TTAPA3UTOJIOTUA, 2020, mom 54, Ne 6, c. 443—469.

VK 76.895.122: 595.7

OU3NOJIIOTO-9KOJIOI'MYECKHUE ACIIEKTbBI
B3AMMOOTHOIIEHUN MEXIY SHTOMOIATOI EHHBIMHU
I'PUBAMMU (ASCOMYCOTA, HYPOCREALES) U HACEKOMbBIMH

© 2020 r. B. 1O. Kpwxos?, O. H. flpociaBuesa*”, B. B. Ilmynos*

*MHCTUTYT cUCTeMaTHKH U dKosoruu >kuBoTHbIX CO PAH,
yi. @pynsze, 11, HoBocubupck, 630091 Poccus

* e-mail: yarosl@inbox.ru

[octynuna B pempakuuio 27.08.2020 .
[ocne nopabotku 17.10.2020 .
[Mpunsta x myonukamun 20.10.2020 .

B 0030pe kparko 006001IeHE! cBeIeHUs 0 (haKTOpPax BHPYIEHTHOCTH YHTOMOIIATOT€HHBIX aCKOMH-
LIETOB M 3ALIMTHBIX PEaKNUsIX HACEKOMBIX-X03seB. Ocob0e BHUMAHNE yAENEHO BIUSHUIO PA3IUIHBIX
9KOJIOTUYECKHX (DaKTOPOB (TEMIIeparypa, TOKCHKAHTBI, COIyTCTBYIOMNE HH(EKIINH, CHMOMOTHICCKHE
OpraHM3Mbl U apa3sUTOMU/Ibl) Ha (PM3MOIOTMYECKUE ACTICKThI B3AMMOOTHOLICHHUI MEXK1y HACEKOMBIMH-
X03s51€BaMHU M SHTOMOIIATOT€HHBIMH Tprbamu. Ha 0cHOBE MPOBEEHHOTO aHAIM3a MBI TMPEATONIaraeM,
YTO JUINTENBHBIE CTPECCHPYIOIINe BO3AEHCTBHS (Takne KaK MOHMKEHHBIC TEMIIePaTyphl, IIPUPOIHEIE
Y CHUHTETUYECKHE TOKCHKAHTBI, OaKTepUaIbHble MHPEKIMN) IPUBOJT K HOJABICHHIO OOJIBIIOT0 KOM-
IJIEKCa KJIETOUHBIX U IyMOPAJIbHBIX 3ALUTHBIX PEAKLMH, a TAKXKE K OHTOTCHETUYECKUM HAPYIICHUAM
Yy HACEKOMBIX. DTO MOXKET NPUBOAUTH K PE3KOMY IOBBIIICHUIO BOCIPUUMYMBOCTH K YHTOMOIIATO-
reHHbIM Tprbam. [ToHnMaHue JaHHBIX MEXaHU3MOB MMEET 3HAYCeHHE JUIS Pa3BUTHs HOBBIX ITOJIXO/IOB

K 6I/IOJ'IOFI/I‘IeCKOMy KOHTPOJIIO SKOHOMHUYECKHU 3HAYUMBIX BUI0B HACEKOMBIX.

KuroueBble cj10Ba: UMMYHHTET HACEKOMBIX, Beauveria, Metarhizium, cuctemMa mapa3uT-X035UH,
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JHTOMONATOr€eHHbIE ACKOMHUIETHI CPpe/Iv NMAPpasuTOB HACCKOMbIX

K HacrosmeMy BpeMEHH Mapa3uTOB PACCMATPUBAIOT KAK HEOTHEMJIEMYIO 4acTb €CTe-
CTBEHHBIX YKOCHCTEM, OKa3bIBAIOLINX OOJIBIIOE BIMSHNUE HA X (yHKIHOHUpOBaHue. [lanHas
rpyIa OpraHU3MOB 3a4acTyIO UTPACT PEHIAIOIIYIO POJIb HE TOJIBKO B AMHAMUKE MOMYIISAIMNA 1
COOOILECTB X035€B, HO M B CTPYKTypE MUIIEBBIX LIETeH, BHOCS 3HAYMMBIHN BKJIaJ] B Onomaccy
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1 3HepreTudecKkuil motok. Ocoboe MecTo cpeau MapasuTHYECKUX OPraHU3MOB 3aHHMAIOT
rapasuTH4ecKue rpudbl, B TOM YHCIIE ITOPAKAIOIINE HACEKOMBIX.

B cBoro ouepenp HacEKOMBIE TIPEACTABIAIOT CO00H caMyro OONBIIYIO M Pa3HOOOPA3HYIO
IpyIIy >KMBOTHBIX Ha 3emie. OHU Takoke SIBISIOTCS XO35€BaMM WJIM MCTOYHUKAMH ITHTa-
TEJIBHBIX BEIIECTB JUISi OTPOMHOTO KOJIMYECTBA Mapa3uToOB, ATOICHOB M XUITHUKOB. boree
700 M3BECTHBIX BUIOB I'puOOB aanTUPOBAINCH K KHU3HH 3a cueT HacekoMbix (Roberts,
Humber, 1981). 3a uckimodeHeM OCHOBHBIX BBICIIHX 0a3WIMOMHUIICTOB, MApa3UTHUCCKUC
BU/JIbI BCTPEUYAIOTCS B KaXJIOM OCHOBHOM TaKCOHOMUYECKOM I0JIpa3/ielieHH TpuboB 1 00u-
TAIOT MOYTH BO BCEX AKOocHcTeMax. Hanbosblree KommuecTBo BHJIOB IPpHOOB, CIIOCOOHBIX
Mopa)kaTh HACEKOMBIX, OTHOCHTCS K mopsiaky Hypocreales (Ascomycota, Sordariomycetes).
Cpenn npeacrasuteneir Hypocreales maToreHHOCTb 10 OTHOIICHHIO K HACEKOMBIM — JI0BOJIb-
HO JPEBHMH MPHU3HAK, O YEM CBHJICTEILCTBYIOT OKAMEHEJIOCTH B SIHTAPE PAHHETO MEJIOBOTO
nepuoza (B npezaenax 98—112 mumonos ner Hazan) (Sung et al., 2008). Cuuraercsi, 4to
BO3HMKHOBEHHE YHTOMOIIATOTCHHOCTH CPEAM I'pHOOB NMPUXOAUTCS HA MEPUOJ aJalTaliy
HACCKOMBIX K MOKPBITOCEMEHHBIM pacTeHusM (Sung et al., 2008).

B cuty Toro, 4To mapasuTHYECKHe aCKOMHIETHI IUPOKO PACHPOCTPAHEHBI B IPUPOJIE U
AKTHBHO UCIIOJIb3YIOTCS B IPOM3BOJICTBE OMOJIOTMUECKUX MPENapaToB, TO B JAHHOM 0030pe
MBI OCTAaHOBHUMCS Ha B3aMMOOTHOIICHMSAX TPUOOB MIMEHHO ATOH TAaKCOHOMUYECKOH TPYTIITBI
U HACEKOMBIX Pa3jIMUYHBIX OTPSAO0B. DBOJIOIMS ITUX OPraHU3MOB IMPHBENA K CYIIECTBO-
BaHUIO TPYMII C Pa3HBIMU THIIAMHU Pa3MHOXXEHHSA. B gacTHOCTH, TeneoMopdHBIX IpHOOB,
B JKU3HEHHOM I[MKJIE KOTOPBIX BCErJa MPHCYTCTBYET IOJIOBAsl CTAlusl, U aHAMOP(HBIX,
y KOTOPBIX JJaHHAs CTajusl 00pa3yeTcst KpaiiHe PeaKo M JIOKAIBHO JIN0O0 MOIHOCTBIO yTpadeHa.
[ocnenuux panee oTHOCHIH K hopmanmpHOMY oTAeny Deuteromycota (= Anamorphic fungi).
B Hacrosiiee Bpems NIMPOKOE UCIIOIb30BAaHUE MOJIEKYISIPHO-TEHETHIECKUX METO/IOB TPH-
BOJWT K TAKCOHOMHYECKOMY OOBEIMHEHNIO aHAMOP(HBIX U TENEOMOP(HHBIX BUIOB U POJIOB
(Sung et al., 2007; Kepler et al., 2017). Oxgnako 3TH J1Be IpynIbl TPHOOB IEMOHCTPUPYIOT
3HAUUTENBHBIC PA3IHUMS B MX 9KOJIOTHH. B wactHOCTH, U1 anamopdHBIX dhopM (Beauveria,
Metarhizium, Isaria v 1p.) XapaKTEPHBI IIAPOKUI CIICKTP HACCKOMBIX-X0351CB, KOCMOIIOIUTH-
YecKoe PaclpoCTPaHEHUE, SBPUTOITHOCTD, (paKyIbTaTHBHO-CAIPOTPO(HOE MTUTAHNE, BO3MOXK-
HOCTb Pa3BUTHS B pu3ocQepe Hiiu BHYTPEHHHUX TKaHsaXx pactenuit (Vega, 2018). Hanporus,
tesreomopusie rpudsl (Cordyceps, Ophiocordyceps n nip.), Kak NMpaBUIIO, CTEHOTOIIHBI,
UMEIOT OTPAaHMYEHHBIN CIIEKTP XO035€B, JIOKAJIBHOE PACIIPOCTPAHEHHUE, XapaKTEPU3YIOTCS
Gosiee CIOXKHBIMH, JUINTEIBHBIMA XU3HEHHBIMHA LUKIAMH W OOIMTaTHBIM Mapa3suTH3MOM.
Ionanstomee 60bIMIMHCTBO paboT M0 (HU3HOIOTUN MAPA3UT-XO3INHHBIX OTHOIIEHHH BbI-
TIOJTHEHO Ha aHaMOp(QHBIX rpubax Beauveria v Metarhizium.

OHTOMOIIATOTEHHBIE ACKOMHIIETH! M3BECTHHI ¢ TepBoii monoBuHBI X VIII B. U sBIsIOTCA

MEePBBIMU ONMCAHHBIMU B JIUTEPATYpe SHTOMOINATOreHHbIMU opranuzmamu (Kosans, 1984).
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MmuKO3bI, BEI3BIBAEMbIE AaCKOMHLIETAMH, YaCTO BCTPEYAIOTCS B IOMYIISIIMAX HACEKOMBIX CaMBIX
pa3HbBIX OTPSZOB, BBI3bIBAs MX TMOEIb Ha YH300THYECKOM HIIM SMH300THYECKOM YPOBHSIX.
OJHaKo HMCIOIb30BaHME YHTOMOIIATOICHHBIX aCKOMHIIETOB B Ka4eCTBE NMPOIYLIEHTOB OHO-
[IPenapaToB BCTPEYALT Psijl TPYAHOCTEH, CBA3aHHBIX C HECTaOMIBbHOM AP (EeKTUBHOCTHIO. DTO
00YCIIOBJICHO CYLIECTBEHHOH 3aBUCHMOCTBIO BBDKMBAEMOCTH IIPOMIArysl IpuOoB OT (GaKkTopoB
BHEIIHEW CPeJibl, a TAKKe OT (PH3MOIOTHYECKOTO COCTOSIHHS HACEKOMBIX X03s1eB. [1oaTOMy 1ist
MOHMMAaHUsI B3aUMOOTHOIICHHUI B HCCIIEIYEMBbIX [IAPa3UT-XO3SHMHHBIX CUCTEMaX HEOOXOIUM
aHaJM3 MEXaHM3MOB BHPYJICHTHOCTH IPUOOB, 3AIUTHBIX CUCTEM XO35I€B, a TAKXKE BIMSHHS

CpCaOBBIX (I)aKTopOB Ha (I)I/I?)I/IOJ'IOFI/IIO 000HX 3BEHBEB CHUCTEMBEL.

