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PE3IOME

Ha ocroBe aHas3a cOOCTBEHHBIX ¥ JINTEPATYPHBIX JAHHBIX BBI/IEJIEHBI 4 OCHOBHBIE CTPATEINH TIONCKOBOTO MOBE/IE-
HUS [epKapyui TpeMaToI: akTUBHOTO TToncka (1), maccuBHOTO 0knanmst (2), akTHBHOTO OXXUAAHM (3) U moipaska-
Hus 1o0biue (4). Ilepsoii crparerun cienyior muorue Xiphidiocercaria, nepkapuu psga sugos Echinostomatidae,
Psilostomatidae, Acanthocolpidae n Lepocreadiidae, a Takske uHIMcTHpyOIINecs Ha MOABOAHBIX cybcTparax Jiu-
uyutku Fasciolidae, Haploporidae, Notocotylidae, Pronocephalidae, Gladorchiidae u nekoropsie Haplosplanchnidae.
JIMYINHKN HAXOAATCS B TOCTOSTHHOM JIBUJKEHIH M OPHEHTHUPYIOTCST B IPOCTPAHCTBE C TIOMOIIBIO (hOTO-, T€0-, & NHO-
T7Ia ¥ XeMopeaknuii. Bropas cTparerus xapakTepHa Uit MHOTHX IlepKapuil rpymisl Microcerca ¢ 3acaiHbIM THIIOM
MOBEJICHIsI, Y KOTOPBIX OTYETJIMBO BBIPAKEHA OCIUIIJIOPEAKIIUH, & IPYTHE OPUEHTUPOBOYHBIE PEAKITNH JTHOO BbIpa-
JKEHBI €J1260, THO0 OTCYTCTBYIOT. DTOH CTPATErnK MPUAECPKUBAIOTCS U TACCHBHO MAPSIIIIE B TOJIIE BOJBI THUMHKH
Bucephalidae u Hemiuroidea. Ctparerust ak THBHOTO OKHMJIAHUS TIPUCYIIA TIEPKAPUSM C JUCKPETHBIM THIIOM I1J1aBa-
nus (Furcocercaria, Pleurolophocerca, Parapleurolophocerca u ip.), 8 kotopoM ¢hasbl JOKOMOTOPHON aKTHMBHOCTH
nepeMekaioTes ¢ hasaMu MoKost. [Jist 9TUX JTNYMHOK XapaKTepeH IMPOKHiT Habop OPUEHTHPOBOYHBIX PEAKIIUIL.
Crpareruio noapakanus 100blue 1eMOHCTPUPYIOT Lepkapuu psaga Tpemaron (Azygiidae, Bivesiculidae, Hexoropsie
Echinostomatidae, Heterophyidae, Lepocreadiidae, Gyliauchinidae u ap.), koTopble 3apaskaior X03s1Ha TACCUBHO
per os. IlokazaHo, 4To IepKapyH, pealn3yoline CTPaTeTHIo aKTUBHOTO Toncka (1), 3apaskaioT, Kak IpaBmJIO, MaJIo-
MO/IBIKHBIX JKHBOTHBIX, JTMO0 MOABMKHBIX, HO B TIEPUO/L NX MUHIMAJIBHON JIOKOMOTOPHOH akTuBHOCTH. [lepkapum,
TIONCKOBOE TIOBeZIEHNEe KOTOPBIX COOTBETCTBYET TPEM OCTATBbHBIM CTpaTerusM (2—4), OpueHTHPOBAHBI TIPENMYIIie-
CTBEHHO Ha TIOMAjlaHNe B BBICOKOTOABUKHBIX JKMBOTHBIX-X03s1eB. OGCysKIaeTest BO3ZMOKHOCTD UCTOTB30BAHIISI
KOHIIEIIINU CTPaTernii moucka Ao0brun skuBoTHbIMU-Gypakupamu (Schoener 1971; Huey and Pianka 1981) npu-
MEHUTEJIHHO K TIONCKOBOMY MOBEJIEHUIO IIepKapHil.

KimoueBbie cioBa: OPHEHTUPOBOYHbBIE PEAKIIMU, TAPA3UThI, TOUCKOBOE MOBEJICHUE, CTpaTerny (hypaskupoBaHus,
TpeMaTo/ibl, lIepKapuun
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ABSTRACT

On the base of analysis of original and literature data four basic strategies were distinguished in host-search behaviour
of trematode cercariae. There are active search (1), passive waiting (2), active waiting (3) and prey mimetism
(4). Many of the Xiphidiocercaria, cercariae of some Echinostomatidae, Psilostomatidae, Acanthocolpidae and
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Lepocreadiidae as well as cercariae of Fasciolidae, Haploporidae, Notocotylidae, Pronocephalidae, Gladorchiidae
and some Haplosplanchnidae encysting on surface of underwater substrates follow the first strategy. These cercariae
demonstrate a continuous swimming and photo-, geo- and sometimes chemoreactivity. The second strategy is
characteristic for cercariae of Microcerca group with ambuscade behaviour. These cercariae exhibit pronounced
oscilloreactions whereas other orienting reactions are feebly marked or even absent. Cercariae of Bucephalidae and
Hemiuroidea which float passively in the water column also follow the strategy of passive waiting. The strategy of
active waiting is characteristic of cercariae (Furcocercaria, Pleurolophocerca, Parapleurolophocerca, etc.) with an
intermittent type of locomotion, where periods of active movement alternate regularly with periods of repose. These
cercariae demonstrate a wide range of orienting reactions. The pray mimetism strategy exhibit cercariae of some
trematodes (Azygiidae, Bivesiculidae, some Echinostomatidae, Heterophyidae, Lepocreadiidae, Gyliauchinidae,
etc.) infecting their hosts passively per os. The active searching cercariae (strategy 1) usually infect sedentary
animals or mobile ones but during periods of their minimal locomotory activity. The cercariae exploiting strategies
2—4 predominantly infect mobile animals. It was emphasized that the model of foraging strategies produced by
Schoener (1971) and Huey and Pianka (1981) for free-living animals could be applied to analysis of cercarial host-
search behaviour.

Key words: orientation reactions, parasites, host-search behaviour, foraging strategies, trematodes, cercariae

BBEJIEHUE

Daza 1eprapuu B JKU3HEHHOM IIUKJIE TPEMATO]
obecrieynBaeT JIMCIIEPCUI0 WHBA3MOHHOTO Havasa
BO BHEIITHEII Cpejie U eTo Tiepeiady OT MepBOro Mpo-
MEKYTOYHOTO XO3TMHA KO BTOPOMY, JI00 JKe K OKOH-
yaTeJbHOMY X03sWHY. CTpoeHMe 1epKapuil pazHoo-
6pa3HO, MHOTOUYKCIIEHHBI U aJIalITAIlU1 9TUX JTMIUHOK
K TIONCKY ¥ 3apaxkeHuio xo3sieB (Imrenmackas 1968;
Tanaktronos u Jlo6pososibekuit 1998). B pastoe Bpe-
MST TIPEITPUHUMAJIHCH TIOTIBITKU KJIACCH(UIINPOBATD
1epKapuii Kak 1o MophoI0ornIecKuM mpusnaxkam (J10
HACTOSIIEr0 BpeMeHu yroTpebisiercss MoauduIim-
posannas cucrema Jlos (Lithe) — em. Tunenunckas
1968), Tax u o xapaktepy nosenenus (Haas 1994;
Haas and Haberl 1997). Anamusupyst ocobeHHOCTH
6uostoruu nepkapuii, Fanakrnonos u JJoOpoBOIbCKUI
(Galaktionov and Dobrovolskij 2003) mpeaioxuim B
KauecTBe KPUTEPUs JJIst KIaccuuKaIuu crocob ux
[OTIA/IAHUS B XO35MHA — IIACCUBHBIN (X035UH 3arja-
TBIBAET JIMYMHOK ) ¥ aKTUBHBIN (JIMYUHKY BHE/IPSTIOT-
cs1 B X03siMHA). Y [[epKapuil ¢ MacCUBHBIM CIIOCOOOM
3apa’keHMs BBIJEJEHBI IPYIITbI WHITICTUPYIONNXCS
BO BHelrHel cpeje (1), moemaeMbix 1eUHUTHBHBIM
X03MHOM (2) ¥ TTAaCCUBHO TMOTA/IAl0NUX BO BTOPOTO
TTpOMesKyTOUHOTO X03suHa (3). Cpean akTUBHO 3a-
paskaiomux hopM — IePKapuu ¢ <IOUCKOBbIM» (1) 1
«3aca/IHbIM» (2) TUTIAMU TTOBEICHUSI.

ITocaemytomnuii aHaIM3 TO3BOJINI BBIUJIEHUTD /IBE
OCHOBHbIE CTPATETMU 3aPAKEHMS X0351€B, KOTOPBIM
CTIEIYIOT TIPEJICTABUTENN PA3HBIX TPYII TIepKapuii —
«AKTUBHBIN TIOUCK» U «11accuBHOe oxkupanues (IIpo-

kodbes 2006, 2008). Oxnako 3Tu JiBe cTpaTernuu He
OXBaTBIBAIOT BCEIO MHOTOOGPa3Hsl TIOBEICHHUS I[epKa-
PHii, a, CKOpee, IPEACTABIAIOT cOOOH 1Ba KPaitHUX ero
BapHaHTa, MEKIY KOTOPBHIMHU PACIIOJIaraeTcst IHpo-
KW crieKTp (hopm, r7ie B TOW WM WHOM CTENeH! MpH-
CYTCTBYIOT 3JIEMEHTBI KaK aKTMBHOTO ITOUCKA, TaK U
MaCCUBHOTO OKUJAAHUS. JTO 3aCTABUIIO HAC MOUDU-
IUPOBATD TTOJIXO/] K AHAJIN3Y TOMCKOBOTO TIOBEIEHUS
IEePKaPHii, TIPUBJIEYb MATEPUATIBI TIO TIOBEJIEHYECKUM
0CcOOEHHOCTSIM X0351€B (B 1IEPBYIO OYepe/lb YYUThIBA-
Jlach MOOMJIBHOCTD X03$1€B), KOTOPBIX 3apakaioT 9Th
JIUYWUHKA. Pe3ysbraToM TPOBEIEHHOTO HCCITIE0BA-
HUsI cTajia KiaaccuUKalus CTPATEruii MOMCKOBOIO
MOBe/IeHUs 1IepKapuii, npejjiaraeMad B HacTosIIeH
ctathe. Cpa3y OTOBOPUMCS, YTO TEPMUH «ITOMCKOBOE
MoBeJIeHNe» 3/IECh U Jlajiee MbI UCIIOJIb3yeM B IITHPO-
KOM CMBICJIe, TIOJIpasyMeBast JIIoOble TTOBeIeHYECKIE
peaKIuu IepKapuii, 06eCeTnBaIOIIe UX MOMAAHNE
B X03siHa. [IpW BBIMTOTHEHUM W CCIIEIOBAHUS, TIOMU-
MO JINTEPATYPHBIX MCTOUYHUKOB, MbI OINUPAJIHCH Ha
COOCTBEHHbBIE MaTEpUAIbl 110 OMOJOIMU IlepPKapuil
TPEMATO/l, PEATU3YIONNX CBOU KU3HEHHBIE ITUKJIBI
B npubpexbe Bapennesa u benoro mopeii u B mpe-
CHOBOJIHBIX BoOjoeMax ceBepo-3amana Poccun (Ta-
saktuonos 1993; ITpokodnes 2006).

