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IIpeacTaBUTEIN MHOTHX KJIACCOB JKHBOTO MUPA SIBJISIOTCS MAPa3UTONAaMHU. 3HAYUTEIIb-
HOE€ UX YHUCIIO NMPEICTABIEHO CPeIn HeMaToMd, OakTepHil u rpuboB. PaccMOTpeHBI TpUMepsI
Mapa3UTOUI0B CPEAH HACEKOMEIX. B wacTHOCTH, 00001IeHB JaHHEBIE 00 0COOCHHOCTSIX (H-
3HOJIOTO-OHOXMMHYECKHX B3aMMOJEHCTBUI HACEKOMBIX-IIAPA3HTOUTOB U C HX XO35€BAMH.
JUis ycnemHoro 3aBepiieHus! KU3HEHHOIO ITHKIIA TaPa3HTOM/IBl UCIIONB3YIOT Pa3JInYHbIE
CTpATETrHH, HAMIPaBIEHHBIE HA CYIIPECCHI0 UIMMYHHUTETA X03siMHa, B KadecTBe areHTOB Cy-
MIPECCHH Mapa3sUTOUABl HCIIONIB3YIOT KOMIIOHEHTHI /13, OBAPUANBHOMN KUIAKOCTH U CUMOU-
OHTHBIE MHKPOOPTraHU3MEI. Bo3meiicTBHE Mapa3uTONAOB Ha OpraHU3M HACEKOMOTO HOCHUT
CHCTEMHBIH xapaktep. OHO 3aTpardBaeTr *KU3HELEsSTeJLHOCTh MHOTHX (DH3HOJOrMYECKHUX
CHUCTeM X03siHa, 00YCIOBIHBAs U3MEHEHHUs 00IIero Meradoau3Ma 1 MOBEACHUE XO35IMHA.
B 0030pe oTAenBHO paccMaTpUBAETCsl BO3AEHCTBUE 3K30- U SHAOMAPA3UTOUIOB HA Opra-
HHU3M JKEDPTB.

Kniouesvie criosa: napa3suTonisl, AIMMYHHBIHA OTBET, TAPA3UTO-XO3SIMHHBIE OTHOIUEHHUS,
si7l, CUMOHOHTBI.

OO11en3BECTHO, YTO OTHOUICHHUS B CUCTEME I1apPa3UT-X035UH CIIOXKHBI U pa3-
HO0Opa3Hbl. OHU (POPMUPOBATHCH B IPOLIECCE IBOJIIOLUH PAIUIHBIMH Ty TSIMU
U UMEIOT CBOU OCOOCHHOCTH B 3aBHCHMOCTH OT MPHHAJUICKHOCTH [apa3suTOB
U XO035€B K TOI MM MHOW TakcoHOMHYecko# rpymme. IlapasutonioB paccmar-
PHUBAIOT KaK CBOEOOPA3HYIO MEPEXOAHYI0 (HOPMY MEX/Y XUIIHUYECTBOM H I1a-
PasUTU3MOM. XOTS 3TO JIOCTATOYHO JMCKYCCHOHHBII BOIIPOC, HO B JJAHHOM 00-
30pe Mbl He OyAeM ero paccMarpuBaTb. YacTb CBOEro XKM3HEHHOIO IMKJa B
OOJIBIIMHCTBE CIIy9aeB HA CTAJUH JIMYMHKH apa3UTOUIBI IPOBOJIAT BHYTPHU XO-
35IMHA WJIM HA €T0 IIOBEPXHOCTH, IIUTASICh €ro TKaHsIMu. [locne onpeneneHHoro
BPEMEHH pa3BUTHUS IIAPA3UTOUJ YHMUYTOXKAET CBOETO XO35IMHA U IIEPEXOIUT
K CBOOOJTHOMY 00pa3y JKM3HH, T. €. Ha JIAaHHOM 3Tale OHTOIEHE3a Mapa3HuTOM]L
BEJIET Ce0sI KaK XHIIHUK.

ITapasuTouipl M3BECTHBI CPEIM BUPYCOB, OakTepuii, IPOCTEHIINX U HEMa-
toj. Haubosee jxe MHUPOKO OHU NPECTABIEHBI Cpelu HacekoMbixX (Insecta) u,
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B YaCTHOCTH, U3BECTHBI cpelu IpenctaButenei otpsnoB Diptera, Coleoptera,
Lepidoptera, Trichoptera, Neuroptera u Strepsiptera. HauGonpiee xonudectso
Napa3UTOUIOB OTMEYECHO Cpeld MEepeNOHYaTOKPhUIBIX — BHAOB oTpsana Hy-
menoptera (Eggleton, Gaston, 1990; Godfray, 1994). B nannoii crarbe OynyT
pPaccMOTpeHbl GU3UOTIOr0-OMOXUMHUYECKUE ACTIEKThl B3aMMOOTHOIIECHHUS Hapa-
3UTOMIOB C X031€BaMU-HACEKOMBIMH. BOJbIIOEe KOMIUYECTBO U3BECTHBIX BUIOB
[apa3suTOUIOB M HUX X03s5€B 00yCIOBIMBAET pa3HOOOpa3ue 0coOOEHHOCTEH UX
otHowmeHui. Kpome Toro, cpeau napa3uTou 0B UMEIOTCS CBEpXNapas3uThl (TH-
Neprnapa3uTOUbl UM Mapa3UTOUIbI BBICIIETO (BTOPOro) MOPSIKA).

BONBIIMHCTBO Mapa3UTOU/IOB MOXKET HMHBA3HUPOBATh XO3AHHA TOJBKO Ha
OIIpPENIeJICHHOM 3Talle €ro pa3BUTHUS, HApUMeEp, Ha CTaJuM Sila, JTUYUHKH,
KYKOJIKM WIU B3pocioro. Cpeau Napa3suTOMIOB BBIACIAIOT UAHOOUOHTOB U
xoitHOOMOHTOB (Pennacchio, Strand, 2006). UnuoOGHOHTEI OTIUYAIOTCS TEM, YTO
NPaKTUYECKH cpa3y YOMBAIOT WIM NMapalu3yloT XO35HHA, IpeKpallas ero Jaib-
Heifmee pazButue. KoiiHOOMOHTHI MOClie MPOHUKHOBEHUS B XO35IMHA pa3BHUBa-
IOTCS BMeCTe C HUM, yOUBas €ro Ha ONpeesIeHHOW cTanuu pas3Butusa. Mjauo-
OHOHTBHI SBJIIFOTCSI B OCHOBHOM HKTONAPA3UTOM/IAMHU, CPe/Td KOWHOOMOHTOB 4arie
BCTpevaroTcs 3Haonapasurouasl. B to xe Bpems Illoy (Shaw, 2004) yka3zel-
BACT, 4YTO Mapa3UTOHbl, PA3BUBAIOIIKECS HA B3POCIBIX XO35i€BaxX, 00/1agaioT
KoMOMHanKel KOHHOOMOHTHBIX M HAHOOUOHTHBIX 0coOeHHOCTEH. M n1HnOOHMOHTEI
CIIOCOOHBI TOPaXKaTh MUPOKUHA KPYT X035€B, B TO K€ BpeMs /i1l KOHHOOHOHTOB
XapakTepeH y3KUil Kpyr BUAOB X034€B MU HEPEAKO TOJILKO OJIUH BHUIL.

B3auMooTHOIIEHHs TAPa3UTOUIOB U HMMYHHOM CHCTEMBI XO35MHA SIBIISAIOT-
Cs1 KJIIOYEBBIMH B Pa3BUTUU Napa3uto3a. OCOOEHHO 3TO BaXKHO JAJIs dHAONAapa3u-
TOUJIOB, YaCTh OHTOT€HE3a KOTOPBIX IMPOXOIUT B OPraHU3Me HACEKOMOI0-X035-
uHa. Ponb HMMYHHOH CHCTEMBI IPH B3aUMOOTHOILEHHSX € AKTONAPa3UTAMH HE
CTOJIb BEJIMKA, HO BCE-TaKU 3HAYMMa, OCOOCHHO B NPEAOTBPAILIEHUU BTOPUIHBIX
uHdpexuuii. [lapazutonnaM cBOHCTBEHHBI CIOXHBIE aANTAIMH, TO3BOJISIONINEC
u30eraTb BO3JCHCTBUS UMMYHHOH CHCTEMBI XO35MHA, KOTOpas B TO )K€ BpeMs
JOJDKHA HE TOMYCKaTh pa3BUTHs B HEM Mapa3UTOB APYTHX BUIOB WIIM BYJbrap-
HOM MHKPO(IIOpPHI.

HacexoMele, kak U npyrue Oecrio3BOHOYHBIE, HE OONajaloT aJalTHBHBIM
uMMyHUTETOM. OJTHAKO MX MMMYHHas cHCTema No3BoisteT 3ddexkTuBHO mpe-
ISITCTBOBATh Pa3BUTHIO pa3nMuHbIX MHGpexuud u uHBazuil (Hoffman, 1995,
2003; Carton et al., 2008). Jlna ynoOcTBa aHanu3a MMMYHHTET HAaCEKOMBIX
YCIOBHO MOJAPA3ACIAIOT HAa KJIETOYHBIH M IyMOpaibHbIH. OnHAaKO B LEIOM
UMMYHHBII OTBET MIPEICTABIAET COOOH KOMIUIEKC B3aMMOCBSI3aHHBIX PEaKLU.
KiroueBoe MecTo cpeau HUX 3aHMMAIOT aHTHOAKTepUallbHBIE BEIECTBa (pas-
JUYHBbIE MENTUIBl U GEepMEHTHI), CIIOCOOHBIE pa3pyliaTh OaKTEpUU U HEKOTO-
pele rpubsl. Kpome Toro, cienyer OTMETUTH TIIMKOINPOTEMHBI U TITHKOJIUIIO-
IPOTEUHBI, KOTOPbIE CBA3BIBAIOTCS C ONPEACICHHBIMU YITIEBOJAHBIMH OCTATKa-
M. OHM MOTYT aKTUBMPOBATh WM YCUIMBATH B JAlbHEHIIEM psl UMMYHHBIX
peakuuit. Crofa »e MOXXHO OTHECTH M NAaTTepH-PACIO3HAIOIINE COSAMHEHUS
(rnuxaH- 1 JIIIC-cBa3piBatomue Oenku U npyrue). Cpeau HUX NpeacTaBIEHBI
KaK pacTBOpPHMBIE B JIUM(eE, Tak U HAXOMAIIMECS HAa IOBEPXHOCTH IE€MOIMTOB,
U, TAKUM 00pa30oM, JaHHBIC COEJMHEHHs BCErla MPUCYTCTBYIOT B OpPraHU3Me
HacekoMbIX (Hauling, 2012). K unaynu6ensHbIM peakiusiM MOKHO OTHECTH Ie-
HEepalHi0 BBICOKOPEAKIIMOHHBIX COCIMHEHUH, TAaKUX KaK KHCIOpPOI-COAEpIKa-
mUX (B TOM 4HucClie U CBOOOJHBIC PaJMKalbl), OCYIIECTBISIOMUX AKTUBALHIO
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npo¢)eHONOKCHIa3HOT0 Kackaja (Kackaa (epMEHTAaTUBHBIX peaklyii, 3amycka-
IOIIMH MpoLecC MeaHOTeHe3a), a TAKXKE CHUHTEe3 aHTUOAKTepHalIbHBIX OCNKOB,
¢arounTo3 u KamcynooOpasoBaHue (rpaHynooOpazoBaHHE). OTO KIHOUEBBIC
peakLi HMMYHHOTO OTBETa, HO €CTECTBEHHO, YTO B LIEJIOM IIPOIECCHI CIIOXKHBI
u B3aumocss3ansl (I'mynos, 2001).

