEeHA B CUJLY €T0 MAJIOTO Pa3Mepa U KOPOT-
Koii xu3Hu. Y MHorux tpemator (Brachylaimoidea,
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Bucephalata, Xiphidiata) Mupanuauii BeLIyILISIETCS
TOJIBKO IIOCJIE 3arJIaThIBAHUS SHIla MOJUTIOCKOM-XO-
3MHOM (TaccuBHOe 3apakeHue). CTaHOBJIEHME Ta-
KOro croco0a 3apakeHus IIEPBOTO IPOMEKYTOYHOIO
XO03SIMHA 6JIATOTIPUATCTBOBAJIO OCBOEHUIO AUTEHESIMU
GUOTOIIOB C 9KCTPEMAIBHBIMU 1 MX TPAHCMUCCUK
YCJIOBUSIMH, TAaKUX KAaK MOPCKasl JIUTOPAJb U 9KOCH-
cremsl cymiu. [Ipumepno 80% «IuTOpaIbHBIX> BUIOB
ceM. Notocotylidae, Microphallidae, Heterophyidae,
Renicolidae u 1ip. 1 BCe «CyXOmMyTHBIE» BUJBI HA/ICEM.
Brchylaimoidea 06/1amaiorT maccuBHO 3apaKarol[yM
mupanuaveM (Tamaktronos 2016). Oxaako hopmu-
pOBaHUe B 3BOJIOINN JUTEHEN MACCUBHO 3apakaio-
[IEro MUPAIMIKS, POXOAUBIIIEE HE3aBUCHUMO B y/Ia-
JIEHHBIX JIPYT OT ApyTa (pUIOT€HETUIECKUX JUHUSIX
(rakux kak Brchylaimoidea u Xiphidiata), okazamocs
BecbMa yayHOU ajanTanueil. TaKCOHBI C 3TUM CIO-
co60M 3apayKeHUsT MOJLUTIOCKA-X035IMHA IIMPOKO pac-
MIPOCTPAaHEHBI HE TOJBKO B «9KCTPEMAJBLHBIX GHOTO-
Iax», HO ¥ B IIPeCcHbIX Bofiax (Muorue Xiphidiata) u B
okeanax (Hemiurata). Croco6¢cTByeT aTOMY, Hapsmy
C IPYTUMH OCOOEHHOCTSIMY IIUKJIA, IPOJIOHTUPOBAH-
HOE IOAEPKAHUE KU3HECIIOCOOHOCTU MUPALUIUS
B siflle B COCTOSIHUM THMOOM03a, YTO CYIIECTBEHHO
YBeIMYMBAET BPeMsI TIOAIEeP/KaHUs IUIMHKON NHBA-
3MOHHOM CIOCOGHOCTH M, COOTBETCTBEHHO, BEPOSAT-
HOCTH MTOTIAIaHUS STHTA B MOJLTIOCKA-X03sIMHA.
Ilepxapust — BTOpasi TPAaHCMUCCWBHAS JMYMHKA
B JKM3HEHHOM ITUKJIE TPEMATOA. JTO, KaK MPABUJIO,
Gosee KpPyIHBIA M Topasmo 6Gojee COBEPIIEHHBIH
OpraHu3M, YeM MUDAIUIUH, C JOCTATOYHO CIOKHBIM
MOMCKOBBIM TIOBEJIEHHEM, IO3BOJISAIOIMM OOHApPY-
JKUTh ¥ BHEIPUTHCSI BO BTOPOTO IIPOMEKYTOYHOTO
xozsuHa (Combes et al. 1994; IIpokodses u Tamak-
troroB 2009). Ilorenruan k maucrnepcuu IepKapuu
3HAYUTEBHO BBINIE, YeM y Muparuausa. [lomumo
COGCTBEHHOM JIOKOMOIIMH, OCYLIECTBISEMON TIPH TI0-
MOIIM CIENUATU3NPOBAHHON YacTH Teja — XBOCTA,
1epKapusi, IPOHUKAsE BO BTOPOTO IIPOMEKYTOYHOTO
XO035IMHa, CII0COOCTBYET GoJiee IMUPOKOM IMCIIEPCUM
yke Ha (ase MeTariepkapuu, 6rarogaps MOOUIBLHO-
CTH XO35IMHA U BKJIIOYEHUS €T0 B TPODUYECKIE CBSI3U
«XUIIHUK—XePTBay. Bce 3TO CyIeCTBEHHO MOBHINIAET
BO3MOXKHOCTHM TapasuTa B YacTu TpaHcMmuccuu. He-
YVAUBUTENBHO, YTO TPUKCEHHbIE JKU3HEHHBIE ITUKIIBI C
(asoit cBOGOAHOKUBYIIEN IEPKAPUN JOMUHUPYIOT Y
nureHeil. Boimamenue sToi (hasbl U3 MUK U TIEPEXO]T
K ITUKCEHUU BCTPEYAETCS HEYACTO W MPAKTUYECKU B
KQOKIOM CJIy4ae, KpOME€ IMEPBUYHO AUKCEHHBIX I[H-
KJIOB, CBSI3aH C OCBOEHHEM SKCTPEMAIBHBIX GHOTOIIOB
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KaK BO BHeINHEW cpene, TaKk U B X03sinHe (TIEPEXO]T
K KpoBemapasutusmy) (moxpoGuee cm. 2.1. u 3.3).
Jlaxxe cpeny MUPKYJIMPYIONIMX B TAKUX HEGJIATOMPH-
SITHBIX [IJI1 CYIIECTBOBAHUS CBOOOIHOILIABAIOLIEH
JIMYUHKU OMOTONAX KaK, HAIPUMED, MOPCKasi JIMTO-
paib, 70—80% BUI0OB 06/121A10T CBOOOTHOKMBY UMK
nepkapusmu (Tamakruonos 2016).

Tenepasnprast juHUs MOPGOIOTUYECKOI IBOJIIO-
WU 1lepKapuii — IOBEHUJIM3AINSI ¥ COMPOBOXK/IAIO-
masi ee MuHHatiopusamus jduunHoK ([amakTronos
u Jo6posoabckuii 1998). Ilporecc sToT Imen He-
3aBUCHMO B JIBYX OCHOBHBIX (DHJIOT€HETUYECKUX
ctBosax TpeMaTon — Diplostomida u Plagiorchiida,
U PEe3yJIBTaTOM €ro CTajio TosIBJeHWe y Hamboiee
MPOJIBUHYTHIX TIPEJCTABUTENEH 3TUX TAKCOHOB
(Strigeidae, Diplostomidae, Heterophyidae, Micro-
phallidae, Lecithodendriidae u ap.) Menkux TUYrHOK
(150-300 mMKM), KOTOpBIE MO YPOBHIO Pa3BUTHUSA
Ie(UHUTUBHBIX CHCTEM OPraHOB 3aMETHO YCTYIIa-
10T 1epKapusiM GoJiee apXaWyHbIX ceMe#cTB. B To
e BpeMs 3T JIMYUHKUA MMEIOT XOPOIIO Pa3BUThIE
I[eHOTEHETUYECKIE OPTaHbl — XBOCT C IIOTIEPEYHO-
T0JIOCAaTON MYCKyJaTypol, muddepeHIpoBaHHbIE
JKeJie3bl NPOHUKHOBEHUS, NEHETPUPYIOIIE CTPYK-
TYPBHI, TaKue Kak cTiiieT y Xiphidiata wiu nmepenamii
OpraH y AUILIOCTOMON/IEH, CeHCOPHBIH anmnapart U Ip.
WusiMu ci0BaMu, Omepeskaioliee pPasBUTHE IIOTY-
YaloT Te CTPYKTYPhI, KOTOPbIe 00ECTIEYMBAIOT TTOUCK
U TPOHUKHOBEHHE BO BTOPOTO IIPOMENKYTOYHOTO
XO03s5IMHa, Torza Kak (opmupoBaHue JeUHUTUBHON
OPTaHM3AIUH TIEPEHOCUTCS Ha MOCTIEAYIOIINE STAIIbI
OHTOTEHE3a — METAlEPKAPUIO W/UIM MapuTy. ITO
O/IHO U3 IIPOSIBJIEHUH IeTepOXPOHUM — XapaKTepHO!
3aKOHOMEPHOCTH B MODP(OIOTHYECKOH 3BOIIONIH
tpemaron (Imuenunckas 1968; lamaktnonos u [o-
6poBosbckmit 1998). ITpousBOACTBO MEJKOH IOBe-
HIJIN3UPOBAHHON JIMYMHKUA TPeGYeT CYIIECTBEHHO
MeHbIIle HHEPreTHMYECKNX 3aTpaT, YeM KYIHBIX U
OTHOCHTEJIFHO CI0KHO YCTPOEHHBIX. DTO TI03BOJIUIIO
TIPENICTABUTENSAM TPOABUHYTHIX CEMEUCTB CyIIle-
CTBEHHO TOBBICUTH TPOAYKIMIO I[EPKAPUM, U €CJIH,
Hampumep, y BugoB Echinostomatidae, Fasciolidae,
Pronocephalidae u Notocotylidae cyrounas mponyx-
U [EPKApUil U3MEPSIETCS JAECSITKAMU U COTHSIMH,
to y Microphallidae, Plagiorchiidae, Diplostomidae
u Strigeidae — ThICSTYaMM ¥ IECITKAMU THICSY.

AnanTuBHBIE YepTHI B OHOJIOTMH  I[epKapuii
MHOTOYHUCJIEHHBI ¥ Pa3HOOOPA3HbI U BO3HUKAIU BO
MHOTOM HE3aBHCHMO B XO/I€ 9BOJIOIIY KOHKPETHBIX
TaKCOHOB. JTO KacaeTcs KaK XapakTepa ILIaBaHUS
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¥ CBSI3AaHHBIX C 9TUM MpPeoOpa3oBaHUil XBOCTA, Ha-
6opa TOBEIEHYECKUX PEAKIUil, TIPUCYIIMX JUYHHKE,
TaK M XapaKTePHOMW IS Hee CTPATernd ITOWCKA W
3apaskeHnsT X03sMHA. B JIOKOMOIUK TiepKapuil Ipo-
CITEKUBAIOTCS HEKOTOPbIE 00IIMeE YepThl B KOHKPET-
HBIX (unernueckux auHusx: y Diplostomatoidea u
Gymnophallidae — dypkouepkHocTs (pasaBOECHHBIN
Ha KOHIIE XBOCT) WM [AWCKDETHbBIH THI TJIABAHUS
(TepeMeKarIoNuecs: MEPUOBI AKTUBHOTO JBYKEHUS
M TIOCJENYIOIEro MaCCUBHOTO TapeHus), TaKOH kKe
tun miaBanus y Heterophyidae u Opisthorchiidae,
HO TP TOMONIM CHaGXEHHOTO IIIaBaTeJbHOM
MeMOpaHOM ITPOCTOro XBocTa, y GoabmmHCcTBa Pla-
giorchioidea m Microphalloidea — HempepsiBHOE
IBUXKeHMe, Gaaromapst paboTe JUIIEHHOTO (QYPOK K
MeMOpaH xBocTa, y Hemiuroidea — maccuBHoe mape-
HHe€ 3a CYET BBIPOCTOB KalCyJbl (IIpeoOpa3soBaHHbIH
XBOCT), B KOTOPYIO 3aK/IIOYEHO TEJIO TUIMHKHU. A BOT
MOBeIEHYECKHUE PEAKIIUH 1 OTIPEIEIISIEMbIE UMH CTPa-
TETWW TIOMCKA XO3sMHA HEPEIKO (HOPMUPOBAIHCDH
KOHBEPTEHTHO Y MPEJICTABUTENEN PA3HBIX TAKCOHOB.

Ilpu BceM cBOeM pasHOOOpa3WM TOMCKOBOE
TOBeJIEHNE TEPKApUil YKJIAIBIBAETCA B YETHIPE OC-
HOBHBIE CTPATETMU TOMCKA JKMBOTHOTO-XO3SMHA:
AKTMBHOTO TOWCKA, TACCUBHOTO OXKHAHUS, aK-
THUBHOTO OXWAaHWs U mojpaxanus noberue (IIpo-
kodbeB u lamaktnonoB 2009). AKTHBHBIN IOHCK
BeyT [EPKAPUM C HEMPEPHIBHBIM THUIIOM TLJIABAHUS
(6ompmmHcTBO  Plagiorchiidae, Ochetosomatidae,
Pleurogenidae, Microphallidae, Lecithodendriidae,
Prosthogonimidae, Renicolidae, Bunoderidae u
Ip., TMYMHKYA psaga BugoB Echinostomatidae, Psilo-
stomatidae, Acanthocolpidae, Lepocreadiidae). Ouu
HAXOMATCA B MOCTOSHHOM JBVIKEHUM, 4TO CHOCO0-
CTBYET JIMCIIEPCUHU B TIPOCTPAHCTBE, & MPUCYITUH UM
Habop peakimii (B OCHOBHOM (DOTO- ¥ T€OPEAKITHN)
obecrieynBaeT KOHIEHTPAIIMIO B TOi €ro 061acTH, I7ie
MOJKET TIPEOBIBATH XO3AUH — <IIPOCTPAHCTBO XO3SIH-
Ha» mo Tepmunosornu Komba ¢ coast. (Combes et
al. 1994, 2002). CtpaTeruio macCUBHOIO OKHAAHUS
UCIIOJIb3YIOT TEPKAPUM C <«3aCaAHBIM» THUIIOM IIO-
BeJIeHNsI, XapaKTEPHBIM [Jis1 Psa BUIOB CEMEUCTB
Opecoelidae, Lepocreadiidae u Microphallidae,
KOTOpbIe MPUKPEIUISIOTCS CBOMMHU YKOPOYEHHBIMU
XBOCTaMM K CyOCTPATy ¥ MOIXKUIAIOT KUBOTHOE-XO0-
3sauHa. [laccuBHOE OXMIaHWE TIPUCYINE TEPKAPUIM
¢ muckperHbiM TroM ILtaBanus (Diplostomatoidea,
Schistosomatoidea, Heterophyidae, Opisthorchiidae
¥ ZIp.), B TTaCCUBHOM (ha3e KOTOPOTO IEPKApPUM TIO-
JIO/ITYy TApsSIT B BOAE WM TPUKPEIUISIOTCA K €€

83

IIOBEPXHOCTHOH IIJIEHKe, NMPUHUMAsI IIPU 3TOM Xa-
paKkTepHyIO 1M03y MOKos. HakoHel, B 0CHOBe cTpa-
TErMM IOAPaXKaHUs A00bide (MUMETH3M) JIEKUT
MMUTAIUS TIepKapuell ToBeleHNs 1/MI BHEITHETO
BU/Ia KWBOTHBIX, KOTOPbIE CJIyKaT NOOBIUeH TI0-
TEHIIMAIBHOMY XO3SMHY. JTOH CTPAaTETUH IPUAEp-
KUBAIOTCA JUYMHKY HeKoTophix Echinostomatidae,
Lepocreadiidae, Gyliauchinidae, Renicolidae, Ga-
lactosomidae, Azygiidae, Bivesiculidae u ap. ¥ He-
KOTOPBIX M3 HUX XBOCTHI IIOCTOSIHHO YHIYJIUDPYIOT,
VMUTHUPYS ABWKEHUS] HEMATOJ, OJIUTOXET W JPYTUX
BOJHBIX GECIIO3BOHOYHBIX, CITYKAIMX MUINEH PHIG —
X03sI€B TIAPA3UTOB; Y APYTUX IIEPKAPUU CIETLISTIOTCS
XBOCTaMu, (OPMUPYsI TIOCTOSTHHO YHIYJIUPYIOIIe
makeThl (M3BECTHBIE B JIMTEpaType Kak Ratenkonig),
MIPUBJIEKAIOIIYE PHIO U T.IL.

Jlerko 3ameTuTh, YTO BCe YIOMSIHYTHIE BBIIIE
CTpaTer KOHBEPT€HTHO Pa3BUBAJIUCH B Pa3HBIX
punernueckux JuHUSX nureHeit. Ilpu orTcyrcTBUUM
SIBHOW (DUIIOTEHETUYECKON CBsI3M OOHAPYKUBAETCS
XOpoIllee COOTBETCTBHE 3KOJOTMYECKOM MOeTn
[OMCKa JOOBIYM KUBOTHBHIMU-(ypaxkupamu (IIpo-
kodbes 1 [amakTronos 2009). Y ¢cBoGOIHOKUBYIIMX
’KUBOTHBIX Pas/iMYaioT ABa (Ga30BbIX THIA (bYpPaKH-
POBaHUS: KypcHUpOBaHHe (IIMPOKOoe (PypakupoBa-
HUE) U 3aCaHOe ToBefieHure (110 IPUHIIUTY «CHUIETh
¥ JXJATh» ), KOTOPbIE CBSI3aHBI I[EJIOM TaMMOU Tiepe-
xonubix (opm (Schoener 1971; Huey and Pianka
1981). 3amenus ¢ypaxupa, HIIYIIErO A0ObIYY, Ha
IePKApUIo, UIIYIIYIO XO3SIMHA, MOKHO YOEmUuThCS,
YTO, KaK U IIOCTYJIUPYeT 3KOJOTUYECKAsT MOJIeJb,
X03s5ieBaMU I[ePKapUid ¢ aKTUBHOMN TIOMCKOBOU CTpa-
TeTHel, KaK IPAaBUJIO, OKA3BIBAIOTCS MAaJIOMIOIBUK-
HBbIE JKUBOTHBIE, TUOO e MOBUKHBIE, HO 3apaskeHue
KOTODPBIX TIPOUCXOJUT B TIEPHOJ MX TOKOsI. X03seBa
JKe HOCHTeJIeHl CTpaTeruyl IIAaCCHBHOTO OXKHIAHWS,
HaobopoT, akTWBHBEL CTpareruss aKTUBHOTO OKH-
JIaHWS COYETaeT B cebe dJIeMeHThl KyPCUPOBAHUS U
3aCaJIHOTO TIOBEJIEHUS, M X03s1€Ba OOJIAAIONINX €10
IepKapyil OKa3bIBAIOTCS, KaK IIPABUJIO, AaKTUBHO IO/~
BIDKHBIMU KUBOTHBIMU. CTparerus HOApakaHus 10-
ObIue B OMPEEJIEHHOM CTETIEHN CPOTHU TTACCUBHOMY
OKUIAHUIO, 9TO TaKKe OIpefiesisieT MCIIOIb30BaHUe
TIPOSIBJISTIONIVMY e€e IMIMHKAMU aKTHUBHO ITepeMela-
IOITUXCST JKUBOTHBIX-X035IEB.

BrimmeckazaHHOe [aleKo He WCYEPIIBIBAET BCEX
MIPUCYIIVX IIePKAPUSIM AN TAIUH, OTHAKO 1 HA OCHO-
BaHUY NIPUBEJIEHHOTO B HACTOSIIIIEM Pa3zesie MaTepH-
aj1a MOXKHO 3aKJIIOYUTB, UYTO B PA3HBIX (PUIETUYECKUX
JIMHUSX AWTeHeil Ha Gase MPUCYIIEN 9TUM JIMHUAM
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MOP(POPYHKITMOHAIBLHOM OPTaHU3AIMKA KOHBEPTEHT-
HO BBIP26aTHIBAINCH BECbMa CXOAHBIE aMaNTAIlK K
3apaKEHUI0 X035€B CO CXOMHBIMU OCOOEHHOCTSIMU
6uosoruu. TakvM 06pa3oM, SIBHO IPOCTYIIAET HKOJIO-
TUYECKU KOHTEKCT 9BOJIIOIINY JUTEHEH.

1.3. aza meranepkapuu

Ha mocnenytomem 3a ¢as3oil mepkapum aTtare
KM3HEHHOTO IIWKJa [WTeHell IIPOMCXOIUT TPO-
(uyeckast mepemava JUYMHKM K OKOHYATETHHOMY
x03suHy. Anosieckapuu (MHIIMCTUPYIONIMECS HA TO-
BEPXHOCTH CyOCTpaTa JIMYMHKH) HE UCTIBITHIBAIOT Ha
3TOM (pase HMKAKOTO BUAMMOTO MOP(HOTIOTUIECKOTO
Pa3BUTHsA, OJHAKO, OUYEBHIHO, IMEET MECTO KaKoe-
TO (DUBMOIOTUIECKOE CO3PEBAHUE, IEJNAIOIIEE ITUX
JINYMHOK, B OTJIMYME OT II€PKAPUi, NHBA3SUOHHBIMH
IUIsI OKOHYATEIhHOTO XO3SIMHA. XapaKTep Pa3BUTHS
MeTalepKapiy 3aBUCUT OT TJIyOMHBI ee CBsA3Ed CO
BTOPBIM ITPOMEKYTOYHBIM XO3AUHOM, YTO BO MHOTOM
OIpeNesIsieTCs] TAaBHOCTHIO BOBJIEYEHHS] ITOTO XO-
3sIMHA B JKM3HEHHBIE IMKJBI KOHKPETHOTO TaKCOHA
(cm. 3.3.). Y npezscraBuTesnieil apXanyHbIX CEMENCTB,
nanpumep y Echinostomatidae, Hukakoro BuaumMoro
Pa3BUTHsI METANEPKAPUY He TPOUCXOUT. JIMunHKa
He MUTAETCS] B XO3SIMHE W YEPE3 HECKOJIbKO MUHYT
MOCJie POHUKHOBEHWSI B HETO OKPYKAETCS HEIpo-
HUIIAEMOM OIS XUMHUYECKUX COEIUHEHUM I[MCTOM.
Meranepkapuu 60Jjiee IPOABUHYTHIX AUTEHEN 00pe-
TAalOT CIOCOOHOCTh K abCOPOMPOBAHUIO TETYMEHTOM
MUTATETbHBIX BEIIECTB XO3SIMHA. OJTa SHEPTeTH-
YyecKkasl MOATMTKA TO3BOJMIA TIEPEHECTH Ha (asy
MeTalepKapiy OIpeIeIeHHBIE 9Tabl MOP(oTreHesa
neUHUTUBHONW 0COOGHM — MApWUTHL. 3HAYUTETHHOCTh
MOpP(hOTeHeTHYECKUX TTPe0GPa30BaHuil y BUIOB pas-
HBIX TAKCOHOB CHJIbHO BapbUPYET, BILIOTH 10 JOCTHU-
JKEeHUS 3PeJION MeTallepKapuell YypOBHS OpraHU3aIuu
MapuTHI, YTO MMeeT MecTo y Bcex Microphallidae,
BunoB Prosthogonimus (Lecithodendriidae) u Parale-
poderma (Plagiorchiidae). Huuctuposanue Mera-
IepKapuii XapaKTepHO JaJeKO He JJIsT BCEX JTUTeHeEl.
Jlmunnku psaga Strigeidida u Gymnophallidae coxpa-
HSIIOT JIBUTATEJbHYIO aKTMBHOCTH, TEPEMEINAIOTCS B
TeJIE XO35IMHA M aKTUBHO ITATAIOTCSI €70 TKAHSIMU.

XapaxTep MopdOoreHeTHYeCKHX IIpeoOpasoBaHmii
Ha (ase MeTarlepKapyuu CYIECTBEHHO PA3IMIAETCs Y
npencrasuteneiin Plagiorchiida u Diplostomatoidea
(Tamaxruonos u Jlo6pososbekuii 1998; Galaktionov
and Dobrovolskij 2003). ¥ nepsoix (naxe y BUIOB
¢ Hambojiee OBEHWIN3UPOBAHHBIMU I[EPKAPHUSIMU)
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MMeeT MECTO IIOCJIEN0BATENBHOE IOPA3BUTHE YIKe
VMEIONINXCS Y 1ePKapuil CUCTEM OPTaHOB WJIU UX
3a4aTKOB (<«IOCTPOEYHBI» TUI MopdoreHesa), a
BoT y Diplostomatoidea Ha HayasbHOM 3Tame pas-
BUTHS BO BTOPOM IIPOMEKYTOUYHOM XO3SUHE DS
crcTeM OpPTaHOB (110 KpaliHel Mepe, IePeTHU OpPraH,
IIMMAKY TETYMEHTA M COMAaTHYecKas MYCKyJary-
pa) ZmereHepupyioT. BmocienctBum <IliepKapHbie»
MBIIIIBl U NIWITUAKA TETYMEHTA 3aMEHSIIOTCS Ha Jie-
(buHUTHBHBIE, KOTOPBIE (hopMupyiorcs de novo (pas-
BUTHE C METAMOP(O30M TI0 AaHAJIOTUH C HACEKOMBIMHU
Holomethabola) (Iloassisnas u  [oOGpOBOIBCKMIA
2001; Petrov and Podvyaznaya 2016a, 2016b). Bos-
MOJKHO, YTO CIIEI[UATU3ANUs IOBEHUIN3UPOBAHHBIX
I[epKapuil STOTO TAaKCOHA 3alIlIa TaK AAJEeKO, YTO, KaK
U B CJIyYae C HACEKOMBIMH, JJISI [IPEOOJIEHUST Pas-
PBIBa MEXKIY TUUMHOYHOHN U Ie(PUHUTUBHOMN OpTraHu-
3arueil TMOHAOOMIOCH PAa3BUTHE C METaMOP(O30M.
IMomoGHbBI XapakTep MOpP(OTreHe3a, MO-BUANMOMY,
xapakrepeH u 1711 Schistosomatidae (Diplostomata),
y KOTOPBIX HAa CTa[H¥ IIACTOCOMYJBI (MUTPUPYIO-
mas B Ae(PUHUTUBHOM XO3SIWHE JIMYMHKA) TPOUC-
XOISAT [paMaTUYecKue M3MeHeHusi MOKpoBoB. OHu
COIIPOBOXKAAIOTCS CJIYIIUBAHUEM TLIA3MATHYECKOMH
MeMODaHbI TETYMEHTA CO BCEM aCCONMMPOBAHHBIM C
Hell TJIMKOKAJIMKCOM U 3aMEHOU ee JBYMS 3JIeMeH-
TapHBIMU MeMOpaHaM¥, OTPAHMYUBAIONIUMU CHAPY-
KV CUHIIUTHATIBHBINA CJIOH TETyMEHTA IITHCTOCOMYJIbI
(Hockley 1973, 1977; Forrester and Pearce 2005).

Y upencrasuteneii psma Strigeidida (Strigea,
Alaria) n Hemiuroidea B XM3HEHHbIH ITUKJI BKIXHN-
BaeTcs JIOTOJNHUTENbHAS (a3a Me30IlepKapuH, IIpo-
MEKYTOUHAST MEXKIY IepKapueil U MeTarepKapueit.
®opMupyeTcss Me30IepKapusi BO <«BCTaBOYHOM»
(MHTEPKAISPHOM ) UJIH <IOTIOTHUTETIHHOMY XO35IUHE,
KOTOPOTO B COBPEMEHHOI IUTEPATYPE Yallle UMEHYIOT
BTOPbIM npoMexyTourbiM (Matthews and Matthews
1988; Mohl et al. 2009). OToT X0351UH BCTpauBaeTcs B
KM3HEHHBII IIUKJI MEX/Y EPBBIM IIPOMEKYTOUHBIM
u TpeThbuM npoMexyTourbiM (Hemiuroidea) mam ma-
partenndeckuM (Strigea u Alaria) xossieBamu. Tpodu-
YeCKUU YPOBEHbD [IBYX IIOCJAEIHUX XO3S5IEB BBIIIE, I€EM
BTOPOTO IIPOMEKYTOYHOTO, U, COOTBETCTBEHHO, BBIIIIE
BEPOSITHOCTH €TO TOeNaHus Ne(UHUTUBHBIM XO35U-
HOM — XWII[HUKOM, 3aHUMAIOIIM BEPXHUE CTYTIEHU
tpouueckoit mmpamuzabl. IlosiBieHue Me3orep-
Kapuu B XOJIe HBOJIONUH, 10 BCEH BHAMMOCTH, OBLI
CBSI3aHO C HEOOXOMMOCTBIO TIPEOAOJIEHHS TPoduUe-
CKOTO ¥ TIPOCTPAHCTBEHHOTO (PEYb UAET O KPYITHBIX
MPECHOBOAHBIX M MODPCKUX OacceiiHax) pa3phiBa
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MEK/Ly UCXOJHBIM BTOPBIM ITPOMEXKYTOYHBIM XO351U-
HOM ¥ 7Ie(UHUTUBHBIM (cM. 2.2, u 2.3.). Me3otepka-
puu Strigea v Alaria B napaTeHMYeCKUX X0351€BaxX HE
Pa3BHBAIOTCS, a TPU TMOMAJAHUN B AeDUHUTUBHOTO
x03sivHa (TIPH MOEAHUY UM BTOPOTO IIPOMEXKYTOY-
HOTO WJIM TIAPATEHUIECKOTO XO35€B) BHAYAJe IIPO-
60/IaI0T CTEHKY KUINEYHUKA ¥ COBEPIIAIOT MUTPAIAIO
B JIETKWE, T7le TIpeBpaInaiTcs B MeTanepkapuii. [lo-
C/TeTHAE MUTPUPYIOT TIO TpaxesiM 0OPaTHO B KUIIIEY-
HUK, T7le ¥ Pa3BUBAIOTCS B MapuT (cM. 0630p: Mohl
et al. 2009). Crexyer oTMETHTSD, YTO eciu y Strigea
u Alaria peyb UIET UIMEHHO O TTAPATEHWYECKUX XO-
3sieBax, T0 y Hemiuroidea TpeTuii mpoMesKyTOUHBIIH
XO3SIMH CTAHOBUTCS OOJIMTATHBIM, a TIPU MOETaHUK
Korernofi (BTOPBIX MPOMEXKYTOYHBIX X035I€B) PHIOOI
(medUHUTUBHBIM XO3SMHOM) Me30IlepKapuu B HEM
norubaiot (Matthews and Matthews 1988).

¥ npencrasuteneit Parvatrema (Gymnophallidae)
Ha (pase MeTalepKapuy MPOUCXOIUT JOMOJHUTEb-
HOe B ’KM3HEHHOM ITMKJIE 3TUX JUTEHeH ycuieHue
«TIApa3uTapHOTO CUTHAJIa». MeTalepkapuu, pa3Bu-
BalOIMEC B MOJLIIOCKAX, IIPUOOPEI CIIOCOOHOCTD
K HapTEHOTEHETMYECKOMY Pa3MHOXKEHHUIO U, TIPEX/E
yeM chopMHUpOBaTh WHBA3WOHHYIO IS JeDWHM-
TUBHOTO XO3SMHA JIMYMHKY, IPOM3BOAST OT ABYX /IO
HECKOJIbKUX ITIOKOJIEHUIl HapTeHOTEHETHYECKUX JKe
Mmeranepkapuii (Tamakruonos 1996; Galaktionov et
al. 2006; Galaktionov 2007). B pesysisrare us 0QHOiA
BHEJ[PUBIIIEICS B MOJLTIOCKA [[ePKapUU Pa3BHBAIOTCS
JIECSITKM W COTHU MeTaIlepKapuif, CIOCOOHBIX 3a-
paxaTh ne(UHUTUBHOTO XO3siMHA. lIprobpereHue
MAPTEHOTEHETUYECKUX METAIlepPKAapuil — SIBHO He-
JIaBHee HBOJIIOIMOHHOE COOBITHE. Y COBPEMEHHBIX
BUJIOB TIPOCJIEKUBAIOTCS MOCTEN0BATEIbHBIE MyTH
OCBOEHWMSI XO3SIHA — OT, TI0 CyTH, KOMMEHCAIN3MA B
HKCTPAIA/UINATIBHON MOJIOCTH MOJLTIOCKa (06UTaro-
mue TaM Metaliepkapuu Parvatrema margaritense u
Cercaria falsicingula I muTaoTcs OTCIaUBAIOLMIMMCS
sMuUTEMEM W OaKTepHSIMHU), Yyepe3 MPOHUKHOBEHUE
B HAPY’KHOE TIOJIOBOE OTBEPCTHE CAMIIOB MOJLIIOCKOB
Littorina spp. u Tocienyolee Mapa3uTUPOBaHNE B
ceMeHHBIX TyTsx (Parvatrema sp.) U 1o Tiepexona K
MapasuTU3My B IMUIIEBAPUTENbHON XKele3e U TOHA/Ie
MoJuTiocka-xo3stuta (P. homoeotecnum) (James 1964;
Galaktionov et al. 2006; Galaktionov 2006, 2007).

1.4. ®a3a MapuThI

Mapurta — BTOpPOW <«yCUJIWTENh TapasuTapHOTO
CUTHAJTa» B KU3HEHHOM NWKJe aureHeil. OCHOBHAs
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(yHKIIMOHAMBHAS 33j1aya 3TON (a3bl — MPOAYKIIU
TaKOr0 YWCJIA S, KOTOpoe Obl 0becrmeynsio 3apa-
’KeHHe TEePBOr0 MPOMEKYTOYHOTO X03simHa. Cpasy
HPEICTABJSAETCS, YTO ONTUMAIBHON CTpaTernelt s
peleHus 9Tol 3a1auu 60 ObI MAKCUMAIBHOE YBe-
JIMYeHNE WHIMBUIYAJIbHOM ILIOMOBUTOCTA MApPHTHL.
I10 meiicTBUTENBHO UMeeT MecTo y Diplostomida u
MHOTUX MPEIACTABUTEJIEH MPUMUTUBHBIX TAKCOHOB
Plagiorchiida (Echinostomatidae, Psilostomatidae,
Pronocephalidae, Fasciolidae, Paramphistomatidae,
Fellodistomatidae u ap.). Mapurhl 3TUX TpeMaTOL
YCTPOEHBI CJIOKHO U B HaMOOJIBIIEN CTEIIEHH HAIo-
MHHAIOT TIPEAKOBYIO <«TYPOEJUISIPHYIO» OpraHu3a-
IO, KOTOPAs <OTSITOINAETCS» TEMU U MHBIMHU TIPH-
CIIOCOOJIEHUSIMU K TIAPa3uTHIECKOMY 00pasy KHU3HH,
TakuMK Kak opraH Bpampmeca y Diplostomatoidea,
BOPOTHMYOK ¢ mmnukamu y Echinostomatidae,
«mMparnueckast» cucTemMa y Paramphistomatidae
u MH. 7ip. (cM. Galaktionov and Dobrovolskij 2003).

Martka y 3TUX 4epBell KOpPOTKasl, U OIHOBpe-
MEHHO B Heli pa3BUBAETCS HEGOJIBIIOE YKCIIO KPYIIl-
HbIX AWII. B coctaB 3THX CIIOXKHBIX Aun, IIOMHUMO
OIIOZIOTBOPEHHON SIAIEKIETKH, BXOAUT OOJBIIOE
YHUCJIO KeATOUYHBIX KieTok (0 30—40), koTopsie u
00€CIIeYnBaIOT IUTAHWE PA3BUBAIONIETOCS MUPAIH-
1vist. MapUTOTOHMS 3aHUMAET JJIUTENbHBINA TEePHO]T
[6onee mecama y Dicrocoelidae (ITanun 1984)], a
HPOAOJIKUTENLHOCTD KU3HU M3MEPSIETCS MeCSIaMu
u rogamu [no 11 ner y Fasciola hepatica (Mas-Coma
et al. 2009b)]. Ha mpoTstxeHUH CBOEH JOITOM KU3HY
MapUTHl 3TUX Wr€HEN MPOU3BOAAT KOJOCCATBHOE
YHCJO SIMI], M3MEPSIEMOE THICAYAMU W JECATKAMU
ThiCcsY [HanpuMep, MapuThl poaa Cotylurus npousBo-
1t B cpenneM 10—15 Toic. sur B cytku (Illurus u
ITuruna 1968), a Fasciola hepatica — 6omee 140 ThIC.
(Weinland und Braun 1926)], koTopble ux x03s5€Ba
PaccenBaloOT B IIPOCTPAHCTBE. ECTECTBEHHO, 9TO TIO-
BBIIIAET BEPOSTHOCTD 3aPaKeHUST TIEPBOTO IPOMEXKY-
TOYHOT'O XO3SIMHA.

VY MHOruMX mpexcraButesieit GoJiee TPOABUHYTHIX
TaKCOHOB IJIaTMOpXuuAHOM BeTBU — Plagiorchioidea
u Microphalloidea — B To# WK MHOI CTelEeHY IIPO-
MCXOOUT OBEHUNU3ANUA MapUT. ITO TMO3BOJSET
3HAYUTEIHHO COKPATUTH CPOK MaPUTOTOHKH, HO B TO
e BPEMSI YMEHbIIAeT MPOIOJIKUTENBHOCTD KU3HU
MapUTHI, KOTOPas M3MEPSETCS THAMU U HEIEJISIMU.
I[Ipoliecc IOBEHUIU3AIMU 3aTParkBaeT TOJBKO CO-
MaTU4YecKre CTPYKTYphl He B yIiepd TeM, KOTOpble
00€eCIIeunBaIOT PENPOAYKTUBHYIO (DYHKIHIO (TIPOSIB-
JieHWe TIPUCYIIEN AuTeHesM reTepoxponuu). Ilepe-
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XOJI K TIACCUBHOMY CTIOCO0Y 3apakeHUsI MOJLTIOCKOB
TTO3BOJIUJ CYIIIECTBEHHO YMEHBIIUTH Pa3MepPhl MUPa-
MUANS ¥ YIPOCTUTH YPOBEHD €r0 MOP(hOIOTHYECKOM
opranuzanuu. CrencTBue 3TOTO — YyMEHBIIEHUE
pPa3MepoB sIWIl U CHIDKEHWE SHEPTETUYECKUX 3aTPaT
Ha TIPOAYKUIWIO Kaxxiaoro u3 Hux. [[ns mapur mia-
THODXUM]] XapaKTePHO yBeJWYEHUe IJIUHBI MaTKH,
KOTOpasi BBIIOJHSET WCTUHHO MAaTOYHYIO (GYHK-
M0 — 00ECTIEYNBAET MTOCTYILIEHUE TINTATETHHBIX BE-
IIECTB K Pa3BUBAIONIUMCS sIiillaM, KOTOPBIX B MaTKe
OTHOBPEMEHHO MOJKET BBIHANIMBATHCSI OYeHb MHOTO
(coTHU U THICAYN). B cHITy 3TOTO YMCIIO KEATOUHBIX
KJIETOK B COCTaBe CJIOKHOTO SIHIIA Pe3KO COKpala-
etcs, BIIoTh 10 1—5. COOTBETCTBEHHO, CHIXKAIOTCS
9HepreTHYeCcKe 3aTPaThl Ha TIPOU3BOJICTBO XKEJTKA.
Bce 3T0 m03B0OJISIET I0BEHUIN3UPOBAHHBIM MapUTaM
32 OTHOCHUTEJIHHO KPATKU CPOK JKU3HU TPOU3BECTU
sl He MeHblre (ecau He GOJIbIIE), YeM CJIOKHO
YCTPOEHHBIM JOJTOXKUBYIIUM MAPUTaM «TyPOeJisp-
HOI» OpTraHU3aINH.

