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Zlan 0630p 3KCIIEPUMEHTAADHBIX HCCAEAOBAHUH MHAUBUAYAABHOTO U KOAAEKTHBHOTO TIOBEEHHS phIO MPU 3a-
ILIMTE OT [TapPasHTOB, MOAU(PHUKAIIMH MOBEIEHHUs PbI6 U Mapa3HTOB, a TaK:Ke POAM HEOZHOPOAHOCTH GHOTH-
YeCKOTo M aGHOTHYECKOTO OKPY?KEHHUsl B PETYASIIMU B3aUMO/EHCTBUH B CUCTEME «I1apa3HUT — XOBSHH».
HcnoabsoBanbl pesyabTaThl HCCAEOBAHMH MOAM(HKALIMI TT0BEZEHHS MOAOAM b6 (CErOAeTKOB MUKMAKH,
Parasalmo mykiss; naotebl, Rutilus rutilus; oxyus, Perca fluviatilis; Bepxosku, Leucaspius delincatus), b1-
3BaHHDIX KAK MOHOKCEHHbIMH (C OJJHMM XO3BSIHHOM ), TaK U reTepOKCeHHbIMH (CO CMEHOH X03s5eB) Mapasu-
tamu. [ lokasano, 4To HEOZHOPOAHOCTD PasMeIIEHHS TAPABUTOB B CPEZE AaéT BO3MOZKHOCTb X0351€BaM H3-
6eraTb CHAbHOTO 3apa:keHHs 6AAro/lapsi yXoAy U3 MECT C BbICOKMM PHCKOM 3apa:KeHHs B MECTa C HUBKHM
puckoM. Hauboree sppexTiBHO 310 AeAaroT pbibbl B rpymie. Boicokuil ypoBeHb H3MEHYHBOCTH 3apazkéH-
HOCTH CpeZiu pblb B IpesieAax MOMYASIIMH BOSHHUKAET B 3HAUMTEAbHOH CTeNEeHH B pesyAbTaTe TIOBeJeHYe-
CKHX B3aHUMOZIEHCTBHE Mez/ly X03g€BaMU U MapasuTaMu. B pesyAbTaTe aTHX B3aMMOZEHCTBHH MapasHThI
pacrpezieAIOTCs arperupoBaHHo, T.€. CPABHUTEABHO HeGOABIIAs YacTb 0CO6eH B MOMYAALIMH TOAYYaeT MHO-
IO apasHTOB, TOI/la KAK OCHOBHAS YaCTh 3apa:keHa cAabo AU He 3apazieHa Bosce. ArperapoBaHHOE pas-
MellleHHe [apasuTOB B cpeJie TIOMOTaeT CaMUM MapasuTaM pellaTh KUSHEHHO Ba:KHbIE 3a/1a4H, TAKHE Kak
TIOMCK TIOAOBOTO MAPTHEPA, CO3ZAHHE CKOIIACHHH Ha Xo3seBax. | locaeHee 06CTOATEABCTBO MO2KET HIpaTh
BazKHYIO POAb B MAaHMITYAHPOBAaHUM MOBEJEHHEM X0O35IMHA, KOTOPOE MaAOMY YHCAY [apasuTOB OCYILeCTBUTD
nernpocto. Dusmueckas u 6HOAOTHYECKAs HEOAHOPOAHOCTD CPEZbI, BAUAS Ha OBEJCHHE U X035€B, U apa-
3HTOB, CIIOCOBCTBYET KaK 3(D(eKTHBHOMY 'OPH30HTAABHOMY H BEPTHKAABHOMY T1EPEHOCY MapasHTOB Mezk-
Zly X0351eBaMH, TaK M M36eraHHIO 3apazKeHHs YaCTbIo 0CO6eH B MOMYASLIMH. DTH 3PQEKThI CIIOCOOCTBYIOT
YCTOMYMBOMY CYILIECTBOBAHUIO CHCTEM «I1apasUT — XOBSHH» Jlazke B YCAOBHSIX HMBKOH YHCAEHHOCTH IO~
IyASILMA.

Kamouerbie caoBa: cructeMa «rmapasut — XO3SIMH», TIOBEJEHHE, aJlallTHBHOE MaHUITyAHPOBAHHE, HEOZHO-
POJHOCTb CpeZibl, arpernpoBaHHOE pa3MellleHHe, PbIObl, HAOMAPA3UThI, SKTOIAPABHUTHI.

BBEJAEHUE

[ TapasuThi kak yyacTHHKM OCHOBHBIX MpoOIIEC-
COB B KOCHCTeMe — KPYToBOpoTe GOPM, Belle-
crBa u suepruu [ bexaemumes, 1970] — zasno
NIPUBAEKAAH BHUMAHHE [apa3UTOAOTOB U KOAO-
ros. Hau6oaee cepnésnbie pesyabTaThl B 06.AaCTH
5KOAOTHYECKOH MapasUTOAOTHH TTOAYYEHbI HCCAE -

ZIOBaTeASIMH Ha3eMHbIX SKOCUCTEM, U3Yy4aBIIMMU
TpaHcMuccuBHble 3a6oaeBanus | Momkosckuii,
1950], ouarosbie 300n030b1 [ laBroBekuit, 1948],
reabmunTonenosbl [ orean, 1962]. Boabmoe
BHUMAaHHE YZIEASAOCh BAMSIHHIO (DAKTOPOB Pa3HO-
ro ypoBHs (CBOMCTBa X03sMHa, CBOMCTBA OKPY-
2Kalolel cpespl), a Takzke MOBeJeHHs B3aHMO-
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JEACTBYIOIIMX OPTaHM3MOB Ha (OPMHPOBAHHE U
(PyHKIIMOHMpPOBaHHeE MapasHUTOLEH030B. B Hccae-
ZIOBAHUSIX BOJHDBIX SKOCHCTEM IO CHX T10p T1pe06-
AAZAI0T MOAXOZbI, OMHPAIONIMECS Ha KOHLIEIIHHU
TPOMHUYECKUX TUPAMH/L U CeTeH, GUOIHepPreTHKH U
tpooaunamuku [ Ozym, 1975; Stephens, Krebs,
1986; Arumos, 2000]. I'Tapasuros B aTu koH-
CTPYKLIHHU MOMEIIAIOT JOBOABHO PeJKO, CUMTas,
BEPOSITHO, UX POAb B dHEPTeTHKE CPABHHUTEABHO
He6OAbIIOH. JKOAOTHYECKas MapasUTONOTHSI H
SKOAOTHS CBOGOIHOKUBYIIMX BOAHBIX 2KHBOTHDIX
pasBUBAAMCD, JOBOABHO cAab0 B3aUMOJEHCTBYS
apyr ¢ apyrom. Msyuenmo axororuu u noseaenus
THAPOOGHUOHTOB B CHCTEME «IIapasHT — XOBSHH»
CHABHO TIPEMATCTBYIOT TPYAHOCTH HaBAIOZEHHS H
PETUCTPALIMK B BOJHOH Cpeze.

PasBuTHe akBaKyAbTYpbI H 9KCIIEPHMEHTAAD-
HbIX METOZIOB M3y4eHHs TTOBEZEHHs] 3aMETHO II0-
BbICHAM HHTEPEeC K POAH NapasUTOB B MOBEJIEHYE -
CKOH ¥ DBOAIOLIMOHHOH DKOAOTHH THAPOOHOHTOB.
Prpibbl KaKk BazKHEAIINH DAEMEHT BOJHbBIX DKOCH-
CTeM OKa3aAMChb B (POKyCe 3THX HUCCAEZOBAHHH
[Moore, 2002; Thomas et al., 2005; Mikheev et
al., 2010]. Dtomy crocobeTByIOT pasHooHpasue,
06MAME M CYIIECTBEHHas POAb PbI6 B TPOPOAUHA-
MHKe; pasHOOOpasue MapasuToB pbIO KaK HA AH-
YHHOYHBIX, TaK H B3POCABIX CTAZHsX; MOBbIIIEH-
Hasl IAOTHOCTD TIOMYASIIIMH B aKBaKyAbTYpE; Baz-
HOE [IPOMbICAOBOE 3HaueHHe PbI6. XHIIHUKH U M1a-
PA3UTDI KaK 9KOAOTHYECKHE (AKTOPbI, BAUSIOIIHE
Ha POCT, pa3BUTHE, CMEPTHOCTDb, BazKHbI Ha MPO-
TSXKEHHH BCEH *KM3HH PbI6, HO 0COOEHHO ysI3BHMa
MOAOZb, 06Aa/IaI01Iasi BbICOKHMHU MUILEBbIMH MO~
TPEOHOCTSIMH M CAAGO Pa3BUTBIMU CPE/ICTBAMH 3a-
ILUTBI.

