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BBEJAEHUE

AKTyaJlbHOCTh TeMbl. KO3BOJIIOIIMOHHBIE B3aMMOOTHOUIEHUS, MPU KOTOPBIX
W3MEHEHHUSI TPU3HAKOB y OJHUX BHUAOB BEAyT K TpaHChOpMANMsIM APYTUX BUIOB
(Tumodeer-PecoBckuii u ap., 1977), Haubonee spko NPOSIBISIOTCA B CHUCTEMax
napa3ut-xo3siuH  (bexnemumes  1970; IImanerayzen 1983). MHuororpanssie
B3aMMOOTHOIICHUS W B3aWMHOE BIIMSHUE COCTABJSIONIMX 3TUX CHUCTEM, a TaKxke
HEBEPOSITHAS IMHAMUYHOCTh U 3aBUCUMOCTb OT BHEIIIHUX YCJIOBHI FOBOPAT O TOM, YTO
JUIS €€ YCTOMYMBOIO CYIIECTBOBAHHS HEOOXOAMMBI IOCTOSIHHBIE 3BOJIOLMOHHBIC
npeoOpa3oBaHusl KaK X031MHa, Tak U ero napasura (Lively, 1996). Ilapazut-xo3suHHbIC
CHUCTEMBI 3BOJIOIMOHHO JAOWJIBHBI, a JIOOOW «IEepeBec» B BHJE Pa3BUTHS HOBBIX
NPU3HAKOB WJIM aJanTallii MOXKET BBIBECTH CHCTEMY HW3 pPaBHOBECHS, BBI3BATh
yBeIMYEHHE AaBieHUs (akTopa oTOOpa M, Kak CJEACTBUE, NMPHUBECTH K OBICTPOMY
3aKpEIJICHUIO HOBBIX NMPU3HAKOB, M3MEHEHUIO WM PAa3PYLICHUIO MApa3UT-XO3STMHHON
cucteMbl. CuMTaercs, 4YTO HBOJIOIMS MAapa3sUTHU3Ma MOXXET HUATH Kak [0 IyTH
YBEJIMYEHHMS CIIEUAIN3alU1 K X035€BaM, TaK U M0 MyTH TeHepaau3aluu. Y napa3uToB-
CHEIHAIMCTOB MPUYPOUYCHHOCTh K OJHOMY XO3MMHY WJIM UX Y3KOMY KpPYTy BeIeT K
(bopMHPOBAHUIO aIaNTAlMM, HAIPABIEHHBIX Ha MOJAAepKaHUE OalaHCca MEXKIy YPOBHEM
BUPYJICHTHOCTH M CyMMAapHOW TpaHCMHCCHEH MOTOMCTBA, TO €CTh MOJACPKHBACTCS
CPEIHHI YPOBEHb BUPYJIIEHTHOCTH, ONITUMAJIBHBIN JUIsl pa3MHOKEeHHs napasuTa (Leggett
et al., 2013). DBosronusi O MyTH TeHEpAJIM3AlMK MPUBOJUT K PACIIUPEHUIO KpyTa
X0351€B ¥ YBEITMUCHUIO 3KOJIOTHYECKON MIIACTUYHOCTH, HO COMPOBOXKIAETCS] CHIYKEHUEM
BUPYJICHTHOCTU. SIpKUMM TPEJCTABUTEISIMU BUJIOB-TE€HEPAIUCTOB SBJISIOTCS TPUObI
Metarhizium robertsii, Beauveria bassiana n 6axrepun Bacillus thuringiensis (bT). Otu
NaTOreHHbIE JJII HACEKOMBIX MHKPOOPTaHU3MBI LIMPOKO PaCIpOCTPAHEHBI B
OMOLIEHO3aX, a TaKKe aKTHUBHO UCIOJIb3YIOTCS JIJISl CO3/IaHUs OMOJIOTUYECKUX CPEACTB
3alIUThl PACTEHUHW OT HACEKOMBIX-BPEAHUTENEH CEIbCKOTO M JIECHOTO XO3AHCTBA.
Jlanuple matoreHsl 00JAalOT MIMPOKUM  CIEKTPOM Pa3HOOOpa3HbIX (PakTOpoB