JTansl naroreHe3a u (akTopbl BUPYJIEHTHOCTH IPUOOB

Wudummposanne rppbamMyu HACEKOMBIX MOXKET MPOUCXONTH Yepe3 Pa3iIMyHbIC YYaCTKH
tena. st HeKOTOPBIX TPHOOB MOXKET HAOIIONATHCSI ONIpe/IeTIEHHAst OPraHOTPOITHASI IPUYPO-
YEHHOCTh. DHTOMOIIATOTCHHBIC TPHOBI SIBISIOTCS €AMHCTBEHHBIMU MHUKPOOPTaHU3MaMH1 Ha-
CEKOMBIX, CIIOCOOHBIMH WH(UIMPOBATH XO35IEB Yepe3 MOBEPXHOCTHBIE CTPYKTYPHI, 38 CUET
a/ire3u K KyTHKYJIE U MOCIEAYIOIEr0 MPOHUKHOBEHNUS Yepe3 3ToT 6apsep (bopucos u ap.,
2001; Thomas, Read, 2007). Bo3MokHOCTB TpHOKOBOH TIepopaiibHOI WHPEKINY OblIa TaKkke
onmucaHa B psijie paboT, OJHAKO 3TOT crnoco0 MPOHWKHOBEHHsS HMCCleoBaH ciado (0030p:
Mannino et al., 2019). C nosiBieHneM HOBBIX TEXHOJIOTHH CEKBEHUPOBAHUS CTAJIN JIOCTYITHEI
TEHOMBI OCHOBHBIX PHTOMONATOT€HHBIX I'PHOOB M OBUIO OMHMCAHO MHOTO I'PUOHBIX T'EHOB,
MTOTEHIMAILHO CITOCOOHBIX obecreunTh opasbHyo uHpekuno. Cpenu rpuboB, TEHOMBI
KOTOPBIX OBUIM CEKBEHHPOBaHbI, Beauveria bassiana (Bals.-Criv.) Vuill umeer 6omnbiioe xo-
JIMYECTBO CXOIHBIX TEHOB C HE TPHOHBIMHU MATOT€HAMH, B YACTHOCTH ¢ OaxkrepusMu Bacillus
thuringiensis Berliner, cmtocOOHBIMI CHHTE3UPOBATh BHYTPHKJICTOYHBIN AETBTA YHJOTOKCHH
Y BBI3BIBATH KHUIIIEUYHBIE TOKCUKO3BI Y HacekoMbIX (Mannino et al., 2019).

WndummpoBanie HACEKOMBIX TPHOAMH MOXKHO YCIIOBHO Pa3IeNNTh Ha HECKOJIBKO ATAIOB,
TICPBBIN — 3TO aJre3usi KOHUINI K MOBEPXHOCTH KYTHKYIBL. AJIre3usi IPOMCXOANT 3a CUET
HecrenudrIecknx TuApopOOHBIX U IEKTPOCTATHIECKUX B3aUMOJCHCTBUI MEXY KYTHKY-
JIOW HACEKOMOTO M KOHUIMSMH. BKitag B mpuKperuieHne KOHUIUN K Ky THKYJISIPHOM TTOBEpX-
HOCTH MOTYT BHECTH HEPOBHOCTH, IIEPOXOBATOCTH U PA3IMYHBIC BBIPOCTHI KyTHUKYIIbI. XOTs
OIIPEACIISIONIMM SIBIISICTCS XMMHUUYECKUI COCTAB BEPXHEro CJIOsl, TO €CTh KyTHKYJIHHA, KaK
4acTH SMUKYTHKYITHI (Vega et al., 2012). Borbimoe 3nadenue B GopMUpOBaHUH THAPOPOOHBIX
CBsI3eH MEXIy KOHHUIMSMU W KyTHKYJIOW MI'PAOT HEMOJISIPHBIC JTUITH/IBL: KUPHbBIC KHCIOTHI,
JUTMHHOIIETIOYEYHBIC YTIICBOAOPOIBI U BOCKA (BOCKOBBIC 2(uphl) KyTukymrnHA (Pedrini et al.,
2007). Ha angre3nio KOHUJIWH K KyTHKYJEe MOTYT OKa3bIBaTh CYIIECTBEHHOE BIMSHHE Pl
oenkoB TpuboB. Hampumep, y rpuboB Metarhizium WMerOTCS aJre3uH-TIOA00HBIC OCIKH

Madl u Mad2, urparoriue CynieCTBeHHYIO POJIb IIPH MaTOrCHE3¢ HACCKOMBIX, 8 TAKKE MPU
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B3amMoJIeiicTBrH ¢ pu3ocdepoii pacternii (Barelli et al., 2011). Jlarapie HeOOMBITHE OETKI
(Monexymsipaas Macca MeHee 20 kDa) MOTYT UTpaTh ONPEEISIONIYIO POIb B BUPYJICHTHOCTH
rpudoB (Sevim et al., 2012; Jiang et al., 2020). DHTOMOMATOr€HHbIE ACKOMHILIETHI MOTYT
9KCIIpeccupoBarh Ba kiacca ruapopodunos (HYD), koTopeie MOTyT Mrparh pasindHyo
POJIb B are3un ¥ NOCIEAYIOEeM pa3BuTun 3Tux rpudos (Wosten, 2001; Bayry et al., 2012).
Kpowme toro, ruipooOnHOBBIE OEIKKM MOTYT MOAYJIMPOBAaTh IMMYHHBIE PEaKIMK OpraHu3Ma
xo03stiHa. Cpely SHTOMOIIATOTeHHBIX TPpuOoB ruipodoodrHoBeie 6enkun MacHY D3, nokanu-
30BaHHbBIC Ha MMOBEPXHOCTH KOHUIUN Metarhizium acridium (Driver & Milner) J.F. Bisch.,
Rehner & Humber MoryT akTBHpOBaTh Kak TYMOpPAJIbHBIN, TAK W KIETOYHBIH UMMYHHUTET
capanun Locusta migratoria manilensis (Meyen) (Jiang et al., 2020). Taxxe B KJICTOUHBIX
CTEHKaX KOHHUJIMI SHTOMOIIATOT€HHBIX T'PHOOB UMEIOTCSI HETHAPO(POOHBIE OSIIKH, B YaCTHOCTH
y Metarhizium CPW10, ygacTByrouye BO B3auMO/ICHCTBUM KOHUJUI C NOBEPXHOCTHBIMH
CTPYKTypaMH KyTHKYJbl Hacekombix (Li et al., 2010).

[Tocne aare3un rpuOOB Ha MOBEPXHOCTH KYTHKYJIbl HAYMHAETCS ATall AU PepeHInain
UH(EKIMOHHBIX CTPYKTYP — (POPMHUPOBAHHSI POCTKOBBIX TPYOOK U allpeccopueB. 3HAUNTEIb-
HYIO POJIb B 9THX IIpoLieccax UrpaeT JUIUIHbIH 0OMEH IpuOoB, 3aBUCSIINI OT KOMIIO3ULIU-
OHHOTO COCTaBa yTIIEBOAOPOIOB ¥ KUPHBIX KUCIOT SMUKYTUKYNHI (Ortiz-Urquiza, Keyhani,
2013; Keyhani, 2018). Hacekombie ¢ mpeoOnagaHueM HACBHIIICHHBIX (JTMHEWHBIX FUTH pa3-
BETBJICHHBIX) yIJIEBOJOPOJOB B SMHUKYTHKYJIE OOBIYHO O0Jiee YyBCTBUTEIBHBI K IprOaMm, 1o
CPaBHEHHIO C HACEKOMBIMH, y KOTOPBIX IIPe00IaJaloT HeHAChIeHHbIe yriieBooposs! (Pedrini
et al., 2007). YrieBomopoibl SBISIOTCS BaXKHBIM ITMUTATEIbHBIM HCTOYHHKOM JUISl SHTOMOIIA-
TOreHHbIX rpuboB. Harpumep, Buabl Metarhizium yTUIM3UpyIOT HACHIICHHbBIE JTMHEHHBIC U
passeTBieHHbIC yrieBogoponasl (Napolitano, Juarez, 1997), 9to criocoOCTBYET yCIEUTHOMY
(hOpMUPOBAHHIO POCTKOBBIX TPYOOK M aIlllIPECCOPUEB U B UTOTE€ YCUIMBAECT BUPYIEHTHOCTh
(Jarrold et al., 2007; Lin et al., 2011). Ymanenue yrineBogopomoB ¢ KYTHKYIBI HACEKOMBIX
C TTIOMOIIBIO PACTBOPUTENEH (H-TeKCaH, IIEHTaH) MIPUBOANUT K HHTHOMPOBAHHIO IPOpPACTaHUs
KOHUANH TprOOB. XKUpHBIE KUCIOTHI, KaK IPaBHUIIO, AEMOHCTPUPYIOT (YHTUCTATHUECKUH
3¢ QEKT, IPH ITOM OHH TAK)KE MOTYT OKA3bIBaTh BIUSHNE HA IPOIYKINIO THAPOIUTHIECKUX
(depmenToB rpuboB n nuddepeHnnano HHPEKIHMOHHBIX cTpyKTyp (Ment et al., 2013;
Wronska et al., 2018). [TomrMo yriIeBOIOPOIOB M JKHPHBIX KUCIOT B KyTHKYJIE HACEKOMBIX
MOTYT JIETEKTUPOBAThCS OCH30XMHOHBI (M APYTHE albICTHIIbl U KETOHBI), )KUPHBIE CIIHP-
ThI, TEPIEHBI U JIPyTHE BEIIECTBA, KOTOPbIE MHIMOMPYIOT IIPOpAcTaHHE YHTOMONATOI€HOB
(Pedrini et al., 2018).

IIpu ¢opmupoBanny ykazaHHBIX WHPEKIMOHHBIX CTPYKTYp M IMPOHUKHOBEHUH 4YeEpe3
KyTHKYJIy TPHOBI HAUMHAIOT BBLAEIATH passinuHble (PEPMEHTHI, THAPOIU3UPYIOIINE Ky TH-
KYJSIDHBIE CJIOHM, a TaKkKe TOKCHHBI. Cpeau THAPONHU3UPYIOMINX OENKOB CTOMT OTMETHUTH

rpynny (pepMeHTOB: KOMIUIEKC HUTOXpoMoB P450, smnoxutunas u npoteas. Lluroxpom
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P450-3aBucumMble MOHOOKCUTEHA3bl I'PUOOB y4acTBYIOT B JETPajalliil YIIIEBOIOPOIOB U
JKUPHBIX KACIOT HACEKOMBIX. Tak, psii reHoB murToxpoma P450 ObuT oxapakTepru3oBaH A
rpuboB B. bassiana (CYP52X1) (Zhang et al., 2012) u Metarhizium robertsii J.F. Bisch.,
S.A. Rehner & Humber (CYP52X2) (Lin et al., 2011). MyTtaHTbI ¢ He()YHKIIMOHUPYFOLIUMHU
reHamu CYP52X1 TepstoT BUPYIEHTHOCTh IPU TONHMKAJIBHOM 3apaXKEHUU HACEKOMBIX, HO
COXpAaHSIOT ee NMpHU UHBEKIMsX I'puboB B remoueins (Zhang et al., 2012), uro noka3biBaer
BO)KHOCTh MOHOOKCHI'€HA3 MPH Pa3BUTUH I'PHUOOB HA/B KyTHKYJIE. DHIIOXUTHHA3BI JICHCTBY-
10T HETMOCPEICTBEHHO HA XUTUH, OAWH U3 OCHOBHBIX KOMIIOHEHTOB KyTHKYJIbl HACEKOMBIX.
Hanpuwmep, M. anisopliae mmeeT sam0XxuTHHA3H], Kogupyemble TeHamu Chitl (Anwar et al.,
2019). [Tpoteassl pa3pymaroT OeIKH KYyTHKYIBL, B TIEPBYIO O4epeIsb MPOKyTHKYIH (St. Leger
et al., 1995; 1996; Dhar et al., 2010). B wactHOCTH, CYOTHIH3HHEI cemelicTBa Prl moryT
HMMETh KJIIOUEBOE 3HAUYCHHE BO BPEMsI IPOHUKHOBEHHUS TprOa yepe3 KyTHKYIY U OIpeelsTh
BUPYJIEHTHOCTb BUI0B Metarhizium n Beauveria. OTMETHM, 4TO BUABI TPUOOB C HIMPOKUM
KpYroM xo3sieB 00J1a/1al0T OOJIBIIUMH CIIEKTPaMHU IPOTeas, JIUMa3, MOHOOKCHI€HA3 U APYTUX
(epMEeHTOB 10 CpPaBHEHHIO CO CIelMaIM3UpOBaHHBIMU Bunamu (Zheng et al., 2011; Xiao
et al., 2012; Hu et al., 2014). ®epMeHTHI ACHCTBYIOT B COYCTAHNH C MEXaHUYECKHM JaBJIC-
HueM rpuba Ha KyTukyry. [lokazaHo, 4To ociabneHue TypropHoro aaBieHus y M. robertsii
myteM ynaneHus rena MrHex 1, cBs3anHOTo ¢ )yHKIMOHHMPOBAHHEM TH(ATBHBIX CENT, IPH-
BOJUT K HapyIICHUSM B (DOPMHPOBAHHMH ANINPECCOPUEB U MAJCHUIO BUPYICHTHOCTH IIPH
KyTHKYJISIPHOM MH(UIIMPOBAHIH HACEKOMBIX, HO He pu nHbenuposanuy (Tang et al., 2020).