B kauectBe ocHOBHBIX (PaKTOPOB CMEPTHOCTH
PBI6 TIPHHATO PacCMaTPUBATh TIPECC XHITHUKOB U
negoctaTok rmuiy [ Hukoabcxkuit, 1965; Wootton,
1990]. Hakonrenue zanubix o poau mapasutos
KaK PEryAsATOpPOB MOBEJEHHS] U 3KOAOTHIECKHX
B3aHUMOJIEHCTBHI 3aCTaBASIET OTHOCHTBCS U K ITapa-
3MTaM KaK K BazKHOMY 9KOAOTHYECKOMY (DaKTOpY.
[ TosiBuacs aze crielMarbHbIR TEPMHH «3KOAOTHST
ectecTBeHHbIX Bparos» (ecology of natural ene-
mies), 06beAUHAIONIMH TaPa3HTOB H XHITHHUKOB B
eZIMHDIH MyA SKOAOTHYecKuX yrpo3. Mcrnoabsosa-
HHe CPeJCTB 3aIUThl TPeGYeT OT 2KUBOTHOTO 3a-
TpAT 3HEPruH, BelllecTBa, BPeMEHH, KOTOpbIe He-
06X0IUMO PaCIIPEAEASITD C YIETOM CEPbE3HOCTH
YTpo3bl. JaIIUTOH OT XHITHUKOB CAy2KaT MOPQO-
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AOTHYECKHE U GHOXUMUYECKHE aalTalluH, BOSHH-
KalolllMe B X0/le MUKPOIBOAOLIMOHHBIX U OHTOTE -
HETHYECKHX [IPOLIECCOB. YJacTHe B 9BOAIOLIMOHHOH
«TOHKE BOOPYKEHHH», [eHEPUPYIOILEH reHeTHYe-
CKyI0 M3MEHYHUBOCTb B TOMYASLIMAX, (POPMHPOBA-
HHe MMMYHHMTETa CYUTAIOTCS OCHOBHBIMU CPEJ-
ctBamu 3aruthl ot napasutos [ Owens, Wilson,
1999; Zuk, Stoehr, 2002].

Hau6oaee peaxtusHoli u rubkoit cucremoit 3a-
ILHUTDI, TI0 KPaHHEH Mepe OT XMIIHUKOB, CAY?KHT
noBeZieHHe KUBOTHOrO. acto ynorpebasemoe
CAOBOCOYETaHHE «KOMIIAEKC [T0BEIEHIECKUX aZlarl-
TalMi» MOZPasyMeBaeT X Pa3HOOGpasHe U MHO-
roypoBHeBbIi XxapakTep. K HuM oTHOCATCS BpOMK-
JEHHDbIE U TIPHOGPETEHHbIE 060POHUTEAbHbIE pe-
aKLIMH, HHAUBH/yaAbHOE H KOAAEKTUBHOE TIOBe/Ie -
nue. BaxkHOCTb a(h()eKTHBHOrO MoOBeAeHUs TIPU
3aIUTe OT XMIMHUKOB OYEBH/HA: MOCAE/CTBHs
omM60K, Kak MpaBUAO, Heronpasumbl. | lonaza-
HHE B OPraHM3M XO3sMHa TapasuTa He CTOAb (ha-
TaAbHO, €CAH OH He CAMIIKOM BUPYAEHTHbIH (Bpe-
aonocubii). Yaie Bcero xossiuHy mozseT 6bITh
HaHECEH CePbE3HbIM BPEJ, ECAH [1aPa3sUTOB HaOU-
paetcst MHOro. ArperupoBaHHoe pacripezeAeHHe
Tapa3UTOB B MOMYASLIMM XO351€B CBUZETEAbCTBYET
0 TOM, 9TO 6OABIIUHCTBY YAEHOB MOMYASIIUH yzia-
ércsi usberaTb cuAbHOTO 3apazkenusi. Mozkuo
IPEANONOKHTb, YTO 3HAYUTEAbHYIO POAb IIPH
3TOM WTpaeT 3aIIUTHOE MoBeJeHHe xo3seB. Kak
OHO OPraHM30BAHO B CAy4Yae C MapasuTaMH, BO
MHOroM ocTaércsi HesichbiM. CuuTas HMMyHHTET
OCHOBHBIM CPECTBOM 3allUThI OT TAPA3UTOB, U3Y-
YeHHEM POAHU ITOBeJleHuUs1 0ObIYHO MpeHebperaau.

CpaBHuTEAPHO HeZABHO CTaAH TOSBAATbCS
crieliuaAbHble PabOThI, TOCBSIIEHHbIE POAU TTOBE -
JZleHusi pbI6 TPH 3aIuTe OT NapasuToB. «[oBops-
ee» Ha3BaHHE OJIHOU U3 CTAaTEH 3aCAYKHBAET
yIOMUMHaHHsT — «3a MpeieAaMH UMMYHHTETa: KO-
AMYECTBEHHAsl OLIEHKA BAHSHHs aHTHUIIApa3HTap-
HOTO MOBeJeHHus Ha nepejauy napasuta» («Be-
yond immunity: quantifying the effects of host an-
ti-parasite behavior on parasite transmission»)
[Daly, Johnson, 2011]. B atoii pa6ore nokasaro,
4TO aHECTE3UPOBAHHDbIE TOAOBACTHKH ASTYIIEK
Pseudacris regilla ropasao cuabHee 3apazkaAUCch
AMYMHKAMH TPEMATOJ, YeM OCOGH C eCTeCTBEHHbIM
nosezenueM. | Ipeanonaraercs, 4ro nosbimenHas
JIBUTaTeAbHasl aKTUBHOCTb TOAOBACTHKOB 3aTPY/l-
HSIET TIPUKPETIAEHHE [IepKApUH TPEMATOZ U Ipe-
ZIOTBpaIaeT CUAbHOe 3apazkenue. | [ponnknose-
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uue uepkapuil Tpemarog Diplostomum spatha-
ceumn [Laitinen et al., 1996; Karvonen et al.,
2004] sacTaBAsieT MOAOAD MHKH:KH ZeAaTb pes-
KHI 6POCOK, YTO MOZKET CHUZKAaTh BePOSTHOCTb I10-
CAeZYIOIIHX KOHTAKTOB C NapasuTamMu. B aTux pa-
60Tax BHUMaHHE YAEAIAOCH TOABKO MHJMBHZIY -
AAbHOMY 3aIIUTHOMY MOBE/IEHHIO X0351eB, KOTOPOe
13-3a MAAOH 3aMETHOCTH 6OABIIMHCTBA apasHTOB
TIpeZICTaBASIeTCS He OYeHb 3(PPeKTHBHbIM. B uc-
CAeZIOBaHHUAX TIOBEJICHUS PbIO, HAallpaBACHHOTO Ha
3AILUTY OT XHITHHUKOB, GOABIIIOE BHUMAHHE YAEAsd-
eTCsl Pa3AHYHBIM acreKTaM dKOAOTHYECKOH HEeOoz-
HOPOJIHOCTH, BKAIOYAIOIIeH B ce6s (PU3HIECKYIO
HEOZHOPOZHOCTb CPeZbl, HEOAHOPOAHOCTD Pas3Me-
menusi napasutoB u xosses | Muxees, 2006].
EcTb ocHoBanus npeamoaaraTb, 4To 9KOAOTHYE-
CKMH KOHTEKCT UIpaeT HEMaAOBazKHYIO POAb U B
3aIlIMTHOM TIOBEJIEHHH PbI6 OT MapasHTOB.

B zannoii pabore 6yayT paccMOTpeHbI pesyAb-
TaThl SKCIIEPUMEHTAAbHbIX HCCAEZOBAHHH HHIM-
BH/IyaAbHOTO U KOAAEKTHBHOTO IMOBEJEHUS pbl6
TIpY 3aIIHUTe OT MapasHUTOB, MOJAU(HUKALMH MOBe-
ZeHus pbl6 U NapasHTOB, a TAK:Ke POAb HEOJHO-
POAHOCTH OUOTUYECKOTO U aOHOTHYECKOTO OKPY -
’KEHHS B PETYASAIMH B3aHMOJEHCTBHH B CHCTEMe
«TapasUT — XO3SHH».

MATEPHAAN U METOJUKA

Kpatkue cegenus o 6uororun ocHoBHBIX
06beKToB HccaegoBaHui. Poibbl cAy:kaT napasu-
TaM KaK MPOMEzKyTOYHbIMH, TaK 1 OKOHYaTeAbHbI-
MH xo3sieBamu. B zanHo# pabote ucroabzoBaHbl
pPEe3yAbTaThl HCCAELOBAHUH MOZU(HUKALMH MOBe-
aenust Moroau poi6 (ceronetkos mukuzku, Lara-
salmo mykiss; naorsbl, Rutilus rutilus; oxkyns,
Perca fluviatilis; BepxoBku, Leucaspius delinea-
tus), BbI3BaHHBIX KaK MOHOKCEHHbIMU (C OZHUM
XO3SIMHOM ), TaK M reTepoKCceHHbIMHU (co cMeHoM Xo-
3seB) napasuramu. | lapasurbi yame Beero noma-
ZIAl0T B PbI6 C MHUIEH HAUM HENOCPEeACTBEHHO U3
BOZbI HA CTa/IuK CBOGOZHOTO NAaBaHus1. B kauect-
Be [IPUMEPOB PACCMOTPHM /ZIBé OCHOBHbIE KaTero-
PUM MTapa3UTOB: MOHOKCEHHbIX 9KTOMapasUTHIEC-
KuX pakoo6pasubix Branchiura (cem. Argulidae)
1 IeTepOKCEHHDbIX COCAAbIIUKOB Tpematos (cem.
Diplostomidae), cMenstronux HeckoAbKHX X03s1€B:
MOAAIOCKH, PbIObI, PhIOOsIZIHbIE TITHLIBI.

DKTonapasUTHIECKHE PadKH apTYAH/IbI Ha BCeX
CTaZIMsIX CBOETO KU3HEHHOTO LIUKAA, 32 HCKAIOYE -
HHEM CTaZMU TIOKOSILHMXCS UL, COXPAHSIOT CIIO-

COOHOCTh K CBOOOZIHOMY IMAABAHUIO U UMEIOT XO-
POIIIO PA3BUTOE CEHCOPHOE U AOKOMOTOPHOE OCHA -
wenue. | loBegenue B ux xxusHU UrpaeT HCKAIOUH -
TEAbHO Ba:KHYIO POAb, B IIEPBYIO OUepelb Kak
CPEJCTBO MOUCKA XO3sMHA U [TIOAOBOI'O [TapTHEPA B
HeozHOpozHOH 1 usMenunBol cpeze [ Mikheev et
al., 2003].