BHUPYJICHTHOCTH, CITOCOOHEBI BBI3BIBATH 3a00JICBAHUS Y HAaCCKOMBIX Pa3JIMYHBIX OTPAAOB



u npuBogAT K smm3ooTtusMm (Llreitnxay3 1952; I'mynmoB u ap., 2001; Augustyniuk—
Kram, Kram, 2012). [Ins MHOTMX MHKPOOPraHU3MOB, B TOM YHCII€ T'PUOOB POJIOB
Beauveria, Metarhizium wn Oaktepuii BT, pa3BuTHE MaTOr€HOB MPOXOJUT YeEpe3
onotpodHyro u HekpoTrpopHyro ¢a3pl. [lpm pa3BuTHM B OpraHm3Me XO3sUHA
MPOUCXOJNUT TOJABICHUE BCEX 3alIUTHBIX CHUCTEM, 3aT€M KOJIOHU3AIMs, TaK
HazbIBaeMasi omotpodHas ¢asa, mocsae yero HactynaeT HeKpoTpodHas daza pa3BUTHUS
MUKpPOOPTaHU3MOB, KOTOpasi peaju3yeTcsi Ha MOTHOIIeM XO03iWHE W HeoOXoauma s
dbopmupoBaHus ToYepHEro nmokoJjieHus natoreHoB (Vega et al., 2009).

Pacimimpenune kpyra Xo3s€B W YBEIMYEHUE SKOJOTUYECKOW TIACTUYHOCTH
MATOTCHOB HE CHWXXAET 3HAYMMOCTH OWOTpo(HOU as3bl, KOTOpas B psjie CIIy4acB
SBIISIETCSI ONpPEACINAIONIE B CYIIECTBOBAaHMU JaHHBIX BUIOB MHUKPOOPraHW3MOB. B
YacTHOCTH, B OuoTpodHON (a3e HaA mMapa3uTHUYECKHE MHUKPOOPTraHU3MBI Ooliee
CYIIIECTBEHHOE BJIHUSHUE OKa3bIBa€T HETOCPEJCTBEHHO XO3fMH (KaK cpeaa IMepBOTO
nopsiJika), MO0 CPaBHEHUIO C JICHCTBUEM OKpYyKaloled cpelpl, C KOTOPOM MapasuT
B3auMoJielicTByeT onocpeaoBanHo (I'mynoB u ap., 2001). CoOTBETCTBEHHO, CIOKHOCTh
U JICHCTBEHHOCTh BIIMSIHUSI OpraHU3Ma XO3sfMHA HA Mapa3uTa OyAeT OmpeneisThCs Kak
(U3HONOTUYECKUM COCTOSIHUEM OpraHuM3Ma XO3siMHa, TaK W €ro peakTHUBHOCTHIO,
KOTOpasi COCTOUT M3 KOMILJIEKCA CHCTEM, OTBEUAOIINX 3a PE3UCTECHTHOCTHh XO35MHA K
napasuty (MMMYHHasl, IE€TOKCULIMPYIOIIasi, aHTUHOKCUIAHTHAS U JIP. ).

Y HAaceKOMBIX, KakK NPEICTAaBUTENIC UJIECHUCTOHOTHX, BHEITHHWE TIOKPOBHI H
OTKpBITasi KPOBEHOCHAsl CHUCTEMa SABIISIIOTCS OMNPEACNAIONMMH B  (POPMUPOBAHUU
3aIIUTHl MPOTUB MIMPOKOIO Kpyra SHTOMOIATOI€HOB. 3alllUTHBIE CBOMCTBA KYyTHKYJIbI
HACEKOMBIX  XapaKTEepU3YIOTCS €€  TOJNIIMHOW, COCTaBOM U  Pa3IMYHBIMU
onoxummuieckumu ocodeHnoctsmu (St. Leger et al., 1988; Bogus et al., 2007; Ment et
al., 2010). Cpemum mNaTOreHOB, MPOHUKAIIMX Yepe3 KyTHKYIy, HauOosee
pacnpocTpaHEHBI SHTOMOMNATOTEHHBIE aCKOMUIIEThI. B WacTHOCTH, ayis rpubOB pPOJIOB
Beauveria u Metarhizium XapakTE€pHO NPOHUKHOBEHUE YE€pe3 IOKPOBBI, XOTS OHHU
TaKK€ MOTYT IMPOHUKATH Yepe3 KHUIICUYHUK, YTO CUYHUTACTCS Il HUX HETHUITHUYHBIM
(Hajek, Stleger, 1994; bopucoB u np., 2001). Konuauu rpub0OB NPUKPEIUIAIOTCS K

MOBEPXHOCTHU SMUKYTUKYJIBI 32 CUET THAPOGOOHBIX B3aUMOACHCTBUN, aKTUBUPYIOTCS U



IPOPACTAIOT Yepe3 KyTHUKYITY, UCTIONb3YsI MEXaHHUECKOe JaBICHNUE U TUAPOIUTHICCKHIE
«pepmentsl araku» (Charnley, 2003). B momoctu Tena xo3sMHa TPUObBI HAUMHAIOT
Pa3MHOXXaTbC W TMPOAYIHUPYIOT TOKCHHBI, B TOM YHCIE MHUKIAYECKHUE TENTUIBI,
MIOTABJISTFOIINE MMMYHHBINA O0TBET HacekoMoro (Vilcinskas et al., 1997).