CTPATEI'A AKTUBHOTI'O IIONCKA

B naubosiee 4ncToM BHJE CTPATErUs aKTUBHOTO
MOVMCKA XapaKTepHa /I HEMPEPBIBHO TLIABAIOIINX
(continuous swimming) tepkapuii. CorsacHo KJac-
cudukanun TamakruoHosa u JoOPOBOIBCKOrO OHU
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OTHOCSITCSI K TPYIITIE AKTHBHO 3aPAKAIONINX JIHINHOK
C <IIOMCKOBBIM» THUIIOM MHOBeJeHust. B aTy Karero-
PHIO MOMAJA0T MHOTHE MPEACTaBUTEN OOUIMPHOIT
rpymubl Xiphidiocercaria (cemeiicrsa Plagiorchiidae,
Ochetosomatidae, Pleurogenidae, Microphallidae,
Lecithodendriidae, Prosthogonimidae, Renicoli-
dae, Bunoderidae u xp.), JMYMHKK psaga BHUIOB
Echinostomatidae, Psilostomatidae, Acanthocol-
pidae, Lepocreadiidae u ap. Ilepkapuu, MOKHHYB
MOJITIOCKA-X03sIMHa, HAXO/SATCS B MOCTOSTHHOM J[BU-
JKEHWHU, HO OTHIO/b He Gecriopsiiounom. OHE criocoO-
HBI ODHEHTUPOBATHCST B TPOCTPAHCTBE OJIaroaapsi, mo
KpaitHell mepe, hoto- u reopeakiusM. [loctosiHHOE
JBICKEHUE CIOCOOCTBYET JUCIEPCUU I[EPKapuil B
[POCTPAHCTBE, a MPUCYHIMA UM HabOp peakIuii
obecrieyrBaeT KOHIEHTPAIMIO B TOH ero obJactu,
rJie MOKeT TpeObIBaTh XO3SIMH, — TaK Ha3bIBAEMOE
«TIPOCTPAHCTBO XO3sIMHA» 110 TepMuHosIornn Komba
¢ coaropamu (Combes et al. 1994, 2002).
[Momaanue ke cCOOCTBEHHO B XO3SIMHA MPOWC-
XOJIUT MPEUMYIIECTBEHHO TTaccuBHO. K Hacrosiiemy
BPEMEHH [MOKA3aHO, YTO TOJBKO [IEPKAPUI HEKOTOPBIX
HXUHOCTOMATH/L JIEMOHCTPUPYIOT XEMOOPHEHTAIIHIO,
HAXOJICh B HETIOCPEJCTBEHHON OJIM30CTH OT XO3SIHU-
Ha (Fried and King 1989; Haas et al. 1995; Korner
and Haas 1998a, 1998b; Haas and Haberl 1997). /Tina
GOJIBIIMHCTBA JKe JIMYMHOK PACCMaTPUBAEMOi IpyIl-
IIbl BCTPeYa ¢ XO3IMHOM — coObITHE ciydaiinoe. [Tpu
3TOM OOJIBINYIO POJIb UTPAIOT JBUKEHUS XO3SMHA,
CO3/IaI0TIIe HATIPABJIEHHbIE K HEMY TOKU BOJIBI. TaK,
uccsefoBannbie Hamu audniku Himasthla elongata,
H. continua (Echinostomatidae), Cercaria parvicau-
data, Renicola roscovita, R. thaidus (Renicolidae)
3aTSATUBAIOTCS TOKAMU BOJIBI Y€Pe3 BBOAHBIE CU(DOHBI
B MaHTHUITHYTO MOJOCTh CBOUX BTOPBIX IIPOMEKYTOU-
HBIX X035€B — JIBYCTBOPUYATHIX MOJIJIFOCKOB MUIHIA.
Panx upencrasuresneil rpyunsl Cercariae Virgulae
(BupryJbHble Kcuuauolepkapun) MacCuBHO 3aca-
CBIBAETCS B PEKTANBHYIO TTOJIOCTh JUUHHOK CTPEKO3.
Ileprapun MHOTEX MUKPOGhAIIN]] 3aXBATbIBAIOTCS
TOKaM¥ BOJIbI, KOTOPbIE CO3[AIOTCST TIPU JIbIXATeJIb-
HBIX JIBIJKECHUSX TOKOSIIUXCS  PaKoOOPasHbIX, U
TaKUM 00pPa30M MOMAMAIT Ha KaOpbl X03suHA. TeM
e crmocobOM T[epKapui HEKOTOPHIX HXIHOCTOMATH/
«JIOCTABJIAIOTCSA» B 5KaOepHYIO Mo10cTh poib. Caemyer
0c0060 MOAYEPKHYTh, UTO, [IEPKAPHUU, UCITOIb3YOIINE
CTPATETUIO AKTHBHOTO ITIOMCKA, 3aPasKAIOT MPEUMY-
[IECTBEHHO MAJIOTIO/IBVKHBIX JKUBOTHBIX (MOJLITIO-
CKH, JINYUHKU HACEKOMBbIX, IIJIOCKHE Y€PBU U T.IL.), a
TaK’Ke BbICOKOIOABMKHBIX (pakooOpasHble, pblObl 1
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JIp.), HO B MEPUOJI UX MUHUMATHHONW JJOKOMOTOPHON
AKTUBHOCTH.

Jletasu peain3aliiy CTpaTern akTHBHOTO TOUCKA
B KaXK/[OM KOHKPETHOM CJIYYae PasimyaioTcst, IprMe-
POM YeMy MOTYT CJIYKUTh JIMIMHKEI TPEMATO/] U3 JIN-
TOpPaJIbHBIX MOJLTIOCKOB besoro n bapeniiesa mopeti.
Koporkoxusyiiue uepkapuu Maritrema subdolum
u Microphallus claviformes (cem. Microphallidae)
BBIJIEJISIIOTCSL U3 3apakeHHBIX MOJUIIOCKOB Hydrobia
ulvae, oOUTAONMX Ha 3aTUIIHBIX 3aUJICHHBIX JIU-
TOPAJIbHBIX [UISIKAX, TOJBKO IMPH MAKCUMAJIbHOM
porpeBe BOJbI BO BpeMst HEeBHBIX 0T/inBOB. Coue-
TaHue BBICOKOU TOABUKHOCTH, YETKO BBIPAKEHHDIX
OTPUIIATEBHON (DOTOPEAKITUU ¥ MOJIOKUTENbHON
reopeakiuy MPUBOAUT K OBICTPOIl KOHIIEHTPAI[UK
HOKUHYBIIAX MOJUIIOCKA-XO3sIMHA TI€PKapuil B 3a-
TEHEHHBIX IPUIOHHBIX YUaCTKAX JTUTOPAJIHHBIX BaHH
(JIy>KUIBI BOJIbI, KOTOPbIE OCTAIOTCSI HA JIMTOPATH B
otsuB) (IIpokodres 1997, 2003, 2005, 2006). 3xech
JKe CKaIJIMBAIOTCS BTOPbIE TIPOMEKYTOUHBIE X03sI€Ba
3TUX MUKPO(DAIIN — PAYKU-TAMMAPYCHI, MTOJBIK-
HOCTb KOTOPBIX BO BPEMSI THEBHBIX OTJIIMBOB OrPaHU-
JyeHa.

ITpousBopstitye epkapuii mapreautsl Himasthla
elongata (cem. Echinostomatidae) u Microphallus
similis (cem. Microphallidae) mapasurupytor B Mo-
Jfockax Littorina Spp., 3aCeTIOMNX KaMEHUCTBIE JIY-
TOpAJIH, MOBEPXKEeHHbIE (B TOW WM UHOW CTENeHN)
BOJIHOBOMY BO3fielicTBUIO. TOT ke HAbOp peaxiuii,
YTO M Y PACCMOTPEHHBIX BbIle MUKpodain us H.
ulvae, npusonut nepkapuit H. elongata w M. similis
K yXOAy B HPUAOHHBIE CJIOM BOJBI, Ille BO3MOKHA
UX BCTPEYa CO BTOPHIMHU IIPOMEKYTOYHBIMU XO3s1€-
BaMW — HEIMOABIKHBIMUA MUIUSAME TSI XUMACTJIHH
U MaJIOTIO/IBYKHBIMU Kpabamu Hyas araneus — nist
M. similis (IIpoxodbes 2006). OaHako B oT/IMYKE OT
Maritrema subdolum w Microphallus claviformes, nu-
yuaku Himasthla elongata w Microphallus similis, 110-
BUIUMOMY, HE KOHIIEHTPUPYIOTCST HA OTPaHUYEHHBIX
y4acTkax, a Ha06OPOT, PACCENUBAIOTCS TI0 3HAYKMTEIb-
HOU 1utoIaAn 6Jaaroaapsi BLICOKON THAPOJUHAMUKE
Ha OTKPBITHIX KAMEHUCTBIX TOGEPEIKbSIX.

Xaac u Xa6epa (Haas and Haberl 1997) cunra-
0T, YTO Ha HAYAJbHOM ITaIle CBOEH aKTHMBHOCTH BO
BHEIIHEH cpejie IIePKapuu CTPEMATCS YIUTH U3 MeCTa,
B KOTOPOM OHU OKAa3aJIUCh 0 BBIXOJIE U3 MOJIJIFOCKA-
XO3SIMHA, ¥ OCYIIECTBUTh MAKCUMATIBHO BO3MOKHYIO
JIACTIEPCUIO B TIPOCTpaHCTBE. TONBKO 3aT€M JIMUMHKH
JIOKAJM3YIOT MPOCTPAHCTBO XO3sIMHA, CTAPAIOTCS B
HEro IoIacTh U B HeM y/eps;karbes. JlelicTBuTesbHO,
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9Tal TEPBUYHON JUCIEPCUU OTUYETIMBO BBIPAKEH
y IlepKapuil HEKOTOPBIX BUOB TPEMATOJ, HO Yallle
JACTIEPCHst, TIOMCK W YAEPsKaHWE B ITPOCTPAHCTBE
XO3sIMHA IIPEACTABISIOT cOO0i eUuHBIN IIpolece, B
KOTOPOM TPYAHO OTWICHUTH OAUH JTAI OT JAPYrOro
(Galaktionov and Dobrovolskij 2003). Ilocientee
CIIPABEJIMBO JIJIST OMUCAHHBIX BBIIIE CJIydaeB. B To
JKe BpeMsl I[epKapuu HEKOTOPBIX HXMHOCTOMATH]L B
nepsbie 1-2 gaca cBOGOJHOrO ILIaBaHUS HE CHOCO0-
HBI 3apa’kaTh CBOWMX XO03si€B. JTOT MEPUOL MOXKHO
paccMaTpuBaTh KaK 3Tan [ePBUYHON JUCIIEPCUU
(Evans and Gordon 1983; Haas et al. 1995). Ilep-
Kapuu uccieoBaHHbIX Hamu penuxosuj (Cercaria
parvicaudata w Renicola thaidus) B tiepBbie dachl
JKUBHH 00J1aIaloT MOJIOKATENBHOM (GOTO- 1 OTpHIIa-
TEJILHOI Te0PEAKIUSIMIE, YTO OTIPEIESIET UX TTOHEM
B BEPXHUE CJIOM BOJBL 3aTeM, 110 MEPe OCIa0ICHMUSI
(hoTo- 1 cMeHbBI 3HAKA TEOPEAKITNH, TIEPKAPUH OITyCKa-
I0TCST B TIPUJIOHHbBIE YYACTKU — OMOTOII BTOPOTO TIPO-
MexxyTouHoro xozsinaa (muaust) (IIpokodres 2001,
2002, 2006). Pacripenesnienue B TiepBble Yachl JKU3HU
BHE [IPOCTPAHCTBA XO35IMHA B TIOBEPXHOCTHBIX CJIOSIX
BO/IBI TPY/IHO PACCMATPUBATH MHAYE KAK [IEPBUYHYIO
JIACTIEPCUIO, KOTOpast 0OECTIEYMBAET MIEPKAPUSIM Pe-
HUKOJIUJ MacIITabHOE PaccenBaHue.