[Tociie MPOHUKHOBEHUSI Yepe3 KYTUKYJIy B T€MOLEIb Pa3BUTHE I'PUOOB MPOUCXOAUT
B (opme rudanbHBIX TeIl. B nensix mpenoTparieHus AeHCTBHS 3alUTHBIX CUCTEM OpraHu3Ma,
a TaK)Ke JICHCTBUSI OCMOTHYECKOT'O JaBJICHHsI BHYTPU T€MOILIENsi HEKOTOPbIe IPHOBI IKCIIpec-
CUPYIOT PsII TEHOB, OTBEYAIONINX 3a CHHTE3 ocMoceHcopoB Mosl(Wang et al., 2008) mnm
KoIupyromux Oenok 3ammurHoro mokpeITast (Mcll) (Wang, St Leger, 2006). DddexTruBHOE
TIOIVIONICHNE MUTATEIBHBIX BEIIECTB AAET BO3MOXXHOCTD MAPA3UTHUECKUM TprudamM OBICTPO
YBEJINYUBATh COOCTBEHHYIO MacCy BHYTPH X035iMHA. B oprannsme HaceKoMbIX OOJIBIIYIO POJIb
B YCIELIHOM Pa3BUTHH IprOa HAYMHAIOT UT'PATh BTOPHYHBIE METa0O0INTHI SHTOMOIIATOTCHOB,
BJIMsIS HA BBDKMBAEMOCTh I'PHOOB M Ha aKTUBHOCTH (DU3UOJIIOTHYECKUX CHCTEM OpraHu3Ma
nacekombix (Charnley, 2003; Molnar et al., 2010; Donzelli, Krasnoff, 2016). [Ipuuém crout
OTMETHTb, YTO IPUOBI MOTYT IPOJLYIIUPOBATH OOJIBIIIOE KOJIMYECTBO BTOPUYHBIX META0OINTOB,
CIIOCOOHBIX BIUATH Ha Pa3INYHbIe (HH3HOIOTHYECKUE IPOLIECCHl X034€B, HHIHOUPOBAaTh M-
MYHHBIE PEaKILIIH, MEHSTh TIOBECHNE HACEKOMbBIX. Hampumep, TecTpyKCHHBI (IIUKINYECKUE
TIEITU/IHBIC TOKCUHBI) Metarhizium BBI3BIBAIOT HapylIEHHE PAaOOTHI KalbLMEBBIX KaHAJIOB,
(YHKIMH IUTOCKEJICTa W BBI3BIBAIOT ANONTO3 T'€MOIMTOB, YTO NPUBOAUT K 3HAYUTEIHHOU
cympeccuu ¢aronutosa u nakancysinuu (Charnley, 2003; Wang et al., 2012; Lu, St Leger,

2016). Kpome TOro, I€KCTPYKCHHBI CITIOCOOHBI HHTMOMPOBATh CHHTE3 AHTUMUKPOOHBIX TICTI-
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THJIOB, OKa3bIBaTh BIMSHHUE Ha SKCIIPECCHUIO HHTUMOMTOPOB CEPHHOBBIX IPOTENHA3, IOAABIISATh
MEJIAaHM3AIMIO U BIUSATH HA YPOBEHb DKCIPECCHU T'€HOB, KOAMPYIOIIMX aHTHOKCHIAHTHbIC
tdepmentsr xo3smHa (Pal et al., 2007; Han et al., 2013). Oxnako BKiIag IeCTPYKCHHOB
B BUPYJICHTHOCTB I'pHOOB Metarhizium octaeTcsi AMCKyCCHOHHBIM. B HeaBHUX paborax ObUIO
[I0Ka3aHO, YTO YPOBEHb MPOAYKINH AECTPYKCHHOB B X03s€BaX IIPH MAaTOTEHE3aX HAMHOIO
HIWKE J103, HCOOXOMMMBIX ISl Tapaiu3anuu u rudenu xo3ses (Rios-Moreno et al., 2017). Psg
ABTOPOB PETUCTPHPOBAII ITOTOKUTEIILHYIO KOPPEILSLHUIO MEXTY IIPOAYKIHUEH 1eCTPYKCHHOB U
YPOBHEM BHPYJIEHTHOCTH 110 OTHOLICHHUIO K capaH4oBbIM M yenryekpbuibiM (Kershaw et al.,
1999; Wang et al., 2012), torna xax apyrue (Donzelli et al., 2012) mokazanm, 9TO TEHHBII
HOKayT CHHTE3a JAECTPYKCUHOB B M. robertsii He IPUBOIUT K CHIKCHUIO BHPYJICHTHOCTH
Mo oTHOIIeHuIo K Spodoptera exigua (Hbn), Galleria mellonella L. n Tenebrio molitor L.,
10 CPABHEHUIO C MCXOAHBIM IITAMMOM. Psiji BTOpHYHBIX METAa0OIMTOB, 110 BCEH BUAMMOCTH,
CILY)KUT JUIS TIOJAaBJICHHUSI KOHKYPEHTHOW OakTepuasibHOW (IOPHI IPU Pa3BUTHH MHKO30B.
Hanpumep, ycTaHoBI€HO, YTO 00CHOpEnH B. bassiana neACTBYeT Kak aHTHOaKTepUabHbIA
KOMITOHEHT Ha KOHEYHBIX CTaJHAX PA3BUTHS MHKO3a B BOIIMHHON OTHEBKE, IIO3BOJISS TPHOY
MaKCHMaJIbHO HCIIOJIb30BaTh TKaHHM XO3sIMHA W 3aTeM CIIOPYJIMPOBATh HA €ro IOBEPXHOCTH
(Fan et al., 2017).

[Tocne kogoHM3aLMK Tesla X03I1MHa TU(aIbHBIMU TeJIaMHU B TeMolielie 00pa3yercsl cKiie-
poruii (TIOTHOE CKOTIICHNE MUIIETHS ), a 3aTeM HaOomaeTcss 00paTHeIid poctT Tud u hopmu-
pOBaHME JOYEPHETO CIIOPOHOUICHUS! B BUIe KOHUMN (Ju1st aHaMOop(dHBIX (OpPM) WM CTPOM
¢ mepurerusaMu (s TeneoMopdHBIX (GopM) Ha MOBEPXHOCTH XO3siMHA. VIHTEepecHO, 4TO
JIAaHHBIH MpOIIecC HE BCEria MOXKET ObITh peann3oBaH. MHOTHE reHeTHYeCKUe JIeperyIsiuu
MOT'YT IIPUBOAUTH K HapyIICHHIO ()OPMHPOBAHUS JIOYEPHETO CIIOPOHOIICHUS M OaKTepH-
anpHOMY pacnany TpynoB (Huang et al., 2015; Fan et al., 2017; Kryukov et al., 2019; Xie
et al., 2019). BeposiTHO, popMupoBaHHE MHUIIEIHS U CTIOpP Ha MOTHOIIHX OT IPpUOHOI HH(pEK-
LM HACEKOMBIX, — BEChbMa JICJIMKATHBIN ITPOLIECC, KOTOPBII 3aBUCUT OT MHOTHUX T€HETUYECKUX

N3MEHEHUH y IpHOHBIX TaTOTCHOB.

HMMyHHBIN OTBET X03IMHA

IIpy MpOHMKHOBEHHM Yepe3 KYTHKYIy U (OPMUPOBAHUM TH(AIBHBIX T B TEMOICIE
IpUOBI CTAJIKUBAIOTCS C IMMYHHOM CHCTEMOW HAaCEKOMBIX, C TYMOPAJILHON M KJICTOYHOIA.
OTH BE CHUCTEMBI JEHCTBYIOT CHHXPOHHO, 00€CIeYnBas JOCTAaTOYHO BBICOKHH ypOBEHB
3alIUThl OpraHu3Ma. B nepByto odepeqb CTOMT OTMETHTB, YTO B COCTAaBE IPUOHBIX CTEHOK
TIPUCYTCTBYIOT KOMIIOHEHTBI, copepkanye f-1,3-IIMKaHbl, KOTOpBIE MPEACTaBISIIOT COO0M
HaTTEePHBI, CIIOCOOHBIE MOAYJIMPOBATH MMMYHHBINA oTBeT Hacekombix (Hillyer, 2016; Chen,
Lu, 2018). Tak, B-1,3-mmkansl MOTYT CBsI3bIBaThCs B-1,3-TNIMKaH pacrio3HAIOIUMHK Oelka-

mu (BGRP), Takke U3BECTHBIMH KaK TpaM-HeTaTUBHBIE cBs3biBaromue 6enku (GNBP), uto
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MIPUBOANT K akTuBaruu npodenonokcuaaznoro (IIOO) kackama u cHHTE3a aHTHMHKPOO-
Heix nientuoB (AMII). B Drosophila mellanogaster Meigen B-1,3-TIIMKaHbl paclio3HAOTCS
GNBP-3, xotopsie 3amyckarot aktuBanuio Toll mytu (Hoffmann, 2003; Gottar et al., 2006).
Cuuraertcs, uro skcnpeccuss AMII, Takux kak mekponuHsl Al, IpO3OMHUIIMHBI, MEYHUKO-
BUHBI U JIp., MHIYIUPYET 3aIIUTy MPOTHB IPUOHON MHPEKIHU. Y TYTOBOTO ILIEJIKOIpPSIa
Bombyx mori L. umeercs dyersipe BGRP (Tanaka et al., 2008), koTOpble UTPaIOT BaXKHYIO
ponb B aktuBanuu [1PO, B wactHocTn PGRP-1 n BGRP-2 cBsazpiBatores ¢ B-1,3-mmkanom
u BoBJekaroTcs B akTuBaiuio [1MO kackaga (Chen, Lu, 2018). BGRP-1 menkonpsiaa uMeeT
B-1,3-mKaH-CBS3bIBAIONIMN OMEH M TIIOKOHa3a-1o00HbIH 1oMeH. Pacuienienne 3Toro
Oeka XeMOTPUIICHHOM 1aéT aBa (hparMeHTa, OAMH ¢ MOJCKYIsIpHbIM BecoMm 20 kDa cBs-
3b1BaeT P3-1,3-mmkanel, npyroit 43 kDa, mpencraBisronuii co00i MTIOKOHA30-TIOT00HBIH
noMmeH, cnocobeH aktuBupoBarh [1DPO kackama. Mcromenne PGRP-1 B mmazme nmpuBoaut
K CyILIECTBEHHOMY CHIDKeHHIo aktuBaimu [1PO kackasa mivkaHaMu, HO BOCCTaHABIMBACTCS
pu nobasieHnn pekomOuHanTHOTO BGRP-3, T.e. B aktuBanmu [1PO kackaga IpUHIMAIOT
yuactue kak BGRP-1, rak u BGRP-3 3a cuér pacnoznaBanus B-1,3-rmukanoB. B pesynbrare
TPAaHCKPHUIITOMHOTO aHaIn3a OBbLIO YCTAHOBJIEHO, YTO BO BPEMsI MUKO3a TyTOBOTO HICJIKOMIPSI-
J1a, BEI3BAHHOT'O SHTOMOIIATOTEHHBIM IpUOOM B. bassiana, TpOUCXOANUT IKCIPECCHsT OCHOBHBIX
TEHOB HMMYHHTETA, BKIIIOYAsi T€HbI, KOJUPYIOIINE MOPHIINH, IEKpOMH B, yOukBuTHH, ITH-
3oumM U npeamectBeHHUK BGRP (Chen, Lu, 2018). Otmerum, yro sxcnpeccus AMIT npu
MHKO3aX MOJKET IPEAOTBPAIaTh BTOPHYHbIC HH(PEKINH, B IEPBYIO OUepe/lb, OaKTepruaibHbIC.
[Tpu B3aumoneiicteun AMII ¢ rpubamu B reMonuMQy MOXKET BBIOPACHIBAThCS ONPEICIEHHOE
KOJIMYECTBO BELIECTB, BXOJSIIMX B COCTAaB IPUOHBIX CTEHOK, KOTOPBIE, B CBOIO OYEpEb,
OyzmyT 00nanaTh IMMYHOMOAYIUPYIOLIIMMHU CBOHCTBAMH.