CiemyeT OTMETUTH, YTO BBINIEONIVICAHHAS CBSI3b
MEXIy TEePEXOIOM K TACCHUBHO 3apaXKarouieMy MHU-
panuNio, yMEHbIIEHNEM Pa3MepOB SIUI] U OXHOBPE-
MEHHBIM YIJIMHEHUEM MATKU M WHTeHCHUKaiuei
ee Tpoduyeckoil QyHKIMKM HABIIOAAETCS HE TOMBKO
y IJIaTHOPXUONIEH € I0BEHIIN3UPOBAHHON MapUTO.
Ona xapakTepHa U [T MApDUT TaKUX CEMENCTB, Kak
Notocotylidae, Pronocephalidae, Gastrothylacidae,
Bucephalidae, Haematoloechidae, Macroderidae,
Leptophallidae u MH. ap., OBeHHIN3AIMSA KOTOPBIX
OTYETJINBO HE BRIPAXKEHA.

OnHaKo B HEKOTOPBIX TaKCOHAX (OCOGEHHO SIPKO
a0 mposiBiiercss y Microphallidae u Gymnophallidae)
TEHIEHIIMs K IOBEHWIN3AMUU W MUHHUATIOPU3AINAN
MapUT 3aXO/INT OYEeHb asieko. MapuThl 3TUX ANTEHEN
Mmeskue (mopsaaka 150—-500 MKM), KUBYT HECKOIHKO
ZIHEH ¥ TIPOAYIIMPYIOT HEGOIBITOE YUCIIO SUI], H3Me-
psieMoe necsiTkamu U (pexke) coTHaMU. IlosBreHue
TaKUX MapHUT B IBYX CTOJIb yIaJI€HHBIX BETBIX (PuIo-
TEeHETUYECKOTO JIpeBA AUTEHEH (CM. pHC. 2) CBSA3aHO
C WCIOJb30BAHUEM OAWHAKOBON HKOJIOTHYECKOU
KaTeTOpUM XO03s51eB — NTHIl, MUTPUPYIOUINX BAOJb
MODPCKMX IO6Gepeskuil. DTall CTaHOBJEHUSA AeprHHU-
TUBHOW OpraHU3alluM 3TUX AUTEHel TepeHeceH Ha
CTaauI0 MeTallepKapuy TaK, 4YTO 3peJiasl JUIUHKA
VMeeT BUA MapUTBl C MPAKTUYECKU MOJHOCTHIO
copMupOBaHHOM, HO ellle He (HYHKIIMOHUPYIOIIEH
oJI0BoM cuctemoi. IIpu monasanny B OKOHYATEb-
HOTO XO3SMHA OHU HAYMHAIOT IIPOU3BOIWTH SIHIIA
yKe yepe3 HeCKOJIbKO 4acoB. Biraromapst atoMy Mu-
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TPUPYIOIIUE ITUITHI 32 KPATKUH TIEPUOJ TPEOHIBAHUS
Ha OTPEJIEJIEHHOM YYacTKe T0OEePEKbs yCIEBAIOT 3a-
Pa3UTHCS MAPA3UTOM U 371eCh JKe (MU B HE CIUIIKOM
VIAJIeHHBIX OT MeCTa 3apa’keHUsI MECTaX) PacCesiTh
WHBa3MOHHOE Hayaso. I1oo6Has afanTaius MOBbI-
IIAeT BEPOSITHOCTH MOMAIaHus sIMI] B OMOTOM 06uTa-
HUS TIEPBOTO TIPOMEKYTOUHOTO X03siiHa. HeBbicokast
e TJIOZIOBUTOCTh MapUT KOMITEHCUPYETCS BHICOKUM
PENPOAYKTUBHBIM TIOTEHIINATIOM TTEPBOTO «YCHIUTE-
Jis TApPa3UTAaPHOTO CUTHAJIA» — MIAPTEHUT, YTO XapaK-
TepHo 171 Microphallidae u Gymnophallidae.

Bonpmasrpynnaaureseii AMnaocTOMaTHOM BETBU
(Schistosomatidae, Spirorchiidae, Aporocotylidae)
IIpeficTaBJIeHa KpoBenapasuTaMu. MHorve uccieso-
BaTeJV CINTAIOT, YTO CTAHOBJIEHUE STUX [IapDAa3UTOB B
XOJI€ 9BOJIOIUY OBLIO CBSI3AHO C MEPEXOAOM K KPO-
BelapasuTU3My MeTallepKapuil 1 IocIefioBaBIIeH 3a
3TUM YTPaTON MCXOTHOTO Ae(DUHUTUBHOTO XO35IHMHA,
POJIb KOTOPOTO CTAJI UTPATh BTOPOY MTPOMEKYTOUHBIN
(La Rue 1957; Shoop 1988; Combes 1991b; Tanaxtu-
onoB u J[o6poBosbckuii 1998) (cm., ogHako, 3.3.). B
TaKOM CJIy4ae MapuUT KPOBETaPa3sUTUIECKUX JUTEHEN
CJIeyeT paccMaTpUBATh KaK HEOTEHWYECKUX MeTa-
1epKapuii. B cBsi3u ¢ oOuTaHMeM B 3aMKHYTOMH CpeZE,
KaKOBOI! SIBJISIETCS KPOBEHOCHAS CHCTEMA TTO3BOHOY-
HBIX, Y IINCTOCOM Pa3BWJICS YHUKAJIHHBII MEXaHU3M
B3aMIMOOTHOIIIEHNS C MMMYHHOI CUCTEMOI XO35IMHA,
CTOCOGCTBYIONIWIA BBIBEIEHUIO MX SIMI] BO BHEITHIOI
cpeny. MapuThl UCIIOSB3YIOT MEXaHU3M aHTUTEHHOU
MaCKUPOBKHU (BBICTPAaUBaHUE MAaKPOMOJIEKYJ XO35IH-
Ha B CBOIO ITOBEPXHOCTbH, YTO MPEMATCTBYET PACIO3-
HABaHWIO UMMYHHOU CHCTEMOI X035MHA AHTUTEHOB
MapasuTa) ¥ TaKUM 00pa3oM U36eraoT YHUUTOKEHUS
MMMYHHOM CHCTEMOM X035IMHa, a BOT siiilia, Ha000poT,
MIPE3eHTYIOT Ha CBOEH MOBEPXHOCTHU SIUTOIBI aHTH-
T€HOB, KOTOPbIE CTUMYJIUDYIOT HMMyHHbeI OTBET IIO0
TH2 nytu (Forrester and Pearce 2006). B pesyib-
TaTe B MeCTaxX KOHIIEHTPAIINH SHUII B pailoHe TOJICTOH
kumiky (Schistosoma mansoni) WA MOYEBOTO ITy3bI-
pst (S. haematobium) pasBuBaeTcsl MOLIHAS BOCIIA-
JINTEeNbHAST PeaKIysi, YTO IPUBOAUT K Iepdopanuu
CTEHKH 3THX OPTaHOB, IIOIIAJIAHUIO SIUI] B UX IIPOCBET
Y, B KOHEYHOM WTOTe, BEIBEJIEHUIO HADYKY.

2. 9KOJIOTUYECKUI KOHTEKCT
SBOJIIOIUU JIUTEHEMN

B xoze sBomonMK AMreHen IpHOOpenn crIocos-
HOCTb K TPAaHCMUCCHH B CaMBIX PasHOOOPa3HBIX
SKOCHCTEMAX, YEMY CIIOCOOCTBOBala BBIPabOTKA



T'nasa I1. DBoumorus Tpemaron

ajmanTanuii Kak Ha YPOBHE OT/eJbHBIX (a3, Tak u
[WKJIA B 1€JIOM. AZIalTalliy 5T MHOTOYMCIEHHBI U
MHOT006pasHbl, U HOAPOOHOE X PACCMOTPEHUE BbI-
XOJIAT 3a PaMKH JaHHOTO 0630pa. Huoke 51 mombITaroch
HaMEeTHUTh TOJIBKO OOIIMe TPEHBI aanTalrioreHesa
JUTEHEH K pean3aliy CBOMX KM3HEHHBIX IIUKJIOB B
TaKUX CyIIECTBEHHO OTJIMYAIOIIMXCS APYT OT APYyTa
KPYIHBIX 5KOJIOTHYECKHX BbIIEJIaX, KAK 9KOCUCTEMBI
MOPCKOTO NPUOPEXbS M OKEaHUIECKOH IeJIarualy,
CYIIIM U IPECHBIX BOJI.

2.1. IxocHcTEMBI CYLIHM U MOPCKOTO MPUOPEKbS

MopcKyio JUTOpajib ¥ CyIIy DPOJHUT BBICOKAS
HETIPENCKa3yeMOCTh CPE/Ibl, €€ KOHTPACTHbIE M3Me-
HEHUsI Ha TIPOTSKEHWM KPaTKOro mepuopa (cMeHa
MOTOIHBIX YCJOBMI, (a3 TPHIMBHOTO IMKJIA WU
CBSI3aHHBIE C OTUMHU COOBITUSAMU PE3KHe KOoJeGaHus
TeMIIEpaTyPhl, BJIaXXHOCTH 1 T.11.). B 060oux 6uoTormax
3HAYMM TaKOW JIMMUTUPYIOIIUN JIs AuTeHel (ak-
TOP, KaK BBICYIIMBaHKUE, KOTOPOTO HE MEPEHOCAT MX
CBOGOIHOKUBYIIUE JTMIMHOUHbBIE cTaguu. JIMTOPajb
IO CTEIIEHH YBIAKHEHHOCTH 3HAYNTEIBHO ITPEBbINIA-
€T CYIILy, OCYyIIIEHHE 3IECh TOJBKO MEPUOANIECKOE, BO
BpeMs1 oT/iuBa. [la ¥ B 3TO BpEMsI Ha JINTOPAJIM OCTAIOT-
€SI MEJIKUE JIYKHIIbI ¥ KPYITHbIE IMTOPAJIbHbIE BAHHBI,
a 110]] IIOKPOBOM OOCOXIIIIX BOAOPOCJIEH COXPAHSIETCS
BJIaJKHas cpezia. B To jke BpeMst B IPUOPEKHON 30HE
BEJIMKO BO3ZIEHCTBUE THAPOANHAMU3MA (TIPUINBHBIE
TeYeHUsT ¥ MUKPOTEYEHHMs], IPUOOIi), YTO TaKxKe He-
OJIATOIIPUATHO [JisI TPAHCMHUCCHU CBOOOIHOKUBY-
KX TUYUHOK. He IpUXOaUTCs yAUBIATHCS, YTO IS
TPYIII JUTeHEH, UPKYIUPYIOIMNUX B IPUOPEKHBIX U
CYXOITyTHBIX SKOCUCTEMAX, OTYETIMBO BHIUJIEHSIETCS
OCHOBHasI 9BOJIIOIIMOHHAS TEHIEHITUST — MAKCUMAJTb-
HO BO3MOKHAsT aBTOHOMU3AIINSI OT BHENITHEN CPE/TBL.

[Ipexme Bcero, 5TO TPOSBISETCS B TIOJTHOM (CyIIa)
WM TPAKTUYECKH MOJTHOM (JIMTOpPab) OTCYTCTBUM
BUJIOB CO CBOOOTHOKUBYIIVMMHU MHUDPAIUAUAME (CM.
o630per: TamaktmonoB 1993, 2016; Galaktionov
1996; Galaktionov and Dobrovolskij 2003). Co6-
CTBEHHO, (DOPMHUPOBAHKE B XOJI€ IBOJIOIUY TUTEHEH
MACCHBHOTO CII0cO0a 3apakeHUsT XO3sIMHA U TIOCIY-
JKIJIO TIpeajianTaieidl K 9KCIAHCUU B CYXOIMyTHBIE
SKOCUCTEMbI ¥ IIHPOKOMY OCBOEHHIO MOPCKOIO
npubpexbsa. «BoIxox Ha cylry» COBEPLIEHHO He3a-
BUCHMO COBEPIIMIU Ba (PUIOTEHETUIECKH JAJIEKO
OTCTOSIIIUE APYT OT Apyra TakcoHa — Dicrocoelidae u
Brachylaimoidea (Brachylaimidae) (Puc. 2). ¥ s
STHUX JUTeHEN c(OPMUPOBAIACH CIOKHO YCTPOEHHAS
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MHOTOCJIOMHAsT CKOPJIYTa, MHOTOKPATHO TIOBBIIIAI0-
IMas yCTOWYMBOCTD 3aKTIOYEHHBIX B Hee MUPAIIUIUER
K HeOIarompusaTHBIM (DaKTOpaM Cpebl, BKJIIOYAs
BBICyIIMBaHWEe U KoJebauusi Temreparypbl (Ilanmn
1984; CobGonea 1986). 3amura 1epKapuil OT BHI-
coixanmst y Dicrocoelidae ocymectBiaseTcss aByMs
cnocobamu (TTauun 1984). Ilepkapuu psima BUAOB
M0 BBIXOJy W3 JIOYEPHUX CIIOPOIMCT TIPOHUKAIOT B
JIETOYHYIO TIOJIOCTh HA3EMHBIX MOJLTIOCKOB-XO3SIEB,
rae cobMpaloTCs B KOMIIAKTHBIE TPYIIIIBI, KOTOPbIE
06BOJIAKMBAIOTCS CJIU3bI0, (DOPMHPYST TaK HA3BIBA-
eMble «COOPHBIE IUCTHI> WM «CJIU3UCTHIE IHAPhI».
AT 06pa30BaHUS BBIBONATCSA Yepe3 HIXATeTbHOE
OTBEPCTHE MOJLUTIOCKA M TIPUKJIEUBAIOTCS K JIMCTHSIM
¥ TPaBMHKAM, T/le MOTYT MOENAThCS CBOUMU BTODPbI-
MU TIPOMEXYTOYHBIMHM XO35€BaMU — HACEKOMBIMHU.
C/i3b 3alUINaeT 3aK/I0YEHHBIX B Hee JIMYUHOK OT
BBICBIXaHM. Y Apyroii rpymmsl BumoB Dicrocoelidae
3aIUTHYI0 (QYHKIMIO GepeT Ha cebs JOYepHSIS CIIo-
poructa. Y Hee OPMHUPYETCS] YTOJIEHHAS CTEHKA
TeJa, BHICTJIAHHAS M3HYTPU MHOTOCIONHBIMH MEM-
GpaHOMOAOOHBIMKU CTPYKTYpaMy (TaK HasblBaeMasi
<OHIOIUCTAy ). J[OYEPHSIA CHOPOIMCTA CO 3PEIHIMU
IePKapusIMU OOBOJIAKUBAETCSA CIU3bI0 U TIOKMIAET
Mosumiocka. CIIU3b ¥ 9HIOMUCTA IPEIOXPAHSIOT 1eP-
Kapuil 0T GBICTPOTO BBICHIXAHMUS.

VY mHekortopsix BugoB Brachylaimidae eme co-
XpaHSAEeTCs] CBOOOHOXKUBYIIAS IEPKAPUS. JTH JIH-
YMHKHU C CUJIBHO YKOPOYEHHBIM XBOCTOM M BBIXOZIST
M3 CBOETO XO35IMHA — HA3eMHOTO MOJITIOCKA — Yepe3
JIBIXaTEIbHOE OTBEPCTHE, KOTAAa MOJLIIOCK HAaXO-
JMTCS BO BJAXHOMW cpeze. JIMUMHKYA 5TH CIIOCOOHDIL
TOJILKO K TIO/I3aHWIO B CJIU3H, BBIAEASEMON MOJ-
JIIOCKOM, ¥ COXPaHSIOT JXM3HECIOCOOHOCTh 0 ee
Boiceixanus (CoGonea 1986). 3a 310 BpeMs OHM
JIOJKHBI TIOIIACTh B CBOET0 BTOPOTO IIPOMEXKYTOY-
HOTO XO3SIMHA, TOKe HA3eMHOTO MOJLUTIOCKA. Y 6Goiee
noxBuHyThIX Brachylaimoidae (Hasstilesiidae wu
Leucochloridiidae) ¢asa cBoboxHo#i BO BHemIHeR
cpelie epKapyuy TIOJHOCTHIO YTPAYNBAETCS,  BMECTE
C Heil M3 IUKJIa BBITIAJAET U BTOPOI TPOMEKYTOUHBIN
x03s1H. Meranepkapuu (OPMUPYIOTCS B CHOPOITH-
CTaxX, KOTOPble UMEIOT MOLYJIbHYI0 OPTaHU3AIUIO0 U
OTJIMYAIOTCS BBICOKOU TLTomoBUTOCTBIO (cM. 1.1.).
ITO KOMIIEHCUPYET CHIKEHME BEPOSITHOCTH TTOTaIa-
HUS IMYMHOK B OKOHYATETHbHOTO XO3SIHHA, CBSI3aHHOE
C OTCYTCTBHEM TITMPOKOM AUCTIEPCUU BTOPHIM TPOME-
JKYTOYHBIM X03HOM. C TOI ke 11eTbI0 Pa3BUBAIOTCS
u crieruduIecKue afanTtanuu, kKak y Leucochloridium
spp. OTPOCTOK CIOPOIMCTHI 3TOTO Mapa3uTa, Ha-
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[IOJTHEHHBIM MeTallepKapUsIMHU, MPOPACTAET B IIy-
TIaJIbIle MOJUTIOCKA-X0351HA — HA3EMHBIX MOJLIIOCKOB
Succinea. OH rtunepTpodUpyeT NIyHaiblle, IIPU-
00peTaeT OKpacKy U COKpAIIaeTcs 3a C4eT PaboThI
COGCTBEHHOM MYCKy/IaTypsl. Takoe IIymasibile HaIo-
MHHAET YePBsl WK 4€PBe0OPasHyI0 IMINHKY HaCEKO-
MOT'O 1 OKa3bIBA€TCS IIPUBJIEKATENbHBIM /IS IEBYMX
IITUL, — OKOHYATeIbHBIX X03s51eB Leucochloridium spp.
OKpalleHHbIiI ¥ HAMOJHEHHBI MeTalepKapusIMU
OTPOCTOK croponmcThl Leucochloridium spp. MoxeT
TakKKe paspblBaTh TKAaHW IIyNajbla U BHIXOAUTH
HapyxXy. Bo BHemiHell cpeme OH TPOMOJIKAET CO-
Kpamarbcs HA MPOTsKeHuH A0 40 MWH, UMUTHDYS
IBIDKEHMS TeX JKe 4epBell WK JIUIMHOK HACEKOMBIX
(Ataev et al. 2016).

B MOpCKHX MPUOPEKHBIX GHOTOIAX, Te YCIOBUS
CYIECTBOBAHUSI HE CTOJIb JKECTKHE TI0 OTHOIIEHHUIO K
TPAHCMUCCUY JUTeHelH, 6OIbIIMHCTBO BUIOB COXpa-
HSIET CBOOOTHOKMBYIITYIO IIEPKAPHUIO, OTHAKO TEHIEH-
IUST K €€ BBIIJIEHUIO M3 KU3HEHHOTO IIMKJIA IPOCJIe-
xwuBaercs. Tak, y memoro psaa sunos Microphallidae,
BCST 9BOJIIOIIST KOTOPHIX TECHO CBSI3aHA SKOCHUCTEMA-
MH MODPCKOTO IPUOPEXkbsI, LIEPKAPUK HE MOKMIAIOT
MOJIJTIOCKA-X03SIMHA, & TPOXOAT B HEM Pa3BUTHE JIO
CTaiud WHBA3WOHHOM MeTarepkapuu. JKu3HeHHBIE
IIUKJIBI TAKUX MUKPOGha/LIN/ IPAKTUYECKH aBTOHOM-
HBI OT BHEIIHei cpeasl (aBTOHOMHBIE KHU3HEHHbBIE
IWKJIBI), B KOTOPYIO BBIBOJSITCSI TOJBKO SIUIIA C TIac-
CHBHO 3apakaomuM MmwupamuarneM. Ha moGepesxne
DpaHIUMK COOTHOIIEHWE TAKUX BUIOB M BUAOB CO
CBOGOMHOKUBYIIIEH Tl€pKapueil B JIUTOPAIBHBIX
Mosumiockax Hydrobia spp. npumepso 1:1 (Deblock
1980). Yem 6ojiee 9KCTPEMAJIbHBIMU CTAHOBSTCS
YCJIOBUSI CYIIECTBOBAHUS, TeM GOJIbIIE OKA3bIBAETCS
JIOJISI BUZIOB C aBTOHOMHBIM JIMKCEHHBIM JKU3HEHHBIM
koM. Ha mobepesxxbe Vicmanmauu u CeBepHOM
HopBerrn B MacCOBBIX JIMTOPAJIBHBIX MOJLIIOCKAX
Littorina spp. TPUKCEHHbIE U JAVUKCEHHBIE BUJIBI JIH-
reHell IPUMEPHO PaBHBI 110 YaCTOTE BCTPEYAEMOCTH;
[OC/IeAHNE HAUMHAIOT IIPe06IaaTh Ha I0KHOM mode-
pexbe BapeniieBa MOpsi, a Ha apKTUIECKOM JIUTOPAJIH
octpoBoB Baiirau u HoBast 3emiist aGCOIIOTHO IOMU-
uupyior (Galaktionov and Bustnes 1999; Skirnisson
and Galaktionov 2002). EnuHcTBeHHbI! OOHAPYKEH-
HBIA B IPUOpEKbe apKTUYECKOTO apXuIleara 3eMist
Opanna-Nocuda Bux tpemaron — Microphallus
pseudopygmaeus — TPUHALIEKUT MUKPODALIAAAM
TPYIIBL  <«pygmaeus», OBIAMAINAX aBTOHOMHBIM
ku3HeHHbIM KoM (TamaktroHoB u ap. 1994; Ta-
JnakTuoHOB 2016).
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OpHako B TNPUOPEXHBIX HKOCHCTEMAX HMEET
MECTO HE TOJHKO TEHAEHIMS K COKPAIEHUIO IyTei
IUPKYJIALUYA JUTeHeH W UX MEePeXoay K AUKCEHWH,
HO U TIPSIMO MTPOTUBOMOJIOKHasA. VIMEHHO 371eCh IIUP-
KyampyioT Buzsl Parvatrema spp. (Gymnophallidae),
obsafatonye, MOKAIYH, HaMbOOIee CAOKHBIM CPENn
COBPEMEHHBIX TPEMATOJ THUIIOM >KU3HEHHOTO ITHK-
ga ¢ ($Ha3oif MapTEHOTEHETUYECKOTO Pa3sMHOKEHUS
Ha craguu Metainepkapuu (lajmaktuonoB 1996;
Galaktionov et al. 2006; Galaktionov 2006, 2007)
(cm. 1.3.). IIpu atom y Buzpos Cercaria falsicingula I
u Parvatrema sp. mapTeHOreHeTHYECKAs MeTallepKa-
PY¥SI BO BTOPOM IIPOMEKYTOYHOM XO3SIMHE-MOJLITIOCKE
(Falsicingula spp. y nepsoro suna u Lottia squalidae
Yy BTOpPOrO) IPOM3BOAMT IepKapuil, KOTODbIE IIO-
KMAIOT €r0 ¥ MOTYT 3apakaTh HOBOIO MOJLIIOCKA, B
KOTOPOM TaK’Ke PasBUBAETCS MTAapPTEHOTEHETHYECKAsT
MeTallepKapus, TPOU3BOSIIAS lepKapuii, u T.4. Ta-
K1M 06pa3oM, B XKIM3HEHHOM I[UKJIE 3TUX BUIOB (Hop-
MUDYETCS BIIOJHE CaMOCTOSATENbHBIN MOAIUKI —
«IepKapusi—IapTEeHOTEHETUYECKAsT MeTallepKapusi—
uepkapusi> (Puc. 5) (Galaktionov 2006, 2007).
Tombko Ha oImpeneneHHOM 3Tame (II0-BUAMMOMY,
€ro HaCTYILUIEHHE CE30HHO OOYCJOBJIEHO) B IapTe-
HOT€HETHYECKUX MeTalepKapusax (HOPpMHUPYIOTCS
JINYMHKY, MTHBA3MOHHBIE [IJIsI OKOHYATEIbHBIX X035-
eB, — nTuil. I1o06GHOE JOTIONHUTENBHOE «YCUIEHNE
MapasMTapHOTO CUTHAJIA», HECOMHEHHO, MOBBINIAET
maHcsl Parvatrema spp. Ha yCIENIHYIO TPAHCMUCCHUIO
M CIOCOGCTBOBAJIO IIUPOKOMY PaCIPOCTPAHEHUIO
STUX AureHel Ha mobepexbsax Ceseproii ITarupuku
u CeBepHOIl ATTaHTHUKY.

2.2. IKOCHCTEMBI OTKPBITOTO MOPS

C sxocucTeMaMu OTKPBITOTO MOPSI CBSI3aHO MHO-
TO TAKCOHOB JIUTEHEH, TMAPA3UTUPYIONNX B MOPCKUX
pbIGaX TPEMMYIIECTBEHHO B INEJIb(GOBON 30HE,
Opecioelidae, Fellodistomatidae, Bucephalidae,
Acanthocolpidae, Lepocreadiidae, Faustulidae,
Aporocotylidae, Zoogonidae u mu. ap. (Gibson and
Bray 1994; Cribb et al. 2001a). O6mupHbIe BOHbIE
IIPOCTPAHCTBA C OTHOCHUTENHHO CTAOMIBHON Cpemnoii
JIVKTYIOT WHbIE aalTallii >KA3HEHHBIX I[UKJIOB
JIUTEHEH, YeM Te, YTO XapPAKTEPHBI JJIs IUPKYIUPY-
IOIKX B TIPpHOpeskbe BumoB. ObIast yepTa oHa — OT-
CyTCTBUE CBOGOTHOKUBYIIET0 Mupanuaus (cm. 1.2.).
IIpu Takom MacmTaGe MPOCTPAHCTBA U PA3PEKEH-
HOCTH TIOCETEHUH OGEHTOCHBIX MOJLIIOCKOB IIAHCHI
3TOU MeJKOU KOPOTKOKMBYIIEH JUYMHKUA HAUTU U
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MepBLIA
NPOMEXYTOUHbIN
XO3fAMH
Bropon
NPOMEXYTOYHbIN
XO3AMH
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OedUHUTUBHLIA

XO03AWH

Puc. 5. Kusnennsiii uxa Cercaria falsicingulae I (Gymnophallidae) (mo Galaktionov 2007, Moguduumposano). ITo-
TEHI[UATBHO CAMOCTOSITETIbHBIN MOANUKI — <IIePKapHsI—MapTeHOTeHeTHYeCKass MeTallepKapusi—IepKapusi» OTpaHUdYeH
MyHKTUPHOH JiuHued. 1 — 1epKapus, BbileIeHHAs U3 TIEPBOTO MPOMEKYTOYHOTO X03sMHa (6MBaIbBUN); 2 — TIAPTEHOTE-
Heruyeckasi metanepkapusi (IIM) B Falsicingula, npousBonsinasi nepkapuii; 3 — riepkapusi, mpousBezienHast [IM u Bbize-
nsieMas u3 Falsicingula; 4 — nepkapus, npousBenennast IIM u ocTaBmiasicss B MOJITIOCKe-X03sIMHe, T7ie pasBuBaercs B [IM
crenyroneii reneparuu; 5 — Mostoziasi IIM, pasBuBaoIasicsi u3 nepkapuw, npoussenertoi [IM mpeasiayieii reHepanuu u
TIOKMHYBIIIEH MaTEPUHCKYIO 0COOB, TU6O0 JKe MPOXOAAIIast B Hel HayaibHble aTansl hopmuposanus; 6 — [IM B Falsicingula,
B KOTOPO# Pa3BUBAIOTCST METAIlePKAPUH, UHBAa3UOHHbIE ISl 1eDUHUTUBHOTO XO3STMHA.

BHEJIPUTHCS B TIEPBOTO IIPOMEKYTOYHOTO XO3SMHA
ObLIr GBI MUHAMAJIbHBIML.

Haub6onee 6orato B MOPCKHX M OKEAHWYECKUX
sKocucTeMax mpezcrasaenbl Hemiuroidea — onHa us
KPYIHENIUX (UIOTEHETUIECKUX JIMHUHN IUTeHel
(Puc. 2). llepkapuu 9THX TPEMaTOZ IPUCIIOCOOIEHBI
K JINTETHHOMY TIapeHuio B ToJe Bogel (cm. 1.2.) u
3apaKAlOT IIAHKTOHHBIX PaKOOOPasHBIX — BTOPBIX
MPOMEKYTOYHBIX XO35I€B, OJTHAKO BEPOSITHOCTDH IIO-
elaHMsl 3TUX MEJIKHX PAayKOB XWIIHBIMU PHIOAMH,
IIPEANOYUTAIOIIUMHY 60JjIee KPYIIHYIO J0OBIYY, BEChbMa
Mana. C 3TMM CBsS3aHO BKJIIOUEHHE B KM3HEHHBIE

UKL psifla TeMuypouneill IapaTeHW4eCKUX WU
TPAHCIOPTHBIX XO035€B, POJb KOTOPBIX WUIPAIOT
[UIAHKTOHOSIIHBIE PHIObI, XETOTHATHI ¥ HEKOTOPbIE
paxoo6pasusie (Koie 1979). Crnenududtocts 3THX
TPEMATON KO BTOPOMY IIPOMEXKYTOYHOMY M, OCO-
GeHHO, K TPAHCIOPTHBIM XO3s5ieBaM HEBEJHKA, 4TO
TakKe GJIArOTPUSITHO JJIsl TPAHCMUCCHH, TIOCKOIBKY
MO3BOJISIET 3a/IEWCTBOBATh 6OJbIIE TPODUUECKUX
myTel, BeAyINX K OKOHYAaTeJbHOMY Xo3simHy. Ila-
paTeHIYecKue X03s55eBa OTMeUeHbI He TOJIbKO JJISI Xe-
MUYPOUEl, HO U IIPeACTaBUTENIEH IPYTUX TaKCOHOB
IUTEeHel, INPKYINPYOMNX B MOPCKUX 9KOCUCTEMAX,
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TaKuX, Hampumep, Kak Azygiidae (p. Otodistomum)
(Bray and Cribb 2003). Takum o6pa3oM, ImosydaeT
pasBUTHE TEHIEHIUs, 0OpaTHasi TOW, KOTOpas Ha-
6urrof1aeTCst B TPUOPEKHBIX 9KOCUCTEMAX, T. €. YCIOXK-
HeHMe TMyTed MUPKYJIANNUU 32 CYeT BKJIIOUEHUS HO-
BBHIX KaTeropuil xossies. IIpomecc 10T yriayOisercs
y psAlia XeMUYPOUJIEH, B (KU3HEHHOM ITUKJIE KOTOPBIX
TIOSIBJISIETCS] MHTEPKAJISIPHBIH X0351UH, r1e HhopMupy-
etca mesonepkapus (Mathews and Mathews 1988)
(cMm. 1.3.). Ilo-BuaMMOMY, €TO TIOSIBJIEHHWE CBSI3aHO C
MIEPEHOCOM HEKOTODBIX STAIOB PA3BUTHS B MCXOIHO
MapaTeHNYeCKOTO XO35IMHA, KOTOPBIM CTAHOBUTCS
TPETHUM IIPOMEKY TOYHBIM.

TakuM 006pa3oM, XeMUYPOWIEH 3aJeHCTBYIOT
«Tpoudeckuii mudT> I MEPenavyyd MHBA3UOHHOTO
Hayajia BBEPX 110 CTYHEHsM TpohudyecKoi mupamu-
IIbI, OJIHAKO C BEPXHETO €€ YPOBHS HEU30EKHO CIIe/y-
€T Ma/IeHre BHU3, B IPSIMOM CMBICJIE 3TOTO CJIOBA — HA
MOPCKO€ THO, TIOCKOJIBKY SHIIO JOJDKHO TOTACTh B
GEHTMYECKOT0 MOJUIIOCKA — TIEPBOTO MPOMEKYTOY-
HOTO XO3SMHA. JTO NPEMSITCTBYET MPEACTABUTENSIM
6ospmmHcTBa Hemiuroidea umcrons3oBaTh B Kade-
CTBE OKOHYATEJHHBIX XO35€B OKEAHWYECKUX IIeja-
TMYECKUX PHIO U BBIATH B CBOEM PaCHpPOCTPaHEHUH
3a Tepeesibl meabda U MAaTEPUKOBOTO CKJIOHA. DTO
orpanmnyenue yaaaoch cHaTh Didymozoidea — mosxka-
Jyii, HauboJiee MUPOKO PACIIPOCTPAHEHHBIM U Mac-
COBBIM aureHesM menarmdeckux pui6 (TTo3mHSIKOB
1996). Cpenu sTux aureHel Ha JOJIO METH(MOBBIX U
HEPUTO-OKEAHMUYECKUX BUAOB MPUXOAUTCS ~27% U
~43% — okeanwyeckux (Hurmatymmuu u ap. 2016).
[IpryuHy Takoro yciexa B OKeaHM4eCKOH Ieiaruanm
OTIPENIENIUIIN JIBA OCHOBHBIX (DaKTOpa:

1) mepexo/1 K MCIIOJIB30BAHUIO B KAUYECTBE TIEPBHIX
TIPOMEKYTOYHBIX XO35I€B MENATUYECKUX TACTPOIION —
nrepomon (Thecosomata) u rereporion (Heteropoda);

2) mupoKas cruenupUuIHOCTh IO OTHONIEHUIO KO
BTOPBIM MPOMEXYTOYHBIM X03sI€BaM M CIIOCOOHOCTD
BOBJIEKATh B KU3HEHHBIN IIMKJ GOJIbIIOE YKCIIO Ma-
paTeHnYecKuX (TPAHCIIOPTHHIX) X035I€EB.

B posu mocsemHUX MOTYT BBICTYIATh HE TOJBHKO
PHIOBI, HO ¥ KaJbMapBI, KOTOPHIE TIOENAI0T BTOPBIX
MIPOMEXKYTOYHBIX XO35IEB, IUIAHKTOHHBIX  Gec-
mo3BoHOYHBIX (Hurmatymnun u Ilyxrarrep 2009;
Hurmarynnun u TanaktuonoB 2012). Meramnepka-
pUYM B HUX He MOTMOAIOT, a MUTPUPYIOT B MOJIOCTh
TeJIa, TIE€ COXPAHSIOTCS, MO-BUAUMOMY, [JIUTETbHOE
Bpemst (Hurmarysmms u ap. 2016). Takum o6pasom,
IUPKYJISIAS OKEAHUYECKUX TUIUMO30UJ HUKAK He
CBSI3aHa C IOHHBIMU ¥ IPUAOHHBIMY GuoTomamu. J1Jist

K.B. I'nnaxTroHnoB

ee 0OecTieyeHrst 9TH JAUTEHEN MIMPOKO MCIIOMB3YIOT
TpodUIeCKre CeTH IeJaTUaId OTKPBITOTO OKEaHa,
pUYeM He OTPAaHNYMBAIOTCS OJHUM WV HECKOJIBKHU-
MU IIyTSIMU TPODUUIECKOH Tepenadn, HO 3a1eiCTBY-
IOT IMAPOKUHN CIEKTP TPO(PUIECKUX CBSI3EH MEXKIY
obutaresnsiMu 3TOM 30HBI okeana (Hurmaryyummn u
Tyxranrep 2009). ITOT HpoIIEcC 3aXOAUT Y HUX Ha-
CTOJIBKO JIAJIEKO, YTO, II0-BUAUMOMY, UCIIOIb3YETCS U
s nuctiepenu stutt (Hurmatysumas u ap. 2016). Ma-
DUTHI IMIMO30UJIEH TAPA3BUTUPYIOT B TKAHAX PHIO, a,
3HAYUT, BBIXO]] UX STUI] BO BHEIITHIO CPEY CTAHOBUT-
CS1 BO3MOYKHBIM TOJIBKO TIOCJIE TGN XO3SMHA U Ma-
neparuu ero TkaHeil. He uckimoueno, yto aucnepcust
SIAI] 9TUX TPEMATOJ Peayinu3yeTcss W IPU ToeJaHUs
3apayKEHHON PHIOBI (MIPYKUSHEHHON MJIM IIOCTMOP-
TaJIbHOM ) KPYITHBIMU XUIITHUKAMU (aKyJIaMH, MapJIv-
HaMu " 7ip.). Sliila B X KMIIEYHUKE 0CBOOOKAAIOTCS
OT TKaHEH XO03sMHA, IIPOXOMAST WHTAKTHBIME 4epe3
MUATIeBapUTETBHBIN TPAKT U TIOMAAIOT B BOLY.