OcHoBHass Macca Tapa3WTOB, B YAaCTHOCTH, OakTepwii, HE B COCTOSHHH
NPOHUKHYTh B OPraHU3M HACEKOMBIX Yepe3 MOKPOBBI, 3a HCKIIOYEHHEM CIIy4acB
CEeNTUYECKUX paHEHWW, a Takke OaKTepHuii, MEePEHOCUMBIX IMAPASUTHUYCCKUMU
HACEKOMBIMH H HemaTtojamMu. Tem He MeHee, OakTepuanbHbIe 3a00JEBaHUS
pacipoCTpaHeHbI CPEN HACEKOMBIX U HEPEAKO MPUBOJAT K AMHU300TUSAM. DTO BBI3BAHO
TeM, 4TO OaKTepUH MPUCTIOCOOMIHICH MPOHUKATH B OPTaHU3M XO3SMHA YePe3 KUIICUHUK.
[lepennuit W 3agHUN OTAENHI KUIIEYHUKA BBICTHIIACT KYTHUKYJA, a JIHUTEIHAIbHBIC
KJIETKH CPEIHETO OTJeNa 3alluIaeT TOJBbKO mepuTpoduyueckas memOpana. B cBsizu ¢
9TUM, JIAaHHBII OTJAEN 4Yalle BCEro HCIOJIb3yeTCs OaKTepUaTbHBIMU MATOTCHAMU ISt
NPOHUKHOBEHUS. [Ipy 3TOM MOXKHO OTMETHTh, YTO HA HAYaJbHBIX dTamax HWHQEKIUH,
BBI3BIBAEMON KPUCTATUIO00PA3YIOIIMMHI OAKTEPUSIMHU, TIPSIMOTO B3aHMMOICHCTBHS KIIETOK
BT c¢ snuTenneM He MPOUCXOAWT, & MATOTCHHBIE CBOMCTBAa OAaKTEpUil peau3yloTCs 3a
CYeT METa0OJUTOB, KOTOPHIE CIIOCOOHBI HApYIIaTh (YHKIIMOHUPOBAHHE KUIIICUHUKA U
BBI3BIBATH KHUINIEYHBIN TOKCUKO3. B manpHEieM npu HapymieHun (yHKIIMOHUPOBAHUS
U IIEJIOCTHOCTH SMUTENATBHBIX KIETOK OaKTepUH MPOHUKAIOT B TEMOIIEINb, TIPUBOIS K
KOHEYHOM cTanuu OakTepmosa, a umeHHo cenruriemun (Raymond et al., 2010). Cpeau
TOKCUHOB, BbiAensieMbix BT, cymecTBeHHOE 3HaueHHWE B BO3HWKHOBEHHUW KHINEYHOTO
OakTepro3a oTBoguTCs Cry-TOKCMHAM, COJEpXKallMMCS B KPHUCTAIaX, KOTOPHIC
MIPEICTABISIOT COOOM MPOTOKCHHBI, AKTUBUPYIOIIMECS B pe3yjbTaTe OrPaHUYEHHOTO
npoteosin3a B kuiieuHuke Hacekomoro (Pardo-Lopez et al., 2013). Kpome Toro, Ha
AMUTENAIILHBIE KIIETKA B KUIICYHUKE MOTYT BiuATh U Apyrue Tokcuasl BT (Cyt, Vip
oenku, Qocodonumasel, TEMOJM3UHBI, SHTEPOTOKCHHBI, METALIONPOTEA3bl), UTO B
komruiekce ¢ Cry-TOKCMHAaMHM BeJIeT K pa3pyuienuto kumeynuka (Nielsen-LeRoux et al.,
2012).