Bonbiryto posb B 3amyTe opraHu3mMa HaCEKOMbIX OT IPUOHOI MH(EKIMN NTPAIOT aKTHBH-
poBaHHBIE KHCIOpoaHbIe MeTabonThl (AKM), B TOM gmcie CBOOOIHBIE pauKaIbl pa3InIHON
MIPUPOJIBI, IPU ITOM KIIIOUEBYIO POJIb UTPAIOT MOJTYXUHOHOBBIE pajukaisl (Slepneva et al.,
1999). Tak, ¢ momomsto DITP-CrIeKTPOCKONIH C UCTIOIE30BAaHUEM CITHHOBBIX JIOBYIIIEK MBI
BIIPSIMYIO 3apErUCTPUPOBAIIM T'€HEPALMIO IOy XHHOHOBBIX PaJIMKaIOB B reMOIMMde ryCeHUIl
cubupckoro menkonpsna Dendrolimus superans sibiricus Tschetv. 1 BOITMHHOW OTHEBKH
G. mellonella (Slepneva et al., 1999). [Ipuuém mpu 0CTPOM MHKO3E, BHI3BAHHOM TPHOOM
M. anisopliae s. 1., y muunHok G. mellonella oTMeuyanoch CyneCTBEHHOE CHU)KEHHE KOJIH-
4yecTBa 00pa3yrONIMXCsl TOJyXHMHOHOBBIX PaIMKAJIOB, KaK M (DEHOIOKCHIa3HON aKTHBHOCTH
B remonmMe (Slepneva et al., 2003). B pesynbrare B3anMoAeHCTBUS MOITyXHHOHOBBIX pa-
JIMKAJIOB C KUCIOPOJAOM 00pa3yeTcs IEPEKNUCh BOIOPOA, KOTOpast 001agaeT IUTOTOKCHYHOM
AKTHBHOCTBIO, B TOM YHCJIE 10 OTHOLICHHUIO K IAaTOTeHHbIM MHKpoopranniMam (Komarov
et al., 2005). [TomyXHHOHOBBIE pagUKaIbl M PaJdKaIbl aCKOPOMHOBOW KHUCIOTHI OBUTH 00-

Hapy»KE€HbI ¢ NOMOIIbBIO 3HP—CH€KTpOCKOHI/II/I B KMIICYHUKE I'YCCHHUI BOJHSIHKHA Orgyia
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leucostigma (Smith) m xompgaroro menkonpsaa Malacosoma disstria Hbn. (Barbehenn
et al., 2003). [Ipuuém THD pagukana ONMpenessuics KauecTBOM kopma. Kpome Toro, B re-
MOITUTaX HACEKOMBIX MOXKET 0Opa30BBIBATHCS OKCHA a30Ta (MOHOOKCH]), 00JaXaroIinid
BBICOKOPEAKIMOHHOM akTUBHOCTHIO (Semenova et al., 2014), B TOM 4Kcie HTUTOTOKCHYHOIA,
U CITIOCOOHBIN BIUATHh Ha aKTHBHOCTH (DEHOJOKCHU/IA3, B TO JK€ BPEMs IOBBIIIAS TPOAYKITHIO
JOITA-xpoma B remosiumde Hacekombix (Sanzhaeva et al., 2016). B kuiieunuke psiia Ha-
CEKOMBIX TIEPOKCH 1a3a OMOCPEYeT OKUCICHNUE TAHUHOB, IOTOM 00pa3yeTcst IEPOKCHU]T BOIO-
pona, a 3aTeM B pe3ylIbTare B3auMOACHCTBHUS IIEPOKCHIA C )KEIe30M, KOTOPOE PETHCTPUPYETCS
B OOJIBIIIOM KOJIMYECTBE B JIHICTHAX, 00Pa3yIOTCS IUTOTOKCHYHBIC paguKaisl (peakuns OeH-
tona) (Barbehenn et al., 2005; Barbehenn, Constabel, 2011). IIpu 3ToM MBI MOXEM TIpej-
MTOJIOXKHTh, YTO AHTUMHUKPOOHBIC MENTH/IBI, SKCIIPECCUPYEMbIC B OpraHU3ME IIPU MHKO3aX,
CIIOCOOHBI YCHIIMBATH JACHCTBHE Pa3IMYHBIX aKTUBHPOBAHHBIX KUCIOPOAHBIX METa0OIHTOB.
Br16poc 6oipmIoro xonudecTBa CBOOOAHBIX pagukanoB, kak 1 AKM, MOXeT BBI3BaTh
okucaUTeNbHbIH cTpecc opranusMa (Lushchak, 2014; Forman, 2016). B cBsi3u ¢ atum
B JF0OOM OpraHu3Me, B TOM YHCIIC Y HACCKOMBIX, CYIIECTBYET JOCTATOYHO MOIIHAS AHTH-
OKCHJIAHTHAs CHCTeMa. JTa CHCTeMa MPEICTaBlIeHa KOMIUIEKCOM (DepMEHTOB U HEEepPMEHT-
HBIX COEAMHEHUH, CIIOCOOHBIX AIMMUHUPOBATh BHICOKOPEAKIIMOHHBIC MPOAYKTH. Kpome
TOr0, HEMAJOBAKHOE 3HAYCHHE OyJeT MMETh JCTOKCHUIMPYIOIIAasl CHCTeMa, KoTopasi Oyaer
B3aMMOJICHICTBOBATH C IPOIAYKTAMHU, KOTOPhIC 00Pa3yrOTCs IIPU Pa3IMYHBIX BO3ICHCTBUAX HA
OpraHu3M, B TOM YHCIIE MIPH OKUCIUTEIFHOM CTPECCE U IPU MATOJOTHYSCKUX M3MCHCHHSIX.
MBI yCTaHOBHIIH, YTO Pa3BUTHE MHUKO30B ¥ HACEKOMBIX COIIPOBOXKIACTCS PE3KUM YBEIHU-
YCHHEM aKTHBHOCTH (DEPMEHTOB, y4aCTBYIOIIUX B MPOIECCAX JACTPATIAINN U ICTOKCHKAIIUN
KCEHOOHMOTHKOB PA3]IMYHOTO MTPOUCXOXKIICHUS. B 4acTHOCTH, HAMH TIOKa3aHO, YTO UH(UIUPO-
BaHUE YHTOMOITATOTeHHBIMY T'PUOAaMU T'YCEHHII BOIIHHOW OTHEBKH ITPUBOIUT K U3MCHECHUIO
CTIEKTpa ¥ aKTUBHOCTH DTy TaTHOH-S-TpaHC(hepa3, Hecnenn(puIecKnX 3cTepas, KUCIbIX H IIe-
J04HBIX (ocdaras. MI3MeHeHne akTHBHOCTH JIAaHHBIX (DEPMEHTOB SIBJISICTCS] HeCTIeU(pUIeCKOn
peaxiueil opraHu3Ma HaCEKOMBIX M OOYCJIOBJIMBACTCSI MOBPEKICHUEM MOKPOBHBIX TKAHEH
WM WHTOKCUKanmel opranmsma (Serebrov et al., 2001). I[To-BuauMomy, MOBBIIIIEHUE aKTHUB-
HOCTH JIETOKCHUIMPYIOMHX (HePMEHTOB IIPH MHUKO3aX M IPYTUX MHPEKIHUAX — 3TO OTBETHAS
peaKiiysi HaCEKOMOTO HA MHTOKCHKAIIUIO OpPraHM3Ma TOKCUYHBIMH METa0OIMTaMH I1aTOreHa
WM TPOIYKTaMH pacrajia TKaHel Xxo3suHa. [lonTBepKIACHUEM ydacTUsl WHIYIHOCITBHBIX
(hepMEHTOB B IETOKCHKAITMOHHBIX IIPOIIECCaX MOJKET CITyKUTh CHIYKCHUE TYBCTBHTEIIEHOCTH
TYCEHHI] MYETHHON OTHEBKH K XUMHYECKOMY WHCEKTHIIHIY MaJaTHOHY, B ACTOKCHKAIINN
KOTOPOI'0 MOTYT y4acTBOBaTh BCE M3y4YeHHbIEe HamMK (hepMeHTHbIe cucteMbl (Serebrov et al.,
2003). CiencTBreM JaHHBIX H3MEHEHUH SIBJISICTCS MOBBIIICHUE aIalTAIIMOHHBIX BO3MOXKHO-
CTEi OpraHru3Ma HaCEKOMbIX, B YaCTHOCTH CHIDKCHUE MX YYBCTBHTEIBHOCTH K XMMUYCCKUM
nHCcekTHIuAaM. C Apyroi CTOPOHBI, HHTHOUPOBAHKE JETOKCHIIMPYIOMNX (PEPMEHTOB Pe3KO
yBeJIMYMBaET rubesb HACEKOMBIX OT rpuOHOM nH(pekuuu (Serebrov et al., 2006), 4TO CITyIKHUT

KOCBCHHBIM JOKa3aTCJILCTBOM YHACTUA ACTOKCULIUPYIOLIUX (1)epM€HTOB npu q)OpMHpOBaHI/II/I
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PE3UCTEHTHOCTH HACEKOMBIX K dHTOMOIIATOTEHHBIM TprOaM, a TaKKe OTKPHIBAET HOBBIE
BO3MOYKHOCTH JUIsi co3JaHusl 2(p()EeKTUBHBIX KOMOMHUPOBAHHBIX OHOIpENnaparoB Ha OCHOBE
SHTOMONATOTEHHBIX TPUOOB M MHTHOUTOPOB JAETOKCHUITPYIONNX (EPMEHTOB.

KiroueByto poiib B 3allUTE HACEKOMBIX OT IPUOOB BBIIOJIHAET KIETOUHBIH MMMYHHBIH
oTBeT. B mepByro ouepenb CTONT OTMETHTh MHKAMCYIALH0. Ha mepBom sTare nHKancymsum
TeMOLIUTHI B3aUMOJICHCTBYIOT C TIOBEPXHOCTHBIMU CTPYKTYypaMu IPUOHBIX IIAPa3UTOB, 3aTEM
BOKPYT TH(ANBHBIX TEJI HAYMHAET (hOPMHUPOBATHCA MHOTOCTIONHHAas Karcyia (Chouvenc et al.,
2009). ITpu 5TOM BHYyTpEHHHE CIOM TEMOIMTOB pa3pyIIAOTCsl, B Pe3yJbTare BEIOpachIBacTCsl
00IBIIIOE KOJTUYIECTBO THAPOIUTHYECKUX (DEPMEHTOB, a TAKXKE aKTUBHPYETCS] MPO(EHOIOK-
CHJIa3HbIA Kackaja. VIHKancyssiust TECHO CBsi3aHa C MPOLIECCOM MEJIaHU3alui U BHIOPOCOM
AKM, xoTOopbIe BO3MOXXHO CIIOCOOHBI YHHUYTOXKATh TUdanbHbie Tena (Slepneva et al., 2003;
Komarov et al., 2005; Semenova et al., 2014). IIpu 3TOM U3BECTHO, YTO TPUOBI CIIOCOOHBI
BBDKMBATh BHYTPH JIJaHHBIX KaTICYJI ¥ BEIXOAUTH M3 HUX 3a CUET JCHCTBUS THAPOIUTHIECKUX
(epmeHTOB 1 npoxykuuK TokcuHoB (Wang et al., 2012; Feng et al., 2015). Beokuanue rpu-
00B B METTAHOTHYECKOH KaIlCyle TaKXKe BEPOSITHO MOXKET ITPOUCXOIUTD 3a CUET TOBBIIICHHON
9KCIIPECCHU TPUOAMH aHTHOKCHJAHTHBIX (PepPMEHTOB, KOTOpPBIE B IIPUPOHOMN Cpejie aKTHBHO
3aIIMIIAI0T TPHOBI OT BHEIIHHUX (PAaKTOPOB, B MIEPBYIO OUEPEIb OT YIbTPa(hnoIeTOBOro n3iy-
yenus (Xie et al., 2012; Zhang, Feng, 2018). [1o Bceil BUANMOCTH, MHKAIICYJISIHS SIBISIETCS
3¢ PEKTHBHBIM MEXaHH3MOM WHAKTHBAIIUH TPHOOB MPH WHPHUIUPOBAHIH HU3KUMH J03aMHU
WIN C1a0OBUPYJICHTHBIMU IITAMMaMU U MOXKET HPUBOJIUTH JIMOO K OCTAaHOBKE IaToreHesa,
00 TIepexoay MEKO3a B MEPCHUCTHUPYIOIIEE COCTOSHHE B opranmiMe xo3smHa (Chouvenc
et al., 2009; Kryukov et al., 2018a).