BJIMSAHUE DKTOUAPAZUTOUJOB HA PA3BUTHE, PU3NOJNOI'NYECKHUE
NPOHECCHI U HUMMMYHHYIO CUCTEMY XO351EB

BONBIIMHCTBO AKTONAPAa3UTOUIOB — IperapHble HANOONOHTHI, OUCHb PEIKO
BCTpeyaroTCs KOWHOOMOHTHL. B mocneaHem ciaydae mapa3suTOUAbl OTHOCSTCS K
OTpaHUYCHHOMY KOJHUYECTBY TAaKCOHOB. DTO CIIelMaM3MPOBaHHbIE 3KTOoNapa-
3UTOM[IBI, PA3BUTHE KOTOPBIX OCYILECTBISETCS HA XMBOM aKTHBHOM XO3SIMHE.
Hanpumep, xansuuasl ceM. Eulophidae (Chalcidoidea) siBnsrorcs napasutamu
YelIyeKpblIbIX, a NXHeBMOHUABI TprObl Polysphinctini (Ichneumonoidea) —
B3pOCIIbIX NAYKOB, WIH SUI] UM KyKOJIOK pa3IMYHbIX HACEKOMBIX. DKTONapasu-
TOM[IBI, KaK MPABUJIO, OOMTAIOT HA X03€BaX, BEAYLINX CKPHITHEIH 00pa3 XHU3HU
HOJ] KOpOH JIepeBheB, B II0JaX, MHHAX, BETKaX KyCTapHUKOB, rajiax, KOKOHaX
HACEKOMBIX, BHYTpH cTeOieil KpyHOCTEOEIbHBIX TPaB M T. 1. CKPBITEIM 00pa-
30M )KH3HHU X034€B 00yCIOBIMBaETCA TaKasi XapaKTepHast OCOOCHHOCTh KTOIa-
Pa3UTOHNIOB, KaK IEpMaHEeHTHAas Mapain3alys X03auHa CaMKOH Iapa3uTa nepes
oTKNagKo# Ha Hero sull (Tobuac, 2004). HeobxonumMocTh napann3anuy BbI3Ba-
Ha TE€M, 4TO AaKTHUBHBIH XO35IMH MOXKET M30aBUTHCS OT siIAa WK JTUYUHKU Mapa-
3uta. OJHAKO €CIIU XO35HH MOpa)kaeTCsl Ha MaJIOMOABIKHOM CTa K >KU3HEH-
HOTO IMKJIA (HalpuMep, Ha CTalK NPeAKYKOIKH WK KYyKOJIKa), TO Tapa3suTOu
MOXET yTpauMBaTh CIIOCOOHOCTH €ro napanu3oBatb. Kpome toro, ¢yHkuus
yIpaBJICHUS Pa3BUTUEM XO35IMHA MOXET OBITh BO3JIOXKEHA HA Pa3BHBAIOILEECS
IOKOJICHHE dKTonapasuTonna. Tak, muauHku HekoTopslx xampuup (Chalcidoi-
dae) BIPBICKUBAIOT CO CIIIOHOM BelIeCTBa, OCTAaHABIMBAIOIINE Pa3BUTHE XO35H-
Ha U, B yacTHOCTH, JTUHBKH (Richards, Edwards, 2002; Bell, Weaver, 2008).
Tem He MeHee B OONIBUIMHCTBE CIIy4aeB CAMKH Mapa3sUTUYECKHX NEPernoHYaTo-
KPBUIbIX BBIpaOaThIBAIOT M HAKAIUIMBAIOT S11. S omajgaeT B OpraHu3M XO03siMHa
IpHY OTKJIAJIKE UL MM HE3a10JIr0 10 3TOro. 51, MoMUMO 00e31BHKUBAHUS XO-
35MHA, CIIOCOOCH peryinpoBaTh €ro MMMYHHUTET U pazputue. [lapanuzanus nu-
YUHKH XO35MHA Napa3uTOUA0M OOBIYHO OCYLIECTBISCTCA BBEACHUEM sHIIECKIIa-
Ia B JIIO0YI0 TOYKY Ha MOBEPXHOCTHU KEPTBEI.

TokcuHbl 3KTONAapa3suTOUAOB (MIUOOMOHTHBIX MAapa3uTOB) B MEPBYIO Ode-
pelb NMPUBOJAT K 3aJlepXKKe Pa3BUTHS XO35MHA, CHIKEHHIO €r0 aKTHBHOCTH,
OrpaHHYEHHIO IBHXKEHHS. B 001eM 3TH TOKCHHBI ACHCTBYIOT Ha LIEHTPAIbHYIO
HEPBHYIO CUCTEMY WM HEHpOMYCKYJISPHBIE CHHAIICHI, BBI3bIBAs Mapaan3aliio
U B OOJIBIIMHCTBE CllyyaeB 00Jafal0T LIMPOKHM CIeKTpoM aeicteus. Hanpu-
Mep, HHTOKCHKaUsl OpraHu3Ma TapaKaHOB, BHI3BAHHAS MHBEIUPOBAHHUEM s/
oc Ampulex compressa Fabricius, 1781 B ranriaum mosra, HHIyUUPYIOT IJIU-
TEJIbHBIN Napaind 3a cYeT NeHCTBUS TOKCHHOB Ha HEHpPOMYCKYJISPHBIE CHHAIl-
col (Haspel et al., 2003). Sn nuenuHoro Bonka — ockl Philanthus triangulum
(Fabricius, 1775) — conaepuT (HIAHTOTOKCHH, BBI3BIBAIOIINI OIOKHPOBKY
CHHAIICOB KaK [EHTPaIbHOH, TaK U NnepudeprHuecKoil HEpBHOM CUCTEMBI X035H-
Ha (Piek, 1982). B HexoTOpBIX Ciiy4asx s MOTYT BBIICNATH HE TOJBKO B3pOC-
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JbI€ CAMKH, HO U TUYUHKH. B 4acTHOCTH, caMKu U TUYUHKU oC Eupelmus orien-
talis (Crawford, 1913) BIOEISIOT TOKCHH JJIs ICaKTHBAIIMH JIMYHHOK XO35SHHA
Callosobruchus maculatus (Fabricius, 1775) (Periquet et al., 1997). fn nudu-
HOK U CaMOK CITocoOeH HHTHOUpoBaTh OEIKOBBIN CUHTE3 B OPraHU3ME XO35HHA.
I[To cocTaBy OHM CXOXKH, TaK Kak 00s3aTeNnbHO coaepkat pocdonunaszy, HO s,
CEKPETHUPYEMbIH caMKaMu, KpOME TOTO, COIEPKUT U THATypOHUIA3Y.

JlOCTaTOYHO TPYIHBIM BOIIPOCOM SIBJISIETCSl YCTAHOBJICHHE MEXaHU3MA BIIUS-
HHSL SKTONAPa3UTONI0B HA IMMYHHYIO CUCTEMY X03suHa. B OCHOBHOM naHHBIE
napa3uTOUIbI HE UMEIOT HEMOCPEICTBEHHOTO KOHTAKTa ¢ UMMYHHOH CHCTEMO.
B To xe Bpems AeHCTBHE s1/1a Ha HEPBHYIO CUCTEMY OPraHM3Ma XO3SHMHA JT0JIK-
HO OIOCPEJIOBAaHHO CKa3aThCd U HA (YHKIHOHHPOBAHUM psna (PU3HOJIOTH-
YEeCKHX CHCTEM W B TOM YHCJI€ Ha aKTMBHOCTH MMMYHHOU CUCTEeMbl. BnusHue
sla HAa UMMYHHYK CHUCTEMY IpH Hapanu3allid MOXKET ObITh HE OJHO3HAYHO
U 3HAYUTENBHO OTIMYATHCS OT HETOCPEACTBEHHOIO BIUSHHS JTUYHHOK Iapa-
suTouzaa. Tak, ObUIO yCTaHOBICHO, YTO TP MapajH3alllMy JIHYMHOK OTHEBKH
Plodia interpunctella (Hiibner, [1813]) Gpakonom Habrobracon hebetor Say,
1836 mpoucxoaut ysenuueHne akTuBHocTH ¢eHonokcuaas (PO), T. e. kackaga
peakIuii, HarpaBlieHHBIX Ha MenaHoreHes (Hartzer et al., 2005). Ognako mocne
napanu3aiuy, Korjaa JUYHHKHA Napa3uTonIa MPUCTYNArT K aKTHBHOMY ITHTa-
HHIO, Y>K€ NPOUCXOIUT CYIIECTBECHHAS CYNPECCHs aKTUBHOCTH (DEHOIOKCHAA3
xo3auHa. CleayeT OTMETHUTD, YTO B JAHHOM ciy4ae 3¢ (deKT napanus3aiuu CBs-
3aH C HApYLICHUEM Iy TaAMaT-3PrUuecKoi mepeiaun, 4T0 B KOHEYHOM CYeTe CO-
NPOBOXKIAETCS HAPYIIEHHEM HEHpo-MycKysTopHoro kourpons (Piek, 1990).
Kpome Toro, mpu NMUTaHWH JTHYMHKU MAPA3UTOUIA BBIACISIOT aHTHKOATYJISH-
Thl U PSAA (aKTOPOB, CIOCOOHBIX MPEIOTBPATHTH MPOIECCHI PAaHO3aKUBJICHUS
(Strand, Pech, 1995). Jluuunku Eulophus pennicornis Nees, 1834 akTuBHO
YUYaCTBYIOT B MOAABICHUH HMMYHHUTETA XO35SUHA, BIPBICKHBAS CO CIIOHOH (hak-
TOPBI, BBI3bIBAOIIHE Pa3pyLIICHHE KIETOK KPOBH M HHTHOHpOBaHUE (HEHOIOKCH-
nmasnoro kackaga (Richards, Edwards, 2000; Richards, 2012).

B oTaenpHYO IpyIny MOXHO BBIHECTH 3KTOMAPA3UTOUIOB KOHHOOHMOHTOB,
71 KOTOPBIX He 00J1aJjaeT mapaau3yoiuM JeHCTBHEM, OJJHAKO BO3IEHCTBYET Ha
pa3NUYHbIE TKAHU OPraHbl XO3fWHA 1O OOJNBIIEH YacTH 4Yepe3 peleNnTOpPHbIE
nyTd. JIMuuHKH X03sMHa 3KTomapasurouna Euplectrus comstockii Howard,
1880 He moaBeprarwTCs mapaau3alyu, HO MpeKpanaT JUHbKY. [Ipenmonaraer-
Csl, UTO MAPa3UTOMJ BO3ACHCTBYET HA XO3SUHA ABYMS B3aHMOIONOIHSIOIUMH
criocobamu. [lepBbiii mpeanosaraet, 4To S aKTHBHPYET MOJIEKYJIbI, TPEaoT-
BpAIIAOIIHe TIEPBYIO CTAJUIO JIMHBKU, HIIK anonu3uc. CoriacHO BTOPOMY CIIO-
co0y, s, nonaaas B JHYUHKY, TOJIBKO MEPEHECUIYIO JINHBKY, HHTHOUPYeET (u-
HanbHYIO craguio, Wik 3xau3uc (Coudron et al., 1990; Rivers, 2005). Takoit
rperapHbIif SKTONapa3suTou, Kak Nasonia vitripenis (Walker, 1836), nopaxaet
KyKONO4HYI0 cTaauio. Ero sa, He obnmamas mapaluTHYeCKHM JEHCTBHEM, WH-
OYLIUpYeT 3aJCpKKy pa3BUTUs Xo3siuHA (Sarcophaga bullata Parker, 1916),
MeTabOTMUECKHE H3MEHEHHUS U CMEPThb Yepe3 ONpeeeHHOe BpeMsl (TpUMEPHO
60 nueit mpu 25° C) (Moreau, 2013). SIa psna napa3uTouaoB UHAYIUPYET I1O-
BPEXKACHUE U B JaNbHEHILIEM arloNnTo3 /UK HEKPO3 KIeTOK. MimeroTcst paboTsl,
MOJTBEPKIAIOIIHME AIONTUYECKOE U OHKOTHYECKOE AeUCTBHE KOMIIOHEHTOB s/1a
Nasonia vitripenis Ha reMonuThl X03suHa. Knetku noru6aroT B pe3ynbrare OH-
KOTHYECKOTI'0 JIM3HUCa, aKTUBAIUS KOTOPOTO BKIIIOYAET B ce€0sl B3aUMOJIEHCTBHE C
G-6enkoM U 3amyCK KalbIUi-3aBHCUMOTO CUTHANBHOTO yTH. 1 N. vitripennis
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CIOCOOEH pErylupoBaTh KICTOYHBIM MMMYHHBIM OTBET JNHUYHMHOK MyX Sar-
cophaga bullata, Bnusis Ha reMOUUTHI X03siMHA. 511 Nasonia vitripennis BbI-
OOpPOYHO BO3/CHCTBYET Ha KIETOYHYIO HMMYHHYIO cUCTEMY. Uepe3 HECKOIBKO
4acoB MOCNE BO3JACHCTBUS (BBEACHUS) s1/1a TOTATBHOE KOJHYECTBO LUPKYIHUPY-
IOLIUX KJIETOK KPOBU 3HAUUTEIBHO CHU)KAETCS, MIa3MATOLUTEI U IPAHYIOLUTHI
yTPauHBarOT ar€3UBHBIE CBOMCTBA U CITOCOOHOCTD K PAcIIaCTHIBAHUIO, TIJIA3-
MaTOLUTEI THOHYT, COOTBETCTBEHHO HE YYacTBYIOT B MPOLIECCAX MEITAHU3ALMUU
u xkoarynsuuu (Richards, Edwards, 2002; Rivers et al., 2002, 2005). ITogo6HbIit
3¢ deKT OTMeUeH | I 1A TAaKUX SKTONApa3suToAOB, Kak Eulophus pennicornis
u Habrobracon hebetor (Richards, Edwards, 2002; Er et al., 2011; Kryukova
et al., 2011, 2015). IIpu napasutupoBanuu H. hebetor Ha NMUYMHKAX OOJBIIOM
Bockopou Moau Galleria mellonella L., 1758 npouCXOOuT aKTHBAIUs Kallb-
[Hi{-3aBUCUMBIX arnonTo30-MoJOOHBIX MPOIECCOB PAa3PYLICHUS KIETOK HMMY-
HOKOMIIETEHTHOT'O 3B€HA U B IEPBYIO OYepelb MIa3MaTOLUTOB U IPaHYJIOH-
ToB. CHI)KaeTcs CrOCOOHOCTh MEMOIMTOB K aJre3WH 3a CHET HAPYLICHHS ITH-
tockenera. [logo6HO sy ocel Nasonia vitripennis, a0 Habrobracon hebetor
BBI3BIBACT BEIICIICHUE BHYTPUKJICTOUHOTO KAJBIMS B MOBPEKICHHBIX KIETKAX
yepe3 aktuaimoo goconunaszsl C (Rivers et al., 2005; Kryukova et al., 2011,
2015).