CrnemyeT OTMETHTbh, YTO KaK TOJIBKO Mapa3suT «IPOXOIUT» KyTHUKYJISIPHBIA W/WIH

KHILIEYHBIN Oapbep, 3amycKaroTcs 3allluTHhIE peakiuu xo3suHa B remouene (Hajek, St.
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Leger, 1994). Ilapa3utbl MoryT OBbITh (harolUTUPOBAHBI WM HWHKAICYJIUPOBAHBI
reMOLMTaMHU, TMpPU HSTOM Ha TMOBEPXHOCTU KaICYJIbl MPOUCXOAUT 0Opa3oBaHUE
MEJIaHMHOB, 00JIaIaloIIMX aHTUMHUKPOOHBIMU cBoiicTBamu (St. Leger et al., 1988).
Kpome Toro, aktuBupyercs ¢enomokcuaaza (PO) remonumdsi, Onmaromaps uemy
3aIlyCKaeTCsl TPOIECC MEJNaHOTeHe3a, BO BpeMs KOTOPOTO MPOUCXOAMUT BBIOPOC
aKTUBUPOBAHHBIX KUCIOPOJHBIX MeTabomutoB (AKM) (Nappi, 1993; I'nynoB u np.,
2001; Komarov et al., 2009). OMHOBpEMEHHO B KUPOBOM TeEJI€ U PSAIE IPYTUX OPTraHOB
U TKaHEW MPOUCXOJUT CUHTE3 aHTUMHUKpPOOHBIX OenkoB (AMB) (Yan et al., 2005). V
HACEKOMBIX CHHTE3UpyeTcsl IMpokuil cnektp AMDB, nonasnsromiee OOJBIIUHCTBO
KOTOPBIX 00J1a7aeT aHTUOAKTEPHAIbHON aKTUBHOCTBIO, & HEKOTOPHIE JEMOHCTPUPYIOT
byurunuaaeie win dyHructatuueckue cpoiictsa (Vilcinskas, Matha, 1997; Xu et al.,
2012). Pa3py1ieHue KIETOK HACEKOMBIX MPH BO3JIEUCTBUM TOKCHHOB, reHepauuss AKM
Opu MEJaHOTeHe3¢ U HapylleHus MeTaboiau3Ma npu HHQEKIUH MPUBOAIT K
OTKJIOHEHUSIM B OKUCIUTEIbHO-BOCcCcTaHOBUTENBbHOM (OB) 0Oamance W HaKOIUICHHUIO
TOKCHUYHBIX METa0OJHMTOB B opraHu3Me 3apak€HHbIX ocobeit (I'mymoB u ap., 2001;
Cerenius, Soderhall, 2004). 3a mnoanepxkanue OB OamaHca, JIETOKCHUKAIMIO U
WHAKTUBAIMIO TOKCUYHBIX BEIIECTB OTBEYAIOT aHTUOKCUIAHTHAS U JIE€TOKCUIIMPYIOLIAs
cucteMsl (3eHKOB U ap., 2001).

Ha pa3nuuHbpiXx 3Tanax KO3BOJIOUMOHHBIX B3aMMOOTHOUIEHUHM Mapa3uta M
XO035MHAa TNPOUCXOJUT CBOEOOpasHas '"IBOMIOLMOHHAS TOHKAa BOOPYKEHHH', Ipu
KOTOpOH OTOOp B MOMYJISIIMM XO3SIMHA MOYKET ObITh HaIpaBjieH Ha (OpMHUPOBAHUE
HOBBIX WJIM 3HAYUTEIBHOE YCUJICHUE YK€ UMEIOLIUXCSI MEXaHU3MOB PE3UCTEHTHOCTH, a
napa3uT pa3BUBAET (PakTOpbl BUPYIEHTHOCTH. OJHAKO, B HACTOAIIEE BPEMsl, Halle
NOHMMAaHUE MHUKPOIBOJIOIMOHHBIX CTpaTeruii (OpMUPOBAHMSI PE3UCTEHTHOCTH M UX
BKJIaZla B KODBOJIOLMOHHBIE B3aUMOOTHOIICHUS B CHCTEME Mapa3UT-XO35MH BechMa
orpannyeHo. OcCTaeTcsi OTKPHITHIM BOIMPOC O POJIM 3TUX MPOIECCOB B aJalTUBHOM
paguanuu  X035i€B, a Takke 00 HuX BIMSHUM Ha CHEUUaIM3alui0 U (aKTophbl
BUPYJICHTHOCTH Tapa3uta. He oxapakTepn3oBaHbl OCHOBHBIC 3aIMTHBIE PEAKIUH U
CHUCTEMbI y4YacTBYIOIIHE B (OPMHPOBAHUU PE3UCTEHTHOCTH K HHTOMOIATOT€HHBIM