2.3. IKocucTreMbl IPECHBIX BOJ

Camoli 6iaronmpuATHON cTaledl A IUPKY-
JIANWK JMTeHed IPeACTaB/ISAIOTCS BOAOEMBI IIpe-
CHBIX BOA. VIMEHHO C HMMH CBSI3aHA TPAHCMMCCHUS
GosbIMHCTBA TakcoHOB Kak Diplostomida, tak u
Plagiorchiida. YcnoBus gis sToro sgech ropasmo 60-
Jiee KoM(OPTHBIE, YeM B PACCMOTPEHHBIX BHIIIE KO-
CHCTEMAX, — OTHOCHUTENbHAs CTAOUIBHOCTD CPEIbl U
MEJIKOBOZHOCTD, BBICOKUE KOHLEHTPALUY JKUBOTHBIX
M TeCHas CBSI3b C HAaCeJeHHeM CyNId. DTO CHUMAET
MHOTHE OTPaHMYEHHUs, KOTOPhIE HAKIAABIBAET CyIIE-
CTBOBaHME B MOPCKMX U CyXOIIyTHBIX 3KOCHCTEMAX,
U TIPENOCTABIISAET JOIOJHUTEIbHBIE BO3MOKHOCTU B
IIJIaHe 3KCIAaHCUU Ha HOBBIX X0351€B B TOM YUCJIE U Ha
NPUCYTCTBUE B JKU3HEHHOM IMKJIE aKTUBHO 3apaka-
OIET0 MUPALKANs. 32 HEMHOTHMHU MCKIIOYEHNAMU
y BCeX BHUJOB AWTEHEH C aKTMBHO 3apakaloluM
MUpAIUAUEM POJIb MEPBBIX IIPOMEXKYTOUHBIX XO35EB
MTPalOT IPECHOBOAHBIE MOJLTIOCKHU. XOTS MOTEHIIAAI
K JMCIIEPCHH TAKOTO MMpPAlUHs HEBEIHMK, HO OT-
HOCHUTEJIBHO CIHOKOMHAs (II0 CPaBHEHUIO C MOPCKUM
npubpexbeM ) TUAPOANHAMUYECKAS 0OCTaHOBKA CIIO-
COGCTBYET peau3aliy PasHOOOPasHBIX MOBeJeHYE-
CKHUX peaKIUi /I OTHICKAHUS U 3aPaXKeHUS MOJLIIO-
cka. B ux uncie — xeMopeakiusi, 6Jarogapst KOTOpOii
MUpAIMIVK PACIIO3HAIOT CIeU(pUIHOIO MOJLIIOCKA-
XO0341HA 110 UCXOAIIINM OT HETo XUMUYeCKUM CUTHa-
saM. Posb mociefHUX UTpaioT HUSKOMOJIEKYISIPHBIE
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coenmHenus (raukonporenssl >30 k/la), BO3MOXHO,
depomonst mosmiockoB (Haas 2003).

OnHako B TIPECHOBOIHBIX OacceHax OCTUIIA
CBOETO PACI[BETA U MTPEACTABUTEIH ILIATHOPXUU/IHOM
smnuu (Plagiorchiidae, Telorchiidae, Pleurogenidae,
Prostogonimidae, Lecithodendriidae u np.), muns
KOTOPBIX XapaKTePeH MaCCHBHO 3apaKAlOUIMil MHU-
paruauii. [IpencraButeny Haubojee MPOABUHYTHIX
TAKCOHOB 9TUX JUTEHEN 3/IeCh BCTPEUAIOTCS HE MEHEE
YacTo, YeM JAWIIJIOCTOMOUZEW, WM IaXKe COCTaB-
JITIOT OOJIBIIMHCTBO, B Y€M HETPYAHO YOEIUThCH,
COTIOCTAaBUB YHUCJIO BUAOB (hypPKOIEPKapuil (AUILIO-
cromongen) u Kcuduanonepkapuii (Xiphidiata) B
KOHKDETHBIX BozoeMaX. Hampumep, B MOJLTIOCKaX
nenbTsl Boaru o6HapyskeHs! 22 Buga ¢GypKolepKa-
puii u 20 — xkcuduauonepkapuii (IuHenMHCKasT U
Iobpososbckuit 1962, 1965); B mepexHexabGepHOM
TIPECHOBOIHOM MoJLTiocke Melanopsis praemorsae B
Asepbaiimxane — 5 u 23 coorserctento (Managos
2010). Mopdonorndeckoe pasHooGpasue IepKapuit
¥ XapaKTePHBIE [JIsT HUX CTPATETMH MOUCKOBOTO IO~
BEJIEHUS, KOTOPBIE BCTPEYAIOTCS Y IPECHOBOIHBIX
BUJIOB, OXBATHIBAIOT IIPAKTUYECKU BECh CIIEKTP U3-
BECTHBIX iy qureHeit. [Ipu aToM BUIOB, ¥ KOTOPBIX
B )KU3HEHHOM IIMKJIE yTpaunBaeTcs (asza cBOGOAHO-
JKUBYIIEN Ilepkapuu, KpaiiHe maso. llogasisioniee
GOJIBIIMHCTBO aCCOUMPOBAHHBIX C TPECHOBOAHBIMU
GacceHAMY KU3HEHHBIX ITUKJIOB — TPUKCEHHBIE,
€CTd WCKJTIOYWTh BTOPUYHO W3MEHEHHBIE, TIO-
BUIMMOMY, ITUKJIBI IIUCTOCOMOUzIeH (cM. 1.4.).

[Tupkynanus B yCAOBUSIX KPYIHBIX IPECHOBO/I-
HBIX 6acCefiHOB B OIPENETICHHOH CTEeHW CPOLHU
TAKOBOW B 9KOCHCTEMAX OTKPBITOTO MODS: U TaM, U
3/IeCh TIEPENl IUTEHESMU BCTAIOT CXOHbIE 3a[a4U —
OTIacTh B e(UHUTUBHOTO XO3SIMHA (XUIHUKA BBI-
COKOTO TPO(PUYECKOTO YPOBHSI) B YCIOBUSIX OTPOM-
HOM MPOCTPAHCTBEHHOM M TPOGHUECKOH pa3obIeH-
HOCTY BOBJIEYEHHBIX B IIMKJ X03s51€B. Pemenue atoii
3a[1aYu Y TPECHOBOIHBIX AWILIOCTOMUJ U CTPUTEU]
TaKoe JKe, KaKk ¥ MOPCKux xemuypouzeit (cum. 1.2.). B
JKU3HEHHOM ITUKJIE PsZIa BUZIOB IPUHUMAIOT YYacTHe
nmapareHndyeckue xossieBa. Tak, y Neodiplostomum
attenuatus, ne(UHUTUBHBIMU XO035I€BaMH KOTOPOTO
CJIy>KaT XWIIHBIE IITUIIBI, IEPBBIM IIPOMEXKYTOUHBIM
XO3STMHOM — MOJUTIOCKH Planorbis spp., a BTOPHIM —
amMm(pubuy, B KauecTBe MapaTeHUIECKUX XO35I€B 3ape-
TUCTPUPOBAHBI MHOTHE aM(bUOHM, PETITUINH, TITHIHT
u Menkue miekonuraomue (Odening 1965). To xe
XapaKTepHO U s BUIOB Strigea u Alaria, y KoTOpbIX
(dbopmupyeTcst ocobast CTanus — ME30TIEPKAPHSI, KOTO-
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past crmoco6Ha aKKyMyJIMPOBAThCS B MUPOKOM KpyTe
napareHudeckux xo3sieB (cm. 1.3.). ImeHHO OT aTHX
X03s51eB MHBa3Us 4Yallle BCero U IeperaeTcs Aedu-
HUTUBHBIM X03sieBaM (TICOBbIE, KOIIAYbU U KYHBH),
KOTOpBIE PEAKO moenaioT aM¢ubuii — BTOPHIX IIPO-
MEXYTOYHBIX X03si€B Strigea u Alaria. YKusnenubrit
IMKJI 9TUX JUTEHEeH CTAHOBUTCS, TaKUM 0GPasoM,
TeTPaKCEHHBIM.

3. BEXY HA ITYTU 3BOJIIOIIUY TUTEHE

Bompoc 0 TIPOMCXOXKIEHUM TPEMATON OCTAETCS
JI0 HACTOSIIETO BPEMEHW OTKPHITBIM, KaK U BO-
IpOC O TIpelKe TAPA3UTUYECKUX IUIOCKUX YepBel
(Plathyhelminthes: Neodermata), kakoBoit mus ma-
Pa3UTOJIOTOB, TI0 0OPa3HOMY BhIpaXKeHUIO JINTILIBY-
na u Bamenbaxa (Littlewood and Waeschenbach
2015), cpoanu moucky sHamenurtou Yarmwm I'paass.
Buaumo, TakuM OH U OCTaHETCS B 0003puMoOM Oy-
IyIIEM, TIOCKOJIBKY CJIEIbI CAMBIX PAHHUX COOBITHI
B sBosmonuu Neodermata, Kak M IIJIOCKHUX 4YepBel
B II€JIOM, B TIAJIEOHTOJIOTMYECKON JIETOMUCH HE CO-
xpanwinck (De Baets et al. 2015). WsBectHbie K
HACTOSIIEMY BpeMeHM Haubojiee NPEBHUE HAXOAKU
HEOJEPMAT TIPEJICTABJIEHBI CJIEAMU KPIOYBEB, MPE/-
MOJIOKUTETBHO MOHOTEHEW M/WIU IeCTOfl, O6HApY-
JKEHHBIX B POCCUTM3NPOBAHHDIX JEBOHCKHIX YETIOCT-
HOPOTHIX, — ITaKOJlepMax U aKaHToAusX (B palioHe
xabp u abmomena) (Upeniece 2001). Kpome Toro, B
CWJIYPUACKMX Y JEBOHCKMX OUBAIBBUSAX HaMAEHBI
(occunuzupoBaHHbBIE KEMUYKUHBI U HU3BECTKOBBIE
KOHKDEIIMM, KOTOPble WHBIE WCCJIEI0BATENU CBSI-
3BIBAIOT CO CJEIaMH KU3HEAESITEIbHOCTH UTeHel
Gymnophallidae (cm. 0630p: Huntley and De Baets
2015). [IeficTBuTEIHHO, METAIIEPKAPUY COBPEMEHHBIX
Gymnophallidae BbI3bIBaIOT TIO06HBIE aHOMAIUN B
PaKOBWHAX OMBAJIBBUH, OHAKO WX CYIIECTBOBAHUE
B Mayie030e COMHUTENbHO. OKOHYATETHHBIMA X035I-
esamu Gymnophallidae ciyxar Kynuku, KoTopbie
M3BECTHBI C MEJIa — BEPXHETO H0I[EHA. DTO COBIAIAET
C TIEPBBIMH JJOCTOBEPHBIMU CJIEIAMU JIEATETHOCTH
rUMHOGAJLIN Ha paKoBUHAX OuBaibBuil (53.9 MIIH.
ser Hazan) (Ruiz and Lindberg 1989; Huntley and
De Baets 2015).

CamBie IpeBHYME SHTIA TECTOJT 3aPETUCTPUPOBAHBI
B KOIPOJUTAX aKyJ, NaTUPYEMBIX MepPMbIO—Kap-
6onoM (~303.6 mun. ger Haszax) (Holz et al. 2010;
Dentzien-Dias et al. 2013), a Tpemarom u TOTO
MO3Ke — B KOIIPOJIMTAX Ha3eMHBIX apX03aBpOB (Te-
POTIOHBIE AUHO3aBPHI U/UJIM KPOKOJIWJIBI) PAHHETO
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Mmeina (~125.93 mun. et Hazan) (Poinar and Boucot
2006). I[TockosbKy BO BCeEX CIy4asix pedb UIET O JIO-
CTaTOYHO ITPOJIBUHYTHIX HEOJEPMATAX, TO HAYATbHBIE
STAIbl CTAHOBJIEHHE 3TOTO TAKCOHA ¥ [MBEPTEHIHH
OCHOBHBIX €r0 (bUIETUYECKUX JUHWI CJIeayeT OT-
HecTH Ha (GoJiee PaHHUE SMOXH, MPEAIONOKUTETHHO
Ha kemOpuii—opaosuk (Littlewood 2006). Crexyer
OTMETHTH, YTO BCE OGHAPYKUBAEMbIE MCKOMAEMbIE
OCTaHKH IJIOCKUX YEPBEH OTHOCATCSI TUOO K UX CKJTe-
POTU3MPOBAHHBIM CTPYKTYpaM (KPIOUbsl, CKOPJIyIa
SIWIT), TUOO K CJIEZIaM UX JIEATETBHOCTH (CIEBI Ha Pa-
KOBUMHAX OMBaJIbBUI), HO HU KOeM 00pa3oM He Tpo-
JIMBAIOT CBET Ha 0OJIUK 1 0cOGeHHOCTH MOP(OIOTHH
JIPEBHUX TIPEICTABUTENIEN TAKCOHA.

3.1. HavaybHblIe 3Tansl

OTCyTCTBUE JOCTOBEPHBIX MAJEOHTOJIOTUUECKUX
JMAHHBIX 3aCTaBJISAJIO [0 BHEAPEHUS MOJIEKYISIPHBIX
MeTOZIOB TIpH (hOPMYJIMPOBAHUM TUIIOTE3 O TPOUC-
XOXKIEHUH TPEMATO/ 6a3uPOBATHCS UCKIIOYNTETBHO
Ha aHaIn3e MOP(HOJIOTHIECKUX TIPU3HAKOB U 0COOEH-
HOCTeH KU3HEHHBIX IIUKJIOB 3TUX YepBeil. bosbumH-
CTBO HCCJenoBaTesell MPUAepKUBAIOCh TOW TOYKHU
3penus, uro Trematoda u Monogenea + Cestoda
TPENCTaBAAI0T cO060il [[Be PAaHO AMBEPIUPOBABIIE
BETBU MIAPAa3UTHUIECKUX IJIOCKUX YEPBEN. Y TpeMaTo
TIEPBUYHBIM XO3SIMHOM OBLIM MOJUTIOCKH, B KOTOPBIX
pasBuBamach repMadpoAUTHAS 0CO0b, Mepere-
mas 3aTteM K mapreHoreHe3y (IunHenunckas 1968;
Pearson 1972; Gibson 1987). Ilpeaku MoHOreHei
OBLIM SKTOIMAPA3UTAMHU PHIO, ¥ OT HUX B3sJIa HAYAIIO
BETBb, JIaBINas BIOCJIEACTBUH IiecTon. Monogenea u
Cestoda o6benuusmu B rpymmy Cercomeromorpha,
TOMOJIOTU3UPYS 3aMHUI TPUKPENUTENbHBIN IUCK
JIMYMHOK M B3POCJIBIX MOHOTEHEH U I[epKOMep IIep-
koumoB 1ecton (BoixoBckuit 1957). Hecmotpst Ha
TO, YTO 3T TOMOJIOTHSI TTOJIBEPTaach KPUTHUKE (CM.,
Hanpumep, Iyises 1996), repmun Cercomeromorpha
TIPOYHO YKOPEHUJICS B JIUTEPATYPE.

Kontiemnius nepBUYHOCTH MOJLTIOCKOB B KAU€CTBE
xo3seB TpeMaToy (KoHuenuusa <mollusc first») BoI-
TJISITUT TIPUBJIEKATENBHOM, B TOM YKCJIE M B CBSI3U C
TON 0CO6OH POJIBIO, KOTOPYIO ITOT XO3AWH UTPAET B
JKM3HEHHBIX IIMKJIAX COBPEMEHHBIX TpeMmaTtoA. [Ipu
BCEX MHOTOOOPA3HBIX MOAMGMUKAIMSIX [UKJIOB [¥-
TeHell, BIUIOTb 10 TOMOKCEHUH, MOJIIIIOCK, B KOTOPOM
Pa3BHBAIOTCS Te€HEPAIMM MApTEHUT, BCerJa B HUX
MIPUCYTCTBYET |[eIMHCTBEHHOE WCKJIOYeHUe (SIBHO
BTOpUYHOE) mpezcTaBasaioT Aporocotylidae] (Gibson
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and Bray 1994; Poulin and Cribb 2002; Galaktionov
and Dobrovolskij 2003). Kpome T0ro, K MOJUIIOCKY-
XO35IMHY AWTeHen (32 HEMHOTUMHU WCKJIIOUEHUSIMH )
JIEMOHCTPUPYIOT Y3KYIO CIENU(PUIHOCT, HEPEAKO
Ha YPOBHE <«BHJ MOJUTIOCKAa—BHJ MapasuTas (CM.
0030psr: Gibson and Bray 1994; Cribb et al. 2001a).
B TO Xe Bpemsi crerubUYHOCTD 10 OTHOIIEHUIO K
OKOHYATEJbHOMY M, OCOOEHHO, KO BTOPOMY IPOME-
KYTOYHOMY XO3AUHY, KaK TIPaBUJIO, BECbMa ITUPOKA.
B cOOTBETCTBYM C KJIACCHYECKUM BTOPHIM IIPABUIOM
MamnTepa (cm. Brooks and McLennon 1993), Bce ato
MOKET PaCcCMaTPUBATHCS KaK CBUIETENBCTBO JIPEB-
HOCTH KO3BOJIIOI[MOHHBIX CBSI3€H TPEMATOJ C MOJ-
mockamu (Tunernunckas 1968; Pearson 1972; Gibson
1987; Adamson and Caira 1994; Galaktionov and
Dobrovolskij 2003) u, mo KpaiiHeii Mepe, OTHO3HAYHO
VKa3bIBa€T Ha Ty HEOPAMHAPHYIO POJIb B SBOJIOIUU
JIUTE€HEHN, KOTOPYIO CHITPAJ STOT XO3STHH.

ApryMeHTanus ata He MOXKET CUUTATHCSA CBOOO-
HOHM OT KPUTHKH, TOCKOIBKY YPOBEHB CIIENUGMUIHO-
CTH 3aBUCUT HE TOJBKO OT JTUTEILHOCTH KODBOJIIO-
IIMOHHBIX OTHOIIEHUH B TOM WM MHOM acCOLAIIAHU
«mapasut—xo3sui>» (Adamson and Caira 1994).
Bpykc u Maxk-Jlentnon (Brooks and McLennan
1993) mokasaiu, 4TO CHEIMPUYHOCTD MOXKET OBITH
HUKAK HE CBSA3aHA C JIUTETHHOCTHIO KOIBOJIOIHH.
[ToxBeprHyB (hUIOTEHETUYECKOMY aHATU3Y HECKOJIb-
KO IPYIII TAPa3UTOB, OHY He OOHAPYKUIM MAKPOIBO-
JIIOITMOHHON PETYJISAIUN XapaKTepa UxX creruduaHo-
CTH K X0351€BaM, OJIHAKO aHAJIM3 3TOT ObLI BHITTOJHEH
TOJIPKO HAa MOHOKCEHHBIX JKM3HEHHBIX 1ukaax. Ou-
JIOTEHETUYECKUI aHATU3 YPOBHEH CIIEITU(PUIHOCTH K
Pa3HBIM XO351€BaM, BOBJICYEHHBIM B TETEPOKCEHHBIN
KusHeHHbIN 1uk1, Bpykc u Mak-Jlennon (Brooks
and McLennan 1993) He nmpoBoawin.

CrenuduyHOCTh MOXKeT OBITh 00YCJOBIEHA
M CTENEHBIO CJIOKHOCTH 9Tala TeTEPOKCEHHOTO
JKU3HEHHOTO IIMKJIA, KOTOPBIM TPUYypPOYEeH K TOU
wiu uHO# ero (pase. [IpruMeHHMTENBHO K IIeCTOAM
Ligulidae /Ty6ununa (1953) ycranoBuia, 4To y3Kast
crienuUYHOCTh K XO03sieBaM XapaKTepHa [ TeX
CTa[Uil JKA3HEHHOTO IWKJIA, HA KOTOPBIX OCYIIECT-
BJISIETCSI UHTEHCUBHBIHN Mopdorene3. Cpenu qurenei
Y3KOH Crienn(UIHOCTHIO TI0 OTHOIIEHUTO KO BTOPOMY
MPOMEXYTOYHOMY XO3SMHY OOMAfaloT MeTalepKa-
pun ceMm. Microphallidae, koTopbie mperepnesaioT B
HEM CJIOKHBIE MOP(OTEeHeTIYeCKIEe TPE0OPa30OBAHUS
(Benomnoasckas 1963; lanakrronos 1991).

Ha ¢ase mapreHUT MPOXOAMT HE TONBKO OHTO-
reHe3 OfHOM 0CcOOM — MATEPUHCKOW CIOPOIUCTHI, a
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MMeeT MECTO CMeHa HECKOJIbKHX ITapTEHOTEHETHYe-
CKU DasMHOKAIOMIUXCS TOKoJeHud. B Mosutiocke-
X03siHe (POPMHUPYETCsI TPYIIUPOBKA TTAPTEHUT, IS
KOTOpO# XapaKTepeH OIpeAeeHHbIN aeMorpadpu-
yeckuit nportecc (cM. 1.1., TamakTuonoB u ap. 2014;
Galaktinov et al. 2015). 9to moxpasyMeBaeT TOHKIE
MEXaHU3MBl B3aUMOJEUCTBUSI MAPTEHUT C MOJLIIO-
CKOM-XO3SIMHOM. [loATBEpXK/IEHNEM 3TOMY MOTYT
CIIy’KUTHh TApasuTapHas KacTpalus MOJUTIOCKA,
KOTOpasi PacCMaTPUBAETCA KaK CIOCO0 yIpaBIeHUS
pecypcaMu X03sIMHa, a TaK)Ke COBPEMEHHbIE [IAHHBIE
0 UIMMYHOOMOJIOTUH aCCOIMAINNA «MOJLIIOCK—TIap-
TeHUThl» (cM. 0630pbr: Minchella 1985; Top6ymmu
2000; Lockyer et al. 2004; Poulin 2007; Loker 2010;
Yoshino and Coustau 2011). Bce aTo Morio craTh 10-
CTaTOYHBIM OCHOBaHWEM JJisi POPMUPOBAHUS Y3KOi
cenupUYHOCTY AUTEHEH K MEPBOMY ITPOMEXKYTOY-
HOMY XO3sIMHY, YTO HE MCKJIOYAET, a, CKOpee, TO/-
TBEPK/AET JABHIOK KODBOJIOIMOHHYIO CBSI3b TUX
[IapasUTOB C MOJLTIOCKAMH. YMECTHO BCIIOMHHTB, YTO
B CECTPUHCKOM [UTEHESM TaKCOHE aCIUAOTACTPElt
crenupUIHOCTD K MOJLTTIOCKAM, B KOTOPBIX TIPOXOJUT
TOJTPKO OHTOTEHe3 JWYWHKU (IO KpaillHel Mepe, y
Aspidogastridae), ouenp mupokas (Rohde 1994a).
Tax, Bun Aspidogaster conchicola n3BecteH Kak u3
MIPECHOBOIHBIX TACTPOIIO/, TaK U OGUBAIBBUIA.

PasBuTie MOJIEKYJISIPHBIX METOJ0B U (puUjoTe-
HETUYECKOW CHCTEMATHKM [ajo Ha pyOeske ABYX
TOCJIEMHUX THICSYESETUH MOIIHBIM TOMYOK K (pop-
MHUPOBAaHHMI0O HOBBIX THIIOTE3 O IIPOUCXOXKIEHUH
mapasutuaMa y Tuiockux gyepseit (Blair et al. 1996;
Littlewood et al. 1999a, 1999b, 2001; Cribb et al.
2001a, 2001b; 2003; Olson et al. 2003). OxgHo3HaY-
HO ObLia ToATBepXKIeHa MoHOGuns Neodermata u
MPU3HAHO, YTO BaKHeMHel ayTanoMopdueit TakcoHa
SIBJISIETCSI pa3BUTHeE TeTyMeHTa (<HeoAepMuca») —
HaPY’KHOTO CUHIIUTHAIIBHOTO CJIOSI C TIOTPY>KEHHBIMU
SITPOCOJIEPSKAIUMY YACTSIMU KJIETOK (I[MTOHAMM).
®opmMupoBaHe B 3BOJIOINK TJIOCKUX 4YepBeil He-
OJIepMHUCA CTAJM CBS3BIBATH C IMEPEXOOM TIPEIKA
Neodermata k mapasuTH3My Ha APEBHHX MO3BOHOY-
HBIX, YTO MOIJIO MMETh MECTO Ha pybexe KeMOpUsi—
opmosuka (Littlewood 2006).

IToctympoBanue MO3BOHOYHBIX KaK IIEPBUYHOTO
XO35TMHA TPOTOHeoepMaT (KOHIemus «vertebrate
first») ompemessieTcst, KCXOIS M3 TMPHHIIUATIA MAKCHU-
MaJIBHOW 5KOHOMUM (TIAPACUMOHUN): B 3TOM CJIydae
npuoGpeTenre TakcoHamu Neodermata Xo3sieB
VKJIaZIbIBA€TCSI B <«TPU Iaras (IIO3BOHOYHBIE [IJISI
o01Iero TpesKa, BKIOYEHWE MOJITIOCKOB B CTBOJIE
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TpeMaTof u pakoobpasubix B BeTBu Cestoda cTBosa
Cercomeromorpha) (Puc. 6A). Eciu B cooTBeTCTBUA
¢ KoHnemnuei «mollusc first»> mpuHsATH, 4TO 47151 IPO-
TOTPEMATO/ TIEPBUYHBIM XO3STMHOM OBLT MOJLTIOCK, a
s npenka Cercomeromorpha — mo3BoHOYHBIE, TO
«imaroBy Takux Oyzer 1saTh (Puc. 6B) mwim yersipe
(Puc. 7B). 3ameTtnm, 4yTO TpUMEHEHWE TMPUHITUIIA
[apasuMOHMK B IOZOOHOM TPAaKTOBKE HE BIIOJIHE
KOPPEKTHO, Ha YTO YKa3bIBAIOT, KCTATH, U TAKKE aIlo-
JioreThl KoHIenuuu «vertebrate firsty, kax Kpu66 c
coasT. (Cribb et al. 2003). [leficTBUTEIbHO, HUKTO
He JOKa3aJl, YTO JKUBbIE OPTaHU3MBbI H30MPAIOT <HAK-
6osiee BKOHOMHBII» Ty Th sBOMIONMY (Kitore 2000).
[Ipu mpouymx paBHBIX MyTsx «6puTBa OKKama» Jie-
JKalast B OCHOBE IIPUHIIMIIA TAPACMMOHUY, BBIOUPAET
HanboJiee TIPOCTOM, OJIHAKO €CIM UMEIOTCS BECOMBbIe
apryMEeHTBHI B ITOJIb3Y IOIOJIHUTEIBHOIO II1ara, TO yKe
STOT TYTh CJEAYET PACCMATPHBATH KAK MAKCUMAJIBHO
SKOHOMHBIH, TIOCKOJBKY OH MeHee charbCuHUIIU-
poBaH. VIMEHHO II09TOMY TPYAHO COTJIACUTHCS C TEM
TE3MCOM, YTO TIPHHITAI TTAPa3sMMOHUU 0€3yCIOBHO
MOAZIEP/KUBAET KOHLENIUIO «vertebrate firsts.

HecMmotpst Ha 310, B HACTOSITIIEE BPEMST KOHITETIIIHST
«vertebrate first> crasa mpakTHYecKM OO6IIENpPH-
uaroi (Olson et al. 2003; Cribb et al. 2001a; 2003;
Littlewood 2006; Littlewood and Waeschenbach
2015; Laumer et al. 2015). /Tlaneko He Bce B HEH BBI-
AUt GeccriopHbiM. TIpexkie BCero, 3T0 OTHOCUTCS
K (DOPMUPOBAHUIO HEOJEPMICA—TEIYMEHTA. Y COBpe-
MeHHBIX mpefcTaBuTesieit Neodermata OH BBIOJIHSIET
(yHKIMM TOKPOBHOM TKaHH, aGCOPOUPYET IIUTATENb-
HBIE BEIECTBA, B3aUMOJENHCTBYeT C IMMYHHOM CHCTe-
MOii X0351Ha, 00ECTIEYNBAET UHIIMCTUPOBAHUE JTUYH-
HOK ¥ MH. 1Ip. (Smyth and Halton 1983; TanakTrionos
u Jlo6poBosbckuii 1998; Kopuesa 2007). OyHKImn
ST MEHSIIOTCS Ha PasHBIX 9TalaX OHTOreHe3a Iapa-
3UTOB (IPUHLHUI XPOHOMOJU(DYHKIMOHAIBHOCTH),
4yTo 0becrmeyrBaeT UM BBICOKYIO ILUIACTHYHOCTh M
CIIOCOOHOCTD AJANITUPOBAThC K CAMBIM DasHBIM
cpenam. [locturaercst 910 6yarofapsi TOMy, YTO Ha
[IPOTSDKEHUY JKM3HU YEPBSI IUTOHBI, CBSI3aHHBIE C
HAPY/KHBIM CUHITUTHAJIBHBIM CJIOEM €r0 TETyMEHTa,
MOCJIENOBATEIbHO 3aMEINAI0TCS HOBBIMU, CEKPETHPY-
IOIMMU IIPOAYKTHI, KOTOPbIE HEOOXOAMMBI Ha JAHHOM
oTpe3Ke OHTOTeHe3a. FIMeeT MeCTO OHTOTEHETHYECKAST
CMEHA COCTaBa KJIETOK SIUIEPMICA, YTO BCTPEYAETCS
y mpezcrasutesneii memoro psaga «Turbellaria» (Tyler
and Tyler 1997; Tyler and Hooge 2004).

ITo muenuio Taitnep u Taiinep (Tyler and Tyler
1997) umenHo Ha 3TO#l ocHOBe U CcPOPMHUPOBATICS
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Aspidogastrea

Adopt
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Polyopisthocotylea

1 Monopisthocotylea

Adopt
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Amphilinidea
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B 2 |, Aspidogastrea
2,3 Adopt
vertebrate ,
Digenea
Polyopisthocotylea
Monopisthocotylea
Adopt 4
vertebrate Gyrocotylidea
Amphilinidea
Adopt 5
crustacean Eucestoda

Puc. 6. [[Be uHTEpIpeTaUK MOCTIENOBATEILHOCTH BKIOUEHNS B Xu3HeHHbIH 1uka Neodermata xossies (o Cribb et al.
2001a). A — cuenapuii «vertebrate first>; b — cuenapuii «<mollusc first» (mosicHeHus B TEKCTE).

«HEONEPMHUC», a BOT BOIIPOC, Ha KAKOM 9Talle 3BOJIIO-
I[UH 3TO IIPOU3OIILIO, OCTAETCS OTKPHITBIM. CTODOH-
HUKU KOHIenmuu «vertebrate first», kak yKa3bIBa-
JIOCh BBINIE, CBA3BIBAIOT 3TO COOBITHE C TIEPEXOAOM
[IPOTOHEOAEPMAT K TMApasuTU3My Ha MO3BOHOYHBIX,
OJTHAaKO, CKOpee, «HEeOJIEePMHUC> C(HOPMUPOBAJICS EIIE
y cBoboxHOXMBYIIero mpeaka Neodermata u mociy-
JKIUI IIpeafanTanyeil K MapasuTU3My, KaK, HallpUMep,
kytukyna Hemaron (Tyler and Tyler 1997; Tamak-
tHoHOB U [loOpoBoabckuii 1998; Galaktionov and
Dobrovolskij 2003; Tyler and Hooge 2004). 3t ipes-
KOBbIe CBOGOIHOKUBYIIUE POPMBI, yKe 00/1a1aBIIe
TEryMEHTOM, MOTJIM IIEPEXOIUTh K KOMMEHCATbHBIM
U HapasUTUYeCKUM OTHOLIEHHSAM CO MHOTMMH IIa-
JICO30MCKUMM OECIIO3BOHOYHBIMU. B majbHeiiemMm
BBIIEJIAJIMCH TUHUU MPOTOTPEMATO] (TIAPA3UTU3M Y
MOJLITIOCKOB) ¥ TIPOTOIlepKoMepoMopd (aKTomapasu-
TH3M Ha pb6ax). [Togo6HyI0 BO3MOXKHOCTb, KCTaTH,
He uckaodaau u Jlurtasyy ¢ coasrt. (Littlewood et.
al. 1999b; Littlewood and Donovan 2003), u sTOT
BapHMaHT TPAKTOBKM HAYAJbHBIX JTAMIOB 3BOJIIOLUH
HEeoZepMaT He IPOTHUBOPEYUT KOHLEIIUAN X MOHO-
¢ummu (Galaktionov and Dobrovolskij 2003).

KocBeHHBIM  TIOATBEPKIEHNEM TMEPBHYHOCTH
(hbopMHUpPOBaHUSA <HEOJEPMUCA» B CTBOJIE MPOTOHE-
OJIEpMAaT MO OTHOIIEHUI0 K TIEPEXOAY STHX YepBel
K TapasuTU3My MOTYT CJIYKUTh CUMOUOTHYECKHUE
TypGemisipun. VX HacumThiBaeTcss Tmopsimka 300
BHUJIOB, KOTOPBIE CIIOPAJUYECKM BCTPEYAIOTCS CPEIN
pasubix TakcoHoB — Catenulida, Macrostomorpha,
Lecithoepitheliata 1 Temnocephalida (Rohde 1994b;
Littlewood 2006). Bce oHu, 3a UCKIIOYeHNEM GOJIb-
muHctBa Temnocephalida, coxpaHsiOT pecHHUYHBIE
MOKPOBBI, & WX MAJIOYUCJIEHHOCTh TOBOPUT CaMa 3a
cebsa. Y temuoredannm, KOTOPBIX HACUNTHIBAETCS
nopsaaka 100 BUIOB, MOKPOBBI IIPEACTABIAIOT COOO0M
MO3aUKy CHHIIUTHATbHBIX IIIACTHH, HHOT/IA YePeNyIo-
IMUXCS C PECHUYHBIMU YYACTKAMM, UTO CYIIIECTBEHHO
orsimyaeTcss ot Terymenta Heogepmar (Cannon and
Joffe 1991). CranoBneHne HeomepMIca AajI0 MOIIHBIA
HMITYJIbC K PA3BUTHIO CHMOMOTHYECKMX OTHOLIEHUH C
TPEICTABUTENSIMY PA3HBIX TPYIII KUBOTHBIX (KaK TI0-
3BOHOYHBIX, TaK U OECIIO3BOHOYHBIX ), YTO ¥ IPHBEJIO
K 6uosiormyeckomy mporpeccy Neodermata.

OTHOCUTENTBHO XapaKTepa MapasuTH3Ma TIPej-
koBbIx Neodermata B paMKax IMIOTe3BI «vertebrate
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A b B
MONMIOCKN MONMIOCKM NO3BOHOYHbIE
e —'—2 Trematoda -l—l— Trematoda oy Monogenea
HOUHBIE 12 HORHEL MONAIoCKH
—I—' = noseo- +
1 Monogenea PR Monogenea Trematoda
pakoobpasHble pakoobpasHbie pakoobpasHele
Cestoda Cestoda

—I— Cestoda
3

Puc. 7. PasHble uHTepIpeTaly BOBJIECUEHNS X0351€B B )Ku3HeHHbIe Kbl Neodermata (1o Park et al. 2007, ¢ usmenenu-
simu). TIoCIIeIOBATENBHOCTD BOBJIEUEHHUS] X0O351€B B JKM3HEHHBIE [IUKJIBI TPEX OCHOBHBIX rpymm Neodermata oto6paxkarot
mudpeL. A — creHapuii «vertebrate first», mogpasymeBaroruii s5HAOMAPAa3UTH3M IPOTOHEOEpMaT; b — ciienapuii «mollusc
first>; B — Mmoaubunuposanusiii crieHapuii «vertebrate first> (mosichenust B Texcre).

first» manexo He BCe TPEACTABIISIETCS OMHO3HAYHBIM.
JIurtasyn c coasrt. (Littlewood et al. 1999b, 2001)
CYMTAIOT, YTO MPOTOHEOJIEPMATHI CHAYAJA OBLIN DH-
nonapasuTamu mo3BoHOUHBIX (Puc. 7A). ITomo6Hoe
TIPEITIONIOKEHNE CAETAHO OISITh YK€, UCXO/IST U3 TIPUH-
IIUTIa MAKCUMAJTbHOM 9KOHOMUY, — SHAOIAPA3UTUIM
MIPUCYTI] BCEM IIapasUTUUECKUM IJIOCKUM YEPBSIM, HC-
kouas Muorux Monogenea (Littlewood et al. 1999b,
2001). 3ameTuM, YTO IOCKOJBKY BCE MOHOTEHEH
Monoopisthocotylea u muorue Polyopisthocotylea —
9KTOMAPA3UTHI, MPUXOAUTCS MAOIYCTUTh UX IMepe-
XOZl OT 9HO- K HKOTIAPA3UTU3MY. ITO JOCTATOYHO
CJIOKHO TIPEJICTaBUTh, M BCTPEYAETCsI TAaKOH Iepexos
y Hapa3WuTOB PENKO, B TO BPEMSI KaK IIYTh OT HKTO- K
SH/IONAPA3UTHU3MY IIPOILIA MHOTHE TAaKCOHBI, OT
nportucToB 0 HacekoMbIxX (lorenp 1949; Ilynbman
u Jlo6pososabckuii 1977; Banamos 2009).