TakuMm o0pa3oM, cTpaTeru, MPUMEHSIEMbIC YKTOMAPA3UTOUIAMHU, 00YCIIOB-
JICHBI B TEPBYIO O4Yepeab OTCYTCTBUEM MPSIMOI0 KOHTAKTa Mapa3uToOuaa ¢ UM-
MYHHOM CHUCTEMOM XO035IMHA U XapaKTepOM NMUTaHUA TUIMHOK. OCHOBY JaHHBIX
CTpaTerHii COCTABIACT U30UpPATENbHAS CYIPECCUs] HMMYHHBIX MEXaHU3MOB XO-
3sIMHA, CITOCOOHBIX 3aTPYAHHUTh MUTAHUE W PA3BUTHE MapasuTouaa. Sm caMku
MapasuToua, JTUOO MPOAYKTHI, MPOAYIUPYEMbIE JIMYMHKOM SKTOMApa3HTONIA,
UHTUOUPYIOT UMMYHHTET X0351UHA, COXPaHssA HeOOXOAUMBI MUHHUMYM, MO3BO-
JSIONIHH TIPOTHBOCTOSATh BTOPUYHONH HH(DEKIUH, B TOM YHCIIC W KUIICYHOM
YCIIOBHO-TTATOT€HHONH MHUKpPOOUOTHI.

BJIMAHUE DHIOUAPASUTOUI0OB HA PASBUTHE, ®PU3NOJIOTHYECKHE
NPOLUHECCHI U HUMMYHHYIO CUCTEMY XO35EB

OBOIOLIMOHHO 00JIee CI0XKHO BBICTPOSHBI MYTH B3aUMOACHCTBHS mapa-
3UTOUJIOB U XO3SHMHA, JTUIHUHKHA KOTOPBIX MPOXOJST Pa3BUTHE B MOJOCTH TeEla
KEpPTBHL. B mepByro odepear nmpu MPOHUKHOBCHHH B IEMOIICTH MAPa3uTOHIBI
MOBPEXKIAIOT THUMOACPMAIbHBIE KIETKH, KOTOPHIE TMPHU OTOM BBIACISIOT TaK
HA3bIBACMBIC CUTHAJIBI MTOBPCIKIACHHS, T. €. IENIbIH KOMIUIEKC COSAMHCHUH, CIIO-
COOHBIX AKTHBHUPOBATH PA3JIMYHBIC 3BCHbS HMMYHHOTO OTBETAa HACEKOMBIX
(Krautz et al., 2014). Jlanee Ha onpeaeaecHHbIX 3Talax CBOEIO Pa3BUTHSA Iapa3u-
TOUJIBI HETIOCPEACTBEHHO KOHTAKTHUPYIOT ¢ (PU3UOJOTHUECKUMH CUCTEMAMHU Op-
raHu3Ma X03siMHa, B TOM YHCJIE C UMMYHHOM cuctemoif. B cBsizu ¢ 3TUM nepen
Mapa3suTOMAOM BCTAIOT AOCTATOYHO CIOHBIC 33J]a4 U B MEPBYIO ouepeab Ha-
NpPAaBJICHHBIE HA MUHUMHU3ALMIO BIHUAHUA MMMYHHOH cucremsl. Ilapasurongy
HEO0OXOAUMO CO3/JaTh TaKUE YCIOBHUS B OPraHU3ME XO3sIMHA, YTOOBI OHHU Ipe-
MSATCTBOBAJIU BTOPUYHOMY 3apa)KCHHUIO MAapa3sUTOMAAMHU WM Napa3uTaMu JIpy-
rux BuaoB. Kpome Toro, mapasutrousa A0DKEH pallMOHAIBHO UCIOIb30BaTh pe-
CYpChI OpPraHu3Ma, TaKk KaK MEepUOo/ Pa3BUTHUS DHAONAPA3UTOUAOB sIBIAETCA 0O-
Jee AJIUTENbHBIM, YeM 3KTONAapa3uTOUAOB.
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IIpn B3auMoAeMCTBMM C HMMYHHOH CHCTEMOM XO35IMHA 3HIONAPa3HTOMABI
HCTIONB3YIOT pa3iIMYHbIE CTPATETHH, KOTOPHIE YCIIOBHO MOXXHO Pa3/eiNTh Ha
NACCHBHYIO 3aIIUTY U HA aKTHUBHYIO MOJYJISIMIO IMMYHHO cucTtembl. Brionne
3aKOHOMEpPHO, YTO MAapa3HUT HE HCHOJB3YET B «YUCTOM BHUJIE» Ty WM HHYIO
CTpaTEruio M, KaK MPaBUiIO, OTMEYAETCS HaINYHe MHOrooOpa3HsIX (GOpM B3au-
MOJIEHCTBHS Mapa3uTa M Xo3suHa. [Ipym maccuBHOM M30€raHMM OTBETa XO3SIH-
Ha JINYMHKA MapasHUTON/A «IIPSYETCs» B CIEUU(PUYECKHE TKAaHU MM OpPraHBbL.
Taxum 0O6pa3om, OHA 3aIUIIAETCS OT FTEMOLUTOB U, CIEA0BATENBHO, OT HHKAII-
cynmsuuu. Hampumep, ocel cemeiictBa Opakonun, Acampsis alternipes (Nees,
1816), napasurupyomue Ha MsaeHUIaX, OTKIAABIBAIOT silla B HEpBHbIC I'aHI-
muu xo3sieB (Shaw, Quicke, 2000). Mxuesmonunwl, Amblyteles subfuscus
(Miiller, 1767), oTkIaapIBalOT SiIa B CIFOHHBIC JKEJIE3bl, @ HEKOTOPHIC Mapas3u-
TOWBI COCHOBOH NsiieHULB! (Bupalus piniaria L., 1758) — B TKaHHU KHILIEYHHU-
ka (Klomp, Teerink, 1977). JINunHKN MHOTHX TaXWHHJ MUTPUPYIOT NOCIE BHI-
JYTUIEHUS B FAHTJIMH, B CIIOHHBIC XKEJE3bl, B TOHABI, B BOJIOKHA MYCKYJIaTypbl
WU B XKHpoBoe Teno (Stireman et al., 2006). IHTepecHy 0 cTpaTeriio pa3BUTUSL
n30pany nopaxxaioliie MypaBbeB-TIUCTOPE30B MyXHU poaa Apocephalus (Dipte-
ra: Phoridae). JInunnku rop6aTok pa3BHBaIOTCS B FOJIOBHOMU KarcyJse XO3sIMHa.
Bce BpeMs moka napasuTons pa3BUBACTCS, B IOBEACHUH X035MHA HET BUIUMBIX
n3MeHeHnit. Korna nuumHKa 3aBEpIINT CBOE Pa3BUTHE, FOJIOBA XO35AMHA OTpPHI-
BaeTcs. Kykonka mapasuronja Ipu 3TOM HCIIONb3YET OBIBIIYIO IOJIOBHYIO Kall-
CyJly X03siMHa, Kak yoexuiie u cpeactso 3amuThl (Erthal, Tonhasca, 2000; Hill,
Brown, 2006).

Psin mapa3suTHyecKuX MepernoHYaTOKPhUIBIX 001a1al0T H OMOXUMHYECKUMHU
crocobamMu MackupoBkH. OHM NOJYYHIN Ha3BAaHHE «MOJIEKYJSApHAs MUMHK-
pHs», T. €. KOMUPOBaHME Mapa3suTOAaMH MOJeKyl xo3auHa. Ilapasuronnsl mo-
I'yT OJCTPanBaThCs MO/ MOJICKYJISIpHBIH ci10#t Ga3anpHONH MeMOpaHbI XO35HHa.
Kpome Toro, npu MoneKynsipHOM MUMHMKPHH BO3MOXHA CEKpeLus Ha TMOBEpX-
HOCTH Mapa3uTa 3allUTHBIX KOMIOHEHTOB — O€IKOB, INIMKOIPOTENHOB HIIH
ITIMKOJIUIH/IOB, BOCIPUHUMAEMbBIX HMMYHHOM CHCTEMOM X03sMHA, KaK KOMIIO-
HEHTHI COOCTBEHHOT'0 OpranusMa. B psze ciyyaeB MOXET MPOUCXOANUTH U30u-
paTensHOe MOTNIONIeHNEe OETIKOB M/WIH ITIMKOIPOTEHHOB X03suHA. B manbHe-
IEM OHH BCTPAMBAIOTCS B TOBEPXHOCTHBIM CJIOM MMapa3nuTa, 4TO TAKXKE I103BOJISI-
eT n30exarh ero paclno3HaBaHHEe UMMYHHOHN cucreMoi xo3suHa (ConpyHOB,
1987; Kinuthia et al., 1999; Hu et al., 2003). 3amuTtHsriii GuOpo3HbIi cloi Ha
noBepxHocTH sl Macrocentrus cingulum Brischke, 1882 nnu 6enok, 3akpen-
JICHHBIH Ha TOBEepXHOCTH sull OpakoHunsl Cotesia rubecula (Marshall, 1885),
obecrieynBaroT Ge30macHoe pa3BuTHE TMYMHOK (Asgari et al., 1996; Hu et al.,
2003). Kpome Toro, n3beranne Bo3aeHCTBHS MMMYHHOM CHCTEMBI X0O35HHA BO3-
MOJKHO 32 CYET BHPYCONOAOOHBIX YaCTHUIl, ITTMKONPOTENHOB WM I'€MOMYILIMH-
NOJOOHBIX COCIMHEHUH, BXOSIINX B COCTAB 3ALIUTHOTO CIIOS, UMEIOIIErocs Ha
MOBEPXHOCTH SIMLl WM JIMYMHOK MapasuTOUNoB. B 3ToM ciydae oOpa3syroTcs
KOMILIEKCHI € TUNIO(OpHHAMH U PIoM OeNIKOB reMosinMdbl X03s11uHa 1 GopMu-
poBaHHE «KaMy(QIsKHOrO» Cllosi. B yaCTHOCTH, JaHHBIM BHJ CTPaTEeruy 3allu-
THI SIMII XapaKTepeH it ockl Venturia canescens (Gravenhorst, 1829) (Davies,
Vinson, 1986; Feddersen et al., 1986; Kinuthia et al., 1999; Theopold, Schmidt,
2000; Hu et al., 2003).

Bce caMky mapa3suTH4eCKHUX MEePEeNOHYaTOKPBIIBIX BEIPA0AaThIBAIOT U HAKall-
JIMBAIOT S/, UHBELUPYS €r0 B OPraHU3M XO35MHA MPH OTKIIAJKE SUIl WK He3a-
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J07ro A0 3Toro. /[y GONBIIMHCTBA YHIOMAPAa3UTOUIOB HE CBOMCTBEHHA Mapa-
IU3aLusA XO35MMHA, 32 UCKIIOYEHHEM psijia CIydaeB, KOT/a OHA IpeaBapseT oT-
KJIAJKy SHUIl M CIIYXKUT JUIs oOJleryeHus TaHHOro Ipolecca. B aToM ciyuae na-
panu3anus OblBaeT BpeMeHHOI. KOMIIOHEHTHI s1a YHI0Mapa3uTONI0B CIOCO0-
HBl PEryJIHpoBaTh UIMMYHHUTET X034MHA U €ro pa3BUTHE. B cocTaB sga BXOIAT
KOMILIEKCHI OCIKOB U MONMHUIECNITHAOB, (PEPMEHTHI, aMHHBI, aJIKaHbI (TapaduHBI),
CTIHPTHI U aJIBJETHIBI, KETOHBI, OPraHHYECKUe KUCIOTHI, 2¢ups! U T. 1. (Wang,
Yang, 2008; Asgari, Rivers, 2011). B otnuune OT 3KTONMapa3uTONAOB IHIOMNA-
Pa3UTOHIBI CIIOCOOHBI K OOIee TOHKHMM MEXaHH3MaM YIIPAaBICHHS 3aIUTHBIMU
MEXaHU3MaMH XO35MHA, MOCKOJBKY JUYMHOYHOE MOKOJCHHE B OOIBIIMHCTBE
cllyyaeB HaNpsAMYI KOHTAKTHPYET C remoliesieM >kepTBbl. Pa3Butue mapasuta
HETIOCPEACTBEHHO 3aBHUCHUT OT TOTO, HACKOJIBKO YCIIEIIHO OH CYMEET I0/IaBUTh,
m0o u3bekaTh BO3ACHCTBUSA MMMYHHOM cHcTeMbl. HauGonplryro omacHOCTh
npeacTaBiseT 00pa3oBaHHE MHOTOCIOWHON KalCyJbl BOKPYT Sl WIH JIMYHH-
KU mapasuronaa. [fTomMuMo TOro, 4to Karmcyna sBISeTCS TPYAHONPEO0NHMbIM
MeXaHHYECKUM OapbepoM, GOPMHUPOBAHUE €€ COIIPOBOXK/IAETCA CHHTE30M U BbI-
OpocoM B OKpy’Karolliee MPOCTPAHCTBO BBICOKOTOKCHYHBIX COCAMHEHHM B MPO-
Iiecce MEIaHOTE€HE3a, B TOM YHCIIE MOJyXHHOHOBBIX paaukanos (Slepneva et al.,
2003; Dubovskii et al., 2010). MuorocnoitHas kancymna GopMUpPYETCs U3 FeMo-
LIUTOB U B MEPBYIO O4YEpEr U3 IpaHyJIoLNTOB U mia3MarouuTos (Ratcliffe, Ga-
gen, 1977; Lavine, Strand, 2002). Psa KOMIIOHEHTOB s/1a HaNpaBleHbI Ha IO-
JIaBIIEHHE FeMOIIUTAPHOTO 3BEHA, YTO NPHBOAUT K CHIKEHHIO BEPOATHOCTH MH-
Kancysuuu napasutonaa. COOTBETCTBEHHO HapymiaeTcs (pyHKLHOHUPOBaHHE
TEMOIIMTOB I10 Pa3IHYHBIM MEXAHHW3MaM OT MPSAMOTO Pa3pyLICHHs A0 YaCTHY-
HOW nHakTuBanuu. Tak, 6enok Maccoi 33kDa, Bxoadmuii B coctas sina Pimpla
hypochondriaca (Retzius, 1783), BbI3pIBacT ru0enb ONpeeICHHON YaCTH FeMo-
IIUTOB XO35IMHA, y JPYroi MPOUCXOINT CHIKECHHE (paronuTapHOH aKTHBHOCTH H
CIOCOOHOCTH K pacIIaCThIBAHUIO Kak in vitro, Tak u in vivo (Parkinson et al.,
2004; Huang, 2009). SIn napasutouna Pteromalus puparum L., 1758, nopaxa-
IOLIETO KYKOJIKHM KammycTHO# Oensuku Pieris rapae L., 1758, cnocoben CHIKaTh
PacIO3HAOINYI0 AKTUBHOCTh FE€MOIIUTOB, HX CIIOCOOHOCTH K PACIUIaCTHIBAHUIO
u popmupoBanuro Karcyn (Cai et al., 2004; Zhu et al., 2011). Ilpu sToM Ha
(doHE KOHAEHCAIMM XPOMATHHA B TEMOIUTaX, HAPYIICHHUH IEIOCTHOCTH KIle-
TOYHON MEMOpaHBI M CHIDKEHHUS KOJTHMYECTBA MUTOXOH/IpH, HE QUKCUPYIOT Ha-
pymenuit popmuposanus nurockenera. [lomuMmo 3toro, o1 BNUAHUEM KOMIIO-
HEHTOB sifa Pteromalus puparum B TeMOIIUTaX MPEKpaIlaeTCs CHHTE3 JIEKTHHOB
C-tumna. JIeKTHHBI JaHHOTO THIA BHICTYNAIOT B POJIM MATTEPH-PACIIO3HAIOIINX
pELEenTOpPOB U aKTUBATOPOB B IIEJIOM KACKaJie KJIETOYHBIX M TYMOPAJIbHBIX HM-
MyHHbIX peaknuii (Fang et al., 2011; Zhu et al., 2011).