rp1/16aM B XO0AC MUKPOISBOJIOIHH. He wu3BecTen BKJIaJ pCaKHI/IfI KJIICTOYHOI'O H
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T'YMOPJIBHOTO HMMYHHTETA, PETCHEPAIIMOHHBIX MPOIECCOB, a TAK)KEe aHTHOKCHIAHTHOMN
U JICTOKCHUITUPYIOIIEH CUCTEM IPHU Pa3BUTHUN YCTOWUMUBOCTH K OakTepusiM. OTCYTCTBYIOT
oboOmaromume cBefaeHuss 00 OoOmuMX TEHACHIMSIX B XO0J€ MHKPOIBOIIOLUU

PE3UCTCHTHOCTH HACCKOMBIX K 6aKTepI/IaJILHBIM u FpI/I6HBIM OHTOMOIIAaTOI'CHAM.

Crenenp  paspaboranHocTH  Tembl. MccnenoBanuss — (GopMHUpOBaHUS
PE3UCTEHTHOCTH HACEKOMBIX K IHTOMONATOT€HHBIM TpHUOaM B XO0J€ MHUKPOIBOJIOLUU
IPAKTUYECKU OTCYTCTBYIOT, XOTSI H3BECTHO, YTO BHYTPUBUIOBBIE OTJIMYUS B
YCTOMYMBOCTH K TpuOaM MOryT OBITh CBSI3aHBl C IOBBILIEHHOW JKCHpeccuen
(beHonmokcuaas, NposIBIAIONIEHCS B BUe MeaHu3Ma y HacekoMbix (Wilson et al., 2001).
Kpome Ttoro, mpu pa3BUTHM TpUOHBIX MATOTEHE30B y HACEKOMBIX MaJIOM3yYE€HHBIM
OCTaeTCs 3alIUTHBIN MOTEHIMAN OTACIbHBIX MHAYIIMOETbHBIX MEXaHU3MOB, TAKHX KakK:
cunte3 AMbB, @O akTuBHOCTh, MHKancyisiius u renepauuss AKM. M3BectHO, uTO
IBOJIIOLIASA PE3UCTEHTHOCTH HACEKOMBIX K TOKcMHaM BT cBsizaHa ¢ MyTalMOHHBIMU
U3MEHEHUSIMU T'€HOB, KOJUPYIOLIUX PEUENnTOpbl K A3TUM (PakTopaM — KaJepuHOB, N-
amuHorienTyaaz W menoyHsix  (Qocdaraz (Ferre, Van Rie, 2002). [lannbie
pUCIIoco0IeHNs HanboJIee 4acTO BO3HUKAIOT B MOMYJISALUAX HACEKOMBIX, ITUTAOIINXCS
TpaHCTEHHBIMU pacTeHusiMH, cogepxkammmu Cry-tokcunbl BT (Griffitts, Aroian, 2005).
OnHaKko, B €CTECTBEHHBIX OHMOILIEHO3aX HACEKOMBbIE CTAJIKMBAIOTCS HE TOJBKO C O-
3HA0TOKCHHOM (Cry), HO U ¢ BereTaTUBHbIMHM KiieTkamu BT u mmpokum HabopoMm HX
TOKCUHOB, BCJIEJICTBUE YETO SBOJIIOLMS PE3UCTEHTHOCTU MOXKET MOMTH MO HECKOJIBKUM
nyTsM. B 3TON cBsI3u, AN MOJHOLUEHHOIO M IJIyOOKOrO0 MOHMMAHUS IPOLIECCOB,
JeXalumxX B OCHOBE (OPMHUPOBAHMSI YCTOMYMBOCTH HACEKOMBIX, Ba)KEH aHaJH3
HBOJIFOLIUM PEZUCTEHTHOCTH C Y4aCTUEM BCEro KOMIUIEKCa (paKTOPOB BUPYJIEHTHOCTH
PHTOMOMNATOreHOB. B HacTosiiee Bpems, K COXAJICHHIO, TaKHe HCCIIeI0BaHUS
eaquanyHsbl (Ericsson et al., 2009).