ITosToMy cpemu pa3sHOBHIHOCTEN WHTEpIIPETa-
U MyTel CTaHOBJIEHUS HeoZiepMaT B COOTBETCTBUU
¢ runote3oit «vertebrate first» 6osee peamrcTYHOlM
BBHIIVIAAUT TouKa 3penus [lapka ¢ coasropamu (Park
et al. 2007). Ouu TIpeIOKWIN CBOM BapuaHT (HUIIO-
reanu Neodermata, mocTpOeHHO# Ha OCHOBE aHAIM3A
12 MuTOXOHApPHANTBHBIX TeHOB. B aToli dumorenun
Cestoda m Trematoda oOKasamuch CECTPUHCKUMH
TakcoHamu, Monogenea 3aHMMAIOT 0a3ajJbHOE IO
otHomeHuo K HuUM mnonoxenue (Puc 7B). Takoe
BETBJIEHHE MOJIYYMIO TOMAEPKKY B GOJBIIMHCTBE
TOCJIEAHIX MOJIEKYJISIPHBIX WMCCJIEIOBAHMIA, BBHITIOJ-
HEHHBIX Ha OCHOBE aHA/IM3a IOCJeI0BATENbHOCTEN
pubocomanbubix (Lockyer et al. 2003a) u MUTOXOH-
npuanbabix reHoB (Perkins et al. 2010) u Tpamc-
kpuntomoB (Egger at al. 2015). B TakoM ciydae
TIPEZITIOIATAeTCsI, YTO MIEPBOHAYAIBHO K HKTOMAPA3H-

TH3MY Ha TI03BOHOYHBIX MEPENLIN MPOTOMOHOTEHEN.
3aTreM B OIHOI U3 BeTBeil IPEAKOBBIX MOHOTEHeN
(no-Buaumomy, B smauu Polyopisthocotylea) mpo-
M30IIIeNT TIEPEXO]l K IHAOMAPAZUTU3MY, MOCIE UETO
BCTABHJICS TIPOMEKYTOYHBIN XO3SIMH — MOJUTIOCKH Y
MPOTOTPEMATO/l U PAKOOOpa3Hbie — y MPOTOIECTOL
(Park et al. 2007; Littlewood 2006; Littlewood and
Waeschenbach 2015).

Cieyer OTMETHTH, YTO MOKA YTO HE HaWIEHO
HY OJIHOM cHHANOMOP(®UY, KOTOPask GBI MOIEPIKH-
Bajsa kmaxy Trematoda + Cestoda (Laumer et al.
2015). Kopnakosa u Ilyraues (2009) mpemnararor
paccMaTpuBaTh B KaueCTBE TAaKOBOW OP3AJIbHYIO
opueHTaIuio Baruusl (JlaypepoB kaHan y TpeMaTON),
xapakTephyio 1y Gyrocotylida, ¢ KoTopsIMM CBSI3BI-
BaIOT IIPOMCXOXAeHKeE LecTof, 1 Trematoda. B To xe
Bpems ati aBTophl (KopHakosa u [Iyraues 2009) ot-
MEYaloT, YTO JOPCAIBHAS OPUEHTAINS] BaTUHbBI CIIO-
PAJINYECKU BCTPEYAETCS ¥ HEKOTOPHIX TypOeIApuii
¥ MOHOTeHeM. Y IeCTO/ JKe ee OPHEHTAIUS CUIBHO
Bappupyer. ¥ MoHozomuHbsix Amphilinidae ona ot-
KDBIBAETCST BEHTPATIBbHO (eCJU He Pa3[BAMBAETCS Ha
KoHIIe), To ke — y Cariophillidae, BenTpo-narepasb-
HO — y Trypanorhyncha u jarepampHo — y Apyrux
nosmsonunbix mecton (Khalil et al. 1994). TTostomy
BPSIZI JIU CTOJIb MO3AMYHO PACIIPOCTPAHEHHOE COCTO-
sTHWE TPHU3HAaKa MOKHO PacCMaTPUBATh B KauecTBE
cunanomopduu kiazap Trematoda + Cestoda.

B psanme wuccrnemoBaHuii 1O  MOJIEKYJISIPHOU
¢unorennu Neodermata TmociIemHUX JIET MOJY-
yna moATBepXkAeHe Touka 3penus I03e u Komba
(Euzet and Combes 2003), ocHOBaHHas Ha aHAJM3E
MOP(GOJIOTUYECKUX TPU3HAKOB, O MOJMUIETHIE-
Hoctu Monogenea (Mollaret et al. 1997; Olson and
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Tkach 2005; Olson et al. 2008 u ap.). CorsiacHo aTum
aBTOpPaM, MOHOTEHEW TIPEACTABIEHBI ABYMS MOHO-
dunernyeckumu uHMsMA — Monopisthocotylea u
Plyopisthocotylea, sBosrorpoBaBIIMMI HE3ABUCUMO
apyr ot apyra. Takoe meneHue MOHOTeHeH OBLIO
mosyuero u Ilepkutc ¢ coast. (Perkins et al. 2010)
B pe3yJibTaTe aHAJN3a MUTOXOHIPHAIBHOTO T€HOMA.
Ha npennoxennom IlepkuHc ¢ coaBT. pusoreHeTu-
YEeCKOM JIPEBe, TIOCTPOEHHOM Ha OCHOBe aHaiusa 12
KOAMPYIOMUX OelKM MHUTOXOHAPUANBHBIX TEHOB,
€IMHCTBEHHBIN BOBJIEYEHHBIN B aHAIN3 TIPEACTaBU-
tesb Polyopisthocotylea — Bux Microcotyle sebastis —
0Ka3aJICsi CECTPUHCKUM TAKCOHOM IO OTHOIIEHWIO K
Cestoda + Trematoda (Puc. 8).

OcHoBbiBasich Ha 9TOM, [lepkutc ¢ coasT. (Perkins
et al. 2010) mpeaIOIOXKUIN, YTO CBOOOAHOKMBY LKA
MpeOK HeoflepMaT BHavasIe Tepelies K 9KTOmapasm-
TH3My Ha pbiOax ¥ maji Hadamo Monopisthocotylea.
CJiemytonuM MaroM Ha TMyTH BOJIOIUYA CTal Tepe-
xo11 ot mpucyero Monopisthocotylea nuranus smu-
TeJIMEM K TIMTAHUIO KPOBBIO XO3SMHA, XaPAaKTEPHOMY
s Plyopisthocotylea. 9to u o6ycnoBusio ausep-
TEHIINIO ABYX JMHUN MOHOTEHEN U COIIPOBOXKIAIOCH
psimoM MopdodyHKIMoHaNbHBIX mepecTpoek (Euzet
and Combes 2003). 3aTeM mOJHOMMCTOKOTUIECHHBIIH
TIPENIOK JIaJT HAYasIo JUHUAM, IPUBEAIIUM K (DOPMH-
POBAHMIO IIECTOA ¥ TPEMATO, KOTOPBIE PaCCMaTpUBa-
IOTCSl KAK CECTPUHCKME TaKCOHBI. [IepKHMHC C COaBT.
(Perkins et al. 2010) cuuTaroT TUTaHKE KPOBBIO, TIPH-
cymee Plyopisthocotylea, HCXOIHBIM THITOM IIUTAHUS
IS TUTEHEH M B KaUeCTBE OMHOTO U3 JI0KA3aTeIbCTB
yKasbIBaioT, uto Schistosomatoidea (Aporocotylidae,
Spirorchidae u Schistosomatidae) — 6a3anbHEIH B co-
orBercTBuH ¢ dunorenneit Omcona u ap. (Olson et al.
2003) TaKCOH 3TUX YePBeii — MPEeICTABJIEHBI TPEUMY-
IIECTBEHHO KPOBEIAPA3UTaAMK Ha CTA[UN MAPUTHL

C Takoii TOYKO# 3peHNS TPYIHO COTJIACUTHCS, TI0-
CKOJIbKY KPOBEIapasuToB HeT cpeau Aspidogastrea
(3TOT TaKCOH He GBI BKIIOYEH B aHamu3 [lepkunc
¢ coasr. (Perkins et al. 2010)), a cpeau Digenea oc-
HOBHasi Macca BUIOB NPEACTaB/IeHA KUIIEYHBIMUA U
(HECKOJIBKO peke) TKaHEBBIMU (HO HE KPOBSTHBIMU)
mapasutaMu. KHIIEYHBIH TapasuTU3M pPaccMaTpH-
Baercs [y aureHeidl kak miesnomopdusa (Cribb et
al. 2002). IIpu 3TOM IEPBUYHBIM THUIIOM IIHTAHU,
KOTOPBI COXpaHMIN HauboJjiee apXandHble TAKCOHBI
COBDEMEHHBIX TPEMATOJ, ObLIa, TO-BUAUMOMY, TH-
cTuo(darus B BUJE MUTAHUA KJIETKAMHM KUIIEYHOTO
snurenust xo3sieB (cM. 063opel: Smyth and Halton
1983; Galaktionov and Dobrovolskij 2003). Kpo-
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BEMapasuTu3M — SIBHO BTOPUYHOE TNPHOOpeTeHue
Schistosomatoidea, ¥to Morio GbITH 006yCIOBJIEHO
BTOPUYHBIM COKDAIEHUEM WX JKU3HEHHBIX IIMKJIOB
WJTY IasKe TIOCTyXKujI0 ToMy mpuduHoi (eMm. 1.4.). Uto
e KacaeTcs 1ECTOJ, TO CPEM BCEX TPeACTaBUTEElH
«recTogHoil» suHuU HeomepmaT (Gyrocotylidea,
Amphilinidea u Eucestoda) kposemapasutusm oT-
CYTCTBYE€T — B3TO BBICOKO CIEI[MAIU3NPOBAHHBIE
KUIIIEYHbIE TIAPA3UThI ¢ aGCOPOITMOHHBIM TUIIOM K-
TaHUs Yepe3 MOKPOBBL.

B ogHOi M3 mocaeAHMX OMyOIMKOBAHHBIX pa-
60t 1o ¢unorennn miockux yepseit (Laumer et al.
2015), koTopasi 6a3upyeTCss Ha aHaJIKM3e CUKBEHCOB
coreH reHoB (Metol «RNA sequencings), ee aBTOpHI
[0 CyTU BEPHYJKCH K TOU TOMOJOTUN (DUIOTEHETH-
YeCKOTO JpeBa HEOAepMaT, KOTOpasl CYyUIeCTBOBAaja
0 <«MOJIEKYJIsIpHON smoxu». OHM He BBIIBUIU
nosuduauio Monogenea M TOATBEPAWIN TPYIILY
Cercomeromorpha (Monogenea + Cestoda) kax ce-
crpunckuii Trematoda Takcon. Kpome Toro, JTomepy
c coapropamu (Laumer et al. 2015) ynanoch BeISIBUT
CEeCTPUMHCKYIO TI0 oTHOIeHu0 K Neodermata rpymmy
cBoGomHOXUBYIUX Typbesutsipuit — Bothrioplanida.
[Tocennee GbLIO TAPAIETBHO OKA3aHO ¥ TIPU aHA-
Jin3€e TPAHCKPUTITOMOB HECKOIBKUX TIOCKUX Y€PBEN
(Egger et al. 2015). Ha 65m3octsb e Bothrioplanida
k Neodermata ykasbiBaeT u psii MOP(OTOTHIECKUX
npusHakoB (Kopuakosa 2012).

Ucnonp3oBanusiii Jlomepom ¢ coaBt. (Laumer
et al. 2015) MOIHBIA MOJIEKYISPHBIA MOAX0M U 06-
HapyxeHue cecTpuHcKoi Neodermata rpymmsl Typ-
GesIsIpuil TIOBBINIAET JOBEPHE K CTEHEPUPOBAHHON
MU PUIOTeHNH TIOCKUX yepBeit. OmHaKo, TOABOAS
WTOT JUCKYCCUU O HAYATbHBIX ITAIAX 9BOMIOINY He-
olepMart, s pasfiesisIio paHee BBICKA3aHHOE MHEHUE
Oucon u Tkau (Olson and Tkach 2005), koropsie
OTMEeYaJIH, YTO Ha CETOMHSIIIHII JIEHb TOJHKO MOHO-
(unuio HeomepMaT MOXKHO TIPU3HATH JOKA3aHHOM.
Yro ke KacaeTcsl B3aMMOOTHOIIEHWN MEXIY CO-
CTABJSIONIMMA WX OCHOBHBIMU JIMHUSIMM, TO OHU
MOKA YTO OCTAIOTCSI CIIOPHBIMU U HE Pa3pelanTcs
OHO3HAYHO  WCIOJH3YEMBIMU  MOJIEKYISIPHBIMU
Metozamiu. [loATBepKIEHNEM 3TOMY MOTYT CIIy>KUTh
JIBE YIIOMSIHYTBIE BBIIIE TPAKTUIECKU OIHOBPEMEH-
HO OIy6JUKOBaHHBIE PaGOTHI, B OAHOM U3 KOTOPBIX
B3aMMOIIOJIO}KEHNE TAKCOHOB TAPa3UTUYECKUX ILIO-
cKkux 4depBeil oOocHoBBIBaeTcsa kKak (Monogenea +
(Trematoda + Cestoda)) (Egger et al. 2015), a B
npyroit — ((Cestoda +Monogenea) + Trematoda)
(Laumer et al. 2015).
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Puc. 8. @unorenust Platyhelmintes, mocrpoerHast Ha OCHOBe aHamM3a 12 KOAMPYONMX TPOTEMHBI TEHOB MUTOXOHAPH-
anpHbIX reHoMoB (1o Perkins et al. 2010, ¢ usmenenusmu). 1—4 — ocHoBHbIe y3ib1 pusorednn Neodermata (mosicHeHus B
TEKCTE).
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3.2. IlepBuuHas IUKCEHUS UTEHeH

HVcxomst U3 yIOMSIHYTOTO B IPEIBIAYIIEM Pa3/iesie
(buIOTEHETHYECKOTO TOIX0/IA, OCHOBAHHOTO Ha ITPUH-
I[MIIe MAKCUMAJIbHOM SKOHOMMH, CJIELYeT MPU3HATH,
YTO B CTBOJIE TPEMATO/ By XXO3SMHHBIN KU3HEHHBII
IIUKJT  «MOJLTIOCK—MOJLTIOCKOSITHBIE  PHIObI>  chop-
MUPOBAJICS IO €70 pa3feJieHUs] Ha BETBH, BeAylue
k Aspidogastrea u Digenea (cMm., ogHako, 3.3., OTHO-
CHUTEJIPHO CTaHOBJIeHMs AuKceHnu y Diplostomida).
OnHo#t M3 BO3MOXHBIX TIPUYMH AUBEPCUDUKAIAN
Trematoda Moria cTaTh CIeNMaIU3aIMs TPEIKO-
Bbix Aspidogastrea k Chondrichthyes, a mpegkoBbix
Digenea — k mosBuBmumMcs B neBone Osteichthyes
(Brooks 1989; Cribb et al. 2001a; Littlewood 2006).
K Takoit TpakTOBKE MIPUBOIUT aHAJIN3 COBPEMEHHBIX
CBA3€l TpeMaToj ¢ pasHbIMU TPYIIAMK TTO3BOHOY-
HbIX. J[MT€HeW MPUYPOUYEHBI TPEUMYIIECTBEHHO K
KOCTHCTBHIM PBHIGAM ¥ TETPANofiaM, U TOJBHKO BUJBI
ceM. Ptychogonimidae (Hemiuroidea) u otmenbHbie
TPECTABUTENM HEKOTOPHIX IPYTUX CEMEHCTB, Ta-
kux kak Bucephalidae, Derogenidae, Hemiuridae,
Opecoelidae u ap., MapasuUTUPYIOT y XPSAIIEBBIX
phIO, TOTZIa KaK MOCJEIHUE CIYXKAT XO3sS€BAMU JIJIsT
acrmugoracTpeii ceM. Rugogastridae, Stichocotylidae
u Multicalycidae (Rohde 2001; Cribb et al. 2001a;
Bray and Cribb 2003).

TIpu Beeit KaxKyuencst JOTMYHOCTH TAKOTO CIIeHa-
pHsL COTIOCTaB/IEHUE KU3HEHHBIX I[UKJIOB COBPEMEH-
HBIX aCIHIOTacTpeell U IureHel cpasy IMPUBOIUT K
TIOSIBJIEHUIO T[EJIOTO PSifia BOMPOCOB. UTO MOTJIO T10-
CITy’KWTh CTUMYJIOM B BETBH, BEAYIIEH K UTE€HEsM,
K Tepexojly PasBUBAIOIIENCS B MOJLIIOCKE JUYNHKK
K TIAPTEHOTEHE3y C TOCIeAYoNMM (HOPMUPOBAHUEM
HECKOJIBKUX TeHepaluii mapteHuT? BTopoil, omHO-
BPEMEHHO BO3HUKAIOIIUI BOMPOC: YTO CTAJO TIPH-
YMHOMN TIOSBIEHUS IEPKApUK — CBOOOIHOXKMBYIIIEH
JIMYMHKH, KOTOpasi ¢(hOPMUPOBAIACH B KU3HEHHOM
IIMKJIE TIPOTOAUTeHed de Novo M cTaja WX ayToro-
Mopdueit?

®opMupoBaHye B 9BOJIONUN JUT€HEN MapTEHUT
U 1lepKapuii TOAPOOHO PACCMATPUBATIOCH B PaMKax
konuennuu <mollusc first» (Stunkard 1959; Jamieson
1966; Tunenmnckas 1968; Pearson 1972; Gibson
1987). K mapreHoreHe3y MOIJIA TEPEXOAUTDH TOJIO-
BO3pesble TepMadbPOAUTHBIE OCOOM TIPOTONUTEHEN,
Mapa3suTUPOBABIINE WJIW €Ie HAXOJUBIIUECS B KOM-
MEeHCaJIbHBIX OTHOIIIEHUSIX ¢ MoJLTIocKamu (James and
Bowers 1967; Galaktionov and Dobrovolskij 2003).
Ha 310 ykaswsiBaeT HammuWe y BCeX MApPTEHUT Xa-
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PaKTepHOTO OpraHa Pa3MHOKEHUSI — TepMUHAIBHON
Maccsl (em. 1.1.). Ee romosiorus ¢ sugHIKOM (TepMa-
pueM) repMadpoaUTHON 0cOOU COMHEHMIA He BBI3bI-
BaeT (Dobrovolskij and Ataev 2003; Galaktionov and
Dobrovolskij 2003). ¥ coBpeMeHHBIX IWTe€HEN €CTh
IIpUMep Ilepexofia K IapTeHOTeHe3y Ha CTaguu Me-
TallepKapuu, KaKOBOM JEMOHCTPUPYIOT HEKOTODBIE
npezncraButenu poga Parvatrema (Gymnophallidae)
(James 1964; Galaktionov et al. 2006; Galaktionov
2007) (cm. 1.3.). Y napreHoTeHeTHUECKUX MeTallep-
Kapuil 3TUX JUTEeHeW aHaJora TePMUHAIBHONU MacChI
HET, TIOCKOJBKY K Pa3MHOXKEHUIO OHU TEPEXOIST
IIPaKTUYECKH Ha [IEPKApHOU CTAANY, KOTAA Y JIUYH-
HOK HeT ele c(hOpMUPOBaHHBIX roHAZ. CTBOJIOBbIE
KJeTKH HeuddepeHIMPOBaHHOTO TI0JIOBOTO 3a4aTKa
y NapTeHOTeHETUYEeCKUX MeTallepKapuil JaloT Hava-
JIO TEHEPATUBHBIM KJIETKaM, KOTOPBIE TIPUCTYHAIOT K
apobaenuto (Irwin et al. 2003). IIpusHanue epBUY-
HOM JIMKCEHWW y MPOTOTPEMATON, TAKMM 0GPasoM,
BJI€YeT 32 c00O0i ¥ TPU3HAHWE TOTO, YTO JUYMHKA
MIPOTOAUTEHEH, B OTJINYME OT IMPOTOACHUAOTACTDEH,
IO KaKOW-TO TIPUYMHE CTAH JOCTUTATh B MOJLTTIOCKE
IIOJIOBO3PEJIOTO COCTOSIHUS, & 3aTeM IEPEILTH K Tap-
TEHOTEHE3Y.

Cospemennbie Parvatrema ¢ TapTeHOTEHETH-
YECKVMM METAallePKapUsIMU JAl0T HaM HEKOTOPOe
TIpeJicTaBJeHre O BO3MOXKHOM ITepBUYHOM JIOKaIHU3a-
WU TIPOTOAUTEHEH — DKCTPAIaJUINATBHAS TIOJOCTh
MOJLTTIOCKOB, T. €. TIPOCTPAHCTBO MEXAY PaKOBUHOM
¥ MaHTHeHN. 371eCh CO3MAI0TCS GIATONPUATHBIE YCIIO-
BUA [ IEPBUYHOTO cuMOMO03a (KOMMEHCAIN3M) C
MOJITTIOCKOM — 3aII[Ta OT BHEITHEH CPefibl, JOCTATOK
mumy  (GakTepuM, CIyIMBAOIUICS MaHTUNHBIHA
3IUTEJNH, TONAAIIUN B 3KCTPANA/LINAIbHYIO T10-
JIOCTB JIETPUT) U OTCYTCTBYE MMMYHHBIX PEAKITUI CO
cTopoHbl x03ssuHa. O6UTaHWE B CTOJb KOM(POPTHBIX
YCJIOBHSIX MOTJIO TIOCIYXHUTHh CTUMYJIOM y repmad-
POAWTHBIX TPOTOAWTEHEN I Tepexofa K Mmapre-
HOTeHe3y, a B JajbHeleM — U K (OPMUPOBAHUIO
HECKOJIPKUX TeHepaluii IIapTeHUT, YTO IMEET MECTO
y mapTeHOTeHeTUYECKUX MeTatepkapuii Parvatrema.
Kak ommceiBasioch B pasaene 1.3, mapreHOreHeTH-
YyecKye MeTallepKapuu pasHbBIX BUAOB Parvatrema
IEMOHCTPUPYIOT LEJbIN Ppsll TEepPexXofoB OT KOM-
MEHCATN3Ma B JKCTPANAJUIMAIBHON MOJIOCTH [0
SHIOMAPA3UTH3MA B OPTaHax BUCIIEPATHHOTO MEIIKA
MOJLTIOCKA-X03sinHa. He HCKIII04eHo, YTO CXOMHBIN
IyTb MPOIILIX U TIPOTONTEHEN.

[TosiBnieHMEe B KM3HEHHOM IIMKJIe TIPOTOAUTeHeN
I[EPKapUU TOXKE He OTHOCUTCS K YUCILY JIETKUX IS
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obbsicuenus. CoracHo Tmrenuuckoi (1968) B oxHo-
XO3SIMHHOM IIUKJIE TIPOTOUTEHEN HA ITAIE OCBOEHUS
VMU MOJLIIOCKa—TIEPBUYHOTO XO35MHA NMETO MECTO
Yepe0BaHuUE TAPA3UTUIECKOTO ¥ CBOOOIHOKMBYIIIE-
ro TokosieHuit. IIpu 3ToM 06a OHM OBLIN TIPeACTaB-
JieHbI TepMadPOIUTHBIME 0co0siMK. B maspHelinem
Mapa3UTUPYIOIee B MOJUIIOCKE TIOKOJIEHVE TIEPEIILIO
K mapreHoreHe3y. IlapTeHUTHI NpOU3BOAWIN SIiiIIa,
KOTODBIE TIOTIA/IaJI BO BHEIIHIO CPEMY; U3 HUX BBI-
JIYIUISIACh JTMYUHKA, KOTOPask 3aTeM IIPEBPAIaIach
B CBOOOJHOXKHUBYIIYIO TIepMadpPOIUTHYIO 0CO0b.
3aTeM MapTEHWUTHI MEPENLTH K XUBOPOXKIECHUIO, U B
HUX CTaJIM He GOPMUPOBATHCS SIUIA, 2 PA3BUBATHCS
suauHKd. OHU-TO ¥ BBIXOAUJIA BO BHEITHIOK CPEY
1 TIpeo6pa3oBaAICh B XO7I€ TOCTIEAYIONIEH 9BOIOIN
B nepkapuii. CBOGOAHOKUBYIINE 0cO6U TepMadpo-
JUTHOTO TIOKOJIEHWS] MOTJIY 3arJIaTBIBATHCS METKUMMU
Teleostomi, MoCTeNIEHHO OHU CTaIN KUNIEYHBIMU I1a-
pasuTaMu U IPEBPATUINCH B MapuT. Kputuyeckumu
IIYHKTAaMU B 3TOM CIIEHAPUHU IIPECTABIISIETCS HAJIU-
yre CBOOOIHOKUBYIIETO TePMA(PPOAUTHOTO TIOKOJIE-
HUS ¥ €T0 TOCTIEAYIONINi epexo/] K 9HI0Mapa3uTH3-
My. Heo6xoaumMocTh coxpaHeHusi TepMadpPOAUTHBIX
ocoGeit Moriia OBITH OGYCIOBJIEHA TOSBICHUEM
MIAPTEHOT€HETUYECKUX TIOKOJIEHUH, MACCOBO OTPOXK-
JIAIOIUX TEHETUYECKH OTHOPOIHOE TIOTOMCTBO. B Ta-
KOM clly4ae coxpaHeHune aM(bUMUKCHCA Y OJHOTO U3
[TOKOJIEHUH CTAaHOBUTCS TapaHTHEl OT MHOpUAMHTA
(Galaktionov and Dobrovolskij 2003).

Heckosmpko OTIWYAIONIUAICSI OT BBIIIEN3I0KEH-
HOTO CIIEHADUI DBOJIIOIMHN TPEMATON IPEIOKIII
Tu6con (Gibson 1987), ocHOBBIBasiCh Ha aHAIN3€
MOPGhOIOTUIECKUX TIPU3HAKOB U KU3HEHHBIX IU-
KJIOB COBPEMEHHBIX aureHeit. OH TPEATIOTIOKII,
YTO TIOCJIE BOBJIEYEHUs B KU3HEHHBIN I[MKJ IIPO-
TOTPEMATO/] MOJLTIOCKA, ACHUAOTACTPEN TUBEPTH-
poBasiu paubiie aureneir. O6a TakcoHa mpuoGpenu
MTO3BOHOYHOTO XO35MHA HE3aBUCHMO M B Pa3HOE
BpeMs (acmMIOTacTped PaHbIle), HO U B TOM, U B
IPYTOM CIy4ae 3TO OBLIM MOJLTIOCKOSIAHBIE PHIOBI
(Chondrichthyes y actiumoractpeii u Teleostei y nu-
reHeit). Y mporoaureHeil peiObl 3arjaThIBal MOJI-
JIIOCKa C pa3BUBaBlIelicss B HeM TrepMadpoauTHON
0co6bi0 (Gyaymneit MapuToil), KOTOpast MOCTENEHHO
aIalITUPOBATIACH K TIAPA3UTUPOBAHUIO B KUIIEUHUKE
PpbI6BL. V13 IPOM3BOMMBIX €10 SAUI] BBUTYILISINCH T10-
JOGHBIE MUDAIIAANIO TUYUHKH, KOTOPbIE TOTAJIAJIN B
MoJLTIOCKA. VI3 TMYUHKY BHIpacTaia B3pocaas 0Co6b,
KOTOpasi MOCTENEHHO IEPENIa K XHUBOPOXKIEHUIO.
B a0l 0co6M pasBUBAIOCH MHOTO FOBEHVIBHBIX
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MAapWUT, YTO CYNIECTBEHHO IMTOBBIMIAJIO YCIIEX TPAHC-
MECCHH, TIOCKOJBKY BMECTO OJHOM MapUTHI B PHIGY
TOTIAZIAJI0 CPa3y HECKOJbKO. JTU I0BEHWIUU CTAJU
BBIXOJIUTH M3 MOJUTIOCKA M I HAYAJO IepPKApUU.
[ToueMy OHU CTajIM 9TO JeJaTh, OCTAETCS HEOODBSIC-
HEHHBIM, U TT0J06PaTh MPABAONOAOOHBIN ClIeHAPWIA
7L BTOTO COOBITUST HETTPOCTO. B cxeme cobBITHIA 110
Tuuenuuckoit (1968) aTo ompeznensiioch TeM, YTO
CYIIECTBOBAJIO CBOGOAHOKUBYIIEE TepMapPOAUTHOE
MOKOJIEHUEe, JTUYMHKAMM KOTOPOTO M OBUIM TIPOTO-
IepKapuu.

Ecivi IpUHSITD, UTO JUKCEHHBIH IIMKJT GBI TPUCYII]
o01IeMy IIpeKy acIUAOracTpeii u aurereit (co BceMu
BBITEKAIOIVIMU 13 3TOTO HESICHOCTSIMU — CM. BBIIIE B
HACTOSIIIIEM pasfiesie), TO, HAUWHAs C 3TOT0 MOMEHTA,
MAJbHEMIINI X0J| 3BOJIIOLWN IUTeHel MOXXeT OBITh
uHTepnperupoBad mo I'mbcony (Gibson 1987), Ho
yKe B paMKaX KOHIermu «vertebrate first>. IToarto-
My psifi cTOpOHHUKOB 910l KoHuemuu (Cribb et al.
2001a) 4aCcTUYHO IIPUHUMAET IIPEAJIOKEHHBIA Tubco-
HOM CIIeHapUil KaK BO3MOXKHBIM BapUAHT 3BOJIOINU
IUTeHe! Ha OCHOBE MEPBUYHOTO AWKCEHHOTO ITMKJIA
(Cribb et al. 2001a). ITpu sTom Kpu66 ¢ coast. (Cribb
et al. 2001a) oTMeuaOT, YTO TPAKTOBKA MOSBJIECHUS
IepKapyy B PaMKax 9TOM KOHIENIIUU OCTAETCS MPO-
6J1eMOI, KOTOPast IOCTATOYHO JIETKO TIPEOI0JIEBAETCS
B pamkax rurotessl «mollusc firsts.

CrpaBeyIMBOCTY paayl OTMETUM, YTO CIIEHAPHIA,
npenyoxenusnii  [wHenmuckoir  (1968), BummMMO,
OCTAJICS JIJIT YYACTHUKOB MUCKYCCUU HEU3BECTHBIM
(cchuTKM Ha 9Ty paboTy OTCYTCTBYIOT), XOTS aHTJIN-
CKUI IepeBo;T ee MOHOTPadUsi, B KOTOPOI OH U3JI0XKEH,
uszas B 1988 1. (Ginetsinskaya 1988). Kaxoii 651 To4-
KM 3peHust Ha (hOPMUPOBAHUE TIEPKAPUU B IIUKJIE [TU-
reHel HU TPUAEPKUBATHCA [I0POOHEE STOT BOIIPOC
oxapakrepuzoBan B Dobrovolskij and Galaktionov
(2003) u Galaktionov and Dobrovolskij (2003)], ner
COMHEHHI B TOM, YTO €€ IIPHOOPETEHNE CTAJIO BTOPOI
(Tocsie CTaHOBJIEHUS TIAPTEHUT) BAXKHEWIeld BeXOi
Ha IIyTy 3BosoIM aureHel. C IosIBJIeHUEM IlepKa-
pUM TPUHIWINAIBHO YBEJNMYIINCH BO3MOXKHOCTU
IUTeHel K AUCTIEPCUN, TOTMYECKOH, TeorpapuIecKoi
¥ TocTasIbHOM paxuaruu (cm. 1.2. u 2.1.).

3.3. IlosBIeHHE BTOPOTO MPOMEKYTOYHOTO XO3HHA

B uem cxosTCS IPAKTUYECKH BCE MCCIEI0BATE-
JIF, TIBITAIOIIMECS BOCCO3AATh SBOJIONMIO KU3HEH-
HBIX ITUKJIOB TUTEHEH, TaK 3TO B TOM, UTO TOSIBIEHUE
B IIUKJI BTOPOTO TPOMEXYTOYHOTO XO3SMHA — CYTh
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Ho3/Hee PUOOPETEHNEe, U TPOU3OIIIO OHO Ha 6ase
JIMKCEHHOTO IUKJIa CO CBOOOIHOI BO BHEIIHEN Cpejie
nepkapuenono6Hoit muunnkoii (Tuuenunckas 1968;
Pearson 1972; Gibson 1987; Cribbetal. 2001a,b, 2003;
Dobrovolskij and Galaktionov 2003; Galaktionov
and Dobrovolskij 2003). Cuenapuu majpHEAIIMX
cobOpiTuii nmpearaorca pasusie (Cribb et al. 2003),
HO He BBI3bIBaeT COMHEHUsI, YTO, II0 KpaiiHell Mepe, y
Diplosotomida u Plagiorchiida mporecc ator nmpouc-
xoxun HezaBucuMo (Cribb et al. 2003; Dobrovolskij
and Galaktionov 2003).

Ilns Bcex copeMenHbix Diplosotomoidae wu
Schistosomatoidea xapakTepHa akTHBHas HEHETpa-
I[UsT TIepKaprell BTOPOrO MPOMEKYTOYHOTO XO35SUHA
(TT0O3BOHOYHOTO KMUBOTHOTO) M OTCYTCTBHE Yy MeTa-
IepKapuy CJIOKHOW MHOTOCHOWHOU ImcThl (lamak-
THOHOB U Jlo6poBosbekuit 1998). CooTBETCTBEHHO,
y LlepKapuu HEeT IIUCTOTEHHBIX XKeJie3 (CHenuantu3u-
POBaHHBIE IUTOHBI TETYMEHTA), XaPAaKTEPHBIX [IJIst
GOJIBIIMHCTBA JINYMHOK IIarMopXuuf. SIcHocTH B
BO3MOXKHOM MOCJIETIOBATEIHBHOCTH COOBITUH, KOTOPAs
TpUBeJIa K MOSIBJIEHUIO V AUILIOCTOMOUIEN BTOPOTO
MIPOMEKYTOYHOTO XO35IMHA HET (CM. AMCKYCCHIO B
Cribb et al. 2003). Cormacto passuBaemoit Kpu66om
¢ coasr. (Cribb et al. 2003) rumorese, coBpeMeHHbIH
BTOPOW TIPOMEKYTOUHBIH XO3SIMH HEKOTAa OBLT
OKOHYATETbHBIM, B KOTOPOTO aKTUBHO BHEIPSIINChH
I[ePKapUENONOOHbIE INYMHKY. 3aTeM HaJl HUM <«Hal-
CTPOUJICSI» COBPEMEHHBIN IeUHUTUBHBIA XO0351-
VH — XWIIHUK, B PAllMOH MTUTAHUS KOTOPOTO BXOMUJ
nepBUYHbIN neduHUTHUBHBIN x03suH. [locTemenHo
B 3TOTO XWIIHUKA IEPEHECINCh 3aKII0YUTETbHBIE
sTamel  MopdoreHesa Maputbl (MapUTOTOHUS), a
B CTaBIIEM BTOPBIM IIPOMEKYTOYHBIM (TIEPBUYHO
neOUHUTUBHOM ) XO35MHE CTAJU IPOXOIUTH TOJBKO
ero 6osiee paHHUE STATIB — COOCTBEHHO MOP(OTeHe3
MeTallepKapui. JTOT CLIEHAPUIl IIPEIIIONaraeT, YTo
BTOPUYHBIH [e(DUHUTUBHBIN XO35UH HE3aBUCHMO
BKJIIOYAJICS B sKu3HeHHbIN nuk y Diplostomoidea u
Clinostomidae (Schistosomatoidea) (Puc. 2).

IMosiBneHre TMMOMOOHONW TPAKTOBKM CBSI3aHO C
TOTIBITKOR 0OBSCHUTD TOT (DAKT, YTO CPETH OKOHYA-
TEJIBHBIX X03sieB coBpeMeHHbIX Diplostomoidea u
Clinostomidae HeT BOIHBIX ITO3BOHOYHBIX, TOJBKO
HA3eMHBIE MJIEKOIWTAIONIME ¥ TTHIBL. B TO Xe
Bpemsi Aporocotylidae u Spirorchiidae (Schisto-
somatoidea) — KpoBemapasuThl PbI6 U BOIHBIX
Yyepemnax, T. €. JKUBOTHBIX, (POPMUPOBaHUE KOTOPBIX
HPOMCXOAMIO Ha GOJiee PAHHUX HTANAX HBOJIOIMU
[I03BOHOYHBIX. Buasl Schistosomatidae sapaxaror
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[PEUMYIIECTBEHHO HA3EMHBIX MJIEKOMUTAIONINX U
nTull (pefKo — PENTWINii), HO KOTOPbIe PETYJISIPHO
HOSBJISIIOTCS B BOJIOEMAX, TJI€ ¥ MIPOUCXOIUT UX UH-
Ba3UpPOBaHUE.

Bce mpezcraBuTein 6a3ajbHOTIO IO OTHOIIEHHIO
k Diplosotomoidae u Schistosomatoidea TakcomHa
Brachylaimoidea (Puc. 2) — mapasuThl HazeMHBIX
MO3BOHOYHBIX, U TOJbKO IIMKJIbI MPENCTaBUTENEN
Leucochloridiomorphidae cBsizasbl ¢ BogHO# Cpemoii.
Y HuX cOXpaHWIach CBOOOMHOILIABAIONIAS IEPKa-
puisi, KOTOPask TPOHUKAET B BOAHBIX K€ MOJLIIOCKOB,
IJle U JOCTUraeT WHBA3UOHHOTO COCTOSTHUS. Y BCEX
e ocTajbHbIX Brachylaimoidea poas mepsoro mpo-
MEXYTOYHOTO, a ipy Hasmyuuu (y Brachylaimidae) u
BTOPOTO TIPOMEKYTOYHOTO X0351€B UIPAIOT Ha3eMHbIE
mosumiocku (cM. 2.1.). Kpu66 ¢ coast. (Cribb et al.
2003) mpeamnosarailoT, 4TO MEPBUYHBIMU IebUHU-
TUBHBIMU X035I€BAMU 9THUX JUTEHEH ObLIN MOJLTIOCKU
(coBpeMeHHBIE BTOPBIE IIPOMEXKYTOYHBIE XO35€BA),
3aTeM MPOM30ILIA «HAJCTPONKA» HOBOTO XO3sIMHA —
MOJLITIOCCKOSITHOTO XUIIHUKA (TETPAIO/bI ), KOTOPHIN
U cTaj 3aTeM Ae(UHUTHBHBIM XO3SIMHOM.