Crpaterust akTHBHOTO MTOUCKA XapaKTepHA U JIJIsT
HepKapuil, WHIMCTUPYIONMXCS BO BHEIIHEH cpeje
(cem. Fasciolidae, Haploporidae, Notocotylidae,
Pronocephalidae, Gladorchiidae, nexkoropsie Hap-
losplanchnidae 1 zp.). ¥ HOKMHYBIINX MOJLIIOCKA-
XO35IMHA JINYUHOK 3TUX TPEMATOJ 3Tall MePBUYHOI
JVCTIEPCHUHU TPYIHO OTTPAHUYUTD OT MOKCKA cyOcTpa-
T, MOAXO/ISAIIETO JIJIST MHIIUCTUPOBAHUS JIMYUHKU W
npeBpalleHns ee B ajgoseckapuio. «IIpocTpaHCcTBOM
XO3SMHA» B JIAHHOM CJIy4ae CJYKUT GUOTOTI, TO-
CelaeMblil OKOHYATETBHBIM XO3SIUMHOM, TJI€ UMEETCSI
cyberpar (MOBEPXHOCTHAS TUIEHKA BOJIBI, PACTEHUS,
KaMelKu ¥ T.IL. WA MaJOHOJABUKHbBIE (ECro3BO-
HOYHBIE — MOJIIIOCKU, PaKOOOPasHbI€, TMOJUXEThI 1
p.), KOTOPBI MOXKeT ObITh UM 3arJOueH BMECTE C
ajioJiecKapusiMi. BeIXo/1 iepKapuii B «IIPOCTPAHCTBO
XO3SIMHA» 00€CTIeYNBACTCS BBICOKO CKOPOCTBHIO TIIa-
BaHud, HasmuueM Goto- u reopeakiuii. lleprkapun
paccMaTpuBaeMON TPyl 06JIafA0T TAKTHIBHON
YYBCTBUTEJBHOCTBIO U/UIU XeMopelleniuel, 1o-
CKOJIBKY, KaK IPaBUJIO, H30MpPATEIbHO WHI[UCTHU-
pyloTcsi Ha ompeseseHHoM cybcrpare.  JImauHKN
Fasciolidae, Paramphistomatidae, Gladorchiidae u
Haploporidae B xagectse cybGerpara /st MHIUCTH-
POBAHUST MCHOJIB3YIOT MPEUMYIIECTBEHHO PACTEHUS,
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muunakr Notocotylidae u Pronocephalidae nepeako
UHIUCTUPYIOTCS HA TIOBEPXHOCTH OGEHTOCHBIX JKH-
BOTHBIX. B oCTaBIE€HHBIX HAMM SKCIIEPUMEHTAX 1eP-
Kapuu HOTOKOTUJIN/ Notocotylus atlanticus UHIIUCTHU-
POBAJIMCH TOJBKO HA PAKOBUHAX JKUBBIX MOJITIOCKOB
Hydrobia ventrosa. TlycTtble pPaKOBHHBI THAPOOHIl
[ePKapUSIMU UTHOPUPOBAJIUCH TaK Ke, KaK TPAaBUHKH
U TIOBEPXHOCTD CAMOTO 9KCIEPUMEHTATIBHOTO COCY/IA.
B o sxe Bpemst smuntku Cercaria Notocotylidae sp.
12 Deblock, 1980 mpu Tex ke yCaOBUSIX OMBITA WH-
[UCTUPOBAJIMCH MPAKTUYECKH HCKIIOUUTETbHO Ha
TPaBUHKAX.

CTPATETUA TACCUBHOT'O OKNJAHUA

Ira crparerust XapakrepHa Kak JUIsT aKTUBHO
3apakaloliuX MEePKapUil ¢ «3acajHbIM» THIIOM MMOBe-
JIEHUsT, TaK ¥ JJIs TIPEICTaBUTe el TPYIIIbI TACCUBHO
3apakalonux JMUUHOK. Haumbosiee BBITYKIO OHA
MPOSIBJISIETCS] Y KOPOTKOXBOCTBIX 1lepKapuii (rpyIma
Microcerca) psima Buzpos cemeiicts  Opecoelidae,
Lepocreadiidae, Philophthalmidae, Microphallidae u
JIP., JUIST KOTOPBIX XapaKTEPeH «3acaHblii» THII I0-
BejieHns. JIMUMHKY JIMIIEHbI CIIOCOGHOCTH TJIaBaTh
(KpomMe HeCKOJIbKUX BHUAOB (DuaodTaabMui ¢ orpa-
HUYEHHOW TIaBATEIBHON aKTHBHOCTBIO, peayn3ye-
MOi1 3a CYEeT COKpaIleHni Tea, a He YKOPOUEHHOTO
XBOCTa) ¥ TIOCJE BBIXOJAA M3 MOJUIIOCKA-XO3SMHA B
TeUeHUEe HECKOJbKMX MUHYT aKTUBHO MOJI3AI0T IO
cyberpary. DTOT Meproji COOTBETCTBYET MEPBUYHON
JIMCTIEPCHHU, HO MACIITaObl ee KpaiiHe OrpaHudYeHbl, 1
pacmpocTpaHeHe JUIMHOK B IPOCTPAHCTBE 0bectie-
YMBAETCSI B OCHOBHOM 3a CUET JIBUTATEJHbHOI aKTUB-
HOCTU TIEPBOTO TPOMEKYTOUYHOTO XO3sIMHA. 3aTeM
[ePKapUi  MPUKPEILISIOTCS CBOUM  YKOPOUYEHHBIM
XBOCTOM K cyOCTpaTy M NPUHUMAIT XapaKTePHYIO
nogy oxupanus. VccremoBanHble HAMU JITIUHKA
Levinseniella brachysoma (cem. Microphallidae) u
Podocotyle atomon (cem. Opecoelidae) B nose 1moxost
NPOU3BOAAT cJabble TMOKAYMBAHUS U3 CTOPOHBI B
CTOPOHY, & € IEPUOANYHOCTBIO B 5—10 MUH PE3KO BbI-
TATUBAIOTCS, W UX TIEPETHUN KOHEIl COBEPIIAET -
POKMe BpalaTe/ibHble BUKEHNs, KaK Obl CKaHUPYsT
npoctpancTBo (IIpokodnes 1994). Bpems ot Bpeme-
HU [[ePKapUU MOTYT MEPETI0I3aTh HA HOBOE MECTO.

CrpaTerus macCUBHOTO O/KUIAHISI OCHOBBIBAETCSI
HA WHOM Habope MOBEICHIECKUX PEaKIINi, YeM CcTpa-
Terust aKTUBHOTO MoucKa. JIMUMHKKM ¢ «3acaHbIM»
TUIIOM TIOBEJIEHUS He MPOSBIAIOT (HOTO- U Teope-
akruit. [TOKHHYB MOJTIOCKA-X035WHA, OHU CPa3y
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MOTAAI0T B GHOTOI, T/le BO3MOXKHA WX BCTPEYa CO
BTOPBIM [TPOMEKYTOYHBIM XO3SIUHOM. VTHOTO U OBITH
HE MOJKET, TIOCKOJIbKY JBUTATEIbHBIE BO3SMOMKHOCTH
KOPOTKOXBOCTOM JIMUMHKU KpaiiHe orpanuyenbl. O
IpUGIKEHUH TIOTEHITMATbHOTO XO3sIiHA, KOTOPBIM
MOJKET OBITh TOJNBKO MOABUKHOE KUBOTHOE, JIMYNH-
KY, HAXOISIIIYIOCS B 1103€ OJKUIaHVs, OTIOBEIIAIOT KC-
XOJISIIIIME OT HEro CUTHAJIBL. B BOJHO# cpesie Takumu
CUTHAJIAMU CJIYKAT, B MEPBYIO OYepPe/b, KOJeOaHUsI
U TOKU BOJBI, BBI3bIBAEMbIE BBICOKOTIOIBHKHBIMI
JKMBOTHBIMHU. Y’Ke YIIOMUHABIIHeCs Iiepkapuu L.
brachysoma n P. atomon HWKaK He pearnpyioT Ha
HU3MEHEHNEe OCBENIEHHOCTH, HO JI[eMOHCTPUPYIOT
CJIOJKHBIN KOMILJIEKC peakiuii (OCHOBHOU 3JieMEHT
KOTOPBIX — PEaKIIMsI aTaKh) B OTBET Ha YIPyTHe KO-
JiebaHust BOJbI, KOTOPbIE MOTYT IIPOU3BOJIMTH UX BTO-
pBIe TTPOMeKyTOUHbIe Xo3sieBa — rammapuanl (IIpo-
kodbeB 1994). [lepkapus niesieHanpaBaeHHO TTepeMe-
IAETCST B CTOPOHY MCTOYHUKA YIIPYTUX KOJTEOAHMIT 1
MBITAETCST BHEPUTHCS. B cirydae Heyjiaun oHa cHOBa
MPUHUMAET 1103y oskuianust. CXOHbII XapakTep o-
BeJieHust onncaH y 1epkapuii Cainocreadium labracis
(Allocreadiidae) (Maillard 1971), Philophthalmus
gralli v Ph. rhionica (Philophthalmidae) (West
1961; Tuxomupor 1980), Lepidapedon elongatum
(Lepocreadiidae) (Koie 1985).

CrpaTerust macCHBHOTO OKUAHMS XapaKTepHa U
UL IMYMHOK popos Asymphylodora (Monorchiidae)
u Sphaerostoma (Opecoelidae), a Tak xe g uep-
kapuii Parvatrema margaritense (Gymnophallidae).
OHU BHEJPSIIOTCST B MOJLITIOCKOB, KOT/[A T€ TIPOIOJI3a-
0T BOJIM3Y THYHHKH, TIPUKPETLIEHHON K CyOCTpaTy un
naxojsteics B nose oxkupanus (ITunenunckas 1968;
Tanakruonos 1996; Galaktionov et al. 2006). Takum
06pa3oM, XOTsI B JIAHHOM CJIy4ae pedb UAET O Majio-
MOJIBUKHBIX JKMBOTHBIX, HO 3aPasKEHUE OCYIIECTBIIS-
€TCsl B IEPHOJ] UX AKTUBHOTO TIEPEMEIIIEHSI.