Takum  oOpa3oMm, MHKpPOAIBOJIOLMOHHBIE  OCOOEHHOCTH  (OPMHUPOBAHUSA
PE3UCTEHTHOCTH HACEKOMBIX K SHTOMOMATOI€HHBIM Ipubam He uzydeHsl. [Ipaktuyecku
HE M3Y4YEH BKJaJ UMMYHHOM M aHTHOKCUJIAHTHOM CHUCTEM B Pa3BUTHE YCTOMYMBOCTH

HacekoMbix K Oaktepussm bBT. Kpome TOro, mnogHOCTBIO OTKpPBIT BOMPOC O
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MUKPO3BOIIOLUOHHBIX CTPATETUSX, IPUBOIALIMX K BOSHUKHOBEHUIO YCTONYUBBIX (OPM
Kk rpubam Beauveria, Oaktepusim BT u «ueHe» pe3nCTEHTHOCTH A MOMYJISIUN

HaCCKOMBIX.

B cBsI3M ¢ BBINIEN310KEeHHBIM, OCHOBHAsl IIeJib PadoThl: BBIICHCHHE WMMYHO-
(U3NOJOTHYUECKUX amanTanuid npu  (GOPMHUPOBAHUM PE3MCTEHTHOCTH BOIIMHHOM
oraeBku Galleria mellonella x sHTOMOTIATOTEHHBIM OakTepusiM Bacillus thuringiensis v

rpudam Beauveria bassiana B X0Jie MUKPO3BOJIIOIUH.

3aaa4m uccjaeI0BAHUA:

1. OxapakTepu3oBaTh BKJIAJl PEAKIUNA KIETOYHOTO M TYMOPaJbHOIO HMMYHHUTETA,
AHTHUOKCHUJIAHTHOW U JIETOKCHUIMPYIOLIEH CUCTEM B OPraHU3ME BOLLIMHHOW OTHEBKHU IIPU

pazButum OakTepuanbHoi unexunu Bacillus thuringiensis.

2. [Ipoananu3upoBaTh BHYTPUBUIOBBIEC 3AIUTHBIE CTPATEIHH Y MOIMYJISIIUU BOIMHHON

OTHEBKH C BPOXKJICHHOM YCTOMYMBOCTBIO K rpubaM Beauveria bassiana.

3. M3yunTh KOMIUIEKC UMMYHO-()U3HOIOTMYECKUX aalTaliii B OpraHu3Me BOILMHHOM
OTHEBKM Tpu (POPMHUPOBAHUM PE3UCTEHTHOCTH K B. thuringiensis B  XOJe

HaIpaBJICHHOTO 0TOOpAa.

4, OxapaKTepI/ISOBaTB KYTUKYJIAPHBIC, KIICTOYHBIC U I'YMOPAJIbHBIC 3allIUTHBIC PCAKIINH

y JINYMHOK BOIIMHHOM OTHEBKH, CEJIEKTUPOBAHHBIX HA YCTOMYUBOCTH K B. bassiana.
5. Ouenutb MOpPGHOMETPUUECKIE U TOMYJISIITUOHHBIC TTOKa3aTeNr (BeC, BEDKMBAEMOCT,
JUIMTEIIbHOCTh Pa3BUTHS, BEC KYKOJIOK, IJIOJIOBUTOCTh) Y HACEKOMBIX, C MOBBIIICHHON

YCTOMYHMBOCTBIO K OakTepusim B. thuringiensis u rpubam B. bassiana.

HO.]'IO?KQHI/IH, BBIHOCHUMBIC HA 3aIIIUTY:
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1. YcTOMYMBOCTh JMYMHOK BOLIMHOM OrHEBKM K 3HTOMONATOTEHHBIM OAaKTEPHSIM
B. thuringiensis QopMHpyeTCsl 3a CUYET KOMIUIEKCA PEAKIUM HMMMYHHOW CHUCTEMBI
(KIETOYHBIX M TYMOPAJIbHBIX), & TAKK€ AKTHBHOCTH KOMIIOHEHTOB aHTHOKCHJIAHTHOMN

CHCTCMBHEI.

2. DBOIONUS PE3UCTCHTHOCTH HACEKOMBIX K OakTepusMm B. thuringiensis HampaBiieHa
Ha pa3BUTHE UMMYHO-(PU3MOJIOTMYECKUX MEXAHW3MOB HMHAKTUBALMHM OaKTepUaIbHBIX
TOKCHHOB B KHUIIIEUHUKE, YCUJIICHUE TPOLECCOB penapaiuu, aHTUOKCUIAHTHOMN 3alUThI

Y TIOBBIILIEHUE YKCIIPECCUN AaHTUMUKPOOHBIX OEJIKOB B OpPraHU3ME.