ABTODBI BBIIIENPUBEIEHHONW THUIOTE3BI CTAHOB-
JIEHUsI KU3HEHHBIX [uKJI0B Diplosotomida camu
[PHU3HAIOT €€ YA3BUMOCTh U TIPUBOMAT TPU TPYIAHBIX
(mns o6bsicHeHUs B ee pamkax) acmekrta (Cribb et
al. 2003). TocTaTOYHO CJIOXKHO IIPEICTABUTDH IEP-
BUYHOCTh MOJITIOCKA B KauecTBe Ae(UHUTHBHOTO
xo3siuHa Brachylaimoidea, yuwrbiBast, uto y Bcex
OCTaJIbHBIX JUTEHEH 3Ty POJIb UTPAIOT TIO3BOHOYHBIE,
HeobxomuMo TIPEANONIOKUT, U TO, Y4TO y obIe-
ro mpexka Diplostomoidea u Schistosomatoidea
IOBeHWJIbHAsA cTaaus (MPOTOIEpKapus) aKTUBHO
NPOHUKAJA B TKAHW IMO3BOHOYHOTO XO3SIMHA, I0-
CTUTaJa TaM TIOJIOBO3PENIOCTH, a IPOU3BEIEHHbIE
€0 sIiila KaKMM-TO 00pPa3oM BBIBOAUIUCH HAPYKY.
OnHAaKO HUKAKUX CJIEA0B TAKOTO IIUKJIA He OCTAIOCh.
Ongarh XKe, €CaIW AUKCEHHBIH KM3HEHHBIM MK
KPOBETapa3suTUIECKUX JUTeHel (CXOIHBIX C COBpe-
MeHHBIMA Aporocotylidae) cTan TpUKCEHHBIM, TO
HOYEMY CPE COBPEMEHHBIX Ie(DUHUTUBHBIX XO35I€B
Diplostomoidea u Clinostomidae HeT ppi6?

JIt0GOIBITHO OTMETHUTH, 4TO, (DOPMYJIUPYSI CBOIO
runotesy, aBTopsl (Cribb et al. 2003), Bompexu cBo-
UM COOCTBEHHBIM TPEICTABICHUSIM O IEPBUYHOCTH
IVKCceHMH y obimero mpenka Trematoda, mcxompsar
M3 TIEPBUYHOM MOHOKCEHUH TIPOTOAUTEHEH, T. €. 1Mo
CYTH BCTAIOT HAa TOYKY 3peHMsi TumoTe3n «mollusc
first>. B IpOTMBHOM CJyd4ae OCTaeTcs IPU3HATD, 9TO
TEPBUYHBINA JIe(UHUTUBHBIM XO35TMH IPOTOAUTEHEN



T'nasa I1. DBoumorus Tpemaron

ucue3 (BIMED?), IIUKJI BTOPUIHO CTAJI MOHOKCEHHBIM
C OJTHUM MOJLTIOCKOM-XO3IMHOM, @ 3aTEM YK€ TIOTLIH
IIpoLeccH B paMkax crieHapus Kpu66a ¢ coasr. (Cribb
et al. 2003). Takoi xo1 COOBITHIT HUKAK HE BBITJISAAUT
MaKCHUMaJIbHO 9KOHOMHBIM, HO OH JIOITyCTHM.
Bo3MmoxHbBIl ambTepHATUBHBIN CI[EHADUN TakKKe
He JIWIIEH <«y3KUX» MECT, U 37IeCh He 060UTHCh 6e3
TIPE/TIOMOKEHNST O PAHHEM 3aMEIEHUH MEPBUYHBIX
neOUHUTUBHBIX X03s1€B (KaKuXx-To peBHUX Teleosto-
mi) TeTpamosaMu, IpUYEM B PaMKaX KaK THIIOTE3bI
«vertebrate first», tTak u <«mollusc first>. B xozme
(bopMUPOBaHUST TPUKCEHHOTO JXKM3HEHHOTO IIUKJIA
Diplostomoidea u Schistosomatoidea uepkapuemno-
JOOHbIE TNYNHKY MOTJIY TIEPBOHAYAIBHO OCENATh Ha
MEJIKUX PbIOaX, KOTOPHIMU IIMTAIUCH GoJiee KPYHbIe
XUIHUKY. JINYMHKYA TEPBOHAYAIBHO 3a0UPAUCh
MOZl YEellyi0 WM B CBSI3aHHBIE C BHENIHEH Cpemoi
TIOJIOCTH TEJTa, 3aTeM CTAJIU TPOHUKATH B TIOKPOBHbIE
TKaHW. B ZaHHOM ciy4ae BTOPOHM IPOMEXYTOYHBIN
XO3SIMH «BCTaBUJICSI> B IIEPBUYHO AUKCEHHBIN IHKL,
YTO CIMOCOOCTBOBAIO WHTEHCU(UKANUU Tpodude-
CKOM TPaHCMUCCUM TAPA3UTOB M CAEJNAIO BO3MOXK-
HBIM MTEPEXO]I K MCIOIb30BAHUIO B KAYeCTBE AeuHI-
TUBHBIX X0351€B HA3EMHBIX PHIOOSIHBIX TETPAIIO,
IIpucymuii KposemapasuTudeckuM Schistoso-
matoidea AWKCeHHBIN >XKU3HEHHBIH IMKJI B TaKOM
ciTy4ae BO3HUK BTOpPUYHO Ha 6ase TpukcenHoro (La
Rue 1957; Shoop 1988; Combes 1991b; T'aaktroHoB
u Tobpososbckuit 1998). B murum Aporocotylidae,
Spirorchiidae u Schistosomatidae 1epkapust craja
MIPETEPIIEBaTh MPOT€HETUYECKOE PA3BUTHE B KPOBU
BTOPOTO TPOMEXYTOYHOTO X03smHA. Ha BBICOKYIO
BEPOATHOCTH MOAOOHOT0 XOMa COOBITHI YKA3bIBAET,
B TOM YucCJe, cnocob 3apaskeHus Ae(UHUTHBHOTO
XO35IMHA, TPUCYIIUN COBPEMEHHBIM ITMCTOCMATOM-
ZiesiM — aKTMBHAs TIEPKyTaHHAS TeHeTpanus. Takum
06pa3oM OCYIIECTBIISIETCS 3apaskeHre BTOPOTO TPO-
MEXYTOYHOTO XO3SIMHA Y MHOTHX JIUTEHEH, BKII0YAs 1
cectpuHckuii Aporocotylidae takcon Clinostomidae,
HO HUKOT/a He Je(UHUTUBHOTO X03smHa. Ilepexop
OT MapasWTU3Ma JUYUHKM B MOKPOBHBIX TKaHSAX U
MYCKyJIaType BTOPOTO MPOMEKYTOYHOTO XO3SMHA K
KPOBEMapa3uTU3My He BBITIAIUT (DAHTACTHYHBIM.
ITpu ocBoeHUM Takoi 60raToii MOHOMEPAMM CPEIbI,
KaK KPOBb II03BOHOYHBIX, OTIIaJIa HEOOXOAUMOCTh B
JIOTIOJTHUTEIBHOM 9HEPTETHYECKOH MoIKauKe Ha (aze
Maputhl. KpoMe TOro, akKTHBHOCTH IIO3BOHOYHOTO-
BTOPOTO TPOMEKYTOYHOTO XO3sIMHA BIIOJHE obectie-
YKMBaJa JUCIIEPCUIO TTAPa3UTOB. B KOHYEHOM mTOTE
yruyGJIeHve aanTaliii K TUTAHWIO KPOBBIO IIPUBEJIO
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K yTpare [eUHUTUBHOTO X035 MHA (KaK ajIbTePHATH-
Ba OH MOT BBIMEpeTh B xojie Toro xe K-T-mepexozna
WIN paHee), a eTO POJIb CTAJl UTPATh BTOPOU IIpOMe-
JKYTOYHBIN X0351H, B KOTOPOM Ha OCHOBE TIPOTeHe3a
crasa GOpMUPOBATHCS OIOBO3PEast 0COOb.

Ecsu He paccMaTpuBaTh MOJLTIOCKOB KaK TIEPBUY-
HBIX fe(UHUTUBHBIX X0351eB Brachylaimoidea — Tak-
COHA, KOTOPbIH TO3MIMOHUPYETCS KaK OasaJbHBIA
cpenu gurmoctomuz (Cribb et al. 2003) (Puc. 2), To
OCTaeTCs TIPEATIONOKUTD, YTO Y HUX TaK JKe, KaK U
y Diplostomoidea u Schistosomatoidea, mepBuumbIii
neUHUTUBHBINA X0351MH ObLJT yTPaY€eH U €0 BIOCJIE-
CTBUM MOJIHOCTHIO 3aMECTHIY HA3eMHbIE TETPAIIOBL.
CoBpeMeHHbIE BTOPHIE IIPOMEKYTOUHBIE XO3s€Ba
OpaxuIauMOMIEN — MOJLTFOCKH — BKJIFOUUIIUCH B [IMK-
CEHHBIH MUKJ MPEAKOBBIX (JOPM HTOTO TAKCOHA, T10-
BUIMMOMY, /IO 5TOTO 3aMelenusi. Ha 510 ykasbiBaioT
xusHerHble 1UKIbl Leucochloridiomorpha, B koTo-
PBIX POJIb BTOPBIX TIPOMEKYTOYHBIX XO35I€B UTPAIOT
[IPECHOBOZHBIE IleHOTacTpomnoasl Viviparidae. 3a-
METHUM, YTO BO BTOPOTO MPOMEKYTOYHOTO XO3SMHA
nepkapun Leucochloridiomorpha u Brachylaimidae
MPOHUKAIOT Yepe3 Hapy KHBIE OTBepCTHs (MOJI0BOE
OTBEPCTHE, MOYEBOIA My3bIPb) WJIM YE€PE3 MAHTHUIO U
JIOKAJIU3YIOTCS B TIOJIOCTU STUX OPTAHOB W B Pa3-
JIMYHBIX y9YacTKaxX reMmoless (mepukapi, IOYKH).
ITO, CKOpee, HATOMUHAET HAYaIbHbIE TAIBI OCBO-
eHUs X03MHa, CXOAHBIE JI0 ONpPeAeJeHHON CTeneHn
¢ HaOJIIOIAEMBIMU Y JIMYUHOK SXMHOCTOMAUTHUL (CM.
Hmke). Ecam 6Bl MOJLTIOCKH OBbLIM TI€PBUYHBIMU
nebUHUTUBHBIMYU X03s€BaMK OPaxuIanMOUzel, TO
ce10Basio Obl OKUAATH GOJIBIIYIO CIIEIUATH3AIIIO
K IMPOHUKHOBEHUIO U CYIIECTBOBAHMIO B HUX Iapa-
3UTOB.

HexkoTopoe mpeacTaBieHne O TEPBUYHOM JIUK-
CEHHOM IVIKJIE U TIyTSIX BOBJIEYEHUsSI B HETO BTOPOTO
MPOMEKYTOYHOTO XO3SIMHA JAl0T HAM COBPEMEHHbIE
npencrasutesu Bevisiculidae u Azygiidae (Gibson
1987; TamaktuonoB u JoGpoBosbekuii 1998). dtu
ceMeifcTBa BXOMAT B TPyINIy OasalbHBIX TaKCOHOB
JUTeHed, XOTsi ¥ O0JAZA0T MHOTMMH YepTaMu
BecbMa ry6Gokoit creruanusaruu (Gibson 1987;
Galaktionov and Dobrovolskij 2003), B ToMm uucie
U B CTPOEHUH MX IUCTHIEPKHBIX I[ePKapuii, KOTO-
phle PEATU3YIOT CTPATETHI0 MOAPAXKAHUS A0OBIYM
(Mumetusm) (cM. 1.2.). OKOHYATETBHBIMU X03si€Ba-
MU MHOTUX Azygiidae ciysaT XUIHbIE KOCTHCTHIE
poIOBI U dma3sMobpanxun. HermomoBospeabx Maput
00HApYKMBAIOT B MEJKHX PbIOAaX, KOTOPbIE OXOTHO
3arJIaThIBAIOT MUMETUPYIOMMX KPYIHBIX II€PKapUi.
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He wckoueHo, 9TO MMEHHO 3TU PHIOBI W ObLIA
TIEPBUYHBIMY XO35€BAMU a3UTHUJI, & KPYITHBIE XUII-
HUKHU <«HAJICTPOWINCHY To3/IHee. [lomanaBiiie B HUX
BMeCTe C TIUIIENH MAapuThl CTAJIM BBDKUBATH U pas-
MHOKaThCsSI B HOBOM XO3SIMHE, TOT/[A KaK TPEKHUI
NeOUHUTUBHBIA XO3AWH TPEBPATUIICS BO BTOPOTO
IIPOMEKYTOYHOTO.

B npoTtuBopeune ¢ 3T0¥ TPaKTOBKOM BCTYIIA€T TOT
(akT, 4TO Y XOpOIIO U3yYeHHOM Azygia lucii K Mo-
JKET MPOXOAUTH KaK C yIaCTHEM MEJTKUX TTOEAATONINX
1iepKapuii pbib, TaK U HANPSMYIO, TIPY MOEaHUH TeP-
Kapuii MoJIogbio0 Iryku uian gococs (Odening 1976).
IIpu 5TOM B MEJKUX PHIOAX MOJKET TIPOXOAUTH HEKO-
TOPOE Pa3BUTHE 3aTIOYEHHBIX UMY TiepKapuil. OnHa-
KO OHO He OCTaHABJIUBAETCS Ha KAaKOU-TO OIIpe/ie/ieH-
HOM CTaJ[M¥, YTO XaPAKTEPHO JJisi METAIIEPKAPUU BO
BTOPOM TIPOMEKYTOUHOM X03siHe. [loaToMy MesKue
PBIOBI, CKODEE, CIYKAaT MapaTeHUYECKMMH XO3sieBa-
MU a3WTHUJ, & UX BKIIOYEHUE B JKU3HEHHBINA IHKJI
TIPOMCXO/IJIO TyTeM BCTaBKU. Kak mapareHnvecKkux
X0351€B PACIIEHUBAIOT U PHIO, B KOTOPHIX OOHAPYIKH-
BalOT IOBEHUJBHBIX MapuT BuUAOB p. Otodistomum
(Azygiidae), neUHUTUBHBIMY X03sI€BAMH KOTOPBIX
cayxar snasmobpanxuu (Bray and Cribb 2003).
Takum 06pa3oM, BOBJIEYEHKE BTOPOTO MTPOMEKYTOY-
HOT'O XO35MHA B XU3HeHHbIH 1K1 Azygiidae, ckopee
BCETO, MPOMCXOIIIO IIYyTEM «BCTaBKM».

ITOT TMYTh OMHO3HAYHO CTAJl TEHEPATBHBIM TPU
(hopMHUpPOBaHNM TPUKCEHHOTO KU3HEHHOTO IUKJA Y
nureneit miuarnopxunaHoi sersu (Cribb et al. 2003;
Dobrovolskij and Galaktionov 2003). ITocsenosa-
TEeJbHBIE JTAMBl JTOTO TIPOIECCA HILTIOCTPUPYIOT
TIPEJICTABUTENM COBPEMEHHBIX TAKCOHOB ILIATHOP-
xunz. Y supos ceM. Fasciolidae, Philophthalmidae,
Paramphistomatidae, Pronocephalidae, Notocotyli-
dae u zp. epKapuu 1O BHIXOAY U3 MOJLIIOCKA-X035I-
WHA WHIMCTUPYIOTCS Ha TOBEPXHOCTH MOABOIHOTO
cyb6erpata. TIpu aToM i psAa BUIOB TOKa3aHa
BO3MOXHOCTb  CEJIEKIIMHA CyOCTpaToB WHIIUCTH-
pPOBaHUsI — BBIOMpAeTCs TOT CyOCTpaTt, KOTOPBIA C
HanOOJIBIIEN BEPOSTHOCTBIO MOXKET OBITh 3aryioueH
OKOHYATEIbHBIM XO3UHOM: 5TO JICTOBBIE TLIACTHHBI
TPaBSHUCTHIX PACTEHUi, TOBEPXHOCTD TE€JIA BOIHBIX
6ecro3BOHOYHBIX ¥ T.I. Llepkapuu HEKOTODPBIX
Pronocephalidae MHIMCTUDPYIOTCS IO KPBIIEYKOM
MOJITIOCKA-X035IMHa WJIM Ha BHYTPEHHEN CTOPOHE
pakoBunbl o MauTuel (Ilonmumnaes 1976).

¥ npencrasuteneit obmupHoro cemeticta Echi-
nostomatidae HabomaeTcs moiHas raMMa IePexo-
HBIX (JOPM OT MHITMCTUPOBAHUS BO BHEIIHEN Cpere,

K.B. I'nnaxTroHnoB

yepe3 WHIIMCTHPOBAaHUE B CBSI3aHHBIX C BHEIIHEMH
CpeJIoii TIOJIOCTSIX B TeJie KUBOTHOTO (HAMpUMep, B
abepHOI MOIOCTH PBIO) M BILIOTH 0 IIEPKYTAHHOTO
TIPOHUKHOBEHUS B XO35MHA U UHIUCTUPOBAHUS B €TO
TKaHIX. IMEHHO WHITUCTUPOBAHUE B TKAHSIX BTOPOTO
MIPOMEXKYTOYHOTO XO35IMHA U XapaKTEPHO IS BCEX
MPOJIBUHYTHIX TAaKCOHOB muarmopxuuia. OT mpeako-
BBIX ()OPM, KOTOpbIe MHIIMCTUPOBAJIUCH BO BHEIITHEN
cpelle, y JIMYMHOK 3TUX JUTE€HEN COXpaHMICS Habop
TEryMeHTAJIbHBIX KeJie3 (IUCTOreHHBIE, YeXI006pa-
3YIOIIMEe, MyKOUIHBIE ), CEKPET KOTOPBIX UCTIOIb3YET-
cs1 1y1st GOPMUPOBAHUST 0O0JOUEK CIOKHOM IUCTHI, a
TaK’Ke B ITPOITECCE SKCIIUCTUPOBAHUS TIPU TTOTIATAHUT
B Ie(pMHUTUBHOTO XO3sSIMHA.

OCOGHSKOM K OCTAJIbHBIM ILIATHOPXUUAAM CTOST
npencrasutesn Gymnophallidae. ¥ niepkapuii atoro
ceMelCcTBa MUCTOTEHHBIE JKeJIe3bl He Pa3BUBAIOTCH,
a MX MeTalepKapuyd BO BTOPBIX IIPOMEKYTOUHBIX
xo3sieBax (OUBAIbBHSAX, 32 HEMHOIMMH WCKJIIOYE-
HUSIMU) He WHIUCTUPYIOTCS, a aKTHMBHO MUTAIOTCS
¥ pacTyT. YUWTHIBAas TMOJIOKEHWE TUMHOGMAJINL B
rpyiie 6asajJbHBIX TAKCOHOB IJIATHOPXUUI, MOXKHO
MPEOM0KUTh, YTO TPUOOPETEHNE UMM BTOPOTO
MTPOMEKYTOYHOTO XO35MHA ITPOMCXOMUIJIO HE3aBU-
CUMO OT TIPEICTaBUTEJIEH OCHOBHOTO CTBOJIA 3THX
nureneii. [Ipu aToM 111ICTa y HUX HUKOTA He (hOpMHU-
pOBasach, TUYUHKHU IIPHCIOCOOUINCH K aKTHBHOMY
mapasuTHpoBaHuio B OuBambBusix. Ciy4aeB mpore-
He3a MeTallepKapuii THMHOMAJIU]] B JINTEPATYPE HE
OTMEYAJIOCh, YTO MOXKET CJIY>KUTh KOCBEHHBIM YKa3a-
HHEM Ha TO, 4TO OMBAJIbBUM He OBLIN UX UCXOAHBIMU
ne(UHUTUBHBIMU X03s€BaMM, a MX IpHOOpeTeHne
TIPOM3OIILIO MTyTEM «BCTABKU» B TIEPBUYHBIN TUKCEH-
HBIN )KU3HEHHBIN ITUKJL.

Tak ke HE3aBUCMMO OT TEHEPAJIBHOU JUHUHU
IJIATUOPXUH/T TTPOUCXOMUIIO BKJIOUEHWE JOMOJIHU-
TEJbHBIX X035€B B JKU3HEHHBIA LUK OOIIMPHOIO
HagceM. Hemiurioidea. MIHIuCTHpOBaHME JIVMYMHKY
BO BTOPOM IIPOMEXYTOYHOM XO3SIMHE, KaK W B Tpe-
TheM (TIpY HAJTMYKMK) U B TaPaTEHUYECKHX, He TIPOUC-
XOJINT; COOTBETCTBEHHO Y IIEPKAPUil HE Pa3BUBAIOTCS
IUCTOTEHHbIE >Kese3bl. BoBieueHMe BTOPOTO IPO-
MEXYTOYHOTO, KaK W TPETHETO, XO35€B ITPOXOIUIIO
Ha OCHOBe TapaTeHWH. llapaTeHWYeCKWil XO35UH
BKJIIOYAJICS B IMKJ s 0OJerdeHus: TpohUIECKOn
mepenay MePUHUTHBHOMY XO3SMHY, ITOCTENEHHO
OH CTAQHOBWJICS OOJUTATHBIM, M B HEM CTAJIM TIPOUC-
XOINTh ONpEJEIEHHbIE 3TAIbl PA3BUTHUS JUIUHKU
(MopdoreHes MeTaliepKapun ), T. €. IPOUCXOINIIO €TO
TIpeBpallieHre B IPOMEKYTOYHOTO XO3sIMHA.
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TaxkuM 06pa3oM, BKJIIOYEHUE B JKU3HEHHBIH I[HKJT
JIUTE€HEN BTOPOTO TIPOMEKYTOYHOTO XO3SIMHA TIPOUC-
XOJIUJIO He eJMHOBPEMEHHO, ¥ IPOIECC STOT IIEJ He-
3aBUCHUMO B Pa3HbIX (DUIOTEHETHIECKIX JIMHUSIX STUX
mapasutoB. [losBJIE€HWE BTOPOrO MPOMEKYTOYHOTO
XO35IMHA CTAJI0 OJHOM M3 BaKHEUIINX BeX Ha IyTHU
CTAHOBJIEHUS IUTE€HEH, TTOCKOJIbKY MO3BOJIMIO UM B
MoJIHOM 00beMe TepeiiTh K SKCIIyaTauy Tpodude-
CKHUX ceTel, KOTOPBIE CIYXKAT KaPKacOM 3KOCHUCTEM.
Ucmonb3oBanne st 0OecTieYeHus] TPAHCMUCCUU
TIHIIEBBIX CETEH CAENAT0 BO3MOKHBIM KOJOHU3AIAIO
JIUTEHESIMM BCEX TPYII MO3BOHOYHBIX, OOUTAIONINX
BO BCEX TPEX CPeJIax.

3axmouast 0630p PEACTABICHUN O TIPOUCXOXKIE-
HUM JUTeHeN U MyTSX CTAHOBJIEHUS WX KU3HEHHBIX
I[MKJIOB MOYKHO C TIOJHBIM OCHOBAHWEM IPHCOEIH-
HUTHCSI K MHEHHUIO aBTOPOB OJ[HOW U3 TUMOTE3 O (-
sorenvn Neodermata (Cribb et al. 2001a, p. 1009):
«We suspect that the construction of hypotheses may
be relatively simple; their objective testing will be
another matter entirely.»

4. IPAIBEPHI 3BOJIIOI[UU JIUTEHE

4.1. Xo3seBa

Ipucymas nureHesM y3Kasi CIENUGMUYHOCTD K
MTEPBOMY ITPOMEKYTOUHOMY X03s1uHY (cM. 3.1.) cpasy
HABOJIUT HA MBICJIb O BOBMOKHOCTH UX KOCHEIHAITN
C MOJUTIOCKaMH, OMHAKO TIpU ONMKaiilieM paccMo-
TPEHUH 9TO MPEATIONOKEHNE HE BBITIAAUT CTOMD YK
OYEBUAHBIM. AHaN3 6a3 JAHHBIX O MPUYPOYEHHO-
CTH UTEHEH K X0351eBaM TTOKa3aJ, YTO TOaBIISIONIee
GOJIBITMHCTBO COBPEMEHHBIX BHUIOB B KAUeCTBE Mep-
BBIX TIPOMEXYTOYHBIX XO35I€B HCIOJB3YIOT TacTpo-
oz (Gibson and Bray 1994; Littlewood et al. 2001,
2015; Cribb et al. 2002, 2003). 3To MOATBEPAUIO
CYIECTBOBABIIME DPaHee TNPEACTABIEHUS, a TaKkKe
6€eCCIIOpHO I0Ka3ajI0 TEPBUYHOCTh TacTPOIOA Kak
MEePBBIX MPOMEKYTOYHBIX XO035ieB. Bce oCTajbHbIE
W3BECTHbIE B 3TOM KAyeCTBE TAKCOHBI MOJUTIOCKOB
U TIOJUXETHl — Pe3yJbTaT BTOPUYHOU TOCTAIBHOMN
pasipanum.

BTopoit Mo 3HAYMMOCTH TaKCOH, TPEACTABUTENN
KOTOPOTO HCIOJIb3YIOTCA [UTE€HESMU B KauecTBe
MEPBBIX MPOMEXYTOUYHBIX XO351€B, — OUBAJIBBUU.
K sTM MoJuTIOCKaM TIPUYpPOYEHBI ITIPEACTABUTENN
BocbMu ceMeiictB (Aporocotylidae, Bucephalidae,
Gymnophallidae, Tandanicolidae, Fellodistomidae,
Gorgoderidae, Monorchiidae u Faustulidae) (Little-
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wood et al. 2001). DTu cemeiicTBa pacIpeneIeHbl
mo BceMy (UIOTEHETUYECKOMY [PEBY IWTEHEN u
He (opmupyioT enuHoro kiacrepa (Puc. 2). Kpo-
Me TOro, B GOJIBIIMHCTBE ITUX CEMEMCTB, TOMIMO
OGUBaNbBYIA, POJIb IEPBBIX MPOMEKYTOUHBIX XO3SIEB
WTPAIOT U TACTPOIIOBL. ITO TOBOPUT O HE3ABHCUMOM
TOPU30HTAIHLHOM Tepexojie Ha OMBAJIbBUIl B pPaMKax
KaXX/IOTO U3 IepeYrCcIeHHbIX ceMelcTB. ToapKo AJist
Bucephalidae u Gymnophallidae 6uBanbBuu ciy-
AT eTUHCTBEHHBIMHU TEPBBIMU IIPOMEKYTOUHBIMU
X03s1€BaMu 17151 Bcex BunoB. Cyzist IO HOCienHel u3
omybmukoBaHHbIX (Gbumorennii aureHei (Cribb et
al. 2003), aTu cemelicTBa (hOPMUPYIOT CECTPUHCKHUE
TaKCOHBI, YTO TIO3BOJISIET IPEAIOJOKUTH OTHOKPAT-
HBII IIE€PEXOJi C TaCTPOIOJ Ha GuBambBUi MX o0uie-
ro mpenka. Hambosee pasHoOGpaseH KPYr IEPBBIX
MPOMEXKYTOYHBIX X035€B y BUAOB Aporocotylidae,
BKJIIOYAMOINIMN ¥ TacTPONO, ¥ OUBAIBBUI, U IIOJIHU-
xeT. [locnenHue B 9TOM KayeCTBEe U3BECTHBI TOJIBKO
NI HECKOJIBKMX BUIOB 3TOTO ceMeiicTBa (Kaie 1982;
Cribb et al. 2011).

Ha ypoBHe cemeiicTB AureHeil WHOTZAA BBHISIB-
JISIETCSI TMPUYPOYEHHOCTh K KAKOWU-TO TaKCOHOMHU-
YEeCKOI TPYIe TEPBBIX MPOMEKYTOYHBIX XO3SIEB.
OG6BIYHO 3TO TAKCOH BBICOKOTO PaHTa: HATIPUMED,
Lecithodendroidea o6HapyK1MBalOT TECHYIO CBA3b C
npecHoBogHbiMu Caenogastropoda. B To ke Bpemst
mapreHuThl BUg0B ceM. Echinostomatidae passuBa-
tforcst u B Caenogastropoda, u 8 Pulmonata. Cpeau
MUCTOCOM (a3ajbHBIE MO OTHOIIEHWIO K KPOBEMa-
pasuTaM MJIEKONUTAIOMUX TTUYbU IMCTOCOMBI
(Trichobilharzia,  Anserobilharzia,Gigantobilharzia
u 1p.) npuypouensl Kk Pulmonata. IlTuctocombr —
MapasuThl MJIEKOTUTAIOMNX — (POPMUPYIOT OTAETH-
HBI KJIacTep, mpudYeM WHAO-apPUKAHCKUE BUBI
(Schistosoma incognitum, S. mansoni, S. rodhaini,
S. haematobium, S. bovis u 1p.) B KauecTBe Iep-
BBIX IIPOMEXYTOYHBIX XO035I€B TaKKe KCIIOIb3YIOT
Pulmonata (Lymnaeidae u Planorbidae), a Bot Buzst
asmMarckoi Kuaanael (S. japonicum, S. mekongi u np.)
nepenin Ha Caenogastropoda (Pomatiopsidae).
Takum 06pa3oM, B MICTOPHH IIUCTOCOM UMEJ MECTO
MEPEXO/l C IIYJIbMOHTA HAa IOMATHUOICHI, a CPEIu
MyJIBMOHAT — C TJIAHOPOW Ha JUMHEW] B JUHUU
Schistosoma turkestanicum + S. incognitum, a 3atem
06paTHBIN Mepexoj Ha IIAaHOPOU Y OCTaIbHBIX BU-
10B uHIO-adpukanckoii rpymmsl (Snyder and Loker
2000; Morgan et al. 2001, 2002; Attwood et al. 2002;
Lockyer at al. 2003b; Webster and Littlewood 2012;
Brant and Loker 2013). TIpu aToM coBpeMeHHBIE
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IIACTOCOMBI TIPOSIBJISTIOT BECbMa Y3KYIO CIIEITH-
(UYHOCTH K TIEPBOMY MPOMEKYTOYHOMY XO3BSUHY.
IMaprenutsr Schistosoma mansoni u S. rodhaini
[apasuTUPYIOT TOJBKO y BUIOB p. Biomphalaria,
BCe BUIBI Tpynmsl S. haematobium — y p. Bulinus,
Trichobilharzia physellae n T. querquedulae — y
p. Physa (Physidae), a T. regenti u T. franki — y
p. Radix (Lymnaeidae) u T.1.

JTo HACTOAIIETO BPEMEHN U3BECTEH TOJBKO OIMH
[pUMep MPUYPOYEHHOCTH TAKCOHA JUTEHEN YPOBHS
ceMeliCcTBa K OHOMY poAy ractpomop. Peus uzaer o
ceM. Bivesiculidae, HacumTeIBatomem okosio 30 Bu-
10B. Bee cirydan o6HapyKeHWs IAPTEHUT U LepKapuit
STUX [UTE€HEN CBA3aHBI UCKJIIOYMTETBHO C MOJLIIO-
ckamu poga Cerithium. Kpyr oKOHYATETbHBIX XO35I€B
(MOpCK¥e U, pexe, MPECHOBOIHBIE BUIbI KOCTUCTHIX
pbib) mupok, U BUmooOpasoBanue y Bivesiculidae,
CKOpEee BCETO, CBA3aHO C TOPH30HTAIBHBIM ITEPEXOIOM
Ha pasHbIe BUIbI (TPYIIIBI BUAOB) PhIO, a He KOCIEI -
anweii ¢ Cerithium. Ha 310 yKaspiBaeT o6Hapy KeHue
B Ilyspro-Puxo B Cerithium algicola mapreHut u
IiepKapuii YeTbipex pasHbix BusoB Bivesiculidae (Le
Zotte 1954). D10 BpsilL Jii MOXKET OBITh PE3YIBTATOM
IOCJIEIOBATENBHOM IYTIIMKAIIUH, TOCKOJIbKY HET HU-
KaKOTO pasfieJieH¥isi 9KOHUII B X03sIUHE (4TO 0OBIYHO
TIPY CUHKCEHWHN ) — PEIMY BCEX BUIOB MAPA3UTUPYIOT
B MIUIIIEBAPUTEIHHON JKeJIE3€ U TOHAE MOJLIIOCKA.

C BUAaM¥ MOJLTIOCKOB, OOUTAIONINX B 61arompu-
SITHBIX [IJIsI TDAHCMUCCHUU JUTE€HEN CTAaI[VsIX, MOXKET
OBITh CBA3aHO OOJIBIIOE YMCJIO WX BUOB, IIPUHAMI-
JIEKANX (UTOTEHETUIECKU JAIEKUM TaKcoHaM. B
Mouutiockax Melanopsis praemorsae B TpeCHOBOIHBIX
GaccelfHax [0XHOTO CKJIoHa Bosbrmoro KaBkasza u
CBEPO-BOCTOYHOTO ckoHa Mamoro Kaskasa o6Hapy-
JKeH 41 BUJ MAPTEHUT U IlepKapUiA, TPUHAIEKATIX
12 cemeiictBam mureneit (Manador 2010). B mou-
sockax Littorina spp. u Hydrobia spp. Ha mobepexbe
mopeit CeBepHOU ATJAaHTHKU 3aperdCTPUPOBAHBI
26 BunoB aureHeit u3 9 cemeiicts 1 31 Bug us 13 ce-
MmeticTB cootBeTcTBeHHO (lasmaktuonoB 2016). Ilpu
5TOM GJIM3KHE BUABI OJJHOTO POJIa MAPA3UTUDPYIOT U B
TeX, U B IPYTUX MOJLIIOCKAX, Harpumep, Cryptocotyle
lingua, Himasthla elongata, Microphallus similis — B
Littorina spp., a Cryptocotyle concava, Himasthla
continua, H. interrupta, Microphallus claviformes — B
Hydrobia spp. CliCOK 9TOT MOXET OBITH POIOJIKEH.
3/ech Takke OYeBUIEH TOPU3OHTAIIBHBIN TIEPEXO] €
OJTHOTO TIEPBOTO MTPOMEKYTOYHOTO XO3sIMHA HA JIPY-
rOr0, YTO MOTJIO TIOCTYKUTh OCHOBOM JIJIs1 BUZOOODa-
30BaHUsI, TOCKOJIBKY KPYT BTOPBIX ITPOMEKYTOYHBIX
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¥ OKOHYATEJIHbHBIX XO035€B Yy MEPEYUCIEHHBIX BBIIIE
BUJIOB TUTEHE BO MHOTOM MEPEKPHIBAETCS.

Bce BrImeckasaHHOE CBUIETETBCTBYET O TOM,
YTO IPU BCel Y3KOH CHenu(pUIHOCTH K IIEPBOMY
IIPOMEXYTOYHOMY XO3SIMHY KOJIOHU3AIUS 3THX XO-
351€B B XOjIe 9BOJIIOIUY AUTEHEH MPOUCXOANIIA TIpe-
MMYIIeCTBEHHO ITyTeM TOPU3OHTAJIBHOTO IIePEeX0fia.
ITpotecc aTOT 1aseko He OMHOMOMEHTHBINU. X OPOIIIen
WJLTIOCTPAIiedl MOKeT ObITh MCTOPHS KOJOHU3AIN
mucrocomamu  IOxuO# Amepuku. AdpukaHckue
IIACTOCOMBI 3aHOCUJIKCH TyZa BMECTE C TPUOBIBAIO-
VMY Ha aMePUKAHCKUH KOHTUHEHT a(ppUKaHCKUMU
pabamu mpumepto ¢ XVII mo XIX Beka (Després
et al. 1992). 3a aro Bpemst B IOxHO#t AMepuKe pac-
IpocTpaHuaach S. mansoni, Ho He S. haematobium.
CBs13aHO 9TO KaK pa3 C MEPBBIM IIPOMEKYTOUYHBIM XO-
3ssuHOM. B IOHOIT AMepuKe TapTeHUTHI S. mansoni,
KoTOphle B AdpuKe Mapa3uTUPYIOT B MOJLTIOCKAX P.
Biomphalaria, cranu pasBuBaThCs B 10)KHOAMEPUKAH-
cKoM B. glabrata, a Bot Mosutiocku p. Bulinus, xoto-
pbie B AdpuKe CIyKaT TIEPBBIMU IIPOMEKYTOUHBIMU
xossieBamu S. haematobium, B IOxHOII AMmepuke
OTCYTCTBYIOT. 3a TepUo pabOTOPrOBJIH, KOTAA OCY-
LECTBJISIICS UHTEeHCUBHBIN 3aHOC S. haematobium u3
Adpuxnu B IOxHYI0O AMEpPUKY, 3TH IMIMCTOCOMBI TaK
M He CMOIJIY TIPUCIIOCOOUTHCS K TAapasuTUPOBAHUIO
B KaKMX-JMOO MECTHBIX MOJLTIOCKAaX. DTO yAAJIOCh
caenath muctocomaM B Oro-BocrouHoit Asuu, HO
3a 3HAYMTENBHO 6OJiee MPOTSKEHHBIH BpPEMEHHOU
nepuoz (cMm. 4.3.).

Bce oxoHuaTesbHBIE X03s€Ba AWTEHEH (ecau He
6paTh B pacyeT PEIKHX CIyYaeB IMPOTEHETHYECKOTO
pPasBUTHUSI) — MO3BOHOYHBIE, & CPEAU HUX JOMUHU-
pyIoIlee TMOJIOJKEHNE 3aHUMAIOT KOCTHUCTHIE PHIOBI U
terpanoasl. [To moacueram JIuTTiAByma ¢ coaBTOPaMu
(Littlewood et al. 2015) k nepBbIM IPUYPOYEHO 54%
pomoB u 48% M3BECTHBIX BU/OB IUTEHEH, a KO BTO-
peIM — 46% 1 52% cootBercTBenHo. IIpu aTOM Cpenu
24 HaJicCeMEeNCTB MUTEHEN TOJBKO B TPEX HET BUJIOB,
MapasUTHPYIOMUX B KOCTHCTHIX pbiOax. VICKIOum-
TEJIBHO K PhI6aM MPUYPOYEHBI i HEMHOTOUHCIEHHbIE
npefcTaBuTe M 0a3albHBIX TAKCOHOB [IWTE€HENH —
Transversotrematidae, Azygidae, Bevisiculidae
u Haplosplanchnidae. 910 ykassiBaer Ha TO, 4TO
umeHHO Teleostei 6bLIM EPBUYHBIMY TTO3BOHOYHBI-
MU X03sieBaMU JAWTeHel, U ¢ HIMH CBSI3aHA IepBas
BOJIHA GUOIOTMYECKOM PaJdalliyl STUX MapasHUTOB.
B ocBoeHHMM 3THUX XO03S€B, MMOKATYH, HAMOOJIBIIETO
ycnexa pocturiu npenctasutenu Opecoelidae (90
ponos, 883 Buma), Didimozoidae (77 pomos, 296



T'nasa I1. DBoumorus Tpemaron

Buza) u Hemiuridae (58 poxos, 608 suaa). OgHako u
CpelM TaKWX KPYIHBIX ceMeicTB, Kak Gorgoderidae,
Cryptogonimidae, Apocreadidae, Haploporidae u
Ip., HeMasIo (ecau He GOJBIIMHCTBO) BUAOB MApasu-
TUPYIOT Ha cTaauu Maputhl B pbibax (Littlewood et
al. 2015).