K HacrosimeMy BpeMeHH HOSBISIFOTCST paOOTHI 110 TaK Ha3bIBAEMOMY 1TaTOTEHHOMY ITpaii-
mupoBaHuio (priming of pathogen resisance) opranuszma xo3sinHa. CyTh €ro 3aKJIH04aeTcs
B TOM, YTO IIPEIBAPUTEIBHOE HHPHUIIMPOBAHNE HACEKOMBIX CyOJIETalbHBIMHI JI03aMHU T1aTOT€HA
MIPUBOAUT K IOBBIILICHUIO YCTOMYMBOCTH K 00Jiee BBICOKMM J103aM (B HEKOTOPBIX CIIydasx
K cMepTensHbIM 103aM) (Mikonranta et al., 2014). DTr aBTOpPBI CAUTAIOT, YTO 3TO 00YCIOBICHO
noBbInIeHHOH renepanueid AKM B opraHn3mMe HaCEKOMBIX, XOTS JI0 KOHILIA MEXaHH3M JTOTO
SIBJICHUS HE siceH. [10 HalreMy MHEHHIO, 3/1€Ch UTPAIOT KIIFOYEBYIO POJIb HE TOJIBKO PAANKAIIBI,
HO M JICTOKCHLIUPYIOIINE U aHTHOKCHJAHTHBIE (DEpPMEHTBI, YPOBEHb U aKTHBHOCTbH KOTOPBIX

MOXET MEHATHCS NTPU cy6neTaanHx BO3ICHCTBHUAX MHUKPOOPTaHN3MOB Ha HAaCEKOMBIX.

BiausiHue 3K0JI0ri4ecKux (l)aKTOpOB Ha q)I/I3I/lOJIOFl/I'l€CKl/Ie BSaHMOIIeﬁCTBHH
MEXKAY IHTOMONATOI€HHBIMHA rpnﬁaMn U HACEKOMBbIMH
Veneninoe pa3BUTHUC FpI/I6OB B OpraHU3MC HACCKOMBLIX B 3HAYUTEIHHON CTCIICHHU
3aBHCHUT OT (bPI?,I/IOJ'[OFI/I‘IeCKOFO COCTOSAHHSA XO35CB. BepOHTHO, YTO B €CTCCTBCHHLIX YCJIO-
BHUAX SHTOMOIIATOICHHBIC ACKOMUIICTHI HanboJiee 4acTo MMOPaAXXarT HACCKOMBIX, ocabieH-

HBIX Pa3IMYHBIMU CTPECCOBBIMH Bo3aercTBHsAMEU (Boomsma et al., 2014). {nst 3apaxeHus
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HACEKOMBIX YaIlle BCEro0 HEOOXOMMMBI BRICOKHE JT03bI KOHU/IHI TPHOOB — JECATKH M COTHH
THICSY KOHUIUH Ha ofHy 0co0b (Jaronski, 2010; Ment et al., 2010; Kryukov et al., 2018b).
OnHaKo TOJ JCHCTBUEM Pa3IMUHBIX CTPECCUPYIOIMINX (PAKTOPOB MIIA COMYTCTBYIONIIMX HH-
(eIt MOKET IPOMCXOAUTH MHOTOKPATHOE MOBBIIIEHIE YYBCTBUTEILHOCTH K TPUOAM M VTS
Pa3sBUTHS MHKO3a CTAHOBSITCS JOCTATOUHBIMH HU3KHUE J03bl. B Apyrux ciydasx, HapoTHUB,
BO3JIEHCTBIE CTPECCOB MIIM MPUCYTCTBUE TEX MIIH WHBIX MUKPOOPTAHU3MOB B XO3SHHE MPH-
BOJIMT K MOBBIIICHUIO YCTOWYUBOCTH K TPUOHBIM naroreHam. Hike paccMotpum Haubosee
XOPOIIIO M3yYCHHBIC (AKTOPHI, TAKHEC KaK CyOONTHMAIbHBIC TEMIICPATYPhl, TOKCHKAHTHI,

COIMYTCTBYIOIIHC I/IH(i)eKIII/II/I " Mapa3suToubl.

dakTop TeMmneparypsbl

Temneparypa — BaXHEHIINI (axkTop, BIUAIOMMNA Ha pa3BUTHE TPHOHBIX MTATOTCHE30B
y HaCEKOMBIX. Pa3BuTHE M MCXOJ MUKO3a 3aBUCST OT JABYX COCTABIISIIOIINX — TEMIIEPATypPHOTO
ONTHMyMa (M JIMMHTOB POCTa) CaMOT0 MaToreHa M (yHKIMOHUPOBAHMS 3alIUTHBIX CHCTEM
x03siuHa. ONTUMYMBI POCTa OOJIBIIMHCTBA YHTOMOIATOICHHBIX aCKOMHUIIETOB HAXOASTCS
B ananazoHe 20-30 °C ¢ mumurtamu 835 °C, HO 3TH TIOKa3aTeNN 3HAYUTECIHFHO BaphUPYIOT
KaK y pasHbIX BHJIOB, TaK M y Pa3HbIX M30JLITOB B mpesenax Buaa (003op: Vidal, Fargues,
2007). 3nadeHue TeMIeparypHOil OMOJIOTHH XO35MHA B Pa3BUTHHU TPUOHBIX OONE3HEH K-
NEePUMEHTAJIBHO M3Y4aloCh NPEHMMYIIECTBEHHO Ha MOJIEIISIX C MCIIOJIb30BAHUEM TPUOOB U3
ponoB Metarhizium n Beauveria, a naHHbIe, Kacaromuecs: 6oyee CrennaIn3upOBAHHBIX
TeneoMOp(HBIX TPUOOB, MPAKTHUCCKUA OTCYTCTBYIOT. B OONBIIMHCTBE CIIydacB IJIUTEIbHOC
WIA KPaTKOBPEMEHHOE MOBBIIICHNWE TEMIIEPATyphl MPUBOIUT K IOBBIIICHUIO KICTOYHOTO
U TYMOpPaJbHOTO MMMYHHUTETA U, COOTBETCTBEHHO, ITOBBIIICHUIO YCTOHYMBOCTH K HTOMO-
maToreHHBIM Tpubam (Zibaee et al., 2009; Fuller et al., 2011; Catalan et al., 2012; Kryukov
et al., 2018a, b; Shamakhi et al., 2019), x0T KpaTKOBPEMEHHBII XOJOI0BON CTPECC MOKET
TaKKe aKTHUBHPOBATh aHTHTPUOHBIC 3amuTHEIe cucTteMbl (Mowlds, Kavanagh, 2008). Hampo-
THB, B YCJIOBHSIX TIOCTOSIHHOW TIOHM)KEHHOM TeMIepaTypbl BOCIIPUUMYHMBOCTD K TpHOaM vaiie
BCETO Bo3pacraeT. Harpumep, orpaHnueHne NOBEJCHIECKOH TEPMOPETYIIALINH Y CapaHIOBBIX
NPUBOJIMIIO K MX ITOBBIIIEHHON BOCIPUUMYUBOCTH K M. acridum w B. bassiana (Blanford,
Thomas, 2001). Orparndenue TepMOperyisuu y Locusta migratoria L. mpuBomuiio k 6ornee
PE3KOMY TIOJIAaBJICHUIO KJIETOYHOTO UIMMYHUTETa rpudboM M. acridum 1o cpaBHEHHIO C 0CO-
0sMH, Yy KOTOPBIX ObLIIa BO3MOXKHOCTE peryanpoBaTh Temmeparypy (Ouedraogo et al., 2003).
Jl1st TMYMHOK BOLMHHOM OTHEBKH TIOKAa3aHO, YTO CHI)KEHUE TEeMIIEpaTyphbl OT ONTUMAJILHOM
(35 °C) no cy6onrumansHOH (25 °C) MpHUBOIUT K YCHICHHIO BOCIPHAMYHBOCTH K TPHOY
M. robertsii B 10 pa3 (Kryukov et al., 2018b). [Ipu noHmxeHun TeMiieparypbl y OrHEBKH
N3MEHSAJIOCH COOTHOIICHNUE SMUKYTHKYISIPHBIX JKHPHBIX KHCIIOT, HAPYIIAINCh MEXaHU3MBI
AQHTUTPUOHOM 3allUTHI, CBSI3aHHBIC C AKTHBHOCTBIO (DEHOJIOKCHIA3 M YPOBHEM UHKAIICYJISILIUH.

@amnep ¢ coaBropamu (Fuller et al., 2011) moxa3amu Ha Tepmurax Nasutitermes acajutlae
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(Holmgren), 4ro Temmeparypa MX THE3] IO3UTUBHO KOPPEIHMPYET C YPOBHEM (PEHOJIOK-
CH/Ia3HOM aKTHBHOCTH W HETaTHBHO KOPPEIHPYET C YPOBHEM BOCIPHUMYHBOCTH K TpUOY
M. anisopliae.

OTenbHOTO BHUMAHUS 3aCITy’KHBAeT BOCIPUUMYHUBOCTH K TPHOAaM B COCTOSHHUH XOJIO-
JIOBOH amarnay3bl. Bo Bpems 3Toii Juanay3bl MIMMYHHTET HACEKOMBIX IPOJIOJIKAET paboTaTh
(Nakamura et al., 2011), Bce ke HaHHOE COCTOSIHHE, MO-BHAMMOMY, SIBIISICTCS OJIarompu-
SITHBIM JIUISL pa3BUTHsI MUKO30B. Tak, y cBepuka Gryllus veletis Alexander & Bigelow Bo
BpeMs 3UMHEH Juarnay3bl HaOIIogaeTCsl CHIDKEHHE YPOBHS MENaHU3AIMH M BO3pacTaHUE
BOCIIpUUMYUBOCTH K M. anisopliae (Ferguson et al., 2018). ¥ muuunok Eurosta solidagnis
(Fitch) B ycioBusix 3uMHEH amarnay3bl YCTOMUUBOCTE Tpuly Metarhizium brunneum Petch
ObuIa CHMDKCHHOW 110 CPaBHEHUIO C HACEKOMBIMH, COOpPaHHBIMH BECHOH M OCEHbBIO, XOTS
y Curculio sp. HanubobIIas BOCIPUUMYNBOCTD PETUCTPUPOBANIACH B OCEHHUH MEPHOJ, YTO
TaKke OBUIO aCCOLMMPOBAHO C HU3KUM ypoBHeM Menanuzauuu (Ferguson, Sinclair, 2017).