3. HacekoMmbie ¢ MOBBIIIEHHBIM YPOBHEM MEJAHU3ALMU B KYTHUKYJE XapaKTEepHU3YyIOTCS
0oJiee BBICOKOI yCTOMYMBOCTHIO K SHTOMONATOI€HHBIM Irpubam, Kotopas GopMupyercs
3a CUeT BalIUTHBIX pEaKIHi KJIETOYHOTO HMMMYHHTETa, MOP(OJIOTHUECKUX U

OMOXMMHUYECKUX OCOOEHHOCTEN KYTHKYJIbI.

4. @®opMupoBaHHE YCTOWYMBOCTHM HACEKOMBIX K Trpubam B. bassiana B Xxone
MUKPOABOJIIOIIMU CBS3aHO C YCWICHHEM 3allUTHBIX (YHKIMA TOKPOBOB 3a CYET
KOMITJIEKCA UMMYHHBIX PEaKIIMii, HAapaBICHHBIX HA CIEPKUBAHUE MATOrE€HA Ha YPOBHE

MOKPOBOB, T.€. «KYTUKYJISIPHOTO Oapbepay.

Hayynasi HoBM3Ha pa0orbl. BnepBeie 3aperucTpUpoOBaHO, UYTO pPa3BUTHE
OakTepro3a, BBI3BAHHOTO B. thuringiensis, IPUBOAUT K HAPYIICHUIO OKUCIUTEIHHO-
BOCCTAHOBUTEJIBHOTO OajaHca B OpraHu3Me HAaceKOMbIX. BBbIsBIEHO ywacTue
AHTUMHUKPOOHBIX OEJIKOB B 3alUT€ HACEKOMBIX OT OakTepHaJbHOM WH(EKIUU
B. thuringiensis. O0HapyXeHO, YTO pa3BUTUE CYOJETANBHOU U OCTPOU OaKTepUaTHLHOU
MH(MEKIUU MPUBOAUT K aKTUBALMK dKcripeccud AMbB Kak JIOKaabHO - B KHILIEYHUKE,
TaK MU CHCTEMHO - B JKMPOBOM Telle 3apaKEHHbIX ocoOel. BrepBble Ha BOIIMHHOW
OTHEBKE IMPOBEJECHBI AKCIIEPUMEHTBHI IO CAWJIEHCHMHIy TIeHOoB ¢ mnomompio PHK-

I/IHTep(I)CpCHHI/II/I. YCTaHOBJ'ICHO, qTo IIOJaBJICHHUC IKCIIpECCUU I'JIOBCPHHA,
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UHIyImOenpHoro uHruoutopa metawionporeas (IMPI) u raoyraTuoH mnepokcuiassbl
YBEJIMYHMBACT BOCIIPUMMYHUBOCTh HACEKOMBIX K OaKTepHualbHON MH(MEKIINHN, BHI3BAHHON
bT. Ilonydyensl opurnHabHbIe JaHHbIE 0 BKiIaae IMPI u perenepaiinOHHBIX IPOLECCOB
B MEXaHM3Mbl PE3UCTEHTHOCTH BOIIMHHOW OTHEBKU G. mellonella Ha paHHUX 3Tamax
OakTepros3a, BbeI3BaHHOTO bT. OxapakTepu3oBaHbl UMMYHO-(DH3NOIOTHIECKUE
3alUTHBIE PEAKIIMH B KUIIEUYHUKE TIPU HBOJIIOIIMU PE3UCTEHTHOCTH HaceKoMbIX K bT. B
YaCTHOCTH, Y HACEKOMBIX YCTOWYHMBOW JMHUHU TMPOWCXOAUT TMOBBIIMICHUE 3alUTHBIX
peakuuii B  KHUIIEYHHUKE, HANpPABJICHHBIX HA HHAKTUBALMIO OaKTEPUAIBHOIO
SHJIOTOKCMHA W BereraTuBHBIX KJIeTok BT, AKM, a takke Ha pereHepanuio TKaHEH.
N3yuen coctaB OakTepUaIbHOTO COOOIIECTBA KHUIIEYHHKA W €ro CTPYKTYPHBIC
u3MeHeHus: mnpu Oakrtepuose, BbhI3BaHHOM bT. BnepBeie u3ydeHsl 0OCOOEHHOCTH
peanu3anuyi MPOTUBOTPUOHON 3aIUTHOM CTpaTeTWH, CBS3aHHOW C MOBBIIICHHBIM
MejaHu3MoM JIMIUHOK G. mellonella. BniepBeie TpoBeneHa CENEKIMsS HACEKOMBIX W3
oTtpsina Lepidoptera Ha ycTOMUMBOCTB K Tpuly B. bassiana. IlokazaHo, 4TO IBOIOLIUS
PE3UCTEHTHOCTH K DJHTOMOIIATOTCHHBIM TprbaM TPHUBOIUT K YCWICHHIO Kak
Hecreun(Puuecknx, Tak W CcHenU(pUYECKUX 3alUTHBIX pPEAKIUH, YCHUIIMBAIOIINX

OapbepHbIC PYHKIIMH TTOKPOBOB.