TpemaToab! auMAOCTOMUZBI HMEIOT BE CTaAUM
CcBOGO/IHO TIAABAIOILIUX AHUYHHOK: MHUPALMAHH, KO-
TOpbIe ZOA2KHBI MONACTh B MOAAIOCKOB (TepBbIi
IIPOME:KYTOYHbIH XO3UH ), U LIepKapUH, X03sieBa-
MH KOTOPBIM CAy2KaT pbIObl. 2XOTS U Te U ApyTHe
AMYHHKHA OObIYHO MHOTOYHMCAEHHDBI U 9aCTO 00pa-
3YIOT MIAOTHbIE AOKQAbHbIE CKOIIAEHHST Ha MEAKO-
BO/Zbeé BOJOEMOB, IIOBeJEHYECKas 3ajlada lep-
KapUH, KOTOPbIE JIOA2KHbI [IOTIACTb B IOBUKHBIX
PBI6 C MX IIAOTHBIMH IIOKPOBAaMH, IOPas0 CAOK-
Hee, YeM y MHPAlUMAHH. 3aBepIIaloT KU3HEHHbIH
IIMKA 3TH MapasuThl B nTuiax (4aiiky, 6akAaHbl,
PbIGOAZHbIE YTKH U Zp.), AAS 4ero MoCAeZHHE
ZIOA2KHBI ChECTb 3aPazKEHHYIO PbIOY C FOTOBBIMH K
3apaKeHHI0 MeTalepKapUAMH. Y pasHbIX BUAOB
JUIAOCTOMM/], METallePKAPHH AOKAAUBYIOTCS B TAa-
3ax UAH MO3TY PbIO.

Unaueuayarbnas u koarekTHBHAs 3a1IuTa
oT napasuToB. Veralepkapuu TpeMaToz JAUIAO-
CTOMH/, U3BECTHbI KaK 3(PQPeKTHBHbIE MaHUITYASI~
TOPBI NMOBEJEHUEM, YTO 3HAUUTEABHO [TOBBILIAET
BEPOSITHOCTD I0€/JaHKsl CUABHO 3apak€HHbIX PbIO
nruuamu [ Seppili et al., 2004]. Caeaosareabno,
OCHOBHas 3aZaya 3alllUTHOrO MOBeJEHHUsI pblb Ha
CTa/IK UX B3aUMOJZIEHCTBHsI CO CBOGOAHO IAABaI0-
IIMMH LepKapUsIMH — MHUHHUMH3HPOBATb UHTEH-~
CHUBHOCTD 3apaxKeHHUsl, IOCKOAbKY 9(P(PEKTUBHOCTb
MaHHIIYAMPOBaHHs 3aBHCHUT OT YHCAA [1aPA3HUTOB
B pbibe [Karvonen et al., 2004; Mikheev et al.,
2010].

Pacnipeseenye epkapuii B BbICOKOH CTeNeHH
HEOZHOPOJHO, U OCHOBHas [TOBeJeHYecKas 3aja4a
pbIbbl — H36eraTh y4acTKOB C IIOBbIIIEHHON
KOHLEHTPALMEH NAapasHUTOB, MAaPSIUUX B TOALLE
Bozbl. B akcnepumentax ¢ 6unapHbiM BbiGOpOM
Y4YaCTKOB, B OZTHOM M3 KOTOPDIX MO AepAHBAAACD
BbICOKast KoHLeHTpauus uepkapui Diplostomum
pseudospathaceum, a apyroit 6bIA cBOGOZEH OT
[apasUTOB, MPOBEPSIAH CIIOCOOHOCTb OJUHOYHDIX
pbi6 (Morozb mukmzku, Oncorhynchus mykiss) u
pbi6 B rpymnmne usberaTb CHABHOTO 3apazKeHHs
[Mikheev et al., 2013]. Ppi6b1 B rpymme ropaszo
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pezKe MOCEIaA OTCEK C IIapasUTaMH, U B pe3yAbTa-
Te UX CPEJHSIS 3aPaKEHHOCTD ObIAA [TOYTH B /IBa pa-
3a HUzKE, YeM y OZIMHOYHbIX pbi6. Finié 6oaee Bas-
HO To, uTo cpezu pbib B rpymmne 45% oxkasaruch
BOBCE He 3apa:KEHHbIMH, TOT/IA KaK B CPABHUMOH
BbIOOpKE OJMHOYHBIX PbIO 3apazeHust H3bexaru
Bcero 8%. Bazkueiiniyio poab B nosezenuu pbi6,
MOBAHMSIBILIEM Ha 3TH Pa3AHYHs, HI'PAeT, BEPOSITHO,
o6MeH HHPOPMALUEH MEXKAY YAEHAMH TPYIIIIbI.
HMsmenusieecss na kopoTkoe Bpemsi moBeseHHe
3aPaxKEHHON OCOOH CAY:KHT, I10-BHAUMOMY, CHT-
HaAOM ONACHOCTH JAsl TAapTHEPOB Mo cTae [ Laiti-
nen et al., 1996; Poulin et al., 1999]. Yactsb pwib,
MOAY4ast HHPOPMALIHIO 06 OITaCHOCTH, MOKET He I10-
CeIaTb YYaCTOK C ITapasHTaMH, [TOAYYasi, TAKUM 00-
pasoM, «colmarbHoe y6ezxurie». CraiiHoe moseze-
HUe, KaK U [IPH 3allUTe OT XHIIHHUKOB, OKa3bIBaeT-
Cs1 9(P(PEKTUBHBIM CPEACTBOM 3aIlMTbI OT Mapa3u-~
TOB, €CAH pacIpeieAeHHe TIOCAeIHUX HEOZHOPOHO.

B ecrectBennoii o6cTanoBKe Yrposa XMIIHUKOB
U [apasHUTOB YaCTO CYIIECTBYET OZHOBPEMEHHO.
MHuorue ppi6bI ¢ THOKUM COLIMAABHBIM TIOBE/IEHH -
€M, B 3aBUCHMOCTH OT IIPeCCa XUILHUKOB U CTeIle-~
HH (DUBHYECKOH HEOJHOPOAHOCTH CPEAbI, MOTYT
BbIOHpATb MKy aAbTePHATHBHBIMH TaKTHKaMH
3aIIUTHI OT XUIIHUKOB — CTAHHBIM U TEPPUTOPHU-
arbubiv noegenuem [ Muxees, 2006]. Hanpu-
Mep, AASI MOAOJM MHOTHX AOCOCEBBIX PbIO Y9aCTKH
cpeabl ¢ OGUAbHBIM KOPMOM U HAZEKHbIMH (PU3H -
YeCKUMH yOeKHILIaMH CAY2KaT PecypcoM, 3a KOTO-
pbIil OHH UHTeHCHBHO KOHKypupytoT. CHukaercs
AM LIEHHOCTb TaKOTIO y4acCTKa C yOexHIleM, eCAr
psiZloM MHOTO rapasuToB? B skcrepumenTax ¢ mo-
Aoabio MukmzkH (rpynma us 5 pbi6) pbibbl 6bIAM
ropaszio CUAbHee 3apaz:KeHbl, ECAH B OTCEK C Liep-
kapusamu D. spathaceum mnomeinanu ykpbiTHe.
YkpbiTHe, npusaekast pbi6, BbIHY?KAAAO HX TIPOBO-
AuTb H6OAbLIIE BpeMEHH B OTCEKE C [IapasUTaMH, YTO
[IPUBOJMAO K 3HAYUTEABHO GOABIIEH 3aparKEHHO-
CTH, YeM B CXOJHOM DKCIlepuMeHTe He3 yHexuIlia.
Cosepienno apyroe cooTHoIIEHHE HAGAIOZAAOCh
B KCIIEPUMEHTAX C OZIMHOYHbIMU pbibamu. B mpu-
CYTCTBHH yb6ezkuilla pbiObl ObIAM ropaszo MeHee
3apazkenbl, 4eM 6e3 Hero. OueBuzHO, YTO 3TH pas-
AMYMsI He CBsI3aHBI C [IPOJOAKUTEABHOCTDIO Ipe-
6bIBaHMS PbI6 Ha yYacTKe ¢ apasutamMH. to Mor-
AO M3MEHUTBCSI B TIOBEJEHHUH UAH JPYTUX CBOHU-
CTBaX PbIO B MPUCYTCTBUH yOEKHUILA U CAEAATb UX
3HAYUTEAbHO MEHee YSI3BHMbIMH K 3apazKeHHIO
HapasUTaMu?
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Bepuemcs k Bonpocy o Tom, kak nepkapun —
MeAKHE M OYeHb [IAOXHE [IAOBLIbl, PearupyIolIye Ha
PBIGY C PACCTOSTHHS AUIIb B HECKOABKO MHAAMMET-
pos [Haas et al., 2008], crioco6ubr B 60ab1om
KOAMYeCTBe TonasaTh B opranusM xossiuHa. Cuu-
TaAOCh, YTO B OCHOBHOM IIepKapUH TIPOHUKAIOT B
pbIby Yepes KOzKHbIE TOKPOBbI; KaKyI-TO POAb
otBoauAu xabpam [ Whyte et al., 1991; Hoglund,
1991]. I'lpexxae yem momacTb Ha MOBEPXHOCTD Te -
Aa PbIObI MAPA3UT AOAKEH MIPEOJIOAETb PACCTOSA-
HUE, U3MePsSEMOE CAaHTHMETPaMH H JeCSTKaMH
canTuMeTpoB. VIbl pe ATOAOKHAH, YTO OCHOBHYIO
TPAHCIIOPTHYIO POAb UIPAIOT BEHTHUASIIHOHHbIE TO-
KU, co3ZlaBaemble :xabepHbIMH Kpbimkamu | Mi-
kheev et al., 2014]. Dxcrnonupys no oraeabHoCTH
TOAOBY M OCTAAbHYIO YaCTb TeAa PbIObl, Mbl 0OHA-
PY2KHAM, YTO Yepes TOAOBHYIO 4acTb (ropaszmo
MEHbIIYIO 110 MTAOIIAZH TOBEPXHOCTH ) B PbIOY T10-
nazaet B /—8 pas 6oabme umepkapuit D. spa-
thaceum, 1em 4epes ocHoHy10 yactb Tera. Cae-
ZIOIIUM 111aroM 6bIA0 H3MEHEeHHe HHTEHCHBHOCTH
BEHTHAALMM yTéM cHuzkenns Konuentpauun O,
C TOCAEAYIOIIEH OLEHKOU 3apa:KEHHOCTH PbIO.
Cumxenue yposus Hacbmenusi ¢ 90 g0 60% sce-
ro na 10 Mun npuBozMAO K BospacTaHuio 3apa-
*kéHHOCTH pbIb 60ree yem B 1,5 pasa [Mikheev et
al., 2014]. VMsmenenue BeHTHAAIIMOHHOH aKTHB-
HOCTH TIPH 3TOM 6bIAO CBSI3aHO C U3MEHEHHEM aM -
TLAMTYZbl PACKPbITHs 2KabepHbIX KPBIIIEK, a He C
4aCTOTOH MX JBH:KEHHs. JTU PE3yAbTATbl MOJ-
TBEPKAAIOT IMPEATIONOKEHHE O BeAylleH pPOAH
BEHTHASILIMOHHOH aKTHBHOCTH PbI6 B TPaHCIIOPTe
uepkapuii D. spathaceum. I lockoabky unrencus-
HOCTb BEHTHUASLIMM OYeHb W3MEHYMBA H ObICTPO
pearupyeT Ha camble pasHble CTPECCOPbI, ECTe-
CTBEHHO TIPEJTIOAOKHTD, YTO OHA CAY?KHT BazKHOH
[IPOMEKYTOYHOU IePEMEHHOH, CBSI3bIBAIOILEH T10-
Be/leHHe PbI6 C UX 3apazKEHHOCTDIO MTapasUTaMH.