N3samubIil cnoco® BO3ACHCTBHSA HAa T'EMOIMTHI XO3SMHA MPHUMEHSET mapa-
suroun Cotesia rubecula (Marshall, 1885) (Zhang et al., 2006). Kanspetuky-
MMH-TIOAOOHBIN OEJIOK, BXO/AIMNA B COCTaB /14, KOHKYPEHTHO CBS3BIBACTCS C
peLenTopaMu Ha MNOBEPXHOCTH IEMOLMTOB. Y IO3BOHOYHBIX KaJPETHUKYJINH
(KP) BxoauT B cOCTaB CEMENHCTBAa BHICOKOKOHCEPBATUBHBIX OEJIKOB C MOJIEKY-
nsapHo# Maccoit okono 55 k/la. OH ywactByeT B nepeaaye Ca2+ CUIHAJIOB U B
Ca2+ romeocrase knetok kposu (Michalak et al., 1999). ITosenenune KP Ha mo-
BEPXHOCTH CTPECCUPOBAHHBIX HIIH YMHUPAIOIUX KJIeToK (3kT0-KP) sBnsercs ca-
MBIM paHHHM MapKepOM CMEPTH, TaK KaK MPeIIecTBYeT dKcnpeccuu pocdartu-
JUIICEPUHOBBIX OCTATKOB Ha Hapy)KHOM IOBEPXHOCTH ITIa3MaTHYECKOI MeMO-
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pausbl (3undeHko, Jonrauesa, 2003). KpoMe Toro, oH y4acTByeT B Ipolieccax
aZre3uy KJIETOK KPOBU Ha IOBEPXHOCTH MHOPOAHBIX 00bekToB (Ferreira et al.,
2004). Takum 0Opa3zoM, HCKITIOUEHHE COOCTBEHHOIO KalbpETUKYINHA X035HHA
U3 MIPOLIECCOB aKTUBAIMU KJIETOYHOIr0O MMMYHHOIO OTBETa II03BOJIAET Iapasu-
Touay obecrieunTs Oe3omacHoe pa3BUTHE JTHUYKMHOK (Zhang et al., 2006).

IloMHMO yrHeTeHHs KJIETOYHBIX 3aIUTHBIX peaKLui, peayKIus (peHonokcu-
nazHoro (PO) kackaga — XOPOIIO U3BECTHBIM CTpATErHYeCKUM X0 apa3uTo-
UJ0B, ONMCAHHBIA NI npeacraBuTesei cemeiictB Ichneumonidae u Braconi-
dae. Yruerenne @O kackaga HaNPSIMYIO CBS3aHO C YMEHBIICHHUEM KOJIHYECTBA
TOKCHYHBIX MeTabOJIUTOB, KOTOpbIE ClIOCOOHBI HaHeCTH BpeAd napasuty (Nappi
et al., 1995, 2000). K coxanenuro, TaHHbIE 0 MEXaHH3ME BJIMSHHS KOMIIOHCH-
ToB fAa Ha PO KackaJ HEMHOIOYHCIEHHBI U IIpEACTaBlIeHbl B Pa3pO3HEHHOM
Buzie. B psge cnydaeB B coCTaB sia MOTYT BXOJUTE aHAIOT'H CEPUHOBBIX IPOTE-
a3, KOTOPBIE BHICTYIAIOT B POJIM aHTarOHUCTOB /IS IPOTEa3 reMONUM (bl X035~
Ha. OHH, TakuM 00pa3oM, IIpeIOTBPALIAIOT AKTUBALIHIO IPOPEHOTOKCHIa3HOTO
kackana (Beck, Strand, 2007; Asgari, Rivers, 2011). SIn Leptopilina boulardi
Barbotin et al., 1979 coaepxut cepnud LbSPNy, WHaKTHBUPYIONIUH «ITyCKO-
BbI€» CEPHHOBBIE IIPOTEa3bl IUM(BI X03a1MHa — MyX Drosophila yakuba Burla,
1954 (Colinet et al., 2009). I'omonor cepuHOBBIX mpoTteas — Oenok Vn-50,
Bxozsmuit B cocras sina Cotesia rubecula, KOHKYpeHTHO CBA3bIBaeTCA C Ipode-
Hojokcuaason (mpo®@O) unu npodPO, akTHBHPYIOIUMH IpoTea3aMmu (Asgari
et al., 2003).

Sa sHAONAPAa3sUTOUIOB COACPKHUT pPa3ziIHuYHbIe KOMIIOHEHTHI, M €ro AeHcT-
BHE Ha OPraHU3M XO35IMHA JOCTATOYHO CJIOKHO. OHO MOXET IPOSIBIATHCS B
U3MEHEHHU aKTHBHOCTH Pa3lIUUYHBIX (pU3HOnorndeckux cucreMm. OaHako K Ha-
CTOSILIEMY BPEMEHH HMMEETCS HE3HAuUMTENbHOE KOJIUYECTBO JAHHBIX O POJIH
psala KOMIIOHEHTOB s/ia Iapa3uToOuI0B. B 4acTHOCTH, M3BECTHO, YTO ] 3H-
J0TIapa3uTHYECKUX OC MOXET COAEp)KaThb MHOXKECTBO ()EPMEHTOB, TaKHX Kak
kucnas ¢ocdarasa, (peHonokcuaasa, y-riiyraMuil TpaHCIENTHAa3a, XUTHHA3a
U T. A. OgHako (yHKIUH, BEITOIHAEMbIC JaHHBIMH ()EpPMEHTAMH B OpraHu3Me
JKEPTBBI, U BO3MOXXHOE HX ydacTHE B PErylillid HMMYHHTETa U (HU3HOJO-
T'MH OCTalOTCA ¢1abo n3ydeHHbIM. J/laHHbIE 110 HUM B OCHOBHOM IIpECTaBII€HBI
B (opMe omnucarenbHbIX paboT. Pan mccnenoBareneil npeanonaraeT ydactue
(epMEeHTOB 57a U 0BapUAJILHOW KUAKOCTH B ITOATOTOBKE «IIUTATEIBLHOIO OYyIIb-
OHay JJIs TMYMHOK Napa3uTOM/a, aKTUBUPYS FHIIPOJIN3 KUPOB U JEHATYPALHIO
OenkoB Tena xo3suHa (Nakamatsu et al., 2007; Pennacchio et al., 2014).

Kpome Toro, napasuronnsl cemeiicts Braconidae u Ichneumonidae moryr
HCIIOJIb30BaTh BHUPYChl M BHPYCOIIOJA00OHBIE YACTHUIIBI JJIS YIIPABICHUS UMMY-
HUTETOM X035iuHa. CHMOMOTHYECKHE BUPYCHI NTAPa3UTHUECKUX OC IIpelCTaBIie-
HBI 2 pogamu — Bracovirus (BV) u Ichnovirus (1V) — u3 cem. Polydnaviridae
(PDV). CBou Ha3BaHHs 3TH POABI IOJIYYHIH 110 HA3BaHUAM TaKCOHOB, U3 IIPe-
CTaBHTENEH KOTOPBIX OHU ObLH BhIAENEHBI. [lonnanoBupycsl (PDV) Opakonua
SBJISIOTCS IOTOMKAaMH HACTOSIIIUX BUPYCOB U3 IPYMIIbI HYAUBUPYCOB, KOTOPbIE
KOIJla-TO BCTPOWJIMCH B T'€HOM 3THUX Hae3IHUKOB. B mporecce IBONOLUUA UX
TeHbl PACCEATIUCH 110 TeHOMY HAe3HHUKOB U IE€pecTalii BKIIOYATHCA B BHpYC-
HbI€ YaCTHUIIbI, HO HO-TIPEKHEMY IIPOJOIDKAIOT paboTaTh, obecrieunBas cOOpKy
stux yactull (Bezier et al., 2009; Herniou et al., 2013; Strand, Burke, 2014).
Bupycsl monagaiT B OpraHu3M >KEPTBBI IIPH OTKJIAJKE SUI U HHAYLUPYIOT
IPOAYKIHIO OENTKOB, BO3ACHCTBYIOIINX HA HMMYHHUTET, pa3BUTHE U (PH3UOIIO-
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THIO X035MHA U, TAKUM 00pa3oM, CyIECTBEHHO 00JIer4aroT CyIeCTBOBAHHE JIH-
yuHOK napasutouzaa (Bezier et al., 2009). Kaxapnii PDV coneput Heckons-
KO MaJeHbKUX KOIbIEeBBIX Monekyn JIHK, ynakoBaHHbIX B O€IKOBBIN KalCHI.
Ilpu 3TOM B OT/IMYHME OT BCeX HOpMalbHBIX BUpycoB PDV He cozepxat cne-
IU(UYIECKHX BUPYCHBIX I'€HOB, HEOOXOAMMBIX 1S pasMHOxeHHs. Hosele PDV
00pa3yloTCsl TONBKO B SIMYHHMKAX CAMKHM Hae3JHHKA. SIMUYHHKH CHHTE3UPYIOT
PDV TouHO Tak xe, KaK 110001 opraH MHOTOKJIETOYHOT'O )KMBOTHOTO CHHTE3H-
pyeT pa3iu4HbIE BEIIECTBA U MOJIEKYJspHbIE KoMIUIEKCH (Bezier et al., 2009;
Herniou et al., 2013; Strand, Burke, 2014). PDV Bo3neiicTByIOT Kak Ha KJI€TOU-
HBIN, TaK U HA TyMOPAJIbHBIM HMMYHHUTET XO3SMHA M WHAYLIUPYIOT Pa3IuIHbIE
U3MEHEHHUs B HIMMYHHO# cucteme, obecnednBas 3amuty napasurounna (Quicke,
2015).

PDV MoOxeT OKa3bIBaTh CYLIECTBEHHOE BIIMSHHE HA LIMTOCKEJET KIIETOK
kKpoBu xo3suHa. Tak, y nuunnok Plutella xylostella (L., 1758) (Lepidoptera:
Plutellidae), 3apaxennsix mnapasutounamu Cotesia plutellae (Kurdjumov,
1912), orMe4anu W3MEHEHHE B MEXaHH3ME MOJNMMEpH3alMH aKTHHA. beuio
ycTaHoBleHo, uto reH CpBV15b 6pakosupyca CpBV Bnuser Ha cbopky F-ax-
THHOBBIX BOJIOKOH, HapyIas TpaHciusnuio Oenka B remonutax (Nalini, Kim,
2007). Hapyuienue QyHKIHHA reMOIIMTOB IPUBOANT K AECTPYKIIMH TaKHX MeXa-
HH3MOB, KaK Kamncyjo- U rpaHyioo0pazosanue. KpoMe Toro, momumaHOBHPYCHI
CIOCOOHBI HHAYLUPOBATH AMONTO3 M arperalnyio réMOLUTOB, YTO MPUBOIUT K
MCTOLICHUIO reMomuTapHoro nyna (Amaya et al., 2005; Nalini, Kim, 2007).
ATIONITHYECKOE pa3pylleHHEe T'PaHyIOLHMTOB COEBOW IsimeHHUEB! Pseudoplusia
includes (Walker, 1858) unaymupyror nmonmuaHoBupycsl Microplitis demolitor
Wilkinson, 1934, aktuBupys ¢parmentamuio JJHK, koHaeHcanuo xpoMaTHHa
U 00pa3oBaHKe XapaKTepPHBIX BaKyoJel Ha MOBEPXHOCTH KieTok (Strand,1994).
Hapsny ¢ 3THM IIa3MaTOLUTH YTPAYHBAIOT CIIOCOOHOCTH K PACIUIACTHIBAHHIO
(Strand, Pech, 1995), T. e. k1eTo4HOE 3BEHO MMMYHHTETa NMPAKTUYECKH IOJI-
HOCTBIO cympeccupyercs. Hapymenne GopMupoBaHusl aKTHHOBBIX BOJIOKOH B
rpaHyJIOLHUTAaX U MIa3MaTOLUTAX THINHOK Manduca sexta (L., 1763), 3apaxeH-
HeIx Cotesia congregata Say 1836, IpUBOJUT K UX pa3pyLIEHUIO H, KaK CJIEICT-
BHE, CHHIKEHHIO KOJMYECTBAa MMMYHOKOMIIETEHTHBIX KJIETOK (Amaya et al.,
2005). B To xe Bpems y Pseudoplusia includes, 3apaxennoit Microplitis demo-
litor, TPOAYKTHI, 3KCIPECCUPYEMEIE MOIUAHABUPYCOM, BBI3BIBAIOT arlONTO3
TOJIBKO TPaHYJISIPHBIX KIeTOK (Strand, 1994).