TTo-BUuANMOMY, ITPU 3aPAsKEHUN MEJIJIEHHO MOJI3a-
OIUX KUBOTHBIX CTPATETUsT MTACCUBHOTO OKHUIAHMUSI
[0 CBOEH YCIEMHOCTH COJIMKAeTCst cO CTpaTeruei
akTUBHOTO moncka. CrenaTh MoL06HOE 3aKIUCHUE
BBIHY3K/IaeT TOT (haKT, 4TO HE BCE JUUUHKHU TPYIIIIbI
Microcerca cienyioT cTpaTeruy macCUBHOTO OKU/Ia-
Hus. Ilepkapun obumpHoro cemeiictsa Zoogonidae
AKTUBHO TI0JI3aI0T 10 CyOCTpary Ha MaHep MHSBOK,
MOMEPEMEHHO TIPUKPEIUISISICh K HEMY POTOBOI TIPH-
COCKOU U 3a/[HUM KOHI[OM TeJid, BUIOM3MEHEHHBIM
B mpucockoobpasuyto cTpykrypy (Stunkard 1938,
1943; Koie 1976). BropbiMu mpoMeKyTOYHBIMHU
X03sieBaMU 300TOHUJL CJIysKaT OEHTOCHbIE GECII03B0-
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HOYHbBIE — UTITOKOKHE, MOJITIOCKH, TTOJUXETHI, 0OH-
TAIOIIUE B TEX JKe OMOTOTIAX, YTO U [IEPBBIE TIPOMEKY-
tounble x03s5eBa (Koie 1976). CTpaTernst ak THBHOTO
MOUCKA PeATI3YeTCs B IAHHOM CJIydae B IByXMEPHOM
MIPOCTPAHCTBE, HA TITIOCKOCTH JIHA, YTO OTPAHNYNBAET
KPYT MOTEHITMAIBHBIX BTOPBIX ITPOMEKYTOUHBIX XO-
351€B 300TOHUJT MTOJI3ATONUMHU WJIA 3aPBIBAIOITUMUCS
B IPYHT JKUBOTHBIMU. CXOIHBII XapaKkTep MOBeIEHNUS
XapakTepeH ¥ s nepkapuil Paragonimidae, koTo-
pBI€ 3apaskaioT TMOJI3A0MINX 10 THY BOJI0EMa PAKOB 1
kpabos (Kypouxun 1987).

Tak ’xe Ha TJIOCKOCTH OCYIIECTBJSIOT AKTUB-
HBIII TIOMCK BTOPOTO IPOMEKYTOYHOTO XO3SMHA
KOPOTKOXBOCTBIE LepKapun Opaxusaiimongeii (Bra-
chylaimoidea) (Co6Gomesa 1986; Mas-Coma and
Montoliu 1986, 1987, 1995). Ilepxapuu, SMUTH-
POBaHHbBIC U3 3aPA’KEHHBIX HA3EMHBIX MOJIJTIOCKOB,
AKTUBHO MEPEMEIAIOTCS M0 BJIAKHOMY CyOCTpaTy
B OCTABJICHHON MOJITIOCKOM CJIU3W U TIPU BCTpeye ¢
HOBBIM MOJIJIIOCKOM TIPOHUKAIOT B HeTo. B ycioBusx
HA3eMHOT0 OUOTOIIA, KOTZA CPOK JKU3HU IEPKAPUU
U3MepsIeTCss BpeMEHEM BBICBIXaHUST CJIN3H, CTPATETUS
MACCUBHOTO OKMIAHMS MAaJIOMOABI)KHOTO XO35IMHA,
OYEBUJIHO, MAJIONPUTOHA. B TO ke BpeMsi 0cobbie
alaliTallil U WCIIOJIb30BaHUE B KAauyecTBE BTOPBIX
MIPOMEXKYTOYHBIX XO0351€B BBICOKOIOBIKHBIX HACe-
KOMBIX MTO3BOJIMJIO HEKOTOPBIM BHAaM Dicrocoelidae
YCIENTHO 000HTH «3alpeT» Ha Pean3alfio cTpaTe-
TUU TACCUBHOTO OKUIAHUs B KpaiiHe HeOJIarompu-
SITHBIX JIIST CBOOOIHOKUBYIIUX JIMYUHOK TPEMATO]
Ha3eMHBIX 3KocucreMmax. llepkapum psma AMKpPO-
nHoesqnz, B ToM umciae u Dicrocoelium dendriticum,
BBIBOJISITCS 13 MOJIIIOCKA-XO35IMHA B BHUJIE MTAKETOB
n3 150-300 ocobeli, 3aIINUIIEHHBIX TOJICTBIM CJIOEM
CJIM3U — TaK HA3bIBAEMBIX «CJIM3UCTBIX MIAPOB». 3a-
paskeHre BTOPOTO TPOMEKYTOUHOTO X035MHA (MYypa-
BbU 1 D. dendriticum) pOMCXOANUT TP TTOEIAHUK
uM <«causucteix mapoB» (Ilanun 1984). Hdanbheii-
nrasi crenuaiu3anus B 9TOM HallpaBJeHUU TTPUBO-
Ut K ToMy, uto 'y Corrigia v Euritrema BO BHETITHIOIO
Cpe/y U3 MOJITIOCKA-XO3SMHA BBIXOAUT COMEPIKAIIast
IepKapuil I0YepHsI CIIOPOIUCTA C YTOJIIEHHBIMU
crenkamu (ITanun 1984, 1986). IlousTHo, uTO HU O
KaKOHW MOBeIEHYeCKON aKTUBHOCTH TIePKapuil TOBO-
pPUTbH 3/1eCh He NPUXOAUTCs. KOHTaKT ¢ X03IUHOM U
€TO 3apaykeHUe OCYIIECTBISETCS UCKIIOUUTETHHO 32
CUET JIBUraTeJIbHOI aKTUBHOCTH CAMOTO HACEKOMOTO.

CrpaTerun MacCUBHOTO OXWIAHUS CIEAYIOT W
IepKapun, BBIPAOOTABINE CITOCOOHOCTL TMOMOJTY
naputh B toJe Bojbl. Jinunnku Bucephalidae yaep-
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JKUBAIOTCS B TPUIOHHBIX CJIOSX BOJBI, BBITSATHBASI
IUTUHHBIE (PYPKU, KOTOPBIE PACXOSATCS OT YKOPOUEH-
HOTO XBOCTOBOTO CTBOJIMKA T0J yriiom mouytu 180°
IpyT K Apyry. BeitsruBanue Gypok, OMUMO TOTO,
MOBBIIIAET BEPOSITHOCTD UX KOHTAKTA C TIPOILIIBIBAIO-
[MUME BOJIU3H JIEMEPCATIBHBIMU PHIOAME — BTOPBIMHE
MPOMEKYTOUHBIMU  X03sieBamu. Dypru  obagaior
TAaKTUJIbHOW UyBCTBUTEJNBHOCTHIO. [IpM KOHTaKTe €
MOTEHITUATTBHBIM XO35SIMHOM OHM MTHOBEHHO CBOpa-
YUBAIOTCS B TYTYIO CIIUPAJIb. Tero TMINHKY TIPU TOM
MOJTSTUBAECTCS K MOBEPXHOCTH XO35TMHA U 3AKPETLIS -
eTcsd Ha HeH TpU TIOMOIIU CHeNUaTi3uPOBAHHBIX
[IPHUCACBIBATEIBHBIX CTPYKTYP XBOCTOBOTO CTBOJIMKA
(Matthews 1973, 1974). Ilepkapun HEKOTOPBIX Oy-
reda i MOTYT MEePeKPeNnBaThest hypKaMu Ipyr ¢
Apyrom, hopMupyst cBOeoGpasHyIo ceThb. Takas ceTb
obmazaer HENTPaNbHOHI ILIaBy4ECTHIO M CBOOOIHO
[epeMeIaeTcss B TOJIIE BOIbI TOJ BO3IAENCTBUEM
MUKPOTEYEHWH, YTO CYNIECTBEHHO TOBBIIIAET IMAHCHI
BeTpeun JimanHok ¢ peidamu (Wardle 1988).

[Tapenue B ToJIle BOABI HMUCTOQOPHBIX IEP-
kapuii Hemiuroidea obecrieunBaioT NpUIATKA WX
XBOCTOBO# Karcysbl. Croco6HOCTHIO K KaKOH-THO0
AKTUBHON JIOKOMOIIMHU (JIa’ke CTOJIb OTPaHWYEHHOM,
Kak 1epkapuu Oyiedani) HepKapuu reMuypouaein
He obaaoT. He MposBIISIOT OHM 1 HUKAKUX OPHEH-
TUPOBOYHBIX PEAKI[HIl, OJIHAKO, TIPEOBIBASI B TOJIIE
BOJIbI, OHU IIOCTOSIHHO HAXOJSTCSI B IIPOCTPAHCTBE
XO3sIMHA, POJIb KOTOPOTO UTPAIOT IIAHKTOHHbIE Pa-
KOoOoOpasHbie (BECTOHOTHE, OCTPAKOIBI). 3apasKeHue
PauKOB OCYIIECTBJISETCS MACCUBHO, MIPHU CIYYAITHOM
3arJaThIBAHUN UMY TTAPSATIUX B Bojie JINIUHOK. [11aH-
CBI Ha YCIEINIHY0 TPAHCMICCHIO IPU TAKOM CHoco6e
3apakKeHUsT CYIIECTBEHHO YBEJIMUYMBAIOTCS OJarojia-
pst MacITaGHON UCIEPCUH TIEPKApHil TeMUypoueit
TEYEeHUsIMU BOJIBI. B HEMaIoit cTeneHu crmocobCcTByeT
ATOMY U XapakTepHas JJIsi HUX BBICOKAs MPOIOJIKHI-
TEJIbHOCTH JKU3HH, JOCTUTAIONIAST HECKOJIBKIX MeCsI-
ues (Shostak and Esch 1990).