Ilepexox ¢ pwIG Ha TETPamoji MHOTOKPATHO M
HE3aBMCHMO MPOMCXOAMJ B PaMKax OOJBIIMHCTBA
CEeMEeNCTB IUTeHEH, TOCKOIBKY B UX COCTAaB BXOJSIT
BHU/IBI, TTAPA3UTUPYIONIME KaK Ha pbIOaX, TaKk W Ha
teTpamogax. Kak y:e ormevanoch B paszeine 3.3, uc-
KJIIOUUTEIHHO HA TETPAIOaX MapasUTUPYIOT IMPe-
craBuTesu GasajpHOro TakcoHa Diplosotomida —
Brachylaimoidea, KoTopbie OCBOMIIN CYILLY, IEPEHII K
HCIIOJIb30BAHUIO B KAUECTBE IIEPBBIX K BTOPBIX IIPOMeE-
JKYTOYHBIX X0351€B HA3€MHBIX TACTPOIO/. ITO YKa3bi-
BaeT Ha PaHHIOK KOJIOHU3AIUIO JUTEHESMU PEBHUX
Terpanoj. Tak’ke TOJIbKO B TETPAIIONAX BCTPEYAIOTCS
Ha CTa[U¥ MapUTHl U BUIbI HauGoJee MPOIBUHYTO-
ro cpequ Diplosotomida Takcoma Diplostomoidea.
C HUMU Xe CBS3aHO TIOJABJISIONIEe GOJBIIMHCTBO
BumoB Beicumx Plagiorchiida — mpeacrasureneit
Plagiorchioidea u Microphalloidea. Kosonusaius
TETPAIOfl CTaja MOIIHBIM JPAMBEPOM HBOJIOIUH
JIUTEHeR U TIOPO/IMJIa BTOPYIO BOJIHY MX OHOJIOTHYE-
CKOW pazmaruu. B xozie 3TO¥ KOJIOHU3AWY AUTEHEN
MIXPOKO PACIPOCTPAHUIIKCH B 9KOCUCTEMAX ITPECHBIX
Bojl U cymu. VIMEHHO 371eCh COCPENOTOYEHO OCHOB-
Hoe 6HMopasHOOOpasue CBA3aHHBIX C TETPANOAaMU
JIUTEHEH, B TO BpeMsl Kak HauboJsiee GoraTbie BUIAMU
TAKCOHBI TIAPA3UTOB PHIO TIPHYPOYEHBI K MOPCKUM U
OKEaHWYECKUM IKOCHCTEMAM.

CrenuduyHoCTh AUTeHe K OKOHYATETHHOMY
XO03SIMHY CYIIECTBEHHO IIHPE, YeM K TIEPBOMY IIPO-
MeXyToYHOMY. I10-BUAMMOMY, MapUThl BCEX BUIOB
JIUTeHEH, 32 MCKJIIOYEHUEM TeX, HAaXOJKU KOTOPHIX
[IOKA 4TO eIMHUYHbI, MOTYT Pa3BUBATHCS GOJIEe YeM B
OJTHOM BH/Ie X03siuHa. Kak mpaBuiio, cerupnyHoCcTb
MIPOSIBJISIETCS] HAa YPOBHE TaKCOHA TTO3BOHOYHBIX HAJ-
POZIOBOTO paHTa — ceMeicTBa win oTpsiia. Hepenku
Cly4al 4Ype3BBIYAIHO IIMPOKOHN CIHEeIMUIHOCTH
(Gibson and Bray 1994). CraBuvii KJIacCHYeCKUM
npumepoM Bun Derogenes varicus (Hemiuroidea:
Derogenidae) mapasutupyer y npeacrasurenei 170
pomoB koctucteix pbi6 (Gibson and Bray 1994),
MIPUYEM BTU POJIbI HE CBSI3aHBI TECHBIM (puioreHe-
THYECKUM DOJICTBOM ¥ BKJIIOYAIOT BUBI KOCTUCTHIX
XUIHBIX PBIO pa3HBIX ceMelcTB. J[jis 1esoro psiaa
BuzoB Notocotylidae u Microphallidae poas oxon-
YaTeJHHOTO XO3SIMHA MOTYT UTPATh KaK IITHIBI, TaK
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U MyekonuTaomye. HanpuMep, BUA HOTOKOTHIUL
Tristriata anatis OTHOCUTCS K YUCJTy OOBIYHBIX Tapa-
3UTOB MOPCKHX YTOK, HO 3apPETMCTPUPOBAH TaKXkKe
u B meciax (Gonchar and Galaktionov 2016), a
[apasUTUPYIOIasi y PKAHKOBBIX MHKPOMaLImia
Maritrema afanassjevi BcTpedaeTcs: TakKe y 11€I0TO
psiga MuekonuTalomux (cepas Kphica, Oyposybku,
cobGaka, Oypeiii Mexsenp, mecen) (Bemomosbckas
1963; Tpaubetkosa 2004).

Bo MHOTMX cCiydYasiX B POJH OKOHYATEJNbHBIX
X0351€B JUTEHeH BBICTYHAOT HE CTOJBKO (uiore-
HETHYECKU TECHO CBSI3aHHBIE JIPYT C APYTOM BUIBI
MI03BOHOYHBIX, &, CKOPee, IPUHAIJIEKAIME K OIHON
HKOJIOTUYECKOM TPYIIIE, T. €. OOUTAIONINE B OHUX U
TeX JK€ CTAIlMsX, UMEIOIINE CXOIHBIN PAIMOH, 0CO-
GeHHOCTH OGUOJIOTMM, MWIPAIMOHHOTO TOBEAEHUS
U T.IL. ITO 0bJIEryaeT BCTPEYy HOBOTO MOTEHIIUATD-
HOTO OKOHYATEJFHOTO XO3SMHA C WHBAa3UOHHBIM
HavajoM (HampuMep, MeTallepPKaphii BO BTOPOM
IPOMEXYTOYHOM XO3sSIMHE) M MOCJEMYIONIYI0 €ro
KOJIOHU3ANuIO0. JIJIsl peajiM3aliuu 9TOTo ClieHAPUs He-
006X011MMO, YTOOBI YCIOBHS CYyLIECTBOBAHUS B 5TOM
HOBOM XO3sIMHE OBLITU TOAXOASIIMMHE [IJisi Pa3BUTHUS
B HEM MapUTBI, T. €. YTOOBI, MOJIb3YSICh TEPMUHOJIO-
rueit Komba (Combes 1991a), 6611 OTKPHIT GHIBTD
COBMECTUMOCTH.

Azantanys K HOBOMY XO3SIMHY MOJKET TIPUBECTH
He TOJIbKO K BOBJIEYEHUIO €T0 B KPYT OKOHYATETBHBIX
X03sI€B JIAHHOTO BHJIA JIUTEHEN: TIPU OIPeAeSIEHHBIX
VCJIOBUSIX BO3MOKHO U (DOPMHUDOBaHHMS B HOBOM
X03sTMHE HOBOTO Buja. Harnsausiil npuMep Havaslb-
HOTO 3Talla 3TOTO IPOIECCa IEMOHCTPUPYIOT IIUCTO-
combl Ha KapubGckoM o. IBagenyma (Théron 2015).
Bup Schistosoma mansoni 65171 3aBe3€eH Tyna ¢ adpu-
KaHCKUMM pabaMu ¥ 06pa3oBaj SHIEMHUYHBIN OYar.
31ech MPOU30IILIA TOCTATbHAS PAJIUALVS, ¥ B YUCIIO
OKOHYATEJIbHBIX X0351€B BKJIIOYMJINCh KPBICH Rattus
rattus. MexX1y <«KpbICHHOW» U <«4eJIOBEYeCKOi» pa-
camu S. mansoni ye BbIPaOOTAIUCH OIpE/IeTeHHbIE
reHeTUYecKye pasianyust (MOKa elle BHYTPUIIOMYJIsi-
[IUOHHBIE ), UMeonTre (eHOTUTTMIECKOE TTPOSIBIIEHNE
(Théron and Combes 1988). Y 3apaskeHHBIX <KPBICH-
HOI» pacoit MommiockoB Biomphalaria glabrata nuk
BBIXO/A IIEPKApHii TIPUXOAUTCS HA BEYEPHUE YaChI
(~16:00) (Bpemsi aKTHBHOCTH KpBIC), a <«deJloBeve-
ckoii» — Ha yrpernue (~11:00), T. e. Ha mepuox HaU-
6oJiee BEPOSITHOTO TOSBJIEHUS YEJIOBEKA B BOIOEME.
@DopMHpOBaHUE ITHUX [BYX Pac MPEIJIaraeTcs pac-
CMaTpUBaTh KaK aJUIOXPOHHYIO AUBEPrEHIMIO — HIaT
Ha MyTU K CUMIIATPUYECKOMY BHUI000PA30BAHUIO IO
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ajuroxponHomy cuenapuio (allochronic speciation)
(McCoy 2003).

ITepexon Ha HOBOTO X03sMHA HEPEIKO COTPOBO-
JKIAEeTCST U CEPhE3HOM TEPECTPOMKOIN BCETO ITWKJIA.
B aToM mraHe mokasaTesieH MPUMEP KOJOHU3AIUU
aMepPUMKAHCKOMU JuHuel twiarnopxuna p. Glipthelmins
(G. hyloreus, G. pennsylvaniensis) xksaxm (Hylidae)
(Brooks 1977). Bce ocrayibHble IIPeICTaBUTENN POJIA
UMEIOT CTUJIETHBIX EPKAPUii, KOTOPbIE BHEIPSIOTCS
¥ MHIIUCTUPYIOTCS B SMUAEPMUCE HACTOSIINX JISATY-
mek (Ranidae) nepen meramopdosom. Korga mocie
Metamop(o3a JIATYMIKM MOeAaloT COPOLIEHHBIA BO
BpeMsI JIMHBKY 3MUAEPMUC, TO MeTallePKapuy II0IIa-
JIAI0T B MUIIEBAPUTETBHBIN TPAKT, T7I€ ¥ PA3BUBAETCS
MapuTa. KBaki HaMHOTO MeHbIIle BpeMeHH TIPOBO-
19T B Bojie, ueM Jarymku. Llepkapuu G. hyloreus u
G. pennsylvaniensis yTpaTUIu CTUIET, OHU BHEIPS-
I0TCSI B TOJIOBACTUKOB KBAaKIII Yepe3 HO3/IPH, ITPOHU-
KaloT B MOJIOCTDh TeJIa, Te HEKOTOPOe BpeMs TpeObi-
BAIOT, HE MHITUCTUPYSICh. Ilociie TOTo Kak rosI0BacTUK
mpoiizier Metamopdo3, MeTallepKapiuy MUTPUPYIOT B
KHUIIEYHUK KBAKIIH, T7Ie ¥ TPEBPAIIAIOTCS B MAPUT.

IKCHAaHCHUS [UTeHeil Ha pa3Hble TAKCOHOMMYeE-
CKMe ¥ 9KOJOTUYEeCKWe TPYIIBl OKOHYATETbHBIX
X03si€B, 0OJbINAasi YacTh KOTOPHIX — XWIHUKH,
CIIPOBOIMPOBAJIO BOBJIEYEHUE B JKU3HEHHBIN UK
BTOPOTO IIPOMEKYTOUHOTO X03sinHa (cM. 3.3.), 4To, B
CBOIO OY€epe/b, MHTEHCU(DUITUPOBAJIO TPOIECC KOJIO-
HU3AMUN HOBBIX OKOHYATETBHBIX XO35€B C HUCIOJIb-
30BaHUEM TPOGMUYECKNX KAHAJIOB dKOocucTeM. PoJb
BTOPBIX MTPOMEXYTOYHBIX XO351€B B GHONOTHYECKOM
paauaiuu qureHeil TpyaHo nepeoleHuTh. biarogapst
¥IM OHU CMOTJI¥ HE TOJIbKO OCBOUTD HOBBIX X03sI€B, HO
¥ BBIITH 3a TIpeNesbl 9KOCUCTEM, B KOTOPBIX paHee
UpPKyaupoBaiu. B 9ToM 11aHe IOKa3aTesieH IpuMep
Lecithodendroidea (Galaktionov and Dobrovolskij
2003). BxiioueHue B KM3HEHHBIM ITUKJI 3THX [TU-
reHell B KaueCTBE BTOPHIX ITPOMEKYTOYHBIX XO3SIEB
BOJIHBIX JIMYMHOK HACEKOMBIX, 3aBEPUIAIOIIAX CBOE
pa3BHUTHE HA CYIIE, TIPUBEJIO K TOMY, YTO CPa3y TPH
TPYIIB HACEKOMOSITHBIX TO3BOHOYHBIX KMBOTHBIX,
KpaiiHe yJale€HHBIX APYT OT Apyra B (UJIOTEHETHU-
YeCKOM OTHOINEHUH, CTATM WX OKOHYATEIHHBIMU
xo3sieBaMi. Peub uzer o6 ampubumsx (Anura), Ha-
CEKOMOSIIHBIX TITUIAX ¥ JIeTy4uX Mbiax. [Ipuuem
B Ka)KZION M3 9TUX TPYII X03s5€B C(POPMUPOBATHCH
CBOY BUIBI ¥ POJIBI, @ B OTAEJIbHBIX CIyYasx AUBEP-
TEHITS IONILJIA 10 YPOBHS CEMENCTB (HATIPUMED, CEM.
Allassogonoporidae Iprypo4eHO TOIBKO K JIETYYNM
MBIIIIaM).
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Kax k Hambosee mo3gHeMy IO BPEMEHH IIPH-
00peTeHnio B KU3HEHHOM I[MKJIE JUTeHeH, CIell-
M(PUYHOCTh KO BTOPOMY ITPOMEKYTOUYHOMY XO3SIUHY
06BIYHO MIMPOKast. 371eCh BTOPOe MpaBUiIo MaHTepa
KaKeTCsI BIOJIHE MPHUMEHUMBIM. B TO XKe BpeMms,
VYUTBIBAS, YTO XUIIHUKOB-CTeHO(DAroB (OKOHYA-
TEJIbHBIX X0351€B) He TaK YK M MHOTO, ITUPOKAsI CITell-
M(PUYHOCTh KO BTOPOMY ITPOMEKYTOUYHOMY XO3SIUHY
(’KepTBe XUITHUKA-TIOTEHIINATBHOTO Te(DUHUTHUBHO-
r'O X035IMHA ), SBOJIIOIIMOHHO BIIOJIHE ofpaBaana. Kak
yKe 0TMeYasIoch B paszesie 3.3, TOJbKO IMIMHKY TaK-
COHOB, Y KOTOPBIX 3HAUYNTENbHAS YaCTh MOpGOoreHe3a
ocobu repMadPOIUTHOIO IIOKOJIEHHSI IIepeHeceHa
Ha CTAIMIO MeTalepKapuy, 061aal0T OTHOCUTEIBHO
V3KOH CIEUGUIHOCTHI0 KO BTOPOMY ITPOMEKYTOY-
HOMY XO35IHHY.

Bce xe ompenenenHast crerupuIHOCTb K STOMY
XO3SIMHY MIPOSIBJISIETCS HA YPOBHE KPYITHBIX TAKCOHOB.
Tak, Xiphidiata 1 Hemiuroidea (3a uckaoueHuneMm
Didimozoidae) B KauecTBe BTOPBIX IIPOMEKYTOUHBIX
X0351eB WCIIOAb3YIOT PaKOOOPAa3HBIX U UJIEHHUCTOHO-
rux, Brachilaimoidea u Gymnophallidae — mosio-
ckoB. B T0 e Bpems oty posb y Diplosotomatoidea
WTPAIOT U MOJUIIOCKH, ¥ KOJbYATHIE YEPBU, U UJie-
HUCTOHOTHE (JIMYUHKKM BOAHBIX HACEKOMBIX), U
mo3BoHouHble. He MeHee Gorat HaGOp BTOPHIX IIPO-
MEKYTOYHBIX X03s1€B y Lepocreadioidea — Mosumiocku
(racTpononsl ¥ OMBAJIbBUN ), PAKOOOPa3HbIE, IIOIHXE-
THI, urokoxue u poibsr (Cribb et al. 2003).

3aMeTHM, YTO CPeIV IMO3BOHOYHBIX, UCIOJIb3Ye-
MBIX JWTEHESIMM B KaYeCTBe BTOPHIX IIPOMEXKYTOY-
HBIX XO03sI€B, TEIJIOKPOBHBIE — ITHIIBI ¥ MJIEKOIIH-
TaION[Me — BCTPEYAIOTCS KpailiHe PeIKO U TOJbKO
y eIMHUYHBIX mpexacraButeneii Diplostomatoidea
(Cynapuxos u ap. 2002). ITpr4nH TOMY MOKET OBITH
HECKOJIbKO: U IITUI[BI, 1 MIEKOIIUTAIONINE He CIyKaT
CTOJIb MacCOBBIM KOPMOM IJIsI IMHPOKOIO Kpyra
XUITHUKOB, KaK 6eCII03BOHOYHBIE U PHIOBI, KOTOPbIE
3aHMMAIOT CPEIHNE YPOBHU TPO(DUIECKON MUpPaAMU-
abl (Lafferty et al. 2008). Kak MCcTOYHMK MUIU UX
KCIOJIb3YIOT TOJBKO XHUIHUKH, CTOSIINE HA CAMBIX
BBICOKHUX CTYIEHSIX TPOPUYECKON HTUPAMUMIBI, YTO
Cy’KaeT KPyr BO3MOKHBIX Ae(PUHUTUBHBIX XO3S€B.
Kpome TOro, TemmokpoBHbIE O6JaZAIOT MOIIHON
VMMYHHOM 3alIUTOH, [ IPOTUBOCTOSTHUSI KOTOPOH
HEOOXOAUMBI JOMOJHHUTEIbHbIE HHEPro3aTPaTHBIE
amanranui. YtoObl yOEIUThCA B 3TOM, TOCTATOYHO
BCITOMHUTDH CJIOJKHEMIHE CTPYKTYyPHO-DYHKINO-
HaJIbHBIE IIEPECTPOMKM JIMYMHKU IIHCTOCOMATHL
(LITCTOCOMYJIbI) B TIEpBble MUHYTHI M YacChl TIOCJTIE



T'nasa I1. DBoumorus Tpemaron

BHenpenusi nepkapuu B xo3suHa (Forrester and
Pearce 2006).

4.2. @opMHpOBaHHE reHETUYECKO HBMEHYHBOCTH
¥ MHKPO3BOJIOIUS

B xu3HeHHOM NUKIIE qureHei abUMUKCUC UMeeT
MECTO TOJIBKO Ha CTAMIM MAPUTHL, Ia ¥ TO BO MHOTUX
CIy4asX TPOUCXOAUT CAMOOILIOJIOTBOPEHUE, YTO
VMEHBIIIAET Pa3Max TeHETUYEeCKOH W3MEHYUBOCTH.
Penyut 1 cioponircThl pa3MHOXKAIOTCS IYTEM TIapTe-
HOTeHe3a, YTO TOJIPa3yMEBAET KJIOHAJIBHOE BOCIIPO-
U3BOJICTBO. [PyNIIMpOBKa MAPTEHUT B MOJLITIOCKE-XO-
3sIMHE ¥ TIPOU3BOIMMBIE €10 IIEPKAPUY TIPENCTABIISIOT
€060 KJIOH C TEHOTUIIOM TOTO MUPAITH/INS, KOTOPBIHA
B 9TOTO MOJLITIOCKA BHEIPWJICS U JaJ HAYajio TPYI-
MUPOBKe MapTeHuT. Eciu MOJUTIOCK 3apaskeH He-
CKOJIbBKUMHM MUPANUANSIMHU, TO B HEM Da3BHBAETCS
HECKOJIBKO KJIOHAIbHBIX TPYIIITUPOBOK TTAPTEHUT, KO-
TOpBIE TTPOM3BOMAT IIEPKAPUIl HECKOJBKUX KJIOHOB.
Takoe MHOXeCTBeHHOe MHGUIIPOBaHIE MOJIIIIOCKOB
BO3MOJKHO B O4Yarax WHTEHCHBHOTO 3apakeHus (Me-
CTa CKOIUIEHUH Je(PUHUTUBHBIX XO3s€B), TN€ IO
3apa’keHHBIX MOJLTIOCKOB COCTaBJISIET HECKOJIBKO Jie-
csrkoB mmporerToB (Woolhouse et al. 1990; Minchella
et al. 1995; Davies et al. 1999; Keeny et al. 2007). B
TaKWX MECTaX B OJHOM MOJLIIOCKE OOGHAPY KUBAETCS
J0 mecatd U Ooyiee TEHOTUIIOB TMAPTEHUT, OMHAKO
JIaxe 371eCh Y GOJIBIIMHCTBA 32PAKEHHBIX MOJLTIOCKOB
HaCUMTBIBaeTCsA oguH—TpHU rexortuma (Davies et al.
1999; Keeny et al. 2007).

ITpu mpsmMoit Tpodudeckoii mepemavye OKOHYA-
TEJTbHOMY XO35IMHY (HAlpuMep, B CJIydYae IUKCEH-
HOTO JKM3HEHHOTO IIMKJIA, KOTZA CO3DEBAHME METa-
IepKapuil MPOMCXOAUT B TOM K€ MOJLTIOCKE, TZE U
Mapa3UTUPYIOT MAPTEHUTHI) B HETO TOMAIAET KJIOH,
60 HeGOJBIIOE YUCIIO KJIOHOB MeTalepKapuii, 4To
HE MOJKET He CKa3aThCs HAa YPOBHE T€HETUYECKOI 13-
MeH4YnBOCTH. B 5T0li CBsI31 BO3pacTaeT poJib BTOPOTO
TIPOMEXKYTOYHOTO XO3SIMHA, KOTOPBIN aKKyMYJIUPYeET
B cebe JIMYUHOK, TPOU3BEIECHHBIX IPYIIMUPOBKAMU
MapTEHNUT U3 Pa3HBIX MOJLTIOCKOB-X03s5€B. Pou ¢ co-
asT. (Rauch et al. 2005) mokazau, 4TO B 3apa’keHHBIX
Diplostomum  pseudospathaceum (Diplostomidae)
MoJutiockax Lymnaea stagnalis 06HapyKUBaIoOCh OT
OIHOTO IO ZEBSITH FeHeTUYeCKU Pa3JINYHbIX KIOHOB
MApTEHUT W IlepKapuil (4ale BCEro BCTPEYasNCh
MOJITTIOCKH, 3apaKeHHbIe OJJHIM KJIOHOM ), TOTJ]a KaK
BO BTOPOM IIPOMEXYTOYHOM XO3sIMHEe (TPEeXUTJION
koutonike Gasterosteus aculeus) 4ucio KITOHOB MeTa-
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IIEPKapUil 3TOTO BU/Ia BAPHUPOBAJIO OT 6 710 67.

CienoBareibHO, TIOMUMO OCHOBHOM TPaHCIIOPT-
HOU (DYyHKIUH O Tepefiavye WHBA3WOHHOTO HAavaja
MO TPOGDUYECKUM CETSIM, BTOPOIM MPOMEKYTOUHBIN
XO3SIMH WIPaeT ¥ BaKHYIO POJIb B MOBBIIIEHUW Te-
HETUYECKON W3MEHYMBOCTH TIOMYJSINN TPEMAaTo.
B aTOM BUAWMTCS ONHA M3 MPUYUH, TTOMUMO OOCYX-
JIaBIIIETOCSI  BBINIE NPOWIPHINIA B Pa3sHOOOPA3UH
myTeii TpaHcMuccuu (cm. 2.1.), Toro, YTo BTOPUIHBIN
MEPEXOJl OT TPUKCEHUM K IMKCEHWM U MOHOKCEHHH
BCTPEYAETCS Y IWT€HeN He TaK YK M 9acTo, U BO3-
HUKHOBEHME TaKWUX I[UKJIOB CBSI3aHO, Yallle BCETO, C
WX peanu3alell B 5KCTPEMATbHBIX YCJIOBUSX. UTO
K€ KaCcaeTCsI MPOIIBETAIOIIETO CEMENCTBA AUKCEHHBIX
nureneit Schistosomatidae, To permenue mpo6eMbl
TeHETUYECKOM U3MEHYNBOCTH TONLIO Y HUX MO MyTH
NpUOGPETEHNST MAPUTaMK OMCEKCYaTbHOCTH.

Cremyer OTMETHTB, YTO BO3MOXHOCTb K OTPaHHU-
YEHHOW TeHETMYECKOI M3BMEHYMBOCTY UMEET MECTO U
[P TIAPTEHOTEHETUYECKOM pa3MHokeHnn. HemaBHo
BBIACHEHO, YTO TIPU KJIOHAJBHOM BOCIIPOU3BEIECHUN
JIOYEPHUX CIIOPOIMCT, PVl W IEepPKapuil MEXIY
0COGSIME OTHOTO KJTOHA HAGJIIOAETCSI ONPE/IeSIEHHAS
reHeTUYeCKass U3MEHIMBOCTD, KOTOPAsl ONPeEesieT-
cs1 murotrdeckumu pekomOuHarsvu (Grevelding
1999; Bayne and Grevelding 2003; CemenoBa u ap.
2007; Korsunenko et al. 2012). B Tom uucie, ato
MPOZIEMOHCTPUPOBAHO HA PENUAX U IEPKAPUAX BUIA
Himasthla elongata (Echinosotmatidae) ¢ ucmomns-
soBanueM Meroga AFLP (Amplification Fragments
Length Polymorphism). Peauu ogHoro kioHa, T. €.
B3SIThIe U3 OJJHOU TPYIIIUPOBKY, TApa3uTUPYIOIel B
OZIHOI 0c0bU MOJLITIOCKa-X03s9uHa — Littorina littorea,
1 I€pKapuu, BblJICJIEHHbIC W3 OlIHOﬁ peanuun 3TOro
KJIOHA, Pa3IMYaINCh Ha 3JIEKTPO(OoperpaMmax 1o He-
kotopbiM 30HaM AFLP pasnenenus (Galaktionov et
al. 2013, 2016; CosobeBa u ap. 2013). JanbHeimue
WCCJIEIOBAHUS TIOKA3aJ, YTO KJIOHWPOBAHHBIE U3
3TUX MOJUMOPGHBIX 30H paszaenenus AFLP mocie-
JIOBAaTEIBHOCTHU B GOJIBIITMHCTBE CBOEM MPEICTABIISIH
Y4YaCTKM MOOUJIbHBIX 3JIEMEHTOB. JTO yKa3bIBaeT Ha
npucytcrBue B renome H. elongata myna akTUBHBIX
HJIEMEHTOB, CIIOCOOHBIX K TIEPEMEIEHUIO U /WK T10-
CIIE[IOBATENbHOCTH KOTOPBIX CIIOCOOHBI PEKOMOVHM-
pOBaTh APYT C APYTOM, MPUBOAS K (OPMUPOBAHUIO
HeCTaGUIbHOCTH TeHOMa. Y4acThe TPaHCIO30HOB B
(hopMUPOBaHUN BHYTPUKJIOHAIBHON M3MEHYMBOCTH
TPOIEMOHCTPUPOBAHO W [IJIT I[€PKapUil TTUYbEN
muctocomsl Trichobilharzia szidati (Semyenova et al.
2015).
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IToka 4TO 9Ta reHETHYECKAS] UBMEHIUBOCTD €IIle
He YBSI3aHA C KOHKPETHBHIMU (DEHOTUITMYECKAMU
MIPOSIB/IEHUSIMY, OHAKO YKa3aHMEM Ha CYIIeCTBO-
BaHME TAKON CBSA3U MOXKET CIYXKWTh BBISBJIEHHAS Y
nepkapuii Toro xe Buga H. elongata, nupkynupy-
IOIEr0 B MPHOPEKHBIX dKOCUCTEMaX Besoro mMops,
BHYTPUKJIOHAJbHAS WM3MEHYMBOCTh B HEKOTODPBIX
yeprax 6uosorun (Jlepakus u ap. 2013). Pasmax xe
MEXKJIOHATBHON U3MEHYNBOCTH B GUOJIOTUH TIEpPKa-
puii aroro Buza BechMa Besuk (IIpoxodreB 2006;
JleBakus u ap. 2013; Levakin et al. 2013). /{1 6osb-
IIMHCTBA 0cObEel Bcex KIOHOB nepkapuii H. elongata
XapaKTePHBI TIOIOKUTENbHASA TEO- ¥ OTPUIIATETbHAS
(oTopeaxIm, OTHAKO B KaXKIOM KJIOHE CYIIECTBYET
OTIpe/ieJIeHHBIN TponeHT auuuHOK (10 30%), y Ko-
TOPBIX BTU DPEAKIUU WMEIT HPOTHBOIOJJOKEHHbIH
3HaK (IIpokodbeB u ap. 2011). To xe oTHOCHUTCS U
K TPOAOJIKUATETBHOCTH JKU3HU I[ePKapUil PasHBIX
KJIOHOB, WHBAa3WOHHOM CIOCOOHOCTH K crermdud-
HOMY BTOPOMY TIPOMEXKYTOYHOMY XO3SIMHY (MUK
Mytilus edulis) n crocoGHOCTH 3apaskaTh Majo-
CIENM(PUIHOTO BTOPOTO TPOMEKYTOYHOTO XO3SHUHA
(6uBanbBuM Macoma baltica) (Jlesakun u ap. 2013;
Levakin et al. 2013).

B pesysbraTte, B JIOKQJIBHBIX OYarax 3apaskeHus
MOJUTIOCKOB L. littorea maprenutamu H. elongata B
Bojie (HOPMUPYETCST OCHOBHOE «00JAKO» IEPKapuUi,
IEMOHCTPUPYIOIUX 0a30Bble  OPUEHTHPOBOYHbBIE
peaknuu. OnHAKO eCTh ¥ HEOOBINHE CATEJLTUTHBIE
«006J1akay, KOTOPbIE COCTABJISIIOT JUYMHKA C He-
CTaHAPTHBHIM 3HAKOM OPMEHTUPOBOYHBIX PEAKIIUIA.
OCHOBHOE «00JIAKO» COCPENOTAYMBAETCS Y JIHA, TE
Y JIOKAJTU3YIOTCS TIOCEJIEHUST MU, ¥ 00eCTIeunBaeT
ux 3apaxenue. CaTe/TUTHBIE XKe «00JaKa» pacmpe-
MEJISTIOTCST B TOJIIE BOABI, M COCTABJISIIONINE WX JIH-
YHHKH, Ka3aJI0Ch GBI, IPOCTO IOTUOAIOT, IIPEICTABIISS
co00ii HeKui Opak, MOIMyISIMOHHBIN Oasutact. OxHa-
KO MUY B YCJIOBUSIX MOPCKOTO TOGEpexbs cocpe-
JIOTOYEHBI He TOJIHKO HA TPYHTE: OIPEIETEHHAST OIS
ocobeil TIPUKPEIISIeTCss K BONOPOCISAM, TaJJIOMBI
KOTOPHIX BCILIBIBAIOT BO BPeMs MPUJINBA. ITUX-TO
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MUU ¥ MOTYT 3apaskaTh EPKAPUY U3 CATEJTUTHBIX
«006sakoB». ITonTBEPKIEHNEM STOMY CIYXKaT Mare-
pHabl IPOBEEHHBIX HA yJYacTKe Jutopanu bemoro
Mops nosieBbix akcrepumenToB (Nicolaev et al., in
preparation). Muauu, sKCIIOHUPOBaHHBIE B CafikaxX
Ha TPYHTE, OKA3aJIMCh 3apPaXKEHbI METAIEPKAPUSIMU
co cpexnneit nHTeHCUBHOCTHIO 23.5 (19.8—26.8), Ho u
B CaJIKaxX, KOTOPbIE OBIIA BHIBENIEHBI HA PACCTOSTHUN
50 cM oT TpyHTa, 3apaXkeHHe TaKKe UMEJIOCh, HO TO-
paszno meHee uHTeHCHBHOE — 1.2 (1-1.3).

Hanmuwe omnpeneseHHON 10Ju IlepKapuil Cc He-
CTaHapPTHBHIMU I BUZA B T€JIOM YepTamMu GUOJIO-
MM ToKa3aHo u i apyrux aureneit (IIpokodbes
2006; Rauch et al. 2006; Koehler et al. 2011). IIIu-
POKWMIi CIIEKTP BapbUPOBAHUS STHUX IPU3HAKOB 06e-
CIIEYNBAET 3apa’kKeHMe XO035€B C «HECTAHIAPTHBIM»
HIOBE/IEHNEM M CIIOCOOCTBYET yCIeXy TPAHCMUCCHU
IepKapuil [ake B <HECTAHZAPTHOM» 0OCTaHOBKE,
KOIZla MMEHHO <«HECTaHIapTHas» depra OUoJIoThH
JIMYMHKY MOKET CZIEIATh BO3MOYKHBIM HAXOXKIEHUE U
3apaxkenue xo3suHa. [Ipu omnpe/iesIeHHBIX YCIOBUIX
3TO MOXKET MIPUBECTH K KOJIOHU3AIUN HOBBIX BU/IOB
BTOPBIX TIPOMEKYTOYHBIX XO35€B, a Yepe3 HUX — U
K 9KCIAHCUM HA HOBBIE BUIBI Je(DUHUTUBHBIX, T. €.
CO3/IA€TCsI OTIPEIETIEHHBIN PE3ePB [JIsT MUKPOIBOJIIO-
IHOHHBIX COOBITHI.

HenaBHue nccieoBaHus MO 9KCIIEPUMEHTATHHON
KODBOJIOIIMYA B CHUCTEMAX <MAPTEHUTHI TPEMATOA—
MOJLTTIOCKH-X035I€Bay IOKA3aJi BBICOKUI ypOBEHb
TeHEeTUYECKOM BaprabebHOCTH HX KOMIIOHEHTOB,
KOTODBIA Ompe/esisieTCsl TOCTOSTHHOW <«TOHKOW BO-
OpYKeHUiT> MEXKIY HapasUTOM M XO3SUHOM B COOT-
BercTBUH ¢ runote3oit Kpacuoit koposnessr® (Lively
1987; Lively and Dybdahl 2000; Lively et al. 2004;
Koskella and Lively 2007, 2009; Webster et al. 2007
¥ [p.). JTa TUIIOTe3a OMUCHIBAET COCTOSIHWE IBYX
B3aMMOJIENCTBYIOIUX BUAOB (HAIIPUMED, Mapa3uTa
¥ XO3sIMHA), KOT[[a Ha aJanTalyi0 OJHOTO COYJIEeHA
CHCTEMBI BHIPAOATHIBAETCS KOHTPAAAIITAIUS APYTrO-
ro. Ilapasur npucnocabiausaerca K Hambojee pac-
MIPOCTPAHEHHOMY T€HOTHUITY XO3SIMHA U CYIIIECTBEHHO

B snamenutoii kuure JIpionca Kappoiia «Amica B 3a3epkanbe> YepHas (=Kpachast) koposieBa roBoput AJnce, 4TO
«3IECH ...TIPUXOAUTCSI OEKATh CO BCEX HOT, YTOOBI TOIBKO OCTATHCSI HA TOM Ke MecTey (uut. o Kuure Kappos JI. «Ilpu-
KioyeHust Asuchl B ctpane ayzsec. CKBO3b 3ePKaJIO U 4TO TaM yBuzeaa Anmmca uiau Asuca B 3azepkasbes (nep. H.M. lemy-
pogoit). C. 138. 1979, Hayxka, M., 359 c.). 9Ta cuTyaliusi XOPOIIIO OIIMCHIBAET B3ANMOOTHOIIIEHUS TTPY AaHTATOHUCTHIECKOM
cuMbro3e (Mapa3uTu3Me), KOI/a B OTBET Ha TEHETUYECKOE M3MEHEHE X03sIMHA, HATIPABIEHHOE Ha HENTPATU3AIMIO [aTO-
reHHOTO 3(pdeKTa MapasuTa, CaeayeT KOHTPAJAITALUS Tapa3uTa, CHIKAIONMas 3(pheKTUBHOCTD 3TOU aJalTalliy XO35IMHa,
TIOCJIE YETO CJIEyeT HOBAsI aIATITAIMSI XO3sIMHA U T.[. B pe3yJbrare B aHTArOHUCTUYECKOI aCCOIMAIMY BCe BPeMsI HaGJIio-
IAI0TCsI TEHETUYECKYe M3MeHeHsT (Al Talliy ¥ KOHTPAIANITAINN ) 0O0UX COYIEHOB, HO IIPH 9TOM CHUCTEMA COXPAHSIETCS B

JIOCTAaTOYHO CTAaOMIBHOM COCTOSIHAU — «O€r Ha MeCTe».
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PELYIUPYET €ro ycrex, oTOop HAYMHAET IOIIep-
JKUBATh PEAKUM TEHOTUIl, YCTOWYUBHIN K TApa3uTYy.
B pesysnbrare 3TOT TEHOTHII PaCIPOCTPAHSIETCS B
TIOITYJISIITY XO3SIMHA, & YHCJIEHHOCTD IIPENIIeCTBYIO-
Iero eMy OOBIYHOTO T€HOTHUIIa yMeHbImaeTcs. Yepes
HEKOTOPOE BPeMsi IAPA3UT BHIPAOATHIBAET MEXAHU3M
MIPEOIOJIEHNS 3AIIUTHI HOBOTO OOBIYHOTO TE€HOTHIIA,
KOJIOHU3YET €r0 ¥ T.JI. Takum 06pa3oM, B MO JISAIMA
X0351€B UET OTOOp TPOTUB OOBIYHOTO TEHOTHUIIA
(Hamilton 1980).