YacTo Opako- 1 HXHOBHPYCHI YTHETAIOT HMMYHHYIO CHCTEMY XO35IHHA B IIe-
JIOM, J€HCTBYSI COBMECTHO C aKTHBHBIMH MOJICKYJIAMH SI1a U OBAPHATHHOM HKH/I-
koctu. Tak, uxHOoBHpYyC (CsIV), B3auMomeHCTBYs ¢ OBapHaIbHBIMH O€IKaMu
NapasuTONAa, MOAABIsIET HMMYHHUTET X03MHA U HHAYLHPYET BEIPAOOTKY Oe-
KOB, KOTOPBIE H3MCHSIOT MOP(OJIOTHIO U pa3BUTHE reMoLUTOB. BemecTsa, co-
JIEp)KaIIrecs B sJI€ W IOMAaJaloIlne B X03s1MHAa COBMECTHO ¢ PDV, ciocoGHBI
YCHJIMBAaTh UMMYHOCYINIpeCCHBHOE BiusiHWE BupycHBIX uyactuy (Cuia et al.,
2000). YHuKanpHas cXeMa B3aUMOJEHCTBUA s4a U OBAPHATIBHOMN XXUAKOCTHU 00-
HapyxxeHa y Asobara japonica Belokobylskij, 1998. Sln naHHO# OCBI BBI3BIBAET
nepMaHeHTHbIN napanuu xo3suHa (Drosophila melanogaster Meigen, 1830),
KOTOPBIM MpeKpalnaercss ¢ BBEACHUEM OBapUalbHOM xuakocTy. Ilpu sToM s
BBICTYNIA€T MOLIHBIM UMMYHOCYIIPECCOPOM, MOJABIISAS KaK KIETOYHBIH, Tak U
IryMOpalbHBIH UMMYHHUTET XepTBbl. OBapuanbHas JKUIKOCTb B 9TOM Cllydae
BBICTYTIAET PETYJIATOPOM CHIIBI BO3JEHCTBHSA fa HA UMMYHUTET XO35IMHA, IO-
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Jep>KHUBasi €ro Ha MUHUMaJIbHO HeoOXoauMoM yposHe (Mabiala-Moundoungou
et al., 2010).

Penykuust akTMBHOCTH (DE€HOJOKCHAA3 C IOMOIIBIO IMOJHUAHOBHPYCOB —
Haubonee 3(p(HEeKTUBHBIH M YAaCTO HCMONb3YeMBbIH Mapa3UTOUAAMU MyTh JUIS
obecneuenuss KOMPOPTHBIX ycnoBuil pa3sutusi. xHoBupyc ocel Campoletis
sonorensis (Cameron, 1886) pemyuupyer CHUHTE3 psja KIHOYEBBIX (pepMeH-
TOB MeNaHOI'€He3a, B 4acTHOCTU (eHonokcunaspl, JODA-xpoMuzomepassl U
JO®DA-nexapOokcunazsl B numbe xo3suna Heliothis virescens (Fabricius,
1777) (Renault et al., 2002). CHr>xeHHe KonuyecTBa (pepMeHTa B JaHHOM CITy-
Yae CB3aHO ¢ YaCTUYHOM peayKUHed COOTBETCTBYIOLIEro Mysa MpealecTBEH-
uukoB Menanuzanuu: JJODA, anerungodamuna u ananungaopamunnas (Shel-
by, Webb, 1999). brnokupoBka aktuBanuu npodeHonokcruaa3pl B GEeHOIOKCH-
a3y ucnonb3yercs Microplitis demolitor, koTOpasi IOpakaeT COEBYK) COBKY
Pseudoplusia includens. [lonuIHOBUPYC JAHHOTO MAapa3UTOHIA IKCIIPECCUPYET
uHrubuTop cepuHoBbix npotea3 Egf 1.5 (Beck, Strand, 2007; Lu et al., 2010).
Cymnpeccust @O kackama PDV ucnons3yercsi MHOTUMH NTapa3uTOUIaMU, OJHA-
KO MEXaHHU3M UX JCHCTBUS OCTaeTCs c1abo M3yYCHHBIM. XOTSI MOXHO yTBEPX-
JaTh, 4TO B OONBIIMHCTBE CIy4aeB MHAKTUBALUS (MCKIIOYEHHE) MPOEHOTIOK-
CHIa3 U3 KackaJa MIMMYHHBIX PEaKUHH MPOUCXOIUT Ha TEMOLUTAPHOM YPOBHE
3a CUCT YHUYTOXXCHHUSI TyJla FeMOIIUTOB, CHHTe3upytomux mpo®O, mibo 3a cuet
WHAKTUBAIlMU JaHHOTO NMpodepMeHTa Wi (GeHOTOKCHIa3 B HUX.

YrpaBneHne UIMMYHHTETOM XEPTBBI — OJHA U3 (DYHKIIHIA, BHITONHSEMBIX
A7I0M U CUMOMOHTHBIMH BHPYCAaMHU Mapa3uTouaoB. MHOXecTBO paboT mocssi-
IIEHO MCCIIEIOBAHUIO MyTeH BO3AEUCTBHSI MAapa3uTOH A Ha Pa3BUTHE XO35iUHa,
ero nosexeHue. HapymeHust oHTOreHe3a Jalle 3aTparuBaeT IpoLEecChl Iepexo-
Jla U3 TUYMHOYHOHN CTAMU B CTAIHIO KYKONKH. Hepeako 3apakeHHbIC THUUHKA
HEe MpPOXOIAT BCeX CTaauil MeraMop(do3a U MOTyT JOCTHraTh UYpe3BBIYANHO
KPYIHBIX pa3MepoB. [laHHBIE U3MEHEHHSI MOTYT JOCTUTAThCS 3a CUET YBEIH-
YEeHHUsI TUTPa FOBEHUNIBHOTO ropMoHa. Ha mpumepe mapasurona Campoletis so-
norensis HarIsTHO JEMOHCTPHPYETCS PEeryislus OHTOreHe3a XO3siMHa C IIO-
Mmoupto PDV. B naHHOM ciyuae mopakalroTcsi IPOTOpaKalbHbIE JKENe3bl JU-
YUHKU cOBKU Heliothis virescens, 4T0 MIPUBOAMT K UX Pa3pyILICHHIO, TEM CaMbIM
BBIKITIOYast Tpouecc nuHbkd (Dover et al., 1987; Tanaka, Vinson, 1991).

Hapsiny ¢ monuaHoBUpycamMH psiji HIOMapa3suTONI0B (OpakoHHUIbI, CLIETHO-
HHUJBl ¥ HEKOTOPBIC TPUXOIPaMMbl) HHBCIHPYIOT MPH OTKIAAKE SIMIl B I'eMO-
1eNb XO35IMHA CIIEHU(PUYECKHE KIETKH — TepaToUuTh. TepaTouuTsl 00pasyroT-
csl B CepO3HOM 000I0UKe, OKpyKaromei aMOpHOH BHYTpH siifia. Ha onpenenen-
HOU cTaauM SMOpHOreHe3a OHH NpEeKpallaloT JAelIeHHe M, Molajnas B TENo
X035MHA, MOTYT JIOCTUIaTh 3HAYUTEILHBIX Pa3MepOB. JJaHHBIE KIETKH UTPAIOT
3HAYUTENBHYIO POJIb B PETYISLUUH (PU3HOIOIMYECKOTO COCTOSIHUSL X035IMHA, CO-
BMECTHMOCTH € TIOJIUTHOBUPYCAMH U SIJIOM, KOTOpbIE IEHCTBYIOT Ha Oonee paH-
HUX cTagusx. OTMedeHo, YTo TepaToluThl OpakoHuas! Cotesia kariyai Watana-
be, 1937 npomomxkaloT cBoi pocT Ha MEPBbIX CTA/IUAX PA3BUTHS IMUUHKY Tapa-
3uTouAa B xo3siuHe [Pseudaletia separate (Walker, 1865)]. Tonpko Ha ctaguu
CTapIIUX BO3PACTOB OHH HPOSIBISIOT UMMYHOCYIIPECCHPYIOILYIO aKTHBHOCTD,
yraeras ¢penonokcuaasel B tumde (Kitano et al., 1990; Hotta et al., 2001; And-
rew et al., 2006). B opranu3me xo3sMHa T€PaTOLMTHI MOTYT BBIIIOJHSATH U TPO-
duueckyro (QpyHKUHUIO, TOCKONBKY OHHM CIIOCOOHBI 3aXBaThIBaTh KOMITOHEHTHI
nuMQBI X035HHA, H B JaNbHEHIIEM OyAyT MOINIOIICHB THYHHKOM Mapa3uronaa
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(Strand, 2014). IIpu u3b6eranu UMMYHHOI'O OTBETA XO35IMHA TEPATOLUTHI CIIO-
COOHBI BBLICTYNATh B PO MUILEHeH s uHKancysiuu (Godfray, 1994). Ak-
THBHOE BO3/IECTBHE HA HMMYHHTET XO35IMHA OCYHIECTBIISIETCA TE€PATOLUTAMU
C MOMOILBIO Pa3IHYHOIO POJia MOJIEKYJN, CEKpETHPYEMBIX B IUM(QY XO31HHa,
1100 3a cyeT MOrJIouIeHUs psiia KoMrnoHeHToB tuMbsl (Godfray, 1994; Becka-
ge, Gelman, 2004; Andrew et al., 2006). Kpome Toro, npoIyKThl CHHTE3a Tepa-
TOLMTOB MOTYT H3MEHATh MeTamop(o3 XO3sIMHA, CHIXKAasg aKTHBHOCTH IOBe-
HUJIBHHOTO TOPMOHA U 3CTepa3, a TAKKe Hapyllas MeTabOoJIu3M SKAUCTEPOU/IOB
(Zhang et al., 1992; Pennacchio et al., 1994). BnusHue TeparonMroB Ha pa3BU-
THE XO3sIMHA BO3MOXXHO M 3a CUET HapYLICHHs MeTa0oIH3Ma W CHHTE3a ITHTa-
TENbHBIX BemlecTB. Tak, u3 TeparountoB Microplitis croceipes (Cresson, 1872)
ObUT TONy4YeH CeKpeTopHBId TMpoaykT (TSP), maruHOupyommil wiu Hapymia-
fomui cuaTe3 6enkoB Ha ypoBHe mMRNA (Dahlman et al., 2003). Tepatonuts
Aphidius ervi Haliday, 1833 cexpeTHpYOT O€IKH, CBA3BIBAIOILUECS C )KUPHBIMU
KUCIIOTaMHu, a y Microplitis demolitor, IpeANOIOKUTETHHO, — METAJUIONPOTEA-
3bl, TIENITUIA3bI, JIUTA3bl U 3CTEPa3bl, a TAKXKE cepuHOBbIe npotea3nl (Falabella
et al., 2005, 2009; Burke, Strand, 2014)

SIn MHOTHX 3HJIOTIApa3UTOM/IOB, 0071a/1as HEMPOTOKCHYECKHM H HMMYHOMO-
JAYTHUPYIOLIUM JIEHCTBHEM, MOXKET OKa3bIBaTh BIHMSHHUE HA MOBEICHHUE XO3AHHA.
Kpome Toro, mogo6HOro poaa peryisius BO3MOXKHA 32 CUET KOMIIOHCHTOB OBa-
pHanpHOM XuUIKOCTH ¢ PDV, a Takke TepaTouuToB. Psa mapa3suTHYECKUX OC
IIeJICHANPaBI€HHO BO3IECHCTBYIOT Ha LIEHTPANbHYI0 HEPBHYIO CHCTEMY, H3Me-
HsS TOBENICHHE W Pa3BUTHE XO35MHA B BBITOAHYIO /Uis ceOsi cropony (Libersat
et al., 2009). B wactHOCTH, M3yMpy/Has TapakaHbsi oca Ampulex compressa,
oburaronias B FOxHoit A3un n AdpHKe U mapasuTHpYyOas Ha TPOMUYECKUX
TapakaHax Periplaneta americana Walker, 1868, 3a cueT KOMIOHEHTOB siAa
NpeBpalacT XEepPTBY B MOCIYIIHOTO €€ Boje «30MOm». Oca XamuT TapakaHa
ABaK/bl. B TIepBoii 7103€ 51718 OChI COIEPIKATCS HU3KOMOJICKY/ISIPHBIE KOMITOHEH-
Thbl, OJOKUpYIOIIHE KaK aleTHIXOJIWHOBbIC peuentopbl, Tak 1 GABA-myTs.
JlaHHast UHBEKLUS YaCTHYHO Mapalu3yeT KepTBy. BTopol yKom si1a cONepKUT
nodamMuH W/HIH ONHU3KOpPOACTBEHHOE aodaMuHy coeAuMHeHHe. B pesynbrare
KEepTBa MOXET MepenBUrathcsl TOIbKO Bciea 3a ocoit (Moore et al., 2006;
Libersat et al., 2009). ITocnymayo )epTBY O0ca OTBOAUT B 3apaHee MPUTOTOB-
JeHHOe yOeXXHIle W TaM OTKJIaJbIBaeT Ha ero Opromko sina (Gal, Libersat,
2008).