CTPATEIus AKTUBHOTO OKUAAHUA

ITY CTPATETUIO MOKHO OIPE/IETTUTH U KaK cTpare-
TUIO CMEIITAHHO TUTIA, TOCKOJIBKY B HEH TPUCYTCTBYIOT
3JIEMEHTBI JIBYX PACCMOTPEHHBIX BbIIIE cTpaTernii. Eit
CJIEYIOT TIepPKapuy ¢ «ITOUCKOBBIM» (110 Kitaccudu-
karuu [aakrronosa u JJoOPOBOIBCKOTO) THITOM IO~
BEJICHUSI, /IJIsT KOTOPBIX XapaKTePEeH ANCKPETHBIN TUTI
maBadus (intermittent swimming). 9To — TUYUHKHA
CTPUTeUIUIHON BeTBU (DUIOr€HEeTHUYECKOro JpeBa
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tpematoz (Hamotpsin Diplostomida sensu Olson et
al. 2003), a raxxe Heterophyidae, Opisthorchiidae
u zip. Ilpu puckpertom 1aBanuu Gasbl JIOKOMOTOP-
HOU aKTUBHOCTH TIePEMEKAIOTCS ¢ (pazaMu TIOKOST, BO
BpeMsI KOTOPBIX JTMYUHKU TIPUHUMAIOT XapaKTePHYIO
103y TMOKOSl. AKTUBHOE ILIABAHUE — HTO IHJIEMEHT
CTpaTEruy akKTUBHOTO MOUCKA, a TPeObIBAaHNE B MMO3€
MOKOST (DYHKITMOHATILHO BIIOJTHE COOTBETCTBYET 0O3€
OKU/IAHUS TIePKApHil ¢ «3aCaIHBIM» TUIIOM ITOBeIe-
Hus (CTpaTerus MacCUBHOTO OKU/IAHUS ).

XBOCTBI MHOTHX JIMYUHOK C JUCKPETHBIM TUIIOM
wiaBanus cHabOxeHbl Gypkamu (dypKoLepKapun)
WM TIaBaTeJbHbIMU MeMOpanamu (11eyposiodo-
IepKHbIE ¥ TIapanseyposiodolepKHble IepKapun),
KOTOPbIE [MOBBINIAIOT TAPAIIIOTUPYIOMUil ahdeKT y
HaXO/SIIUXCS B TI03€ TIOKOS JIMYUHOK. OHU TapsT
B TOJIIIE BOJbBI, MEJIEHHO MMOTPYKAsICh KO AHY BO-
noema. [1pu mocsenyonieii akTuBHON (haze TUIMHKN
OTIATh TIePeMEINAIoTCsT K 1moBepxHocTu. [Ipomomxm-
TEJBHOCTH MACCUBHON (ha3bl BapbUPYET Y 1EPKAPUil
Pa3HBIX BUIOB M Y HAMOOJee CIEMaIn3pPOBAHHDBIX
dopm cocraBisger 85-98% nepuona uX JKU3HU BO
prentnein cpene (Haas 1994). K nocieanaum otHO-
CSITCSI INUUHKHU [IHCTOCOMATH]I, KOTOPbIe GOJIBIIYIO
4acTb BPEMEHU TPOBOJAT B T03€ TMOKOS, TPUKpPe-
HUBIIKCH OPIONTHOM TIPUCOCKOI K MOBEPXHOCTHOI
IJIeHKe BOJIbI WJIU BOJAHBIM pacTenusM. /uckpermpiii
TUT TJIABAHUS TO3BOJISIET TEPKapUsIM JKOHOMHEE
pacxoioBaTh 9HEPreTHYeCKUe 3arachl (COOTBET-
CTBEHHO — TIPOJIOHTUPOBATH CPOK JKU3HU) U TIPU
9TOM YIeP:KUBATHCS B TPOCTPAHCTBE XO35IMHA — CJIOe
BOJIBI ¥/ yIaCTKe BOMOEMA, B KOTOPOM BO3MOKHA
BCTpeYa ¢ HoTeHnuanbHbiM xozgunom (Bartoli et
Combes 1986; Combes et al. 1994; Haas and Haberl
1997; Tanaxtuonos u Jo6pososbekuii 1998).

[lepxapun, peanusyioliye cTPaTeruio aKTUBHOTO
OKUJIAaHWS, 3aPA’KAIOT BBICOKOIMOJBIKHBIX XO35€B
U 06JAaloT MHUPOKUM CIEKTPOM TMOBEICHYECKUX
peakiuii (Haas and Haberl 1997; Galaktionov and
Dobrovolskij 2003). Bbixoa B TpocTpaHCTBO XO3sIH-
Ha, KaK U y [epKapuil, CJAeNyIoNnuX CTPATETUN aKTUB-
HOTO MTOUCKA, OCYIIECTRIIsIeTCs G1aroiapst akTHBHO
JIOKOMOITUY JIMYMHOK, HAIpaBJieHe KOTOPOH 3a-
JlaeTCd MPENMYIIECTBEHHO (hOTO- U TEOPEAKITUIMI.
Tak, y uWccienoBaHHbIX HaMu BuUaoB Diplostomum
chromatophorum  (Diplostomidae),  Cryptocotyle
concavum wu C. lingua (cem. Heterophyidae) mo-
JIOXKUTeNbHAsd (HOTO- M OTPUIATEIbHAS TeOPeaKIuu
MPUBOJAT K KOHICHTPAIMU IE€PKApUil B MPUIIO-
BEPXHOCTHOM CJIO€ BOJIBI, T7I€ BO3MOKEH KOHTAKT CO
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BTOPBIMH TIPOMEKYTOUHBIMU XO35I€BAMU — MOJIOJBIO
poi6 (ITIpokodnes 1997, 2003, 2006). Tlepuox mpe-
ObIBaHUST B IPOCTPAHCTBE XO3sIMHA, OOJIBIIYIO YaCTh
KOTOPOTO I[ePKapuu OCTAIOTCA B TMO3€ TMOKOsI, YKe,
CKOpee, HATIOMUHAET 9JIEMEHT CTPATETHH TTACCUBHOTO
oxuanvst. CXOIHBIM HEPEIKO OKA3bIBACTCSA U Pas-
NMPaKUTENh, CTUMYJIUPYIONTAN MepKapuil K KOHTAKTY
C XO3AWHOM. Y 3apakaiolnuX phi0 JUYMHOK, B TOM
Yucsie ¥ NPUHAJIEKANUX K TOUMEHOBAHHBIM BBITIIE
BUziaM, TypOyJIeHTHbIE BO3MYIIEHUST BOJbL, KOTO-
pbIe MOJKET CO3/[aBaTh XO3SIMH, TIPUBOJAT K BBIXOLY
[epKapuil W3 Mo3bI MOKOsT, AKTHBHOMY TIJTABAHUIO U
MOTIBITKAM TIPUKPETUTHCS K JI0O0MY BCTPEYEHHOMY
umu cyocrpary (Haas and Haberl 1997; TIpokodbes
2006). To ke ctumysnpytolee AefCTBIE OKa3bIBAET
TypOyJIeHIMs HA TUIABAIONINX WJIM MACCUBHO Tapsi-
[IUX B TOJIIIE BOJBI IEPKAPUN MTHUBUX ITHCTOCOM
Trichobilharzia ocellata (Feiler and Haas 1988a,
1988b), koropble Takum 00pa3soOM MOIYT paciio3Ha-
BaTh MPUOIMKEHNE CBOUX X0O351€B — YTOK.

O/HaKo aKTUBHM3AIM TIEPKapUl ¢ TUCKPETHBIM
THUIIOM TLJIABAHUST JAJIEKO He BCETa CTHMYJIUPYETCsI
TypOyJICHIMEH UIH yIIPYTUMU KOJIeOaHUSIMU BOJIBL. Y
nepkapuii Schistosoma mansoni (Schistosomatidae)
u Cryptocotyle lingua (Heterophyidae) sbigsiena
OTBETHAsl PEaKIMs Ha XUMHUUYECKUE CUTHAJBI, WC-
xomsiue ot xossnHa (Chapman 1974; Wilson 1987,
Shiff and Graczyk 1994). Te e muuunku T. ocellata,
MPUKPENUBIINECS K MOBEPXHOCTHOW IIJIEHKE BOJIbI
U mpebBIBAIOIIIE B T03€ MOKOs, yiKe HUKAK He pea-
rupytor Ha Bosaukatwriue tedernus (Feiler and Haas
1988a, b). B 10 ke BpeMst 9TH LiepKapuu, HE3aBUCHMO
ot (hasbl CBOEH aKTUBHOCTH, OTBEYAIOT HA 3aTEHEHIE
(KOTOpPOE MOJKET CO3/1aBaThCST IPOILIBIBAIOIINM X031
WHOM) JUIMHHBIM TIEPUOIOM aKTUBHOTO TIJIABAHMST, BO
BPEMST KOTOPOTO OHHU JEMOHCTPUPYIOT OTYETJIUBYIO
oTpunaTeIbHyio horopeakiuio. Bosee Toro, TeHb BbI-
3BIBAET Y [[EPKAPHI U TIONBITKY YCTAHOBUTH KOHTAKT
¢ xozsmaoM (Wright 1974; Feiler and Haas 1988a,
b; Haas 1992). lepkapuu Schistosoma haematobium
B OTBET HA 3aTeHEHHE HAYMHAIOT aKTUBHO IJIABaTh
U TOJHUMAIOTCS B BEPXHUE CJIOM BOJBI, 4TO MOJKHO
paccMaTpUBaTh KaK aJIAllTAIMI0 K 3aPasKEHUI0 OKOH-
yaresbHOro Xo3siHa — yejoseka (Haas and Haberl
1997). BuesanHoe 3aTeHeHue aKTUBU3UPYET BCEX
M3YUYEHHBIX K HACTOSIIEMY BPEMEHHU IMepKapuil c
JIMCKPETHBIM TUTIOM TIJIABAHUST, HAXOISIIMXCS B T103€
nokost (Haas and Haberl 1997). Onnako ogHosHnau-
HO PaccMaTpuBaTh TaKoe TMOBEAEHUE KaK PEaKIHio
Ha TOSBJEHUE MOTEHIUAIBHOTO XO3UHA BPsl JIN
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BO3MOKHO. B GOJIBIINHCTBE CIyYyaeB 3aTEHEHHE He
CTUMYJIUPYET MOTBITOK IIPUKPEIJICHUS U BHEIPEHUS
B XO3sIMHA ¥, CKOPee, BOCIIPUHUMAETCSI TIePKapusiMu
Kak HecrmerupUIHbI CUTHAT O HEKOTOPBIX U3MeHe-
HUSIX TTapaMeTPOB OKPYsKAIOIIel Cpe/bl, B OTBET Ha
KOTOpBIE CJIEAYET pe3Kast MOANMDUKAIINS TTOBEIEHUST
(Galaktionov and Dobrovolskij 2003).

JIMCKpeTHBIN TUT TIaBaHUSA U, COOTBETCTBEHHO,
CTpaTerusi aKTUBHOTO OKUAAHUS, HAXOIST IHPOKOE
pacrpocTpaHeHue CpeIu lIepKapuil TPEMATO, OTHIOND
He OrpaHNYMBAasICh TOJBKO TpymmaMu Furcocercaria,
Pleurolophocerca u Parapleurolophocerca. Kioue-
BBIM MOMEHTOM, OINPEAETSAIONINM TEPEX0 K ITOM
CTpaTeruu, CIyKUT, Ha Hall B3IJIs, 00jiee 9KOHOM-
HOe, YeM TIPY HENPEPHIBHOM aKTUBHOM JIBUKEHUH,
pacxo/l0BaHNe SHEPTETUYECKUX PECYPCOB, CO BCEMU
COIYTCTBYIOIIUMHU BBITOJIAMU B TIJIAHE yCIiexa TPaHC-
Muccuu (IIPOJOHTUPOBAHUE CPOKA JKU3HU JTUMUUHKHU
U, COOTBETCTBEHHO, MOBBINIEHNE IAHCA HA BCTPEUY
¢ xo3sauHOM). [lo-BUAUMOMY, UMEHHO 3TO OTIpese-
JITeT TO O00CTOSITEIbCTBO, YTO MEPexo] IepKapuii
K JUCKPETHOMY THWITYy TLIAaBAaHUST TPOCIIEKUBAETCS
B Pa3HBIX TPYIIAX TPEMATOJ, BKJIOYAST U MHOTHX
Xiphidiocercaria (Galaktionov and Dobrovolskij
2003).