[ Tobunennas sapazxénHocTb B rpyre B pH-
CYTCTBUH ybexkuIlla MOKeT ObITh CBsI3aHa C BO3-
pacTaHHEM BEHTHAALMH y PbIO, KOHKYPHPYIOIIHX
3a Teppurtoputo. /[as nposepku atoro npeanonro-
»KEHHSI Mbl OLIEHHBAaAH 3apa:kEéHHOCTb y 0CO6GeH
MHKM2KH, SKCIIOHHPOBAHHbIX MapasMTaM Ha IO-
TEHIIUAABHOU TEPPUTOPHH, HO Pa3JEAEHHBIX HE-
[PO3PAYHOU TIEPETOPOIKOH, HE TIO3BOMIIOILEH UM
KOHKYpPHPOBaTb M IMPOSIBAATb arpeccHio (KOHT-
POAb). BapazkéHHOCTb PbI6, Pa3AEAEHHbIX Mepe-
ropoaKoH, He pasaudarach. B akcrepumente npu
BO3MOKHOCTH KOHKYPHPOBATb 3a TEPPUTOPHIO B
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nape pbi6 ObICTPO BBIABASIACS JOMHHAHT U CYO-
aomuHaHT. Fx 3apazkénnoctb B cpegaem 6bina Bbi-
1e, 4eM y pbi6 B kouTpoae. Hecmotpst na 60ab1iryto
arpecCUBHOCTD IOMUHAHTA, CAMbIMH 32PaKEHHDI -
MH OKasbIBaAUCh cy60MuHaHTbl. BepositHo, onn
HCTIbIThIBaAM Hauboabmmii crpecc [Barreto, Vol-
pato, 2004], 4To nPUBOANAO K TIOBBILIIEHHOH BeH-
THASIMM M 3apaxkeéHHOCTH NMapasuTamu. Hawu-
MEHDBIIUH CTPECC, MO-BUAMMOMY, HCIIbITbIBAAU
0c06H, KOTOpble HaXOAUAUCH B y6ezxuiie. Hx sa-
pPazKEHHOCTDb ObIAA CAMOH HUBKOH.

[ IponuknoBenne napasura B ppiby BbI3bIBaET
3aMETHbIH KPATKOBPEMEHHBIH TIOBEEHYECKUN
OTBET, C KOTOPbIM CBSA3aHO TIOBbIIIIEHHE HHTEHCUB-
noctu BentuAsinuu [ Laitinen et al., 1996]. [pu-
BOJIUT AU 3TO K BO3PACTAHHIO CKOPOCTH IMOCTYII-
AEHHUsI B pbIOY MOCAEZYIOIIHX TIOPIMH 1apasUTOB?
PesyabTaThl 9KCIIEpHUMEHTOB € BO3pacTarolleH
[POIOAKUTEABHOCTBIO SKCIIO3HIIMH PhIO K LIEpKa-
pusam D. spathaceum noarsep:aaioT 3T0 Npes-
noaozkenue. | locae nonazanus B pbiby nepBbix
napasutoB (B TeyeHHe TePBbIX ) MHH) CKOPOCTb
X TIOCTYTIAEHHUS B pbiby (Bo3pacTaHue 4HCAa Ta-
Pa3UTOB B rAasy pbibbl 3a 1 MuH) yBeAMuHBarach
B /Ba pasa. lakas peakuus, Hapsizy ¢ APYTHMH
(PaKTOPaMH yCUAEHUS! BEHTUAALIMOHHOH aKTHBHO-
CTH, MOKET JlaBaTh 3HAUMTEAbHbIA BKAAJ B MeXa-
HHM3M TPAHCIIOPTA LIEPKAPUH U TIPUBOJUTD K arpe-
THPOBAHHOMY PACIpe/IeAeHHIO [IaPA3UTOB B IIOIY -
Asinuu xo3sieB. | [pu Takom pacripeserenun cuAb-
HO 33pazKEHHOU OKa3bIBAETCsI AHIIb YaCTb 0cober
B IIOIYASILIUK; OCTaAbHbIE 3apaKeHbl CAAOO AU He
3apazkeHbl BOBCE.

HMuausuzyarnhoe usberanue ppibamMu cpaBHH -
TEABHO KPYIHBIX IKTONAPA3UTUUECKUX PAKOOO-
pa3HbIX TaK:Ke He CAHIIKOM 3(PPeKTHBHO. Phi6bI
3aMEeYalOT U MbITAIOTCS] YUTH AHMIIIb OT TEX aPIyAIO-
COB, KOTOPbIE OKA3bIBAIOTCS Y HUX B TIOAE 3PEHHSI.
[ Ipuxpenusmerocs napasura pbiba mbiTaeTcst
cbpocuThb, coBepIiiasi pe3KHUe MOBOPOThI U OPOCKHU.
Oanako 310 UM pesKo yAAETCs, U, HATIPOTHB, 60-
Aee aKTHUBHbIE PbIObl ¢ AHOMAABHBIM I10BEEHHEM
[PUBAEKAIOT €Illé GOAbIlle AKTUBHO MAABAIOIIUX
napasutos. CodeTanue TyCKAOH OKPAaCKH U CpaB-
HHUTEABHO BBICOKOH CKOPOCTH IAABAHHs1 MOAOJU
OKYHsI IBASIIOTCSI TIPUYMHAMH HU3KOU 3apazkaeMo-
CTH apryAIOCOM B CBeTAOe BpeMsi cyTok. Houbio
[IPH IOHUKEHHOHN [IBUTATeAbHOH aKTHUBHOCTH OKY -
Hs OHa pe3ko BospacraeT. | [roTBa, ocraBasich
[O/(BH?KHOU B TEMHOTE, HAIIPOTHB, FOPa3/i0 MEHEE,

4YeM OKYHb, TI0/[BEpKeHa BO3/IEHCTBHIO 1aPA3SHTOB
noubto [ Mikheev et al., 1998]. B crae pni6 or-
ZeAbHbIE 0COOH, TOAYIUB MEPBbIX [IAPASUTOB, CTa-
HOBATCS Bce OOAee 3apaKEHHbIMH 3a CUET aHO-
MaAbHOTO MIOBE/IEHHs1, IPUBAEKAIOIIETO K ce6e HO-
BbIX M HOBbIX [Tapa3uTOB. |akoi MexaHH3M, pa6o-
TAIOILMH [10 TIPUHIIUILY [TOAOKHTEABHOH 06paTHON
CBSI3H, IIPUBOJIUT K CUABHO arperipOBaHHOMY pac-
npeaerenuio napasutoB. OcHoBHast Macca mapa-
3UTOB [IPU ITOM KOHLIEHTPUPYETCSI Ha HEGOABIIIOM
YHUCAE XO351€B, OCTABASISl IPYTHUX CAABO 3apazKkeH-
HbIMH UAHM BOBCE CBOGO/IHBIMU OT TIaPA3UTOB.