Hawmu mpoBenieHa cepus SKCIIEpUMEHTOB Ha JIMYMHKAX BOITMHHONW OTHEBKH, 3aPaKCHHBIX
rpuboM ¢ orpanndeHHol cnenuanuzauueid Cordyceps militaris (L.) Fr. (Kryukov et al., 2018a,
2020). DxcriepuMeHTHI TPOBOAUIUCH Tipu 25 °C (aKTUBHOE COCTOSTHUE HAaCEKOMBIX) U 15 °C
(dpakynpraTuBHas nuanaysa). JIMYMHKN OBLIIM BeChbMa 4yBCTBUTENIBHBI K TPUOY B COCTOSTHUN
JUarnays3bl, TOrna Kak B aKTHBHOM COCTOSTHHM OHH OBUTH CTIOCOOHBI «BBI3IOPABINBATE» U
YCIIENTHO 3aBepiaTh MeTaMopdo3. B akruBHOM coctostHun (25 °C) Mbl HaOMIOATHN TOBBIILIE-
HUE ypOBHsI (DEHOJIOKCH/1a3 M MHKAIICY/ISILIMKU B OTBET Ha MH(EKIMIO, TOTa KaK B COCTOSIHUH
auanayssl (15 °C), HanpOTUB, PErNCTPUPOBAIIOCH MAJEHUE ITUX ITaPaMETPOB UMMYHHUTETA
(Kryukov et al., 2018a). Kpome Toro, mpu BBICOKOW TeMIIEpaType pPEeruCTpUpoBacs Ooiee
BBICOKHH IOJBEM DKCIIPECCUN aHTUTPUOHBIX MENTHA0B TaJIHMOMUIMHA U TajlIepUMHIIIHA
(Kryukov et al., 2020). IaTepecHO, 4TO B aKTHBHOM COCTOSTHHH JIMIMHOK (25 °C) uHbeKIus
Tepexo/iiiia B IEPCUCTUPYIONTYIO (POPMY, HO MOIVIa OBITh aKTHBHPOBAHA B CTAJMU KYKOJIKH
WM UMaro, 0COOCHHO MPH MOMEIIECHUHM HACEKOMbIX B xosoaHbie ycioBus (Kryukov et al.,
2018a). MBI mpeAnoIoKIINA, YTO TPUOBI C OTPAHUYCHHOW CICIUATH3AIUeH TaKue Kak
C. militaris IMEIOT MeHee Pa3BUTHIE MEXAaHU3MBI YIPABICHUS UMMYHHUTETOM XO3€B IO
cpaBHeHUI0 Metarhizium v Beauveria, 410 COOTHOCHUTCS C IOJIHOT€HOMHBIMH HCCIIE/IOBaHUSI-
MU 3THX rpymi rpu6os (Zheng et al., 2011; Xiao et al., 2012). Bo3moxHO, TesieoMophHbIE

r‘pI/I6BI HpI/ICHOCO6J'[eHI)I K pa3dBUTHUIO B XO34€BaX, HAXOAAIUXCA UMCHHO B CTalMU JUAlldy3bl.

Bo3neiicTBHEe TOKCUKAHTOB

BO3,Z[€I7[CTBPI€ CUHTCTUYCCKUX WJIM NPUPOAHBIX HHCCKTUIIMAOB, KaK IIPAaBUJIO, IPUBOAUT
K YCUJICHUIO BOCIIPMUMYHMBOCTH HACCKOMBIX K S3HTOMOIIATOT€HHBIM FpI/I6aM Ha YpOBHC al-
JAATUBHOTO WJIN CUHECPTUCTUYICCKOT'O 3(1)(1)€KTOB. HpH‘H/IHOﬁ 9TOTO SABJISICTCA PAA H3MCHCHUM

KaKk B MMMYHHOM OTB€TC, TaK U B O6H_le(1)I/ISI/IOJ'IOFI/I‘ICCKI/IX 1 TIOBCIACHYCCKHX MOI[I/I(bI/IKa-
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nusax. B o63ope [xeiimca u Key (James, Xu, 2012) moka3aHo BIUSHHE PaCTHTEIHHBIX
W CHHTETHYECKMX MHCEKTHIMJIOB Ha IapaMeTpbl MMMYHHTETa HAaCEKOMBIX: KJIETOYHOTO,
B T. 4. aKTUBHOCTb MHKAICYISIIIMU U TYMOpaiIbHOTO — 3Kcnpeccuio AMII, aktuBHOCTH (e-
HOJIOKCH/Ia3, aHTHOKCHIAaHTHBIX, AETOKCHIMpYomuX ¢GepmentoB. CyiiecTByer psj pador
10 MCCIIEA0BAHUIO KOMOMHUPOBAHHOTO BO3/EHCTBHSI MHCEKTHLIIOB U SHTOMOIIATOTEHHBIX
rpuboB Ha (u3NOIOrHYEcKHe CUCTEMbl HaceKOMbIX. XupoMopu u Hummraku (Hiromori,
Nishigaki, 2001) ycTanoBwin, 9To CHHEPru3M Mexay M. anisopliae s. 1. 1 nHCEKTHIHAA-
MU ((eHnTpoTHOH U TeduryOeH3ypoH) Ha JmuuHKax Anomala cuprea Hope accouuupoBan
C CHUJIBbHBIM Ia/ICHUEM aKTHBHOCTH ()EHOJOKCHJAa3bl U IyJia TPAHYJIOLUTOB IIPH COBMECT-
HOM JICHCTBUM yKa3aHHBIX areHToB. 3ubau c¢ coaBropamu (Zibaee et al., 2012) nokaszanu,
YTO COYETaHWE aHajora IOBEHWJIFHOTO TOPMOHA MHUpHUIpokcudeHa u rpuda B. bassiana
MIPUBOJUT K WHTMOMPOBAHUIO Psijia MApaMETPOB KIETOYHOI'0O MMMYHHTETa M CHHIKCHUIO
(heHOMOKCHIA3HOW aKTUBHOCTH Y Kiona Eurygaster integriceps Puton. Ilapk u Kum (Park,
Kim, 2011) ycranoBuiH, 4T0 MeTabOIUT OAKTEPHAIBLHOTO MTPOMCXOXKICHUS OCH3MINICHA-
LETOH YCHJINBACT BOCHPUUMYUBOCTh JUYMHOK COBKH S. exigua K rpuby B. bassiana na
OCHOBE HapyIlIEHUS] IMMYHHOTO OTBETa K MUKO3y CO CTOPOHBI KJIETOYHOTO UMMYHHUTETa U
psma AMIIL. CoBMecTHOE BO3/IEHCTBHE MHCEKTHIIAA Ha OCHOBE PACTUTEIHHOTO aIKAIONIa
MarpuH u rpuba Lecanicillium muscarium R. Zare & W. Gams Ha OeJlOKpbUIKY Bemisia
tabaci (Gennadius) 6put0 m3ydeHo A ¢ coapropamu (Ali et al., 2017). ABTops! ToKa3anm,
YTO CHHEPIru3M OOYCIJIOBJIEH HapyLIEHHEM psiJia aHTHOKCHJIAHTHBIX M JIETOKCHUIMPYIOIINX
peaKIuii, a TakXKe aleTIIXOIMHOBOTO OallaHca y HACEKOMBIX MPU KOMOMHHPOBAHHOM JI€ii-
CTBMM MarpuHa M rpuOHOI uHpexnuu. Cxonubie 3G ¢GeKThl OblIM BHISBICHB HA capaHye
L. migratoria nipu KOMOMHMPOBAHHOM JEHCTBUHM PHAHOWAA XJIOPAHTPAHWINIPOI U rpuda
M. anisopliae (Jia et al., 2016). ABTOpBI TIPESIIOIOKIIIH, YTO OCHOBHASI IPUYHMHA CHHEPTH3Ma
CBsI3aHA C HapylIeHHEeM OajiaHCca MOHOB KaJbIHs B HACEKOMOM-XO3SIMHE.

[Ipu cunepruzme Mexay rpudamMy U MHCEKTHIMJIAMU Ba)KHYIO pOJIb UTparoT olriedu-
3MOJIOTMYECKNE HAPYIICHUS Y HACEKOMbIX, TAKNE KaK HapyIIeHHE NMUTAHUS W OTCTaBaHHE
B paseutuu (Furlong, Groden, 2001, 2003; Akhanaev et al., 2017; Fisher et al., 2017). Ha-
mpumep, @umrep ¢ coasropamu (Fisher et al., 2017) mokazanm, 9To CHHEPTH3M B CMEPTHOCTH
xyka Anoplophora glabripennis (Motschulsky) npu koMOMHUPOBaHHOM BO3/I€HCTBUM TpHOa
M. brunneum ¥ HEOHUKOTHHONA UMUAOKIAIPH/IA aHAJIOTHYIEH TAKOBOMY TIPH BO3JEHCTBUN
M. brunneum w rononanus. OJHONW M3 NPUYUH CHHEPrH3Ma SBISETCS TO, YTO JICHCTBHE
MMHJIOKIIANPUAA Ha )KyKOB, KaK M TOJIOJJAHUE, ITPEAOTBPAIIACT MOBBIIICHUE YPOBHS MHKAII-
CYJISILIMY, BbI3bIBaeMoe rpubHoN nHpekueid. OnHaKko moj BO3AEHCTBHEM WMHJIOKIIANpUIa
JMaHHOE MHrHOMpoBaHMe ObUTO Oosiee CHIIBHBIM, YeM NpH Tojomxanuu. Hamu B cepum padot
Ha JINYMHKAaX KOJIOPAJICKOIO KyKa MOKa3aHO, YTO MPUPOJIHBIE M ITOJYCHHTETUYECKHE WH-

CEKTUIH/bI (aBEPMEKTHHBI, ()TOPUPOBAHHBIC TPOM3BOIHBIC YCHUHOBOIN KHCIIOTHI) SBIISIOT-
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CSl CHIIBHBIMH CHHEPTUCTaMU TpuOoB M. robertsii m B. bassiana (Tomilova et al., 2016;
Akhanaev et al., 2017; Kryukov et al., 2018c). Cpeau ¢puznonorunueckux U3MEHEHUI MBI
PETHCTPHUPOBAIIN HAPYIIIEHHE KJIETOYHOTO IMMYHHOTO OTBETA M aKTHBALIMH AaHTHOKCHIAHTHBIX
1 JICTOKCUIUPYIOMUX (PEpMEHTOB K IPHUOY IO/ BIMSHHEM HOJYJIETATBHBIX HIH CyOIeTaabHBIX
7103 3TUX TOKCHKaHTOB. OHaKO OoJiee CyIecTBEHHBIM (JaKTOPOM, BIMSIOIINM Ha YCHIICHHUE
BOCIIPUMMYHMBOCTH K IpuOy, ObUIa 3a7iep)KKa B Pa3BUTHU IO BIUSHHEM WHCEKTHIHJIOB,
MIPUBOAAIIAS K «(UKCAMN HA ONPEIEIICHHON BOCIIPUIMYHNBON CTaINH OHTOTeHe3a (Hadaio
IV nmuuunounoro Bo3pacra) (Tomilova et al., 2019). Bricokast BOCIPUUMYUBOCTD ATOM CTAIUN
OblJ1a aCCOIMMPOBAHA ¢ HAMOOJIBIINM OOHMIMEM HACHIIIEHHBIX YIIIEBOAOPOAOB STHUKY THKYJIbI,
BBICOKOW aTTPaKTUBHOCTBIO KYTHKYJIBI JUIsl KOHUAWH, TOHKOW KYTHKYJIOH, a TaKkKe HU3KHM
YPOBHEM OOIIEro Yucia TeMOIUTOB M MHKAICYIALUH, IO CPAaBHEHUIO ¢ Oojee MO3AHUMHU
CTaJusMU OHTOreHe3a. TakuM 00pa3oM, YCHIICHHE BOCIIPUUMYMBOCTH HACEKOMBIX K TprOaM
10 BCEH BUIIUMOCTH TPOUCXOHT M3-32 HAPYIICHMS 1IEI0TO KOMIUIEKCA MMMYHHBIX PEaKIIUH
B pe3ysbTaTe BO3AEHCTBUSI TOKCMKaHTOB. KpoMe TOro, CyliecTBEHHYIO POJIb 3/I€Ch HUIPaIOT

OHTOI'CHECTUYCCKHUEC U3MCHCHUA, HaOIrOmaeMbIe IO/ ICHCTBUEM MHCEKTHIHUIOB.