CTPATEIUA IIOAPAKAHUSA JOBbIYE

B ocHoBe 3T0i1 cTpaTeruu JexKUT UMUTAIINS TIep-
Kapuell 1oBe/leHud U/WAu BHEITHEro BU/A SKUBOT-
HBIX, KOTOPbIE CJYKaT JAOOBIYEl MOTEHIMATbHOMY
xozguny. Tnaenunckas (1968) oGosHaumma Takoi
THIT TOBEACHUS KaK «MUMHUKpPUsI», HO OOjiee TOUHO
peasbHOE TTOJIOKEHUTO JIeJT OTPakaeT MPeJIOKEHHBIN
nosauee Kom6om (Combes 1980; Combes et al. 1994)
TEPMUH <«IofIpaskaHue o0bues> («prey mimetisms ).
Crparerust mogpaskanust 1o066r9e opMUPOBATACH HA
OCHOBE BCEX TPEX PACCMOTPEHHBIX BBIIIE CTPATETUI
MIOVUCKOBOTO MIOBEJIEHUST TIEPKAPUIA 1, TIO CYTH, MOXKET
paccMarpuBatbest Kak ocobas MX MOAU(DUKAIUL.
OO61mumM JIJIsT BCEX CIIEYIONIUX eif 1epKapuil CIysKUT
TO, 4TO POJIb XO35IMHA, B KOTOPOTO JOJIKHA MOIACTD
JINYUHKA, UTPAET BHICOKOTIOIBIIKHBIN XUIIHUK, & 3a-
paskeHue ero Beer/ia IPOUCXOUT MACCUBHO per 0S.

Ha ocroBe cTpaTernu akTUBHOTO TIOMCKA CTpare-
rUst ofipakatust 100brde chOPMUPOBATIACH Y HEKO-
TOPBIX MaKpOIEPKHBIX JUUnHOK Echinostomatidae.
TuranTckue XBOCTHI 1iepKapuil Petasiger, Mesorchis n
Echinochasmus TIOCTOSTHHO YHIYTUPYIOT, HATTOMUHAST
MEJKUX CBOGOMHOKUBYIIUX HEMATO/, ¥ OXOTHO 3a-
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raareiBatores poidoii (Galaktionov and Dobrovolskij
2003). MakporiepkHbie iiepKapun HekoTopbix Echino-
stomatidae u Heterophyidae, a Takske omnmucanHbie
PasHBIMU ABTOPAMU JIMUMHKHU, MPEAITONOKUTETHHO
otHocuMmble K Lepocreadiidae, Gyliauchinidae, Re-
nicolidae m Galactosomidae, cuemsgiorcs cBoumu
XBOCTaMU ¥ 00PA3YIOT aKTUBHO IJIABAIOIINE MAKETBI,
(YHKIIMOHUPYIOIHE Kak eAnHoe Tenoe (cM. 0630p:
Galaktionov and Dobrovolskij 2003). TTakers me-
MOHCTPUPYIOT OTYETJMBO BBIPa)KEHHbIE TOBEICHYE-
ckue peakiyun (GoTo-, reopeakium), uTo 06JIerdaer
UX TIOTajiaHe W 1peObiBaHUe B TPOCTPAHCTBE XO-
3suHa. SIpKas, Kak TPaBUJIO, OKPAacKa W aKTHBHAS
VHJYJISANEAS CIEIVIEHHBIX XBOCTOB JIMYMHOK TaKeTa
[PUBJIEKAET K HUM BHUMaHUE X03sI€B — PbIO, KOTOPHIE
OXOTHO 3aTJIaThIBAIOT MTAKETHI.

Kak Moan(pUKaIiio cTpaTerii MacCHBHOTO OKU-
JIaHVsl MOKHO PaccCMaTpuBaTh TOBEICHUE, Xapak-
TepHOe TSI MaKPOTIEPKHBIX TiepKapwit Gorgodera
(Gorgoderidae): TMYMHKKM TIPUKPEILIIOTCS K CyO-
CTPaTy KOHIIEBBIM OT/EJIOM TUTAHTCKOTO XBOCTA U
COBEpINAT KoJiebarebHble [ABVKEHUS, YeM IpPU-
BJIEKAIOT BHUMAaHWE TOTEHIMATIbHBIX X03s1eB (pbIO,
rosioBacTukoB u /ip.) (Tunenunckas 1968).

HeomnokpatHo B XOji€ 3IBOJIONUU CTPATETHsI
nojpaxkanust go6prye (HOPMUPOBATIACH HA OCHOBE
cTpareruyi akTUBHOTO o)kuzjaHus. OHa XapaKTepHa
g uepkapuii rpymmbl  Cysticerca (Azygiidae u
Bivesiculidae), mormHO pasButbie (HypKOIEpPKHbBIE
XBOCTBI KOTOPBIX, KaK TIPaBUJIO, MUTMEHTHPOBA-
uol (Le Zotte 1954; Cable 1956; Galaktionov and
Dobrovolskij 2003). Kak u ais 6osbiiHcTBa Gyp-
Korepkapuii, g guunnok Cysticerca xapakTepeH
MUCKPETHBIM THUIT JIOKOMOIIUU. BbIpa’keHHbIE peak-
[[MM HA CBET, FPABUTAIMIO U TOKU BOJBI MO3BOJAIOT
JINUUHKAM BBIXOJUTH B IIPOCTPAHCTBO XO3SIMHA, POJIb
KOTOPOTO WTPAIOT PbIOBI, TUTAIONMECS METKUMU
NJIAHKTOHHBIMU GECTIO3BOHOYHBIMU, U OCTABATHCS B
HeM. [uranTckue nepkapun Proterometra (Azygiidae),
camble KPYIIHBIE CPe/Ii IMYUHOK TPEMATO/, GOJIBIITY IO
YacTh BPEMEHM MPOBOST B aKTUBHOU (hase, UMUTH-
PysI ABUIKEHUST HEMATO/, OJIUTOXET U JIPYTUX BOJHBIX
6ECIIO3BOHOYHBIX, ¥ OXOTHO TOEHAIOTCS MEJKUMU
poibamu (Lewis et al. 1989). Ilepkapuu Azygia lucii,
HA000POT, MPEUMYIIECTBEHHO TAPST B TOJIIE BOBI
B 03¢ moKos. Kak u (hypromepkapun, Caemyionrie
CTpaTeruu akKTUBHOTO OKMJIAHVS, B OTBET Ha MaJeii-
TITHe BO3MYTIEHVST BOJIBI TMIUHKU A. [ucii MTHOBEHHO
MepexoAT K aKTUBHOMY IUiaBanuio. [Ipu sToM oHI
COBEPHIAIOT PE3KUH OGPOCOK B CTOPOHY WJIM BHUS,
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UMUTHPYS MOBeJeHNEe JTUINHOK KOMapOB—KYJIHIIH]I,
4eM CTUMYJIUPYIOT PBIOY K 3arIaThIBAHUIO IIEPKAPUL.
Ileprapun OMBE3UKYJIU AEPHKATCS B TOJIIE BOJIBI,
NpUBJEKast PbIb APKO TMUTMEHTUPOBAHHBIM, W3TH-
Garommmcs xsoctom (Cable 1956). Hexoropsie us
HUX B [IEPUO/ TOKOST OIYCKAIOTCS HA JIHO, T/e MOI0J-
ry oTAbixaioT. IIpr 9TOM JTMYUHKU OPUEHTUPYIOTCS
CBOMIMY XBOCTaMHU CO CJIOKEHHBIMU BMecTe (hypKaMu
1o HanpasjeHuto Kk ucrounuky csera (Cable 1956).
Crpareruio moapaxkaHust 10ObIYe NCTOMB3YIOT W JIH-
yakn Hekotopbix Fellodistomidae, koropsie o6:ra-
JAI0T KPYIMHBIME ITPOCTBIMU WJIM Pa3/BOEHHBIMU HA
KoHax xsocramu. Ilepkapuu Steringophorus furciger
OITyCKAIOTCS HA JIHO BOJIOEMA, IIPIYEM TeJIO JIOKUTCST
Ha HEro BeHTPAJIbHON CTOPOHOM, a HalpaBJIeHHDIN
BBEPX XBOCT COBEPIIAET YHAYJIUPYIOIINE [IBUKEHUS,
4yeM IIPUBJIEKAeT OKOHYATETbHbBIX X0351€B I1apa3uTa —
kamban (Koie 1979). Bpemst oT BpeMeHU TlepKapuu
BCILJIBIBAIOT ¥ MEHSIOT CBOE MOJIOKEHUE HA TPYHTE.