JIOTIOTHUTENBHOE BIMSHUE HA PETYISLHIO TIOBEACHUS M Pa3BUTHS XO3SHHA
MOTYT OKa3bIBaTh U NPOAYKTHI, CHHTE3UPYEMbIE INYHMHKaMHU Mapazuronaa. Ha-
IIISTHBIN TPUMEpP TI0I00HOT0 pojia yIpaBIIeHUs JeMOHCTPHPYIOT OChI-Hae3IHHU-
ka pona Glyptapanteles, UCTIONB3YIONINE B KAYeCTBE XO3SMHA TYCEHHUI] Hemap-
Horo menkonpsaa (Lymantria dispar L., 1758), nanenuust (Thyrinteina leuco-
cerae Rindge, 1961) u rycenun macieHoBod wmetamoBunku (Chrysodeixis
chalcites Esper, 1789). [Ing peryisuuyd HMMYHHTETa XO35MHA M YIPaBICHUS
ero nopeaeHueM Glyptapanteles sp. TOMUMO TOJHAHOBUPYCOB HCIIONB3YET U
cekperopHbie mponykThl muuuHOK (Tillinger et al., 2004; Schafellner et al.,
2007). Y 3apaxeHHbIX THYMHOK Thyrinteina leucocerae 3HAYUTENBHO CHUXKAET-
Csl KONU4ECTBO Oenka B TuMpe, (PeHOTOKCHAA3HAS U TM30UUM-10J00Has aKTHB-
HOCTh, a TaK)Ke aJare3mBHas CrocoOHocTh remouuToB (Bischof, Ortel, 1996;
Hoch et al., 2002). Kpome Toro, ¢ nomormbio PDV 1 skckpeTopHOit akTHBHOCTH
JTUYMHOK Mapa3UTOW/A TMOJABISIOTCA JIMHBKH XO3MHMHA 3a CUYET PEryJIHpOBKHU

234



ypoBHS 10BeHUIBHOro ropmoHa (Schafellner et al., 2007). JInunaku Hae3aHUKa
Pa3BUBAIOTCS BHYTPU XO35IMHA, IIUTASICh €r0 reMOoNUM(QOii, 3aTeM IPOrphI3atoT
ce0e BBIXOJ HapYXKy, 3aKPEIUISIOTCS Ha Onu3nexalneil BeTKe WIH JIUCTE U Iuie-
TYT BOKpYT ce0st kokoH. Ho rycenuna npu atom He norudaer. B tene rycenury
OCTarOTCs 1 UM 2 «JIMYUHKHU-COJIZIATa», KOTOPBIE, IO IPEAIIONIOKEHHUIO UCCIIe-
J0BaTeNe, U YIpaBIsSIIOT XO3IMHOM B IEPHOJ] OKYKJIMBAHUS OCTANBHBIX OCO-
Oeii. Bee eime »xHBasi T'yCEHUIIA OCTAETCsl HA MECTE U BRITUOAeTC s Iyroi Hajg Ko-
KOHAMH, OXPaHssl UX OT XUIIHUKOB. DAKTHUECKHU T'yCEHHUIIA OCTACTCsI )KUBOU Ha
NPOTSKEHUM BCEH cTannu OKyKiuBaHHs oc. [louT 0JHOBpEMEHHO C BBIXOJOM
M3 KOKOHOB B3POCJIBIX HACEKOMBIX X03siuH norubaet (Schopf et al., 1996; Gros-
man et al., 2008).

He meHee opurnHanbHEIM c11oco0 yIipaBlieHNs TIOBEIEHNEM KEPTBBI IEMOH-
cTpupyeT napasuroun Dinocampus coccinellae Schrank, 1802, nopaxaromuit
umaro 00xneit KopoBkH (Coleomegilla maculata De Geer, 1775). OBapuanbnas
KHUJIKOCTh, MHBEIUPYEMasi CAMKOM TIPH OTKJIAJIKE SIWII, COOEPKUT TIOJTHTHOBH-
PYC, KOTOPBIM BCTPAaUBAETCA B KJIETKU HEPBHOM CHUCTEMBI U BBI3BIBAET U3MEHE-
HUSI B TIOBEJICHUH XO3siHA. [[epBOHAYanbsHO NMapa3suTOH]| PAa3BUBACTCSI BHYTPU
’yKa, HE BBI3bIBas OCOOBIX U3MEHEHHUI B MOBEJCHUH U TOJBKO TEpEe]] TEM Kak
JTUYMHKA [apa3sUTouAa JOJDKHA OKYKIHUTHCSA, O0XKBsI KOPOBKa «3amupaeT». Ko-
KOH nuuuHka Dinocampus coccinellae dopMupyeT Ha OpIOIIKE MEXAY JaroK
xo3simHa. Ilocnme Toro Kak Kykoiika mapasurouga c(hOpMHpOBaHA, )KYK CHOBA
npuoOpeTaeT CrocOOHOCTh K IBHKEHHUIO U CTAHOBHUTCA «HSHBKOI) Mapa3UTOU-
Ny, obeperasi €ro OT BO3MOXKHBIX ornacHocTei (Maure et al., 2011, 2014). YV au-
BUTEJBHO, YTO YaCTh «HAHEK» TOCTIE OTPOXKICHUS NMAro NMapa3suTonaa crnocoo-
HBI B TIOCTIEAYIOIIEM MTPOJOKUTH CBOTO JKU3HEEATENBHOCTh U 1aTh TIOTOMCTBO
(Maure et al., 2011, 2014; Dheilly et al., 2015).

Takum o0pa3oMm, mapa3uTOHIIBI CIOCOOHBI OKa3bIBATH KOMIUIEKCHOE BITHSA-
HUE Ha XO35MHA, BBI3bIBAasl H3MEHEHNA B MMMYHHON CHCTEME, €r0 OHTOTEHETH-
94ECKOM Pa3BUTHUH U IOBEIECHUH, 00ECIIEUHBasi, TAKUM 00pa3oM, yCIIEIIHOE pa3-
BHUTHE COOCTBEHHBIX THUYUHOK. ClleAyeT OTMETHTD, YTO YyYBCTBHTEIHHOCTH Ha-
CEKOMBIX K Mapa3uTOUaM MOXKET OBITh Pa3IUYHA KaK B MpeAenax MOIMyJIsINH,
TaK U Y OJTU3KOPOJICTBEHHBIX BHJIOB. Pa3nuuHbIif ypOBEHE KIETOUHOTO OTBETA Y
ABYX ONM3KOPOJICTBEHHBIX BHJOB )XyKOB nuctoenoB Galerucella pusilla L.,
1767 u G. calmariensis L., 1767 Ob1 onpenesONUM B 4yBCTBUTEIBHOCTH K
napasurouaam Asecodes parviclava (Thomson, 1878). Paznuuus 66111 00Hapy-
YKEHBI KaK 110 YPOBHIO HHKATICYJISIIIMH 1 MEJTAHU3AIIUH SIUIT TApa3UTOUIOB, TaK H
B KOJMYECTBEHHOM W KaueCcTBEHHOM coctaBe remorutoB (Fors et al., 2014).
Kpome Toro, paznuuus B UMMYHHOH YCTOMYUBOCTU MOTYT OBITH O0YCIIOBIICHBI
9KOJIOTHYECKUMHU OCOOCHHOCTSIMH Pa3BUTHS XO35IHHA U B TIEPBYIO OUEpeab KOp-
MOBBIM PAaCTEHHEM, Ha KOTOPOM TMUTAETCS XO34HH. B psiie cinydaeB B opranms-
M€ X0351€B MOT'YT HAKaIlJIUBAThCS PA3NUUYHBIE META0OJUTHI KOPMOBOIO pacTe-
HUSI, KOTOpbIE OyAyT OIpENeNsiTh PE3UCTEHTHOCTh HACEKOMBIX K I1apa3uTOU-
nam. Habrobracon hebetor, siBnssick nonngarom, pa3BHBAIOLIMMCS Ha MHOTUX
BUJIax Bpeautenei u3 cem. Pyralidae, neMoHCTpHUpYyeT pa3HyO CKOPOCTH pa3BU-
TUS U TUIOJOBUTOCTE B 3aBUCUMOCTH OT BU/a X03siMHa. AMOapHas [Plodia inter-
punctella (Hiibner, 1813)] n mensuuuHast orueBKU [ Ephestia kuehniella (Zeller,
1879)], nurarommecs nuinei, 6oraToit caxapamu U ITIMKOT€HOM, TIPEICTABIISIIOT
IUIsl TIapasurouja Haubosnee ynoOHBIN BapUaHT Uil IPOKOPMA JHYUHOK, YEM
JeCcHOM KonpuaThiil menkonpsia Malacosoma disstria (Hiibner, 1820) u xmonko-

235



Bas coBka Helicoverpa armigera (Hiibner, 1805). [Iuma nmocinenuux AByX BU-
JIOB COJIEP>KHUT OOJBINOE KOJTUYECTBO TepeHOB u TannHOB (Dabhi et al., 2011
Saadat et al., 2014).

OcTaeTcst OTKPBITHIM BOMPOC O BIMUSHHH MHKPOQIIOpPHl Ha Pa3BUTHE U XKH3-
HECIOCOOHOCTh XO03MMHA Mapa3uTouaa. MukpoOHoTa >KepTBBl MOXET UIpaTh
3HAYHUTENbHYIO PONib B (POPMUPOBAHHH YCTOWYMBOCTH K Iapasurouaam. Tak,
ObU10 00HApYXKeHO, YTo cuMbnoTudeckue 6axrepun Hamiltonella defensa Mo-
ran et al., 2005 MoryT ompenenaTs pe3uCTEeHTHOCTh TOPOXOBOH TIH Acyrthosi-
phon pisum Harris, 1776 x napasurouny Aphidius ervi (Oliver et al., 2005,
2008). Bo3M0oxHO, 3TO CBS3aHO C TeM, YTO JaHHbIC OAKTEPUU M3 TOrO poia
CIIOCOOHBI CHHTE3UPOBATh PA3IMYHBIE TOKCHHBEL, K mpuMepy, Illura-moao6ub1i
TOKCHH, K KOTOPOMY YyBCTBUTENBHEI Napasurouasl (Douglas, 2015).

[MapazuTonapl HACEKOMBIX HEOOBIKHOBEHHO pPa3HOOOpa3HBI H HMEKOT B
CBOEM apCeHaJIeé MHOXXECTBO CTPATETHil, MO3BOJIIOMIMX M30€raTh HIH MO/aB-
JSITh MMMYHHYIO CHCTEMY XO35IMHA, YIPABJIATh €I0 OHTOI€HE30M /IS YCIEeNIHO-
ro pPa3BUTHSA CBOETO MOTOMCTBA. OHH HUIPAOT OTPOMHYIO POJIb B TMPHPOIHBIX
IKOCHUCTEMAX, A TAKXKE B CEJIbCKOM XO3SIHCTBE, KOHTPOJIUPYS YHCIEHHOCTh pac-
THUTETbHOSAAHBIX HACEKOMBIX, B TOM YHCJIE MHOTHX BpPEIHUTENEH CEIbCKOXO035M-
CTBEHHBIX KyJIbTyp. Ho mpexkze Bcero 3To HempeB30HIeHHBIE MAaHUIYISATOPHI,
CIIOCOOHBIE YIMPABIATh OPraHU3MOM KEPTBBI C (HAaHTACTHUYECKOW BHPTYO3HO-
cTbI0. MHOr000pa3ue BOTIONHOHHO BHIBEPEHHBIX ITyTeH B3aUMOACHCTBHS Ia-
Pa3sUTOKUIOB CO CBOMMHU >KEPTBAMH Ha (POHE MHU3EPHOT0 KOJIUYECTBA U3yUYEHHBIX
BHJIOB OCTaBIISET IIMPOKOE MOJIE IS NaNbHEHInX paboT. B 1anHoM 0630pe Mbl
NPEANPHHSII TONBITKY OOOOIINTH JaHHBIE, UMEIOIMECS Ha CETO/HSIIHHHA
JI€Hb, 0 BO3MOXKHBIX MYTAX BO3JCHCTBHS NMAapa3sUTHUYECKHUX OC HA X035€B, CIOCO-
0ax perynsiuy U MOJaBJIEHUS] HMMYHHBIX H (PH3HOIOTHYECKUX MPOLECCOB, 110~
TEHIMATbHO OINACHBIX /IS Pa3BUTHUS MApa3UTOHIA.

BJIATOJAPHOCTH

Cratbs noanepkana rpantom PODU (Ne 15-04-02322-a).