B paccmarpusaembix mpumepax ¢ pacripocTpa-
HEHHBIMH U MaCCOBBIMH MaPAa3UTAMH [1PECHOBO/L -
HbIX pbi6 (1lepKapHu TpeMaToz AUIAOCTOMHZ, U
SKTOIMapasUTHYECKHE PaKOOOpasHble apTyAUZDbI)
HH/IMBH/IyaAbHOE 3AIUTHOE MOBeJeHHe PbIf, Ha-
IpaBAeHHOe Ha usberaHue cBOOOZHO IAABAIOIIUX
NOGAM30CTH Mapa3sUTOB, OKA3bIBAETCS MaA0d(]-
(peKkTUBHbIM. Bbicokuii ypoBeHb H3MEHYHBOCTH
3apa:KEHHOCTH CPEJU PbIG B MPeeAax MOMYAALIUH
BO3HHKAET B 3HAYUTEABHOH CTENEHH B PE3YAbTATE
OBe/IEHYECKUX B3aUMOIEHCTBUH ME2K/Ly X03sieBa-
MH U NapasuTaMH. B pesyabTaTe 3THX B3auMO-
ZeMCTBHHU MapasUTbl PACIIPEAEASIOTCS arperupo-
BaHHO, T.e. CPABHUTEABHO HEGOABIIASA YacTh 0CO-
6€eH B MOIYASILIUM TTOAYyYa€eT MHOTO [TapasuToB, TOT -
Jla Kak OCHOBHas1 4aCTh 3apakeHa cAabo UAM He
sapazkena Bosce. | lpu Takom pacripeserenuu ma-
PABHUTOB TOIMYASILIUSL XO35l€B B LIEAOM IOAyYaeT
CPaBHUTEABHO HeGOABINOH Bpes. ArperuposaHHoe
pacrpe/zieAeHHe MOKET ObITh BbIFOZHbIM U [TapasH-
tam. Manunyauposanue nosegenuem poibbr (2-i
IPOME:KYTOUHbIH X03siH TpemaTozanl D. spatha-
ceum) oKasbIBaeTCsi GOAee yCIIEIHbIM, ECAH B HEH
HAKAIlLAUBAETCsl CPABHUTEABHO MHOTO MeTallep-
KapueB. lakue pbI6bl ¢ 60ABIIEH BEPOSTHOCTBIO
OKa3bIBAIOTCS *KepTBAMH PbIGOsIAHBIX NTHIL (OKOH-
JaTeAbHbIH X035IMH NapasuTa). B caydae ¢ MoHok-
cennbiMu napasutamu Argulus spp. arperuposan-
HOE pacripe/ieAeHHe KpalHe BaxKHO JIASl [IAPA3UTOB
B I[IPOLIECCE PA3MHOKEHUsI: CaMIIbl TOPA3/0 Aerde
HAXOJAT TOTOBbIX K PA3MHOKEHHIO CAMOK B CO-
CTaBe arperalyi Ha CHAbHO 3apazKEHHBIX PbIOaX.

ArperupoBanHoe pacrpezieieHHe apasUuTOB,
KOTOPOE MO3BOAIET GOABIIMHCTBY PbIO B MOIMYAS-
MK U36€KaTh UAU MUHHUMHU3HPOBATD 3aparkeHue,
B 3HAYUTEABHOU CTENEHH 3aBUCHUT OT [OBE/EeHHUs
pbi6. B paccMoTpennbix Bbie npumepax craiiHoe
U TepPUTOPHUANBHOE TI0BEJIeHHE PbI6 CPOPMUPOBA-
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AUCDH B IEpBYIO odyepesb KaK aZanTaliy, HalpaB-
AeHHble Ha 3allHUTy OT XHILIHHUKOB U Ha J00bIBaHHE
KopMa. 3allHTa OT NapasUTOB, KOTOpas Bblpazka-
€TCs1 B CHH2KEHHUHU 3aPa:KEHHOCTH y 3HAYUTEAbHOH
YaCTH IONYASILUM PbIO, BEpPOSITHO, BO3HUKAET KaK
no604nbiil a3p@ekt. JleraroT Au napasuTh! KaKOH -
TO BKAAZ B (pOPMHPOBaHHE arperupoBaHHOrO pac-
TpesieAeHusl TI0 X03sieBam?

Moryt Au nepkapuu Tpemaro M paukH-
apryAH/Ibl MAHHIIyAHPOBATb MOBeAeHHeM PbI6?
B cayuae ¢ tpemaTozamu otset 6yzert, 6e3ycAoB-
HO, YTBEPAUTEAbHbIM, ECAM HMETb B BH/Ly TlapasH-
TOB, A0OPABIIUXCS 10 XPYCTAAHKa rAasa pblObl
(mecto rokarusauuu D. spathaceum B pbibe) u
TIPeBPATHBIINXCS B MeTallepKapuH, KOTOPbIe, J10-
CTHUIHYB MHBa3HOHHOTI'O COCTOSIHHsI, CTIOCOGHbI 3a-
Pa3UTb OKOHYATEABHOTO XO35IMHAa — PbIGOSI/IHYIO
nruiLy. X0pOIIO U3BECTHbI BbI3BaHHbIE 3PEABIMH
NapasuTaMH pasHOOGpasHble MOAUPUKALIHH [I0BE-
ZleHust pbi6-xo3sieB (opueHTalIHs, CTalHOe, TeppH-
TOpHaAbHOE, 06OPOHUTEABHOE TIOBEIEHHE ), TIOBbI-
IIaloIIMe MX JAOCTYITHOCTb AAs ntHl [ Seppali et
al., 2004]. I'losBuauch TeopeTuyeckue u sKcre-
pUMeHTaAbHbIE PabOThI, MOATBEP:KAAIOIIHE THITO-
Tesy O MaHHITYAHPOBAHHU TOBEJEHHEM PbI6 He-
3peAbiMu MeTauepkapuamu [ Parker et al., 2009;
Dianne et al., 2011]. B atom cayuae napasursr ze-
AQIOT PbI6 6OAEE OCTOPOKHBIMH H CHHZKAIOT BEPO-
SITHOCTb UX IPEKAEBPEMEHHOU THOEAHU OT AIOOBIX
XMIIHUKOB, pbi6 uAM niTHLL. Pacnpoctpanss uaero
MaHHUIyAHPOBaHHs roBeienueM xossuna (host ma-
nipulation) Ha 60Aee paHHME CTaZUM *KUBHEHHOTO
1IMKAA T1apa3UTa, Mbl MOKEM 3a/1aTh BOIIPOC O Ma-
HUIIYAHPOBAHHUH IIOBeJeHHeM pbIObI, obecrieqn-
BaloIlleM [IPOHHKHOBEHHE B HEE TAKOTO KOAMYECTBa
napasuToB (Lepkapui), KOTOpoe 06eCTeduT P-
(PeKTHBHOE MaHUITYAMPOBaHHE B JlaAbHEHIIeM.

[ ToAyuennbie Hamu zaHHBIE O POAM BEHTHAS-
LUHOHHOU aKTHBHOCTH B TPAHCIIOPTE LIEPKAPUHA K
pbibam, a TaKzse 06HAPYzKEHHbIH 3(P(EKT YCKOpe-
HUsI TIOCTYTIA€HHs! T1apasHTOB 110/l BAUSHUEM Iep-
BbIX MOPIHMH MOMABIIHX B PhIOY LIepKapHi MO3BO-
ASIIOT pacCMaTPHBATh BbI3BaHHbIE MTapasHTaMH U3-
MeHEeHHsI BEHTHASIIHOHHOM aKTHBHOCTH X0351€B KaK
aZlanTUBHOEe MaHMIyAHpoBanue. | [pu konkypeH-
IIMM 32 TEPPUTOPHIO Ha y4aCTKE C BbICOKOH KOH-
lLeHTpalMed MapasUTOB MeX/y HeyJdauHHKaMH,
TOAYYUBIIUMH [apasuTOB MEPBbIMH, CPEJAU HHUX
MOTYT OKa3aTbCsl Cy60MMHAHTDI, HCITHIThIBAIOIIHE
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Haub0oAbIINH cTpecc B 60pbbe 3a ybexume. Jo-
MHHAHTbI, [TOAYYUBIIHE JOCTYII K YOEAKHILY, OKa~
3bIBAIOTCSI FOPa3/i0 MeHee 3apakEHHbIMU, BEPOSIT-
HO, 6Aaro/lapsi CHUzKEHHUIO UHTEHCUBHOCTH BEHTH -
MILMH B yCAOBUAX 6e3onacHocTH. B 60aee 6aaro-
MPUATHBIX YCAOBHSIX, YeM IPOJOAKAIOIINE O0PbOY
Cy6ZlOMHHAHTBI, OKAa3bIBAIOTCSl IPEKPATHBIIHE
60pbby 1 06'beIMHUBIIHECS B CTalo pbibbl. B crae,
[PEeACTABAIONIEN COOOH CBOETO POJa «COLHAAD-
Hoe y6ezKHuILe», OHH, BEPOSITHO, CHUKAIOT BEHTH-
JSILIMOHHYIO AaKTUBHOCTD U [OAYYAIOT H3-3a 3TOTO
MeHblle apasuToB. Kpome Toro, pribel B cTae,
6Aarozapsi 06MeHy MH(QOPMAIIMEH, Aerde Pacro-
3HAIOT OIACHbIE YYACTKH CPeAbI ¥ ObICTPEE UX M0~
KH/AIOT. |akuM 06pasoM, He TOABKO OCHOBHOE
[OBeZIeHHE PbI6, HO U €r0 MO/JIM(PUKALIMH, BbI3BaH-
Hble BO3/EUCTBHEM IapasHTOB, CIOCOOCTBYIOT
arperupoBaHHOMY PACIIPEEACHHIO I[1apasHTOB,
obecrnieynBasi ocAezyolee PQEKTUBHOE MaHHU
[IYAHPOBAHHeE [TOBeEHHEM HaubOOAee 3apaKEHHBIX
pPbIO-X03sIEB.