CTPATEI'IN 3APAKEHUA XO3AEB
HNEPKAPUAMU B S9KOJIOTNYECKOM
KOHTEKCTE

B mocsennue ropbl MpeANPHHUMAIOTCS MHOTO-
YHCJIeHHbIE U BeChbMa IPOAYKTUBHBIE TIOMBITKA
aIanTAlluN PsIa 9KOJIOTUIECKUX U IBOJIIOIIMOHHBIX
KOHIIEMTIUH, pa3paboTaHHbIX Ha CBOOOIHOKUBYIIUX
SKUBOTHBIX, K mapasutam (Combes 2001; Poulin
2007). B pamkax 3TOTO TO/X0/Ia IIPUMEHUTEIHHO K
pobJjieMaTKe Hallleil craTby 0COObIil HHTEPeC IPejl-
CTaBJISIIOT 9KOJIOTHYECKIE MOJIEJU MOUCKA JOOBIUM
JKUBOTHBIMU-(ypaskupamu. /leficTBUTEIBHO, TIpU
HEKOTOPOM OrpyOJIeHHH CUTYallnu, riepkapuil (Kak,
BIIPOYEM, U PACCETUTENbHbIE CTAIWHU PSa IPYTHX
MapasuToOB) MOKHO MPEACTaBUTH KakK (hypasKUpOB,
T.e. 0cO0€il, 3aHATHIX MOUCKOM M06bIUn. B KadecTBe
TaKOBOI BBICTYTIA€T XO35IMH, B KOTOPOTO IepKapHs
JIOJDKHA POHUKHYTH (BTOPOI MTPOMEKYTOYHBIN WUJIN
OKOHYATEJIbHBI). Y CBOOOIHOKUBYIIUX JKUBOTHBIX
passmuaior JBa 6a30BBIX THTA (HYPAKMPOBAHU:
KypcupoBanue (Iupokoe GypasknupoBaHue) u 3aca/l-
Hoe moBesenue (110 TPUHIIUIY <CHIETb W JKIATb» )
(Schoener, 1971; Huey and Pianka 1981). IIpu
3TOM Kypcupyiolue (Hypakupbl, KOTOpPbIE TPATST
GOJIBIIYIO YaCTh MMOUCKOBOTO BPEMEHH Ha aKTHUBHBIE
HepeMerieHusT, IMetoT GOJIBIIE TITAHCOB HANTH CelleH-
TaPHBIX W MPSYYIUXCS KUBOTHBIX, & 3acaHble, KO-
TOpBIE GOJIBIIIE BPEMEHH HAXOJSITCS HA OJJTHOM MECTE,
MO/UKUIAsT KEPTBY, — MONMATh JM0OBIYY € BBICOKON
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MOOHIIBHOCTBIO. ITH JIBE KpaifiHUE CTPaTeruu orpa-
HUYUBAIOT KOHTUHYYM, KOTOPbBIIl BKJIOUYAET B cebsI
noBesieHue (hypaskKupoB, UCTIOTB3YIONUX B TON WU
UHOII CTEIIeHN 3IeMeHThI 000X CTPATErHii.
[IpuBesieHHBIE B CTaThe MaTePUAJbl CBUICTEJb-
CTBYIOT, YTO MOJ€Jb CTpaTeruil (ypaskupoBaHUs
MIPUTO/IHA U JIJIS ONMHUCAHUS TTOUCKOBOTO TTOBEIEHUS
1epkapuil. BeieseHHas HaMH CTpPATeTUsT AaKTUBHOTO
[OUCKA BIIOJIHE COOTBETCTBYET KYPCHUPOBAHMIO, a
CTpaTeTUs TACCUBHOTO OKUIAHUS — 3aCaTHOMY TTIOBe-
JIEHUI0 CBOOOIHOKUBYIIUX KUBOTHBIX-(DYPAsKUPOB.
Kax n npeanuceiBaeT MoJIesib, B TEPBOM CJIydae Tep-
Kapuu ((ypaskupbl) 3apaxkaioT KUBOTHBIX (100bIUY)
C MaJIOM HMOABUKHOCTBIO, JTMOO BBHICOKOMOOUJIBHBIX,
HO B MEPUOJI TIOHMKEHUST WX JIBUTATEHHON aKTHB-
Hoctu. Bo Bropom cirydae «o06brdeii» 1epkapuii, Kax
MIPaBUJIO, CTAHOBSITCSA BBICOKOTIOIBUKHBIC JKUBOTHBIE.
Crparerust akTUBHOTO OKWJIaHWS cOo4YeTaeT B cebe
3JIEeMEHTBI KYPCUPOBAHUA W 3aCA[HOTO MOBENEHUS.
[lepkapuu aKTHBHO TIEPEMETIAIOTCST B TPOCTPAHCTBO
XO35IMHA, YAEPKUBAIOTCS B HEM, OJlarofapsi CBOEi
JIOKOMOTOPHOI aKTHBHOCTH, HO BCE jKe CyIECTBEH-
HYIO 4acTh CBOEH JKu3Hu (GOJBIINYIO, €CIIU Pedb UeT
0 CHEeMaTU3NPOBAHHBIX (hOpMax — CM. BBIIIE) TIpe-
GBIBAIOT B TI03€ MOKOsI, TIO/KU/Ast XO3sIMHA (3acCa[HOE
noBeneHue ¢gypaxkupa). He ynmuBurenbHo, 4To U B
ATOM CJIy4ae POJb XO3SMHA WUTPAIOT, KaK TPABUJIO,
AKTUBHO TIO/IBUIKHBIE JKUBOTHBIE. UTO K€ Kacaercs
CTpareruyl TOApaKaHUs JOObIYE, TO OHA BBIXOIUT
3a pamMKu Mozenu GypakMPOBAHUS, MOCKOJIbKY
JUIs CBOOOIHOKUMBYIIUX JKMBOTHBIX IIPECTABJISIET
coboll HOHCEHC: (hypakUp B TAKOM CJIyYae caM Ipe-
BpallaeTcs B JKepTBY CBOEH MOTEHITNAIbHOMN KePTBDI.
Takast crparervsi MOKeT OBbITh peaiM30BaHa TOJbKO
napasuTaMu ¢ MepopaibHbIM CIIOCOGOM 3apaskKeHUst
xo3sHa. [loxasmyi, s B paMKax 3TOW cTpaTernu
MPOSIBJISIETCST CBOEOOPa3ne MOMCKOBOTO TOBEICHUS
[epKapuil KaK JUIMHOK HAPa3UTOB € TPODUIECKUM
criocoboM mepegadr. Bo Bcex OCTaMbHBIX CIIydasx
CTpaTeruy MOUCKA XO3sMHA JUUYNHKAMU TPEMATOJ U
MOUCKA JI0OBIYM CBOGOAHOKUBYIIIUME KUBOTHBIMU-
bypaxkupamMu MPUHIINIUATBHO HE PA3TUIAIOTCS.
Konuenmus crparernii dypaxupoBanus ObLia
VCITEITHO MPIMEHEeHA U K 9HTOMOIIATOTeHHBIM HeMa-
tozam (Campbell and Lewis 2002). Cpenu HuX ecThb
U KypCUPYIOIIUE JTUIUHKU (IBUTAIOTCS TIOCTOSTHHO),
U IeMOHCTPUPYIOIIUE 3aCaJHOEe MoBe/eHre (JIMIIH-
Ka nofgHuMaeT Haj cyocrpatom Gosee 95% cBoero
TeJa, ONMUPAsICh HA OJMH U3 €r0 KOHIOB, U B TAaKOM
MOJIOKEHUU TIO/IKUIAET TTOTEHI[NATBHOTO XO35MHA).

B.B. [Ipoxodwes u K.B. lanaktronos

OKasaioch, YTO B TIOJTHOM COOTBETCTBUU C MOJIENBIO
cTpaTeruii pypaskupoBaHUs KyPCUPYIOIIIe THYNHKA
3apa’kalOT MAJIOTIOBIIKHBIX X03s1€B (X HAJ0 Hail-
tul), a ¢ 3acafHBIM TUTIOM TTOBE/IEHUS — AKTUBHO MO/
BIZKHBIX HACEKOMBIX (OHU CaMU «HAXOJST> TUIUHKY
B CHJy CBO€il BhICOKOH MOOuibHOCTH). C BBICOKOIL
NI0JIell YBEPEHHOCTH MOKHO ITPEICKA3aTh, YTO MOJIENb
CTpaTeruii MOBEJEHUST KUBOTHBIX-DYPAKIPOB MO-
sKeT ObITh IPUJIOKUMA U K CBOOOJHBIM BO BHELIHEN
cpelie CTJUSAM JIPYTUX TPYII Tapa3uToB, KOTOPHIM
JUIS peau3aliui KU3HEHHOTO IHKJIA HEOOXOIUMO
[OIIACTD B JKUBOTHOE-XO3sIMHA.

BJIATOOAPHOCTH

ABropsl BeIpaxkaioT mpusHaresbHocTs A.A. Jlobpo-
BOJIBCKOMY 3 I[eHHble KOMMEHTApUU K pAHHEMY BapUaHTY
pyxoruicu u [LJI. AtaeBy u .M. IloaBsi3Hoii 3a czienantbie
3aMevaHus TIPU PelleH3upoBaHuu craTbu. Pabora OblLia
nozepskana rpantTamu POMOU Ne 07-04-01675 u THTAC
Ne 05-1000008-8056.

JIUTEPATYPA

lanaktnono K.B. 1993. JKusnenmbie mMuKIbl TpemMaTos
KaK KOMIIOHEHTbI 9KOcHCTeM (OIBIT aHAJIN3a Ha MPU-
Mepe npencrasutesieii cemeiictBa Microphallidae).
UsnatensctBo Kombekoro wnayuynoro tentpa PAH,
Amnatutsl, 190 c.

lanaktuono K.B. 1996. JxcrnepumenTanibHoe UCCiIeno-
BaHue HeOOBIYHOTO KU3HEHHOTO 1UKaa Paroatrema sp.
(Trematoda: Gymnophallidae). Ilapasumonozus, 30(6):
487-494.

Tanakruonos K.B. u [To6posoiabckuii A.A. 1998. ITpouc-
XOK/IEHHE U HBOJIIOINS JKU3HEHHBIX IUKJIOB TPEMATO/I.
Hayka, Cankr-Iletepbypr, 404 c.

Tunenunckasa T.A. 1968. Tpemartonbl, MX KU3HEHHbBIE 1I1-
KJIbl, Grosorust u aBosonust. Hayka, Jlenunrpaz, 410 c.

Kypoukun 10.B. 1987. Tpemaronst hayust CCCP. IIparo-
aumuel. Hayka, Mocksa, 152 c.

MManun B.f. 1984. Tpematozbl AMKpOIIETUNIBI MUPOBOI
daynbr. Hayka, Anma-Arta, 248 c.

MManun B.S. 1986. kbl pa3BuTHs TpeMaTO/| HaJICEMEli-
crBa Dicrocoeliidae. B km.: E.B. I'Boszues n 3. JKnapcka
(Pen.). Oynxkimonaabiast MOPGHOJIOrHs JUUNHOK Tpe-
Mmaroj u 1iectoj. Hayka, Anma-Ara: 10-17.

ITIpoxodses B.B. 1994. «3acaanbiii» THUII TOBEIEHMS TeP-
Kapuil HEKOTOPBIX MOPCKHUX TPEMAaTO. 300.102UtecKull
acypnan, 73(5): 13-20.

IIpoxodpwse B.B. 1997. Peakuuu nHa cBeT MepKapuii
MODPCKUX JIMTOpPaJIbHBIX Tpemaron Cryptocotyle sp.
(Heterophyidae) w Maritrema subdolum (Microphal-
lidae). 3oonozuueckuii acypnan, 76(3): 275-280.



[TouckoBoe moBesieHME TIEpKAPUIT

IIpoxodrer B.B. 2001. Peaxiuu Ha cBer Iepkapuii
MOPCKOU JIuTOpajibHON Tpemarojubl Renicola thaidus
(Trematoda; Renicolidae). Ilapasumonoeus, 33(3):
429-435.

IIpoxodwes B.B. 2002. OcobeHHoCTr BEPTHKATBHOMN A1C-
HepPCUY B TOJIILE BO/IbI LIEPKAPUI MOPCKOIT INTOPAIbHON
Tpemaronnt Renicola thaidus (Trematoda: Renicolidae).
Hapasumonoeus, 36(4): 316—-323.

IIpoxodwes B.B. 2003. Xapakrep BepTUKAIBLHOTO paciipe-
JIeJIEHHSI B TOJIIIE BOJIbI lepKapuii rpematon Cryptocot-
yle concavum (Heterophyidae) u Maritrema subdolum
(Microphallidae). lHapasumonozus, 37(3): 207-215.

IIpoxodber B.B. 2005. OcobeHHOCTH TIaBaHUS LIEPKa-
puil HEKOTOPBLIX BUAOB Tpemarox. Ilapasumonozus,
39(3): 250-261.