B cepum skcniepuMeHTOB Ha CUCTEME <ITapTEHOTe-
HETUYeCKUit MOJUTIOCK Potamopyrgus antipodarum—
mapTeHuThl aureHeit Microphallus sp.» TmoKasaHo,
YTO B YCJIOBUSX, KOTZIA T€HEPAIIMH MOJLTIOCKA COOT-
BETCTBOBaJIa TEHEPAIUs Mapa3wTa, MAaCCUPOBAHHAS
B TPEIBIAYIIel TeHEPAMN MOJLTIOCKOB (3KCTparu-
POBaHHBIMU M3 MOJUTIOCKOB MeTallepKapusMU 3apa-
Kasm TaboPATOPHBIX MBINIEH, B KOTOPBIX BHIPACTAIIH
MapUThI; U3 HUX MOJYYaau SHIA, KOTOPBIE CKApM-
JINBAJI MOJITTIOCKaM), TO y>Ke 4epe3 TPU IeHepaluu
SKCIIEpUMEHTAbHbIE MOJLTIOCKY 3aPaXKaJIUCh JIyYIIle,
yem konrposbhsie (Koskella and Lively 2007). Ta-
KM 00pa3oM, y NapasuToB OBICTPO BBIPaOOTAJIaCh
JIOKAJIbHAS A/IANTAllusI K 3apaskeHUI0 MOJLTIOCKOB, €
KOTODBIME OHM HaXOJWJINCh B YCJIOBUSIX <«dKCIIEPH-
MEHTAJIBHON Ko3BoOINMy. OMHAKO Yepe3 IIECTb
reHepanuii KapTWHA H3MEHWJIACh Ha IIPOTHUBOIIO-
JIOKHYIO, YTO YKA3bIBaeT HA TO, YTO B IIOJTHOM COOT-
BETCTBUU C Tunore3oir KpacHoll KOpOJIeBBI XO3SWH
Ha JAaHHOM BPEMEHHOM OTpe3Ke OIIepeIrl apa3uTa
U IPUOGPET HEKOTOPHIN MEXaHU3M YCTOWYMUBOCTH K
3apa’keHuI0. AHAJIN3 TEHOTUIIOB MOJLTIOCKOB B TaKOH
SKCIEPUMEHTATBHOM KOIBOJIOIIMOHHON CUCTEME TI0-
Ka3aj, 4YTO yKe 4epe3 TPU TeHePAIUH MTPOUCXOIUT
YMEHBIIIEHNe [OJA CAMOTO OOBIYHOTO TEHOTHIA M
yBeJIWYEHNE JIOJIEN PEKUX TEHOTUTIOB. JTa TEH/IEH-
IIUSI YCUIBAETCS Yepe3 IIecTh TeHepallui, T. e. uIeT
ot6op mporuB obwrunoro rexoruma (Koskella and
Lively 2009).

Bo MmHOTOM CcXOmHBIE DE3YJBTaThl IIOJTYYE€HBI
B KOIBOJIOIMOHHBIX 3JKCIIEPUMEHTAX Ha MOJIENU
«MoJutiocku Biomphalaria glabrata (pesucreHTHBIE
U BOCIIPUUMYMBBIE JIMHUM) —Schistosoma mansoni»
(Webster et al. 2007). AHaiu3 TeHETUYECKON CTPYK-
TYPHl MAPAa3UTOB, MACCUPOBAHHBIX HA IMPOTSKEHUU
HECKOJIBKUX TIOKOJIEHUN B MOJLTIOCKAX PE3UCTEHT-
HOW ¥ BOCIPUMMYUBOW JIMHUW, MOKA3aJ, YTO OHU
06pa3yioT Ha JeHApPOTpaMMe CXOACTBa (0 MUKPO-
CaTeJUTUTHBIM JIOKyCaM) [IBa OTAENBHBIX KJIACcTepa.
IIpu aToM ypOBEHb TE€HETUYECKOH H3MEHYUBOCTHU
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0KAa3aJICsI BBIIIE Y IUCTOCOM, KOTOPBIX MTACCUPOBAIIH
B MOJLTIOCKAX PE3UCTEHTHOMN JUHUM. JTO YKa3hIBAET
HAa Pa3JIMYHble TEHETUYECKIE OCTECTBUSI KOIBOJIIO-
IIUU C X03s€BaMU, Pa3IUYAIONIUMUCS 0 PE3UCTEHT-
HocTy. IIpu 3TOM G0JIee CHIIBHBIH ITPECC CO CTOPOHBI
MMMYHHO! CHCTEMBI X035IMHA (PE3UCTEHTHAS JTNHUS
MOJUTIOCKOB)  CIIOCOOCTBYET TIOBBIIIEHHMIO TEHETH-
YeCKON M3MEHYMBOCTH MAPa3WTa, YTO MOXKET OBITH
paciieHeHO Kak (oJiee CUIbHOE BO3JIEHCTBIE HA HUX
ot6opa.

B sT0li cepuM KCIEPUMEHTOB OBLIO TaKXKe BbI-
SIBJIEHO, UTO YK€ Yepe3 TPU HOKOJIEHUSI MOJLTIOCKU
YCTOWYHBOW JIMHUY CTATIM BOCTIPUUMYUBBIMU, & BOC-
TIpUUMYUBON — Vvice versa. B mepBoM ciayyae MOKHO
MIPEIOIOKUTD A/IATITAIMIO TIIHCTOCOM K 3aPAXKEHUIO
YCTOMYUBBIX MOJITTIOCKOB, & BO BTOPOM — a/IalITAIIIO
BOCHIPUUMYMBBIX MOJLTIOCKOB K IIPEMSITCTBOBAHUIO
3apakeHus1 mapasutamu. OIATh HOTYYaAETCs IOJTHOE
corJiacue ¢ TuroTte3oi KpacHoil KopoJieBbl. 3aMeTHUM,
YTO U3 MPUBEAEHHBIX JAHHBIX CJIEAYET BAXKHBIN TIPaK-
TUYECKHI BHIBOJ] O HECOCTOSATEBHOCTU OBITOBABIINX
OJTHO BPEMSI MIPEICTABIEHNH O BO3MOKHOM BapUAHTE
6OpBOBI C MIUCTOCOMATO30M MYTEM PACCEIEHMUS MOJI-
mocKoB Biomphalaria glabrata pesucteHTHON TUHNAM.
Pesynsratel BeGetep ¢ coaBt. (Webster et al. 2007)
CBUJIETENBCTBYIOT, YTO 3TH MOJLTIOCKHU YXKe Yepe3 He-
CKOJIBKO TTOKOJIEHU CTAHOBSITCSI BOCHPUUMYMBBIMU.

IIpuBeneHHBIe MaTepUabl TIOKA3BIBAIOT, YTO
KO9BOJIIONNS B CHCTEMAX <«MOJLTIOCKH—apTEHUTHI>
UJET U B I[EJIOM COOTBETCTBYeT mpuHIiuny KpacHoii
KopoJieBbl. HacKobKO 3TOT HeNpeKpanlalonIuiics
«6er Ha MecTe» MOXKET MMPUBECTH K MUKPOIBOJIONH-
OHHBIM TTOCJTIEeCTBUIM? [[JIT pacCCMOTPEHHO BHBIIIIE
cucreMbl «Potamopyrgus antipodarum—Microphallus
Sp.» MOKa3aHo, YTO B pa3HbIX o3epax HoBoil 3eman-
IMY TIAPA3UTHI JIOKAJIBHO aJalTHPOBAHbI K 3apake-
HUIO JIOKaJbHON momyssamuu Moimockos (Lively
1989; Lively et al. 2004; Koskella and Lively 2007,
2009; Jokela et al. 2009), u 3T0 HECMOTpPS Ha TO, YTO
OKOHYATE/IbHbIE X03sieBa (YTKU) JIETKO IEPEIETAIOT
OT 03€epa K 03epy, 06ecreunBasi mepepacipeneieHne
TeHETUYEeCKUX BAPDHAHTOB IAPa3UTOB.

[IpenmosnaraeTcs, 4To MpU ONpeeIeHHON U30JIs-
1[I BO3MOKHO BBIZIEJIEHHE JIOKATbHBIX JIMHUI IUTE-
Hell ¥ UX MOCJeAyIoIas Bce OOMbINast JUBEPreHIINs
(Attwood et al. 2015). OxgHako, mo KpaiiHed Mepe,
LTSI IIMCTOCOM, KOTOPBIE HA CETOMHSIIIHUN JI€Hb 13-
Y4YeHBI B 3TOM IIJIaHe JIy4llle BCeX JIPYTHX [WTeHel,
Takue coObiTus He onucanbl. Hao6opor, Joctatouno
OTYETJIMBO TI0Ka3aHa POJIb OKOHYATETHHOTO X03sMHA
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B (hDOPMUPOBAHUHM JIOKAJIBHBIX pac S. mansoni, pu-
VPOUYEHHBIX Ha IBajiesyrie K 4eslOBEKY U KPBICE CO-
oTBeTcTBeHHO (cM. 4.1.). DTTBYZ ¢ coast. (Attwood
et al. 2015) mpeamoOIaraoT, 4YTO ONMCAHHBIE B I[UTH-
poBanHbix Bhie cTathsx (Koskella and Lively 2007,
2009; Webster et al. 2007) mpuMepsl KOSBOJIIOIUH
QUTeHel U MOJUTIOCKOB MOTYT TIPOMCXOJHUTH TOJBKO
B IOIYJISNIUSIX C BBICOKUM 3apa’KeHNeM ITapasuTaMu.
ITO UMEJNO0 MeCTO B JIaOOPATOPHBIX YCJIOBUSAX W B
€CTEeCTBEHHBIX OMYIANUAX u Biomphalaria glabrata,
u Potamopirgus antipodarum, tie KCTEHCUBHOCTb
WHBa3WM COCTABJISIJIA HECKOJBKO MECSITKOB IIPOIEH-
toB (10 70-80%). B T0 ke Bpems mpu 6osiee crabom
3apa’keHUM, KAKOBOE MMEET MECTO B IOIYJISIIMSIX
MOJITTIOCKOB-TIOMATHOIICH/I, THBa3UPOBAHHBIX a3UaT-
CKUMH BUIaMU IIUCTOCOM, TIPECC 0TOOPA HEBEJIWK, U
KODBOJIIONIHSI, €CT I UMEET MECTO, TO HE CTOJIb SIPKO
BBIPa’KEHA: BO BCSIKOM CJIy4Yae, OHA He BeJeT K KOcIIe-
1rary. B 5ToM ybexaaeT npuMep a3suaTCKuX IUCTO-
coM S. mekongi u S. japonicum, 3apax€HHOCTh KOTO-
PBIMU TIEPBBIX MTPOMEXKYTOYHBIX XO35I€B COCTABIISIET
ZlecsIThle I0JIY IIPOLIEHTA MU HECKOJIBKO IIPOIIEHTOB.
Paguaiiua stux Bunos B IOro-Boctounoit Azum u
Kurae umesa MecTo B TIO3/IHEM ILIUOIIEHE — TLIEHCTO-
IleHe, T. €. HA HeCKOJIbKO MUJIJTHOHOB JIET TI03Xe, YeM
pazivanus uX X035eB — MOJIockoB Pomatiopsidae
(muorien — pannuil mmoneH) (Atwood et al. 2002,
2015). Takast reTePOXPOHHOCTD UCKTIOYAET BO3ZMOXK-
HOCTH KOCTIEITHAIINY C MOJLTIOCKAM.

B paccMOTpeHHBIX BBIIIE IpUMEpPaX pedb ILIA O
KO3BOJIIOUPYIOMUX OJHOBUIOBBIX Mapa3UTO-X03s-
VHHBIX CHCTeMax (BUZ MapasuTa—BUA MOJLIIOCKA).
OxHako B mprpoe OOBIYHO OJUH BUJ JAUTEHEH UC-
II0JIb3yeT B KayecTBe IIEPBOTO IPOMEKYTOYHOTO XO-
3STMHA MOJLTIOCKOB HECKOJIBKUX OJIM3KOPOICTBEHHBIX
Bu10B. OKa3bIBAET JIU 9TO BIUSHIE HA TEHETUYECKYIO
CTPYKTYpy HomyJsuuii mapasutoB? Cepusti paboT B
5TOM HANpaBJIEHUU BBHITIOJHEHA HA MUKpOdaLIuIax
TPYNIBl «pygmaeusy (Tpymma GJIM3KOPOACTBEHHBIX
BUJIOB C TUKCEHHBIM XU3HEHHBIM ITUKJIOM — cM. 2.1.).
s Buma Microphallus piriformes, ucnons3yiomero
B Ka4yeCTBe ITEPBOTO [IPOMEXKYTOYHOTO XO3SIIHA MOJI-
miockoB Littorina spp., merogom RAPD (Random
Amplified Polymorphic DNA) XanTypuH c cOaBT.
(2000) mokasasnu, yTo Ha BesoM Mope BBISBIISIOTCS
IBe TeHeTHYecKue IPYNIIPOBKU 3TOTO BUIA: OLHY
13 HUX (POPMHUPYIOT U30JAATH U3 L. saxatilis, a npy-
ryio — u3 L. obtusata. Takum 06pa3oM, ©UMeeT MECTO
BHYTPMBHUIOBAs IOApa3aeeHHOCTb M. piriformes,
KOTOpasi CBsI3aHA C MICIIOJIb30BaHUEM B KAUECTBE TIep-

K.B. I'nnaxTroHnoB

BBIX ITPOMEXKYTOYHBIX XO35I€B JBYX ONU3KUX BUIOB
IIEPBBIX IPOMEKYTOYHBIX XO35IEB.

Jlpyroii TpenCcTaBUTENb TPYNIBL <«PYgmaeuss> —
Microphallus pseudopygmaeus — yHUKaJeH TeM, 4TO
IEPBBIMU TIPOMEKYTOYHBIMU XO35I€EBAMU JJISI HETO
CIy’KaT TaCTPOMOMbBI, NPUHAMJIEXKAIINE Pa3HBIM
pomam, cemeiictBam u gaxke orpsamam (lamakru-
onoB 1993, 2009). IIpuHamIeXHOCTH W3OJISITOB
M. pseudopygmaeus 3 pa3HBIX X035€B K OTHOMY
BU/Y TIOATBEPAVJ AHAIN3 TeHETUYECKUX MAapKEPOB
(ITS1, ITS2, D1-D3, 28S pIHK) (Galaktionov et
al. 2012). B 10 ke Bpems uccregoBanrie UP-PCR
(pazuoBumHOCTh RAPD) ipodueit uzonatos atoro
BHUJa W3 PasHBIX MOJUTIOCKOB-X035IeB BBISIBUJIO UX
BBICOKYIO reTeporeHHOCTh (TasmakTuoHoB 1 1p. 2008).
IIpu aTOM U30JATHI, BBIZIEJIEHHbIE U3 MOJIIIOCKOB
OJIHOTO BWJAa WM W3 OJM3KOPOJCTBEHHBIX BUIOB,
UMEJIN TEHAEHIMI0 (GOPMHUPOBAThH OBIIHE KIACTEPHI
Ha kiaagorpamme (Puc. 9). OTu manHbBIe MOTYT pac-
CMaTPUBATHCS TOJBKO KAaK ITIPeBApUTENbHBIE, HO B
COBOKYTIHOCTY C BEIIIIETIPHBEIEHHBIMY Pe3yJIbTaTaMu
uccaenoBaanii Xaatypus u ap. (2000) gafot ocHOBa-
HUeE TIPeAIoJaraTh, YTO y AUTEHEH, UCTIOIb3YIOIUX
HECKOJIBKO BHIOB MOJLTIOCKOB-XO035I€B, IMEET MECTO
BHYTPUBHUZIOBasA (BHYTPUIIOIYJIALUOHHAsA) nudde-
DEHIIMANNS HA TEHETHYECKHe JUHUH, 00JIANA0IIe
U3BECTHON IIPUYPOYEHHOCTBIO K OIIPENeTeHHOMY
Bupy (rpyie 6JIU3KOPOICTBEHHBIX BUIOB) TUTOPHH.

ToBOpsT 0 TIEPBBIX ITPOMEXKYTOYHBIX X0351€BAX, HE
CJIe[lyeT yIycKaTh U3 BHUMAHMUS, YTO B KU3HEHHOM
IUKJIe AUTeHell y4acTBYIOT KaKk MUHHMYM eIle /Ba
WM, TO KpaWlHed Mepe, OAWH OOJUTaTHBIA X035-
WH — BTOPOH MPOMEXKYTOYHBIA W Ae(PUHUTUBHBIM.
EcrecTBeHHO, 4TO M OHHM BHOCST CBOIO JIENTY B
(opMupoBaHue BHYTPUBUIOBOM TEHETUYECKOU WH3-
MEHYUBOCTH. B sKcreprMeHTax Ha MOZEHN «MUIVH-
BTOPBIE MTPOMEXKYTOYHBIE X035I€BA — I[EPKAPUY BUIA
H. elongata» Gbln BHISBJIEH IIMPOKUN pasMax MeEK-
KJIOHAJIPHON W3MEHYUBOCTYU IIePKapUii 10 WHBA3M-
ouHoit criocobroctu (Levakin et al. 2013). IIpu sTom
GOJIBIIUHCTBO KJIOHOB LepKapuii 061a1a/Ii BEICOKOM
MHBa3MOHHOM CIIOCOOHOCTHIO, HO Majias WX YacTb
JIEMOHCTPHPOBAJIA KpaiiHe HU3KYI0 CIIOCOOGHOCTD K
sapakenuio mumuii (~10%) u crosb ke Majasl, Ha-
ob6opor, Kpaiite BoicOKyIo (10 100%). ITa nusMeHUn-
BOCTD SIBHO He OBLIa MPOSIBIIEHNEM HOPMBI PEAKIIUH,
MTOCKOJIbKY He MEHSLJIACh TIPY TOBTOPHBIX TECTUPOBA-
HUSX HepKapuil Jaxke MOCIe 3UMOBKHU MOJITTIOCKOB.
CiemyeT OTMETUTD, YTO ¥ MUJVH JIEMOHCTPUPOBAIN
IIXPOKYI0 BapuabebHOCTD IO CBOEH YCTOMYMBOCTH
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Epheria vincta (is.27), Solovki, White Sea
Epheria vincta (is.26), Iceland
Epheria vincta (is.16), Solovki, White Sea

Littorina saxatilis (is.29), Kem’ Ludi, White Sea

Littorina saxatilis (is.5), Vaygatch, Barents Sea
Onoba aculeus (is.18), Dalnie Zelentzy, Barents Sea
Onoba aculeus (is.19), Levin Navolok, White Sea
Littorina obtusata (is.32), Solovki, White Sea

Litforina obtusata (is.33), Rjazhkov, White Sea
Epheria vincta (is.15), lceland
Falsicingula kurilensis (is.13), Kunashir, Kuril Islands
Falsicingula kurilensis, Kunashir (is.11), Kuril Isfands
Falsicingula kurifensis (is.12), Kunashir, Kuril Islands

—

—

%0

Puc. 9. [lenaporpaMma cxoncTBa Mexy usossatamu M. pseudopygmaeus, mocTpoeHHas Ha ocHoBe aHanusa UP-PCR-crek-
tpoB (Meton Neighbor-Joining, mporpammusiii maker Gelcompare) (ykasaHbl BH MOJIIIOCKA-X035MHA, HOMED M30JIATa,
paiion c6opa). [lyist aHaM3 UCTIOIb30BaHbL 18 M30JISTOB; U30JIATHI, BhIJIEJIEHHBIE U3 MOJIIIOCKOB OJHOTO BUJIA M MIMEBIIHE
upentnanbie UP-PCR-cniektpsl, 06beaunens (110 [anaktionos u ap. 2008).

K 3apaxeHuio. Bo MHOrOM cxopHass KapTuHa oOHa-
pyXeHa U B dKCIEepHMEHTaX II0 3apa’keHUI0 IlepKa-
pusimu Maritrema novaezealandensis pasHbIX KJIOHOB
kpaboB Macrophthalmus hirtipes (Koehler et al. 2011;
Koehler and Poulin 2012). ITo-BuauMoMy, BO Bcex
3TUX CJIy4YasiXx MBI CTAJKUBAEMCS C IIPOSIBIEHHEM
npuHIuna KpacHoil KoposeBsl.
dubdepennuanbias posb mapaxo3sieB  (CM.
cHocky 1 Ha c. 4) B (popMHUpPOBAaHUY TEHETUIECKOUN
U3MEHYMBOCTH HATJISIHO TPOJEMOHCTPUPOBAHA
Ha MUKPODALTUAAX TPYIIIBI «PYSMAeuss, N30JSIThI
BUIOB KOTOPBIX U3 pa3HbIX paiioHoB CeBepHoii AT-
JIAaHTUKW aHanu3upoBasu mpu mnomomu UP-PCR
(TamaktnonoB u ap. 2008). Hammenwmias nameH-
yuBocTh UP-PCR-cnieKTpoB MeXIy U30JIATaMU
BbIsiBJIeHA 11 M. pygmaeus v M. triangulatus. Oba
BHJ]a WCIIOJNB3YIOT B KayecTBe OKOHYATEIHbHOTO
XO035IMHA OOBIKHOBEHHYIO Tary W HEKOTOPBIE APYTHE
BUIBI MOPCKHX YTOK, a POJIb IIEPBOTO IIPOMEXKYTOY-
HOTO XO35IMHA Y HUX UTPAIOT TOJIBKO ATIAHTUIECKUE
npeznctaBuresu p. Littorina. Bonee BbicOKMil ypo-
BEHb T€HETUYECKOI M3MEHUYMBOCTU OKA3aJICs Y BUAA
M. piriformes, mapTeHUTBI KOTOPOTO TaK K€, KaK U
IIBYX BBINIEYTIOMSIHYTHIX BUIIOB, TAapa3sUTHUPYIOT B
Littorina spp., HO OKOHUATeJIbHBIMU X0351€BaMU CIIy-
JKaT U KyJIVKY, ¥ YaiiKu, U YTKY, 9TO, II0-BUAVMOMY,
U OIpe/ieINIO BBHICOKUH YpPOBEHb TeHETUYeCKOMN
u3MeHYnBOCTH Buzia. OMHAKO HAMOOMbINAs CTEMEHD
BapuabesbHocTd UP-PCR-CIEKTPOB BhIsSIBJIEHA IS

usonsatoB M. pseudopygmaeus. OKOHUATETHHBIMU
X03s1€eBaMHM 3TOTO BH/A TaK Xe, Kak u 'y M. pygmaeus
u M. triangulatus, ciyxat Mopckue yTKu (TIpe-
VMMYIIECTBEHHO TarM), a BOT CIIEKTP IEPBHIX IPO-
MEXXKYTOUYHBIX XO035€B YDPE3BBIYAMHO IIUPOK (CM.
BhIle). B COBOKyITHOCTY ¢ pacCMOTPEHHBIMU BBITIIE
MaTepuajiaMu 10 auddepeHIuanuy reHeTHIECKUX
JIMHUHM, TIPUYPOYEHHBIX K Pa3HbIM BUIAM TIEPBBIX
IIPOMEKYTOUHBIX XO0351€B, MOKHO 3aKJIIOYUTh, YTO
IUist MUKpodasutu 60y pojib B (hOPMUPOBa-
HUU T€HETWYeCKOH M3MEHYMBOCTH WUTIPAET MMEHHO
aIanTaIys K MOJITIIOCKY-XO03SIMHY. DTO He BBITJISIAUT
YAUBUTEIBHBIM, TOCKOJIBKY OCHOBHBIE STAIIBI JKU3-
HEHHOTO IIMKJIa MUKPODAJITIN TPYIIBL «pYgmaeuss
TIPOXOZSAT B MOJLUTIOCKE (Pa3BUTHE HAPTEHUT, POPMU-
POBaHWE MeTallepKapuii), a B MITUI[aX—OKOHYATEb-
HBIX X035€BaX — JINIb KPaTKWH 3Tall STHIETPOAYK-
1Y MApUTHL.

B cry4yae mukpodammun TPYNIbI <«pygmaeus»
Hanbosiee MOOUJIBHBIM XO3SMH B KM3HEHHOM IIU-
KJIe — MUTPHPYIOIIKE TITHIBI — 00ECTIEYNBAET MOIII-
HBIH TeHETUIECKUHN TTOTOK MEXAY UX IOIyJIAIUsMU
(MeTanomysaiusmu ). Tak, y BecbMa oauMOpdHOTO
Buna M. piriformes OOHAPYXUJIOCh MPAKTUYECKH
mosiHoe coBnazienre UP-PCR-ciekTpoB y U305 TOB,
BBIZIeJIEHHBIX U3 MOJLTIOCKOB Littorina saxatilis mobe-
pexkbst Ucmannuu u o. Batirau (bBapeniieBo Mope) —
paifoOHOB, YIEJIEHHBIX APYr OT APyra IO TPSIMOU
6osee uem Ha 5000 kM.
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MoOGUIPHOCTh XO03AMHA — BaXkHBIA (aKTop,
NETEPMUHUDPYIONINI TeHETUYECKYI0 CTPYKTYPY IIO-
IIyJISAIUN [UureHel, Ho IIPU 9TOM CYIIeCTBEHHYIO POJIb
WTPaeT W XapaKTep KM3HEHHOTO IWKJA ITapa3uToB.
[TocenHee HATMISAHO TEMOHCTPUPYIOT OCOOEHHOCTH
TEHETHYeCKOU CTPYKTYPHI MOIYJSIUNA [TUKCEHHBIX
BunoB Fascioloides magna 8 CHIA wu Schistosoma
mansoni Ha I'sanenyme (Mulvey et al. 1991; Sire et
al. 2001; Prugnolle et al. 2005). s nmepsBoro Buga
MEPBBIM TTPOMEKYTOYHBIM XO3SMHOM CJIYKaT JIUM-
Henbl. 1lepKapuu Mo BEIXO/Y W3 MOJLTIOCKA OBICTPO
MHIUCTUPYIOTCS Ha PACTUTENHLHOM CybCTpaTe, mpe-
Bpalasch B amojeckapuii. Takum o6pa3oM, BOIM3K
MecTOOOUTaHus 3apakeHHOTO apTenuTamu F. magna
MOJITTIIOCKA CO3/IaeTCsI JIOKAJIbHAsI TPYIIINPOBKA afl0-
JIeCKapuii OTHOTO KJIOHa. besoxBocThie oenu, nedu-
HUTUBHBIE X03sieBa F. magna, pu TUTAHUY TI0EAIOT
BMECTe C TPaBOH a/loiecKapuii, IpUYeM K3-32 M03a-
WYHOTO pacIpeiesieHus] 3apa’keHHBIX MOJLIIOCKOB
00BIYHO B HUX TIOTIA/IAIOT TMYMHKHU OHOTO KIOHA UJTH
HeOOJIBINOTO YKCJIa KIOHOB. B pesysrate renernye-
CKasl U3MEHYMBOCTb B MHGpAMOMy sy (COBOKYII-
HOCTb IIAPasUTOB B OXHOHN ocobu xo3siiHa) F. magna
OKa3bIBaeTCA HE3HAYUTEIbHOI, a 99% M3MeHYNBOCTH
Habmogaercsa Mexay uHdpanonyramquamu (Mulvey
et al. 1991). Takyto xe KapTuHy rosyun CeMeHOBa
¢ coaBT. (Semyonova et al. 2003), ucciaenosasinue
metozioM RAPD reHeTnueckyio nu3MeHYMBOCTb BUIA
Fasciola hepatica, uMmelomero CXoqHbIi KU3HEHHBIA
IUKJI, U3 IOMAINIHEr0 CKOTa B ABYX IOIYJIIIUSX, B
ApmeHnuu u Ykpause.

CoBepIleHHO WHAsI CUTYaIlUs OIIMCAHA /IS <KPbI-
cuHOM packl» (cM. 4.1.) S. mansoni Ha I'Bamemyme (Sire
et al. 2001; Prugnolle et al. 2005). Okazajoch, 4TO B
aToM ciydae 93% TMOMYJISIMOHHON TeHeTUYEeCKO
M3MEHYUBOCTU HAGIIOMAeTCA B WHQPAMOMYJISIUIX
IIMCTOCOM B KpbICaX, a Ha JIOJIO K€ KOMIIOHEHTHON
oIy sy (COBOKYITHOCTH TIAPA3UTOB B HOITYJISIIAN
WU BHYTPUIOMYJIAINAOHHOM BBIZIEJiE XO3AMHA) B
KpbICaxX OIHOTO paiioHa — Bcero 7%. JlocTuraercs ato
3a CYET aKTUBHOCTH IIePKapHii, KOTOPbIE TIJIaBAIOT B
PYYbSIX U TIEPEHOCSTCS HA HEKOTOPOE PaCcCTOSIHUE
TeueHueM. B pesysbrate obecrieunBaeTcst 3apaskeHue
OJIHO# 0COGH KPBICHI IIEPKAPUSMHU, TPUHAIEKAIIH-
MU Pa3HBIM KJIOHAM.

B 10 e BpeMst reHeTHYECKAsI CTPYKTYPa TPYIIIH-
poBok F. magna B oJieHsIX, IPUYPOYEHHBIX K HEGOIb-
IIMM, W30JIMPOBAHHBIM B ONPENETIEHHON CTENeHU
IPYT OT JApyra, y4acTKam OoJiee KPYIHBIX BBIIETIOB
(oxoTHUYBY yromws mwromansio ~800 km?) okasanach
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B BBICOKOU CTETIEHW OMTHOPOIHOM. JTO ONPeNeAeTCs
mepeMeleHneM oJieHel (BBICOKOMOOUJIbHBIA XO035-
MH) MEXIY JIOKAIbHOCTSIMU BHYTPU AOCTATOYHO 00-
mupHOro oxotunubero yrogbs (Lyderad et al. 1989;
Mulvey et al. 1991). A Bot S. mansoni Ha I'Basenyne
0OHAPYKUBAET BBHICOKYI0 M3MEHYMBOCTD MEXKIY He-
GOJTBIIMMIY JIOKATLHOCTSIMHU B TIPEeIaX UCCIIEI0BAH-
Horo ydactka Jseca (Sire et al. 2001). Cssamno ato
C TeM, YTO KPBIChI, XOTSI U BHICOKOMOOWMIIBHBI, HO He
COBEPIIAIOT TMPOTSKEHHBIX Murparwit. Ux rpymmu-
POBKH IIPUYPOYEHBI K HEOOMBIIMM YIACTKAM JIeca, a
TepeMenIeHust MKy Pa3HBIMU JIECHBIMU yYaCTKaMU
orpanuveHbl. MOJUTIOCKY JKe — IIEPBBIE TIPOMEXYTOY-
HBIE X0351€BA — MAJIOTIO/[BIKHBIL.

Jpyroii BapuaHT (OPMHUPOBAHUS T€HETUIECKOM
M3MEHYUBOCTH B CBSI3U C OCOOEHHOCTSIMU KW3-
HEHHOTO IMKJa U OMOJIOTUM BOBJEYEHHBIX B HETO
x03seB BoigBuM Kpucnuone u bBoown (Criscione
and Bloin 2004) mpu wucciaeIoBaHHU TaIJIOTUIIOB
(o mutoxouapuaibHOMY TeHy ND1) uszomnsaros tpe-
Mmarog Deropegus aspina (Hemiuridae), Plagioporus
shawi (Opecoelidae) u Nanophyetus salmincola
(Troglotrematidae), accoUMpPOBaHHBIX C CAIbMO-
uugamu (Oncorhynchus spp.) B pekax BIOJb THXO-
okeanckoro mobepexbst CIITA. JKu3HEHHBI UK
JIByX TEPBBIX BUJIOB ITIPOXOJUT B YEPENE XO3SIEB,
obuTalomMx B BoJOeMe (ayTOT€HHBIE MAPa3UThHI):
MOJLTIOCK—TIEPBBIN TPOMEKYTOUHBIN XO3SUH — BO-
JTHBIE APTPOTIOIBI—BTOPbIE TPOMEXKYTOYHBIE X035IEBA
Y CAJIbMOHU/IBI—OKOHYATEIbHbIE X0351€BA. A BOT [IJist
Buna N. salmincola calbMOHMABI CJIy’KaT BTOPBIM
IIPOMEXKYTOYHBIM XO35SIMHOM, & UX OKOHYATEeJbHBIE
X0351€Ba — XHUIIHBIE ITUIBI U MIIEKOMUTAOMIIE (aJI-
JloreHHbIe TapasuThi). CaTbMOHUIBI TPHUBSI3AHBI K
OIHOMY PeYHOMY OacCCeiiHy, B TO BpeMST KaK XUI[HbIE
MTUIBI ¥ MJIEKOTUTAIOIIHE CBOGOIHO MEPEMEIIAIOTCS
MeXKy BoJopaszenaMu. [anioTunupoBanue nokasa-
JIO BBIpaXKeHHYIO reorpadudeckyio CTpyKTypy (mpu-
YPOUYEHHOCTD OIpPEAEIEHHBIX TAllJIOTUIIOB K OMHOMY
peunomy Oacceiiny) mis D. aspina u P. shawi, a nnsa
N. salmincola — BbIcOKOE pasHOOOpa3ue TaIlJIOTUIIOB
¥ OTCYTCTBUE UX reorpadyeckoii mpUBsI3KHML.

TakuM 00pa3oM, BBHICOKOMOGUIBHBIA —XO3SHH
00ecIeyrBaeT WHTEHCUBHbBIA TEHETUYECKUH OOMeH
MEXIY MOMyJISiusMy (METAOMy ISIIsIMUA) JIVTe-
Hell B pa3HBIX reorpaduueckux paiionax. Ecim ke
repeMenieHnsi X035/MHa JIOKAIbHbBI ¥ OTPAHUIEHBI OT-
HOCHUTEJILHO HEOOJBINOM TEPPUTOPUEH, U30JIMPOBAH-
HOHM OT Apyrux (OAUH IIPECHOBOAHBIN GacceiH), TO
COBMIAIOTCST GJIATOTIPUSITHBIE YCAOBYS IJIST M3OJIAIN
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JIOKAJIbHOUN T€HETUYECKOM JIMHUU TTApasuTa. JTO MO-
JKeT HOCTY>KUTh OCHOBOH /IJISI MUKPOSBOJTIOIMOHHBIX
COOBITHI BILIOTH JI0 QJUIOMATPUYECKOTO BHUA00ODA-
soBanus. Kpucuuone u Bioun (Criscione and Bloin
2004) mpenmnosaraior, 4To IOCJETHEE V>KE CTajio
cBepmuBIIMMCcs (GakToMm 171 D. aspina, y KOTOpOTo
OHU BBIJIEJISTIOT (HA OCHOBE Pa3ININil B MUTOXOH/IPY-
ABHBIX ¥ PUOOCOMATBHBIX T€HAX) IBA KPUTITHIECKUX
BH/Ia, IPUYPOUYEHHBIX K PA3HBIM PEKaM.
[TpuBenenHble B 5TOM pasjiejie MATEPUATBI yKa-
3BIBAIOT, YTO TEHETHYECKAs] U3MEHYUBOCTb JIUTEHEN
oTIpenesisieTcsl MHOTUMY (DaKTOpaMu, 3aBUCSIIUMU
OT 0COGEHHOCTEH MX KU3HEHHOTO IUKJIA, OGUOJIOTHY
BOBJIEYEHHBIX B HETO XO35I€B U XapaKTepa KOIBOJIIO-
WU B aCCOLMAINX, KOTOPble (DOPMUPYIOT JUTEHEU
co cBouMmu xo3sgeBamu. I[Ipu 3TOM BbIpakeHHas
Ko3BoJIonMs (KOaJanTaiusi) MMeeT MeCTO B TeX
CUCTEMaX, B KOTOPBHIX TApPa3suT BCTYMAET B TECHbIE
MeTaboIMYecKre OTHOIIEHUSI ¢ XO3SMHOM, a TIPecc
mapasunTa Ha MOITYJISAIIUY X035TUHA TOCTATOYHO BEJIVK.
B mepByto ouepenb 3TO OTHOCUTCSA K CHICTEMaM <IIap-
TEHUTHI—MOJLTIOCKU-X0351€Bay. IloCTOSTHHAsT TOHKA
BOODY:KEHUI B TaKMX CUCTeMax CJeayeT IPUHIUILY
KpacHoii KOpoJieBEI, 4TO IOBBINIAET TeHETHYECKOE
pasHOoOOpa3ue Kak IapasuToB, TaK M XO35€B, M CIIO-
COOCTBYET TIpH OMpeiesieHHOM u3osnuu (Teorpa-
(brYeCKOl WM TOCTaMbHOM) BHIPAOOTKE JIOKAIBHBIX
aganramuit. VIx yriybseHue Ipu 6GIarompHsSTHBIX
obcrosATeNbCTBaX (HAPUMED, HPU TOM WM HHOM
(opMe H30IAINUN ) MOXKET IPUBECTH K MUKDPOIBOJIIO-
IUOHHBIM COOBITHSIM ¥ BUA000Pa30BaHMUIO.