CHnMCOK IUTEPaTYypBHI

I'nynos B. B. 2001. MexaHu3Mbl pe3lMCTEHTHOCTH HaceKkoMbIX. B ku.: B. B. I'mynos (pexn.).
[TaToreHs! HACEKOMBIX: CTPYKTYpHBIE M (YHKIMOHAIbHbIE aclekThl. M.:. M3x. mom
«Kpyrnsiit rog». 475—561.

3unuenko B. I, Honrauepa JI. I. 2003. BuyTpuxiieTouHas curHanuszanus. I[lymuHo.
DNeXTPOHHOE H3JaHHe «AHAIMTHYECKas MHKPOCKOMMs». Pexum moctyma: http://cam.
psn.ru

ConpynoB ®. ®. 1987. MonexymnspHsle OCHOBBI ITapa3utusma. M.: Hayxka. 224 c.

Tob6uac B. W. 2004. [Tapazutuueckue HacekOMble-3HTOMOdaru, ux Guonoruueckne 0cooeH-
HOCTH ¥ TUIBI apazutu3ma. CII6.: Tp. Pycck. sHTOMOMN. 06mI-Ba. 75 (2): 149 c.

Andrew N.,Basio M., Kim Y. G. 2006. Additive effect of teratocyte and calyx fluid from
Cotesia plutellae on immunosuppression of Plutella xylostella. Physiological Entomolo-
gy. 31: 341—347.

Asgari S.,Hellers M.,,Schmidt O. 1996. Host haemocyte inactivation by an insect para-
sitoid: transient expression of a polydnavirus gene. Journal of General Virology. 77:
2653—2662.

236


http://cam

Asgari S.,Zhang G,,Zareie R, Schmidt O. 2003. A serine proteinase homolog venom
protein from an endoparasitoid wasp inhibits melanization of the host hemolymph. Insect
Biochemistry and Molecular Biology. 33: 1017—1024.

Asgari S, Rivers D. B. 2011. Venom proteins from endoparasitoid wasps and their role in
host-parasite interactions. Annual Review of Entomology. 56: 313—335.

Beck M. H., Strand M. R. 2007. A novel protein from a polydnavirus inhibits the insect
prophenoloxidase activation pathway. Proceedings of the National Academy of Sciences
of the U. S. A. 104: 19267—19 272.

Beckage N.E, Gelman D. B. 2004. Wasp parasitoid disruption of host development: Im-
plications for new biologically based strategies for insect control. Annual Review of
Entomology. 49: 299—330.

Bell H. A, Weaver R.J. 2008. Ability to host regulate determines host choice and repro-
ductive success in the gregarious ectoparasitoid Eulophus pennicornis (Hymenoptera:
Eulophidae). Physiological Entomology. 33: 62—72.

Bezier A, Annaheim M, Herbiniere J, Wetterwald Ch., Gyapay G, Ber-
nard-Samain S., Wincker P, Roditi I, Heller M, Belghazi M., Pfis-
ter-Wilhem R., Periquet G, Dupuy C., Huguet E,, Volkoff A-N, Lanz-
rein B, Drezen J.-M. 2009. Polydnaviruses of Braconid Wasps Derive from an An-
cestral Nudivirus. Science. 13: 926—930.

Bischof C.,, Ortel J. 1996. The effects of parasitism by Glyptapanteles liparidis (Braconi-
dae: Hymenoptera) on the hemolymph and total body composition of gypsy moth larvae
(Lymantria dispar, Lymantriidae: Lepidoptera). Parasitology Research. 82: 687—692.

Burke G. R, Strand M. R. 2014. Systematic analysis of a wasp parasitism arsenal. Molecu-
lar Ecology. 23: 890—901.

CailJ,Ye G. Y, Hu C. 2004. Parasitism of Pieris rapae (Lepidoptera: Pieridae) by a pupal
endoparasitoid, Pteromalus puparum (Hymenoptera: Pteromalidae): effects of parasitiza-
tion and venom on host hemocytes. Journal of Insect Physiology. 50: 315—322.

Carton Y., Poirie M, Nappi A. 2008. Insect immune resistence to parasitoides. Insect
Science. 15: 67—387.

Colinet D., Dubuffet A, Cazes D., Moreau S., Drezen J.-M., Poirie M. 2009.
A serpin from the parasitoid wasp Leptopilina boulardi targets the Drosophila phenoloxi-
dase cascade. Developmental and Comparative Immunology. 33: 681—689.

Coudron T. A, Kelly T.J,, Puttler B. 1990. Developmental responses of Trichoplusia
ni (Lepidoptera: Noctuidae) to parasitism by the ectoparasite Euplectrus plathypenae
(Hymenoptera: Eulophidae). Archives of Insect Biochemistry and Physiology. 13:
83—94.

Cuia L., Soldevilab A.I, Webb B. A. 2000. Relationships between polydnavirus gene
expression and host range of the parasitoid wasp Campoletis sonorensis. Journal of In-
sect Physiology. 46 (10): 1397—1407.

Dahlman D.L.,, Rana R.L., Schepers E.J., Schepters T. DiLuna F.A,
Webb B. A. 2003. A teratocyte gene from a parasitic wasp that is associated with inhi-
bition of insect growth and development inhibits host protein synthesis. Insect Molecular
Biology. 12: 527—534.

Davies D.H, Vinson S.B. 1986. Passive evasion by eggs of Braconid parasitoid Car-
diochiles nigriceps of encapsulation in vitro by hemocytes of host Heliothis virescens.
Possible role for fibrous layer in immunity. Journal of Insect Physiology. 32: 1003—
1010.

Dheilly N.M,, Maure F., Ravallec M, Galinier R, Doyon J, Duval D., Le-
ger L., Volkoff A.-N, Misse D, Nidelet S.,, Demolombe V., Brodeur J.,,
Gourbal B, Thomas F., Mittal G.2015. Who is the puppet master? Replication of
a parasitic wasp-associated virus correlates with host behaviour manipulation. Procee-
dings of the Royal Society B. 282 (1803): 2014—2773.

Douglas A.E.2015. Multiorganismal Insects: Diversity and Function of Resident Microor-
ganisms. Annual Review of Entomology. 60: 17—34.

Dover B. A, Davies D.H., Strand M.R., Gray R.S.,Keeley L.L., Vinson S.B.
1987. Ecdysteroid-titre reduction and developmental arrest of last-instar Heliothis vires-

237



cens larvae by calyx fluid from the parasitoid Campoletis sonorensis. Journal of Insect
Physiology. 33 (5): 333—338.

Dubovskii I. M., Grizanova E.V., Chertkova E. A, Slepneva LA, Koma-
rov D. A, Vorontsova Ya. L., Glupov V. V. 2010. Generation of Reactive Oxy-
gen Species and Activity of Antioxidants in Hemolymph of the Moth Larvae Galleria
mellonella (L.} (Lepidoptera: Piralidae) at Development of the Process of Encapsulation.
Journal of Evolutionary Biochemistry and Physiology. 46 (1): 35—43.

Eggleton P, Gaston K. J. 1990. Parasitoid species and assemblages: convenient definiti-
ons or misleading compromises? Oikos. 59: 417—421.

Er A, Sak O, Ergin E.,, Uckan F., Rivers D. B. 2011. Venom-Induced Immunosup-
pression: An Overview of Hemocyte-Mediated Responses. Hindawi Publishing Corpora-
tion Psyche Volume. Article ID 276376. 14 p.

Erthal M, Tonhasca A. 2000. Biology and oviposition behavior of the phorid Apocepha-
lus attophilus and the response of its host, the leaf-cutting ant Azta laevigata. Entomolo-
gia Experimentalis et Applicata. 95: 71—75.

Falabella P, Perugino G., Caccialupi P, Riviello L., Varricchio P., Tran-
faglia A.,, Rossi M., Malva C.,, Graziani F.,, Moracci M., Pennacchio F.
2005. A novel fatty acid binding protein produced by teratocytes of the aphid parasitoid
Aphidium ervi. Insect Molecular Biology. 14: 195—205.

Falabella P,Riviello L.,de Stradis M.L.,Stigliano C.,Varriocchio P.,Gri-
maldi A.,,de Eguileor M., Graziani F.,Gigliotti S.,Pennacchio F. 2009.
Aphidius ervi teratocytes release an extracellular enolase. Insect Biochemistry and Mole-
cular Biology. 39: 801—813.

Fang Q., Wang F.,, Gatehouse J. A, Gatehouse A.M.R,, Chen X.-X., Hu C,,
Ye G.-Y. 2011. Venom of Parasitoid, Pteromalus puparum, Suppresses Host, Pieris
rapae, Immune Promotion by Decreasing Host C-Type Lectin Gene Expression. PLoS
ONE. 6 (10): ¢26888.

Feddersen I, Sander K., Schmidt O. 1986. Virus-like particles with host protein-like
antigenic determinants protect an insect parasitoid from encapsulatin. Experientia. 42:
1278—1281.

Ferreira V., Molina M.C., Valck C.,, Rojas A., Aguilar L., Ramirez G,
Schwaeble W.,Ferreira A.2004. Role of calreticulin from parasites in its interacti-
on with vertebrate hosts. Molecular Immunology. 40: 1279—1291.

Fors L., Markus R, Theopold U, Hambédck P. A. 2014. Differences in Cellular Im-
mune Competence Explain Parasitoid Resistance for Two Coleopteran Species. PLoS
ONE. 9 (9) : ¢108795.

Gal R, Libersat F. 2008. A parasitoid wasp manipulates the drive for walking of its cock-
roach prey. Current Biology. 18: 877—882.

Godfray H.C.J. 1994, Parasitoids: Behavioral and Evolutionary Ecology, Princeton, NJ,
Princeton University Press. 473 p.

Grosman A.H.,Janssen A.,,de Brito E.F., Cordeiro E.G.,Colares F., Fonse-
calJ.O,Lima E.R.,Pallini A., Sabelis M. W. 2008. Parasitoid Increases Survi-
val of Its Pupae by Inducing Hosts to Fight Predators. PLoS ONE. 3(6): ¢2276.

Hartzer K. L., Zhu K. Y., Baker J. E. 2005. Phenoloxidase in larvae of Plodia inter-
punctella (Lepidoptera: Pyralidae): molecular cloning of the proenzyme ¢ DNA and
enzyme activity in larvae paralyzed and parasitized by Habrobracon hebetor (Hy-
menoptera: Braconidae). Archives of Insect Biochemistry and Physiology. 59: 67—
79.

Haspel G.,Rosenberg L. A.,Libersat F. 2003. Direct injection of venom by a predato-
ry wasp into cocrach brain. Journal of Neurobiology. 56(3): 287—292.

Hauling T. 2012. The activatiion of the Insect Immune System by Endogenous Danger Sig-
nal with Emphasis on Drosophila melanogaster. GmbH. Kassel, Kassel University Press.
131 p.

Herniou E. A.,, Huguet E., Theze J.,, Bezier A, Periquet G, Drezen J.-M. 2013.
When parasitic wasps hijacked viruses: genomic and functional evolution of polydnavi-
ruses. Philosophical Transactions of the Royal Society B. 368: 20130051.

238



Hill J. V.G, Brown B. V. 2006. New Records of the Rarely Collected Antdecapitating Fly
Apocephalus tenuipes Borgmeier (Diptera: Phoridae), Southeastern Naturalist. 5 (2):
367—368.

Hoch G, Schafellner C., Henn M. W,, Schopf A. 2002. Alterations in carbohydrate
and fatty acid levels of Lymantria dispar larvae caused by a microsporidian infection and
potential adverse effects on a cooccurring endoparasitoid, Glvptapanteles liparidis.
Archives of Insect Biochemistry and Physiology. 50: 109—120.

Hoffman J. A. 1995. Innate immunity of insects. Current Opinion in Immunology. 7: 4—10.

Hoffman J. A. 2003. The immune response of Drosophila. Nature. 426: 33—38.

Hotta M., Okuda T. Tanaka T. 2001. Cotesia kariyai teratocytes: growth and deve-
lopment. Journal of Insect Physiology. 47: 31—41.

Hu J., Zhu X.-X., Fu W.-J. 2003. Passive evasion of encapsulation in Macrocentrus cingu-
lum Brischke (Hymenoptera: Braconidae), a polyembryonic parasitoid of Ostrinia furna-
calis Guenee (Lepidoptera: Pyralidae). Journal of Insect Physiology. 49: 367—375.

Huang F.,Shi M,,Yang Y.-Y,,Li J.-Y.,Chen X.-X. 2009. Changes in hemocytes of Plu-
tella xylostella after parasitism by Diadegma semiclausum. Archives of Insect Bioche-
mistry and Physiology. 70 (3): 177—187.

Kinuthia W, Li D,, Schmidt O.,, Theopold U. 1999. Is the surface of endoparasitic
wasp eggs and larvae covered by a limited coagulation reaction? Journal of Insects Phy-
siology. 45: 501—506.

Klomp H,, Teerink B. J. 1977. The epithelium of the gut as a barrier against encapsulation
by blood cells in three species of parasitoids of Bupalus piniarius (Lep., Geometridae).
Netherlands Journal of Zoology. 28 (1): 132—138.

Kitano H.,, Wago H, Arakawa T. 1990. Possible role of teratocytes of the gregarious pa-
rasitoid, Cotesia (Apanteles) glomerata in the suppression of phenoloxidase activity in
the larval host, Pieris rapae crucivora. Archives of Insect Biochemistry and Physiology.
13: 177—185.