Poab COMYTCTBYHOLIMNX I/IH(i)eKlIl/Iﬁ H CHMOMOTHYECKHX MHUKPOOPraHu3smMoB

CormyTcTByromue 6akTepuaIbHbIE TATOTEHBI MOT'YT 3HAYUTEIBHO YCHIINBATh BOCIPHUUMYH-
BOCTh HACEKOMBIX K TprOaM. XOpOIIO U3BECTHO, YTO CYO- M MOIYJICTabHBIE J103bI OaKTepUH
B. thuringiensis CyleCTBEHHO MOBBIIIAIOT BOCIPHUMYUBOCTD pa3HbIX BUIOOB Coleoptera
n Lepidoptera k rpudam Beauveria v Metarhizium Kak B 71a0OpaTOPHBIX IKCIIEPUMEHTAX,
Tak ¥ B moseBbix ycimoBmsax (Wraight, Ramos, 2005, 2017; Kryukov et al., 2009; Sayed,
Behle, 2017). Ha npumMepe JIMUMHOK KOJIOPAJCKOTO XKyKa IMOKAa3aHO, YTO NMPUYMHAMH JIaH-
HOTO CHHEpTuU3Ma SIBJISIIOTCS 3aJiepKKa pa3BUTHS TOJ nelicTBueM Oaktepmosa (Wraight,
Ramos, 2005), a Takke HapyIICHHs] KJICTOYHOTO MMMYHHOI'O OTBETa, N3MEHEHHS B aKTHB-
HOCTH ()EHOTOKCHIA3, aHTUOKCUIAHTHBIX U JETOKCHLIUPYIOMINX (PEPMEHTOB 10 BIMSHUEM
B. thuringiensis (Yaroslavtseva et al., 2017). MUKpoCrIOprIM03bl TAK)K€ MOBBIIAIOT YYB-
CTBUTEJIHOCTb X0351€B K I'pUOHBIM HH(DeKuusAM Beauveria u Metarhizium, 410 MOKa3aHO Ha
capaH4yoBbIX ¥ 4enryekpslibix (Tounou et al., 2008; Rahman et al., 2010; Tokarev et al.,
2011), XOTst UMMYHHBIA OTBET K TPUOY MO IEHCTBUEM MHKPOCIOPHIMO30B CIEIHAIBHO
He uccnenosaicsi. Hemaronsr Sychnotylenchus sp., acCOIMUPOBAHHBIE C YCCYPUHCKHUM I10-
murpadom Polygraphus proximus Blandford, BbI3bIBatoT moBbiieHHE BOCIPUUMYHBOCTH
HACcEeKOMOro-xo3siuHa K rpudy B. bassiana (Kerchev et al., 2017). IIpu 3ToM y simHMHN T10-
aurpada, 3apaKeHHOM HEMaTOaaMu, OTMEYEH CHH)KCHHBIH ypOBCHb (DEHOJIOKCHUIAA3HON U
9CTEpa3HON aKTHMBHOCTH I10 CPABHEHMIO C JIMHHMEH, CBOOOJHOM OT HEMATO.

IIpu pa3BuTHH MHUKO30B TPHOBI BCTYNAIOT BO B3aWMOOTHOLICHHS ¢ CUMOMOTHYECKON

¢utopoit x03s51MHA, JIOKAIU3YIOLIEiCcsl Ha TIOKpOBax, B remolene U kumednuke (Boucias
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et al., 2018). OTi B3anMOAEHUCTBUSA MOTYT OBITh IPSIMBIMU (HA OCHOBE QHTarOHUCTHYECKHUX
B3aMMOJICHICTBUH MEX/Jy MHUKpPOOpPraHW3MaMH) JIMOO ONOCPEJI0BAaHHBIMU Yepe3 peakiuu
TYMOPAJIBHOTO ¥ KJIETOYHOTO MMMYHHUTETa X03siMHA. B mepBoM cirydae OakTepHaIbHbIE ac-
COLIMAHTBHI Yallle BHICTYNAIOT KaK 4acTh 3alUTHOIM CHCTEMbI HACEKOMOTO, BO BTOPOM — MOT'YT
MIPUBOANTH KaK K @aHTArOHU3MY, TaK U K CHHEPTU3MY C TPUOHBIM NaTOTEHOM.

YCcTaHOBJIEHO, YTO TPAMIIOIOKUTENbHBIE OakTepun Bacillus sp., acCOMMPOBAHHBIE C
KyTHKYJION IIMKAI0BBIX U A€Nb(AINI, TPOSBIISIOT aHTAaTOHU3M 10 OTHOIIEHHUIO K OOJIBIIOMY
KOJIMYECTBY H30JIITOB B. bassiana u M. anisopliae (Toledo et al., 2011, 2015). BonbIoit muki
paboT Mo KyTHKYISIpHOH (hr1ope OBLT ITpoBeieH Ha MypaBbAX-THCTOPe3ax pona Acromyrmex
(Mattoso et al., 2012; de Souza et al., 2013; Couceiro et al., 2016 u np.). Ha kytukyne stux
MypaBbEB Pa3BUBAIOTCS MyTyallICTHUECKIE akTHHOOakTepnn — Pseudonocardiaceae, koTopsie
CIIOCOOCTBYIOT 3all[UTE BHIPALIMBAEMbIX MYPaBbsMH 0a3UIMOMHLIETOB (MCIIOJIB3YEMBIX JUIs
MIUTAHUS) OT CHENNAIN3UPOBAHHBIX I'PHOOB Escovopsis, a TaKKe OT Pa3IMdHBIX SHTOMO-
raroreHoB, BKimodasi Metarhizium. TloBepxHOCTHast 00pabOTKa MypaBbeB aHTHOMOTHKAMH
TIOBBIIIaIa BOCIIPUUMYHNBOCTE MypaBbeB K Metarhizium.

B3auMozelicTBHsS SHTOMONATOT€HHBIX IT'PHOOB ¢ OaKTEpPHSIMHU TEeMOLENsT ¥ KUIIEeYHHKa
MOTYT OBITh KaK AHTarOHUCTUYECKUMHM, TaK U CHHEPTUCTHUCCKUMH. TeOpEeTHUECKN INpH
Pa3BUTHH MHKO3a TPUO JOJDKCH MHTHOMPOBATh MUKPO(DIOPY X03sMHA, B OCOOCHHOCTHU ac-
COIIMMPOBAHHYIO C KHIIEYHBIM TPAKTOM, HOCKOJIBKY 3TO KPUTHYHO JUISl 3aBEPIICHUS [UKIIA
1 00pa3oBaHus Io4YepHero nmokojeHus rpuda (Boucias et al., 2018). OxgHako sKcrieprMeH-
TaJbHBIC JIAHHBIC Yallle CBHJICTEIBCTBYIOT O MOABEME OOIIEro Iysa KUIICYHBIX OaKTepui
WM OTJEJBbHBIX IpecTaBuTeNel IpH pa3BUTHHU Ipubda B KyTHKyie U remouene (Wei et al.,
2017; Ramirez et al., 2018; Xu et al., 2018). Ha npumepe umaro komapoB Anopheles mo-
Ka3aHo, 4TO NMEPKYTUKYISIpHOE HHpUIIMPpOBaHUE TpUOOM B. bassiana TPUBOIUT K CHUKECHHIO
B KHUIIEYHHMKE akTUBHOCTH ayanokcuaasbl (DUOX), orBeTcTBeHHOM 3a mpoaykuuio AKM,
a TaKKe K CHIDKCHHIO ECHPECCHH TCHOB KOAMPYIOIINX aHTUMUKPOOHbIE menTuasl (Wei
et al., 2017). DTo compoBOXKAacTCsI MOIBEMOM YHCIICHHOCTH YCIOBHBIX TIATOTCHOB Serratia
marcescens  00yCIOBIMBaeT X NPOHUKHOBCHHE M3 KHIIeYHHWKa B remorens (Wei et al.,
2017). danHble mporecchl criocoOCTBYIOT Ooliee ObICTPOMY pa3BUTHIO I'PHOHOIN MHDEKIHH
y Anopheles. Y xyxoB-kopoenoB Dendroctonus valens LeConte epKyTHKYIIpHOE WHPHUIIH-
POBaHNE KOHUAUAMMA B. bassiana MIPUBOANIIO K IMOBBIMICHUIO OTHOCUTCIILHOTO OOMIIHSI KHILIEY-
HBIX IpoTeobakTepuii Erwinia, a CKapMIIMBaHUE JaHHBIX OaKTEpUH aKCEHHBIM JKyKaM BbI3bI-
BAJIO MOBBIIIEHUE BOCIIPUUMYHBOCTH K TpruOHO# nHpekun (Xu et al., 2018). Takum oOpazom,
B JIAaHHBIX B3aMMOOTHOUIEHUSX (POPMHUPYETCST KOMIUIEKC IPSIMBIX M 0OpaTHBIX CBsI3el, IpH-
BOZSIINX K CHHEPTru3My. I pub crocobeH «MaHUITyIMpOBaTh KUIIEYHOH MUKPOOHOTOM uepe3
KOMIIJIEKC IMMYHHBIX pEaklnii X03sIMHa, YTO MPUBOIUT K 000CTPEHUIO IPUOHON HH(EKINH.
ComnocraBumble pe3yasTarsl nomydeHsl Kpamce ¢ coasropamu (Krams et al., 2017) Ha Bo-
IMHHOW orHeBKe. COIVIACHO 3TUM JIaHHBIM JIMYMHKH C 00eJHEHHOI KuineuHoW (iopoii
XapaKTEpU3YIOTCA 0osiee BHICOKMM YPOBHEM HHKAICYISAINH W TOBBIIIEHHOHN 3KCIpeccuei
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AMII B remonumde, 4TO MOXKET KOCBEHHO CBHAETENHCTBOBATH O MOBBLIICHUH PE3UCTEHT-
HOCTH K TPUOHBIM MH(EKIIUSIM.

AHTaroHUCTUYECKHE B3aWMOOTHOIICHUS TPHOOB C KHIICYHBIMH OAKTEPHAMH OIHCAHBI
MIPEMMYLIECTBEHHO B CIIy4asiX IIepopasibHOT0 HHHIUpoBanus. Hanpumep, npu nogasieHun
KHImeyHoi (uiopsl pepKero TapakaHa Blatella germanica (L.) ¢ mOMOIIbI0 aHTHOMOTHKOB
HACEKOMbIC CTAHOBHMJIMCh 3HAYUTEIBHO Oojiee BOCHPUMMYMBLI K TpuOy M. anisopliae nipu
ckapwinBaHuH KoHUAWH (Zhang et al., 2018). Wxoy ¢ coaBropamu (Zhou et al., 2019) mo-
Kazayu, 4yto Myxu Delia antiqua (Meigen), BbICOKO-PE3UCTEHTHBIC K TPHOHBIM HHPEKIUSIM,
yTpaunBaroT 3TO CBOMCTBO IPH MHIMOMPOBAaHUU MHUKPO(MIIOPHI C MOMOIIBI0 aHTHOMOTHKOB.
HHTepecHO, 4TO HEKOTOpbIe OOIUraTHbIE BHYTPUKICTOYHBIE CHMOUOHTHI CIIOCOOHBI MHTHU-
OupoBaTh pa3BUTHE MHKO30B. B wactHOCTH, MOKa3zaHo, uTo npucyrcreue Wolbachia moxer
YCHJIMBAaTh PE3UCTEHTHOCTH Nipo3o¢un D. melanogaster x rpuly B. bassiana (Panteleev et al.,
2007). CxonHbIM 00pa3oM y TIeH MPUCYTCTBUE IHAOCUMONOHTOB Rickettsia n Spiroplasma
TIPUBOJIMIIO K TTOBBIMICHUIO YCTOWYMBOCTH K SHTOMOGTOpOBOMY Tpudy Pandora neoaphidis
(Remaud. & Hennebert) Humber 1100 k CHHXEHHIO CHOPYJISILMHA ATOrO rpuda Ha Tpyrax
et (Lukasik et al., 2013).