Ipoxodses B.B. 2006. Crpareriu 3apasKeHus ;KUBOTHBIX-
X035I€B TIEPKAPUSIMU TPEMATOJL: OIIBIT aHAIN3A B 9KOCH-
creMax mpubpeKbst Mopeil 1 03ep ceBepo-3arnaza Poccum.
Jlucceprarms TOKTOpa GHOJOTHYECKUX HAYK. 300JOIU-
veckuit uncturyt PAH, Cankr-IlerepGypr, 545 c.

IIpoxodwer B.B. 2008. Crparernn 3apaskeHusi X0O3sIiHA
nepkapusiMu Tpematon. B ku.. Matepuansr IV Bcee-
poceuiickoro cheszia [lapazuTonornyeckoro ooiecTsa
npu PAH <«Ilapasutosorus B XXI Beke — npobJiembl,
Merobl, pemenusi> (20—-25 oxrsabps 2008, Cankt-
ITerep6ypr). T. 3. TEMA, Cankr-IlerepOypr: 57—62.

Tuxomupos U.A. 1980. Kusnennsii ks Philophthalmus
rhionica sp. nov. (Trematoda: Philophthalmidae). As-
TopedepaT auccepTalMy KaHaugata OMOJOTHYECKUX
HayK. JIeHnHTpasicKuii rocyIapCTBEHHBIN YHIBEPCUTET,
Jlenunrpas, 24 c.

Cooonesa T.H. 1986. Ilukibl pasBuTHs TpeMaToj Haj-
cemeiictBa Brachylaimoidea. B xn.: E.B. I'sosnes u 3.
Kuspeka (Pen.). Oynkimonaabiast MOphOIOTHST JIH-
YHHOK TpeMaToz 1 1tectof. Hayka, Amma-ATa: 70-75.

Bartoli P. and Combes C. 1986. Stratégies de dissémina-
tion des cercaires de trématodes dans un écosystéme
marin littoral. Acta Ecologica, 7: 101-114.

Cable R.M. 1956. Marine cercariae of Puerto Rico. Sci-
entific Survey of Puerto Rico and Virgin Islands, 61:
491-577.

Campbell J.F. and Lewis E.E. 2002. Entomopathogenic
nematode host-search strategies. In E.E. Lewis, J.F
Campbell and M.V.K. Sukhdeo (Eds). The behavioural
ecology of parasites. CABI Publ., Wallingford, New
York: 13—38.

Chapman H.D. 1974. The behaviour of the cercaria of
Cryptocotyle lingua. Zeitschrift fiir Parasitenkunde, 44:
211-226.

Combes C. 1980. Les mécanismes de recrutement chez les
métazoaires parasites et leur interprétation en termes
de stratégies démographiques. Vie Milieu, 30: 55—63.

Combes C. 2001. Parasitism. The ecology and evolution of
intimate interactions. The University of Chicago Press,
Chicago and London, 728 p.

317

Combes C., Fournier A., Moné H. and Théron A. 1994.
Behaviours in trematode cercariae that enhance para-
site transmission: patterns and processes. Parasitology,
109 (Suppl.): S3-S13.

Combes C., Bartoli P. and Théron A. 2002. Trematode
transmission strategies. In: E.E. Lewis, J.F. Campbell
and M.V.K. Sukhdeo (Eds). The behavioural ecology of
parasites. CABI Publ., Wallingford, New York: 1—-12.

Evans N.A. and Gordon D.M. 1983. Experimental obser-
vations on the specificity of Echinoparyphium recuroa-
tum toward second intermediate host. Zeitschrift fiir
Parasitenkunde, 69: 217-222.

Feiler W. and Haas W. 1988a. Host-finding in Trichobil-
harzia ocellata cercariae: swimming and attachment to
the host. Parasitology, 96: 493—505.

Feiler W. and Haas W. 1988b. Trichobilharzia ocellata:
chemical stimuli of duck skin for cercarial attachment.
Parasitology, 96: 507-517.

Fried B. and King W. 1989. Attraction of Echinostoma
revolutum cercariae to Biomphalaria glabrata dialysate.
Journal of Parasitology, 75: 55—-57.

Galaktionov K.V. and Dobrovolskij A.A. 2003. The biol-
ogy and evolution of trematodes. An essay on the biol-
ogy, morphology, life cycles, transmission, and evolution
of digenetic trematodes. Kluwer Academic Publishers,
Boston, Dordrecht, London, 620 p.

Galaktionov K.V., Irwin S.W.B. and Saville D.H. 2006.
One of the most complex life cycles among digenetic
trematodes: a description of Parvatrema margaritense
(Ching, 1982) n. comb. (Gymnophallidae) possessing
parthenogenetic metacercariae. Parasitology, 132(5):
733-746.

Haas W. 1992. Physiological analysis of cercarial behav-
iour. Journal of Parasitology, 78: 243—255.

Haas W. 1994. Physiological analysis of host-finding be-
haviour in trematode cercariae: adaptations for trans-
mission success. Parasitology, 109 (Suppl.): S15-S29.

Haas W. and Haberl B. 1997. Host recognition by trema-
tode miracidia and cercariae. In: Fried B. and Graczyk
T.K. (Eds.) Advances in Trematode Biology. CRC
Press, Boca Raton, New York: 197-227.

Haas W., Korner M. Hutterer E., Wegner M. and Haberl
B. 1995. Finding and recognition of the snail inter-
mediate hosts by 3 species of echinostome cercariae.
Parasitology, 110: 133—142.

Huey R.B. and Pianka E.R. 1981. Ecological consequenc-
es of foraging mode. Ecology, 62: 991-999.

Koie M. 1976. On the morphology and life-history of
Zoogonoides viviparus (Olsson, 1868) Odhner, 1902
(Trematoda, Zoogonidae). Ophelia, 15(1): 1—14.

Koie M. 1979. On the morphology and life-history Mo-
nascus [= Haplocladus) filiformis (Rudolphi, 1819)
Loos, 1907 and Steringophorus furciger (Olsson, 1868)
Odhner, 1905 (Trematoda, Fellodistomidae). Ophelia,
18(1): 113-132.



318

Koie M. 1985. On the morphology and life-history of
Lepidapedon elongatum (Lebour, 1908) Nicoll, 1910
(Trematoda, Lepocreadiidae). Ophelia, 24: 135—153.

Korner M. and Haas W. 1998a. Chemo-orientation of
echinostome cercariae towards their snail-hosts: amino
acids signal a low host-specificity. International Journal
Jor Parasitology, 28: 511-516.

Korner M. and Haas W. 1998b. Chemo-orientation of
echinostome cercariae towards their snail-hosts: the
stimulating structure of amino acids and other at-
tractants. International Journal for Parasitology, 28:
517-525.

Le Zotte L.A. 1954. Studies on marine digenetic trema-
todes of Puerto Rico: the family Bevisiculidae, its biol-
ogy and affinities. Journal of Parasitology, 40: 148—162.

Lewis M.C., Welsford I.G. and Uglem G.L. 1989. Cer-
carial emergence of Proterometra macrostoma and P.
edneyi (Digenea: Azygiidae): contrasting responses to
light: dark cycling. Parasitology, 99: 215-223.

Maillard C. 1971. Cycle évolutif de Cainocreadium la-
bracis (Dujardin, 1845) (Trematoda, Allocreadiidae).
Comptes Rendus de 'Académie des Sciences, Paris, 272:
3303-3306.

Matthews R.A. 1973. The life-cycle of Prosorhynchus
crucibulum (Rudolphi, 1819) Odhner, 1905, and a
comparison of its cercaria with that of Prosorhynchus
squamatus Odhner, 1905. Parasitology, 66: 133—164.

Matthews R.A. 1974. The life-cycle of Bucephaloides
gracilescens (Rudolphi, 1819) Hopkins, 1954 (Digenea:
Gasterostomata). Parasitology, 68: 1—12.

Mas-Coma S. and Montoliu I. 1986. The life cycle of
Brachylaima ruminae n. sp. (Trematoda: Brachylaimi-
dae), a parasite of rodents. Zeitschrift fiir Parasiten-
kunde, 72: 739-753.

Mas-Coma S. and Montoliu I. 1987. The life cycle of
Dollfusinus frontalis, a brachylaimid trematode of small
mammals (Insectivora and Rodentia). International
Journal for Parasitology, 17: 1063—1079.

Mas-Coma S. and Montoliu I. 1995. Life cycle of Pseu-
doleucochloridium  pericardicum n.sp. (Trematoda:
Brachylaimidae), a parasite of shrews (Insectivora: So-

B.B. [Ipoxodwes u K.B. lanaktronos

ricidae) in the Oriental Pyrenees. Research and Reviews
in Parasitology, 53: 155—-171.

Olson P.D., Cribb T.H., Tkach V.V., Bray R.A. and
Littlewood D.T.J. 2003. Phylogeny and classification
of the Digenea (Platyhelminthes: Trematoda). Interna-
tional Journal for Parasitology, 33: 733-755.

Poulin R. 2007. Evolutionary ecology of parasites. Princ-
eton University Press, Princeton and Oxford, 332 p.
Shiff C.J. and Graczyk T.K. 1994. A chemokinetic respon-
se in Schistosoma mansoni cercariae. Journal of Parasi-

tology, 80: 879—883.

Schoener T.W. 1971. Theory of feeding strategies. Annual
Review of Ecology and Systematics, 2: 369—404.

Shostak A.W. and Esch G.W. 1990. Photocycle-dependent
emergence by cercariae of Halipegus occidualis from
Helisoma anceps, with special reference to cercarial
emergence patterns as adaptations for transmission.
Journal of Parasitology, 76: 790—795.

Stunkard H.W. 1938. Distomum lasium Leidy, 1891 (Syn.
Cercariaeum lintoni Miller and Northup, 1926), the larval
stage of Zoogonus rubellus (Olsson, 1868) (Syn. Z. mirus
Looss, 1901). The Biological Bulletin, 75: 308—334.

Stunkard H.W. 1943. The morphology and life-history
of the digenetic trematode, Zoogonoides laevis Linton,
1940. The Biological Bulletin, 83: 227-237.

West A.F. 1961. Studies on the biology of Philophthalmus
gralli Mathis and Leger, 1910 (Trematoda: Digenea).
American Midland Naturalist, 66: 363—383.

Wardle W.J. 1988. A bucephalid larva, Cercaria pleu-
romerae n. sp. (Trematoda: Digenea), parasitizing a
deepwater bivalve from the Gulf of Mexico. Journal of
Parasitology, 74: 692—694.

Wilson R.A. 1987. Cercariae to liver worms: development
and migration in the mammalian host. In: Rollinson
D. and Simpson A.J.G. (Eds.). The biology of schisto-
somes. From genes to latrines. Academic Press, London:
115—-146.

Wright D.G.S. 1974. Responses of the cercariae of Tricho-
bilharzia ocellata to white light, monochromatic light,
and irradiance reduction. Canadian_Journal of Zoology,
52: 575-579.

IIpedcmasaena 10 gpeepans 2009; npunsma 1 urons 2009.