Haes manunyauposanust nosesenreM xossieB
(host manipulation) 3Byunt npusbuHO, KOrZA peyb
HJIET O [IAPA3HUTAX, [IEPE/IaBaEMbIX I10 [UILEBOH Lie-
nu (trophically transmitted parasites). Ocnobnas
sazaya napasura-manunyastopa (Diplostomum
spathaceum — oaun us Hauboaee pacnpocTtpa-
HEHHBIX U XOPOLIO U3y4YEHHbIX [IAPA3UTOB, MaHH-~
MyAUPYIOIIHUX TIOBEZIEHHEM PbI6) 3aKAIOYAeTCs B
TOM, YTOObI HATIPABUTb 3aPa:KEHHOTO TIPOMEKY -
TOYHOIO XO3SIMHA K XUILUHHUKY, KOTOPBIA CAY2KHT
caeaytomum xo3suHoM. B caydae ¢ Monokcennbi-
MM [1apasUTaMH, K KOTOPbIM OTHOCSITCSI DKTOIapa-
suTudeckue pauku Argulus spp., KoTopble Teope-
THYECKU MOTYT IIPOKHUTb BCIO »KHU3Hb HA OJIHOU U
TOH kK€ pblOe, HEO6XOAUMOCTb MAHUITYAHPOBAHHS]
He BbIMAAAUT cToAb odeBuznoi. OzHako nosese-
HHE DTHX PAYKOB, KOTOPbIE COXPAHSIOT CIOCO6-
HOCTb K CBOGOJHOMY NAABaHHUIO B Te€UeHHE BCEU
?KU3HH, YCTPOEHO TaK, YTO OHH JLOBOAbHO 4YacTO
MOKUZJAIOT CBOErO XO35HHA-PbIOY U BbIHYK/EHbI
uckatb ero cHoBa. OcobenHo 4acTo 310 AEAAIOT
rOTOBbIE K PA3MHO?KEHHIO CaMIIbl U CAMKHU B e~
PHO/L OTKAAZKH 511 Ha cybcTpar (OHM OTKAAzbI-
BalOT HECKOABKO IIOPLIMH SUI U [TOCAE KazKJOH OT-
KAAZIKH ZOAKHbI HAHTH PbIOY, YTO6bI BOCCTAHO-
BUTb NoTpadeHHble pecypchl). | louck xosses u
IIOMCK [IOAOBOT'O [TAPTHEPA IIPOUCXOJUT AETHE, €C~
AH U PbIObI, U MaPA3HUThI Pa3MeEIlleHbl arperupo-
BaHHO.
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Ha6aozapimyecs naMu B akcrepumenTax us-
MEHEHHUS! B TIOBE/ICHUU PbIO, BbISBAHHbIE 3apazke-
uuem A. foliaceus, ykaspialoT Ha cMeHy TOBe-
ZzeHyeckoro crepeotuna y Moaoau O. myRiss, ars
KOTOPOH XapaKTepHa MAACTHYHOCTb COLIMAABHOTO
MIOBeZIEHHs] B paHHEM OHTOTeHese. Y CEeroAeTKOB
aTAaHTHUYeCKoro Aococs Salmo salar cuuzkenue ar-
PECCUBHOCTH, /IBUTaTEAbHOH aKTUBHOCTH U YMEHb-
IIEHHE PaCCTOSHUSL MEZKZY OCOOSAMU MPOUCXOZUT
TIpU TIEPEKAIOYEHHH PbI6 C TEPPUTOPUAADHOTO Ha
craiinoe nosezenue [Muxees, 2006]. Takoe ne-
PEKAIOYEHHE a/IalITUBHO U MOZKET ObITb BbI3BaHO
PAZIOM HEOAATONPUATHBIX (PAKTOPOB: BO3POCIIHM
IIPECCOM XMIHHUKOB, CHHKEHHEM /OCTYIHOCTH
KOpMa, HU3KOH TeTepOTreHHOCTBIO CPEebl HAH Pe3-
KO# cMeHOH okpy:xaroinux ycaosuit. Kakosa poab
110/106HOH MOZH(HKALIMH TT0BeEHHs TIPH B3aUMO -
ZAeHCTBUH THIA «TIApa3UT — XO3SAMH»? leHzeH-
1Ms K 06beMHEHHIO B CTAl0 M YBEAMYEHHE YHC-
A€HHOCTH TPYIIIbI PbI6 B CPEAHEM CHHZKAET AAs
KazK/I0r0 YAeHa CTau PUCK 3aparkeHHst 9KTOIapa-
SHTaMH 3a CYET dPPeKTa «pa3baBAEHHS yTPO3bI»
(dilution effect). AzanTuBHoe 3HaYeHHe MOBbI-
IIIEHHOH arperupoBaHHOCTH U CHUKEHHOH IO/ -
BH2KHOCTH PbI6 IASl SKTOMApasHTHYECKUX PAdKOB,
BbIHY2K/ICHHbIX aKTUBHO OTBICKMBATDb U TIPECAEZ0-
BaTh CBOUX XO3$5i€B, BEPOSITHO, CBA3aHO C BO3pa-
CTaHHeM JOCTYITHOCTH pbl6 ZAs TapasuTos. Panee
MbI rokasaau, uto A. foliaceus 4amme Bcero 3apa-
*KaAH pbI6, YEPEAYIONIMX PE3KHE BCIIAECKH aKTHB-
HOCTH C Tepro/iaMH 3ameaaeHus aktusHoctH | Mi-
kheev et al., 1998]. B onbirax ¢ Mmorozbio Muxu-
2KM Mbl HabAI0zaAl KopoTkue (<1 mun) Beraecku
ZIBUTaTeAbHOH aKTHBHOCTH PbI6 cpasy MOCAE TOTO,
KaK K HUM HpHKpenAsAca napasut. | locae storo
JBUKEHHE PbIObI PE3KO 3aMEAAIAOCh. lakoe 1o-
Be/IeHHe MIPUBAEKAET JPYTHUX PAuKOB, UTO BEAET K
arpernpoBaHHOMY PACIIPEZIEACHHIO [TaPA3HTOB CPe-
au ocobelt xo3sieB. lakum 06pa3oM, Bbl3BaHHbIE
NapasHTaMH MOAU(QUKALIMH [IOBEJEHHUsI PbI6 MOTYT
IIPUBOZUTD K 06pa30BaHMIO arperalui Kak Xo3ses,
Tak ¥ napasutoB. B arperauusix (crasx) pbi6 na-
PasUTbI Aerde HaXOJSAT XO351€B U TIOAOBbIX apTHE-
poB. Arperauuu mnapasuToB (POPMHPYIOTCS Ha
CPaBHUTEABHO HEGOABIIOM YHCAE 0COGEH X035ieB.
[ Ipu nusko# cpeaneit maoTHOCTH MOMyAsILIMM T1a-
PasUTOB, YTO 4ACTO HAOAIOZAETCS Y SKTONapasH-
THYECKUX PaKOOGPa3HbIX, arperupoBaHUe MapasH-
TOB CYIECTBEHHO MOBbINIAET BEPOSITHOCTb KOH-
TaKTa MeK/y OCOOSMH.

Kakosbl Mexanusmbl BoszelicTBUs apas3UTH-
4eCKUX PayKoB Ha nosegeHue pbi6? Fcan kopot-
KHe BCIIAECKH aKTHBHOCTH, CAEJYIOIIHE 3a TPHU-
KpeIAeHHeM MapasuToB K pbibe, MOKHO 06bsC-
HUTb paszpazKeHHEM BOOPY:KEHHBIMH KOHEYHO-
CTSIMH UAM CTHAETOM padka HEPBHbIX OKOHYAaHUH
Ha TeAe PbIGbl, TO GOAEe CAOKHBIH OTBET, COMPO-
BOK/IAIOIIMHCS] H3MEHEHHEM COLMAAbHBIX OTHO-
ILIEHUH, MOZKeT ObITh CBsA3aH C 3(P(PEKTOM MaHHU-
nyAHpoBaHHsl roBefeHreM xossieB. Cuuraercs,
4TO MeXaHM3Mbl MaHUIyAMPOBaHHs CBSI3aHbI C
Boszenctrem Ha [IHC naun ropmonarbuyio cu-
cremy. Bosmozkno, npukpenusmmiicss kK nosepx-
HOCTH TeAa MapasuT GbICTPO BO3/EHCTBYET Ha
[IHC. [opmonanbHbIi OTBET pasBHBaeTCs 3HAUH -
TeAbHO MeareHHee. Jlpyroli Bo3MOKHbBIH Mexa-
HU3M CBSI3aH C BO3/IEHCTBUEM [TaPa3UTOB Ha KAET-
KH, BbIZEASIIOIIME «BelecTBO TpeBoru» (alarm
substance), koTopoe pesko meHsieT 060POHHTEAD-
HOE MOBe/IeHHe PbI6, ECAU KTO-TO U3 COCeleH Mol -
Beprcst Hanazenuio xuiHuka. ColrarbHOE MOBe-
ZleHHe He3apakEHHbIX 0CO6eH MUKMZKH MEHSAOCDH
110/l BAMSIHHEM «BeIeCTBa TPEBOTH» , BbIZEASBIIIE -
rocsi TPy HapyIIeHHH TTOKPOBOB PbI6, 3aparKEHHbIX
nepkapusivu Tpematoz Diplostomum spp. [ Poulin
et al., 1999]. Cxoactso nosesenyeckux oTBeTOB
pbI6, BbI3bIBaEMbIX XHIIHHKAMH M MapasHTaMH,
TI03BOASIET CUHMTATh, YTO B OCHOBE pearMpOBaHHs
A€ZKHUT OOIIMH MEXaHH3M, SBOAIOLMOHHO BO3HHK-
M B KOMIIAEKCE KOAAEKTHBHOH 3alIUTbl PbI6
ot xumnukoB. O6pasoBanue cTau U €€ yIIAOTHE-
HHe — HauboAee /IeHCTBEeHHbIE SAEMEHTbI 3TOrO
KOMIIAEKCa.