BosneiicTBre pa3nmuyHbIX OMOTHYECKMX M a0MOTHUYCCKUX (PaKTOPOB MOXKET HMPUBOAUTH
K U3MEHEHHIO BOCIIPUUMYHBOCTH K TPHOHBIM HHPEKLHUSIM Yepe3 N3MEHEHHS B MUKPOOHOMe
HaceKoMbIX. Hanpumep, Bo3neiicTBHe HU3KHUX 103 HEHPOTOKCHUECKUX MHCEKTUINAOB (KOM-
TUIEKC aBEPMEKTHHOB) Ha JIMUMHOK Komapa Aedes aegypti (L.) IpUBOIUT K MEpecTpOrKe MU-
KpoOHOMa B CTOPOHY CHM)KEHHSI OTHOCUTEIILHOTO 00MiIMs akTuHoOakTepuid Microbacterium
paraoxydans — aHTarOHUCTOB TPUOOB U YBEIUYCHUSI OTHOCHTEIBHOTO OOMIINS HEKOTOPBIX
CHHEPIHUCTOB TpHOOB, Takux Kak Pseudomonas sp. (Noskov et al., 2020). D10 npuBogut
K Oonee OBICTPOI KOJOHM3ALUM I'€MOLENS JIMYMHOK I'HaabHbIMU TeldaMu M. robertsii u,
COOTBETCTBEHHO, OoJiee OBICTPOil rude HaCeKOMBIX. B 11esioM u3yueHue B3auMoeicTBHi
MEXy TTaTOreHHBIMU IpUOaMH U CUMOMOHTHON MUKPOQIIOPOH HAaCEKOMBIX HaXOIUTCS Ha

HadaJIbHBIX 9Talax nu Tpe6yeT Ooiee FJ'Iy6OKI/IX PICCJ'IG,I[OBaHPIfI.

Mapa3uTouasl

KoHKypeHTHbIE B3aMMOJCHCTBHSI MEXK/Ty TTapa3UTONIaMH U SHTOMOIIATOTEHHBIMH TpUdamMu
Yalle BCero CKJIa/IbIBAIOTCS B MOJIb3Y TPUOOB, ITPU 3TOM UCXOJ] B OTHX OTHOLICHUSIX 3aBHCHUT
OT TIOCJIEI0BATEIBHOCTH M MHTEPBAJa BpEMEHH MEX/y OTKIIAJKON SHUII Mapa3uTONIOM B/HA
xo3suHa " ero mHpummposanuem rpudamu (Roy, Pell, 2000). Kakx mpaBuio, demM MeHbIIe
MHTEPBAJl MEXK/y OTKJIQJIKOHN SIUI] U TIOCIIETYIONIMM HHPHUIMPOBAHHEM IPUOOM, TEM MEHBIIIE
IIAHCOB y Mapa3uTouja MPOWTH ycleurHoe pa3Butue. [Ipu 3ToM mapa3uTouasl 4yacTo He
crocoOHbI uddepeHInpoBaTh 3apakeHHBIX U HE 3apaKCHHBIX I'pHOaMu X03s1€B, 0COOCHHO
€CJIM pedb WICT O PaHHUX CTAAWAX pa3BUTHS MUKO30B (Baverstock et al., 2010). ITapa3u-
TOUABI BBIACIAIOT PAa3IMYHbIE aHTHOMOTHYECKHE KOKTEHIN JUIS MOJABICHUS IaTOr€HHbBIX

U CUMOMOTHYECKMX MHKpoopraHusMoB xo3simHa (Weiss et al., 2014). C npyroit ctopoHsl,
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9TH METAOONIUTHI IPUBOIST K PE3KOMY MTOAABIEHHIO KJIETOYHOTO ¥ T'yMOPAJIbHOTO HMMYHH-
TeTa X035eB, YTO HEOOXOAMMO it pa3BuThs napazutonoB (Richards, 2012; Becchimanzi
et al., 2017). Kpome Toro, napa3suTonHbIe HHBa3HH MOTYT MPUBOJUTH K MOP(OIIOTHYECKUM
1 OMOXMMHYECKUM M3MEHEHHUSIM KyTHKYJbl HacekoMbix-xo3sieB (El-Sufty, Fuhrer, 1981b).
VYka3aHHbIe (PU3HOIOTNIECKUE U3MEHEHUS y X035€B MOTYT JIEJIaTh MX BEChMa «JIETKOIOCTYII-
HBIMI» ISl SHTOMOIIATOTCHHBIX TPUOOB. YCHUIIEHHE BOCTIPHUMYHBOCTH HACEKOMBIX K IprOam
noj BiausHHEeM mapasutounoB (Braconidae u Ichneumonidae), ux s10B WM OTAEIBHBIX
KOMITOHCHTOB SIJIOB 1oka3aHo B psijie padot (King, Bell, 1978; El-Sufty, Fuhrer, 1981a; Dani
et al., 2004; Dos Santos et al., 2006; Richards et al., 2011). CorracHO HaIlIUM HCCIICTOBAHUSIM
mapagu3anys JHYUHOK BOIIMHHON OTHEBKH sITOM dKTomapasutouna Habrobracon hebetor
(Say) mpuBOIUT K Pe3KOMY YCHJICHHIO BOCIPHUMYHBOCTH K 3HTOMOIIATOTCHHBIM T'prOam
Beauveria, Metarhizium wn Isaria (Kryukov et al., 2013). B wacTHOCTH, BOCTIPpHUMYHBOCTh
MapaJin30BaHHbIX JIMYMHOK K TpuOy B. bassiana yBenmuuuBaiach IIOYTH B ISATh THICSY pas.
[Nocnenyronue nccaea0BaHMs BBISIBHIIM IEIbIH KOMIUIEKC MEXaHU3MOB JAHHOTO TTOBBIIICHUS
YyBCTBUTEJILHOCTHU. BBIIO yCTAaHOBIIEHO, YTO Y MMAapaN30BaHHBIX JINUMHOK N3MEHSIOTCS (DyH-
THCTaTHYECKHE CBOICTBA KyTHKYJIbI, YTO OOYCIOBIMBAET BEICOKYIO CKOPOCTH IIPOPACTaHUs
rpuda (Kryukov et al., 2018d). YV napain3oBaHHBIX JMYMHOK HAOIIOIAIOCH PE3KOE MaICHHE
KJIETOYHOTO MMMYHHUTETA, B YaCTHOCTH — CHIDKCHHE CITIOCOOHOCTH T'€MOILUTOB K aJire3nH,
magenne ux BebkuBaemoctd (Kryukova et al., 2015) u mageHue ypoBHS WHKAICYISLIAN
(Kryukov et al., 2018d). MaTepecHo, 9TO TpH Mapanu3aliyl Napa3uTOUAOM y JTHIHHOK
OTHEBKHM TakKXe HaOIIONAIHCh pe3KHe M3MEHEHHA B OaKTepHaIbHOM COOOIIECTBE KHIICY-
HMKa, BBIp@XKAIOUIMECS B MOIbEME YUCICHHOCTH Enterobacter sp., Serratia marcescens n
Enterococcus faecalis (Polenogova et al., 2019). CkapmimBaHue TaHHBIX OaKTepHUil TMINHKAM
OTHEBKH ITPUBOJIMIIO K YBEITMUCHUIO YyBCTBUTENBHOCTH K B. bassiana, HO ¢pusnonornyeckue
MEXaHHW3MBbl JJAHHOTO TOBBIIICHUS! OCTAJINCh HE BBIICHEHHBIMH. MBI MPEANIOI0XKNIN, YTO
H. hebetor nmeet cnalOble MeXaHU3MBbl M30eraHUs] KOHKYPEHLIUH C SHTOMOIIATOTCHHBIMHU
rpudamu, MOCKOJIBKY JUIsl Tapa3uToOu/ia XapakTepHa BechbMa KOpPOTKasl 10 BPEMEHH JINUH-
HouHas cragust (3—4 cyToK), KOTopast MOXKET ollepexars pazsurue rpuda. [Tockonbky camMkn
TapasuTonIa Mapaan3yoT N30BITOYHOE KOJMUYECTBO JIMYMHOK (O0JblIe, YeM HeoOXOAnMO
JUISL OTKJIAJKH SIUIT), ¥ JINYMHKH HE YIOTPEOISIOT B MUILY XO35MHA MOJHOCTBIO, TTapain3o-
BaHHBIE HACEKOMbIE MOT'YT IPEJICTABISITh cOOOW BechMa JOCTYIHBIN pecypc AJisl pa3BUTHS

MHUKPOOPIaHU3MOB, B TOM 4HKCIIEe SHTOMOIAroreHHbIx rpubos (Kryukov et al., 2018d).

3AKJIIOYUEHUE

DHTOMONATOICHHbBIC ACKOMMUIIETHI XapaKTEPU3YIOTCA OOJIBLINM M CIIOKHBIM KOMILJICKCOM
OMOXHUMHYECKUX MCXaHU3MOB, HAIIPaBJICHHBIX Ha PAa3BUTUC B HACCKOMBIX, @ HACCKOMBIC-
X035€Ba UMCIOT pa3H006pa3HLIe U MHOTOCTYHNCHYATBIC MEXAaHU3MbI 3alllUThI OT 3TUX IIa-
TOr€HOB. buoTnueckre U abOMOTUYECKUE (I)aKTopLI MOT'YT OKa3bIBATh CUJIbHOC BJIMSIHUC Ha

BBaHMOHeﬁCTBHﬂ MEXAY HACCKOMBIMH U DOHTOMOITATOTCHHBIMU l"pI/I6aMI/I B IIOJIB3Y IIEPBOTO
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1100 BTOPOTO 3BE€HA CHCTEMbI. Borpocsl, kacaromyecs BIUSHUS (aKTOpOB BHEIIHEH U BHY-
TPEHHEH cpelibl HACEKOMBIX Ha MX BOCIPHUMYUBOCTH K ITpHOaM, H3y4eHbl HEAOCTATOUHO, U
0COOCHHO 9TO KacaeTcst ONOTHYECKUX BO3ACHCTBIN. [IpUUMHbI yCUIICHNS] 4yBCTBUTEILHOCTH
HACEKOMBIX K I'pr0aMm I0J] BIUSHHEM CyOONTHMAJIBHBIX TEeMIIEpaTyp, HHCEKTHIUI0B, CO-
ITyTCTBYIOUIMX MH(EKINH 1 Mapa3uTOUI0B UMEIOT KOMIUICKCHYIO OCHOBY, BBIPQXKAIOIIYIOCS
B OJHOBPEMEHHOM IIOJIaBIIEHUY MHOTHX 3aIlUTHBIX CHCTEM, a TAK)KE B OHTOT€HETHYECKHX
HapylieHusiX. JlaHHas 0COOCHHOCTh MOXKET ObITh BOKHOM JUIsi Pa3BUTHSI TIOJIXO/IOB K OHO-
JIOTHYECKOMY KOHTPOJIIO XO3SICTBEHHO 3HAUYMMBIX BHJIOB. BeposiTHO, oOliee yrHereHue
OpraHu3Ma HaCEKOMBIX MOXET ObITh Oosiee 2 (h(heKTUBHBIM, YeM HHTHOMPOBaHNE KOHKPETHBIX
3BEHBEB IMMYHHTETA, IOCKOJIBKY Y XO351€B MOT'YT IIPOSIBIATHCS Pa3IMUYHbIE KOMIEHCATOPHBIE
MeXaHu3Mbl 3amuThl. [loaTOMy mocnenyromnme nccaeq0BaHus MOTYT OBITh HAIPaBICHBI HA
UHTrHOMpOBaHHE (PH3HOJIOTMIECKUX MEXaHU3MOB, ONPEACISIONIMX IIMPOKUH CIIEKTp 3aIlInT-

HBbIX peaKuHﬁ HACCKOMbLIX POTUB MHUKPOOPraHU3MOB.
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SUMMARY

In the review, we briefly summarized virulence mechanisms of entomopathogenic ascomycetes
and the defense reactions of host insects. Special attention is paid to the influence of environmental
factors (temperature, toxicants, concomitant infections, symbiotic microorganisms and parasitoids) on
the physiological aspects of the relationship between insect hosts and entomopathogenic fungi. Based
on the analysis performed, we suggest that the increase in the susceptibility of insects to fungal infec-
tions under the influence of various stresses has a complex basis, which is expressed by suppression of
defense reactions set, as well as by disturbance ontogenesis. Understanding these mechanisms is im-

portant for the development of new approaches to biological control of economicaly important species.
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