4.3. Ixkocucremusie TpaHcopMaun
¥ reorpapuueckasi 9KCHaHCUs AUTeHei

JItoOble M3MEHEHMsT B 9KOCUCTeMax u OGuochepe
B II€JIOM BJIEKYT 3a COGOM MOCTENCTBYS [/l UX KOM-
TIOHEHTOB, B TOM YKCJIE U 9BOTIOIUOHHBIE, 0COGEHHO,
€C/M peYb WAET O MacHITabHBIX TpaHCHOPMAIHUIX.
YuuThiBasi APEBHOCTD IUTEHEN, HEe MPUXOAUTCS CO-
MHEBAThCs, 4TO COOBITUSI TAKOTO POAA OTJIOXKUJIN
CBOI OTHEYATOK Ha XapaKTep UX OHOJOrHYECKOM
paguanuu. Manrtep (Manter 1963), kKoTopsiii 6bLT
OJIHMM M3 IIMOHEPOB B 00JaCTH UCTOPUYECKOH GHO-
reorpaduy MapasuToB, YCTAHOBHII, YTO OOIIHE POBI
nureHed (M IPYrWX TPYII MAPasUTOB) IPECHOBOI-
HBIX pbI6 BeTpedatores B IOxHoM AMepuke, Adpuke
u Nnnuy, T. e. B 66IBIINX KOMIOHeHTax [oHnBaHbL. B
poibax e CeBepHoii AMepuky U EBpasuu HaCUNTHI-
BaeTcs, 1Mo KpaiiHell Mepe, BOCeMb OOIIUX POJOB JIHU-

113

reHell, KOTOpBIe Ha IPYIUX KOHTUHEHTAX He BCTpeva-
I0TCSI. DTO CIYKUT YKa3aHUEM Ha UX JIABPa3UICKOe
mpoucxoxaenue (Manter 1963).

JleTasibHOE WCCIIEIOBAaHKE TAPa3sUTOB aMbpuOMii
pona Glypthelmins no3BOIMIY BHIABUTD Y HUX CJIEBI
pannunx auseprennuii (Brooks 1977; Brooks and
McLennan 1993). Bugsr sToro poma o0pasyioT ue-
toipe suaun (I-1V), mpuyem Buzst IV svaum BeTpe-
yaiotcs B EBpasuu, Abpuke u IOxHOIT AMepuke, a
¢opmupytomue guauu [-111 — Tospko B Amepuke.
bpyxc u Maxk-JlerHaH IpeITOIOXKMIIA, 9TO TTOCKOITh-
Ky ampubuu He 06JamaIOT IOMKHON COJTEHOCTHOU
TOJIEPAHTHOCTBIO U BardJIBHOCTBIO, TO (hOPMUPOBa-
HHe BUMOB IV JIMHUM TPOM3ONLIO 0 pa3/ieseHus
3amamnoii [onaBans! (He panee 100 MutH. J1eT Ha3am).
Yxe B IO:xHO0# AMepuke chopmupoBanvcs Bust 111
u II nuHwMii, npuyeM npeacTaBUTENN OCTAETHEN IIPO-
HUKJIM ocJjie oOpasoBanus [Tanamckoro Mocra (mpu-
MepHO 65 MutH. JieT Ha3an) B CeBepHYI0 AMEPUKY, T/e
JIMBEPrUPOBaIU € OOpa30BaHMEM BWIOB I JMHWH,
nepememux ¢ Ranidae na Helidae (cm. 4.1.)

C MacmrabHBIMM TEOJOTMYECKUMHU IIPOIECCAMU
CBSI3aHA U JBOJIIOIMS IIHCTOCOM MJIEKOIUTAIOIIUX.
PonuHoit 5TO# IUHIM TIUCTOCOM TIO TTOCTEAHUM JTaH-
HBIM ObITa A3¥sI, 2 IEPBBIMU TPOMEKYTOUHBIMU X035I-
esamu — Pulmonata (Morgan et al. 2001; Attwood et
al. 2002; Lockyer at al. 2003b; Webster and Littlewood
2012; Brant and Loker 2013). B xoze ambnuiicko-
TMMaJIafiCKOTO OpOoTeHe3a B CepeiuHe TPETHYHOTO
MEPUOJIA B CBSI3U € TOHATHEM TrubeTa Ha TEPPUTOPHU
coBpeMeHHBIX Mbstambl, Jlaoca u Taunanga chopmu-
pOBaJIaCh CHCTEMA TOPHBIX PYYbEB, KOTOPbIe OBLIH
HETIPUTOHBI /IJISI IyIbMOHAT, HO K CYIIECTBOBAHUIO B
KOTOPBIX aJlallTHPOBaHBI IleHoractporozasl Triculinae
(Pomatiopsidae). B Takux ycJI0BHSX IPOU3OLIET TO-
PU3OHTAJIBHBII TTEPEX0] MICTOCOM C ITYJbMOHAT Ha
TTOMATHUOIICUJT ¥ C(POPMHUPOBAJICS TIPEIOK S. Sinensium,
OT KOTOPOTO TIOIILIA PASUAIINS A3UATCKOM JIMHUH TITH-
crocoM mutekormranomux (Attwood et al. 2002).

B 6osee mosmHEl IeoJOTMYECKOM HMCTOPUH HA
TIPOIlECCHl pafinaliuy mapa3utoB B CeBepHOM TOJIY-
IIapuyl CyUIeCTBEHHOE BIMSHUE OKAa3aay II0CJIe-
JIOBaTEeJbHBIE JIETHUKOBBIE ITUKJBI ILIEHCTOIIEHA
(Kourpumasuuyc 1969; ITyraues 1984; Rausch 1994;
Bonmaperko u Koutpumasmuyc 1999; Hoberg and
Adams 2000; Waltari et al. 2007; Hoberg and Brooks
2008 u MH. 1p.). «3HAKOBBIM» COOBITHEM B UCTOPHU
JITEHEH, acCOIMMPOBAHHBIX C TPUOPEKHBIMEU KO-
cructeMaMu OKpamHHbIX Mopeit [laneapkTuku, crano
mepBoe OTKPBITHE BepuHroBa MpOJMBa U TOCHENO-
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BaBIllee 32 3TUM IPOHUKHOBEHWE TUXOOKEAHCKOU
(aynst B Armantuky (O0KONO 3.5 MIIH. JIeT Ha3aj)
(Galaktionov et al. 2012). ITocaenosasiiee 3a TUM
IJINOIIEHOBOE oJiefeHeHue (0Koso 2.9—-2.4 MJH. JeT
Ha3ajJl) ¥ MOPCKasl PErPeccHsi, COMPOBOXKIABIIASICS
BOCCTaHOBJIEHVEM BepuHTuiicKOTO MOCTa, IpEPBAIU
MTOTOK MUTPAHTOB, KOTOPBI B ATbHENIIEM B TAKOM
MacimTabe HHUKOrIa OoJibllle He BO30OHOBIISICS
(cM. 0630p: Briggs 2003). TIpouukinue ke B ATiaH-
TUKY OGeClO3BOHOYHBIE W PHIOBI AUBEPIUPOBAIMA U
JIaJIi HAvaJIo aTJIaHTUYeCKUM BuAaM (WJId, 1O Kpaii-
Hell Mepe, TOIBU/IaM U PAcaM) 3TUX JKUBOTHBIX.

B ux umcie 6bUIM M JAMTOPAJIbHBIE MOJLIIOCKA
p. Littorina, ¢ xoTopbIMH B ATIaHTUKY IIPOHUK
U TpenoK MHUKpodaiua TPYIIBl <«Pygmaeuss
(Galaktionov et al. 2012). Bugumo, B 310 BpeMs B
ApkTruyeckoii ATJIaHTHKE M TIPOM3OILIO (hOPMHUPO-
BaHME TIPUCYIIETO BCEM COBPEMEHHBIM BHAaM 3TOU
TPYTIIBI AMKCEHHOTO )KU3HEHHOTO IMKJIA, B KOTOPOM
pOJIb TIEPBOTO TIPOMEKYTOYHOTO XO3SIMHA WTPAIOT
MoJLTiocku Littorina spp., a Ie(UHUTUBHOTO — MOP-
ckue rtunisl (M. 2.1.). B xoz1e mocienyomux 1uKiIoB
TTEICTOIIEHOBBIX OJIeleHeHU BO3MOKHOCTD TPaHC-
apKTUYECKOTO TIePEHOCa MAPa3uTOB MUTPUPYIOIIUMU
ITUIAME TO Ipomaaajia (B IJISALIMAIBL), TO BO30OHOB-
nsmack (Mo-BUAUMOMY, B HanboJiee TEILIble MHTEP-
TJISIIIMATIBI WM UHTEPCTaanaisl). B pesysbrate atux
[IOC/IEOBATENBHBIX COOBITHI M30JISIIMYA U BO3MOJXK-
HOCTHU TPaHCAPKTUYECKOTO 0OMeHa y MUKPOGDALIUL
TPYNIIBL «pygmaeus> cHOPMUPOBAIUCH TUXOOKEAH-
ckue u aTiaaHTu4eckue cectpuHckue Buab (Puc. 10).

B macrositiee BpeMsi BO3MOXKHOCTH JIJISI TPaHC-
apKTUYECKOTO IEPEHOCA TIPEJICTABUTEIEN STOM TPYII-
1Ibl, 3a UcKoueHreM Microphallus pseudopygmaeus,
OTCYTCTBYIOT, ITOCKOJIbKY JIMTOPUHBI B IPUOPEKBE
cubupckux Mopeii, B Mope bodopa 1 Ha mobepexbe
Kananckoro ApKTWuYecKOro apxuimeyara He BCTpe-
yatorcst (Reid 1996). Murpupyronie e TTHITB —
OKOHYATEebHbIE X03s5€Ba MUKPODLINI TPYIIIBI
«pygmaeus» — TUXOOKEAHCKUX TOIYJIANNANA He 3aJe-
TaloT Jlajiee Ha BOCTOK, YeM PaiioH 1-0Ba TaliMbIp, r1e
BCTPEYAIOTCS C TIPENCTABUTENSIMU ATIAHTUIECKUX
nomyssaiuii (Johnson and Herter 1990; Dau et al.
2000; Webster et al. 2002; Petersen et al. 2006; Aler-
stam et al. 2007; Bustnes et al. 2010). OxHako B mIpH-
6pexbe TaiiMbIpa TUTOPHH HET, U 9TO JieJIaeT HEBO3-
MOJKHBIM TPAHCMUCCHIO 37IeECh MUKPOMaLIU TPyII-
Bl «pygmaeus», kpome Buga M. pseudopygmaeus.
Kak y>xe ormeuasocs e (cM. 4.2.), B KPYT MEPBBIX
MTPOMEKYTOUHBIX XO03sIEB 3TOTO BUAA BXOAST MHO-
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THe BUIBI TACTPOIO, BKJIIOUAs U CyOIUTOPATBHBIX
Margarites helicinus, M. groenlandicus umbilicalis,
Cryptonatica clausa u np. — MHUPOKO PaCIPOCTpa-
HeHHbIe B TPUOPEXKbE APKTUYECKUX MOPEH, TI0ITOMY
He TIPUXOAWTCS YIWBJISITBCSI TPAHCAPKTHYECKOMY
apeany M. pseudopygmaeus. OTHOCHTEIBHO IIPUYNH
(bopMupOBaHMs TaKOTO ke apeana y M. triangulatus
CYIWTD IIOKA YTO TPYAHO; BOBMOXKHO, UTO U JIJIST HETO
JINTOPUHBI HE SIBJSIOTCS €IMHCTBEHHBIMY TTEPBHIMU
IIPOMEXYTOYHBIMU XO35I€BAMIL.

B npuBenmenHoM mpuMepe ¢ MuKpodamiaaMu
TPYIIIBL <«pygmaeus» HATISITHO IPOSIBISIETCS POJb
Pa3HBIX X0351€B B reorpaudecKoil SKCIIAaHCUU TUTe-
Heit. IIpu ToM, yTO Harboiee BarWJIbHBIM B JKU3HEH-
HOM IIUIKJIE OKOHYATEIbHBIN X03IMH (MUTPUPYIOLIVe
OTUIBL) 00eCTeYnBaeT IMUPOKUI PA3HOC MAPa3UTOB,
IIPESITCTBUEM K Dean3alliy IUKJIa B HOBOH MeCT-
HOCTY CTQHOBUTCSI OTCYTCTBHE B HE IMOIXOMSIIETO
IIepBOTO TIPOMEKYTOYHOTO XO35IMHA, CIIeN(pIIHOCTD
K KOTODOMY y JIUT€HEMH, KaK MpaBuio, y3kas (cMm. 3.1.
n 4.1.). B cayuae ke IMPOKOIi CIEIUGUIHOCTH K 3TO-
My XO3SIMHY BO3MOXKHOCTEW IIJIsI PACIPOCTPAHEHUS
CYIIECTBEHHO 6OJIBIIE, CBUAETEIECTBOM Y€MY MOYKET
MIOCJTYKUTh COBPEMEHHBIN apeas M. pseudopygmaeus.
CxomHast KapTUHA BBIPUCOBBIBAETCS U TIPU aHAJIN3E
MPUYKH HEYAAYHOM KOJOHU3AIMU BUIOM Schistosoma
haematobium IOxHOI AMepHKH, Ky[a 3TOT BUJ 3a-
BO3WJICS BO BpeMs pabOTOPTOBIM € adypPUKAHCKOTO
koHTuHeHTa (cM. 4.1.). [IpensiTcTBreM cTaso OTCYT-
crBue B IOxHOI AMepuke MOJLTIOCKOB pofa Bulinus —
HEPBBIX IIPOMEKYTOUHBIX X0351€B S. haematobium.

[nddepennuaapHyIo poJib Pa3HBIX X0351€B B pac-
MIPOCTPAaHEHUH IUTeHeN TIOATBEPXKAAET U COBCEM yKe
coBpemeHnHbIi mpumep (Miura et al. 2006). B Hauae
XX Beka BMecTe C IpeAHA3HAUEHHBIMU JIJII Pa3Be-
JIEHUS] YCTPUI[AMHM HA TUXOOKEAHCKOe MOGEepeKbe
CeBeproii Amepuku u3 ANoHUM OBLTH CIydYalHO
3aBe3eHbl ¥ ractpononsl Batillaria attramentaria. Ha
mpoTspkeHnn XX BeKa OaTWLISPUM IMHUPOKO pac-
CEJIMJIKCH BAOJb TUXOOKEAHCKOTO MoGepexbst 06enx
Awmepuk. B SAnonny B 3TOM MOJLTIOCKE TTAPA3UTHUPYET
Cercaria batillariae (Philophthalmidae). Bux oxaza-
cs1 cOOpHBIM, U Ha OCHOBe pe3ybraroB PCR—RFLP
(Restriction Fragment Length Polymorphism) mu-
tToxoHApuasbHOTO TeHa CO1 B ero cocTaBe BBISIBUIU
8 KpUNTHYECKUX BUAOB, KAXKIBIH U3 KOTOPHIX IIPE-
CTaBJIEH IIEJIBIM PSIZIOM TAILIOTUIIOB, UAEHTU(DUITIPO-
BaHHBIX TIpH aHau3e nocaenoBareabHocteit CO1. B
CeBepHoli AMeprKe B GaTUIIAPUSIX 3aPETUCTPUPO-
BAJIU TPU U3 ITUPKYIUPYIONINX B SITIOHUY KPUTITIYE-
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ITS-1 rDNA

Maritrema oocysla

' Maritrema arenaria
0.03 | 7o Maritrema subdolum
0 Maritrema subdolum
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— Omis

@ MkureB

zl\ﬁkurGA
Mkur6C

OMpir2

Mcal_Gal4/5
Mcal2

O Mpse2
thrLGaIS
Mtri7C

z MIri7A
Mtri7B

Mpyg

6 Mpyg_Gals

Mkur3
Mkur8C

Mchul2
Mkur8B

Microphallus similis

ﬁ Mchul_Gal7
MKur8A

MKkur5C ..
@—'8 MKUrSA Microphallus sp.

QMabo Microphalius

abortivus

NA+NP

Microphallus piriformes NA
Microphallus calidris NP

Microphallus pseudopygmaeus NA+NP g

NA+NP g

Microphallus triangulatus

Microphallus pygmaeus NA

Microphallus kurilensis NP

Puc. 10. @unorpamma Mukpodaing rpyIsl «pygmaeuss, TOCTPOEHHAST HA OCHOBE aHaIN3a 110 MeToxy Daiteca mocie-
nosaresnbrHOcTelt [TS1 p/ITHK (B ammuncax Ha ¢usorpaMMe CBEpXy — allOCTEPUOPHBIE BEPOSTHOCTH, CHU3Y — IPOIIEHTHI
6yrcrpen-noanepxku ). NA — ceBepoaranTrdeckuii apeat; NP — ceBeporuxookeanckuii apear; NA+NP — ambubopeasib-
HBII (TpaHCApKTHYECKHii) apeas. IIpuypoueHHOCTh BUAOB K Ae(MHUTUBHBIM X03si€BaM 0003HAUeHA PUCYHKAMH — YalKU
(pxankoBbie) u raru (Mopckue yTru) (mo Galaktionov et al. 2012, MogudunupoBaso).

CKUX BUIOB. /[Ba U3 HUX OBLIN TIPEACTABIEHBI HEMHO-
rumu (1-3) ramaoTUIaMu, YTO CIYKUT YKa3aHUEM
Ha TO, UTO 3aB€3eHBI OHU GBI B AMEPUKY BMECTE CO
CIy4aifHO MOTMABIIUMYU 3aPA’KEHHBIMU MOJITTIOCKAMHU.
OnviH )kKe KPUNITUIECKUH B IPEJICTABIEH MHOTUMHU
TaIIOTUIIAMU, YMCJIO KOTOPBIX COU3MEPHMO BCTpeYa-
omemMycs B SImoHnn. 3aHOC 3TOTO BUA CBSI3AH YKe C
OKOHYATETbHBIM X035IMHOM — IITUI[AMHU, KOTOPBIE MO-
TYT COBepIIaTh IepeseTsl Mexay SAmnonueii u Cesep-
HOIl Amepukoii. B fAnoHny nTHUIBI aKKyMyJIUpYIOT
B cebe MHOXecTBO ramitotunos Cercaria batillariae,
KOTOpBIe ¥ ObLIM TIePEHECEHbl UMK HA TUXOOKEaH-
ckoe obepexbe AMepuku. ECTeCTBEHHO, YTO TITHITBT
coBeplIau mepesetsl Mexay JAnonueit u CeBepHOU
AwmepuKoii 3a10/ITO 10 HaYajla MHBA3UU B AMEPUKY
B. attramentaria, 1, HeCOMHEHHO, TIEPEHOCUJIH CIOZIa
u C. batillariae. OTCyTCTBUE K€ TaM B Ty MOPY MOIXO-
JSIIETO TIEPBOTO ITPOMEXXYTOYHOTO XO3SMHA IIPETIsIT-

CTBOBAJIO GoJlee paHHeH reorpadrYecKoi SKCIIAHCUN
3TOTO BUJA.

IToMuMO MOOUJIIBHOCTH XO3AWHA, HAIUYUSI B
HOBON MECTHOCTH TIOIXOSIINX TIEPBBIX IIPOMe-
JKYTOYHBIX XO035€B, HECOMHEHHO, 3HAUYUMBIMU 7SI
ycrexa reorpaduvyecKoil KOJOHU3ANUU SBIISIOTCS
U 0COOEHHOCTH JXM3HEHHOIO I[MKJA KOHKPETHOTO
Buga. OnHOM U3 Takux 0COOEHHOCTeH MOXeT OBITh
MIPOIOJDKUTENBHOCTh JKM3HU Maput. Wmoctpa-
Mel K 3TOMY Te3UCy CIYKUT BUi Iristriata anatis
(Notocotylidae), KoTOpbIii UUPKYJIUPYET TO TOMY
e KpyTy X03sieB (MOoJUTIOCKU Littorina spp. — BOJIO-
IJIABAIOIIKE TITHUIIBI), ¥ B TOM Xe reorpaduIecKoM
pervone (mpubpexbe Mopeil cepepHoii IlajeapkTu-
KH), 4YTO U PACCMOTPEHHbIE BBINIE MUKPODAIIUIBI
rpynmsl «pygmaeus». Dopmuposanue T. anatis mpo-
UCXOMWIO Ha (pOHE TeX JKe MCTOPUYECKUX COOBITUH,
YTO U MUKPOdAIINI TPYIIbI «pygmaeuss. OIHAKO
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B OTJIMYME OT IOCTIEeTHUX AUBEPCU(UKAIS CEBEPO-
ATIAHTUYECKUX U CEBEPOTHXO0KEAHCKUX TIPEICTABH-
TeJjiedl 9TOTO BU/IA He 3alllia Jajibiie GOpMUPOBAHUS
reorpaduyecKyX pac, BBIIEJIEHHbIX IIPU aHAJH3E IT10-
ciemoBaTesbHOCTEN MUTOXOHApHaIbHOTO TeHa CO1
(Gonchar and Galaktionov, 2016).

Takoe paziuyrie onpeznessieTcs, Mo BCeil BUANMO-
CTH, U B IIepBYIO OYepelb, Pa3HOU NPOJOIKUTEIh-
HOCTBIO )KM3HU CPAaBHUBAEMBIX NTapasuTOB. MapuTsl
MUKpoGaJIU TPYIIBI «pygmaeus> B OKOHYATEIb-
HBIX XO03s1€BaX XuUBYT He Oosee 7—10 mueit (Tamax-
TioHOB 1993), B TO BpeMs KaK NMPOJOJIKUTETbHOCTD
JKU3HU MapUT HOTOKOTUJINJ M3MePsIeTCsT MecsIaMu
(DOunumonosa 1985). [lnurenpHast KU3Hb MapuUT
T. anatis yBennuuBajia BepOSITHOCTb WX TpaHcap-
KTUYECKOTO IIepEHOCa MUTPUPYIOIUMY ITHIIAMU U
ToNa/laHye SIUII TIApa3uTOB B Te paiioHbl CeBepHOM
Arnantuku u Ceseproit Ilanuduxu, rae oburain
JIUTOPHHBL. DTU COOBITUS MOTJIA UMETh MECTO HEO-
HOKDPATHO B MHTEPIJIIANAIIBL/NHTEPCTAIAATEI TIIeii-
CTOIIEHA, YTO 0OECTIEYITO TOCTATOYHO HHTEHCUBHBIH
MMOTOK T€HOB MEXIY aTJaHTUYECKUMHU M TUXOOKe-
aHckuMu nonyssnusmu 1. anatis. DopmupoBanue
’)Ke COBpeMeHHBIX Teorpaduyeckux pac 1. anatis,
[IO-BUVIMOMY, CBSI3aHO C IIOCJTIEIHUM OJiefleHEeHH-
eM, Korlia OOMEH TeHaM¥ MEKIy aTIaHTUYECKOH U
TUXOOKEAHCKO! MOMyJIAIUIMUA 3TOTO BHA TIPEKpa-
tuscs. llo-BuanMoMy, OH He BOCCTAHOBHJICS [I0 CUX
Op B CWJIy YKa3aHHBIX BBINIE IPU PACCMOTPEHUU
reorpamyecKoro pacrnpocTpaHeHUsT MUKPOQaIIv/I
TPYIIBL «pygmaeus> OCOOEHHOCTEN COBPEMEHHOTO
pacripefieieHUsI JTUTOPUH U MUTPAIIIOHHBIX ITyTei
Tl Ha ceBepe llameapkTuxy.

3aMeTM B 3aKJIOYEHUE, YTO IIPOUCXOISIINE
KJIMMaTHYeCKNie W3MEHEHNSI MOTYT CYIIECTBEHHO
MOBJIUATh Ha TreorpaduvecKoe pPacIpoOCTpaHEHMEe
[UreHel, TOCKOIbKY, C OTHON CTOPOHBI, U3MEHSIIOTCS
apeasibl ¥ YePTH GUOIOTUU MX X035€B, a C IPYTrof —
yCJIOBUs BHelIHe# cpenbl. HamGosee CHIBHO TMO-
TeIJIeHWe KJIUMaTa CKasbiBaeTcs B Apkruke (ABA
2013). CaencTBrEM 3TOTO CTAJIO ¥ IPOHUKHOBEHNE B
BBICOKHE ITUPOTHI MOPCKUX GOPEAIbHBIX BUOB (TaK
HasbiBaeMasi «bopeanuzamusa») (Payer et al. 2013),
BKJIIOYas PhI6 U IpejcTaBUTEIe MOPCKOro GeHToca
(Hdenucenxo 2013; Josefson et al. 2013). Cpeau sTux
JKUBOTHBIX — M TPOMEXYTOYHbIE XO35I€Ba UTEHEN,
[UPKYJIUPYIOUIMX B MPUOPEKbEe OOPEATbHBIX MOPEIA.
Hannume momxomsmmx >KMBOTHBIX-XO35I€B U CMSIT-
YeHWe KJIMMaTa B apKTUYECKUX PaliOHAX IO3BOJIUT
STUM Mapa3WTaM PeaN30BBIBATh CBOU KM3HEHHBIE

K.B. I'nnaxTroHnoB

IUKJIBI B BBICOKUX IMHUPOTaX. YUUTHIBAas CKa3aHHOE
B pasnene 2.1 OTHOCUTENBHO JUMHUTHUPYIONUX (pak-
TOPOB [IJIST PACIPOCTPaHEHUsI B APKTHUKY BUIOB C
TPUKCEHHBIM KM3HEHHBIM ITUKJIOM, MOKHO OXKU/IATh,
YTO ITH TMPerpajbl AJs HEKOTOPHIX PaiiOHOB OynyT
CHSATBHI, YTO TIPUBENET K SKCIIAHCUY Psiia BUAOB B BBI-
COKHE ITUPOTHI.

CKas3bIBAIOTCS TIPOUCXOANINE KJIUMATHYECKHE
M3MeHEeHUs M Ha OKOHYATETbHBIX X035i€BaX AUTEHE.
Tak, MHOTHE BUIBI TITUI] YK€ PACITUPUIN CBOU ape-
ajJiel B CEBEPHOM HAIIPaBJIEHUH, U TIPOIIECC ITOT, KaK
mpeanosaraercs, Oyaer Hapactath (Newton 2003;
Ganter et al. 2013). HekoTopble U3 HmepeHOCHMBIX
VMY BUJIOB JINTEHEN MOTYT HAWTHU B TPAHC(HOPMUPO-
BaHHBIX (B CBSI3U C TIOTEIIEHUEM ) aDKTUIECKHX KO-
cHCTeMax OIATONPUATHBIE YCIOBUS IS PEaA3al[in
CBOMX XKU3HEHHBIX ITUKI0B. OMHUM U3 TIOCIENCTBUI
MOTEIJIEHNST KIIMMAaTa MOXKET CTaTh U TPAHCAPKTUYE-
CKOe B3aMMOIIPOHUKHOBEHME CEBEPOATIAHTUYECKOMU
U CEBEPOTUXOOKEAHCKOU (hayH, YTO MMENO MECTO B
TETUTble WHTEPTJIAINAIbl/ MHTEPCTAIAANBI TTO3/THE-
ro mwiuoreHa u treticrorieHa (Hewitt 1996, 2004;
Avise and Walker 1998; Briggs 2003; Nikula et al.
2007; Newton 2003). Oco6eHHO 3TO KacaeTcs TaKUX
MOOMJIBHBIX X035€B, KAK MUTPUPYIOIINE IITUIIBI, KO-
TOpbIE CMOTYT OCYIIECTBJISITH TIEPEHOC JAWTEHEH W3
CeBepHBIX pailoHOB Tuxoro okeaHa B ATJIaHTHKY U
HA060POT. ITO BO30OHOBUT IPEPBAHHBINA B Pe3YJIb-
TaTe TOCJETHETO TIJIEHCTOIIEHOBOTO OJIeleHEHUS
TeHeTUYECKUI OOMEH MeXIy CeBepoaTIaHTHde-
CKUMH M CEBEPOTUXOOKEAHCKUMU MOIYJIAIUSIMU,/
pacamMu/BUZlaMU AuTeHel ¥, KaK MOXKHO OXKUATh,
JTaCT MOIIIHBIN TOJTYOK KaK K reorpaduyeckoil, Tak u
K roctajgpHOU skcmancun. IlociencTBust akocrucreM-
HOTO IJIaHA TPYAHO TPOTHO3UPYEMBI, MOCKOJbKY
HEBO3MOJXKHO TIPENCKa3aTh, KaKMe KOHKPETHO BUIBI
MPOHUKHYT B HOBBIE JIJIT HUX Teorpaduyeckue paii-
OHBI, KAKUX X035€B U C KAKUMU TOCIENCTBUSIMHI OHU
CMOTYT HCITOJIb30BaTh. JlJIsT OTCIEKMBAHUS TAaKOTO
pona coObThii HEOGXOAMMA OPTaHU3AIMS CUCTEMBI
MOHHUTOPHHIOB B Psifie KJIIOUEBBIX PaiOHOB, 0COOEH-
HO B ADKTUKE, Ille KIUMaTUYeCKIe N3MEHEHNS TTPO-
SIBJIAIOTCS HanboJIee BBITYKIIO.

3AKJIOYEHUE

OcHOBHIBasICh Ha IIpUBEOECHHBIX B 0630pe Marte-
puasaXx, MOXHO KOHCTaTHPOBATb, YTO (I)I/IJIOFeHe-
TAYECKHNE B3aMMOOTHOIIEHUA MEXAY KDPYIHbIMHA
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takcoHamu Neodermata, a COOTBETCTBEHHO M IyTH
nusepcudukaiuu Trematoda B memoM u Digenea B
YACTHOCTH, TTOKA YTO OMHO3HAYHO HE Pa3pelaioTcs.
B03M0HO, HEKOTOpas SICHOCTD B 3TH BOIIPOCHI Oy AET
BHECEHA TPU Pa3BUTUU HOBBIX MOJIEKYJISIPHO-TEHe-
TUYECKUX METOJIOB ¥ COBEPIIEHCTBOBAHUM MOJIENIEH,
VICHOJIB3YIOMUXCS IPU PUIOTEHETUIECKOM aHAJU3E.
Yro kacaercs cranosiaenuss Neodermata, To ompe-
NEJISIONIYI0 POJIb B 3TOM IPOIIECCE, HECOMHEHHO,
CBITPAJIO Pa3BUTHE Y MPEAKOBBIX (JOPM <«HEOJEPMHU-
cay, KOTOPBIHA ¥ CeaJ BO3MOXHBIM MX MEPEXOM K
Mapa3UTUPOBAHUIO HA PA3HBIX TPYIIAX KMBOTHHIX.
B crBOsIE TpeMaTox GoJiee PeaTMCTUYHBIM HA CETO/-
HSIITHUH JIEHb BBITJISSAUT IEPBUYHOCTD MOJIIIOCKA B
KayecTBe XO3SMHA MPOTOTPEMATO]] C TIOCJIEAYIOIIen
KOJIOHM3aIlMell T03BOHOYHBIX. lIpencraBisercs
OYEBHUIHBIM, YTO IJIABHBIE ayTOTIOMOP(UY AUTEHEH —
9TO APTEHOTEHETUIECKOE PA3MHOKEHHE HA CTAIUSIX
JKU3HEHHOTO IMKJA B IIEPBOM IIPOMEXYTOUHOM
XO3SIMHE U TIOSBJIEHNE CBOOOHOKUBYIIIEN JTMINHKH-
IEPKapuHu.

B xome sBouioNMM AWUTEHEH AOCTATOYHO PaHO
copMUpOBasICsS MUKCEHHBIN JKU3HEHHBIN IIHUKJ,
BCJIE]] 32 YEM IOCJIENOBAJIO BKJIOYEHNE B HETO BTO-
POTO TIPOMEKYTOYHOTO XO3SIMHA U TIEPEXON K TPUK-
CEHUH. ITO CTAJIO BasKHBIM 9TAIIOM B GHOJIOTUYECKOM
pamuanuy IureHei, TO3BOJIMBIIUM 3TUM TTapa3uTaM
3G (HEKTUBHO UCIIOIB30BATh J1JIsI 0OECIIEYeHUS TPAHC-
MUCCUH TPOPUUECKYIO CTPYKTYPY SKOCHUCTEM, YTO U
TIOCTY>KUJIO JpaliBEpOM HUX IMUPOKON TOCTAIBHON
" reorpauueckoil sKcHaHCUU. TPUKCEHHBIN >KWU3-
HEHHBIA IMKJI IIpeJcTaBisgercs Haubojee cOalaH-
CHPOBAHHBIM B OTHOIIEHWH CBOWX IUCIIEPCUOHHBIX
BO3MOKHOCTEI U uX obeciedyeHns HeOoOXOAUMBIM
YUCJIOM TUCIIEPCUOHHBIX JIMYNHOK KaK 32 CUET YCH-
JIEHVST «TIaPA3UTAPHOTO CUTHAJIA» TTAPTEHUTAMU, TaK
¥ 32 CYET KOMILJIEKCA TTOBEIEHYECKUX PEAKITUH CaMUX
JIMYUHOK. VIMEHHO TI03TOMY TPUKCEHHBIN KU3HEH-
HBIH IUKJ CTaJ CaMBIM DaclpPOCTPAaHEHHBIM CpPeIu
nureneii. Ha ero ocHoBe (hopMUPOBAIUCH TTPAKTH-
YeCKH BCe COBPEMEHHbIE MOAM(DUKAIINN KU3HEHHBIX
[MKJIOB 9TUX ITAPA3UTOB, BO3MOKHO, 32 UCKIIOYEHU-
€M HECKOJIbKHMX Ga3aybHBIX TAKCOHOB IJIATUOPXUUL,
II7ISI KOTOPBIX TIPEATIONIAraeTcsl TIEPBUYHAS TUKCEHUS
(Bevisiculidae u Azygiidae), a Takxke KpoBemapa-
sutndeckux Schistosomatoidae, ecium BcTaTh Ha
TOYKY 3DEHUS MEPBUYHOCTH MX AUKCEHHOTO ITMKJIA.
PasHoo6pa3ue JKU3HEHHBIX I[UKJIOB OIPEAEIsSETCS
pa3Ho0OpasreM IKOCUCTEM, B KOTOPBIX ITPOUCXOAUT
TPAHCMUCCHUS AUTEHEHH.
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HebmaronpusiTibie TeHETHYECKUE TMOCTENCTBIS
nmapreHoreHesa (yBeJMYeHWE BEPOSATHOCTH WHOPH-
IUHTA) HelTpanusyeTcss aMm@uMuKcucoM Ha ¢ase
MapuThl. IIOMHMO TOrO, 9TOMYy e CIIOCOBCTBYET
aKKyMYJISIIIAST BTOPBIM ITPOMEXYTOYHBIM XO3SIMHOM
MeTalepKapuil, IpOU3BeIEHHBIX PA3HBIMU KIOHAMU
[apTEHWUT. YBEJMYEHUIO TeHETHYECKOTO Pa3HOOOpa-
3Us IUTEHEHN CIIOCOOCTBYET U TIOCTOSTHHAS TOHKA BO-
OpYy>KeHMH B KO3BOJIIOMPYIONIUX CUCTEMAX <«MOJIIIIO-
CKU-X0351eBa — MapTeHUTHI». OIpeneseHHbIN BKIAL
B (OpPMHPOBaHHE TE€HETUYECKOTO Pa3HOOOPA3usi
BHOCSIT M COMaTHYECKKE PEKOMOMHAIIK TIPH MapTe-
HOTeHe3e CIIOPOITUCT U peawuii. [lo-Bumumomy, ogHUM
13 (PeHOTUIMYECKUX BBIPAXKEHUIH 3TOTO IpoIecca
CIIy’KUT HEOIHO3HAYHOCTh IOBEAEHUYECKUX PEAKIUi
IlepKapuii OJHOTO KJIOHA. BHYTpHU- ¥ MeXKKJIOHAJIb-
Hasl M3MEHYNBOCTh B IIPOSIBIEHUM IIOBEIEHYECKUX
peaxIuil iepKapusaMU UTpaeT BaXKHYIO POJIb B BOBJIE-
YeHWUY B TPAHCMUCCHUIO IaHHOTO BHU/IA IUTeHell HOBBIX
x03s1eB. [Ipu OIpeneseHHBIX 00CTOSTENBCTBAX 3TO
MOJKET CTaTh APAfBEPOM MUKPOIBOJIIONUN U BUI00-
OpasoBaHMsL.

B ¢opmupoBanur 6MOJOrMYECKOr0 pasHOOOpa-
3Usl AWTeHell OCHOBHYIO DOJIb UIpajla TOCTaJbHAast
KOJIOHM3AIsI KaK Pe3yJIbTaT TOPU30HTAIBHOTO Iepe-
X0/1a. JTOT TIpolecC B UCTOPUIECKOH peTpoCIeKTHBe
peannzoBaicss Ha (oHe OMOCHEPHBIX MEPECTPOEK,
YTO BO MHOTOM OIIPEJIEJIIIIO KaK KPYT COBPEMEHHBIX
X0351eB Pa3HbIX TAKCOHOB JUTeHel, Tak M UX Teo-
rpadudeckoe pacnpocTtpaHenue. I[Ipoucxozsiue B
HAIlA THU KJIVMMAaTUYECKUE OCIUJUISIINY, aHTPOTIO-
reHHbIe TPAHCGHOPMAIMU SKOCHCTEM, GUOTIOTUYECKIE
VWHBa3WM U WHTPOAYKIIMHU MOTYT CYUIECTBEHHO IIO-
BJIMSITH Ha reorpadmyeckoe pacIpoCTPaHEHHE JuTe-
Hell, BKJII0Yast BUABI MEAUIIMHCKOTO ¥ BETEPUHAPHOTO
3HAYeHUs], U CTUMYJIUPOBATH TOCTAIBHYIO PaIUAIIHIO,
CJIEZICTBUEM Yer0 MOXeT cTaTh (hOpMUPOBAHWE HO-
BBIX JIMHUI ¥ PAC 3TUX IIaPa3UTOB, a B IEPCIIEKTHBE
¥ HOBBIX BUJIOB.
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