Craitnoe noBezieHHe UrpaeT AASL PbI6 TOAOZKH -
TEAbHYIO POAb TIPH 3allUTE OT XUIIHUKOB 6AAro-
naps psany 3PPEKTOB, BKAIOYask 3PPEKT «pas3bas-
AEHHsT yTPO3bI». drot (P PEKT UrpaeT MOAOKH~
TEAbHYIO POAb H B CAy4dae 3allUTbl OT 1apa3UTOB,
€CAH TIPDH TOH K€ KOHIIEHTPAlMM Tapa3suTOB B
OKpyZKalolllel Cpejie YUCAO PbI6 B CTae yBEAUYH-
Baercst. Oauako o6Aerdenre o6MeHa rnapasuTaMu
TIPU YIIAOTHEHHH CTaM MOBbIIIAeT BEPOATHOCTD 3a-
paeHus aas Kaxzaoro eé uaena. «l Iporusose-
COM» 3TOMY 3(PQEKTY CAYKHUT HepaBHOMEPHOE
(arperupoBanHoOe) pacripeseseHHe apasUTOB Cpe-
21 X0351€B, BCAEJCTBHE Yero OCHOBHAs 4acTb Ia-
PasUTOB KOHLEHTPUPYETCS Ha HEGOABIIIOM YHCAE
pbi6. Baarozapst aToMy 60AbIIMHCTBO PbI6 B cTae
HE TOABKO U36aBA€HO OT OCHOBHOTO Tpy3a Tapa-
3HTOB, HO MU B MeHbIIeH CTeleHH YSA3BHUMO AAS
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xunuukoB. | locaeanee mozker 6bITh cBsIZaHO C
GOADBIIIEH MPUBAEKATEABHOCTDIO JIAsl XUIIHHKOB
CHABHO 3apaKEHHbBIX PbIO, OTBAEKAIOIIUX Ha cebst
OCHOBHYIO yTPO3y. JKTONapasUTHIECKHE PadKH,
JAs1 KOTOPBIX 9(P@PEKTDhI arpeEripOBaHHOCTH B Lie~
AOM BbITOZIHbI, MOT'YT IIOHECTH IIPH 3TOM YPOH, TaK
KaK JAsl IapasyuTOB C IPSAMbIM KM3HEHHbIM LI~
KAOM I'H6eAb XO35IMHA HE aéT HUKaKHX [TAIOCOB.

Bausisi Ha coumanbuble B3auMoeHCTBUS, JBH-
raTeAbHYIO aKTHBHOCTD M arperipOBaHHOCTD PbIO,
JKTOIaPa3UTHYECKHE PAYKH JEeAAIOT X0351eB HoAee
JOCTYITHbIMH U ITOBbIIIAIOT 3(P(MEKTUBHOCTb B3aH~
MozeHcTBHH B nipeserax cBoedt nomyasuuu. O6-
Hapy:KeHHbIe 9(PPEKTbI CXOAHbI C IBAEHHEM «Ma-
HUITYAHPOBAHHsI XO03IHMHOM», KOTOPOE paHee Ha-
6A10/1aA0Ch AHIIIb Y 3HZAONapasuToB. Jlarbuelinme
JKCIIePUMEHTaAbHbIE HCCAEZOBAHHUS JOA2KHDI ObITh
HaIllpaBA€HbI Ha [IOHUMaHHE MEXaHH3MOB BAUSHUS
SKTOINAPA3UTOB Ha IOBeJeHHe PbIO, a TaK:Ke Ha
OLIEHKY 9KOAOTHYECKHX MIOCAE/ICTBUHN BbISIBAEHHBIX
3(P(PEKTOB.

3AKAIOYEHUE

Porb HEOAHOPOAHOCTH CPEAbI B OTHOLIEHH -
AX «mapasur — XossauH». Heoanopoauoctb
BOZHOM Cpezibl, KOTOpast MPOSIBASETCSL B HEO/HO-
POJIHOM pasMeIleHHH (PU3HIECKHX U GHOAOTHYEC-
KHX 06'bEKTOB, CYIIeCTBOBAHUH (DU3UYECKUX U XU~
MHYECKHX IPaZIHeHTOB U IPaHHIl Pas/eAoB, B 3Ha-
YUTEAbHOH CTENeHH OIpesieAseT XapaKTep H UH-
TEHCHBHOCTb GUOAOTMYECKHUX B3aUMOJEHCTBHIL.
B nepayo ouepeap umeror B BUAYy Tpopuueckue
1 o6opoHuTeAbHbIEe B3aumozencTusi [ Muxees,
2006]. OrHomenusm Mexay mapasuTaMH U HX
X0351€BaMH B 3TOM aCIeKTe YEASAU HEU3MEPUMO
MeHbIllee BHHUManue. PaccMmaTpuBas 3HaueHHe
HEO/IHOPOJIHOCTH CPEAbI C TOYKH 3PEHHsT B3aUMO-
ZeHCTBUH ME?KY [IapasUTOM U XO35MHOM, CAEZYET
BBIZEASITD ZIBe Tpymnbl ag@pexTon: 1) rereporen-
HOCTb pasMelleHHs] CAMHX B3aUMOJIeHCTBYIOIHX
opraHusMoB (X03fMHA W MapasHTa), YTO HEIo-
CPEACTBEHHO BAHMSIET Ha HHTEHCHBHOCTb B3aHMO-
ZeHCTBUH MezkZy HUMM; U 2) (pU3HYecKasi reTepo-
TeHHOCTb cpezbl (HaAMuHe OPUEHTHPOB, y6eKHIl ),
YTO MOKET BAMAITb Ha HHTEHCUBHOCTD B3aUMO/IEH -
CTBUH Yepes MOZH()MKALIMU MOBEICHUS] KaK Mapa-
3HTOB, TaK U X03s51€B. HpKI/IM IIPHUMEPOB I(PPEKTOB
BTOPOH KaTErOPUU CAy2KaT MOAU(PUKALIMM TTOBE/IE -
HUSl U BEHTHASIIMOHHOH aKTHBHOCTH pPbl6, BbI3-
BaHHble HaAuuMeM y6exkuil. B saBucumocTu ot
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9KOAOTHYECKOro KOHTEKCTa 3(P(PEKTbI MOI'YT ObITh
IIPOTHBOMIOAOKHBIMHU. |aK, HCTIOAb30BaHHeE y6e-
?KHILA OAMHOYHBIMU PbIGaMU IIPHUBOJHUT K CHHUZKE-
HHIO 3apazKEHHOCTH LlepKapusaMHu TpemaTtoabl Di-
plostomum (cuu:kenue cTpecca B y6e:KuIlle CHH-
?KaeT UHTEHCUBHOCTb BEHTUASILIUH U yMEHbILAET
TIOTOK MapasuTOB, MOCTYNAIOIIMX Yepe3 Kabpbl).
Hanpotus, B rpymnme pbi6 npu Harmdauu cBo60-
Horo ybezKHIlla BO3HHKaeT KOHKypeHTHasi 60pbba,
B pe3YyAbTaTe KOTOPOU PE3KO BOBPACTAET CPEAHsIsI
3apazkEHHOCTb 0COOEH, U B [IEPBYIO OYEPEab PbIO
Cy6A0MHHAHTOB, KOTOPbIE B HAUOOABIIIEH CTEIIEHH
[OZBEP2KEHDI CTPECCY.

Heoanopoaunocts pasmernenus napasutos B
cpeze €T BOBMOKHOCTD X035i€BaM H36eratb CHAb-
HOTO 3apazkeHus1 3a CUET YX0/a U3 MECT C BBICOKUM
PHCKOM 3apaxeHUsi B MeCTa C HU3KHUM PHCKOM.
Hau6onee 3(P(PEKTUBHO ITO JEAAIOT PbIObI B TPYII-
ne. ArperuposanHoe pasMeleHue MapasvUTOB B
cpejie MOMOraeT CaMHM I1apasHTaM PEIaTh *KU3-
HEHHO BarkKHbIE 3a/1a4YH, TAKHE KaK [TOUCK [TOAOBO-
ro NapTHePa, CO3/aHHE CKOIAEHHH Ha XO3sie€Bax.
[Tocreanee ob6crosTeAbcTBO MOzKET UrpaTh Bazk-
HYIO POAb B MaHHIIYAHPOBAaHHUHU MOBEJEHHEM XO-
35IHHa, KOTOPOE MaAOMY YHCAY [1apPa3HUTOB OCYILe-
ctBuTb Herpocto. | loayuennbie navu skcnepumen-
TaAbHbIE J[AHHBIE TIOBBOASIOT [IPEATIOAAraTh, YTO
CTUMYAHPOBAHHE X03sI€B K CO3JaHHIO 6OAEE TIAOT-
HbIx rpym (cTail) IBASETCS OZJHOH U3 CyILeCTBeH-
HbIX LIeAeH MaHUIyAMPOBAHMS. YIIAOTHEHHE CTak
pbI6 110/, BAUSIHHEM [1aPa3HTOB MIOKA3aHO KaK ZAs
reTepPOKCEHHDIX, TAK 1 MOHOKCEHHBIX [1apasHTOB.