Krautz R, Arefin B, Theopold U. 2014. Damage signals in the insect immune respon-
se. Frontiers in Plant Science, 5, article 342.

Kryukova N. A, Dubovskiy I. M,, Chertkova E. A, Vorontsova Ya. L., Slep-
neva I. A, Glupov V. V.2011. The effect of Habrobracon hebetor venom on the ac-
tivity of the prophenoloxidase system, the generation of reactive oxygen species and en-
capsulation in the haemolymph of Galleria mellonella larvae. Journal of Insect Physiolo-
gy. 57: 796—800.

Kryukova N. A, Chertkova E.A,, Semenovab A.D.,, Glazachev Yu. I, Slep-
neva . A, Glupov V.V.2015. Venom from the ectoparasitic wasp Habrobracon he-
betor activates the calcium-dependent degradation of the haemocytes in Galleria mello-
nella larvae haemolymph. Archives of Insect Biochemistry and Physiology. 90 (3):
117—130.

Lavine M.D., Strand M. R. 2002. Insect Haemocytes and Their Role in Immunity. Insect
Biochemistry and Molecular Biology. 32: 1295—1309.

Libersat F,Delago A, Gal R. 2009. Manipulation of host behavior by parasitic insects
and insect parasites. Annual Review of Entomology. 54: 189—207.

Lu Z.,Beck M. H., Strand M. R. 2010. Egf 1.5 is a second phenoloxidase cascade inhibi-
tor encoded by Microplitis demolitor bracovirus. Insect Biochemistry and Molecular
Biology. 40: 497—505.

Mabiala-Moundoungou A.D.N,, Doury G, Eslin P, Cherqui A., Prevost G.
2010. Deadly venom of Asobara japonica parasitoid needs ovarian antidote to regulate
host physiology. Journal of Insect Physiology. 56: 35—41.

Maure F.,, Brodeur J, Ponlet N, Doyon J, Firlej A., Elguero E.,, Thomas F.
2011. The cost of a bodyguard. Biology Letters. 7: 843—846.

Maure F., Doyon J, Thomas F., Brodeur J. 2014. Host behavior manipulation as an
evolutionary route toward attenuation of parasitoid virulence. Journal of Evolutionary
Biology. 27: 2871—2875.

Michalak M., Corbett E.,, Mesaeli N, Nakamura K., Opas M. 1999. Calreticulin:
one protein, one gene, many functions. Biochemical Journal. 344: 281—292.

239



Moore E.L., Haspel G.,, Libersat F., Adams M. E. 2006. Parasitoid Wasp Sting:
A Cocktail of GABA, Taurine, and b-Alanine Opens Chloride Channels for Central Sy-
naptic Block and Transient Paralysis of a Cockroach Host. Journal of Neurobiology. 66
(8): 811—820.

Nakamatsu Y.,Suzuki M., Harvey J. A,, Tanaka T. 2007. Regulation of the host nut-
ritional milieu by ecto- and endoparasitoid venom. In: D. Rivers, J. Yoder (eds). Recent
Advances in the Biochemistry, Toxicity, and Mode of Action of Parasitic Wasp Venoms.
Kerala, India, Research Signposts. 37—55.

Nalini M., Kim Y. 2007. A putative protein translation inhibitory factor encoded by Cotesia
plutellae bracovirus suppresses host hemocyte-spreading behavior. Journal of Insect
Physiology. 53: 1283—1292.

Nappi A.J, Vass E., Frey F., Carton Y. 1995. Superoxide anion generation in Dro-
sophila during melanotic encapsulation of parasites. European Journal of Cell Biology.
68: 450—456.

Nappi A.J.,Vass E,Frey F.,Carton Y. 2000. Nitric oxide involvement in Drosophila
immunity. Nitric Oxide. 4: 423—430.

Oliver K. M., Moran N. A., Hunter M. S. 2005. Variation in resistance to parasitism in
aphids is due to symbionts not host genotype. PNAS. 102: 12 795—12 800.

Oliver K.M., Campos J.,, Moran N. A, Hunter M. S. 2008. Population dynamics
of defensive symbionts in aphids. Proceedings of the Royal Society B.275: 293—
299.

Parkinson N.M., Conyers Ch, Keen J.,, Mac Nicoll A, Smith I., Audsley N,,
Weaver R. 2004. Towards a comprehensive view of the primary structure of venom
proteins from the parasitoid wasp Pimpla hypochondriaca. Insect Biochemistry and Mo-
lecular Biology. 34: 565—571.

Pennacchio F.,Vinson S.B.,, Tremblay E., Ostuni A. 1994. Alteration of ecdysone
metabolism in Heliothis virescens (F.) (Lepidoptera: Noctuidae) larvae induced by Car-
diochiles nigriceps Viereck (Hymenoptera: Braconidae) teratocytes. Insect Biochemistry
and Molecular Biology. 24: 383—394.

Pennacchio F.,Strand M. R. 2006. Evolution of developmental strategies in parasitic Hy-
menoptera. Annual Review of Entomology. 51: 233—258.

Pennacchio F.,,Caccia S.,,Digilio M. C. 2014. Host regulation and nutritional exploita-
tion by parasitic wasps. Current Opinion in Insect Science. 2: 1—®6.

Periquet G.,Bigot Y.,Doury G. 1997. Physiological and biochemical analysis of factors
in the female venom gland and larval salivary secretions of the ectoparasitoid wasp
Eupelmus orientalis 1. Journal of Insects Physiology. 43 (1): 69—S81.

Piek T. 1982. Delta-philanthotoxin, a semi-irreversible blocker of ion-channels. Comparative
Biochemistry and Physiology. Part. C. 72: 311—315.

Piek T. 1990. Neurotoxins from venoms of the Hymenoptera: twenty-five years of research in
Amsterdam. Comparative Biochemistry and Physiology. Part. C. 96: 223—233.

Quicke D.L.J. 2015. Overcoming Host Immune Reaction and Physiological Interactions
with Host. In: The Braconid and Ichneumonid Parasitoid Wasps: Biology, Systematics,
Evolution and Ecology, JohnWiley & Sons, Ltd. 137—162.

Ratcliffe N. A.,, Gagen S.J. 1977. Studies on the in vivo Cellular Reactions of Insects: an
Ultrastructural Analysis of Nodule Formation in Galleria mellonella. Tissue and Cell. 9:
73—8S5.

Renault S.,Petit A.,, Benedet F., Bigot S., Bigot Y. 2002. Effects of the Diadromus
pulchellus ascovirus, DpAV-4, on the hemocytic encapsulation response and capsule me-
lanization of the leekmoth pupa, Acrolepiopsis assectella. Journal of Insect Physiology.
48: 297—302.

Richards E. H.,, Edwards J. P. 2000. Parasitization of Lacanobia oleracea (Lepidoptera)
by the ectoparasitic wasp, Eulophus pennicornis, suppresses haemocytemediated recog-
nition of non-self and phagocytosis. Journal of Insect Physiology. 46: 1—11.

Richards E.H., Edwards J. P. 2002. Larvae of the Ectoparasitic wasp, Eulophus penni-
cornis, release factors, which adversely affect haemocytes of their host, Lacanobia olera-
cea. Journal of Insect Physiology. 48: 845—855.

240



Richards E. H. 2012. Salivary secretions from the Ectoparasitic wasp, Eulophus pennicornis
contain hydrolases, and kill host hemocytes by apoptosis. Archives of Insect Biochemist-
ry and Physiology. 79 (2): 61—74.

Rivers D.B,Ruggiero L., Hayes M. 2002. The ectoparasitic wasp Nasonia vitripennis
(Walker) (Hymenoptera: Pteromalidae) differentially affects cells mediating the immune
response of its flesh fly host, Sarcophaga bullata Parker (Diptera: Sarcophagidae). Jour-
nal of Insect Physiology. 48 (11): 1053—1064.

Rivers D. B. 2005. Venoms of Ectoparasitic Wasps. In: J. Capinera (ed.). Encyclopedia of
Entomology. Netherlands, Springer. 2451—2453.

Rivers D.B.,Crawley T.,Bauser H. 2005 Localization of intracellular calcium release
in cell injured by venom from the ectoparasitoid Nasonia vitripennis (Walker) (Hyme-
noptera: Pteromalidae) and dependence of calcium mobilization on G-protein activation.
Journal of Insect Physiology. 51 (2): 149—160.

Saadat D, Seraj A. A, Goldansaz S.H.,, Karimzadeh J. 2014, Environmental and
maternal effects on host selection and parasitism success of Bracon hebetor. Bio Control.
59: 297—306.

Schafellner C.,Marktl R.C., Schopf A. 2007. Inhibition of juvenile hormone esterase
activity in Lymantria dispar (Lepidoptera, Lymantriidae) larvae parasitized by Glypta-
panteles liparidis (Hymenoptera, Braconidae). Journal of Insect Physiology. 53 (8):
858—868.

Schopf A, Nussbaumer C, Rembold H., Hammock B.D. 1996. Influence of the
braconid Glyptapanteles liparidis on the juvenile hormone titer of its larval host, the gyp-
sy moth, Lymantria dispar. Archives of Insect Biochemistry and Physiology. 31 (3):
337—351.

Shaw M.R., Quicke D.L.J. 2000. The biology and early stages of Acampsis alternipes
(Nees), with comments on the relationships of the Sigalphinae (Hymenoptera: Braconi-
dae). Journal of Natural History. 34: 611—628.

Shaw S. R. 2004. Essay on the evolution of adult-parasitism in subfamily Euphorinae (Hyme-
noptera: Braconidae). Proceedings of the Russian Entomological Society. 75 (1):
82—95.

Shelby K. S.,, Webb B. A. 1999. Polydnavirus-mediated suppression of insect immunity.
Journal of Insect Physiology. 45: 507—514.

Slepneva l. A, Komarov D. A,,Glupov V.V.,Serebrov V.V, Khramtsov V. V.
2003. Influence of Fungal Infection on the DOPA Semiquinone and DOPA Quinone Pro-
duction in Haemolymph of Galleria mellonella Larvae. Biochemical and Biophysical Re-
search Communications. 300: 188—191.

Stireman J.O.,, O’ Hara J.E., Wood D. M. 2006. TACHINIDAE: Evolution, Behavior,
and Ecology. Annual Review of Entomology. 51: 525—55.

Strand M. R. 1994, Microplitis demolitor polydnavirus infects and expresses in specific mor-
photypes of Pseudoplusia includens haemocytes. The Journal of General Virology. 75:
3007—3020.

Strand M. R,,Pech L. L. 1995. Immunological basis for compatibility in parasitoid-host re-
lationships. Annual Review of Entomology. 40: 31—56.

Strand M. R. 2009. The interactions between polydnavirus-carrying parasitoids and their le-
pidopteran hosts. In: M. R. Goldsmith, F. Marec (eds). Molecular Biology and Genetics
of the Lepidoptera. Boca Raton, USA, CRC Press. 321—336.

Strand M. R. 2014. Teratocytes and their functions in parasitoids. Current Opinion in Insect
Science. 6: 68—73.

Strand M. R., Burke G. R. 2015. Polydnaviruses: From discovery to current insights. Viro-
logy. 479-480: 393—402,

Tanaka T., Vinson S. B. 1991. Depression of prothoracic gland activity of Heliothis vires-
cens by venom and calyx fluids from the parasitoid, Cardiochiles nigriceps. Journal of
Insect Physiology. 37 (2): 139—144.

Theopold B.M., Schmidt U. O. 2000. Evidence for serine protease inhibitor activity in
the ovarian calyx fluid of the endoparasitoid Venturia canescens. Journal of Insect Phy-
siology. 46 (9): 1275—1283.

241



Tillinger N. A.,Hoch G.,Schopf A. 2004. Effects of parasitoid associated factors of the
endoparasitoid Glyptapanteles liparidis (Hymenoptera: Braconidae). European Journal
of Entomology. 101: 243—249.

Wang X., Yang Z. 2008. Ecological mechanisms and prospects for utilization of toxins from
parasitic hymenopterans. Frontiers of Agriculture in China. 3 (1): 1—9.

Zhang D.,Dahlman D. L., Gelman D. B. 1992. Juvenile hormone esterase activity and
ecdysteroid titer in Heliothis virescens larvae injected with Microplitis croceipes terato-
cytes. Archives of Insect Biochemistry and Physiology. 20: 231—242.

Zhang G.,Schmidt O.,Asgari S. A. 2006. Calreticulin-like protein from endoparasitoids
venom fluid is involved in host hemocyte inactivation. Developmental & Comparative
Immunology. 30: 756—764.

Zhu J.-Y., Ye G.-Y.,Hu C. 2011. Venom of the Endoparasitoid Wasp Pteromalus puparum:
An Overview. Psyche, Article ID 520926. 7 p.

PHYSIOLOGICAL AND BIOCHEMICAL ASPECTS OF INTERACTIONS
BETWEEN PATASITOIDS OF THE CLASS INSECTA AND THEIR HOSTS

V. V. Glupov, N. A. Kryukova
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SUMMARY

In the present review, available literary data on physiological and biochemical interac-
tions between parasitoids and their hosts are analyzed. In order to achieve the successful
development in or on their host, parasitoids widely use various strategies suppressing
host’s immunity. Suppression agents used by parasitoids include venom and ovarian fluid
components and symbiotic microorganisms. The effect of parasitoids on host organism is
complicated, covering many vital physiological functions supplemented by changes of
host metabolism and behavior. The influence of ecto- and endoparasitoids on host orga-
nism is analyzed separately.
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