(Dusnueckas u 6UOAOTHUECKAsT HEOZHOPOZ-
HOCTb CPEJbl, BAUSISI HA IOBE/IEHUE U XO35IEB, U Ia~
PA3UTOB, CIIOCOOCTBYET KaK 3(PPEKTUBHOMY T'OPH-
30HTAaAbBHOMY H BEPTHKaAbHOMY IIepEHOCY Iapa-
3UTOB ME2K/Ly X0351eBaMH, TaK U 3((PEKTHBHOMY H3-
6eraHHIo 3apaKeHHs1 YaCTbIO 0COOEH B IIOMYASIIINH.
ITH 3PPEKTbI CIOCOGCTBYIOT YCTOHYHBOMY CY -
IIECTBOBAHHUIO CUCTEMbI «I1APA3UT — XOBSIUH» A~
K€ B YCAOBHUSX HU3KOH YUCAEHHOCTH TIOMYASILIUA.

BAATroJAPHOCTH
Pa6ora moazep:xana rpantom PDOMU Ne 14-
04-00090a.

AUTEPATYPA
Aaumos A.D. 2000. DremenTs! Teopun GyHKIHOHHPOBA-
mus Bogubix sxocucrem. CI16: Hayka. 147 c.
Bexaemuwes B.H. 1970. Buouenororuueckue ocHopbr
cpaBHuTeAbHOH napasutororuu. IM.: Hayka. 502 c.



TIoBE/IEHUECKUE B3aNMOJICHCTBUS B CHCTEME «pPbI6A — Mapa3uT» B HEOJHOPOJHOK Cpefie

Aozeav B.A. 1962. O6mas napasurororus. A.: Msza-so
AL'Y. 464 c.

Muxees B.H. 2006. Heoanopoanoctb cpeapt u Tpoduye-
ckue orsomenus y pbi6. IM.: Hayka. 190 c.

Mowxosckuii 111./]. 1950. Ocnopubie 3aKoHOMepHOCTH
srmzemuonorun Marspuu. M.: Maa-s0 AMH CCCP.
213 c.

Huxkoavckuii I'B. 1965. Teopus aunamuxu craga pwi6. M.:
Hayxa. 382 c.

Ouaym FO.1975. Ocuosbr skororun. M.: Mup. 740 c.

Tasaosckuii E.H. 1948. PykoBoactso mo napasurororuu
4eAOBEKA C y4eHHEM O TepeHOCYHKAX TPAHCMHCCHBHBIX

sa6oreBanuit. 1. 2. M.-A.: Usz-80 AH CCCP. 345 c.

Barreto R.E., Volpato G.L. 2004. Caution for using venti-
latory frequency as an indicator of stress in fish // Be-
havioural Processes. V. 66. P. 43—51.

Daly E.W., Johnson P.T.]. 2011. Beyond immunity: quan-
tifying the effects of host-parasite behavior on parasite
transmission // Oecologia. V. 165. P. 1043—-1050.

Dianne L., Perrot-Minnot M.-]., Bauer A., Gaillard M.,
Léger E., Rigaud T. 2011. Protection first then facilita-
tion: a manipulative parasite modulates the vulnerability to
predation of its intermediate host according to its own de-
velopmental stage // Evolution. V. 65. P. 2692—2698.

Haas W., Beran B., Loy C. 2008. Selection of the host’s
habitat by cercariae: from laboratory experiments to the
field // Journal for Parasitology. V. 94 (6). P. 1233—
1238.

Hoglund . 1991. Ultrastructural observations and radio-
metric assay on cercarial penetration and migration of
the digenean Diplostomum spathaceum in the rainbow
trout Oncorhynchus mykiss // parasitology Research.
V.77.P.283-289.

Karvonen A., Seppili O., Valtonen E.T. 2004. Parasite re-
sistance and avoidance behaviour in preventing eye fluke
infections in fish // Parasitology. V. 129. P. 159—-164.

Laitinen M., Siddall R., Valtonen E.T. 1996. Bioelectron-
ic monitoring of parasite-induced stress in brown trout
and roach // Journal of Fish Biology. V. 48. P. 228—
241.

Mikheev V.N., Valtonen E.T., Rintamaki-Kinnunen P.
1998. Host searching in Argulus foliaceus L. (Crus-
tacea:Branchiura): the role of vision and selectivity //

Parasitology. V. 116. P. 425—430.

Ilocmynuna e pegaxuuio 20.07.2015 2.

Mikheev V.N., Pasternak A.F., Valtonen E.T. 2003. How
do fish ectoparasites Argulus spp. (Crustacea:Branchiu-
ra) match with their hosts at the behavioural and ecolog-
ical scales? // Zhurnal Obshchei Biologii. V. 64 (3).
P. 238—-247.

Mikheev V.N., Pasternak A.F., Taskinen J., Valtonen E.T.
2010. Parasite-induced aggression and impaired con-
test ability in a fish host // Parasites & Vectors. V. 3.
p.17.

Mikheev V.N., Pasternak A.F., Taskinen J., Valtonen E.T.
2013. Grouping facilitates avoidance of parasites by fish
/ / Parasites & Vectors. V. 6. P. 301.

Mikheev V.N., Pasternak A.F., Taskinen ., Valtonen E.T.
2014. Increased ventilation by fish leads to a higher risk
of parasitism // Parasites & Vectors. V. 7. P. 281.

Moore J. 2002. Parasites and the behaviour of animals. NY:
Oxford University Press. 295 p.

Owens I.P.F., Wilson K. 1999. Immunocompetence: a neg-
lected life history trait or conspicuous red herring? //
Trends in Ecology and Evolution. V. 14. P. 170—-172.

Parker G.A., Ball M .A., Chubb ].C., Hammerschmidt K.,
Milinski M. 2009. When should a trophically transmit-
ted parasite manipulate its host? // Evolution. V. 63.
P. 448—458.

Poulin R., Marcogliese D.]., McLaughlin ].D. 1999. Skin-
penetrating parasites and the release of alarm substances
in juvenile rainbow trout // Journal of Fish Biology.
V. 55. P.47-53.

Seppdli O., Karvonen A., Valtonen E.T. 2004. Parasite-
induced change in host behaviour and susceptibility to
predation in an eye fluke — fish interaction // Animal
Behaviour. V. 68. P. 257—263.

Stephens D.W., Krebs |.R. 1986. Foraging theory. Prince-
ton: Princeton University Press. 239 p.

Thomas F., Adamo S., Moore J. 2005. Parasitic manipula-
tion: where are we and where should we go? // Behav-
ioural Processes. V. 68. P. 185—199.

Whyte S.K., Secombes C.J., Chappell L.H. 1991. Studies
on the infectivity of Diplostmum spathaceum in rainbow
trout (Oncorhynchus mykiss) // Journal of
Helminthology. V. 65. P. 169—178.

Wootton R. 1990. Ecology of teleost fishes. London: Chap-
man and Hall. 364 p.

Zuk M., Stoechr A.M. 2002. Immune defense and host life
history // American Naturalist. V. 160. P. S9—-S22.

Ipunsama nocae peuernsuu 17.08.2015 2.

171



172

Behavioral interactions in the system «fish — parasite»
in heterogeneous habitats

V.N. Mikheev

A.N. Severtsov Institute of Ecology and Evolution, Russian Academy of Sciences (IMoscow)

A review of experimental studies of individual and cooperative behavior of fish under the risk of parasitism,
modifications of fish behavior and behavior of parasites, as well as of the role of habitat heterogeneity (bio-
tic and abiotic) in the control of interactions in the system «host — parasite» is given. Examples of modifi-
cations of fish behavior (0+ rainbow trout, Parasalmo mykiss; roach, Rutilus rutilus; perch, Perca fluviati-
lis; bleak, Leucaspius delineatus) caused by monoxenous (one host) and heteroxenous (several hosts) were
used. It was shown that uneven spatial distribution of parasites allows hosts to avoid high risk of parasitism
via moving from habitats with high concentration of parasites to habitats with low risk. Grouped fish do it most
efficiently. A high level of variability of infection of fish within a population occurs mainly due to the beha-
vioral interactions between hosts and parasites. These interactions lead to aggregated distribution of parasi-
tes, i.e. a relatively small part of the host population possess high amount of parasites, while most of fish re-
ceive few parasites or remain uninfected. Clumped distribution of parasites in the water facilitates their vital
activities like searching for mates and aggregation on individual hosts. This may help parasites which mani-
pulate their hosts, because effects of manipulations are often density-dependent. Physical and biological ha-
bitat heterogeneity, influencing behavior of hosts and parasites, enhance efficiency of the horizontal and ver-
tical transmission of parasites between hosts, and facilitate defense behavior of hosts against parasites. The-
se mechanisms increase stability of the «host — parasite» system even when their populations are scarce.

Key words: system «host — parasite», behavior, adaptive manipulation, habitat heterogeneity, aggregated
distribution, fish, endoparasites, ectoparasites.