Teoperuyeckass W mNpakTHYecKass 3HAYUMOCTL padoTbl. Pe3ynbrarhl
MOJIy4YE€HHBIE B JAHHON paboTe MOTYT OBITh MCHOJIb30BaHbI JI JAIbHEHIITNX HAYyYHBIX
UCCJICIOBAHUM OCHOBHBIX 3alIUTHBIX CHCTEM TP PA3BUTHUH PE3UCTEHTHOCTH
HACEKOMBIX K SHTOMOIATOIN€HHHBIM MHUKpoopraHusmam. [IpeioxeHHble MOAEIH U
NOJIXO0/bl SBJISIFOTCS YHUBEPCAIbHBIMH JJI1 U3YyYEHHUs IIUPOKOTO CIIEKTPa MMaTOreHE30B
HACEKOMBIX, a Tak)K€ MPOLIECCOB KOABOJIIOIMU B CUCTEMax Mapa3uT-xo3sauH. Kpome
TOT0, JAAHHBIE MO (POPMHUPOBAHHUIO PE3UCTEHTHOCTU HACEKOMBIX K 3HTOMOIIATOTEHAM
UMEIOT KIIIOYEBOE 3HAYCHHE JUIsl pa3pabOTKU U YCOBEPIICHCTBOBAHHUS CTpAaTEeTUHl U
METO/IOB KOHTPOJS YHUCICHHOCTH HACEKOMBIX BpEIUTENEH CENbCKOTO U JIECHOTO
X03slicTBa. B 4YacTHOCTHM, Ha OCHOBE pE3yJbTaTOB, IOKAa3bIBAIOUIMX YBEJIUYEHUE
YYBCTBUTEJIIBHOCTH HACEKOMBIX K OakTepusiM B. thuringiensis Tpu TMOJABICHUU

aHTI/IMI/IKpO6HBIX 6CJIKOB, PIHFH6PITOpOB MCTAJIJIOIIPpOTCAa3 141 KOMIIOHCHTOB
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aHTPIOKCPI,Z[aHTHOﬁ CUCTCMbI, MOI'yT OBITh p33pa6OTaHBI pPEKOMCHAAIMKU I10 CO3JaHHIO
HOBBIX TEXHOJIOTMH U CpCacCTB 3alIHThI paCTeHI/Iﬁ C IPUMCHCHHUCM Pa3JIMYHbIX
HMMYHOCYIIPECCOPOB HACCKOMBIX. PCBYJ'ILT&TBI, NpeACTAaBJICHHBIC B AWCCCPTALNU,
MOT'YT OBITH HCHOJIL30BaHBI A1 TIOATOTOBKHU  KYPCOB HGKHI/Iﬁ II0 3HTOMOJIOTHH,

MUKPOOHOJIOTUH, TAPA3UTOJIOT MU, YBOJIIOLIUU U 3AIUTE PACTCHUH.

MeTtomosioruss ¥ MeTOAbI JAUCCEPTALMOHHOrO HcciaenoBaHus. B kadectBe
HKCIIEPUMEHTAJILHBIX MOJENICH UCIOJIb30BAIN JIMHUA BOUIMHON OTHEBKH, JJIsl KOTOPBIX
ObLJI MPOBEJIEH HAIPaBJICHHBIM OTOOP MO MPUHIIMITY YCTOWYMBOCTU K OakTepusim BT u
rpuly B. bassiana, a Taxke Mopdy C BPOXKICHHBIM MEJIAaHU3MOM. 3apaKeHUE
CIIOPOKPHUCTAJUIMUECKON cycrieH3uen Oakrepuit Bacillus thuringiensis ssp. galleriae
IPOBOAMIIN NIEPOPATEHO, & KOHUAUSIMHU TpUO0B B. bassiana u M. robertsii - nepKyTaHHO
(Dubovskiy et al.,, 2008a, b, 2013b). Jlns wunentudukanmmm OaKTepUaILHOTO
coobmiecTBa npu Oaktepuo3e bT ObUIO MpOBEIEHO CEKBEHUPOBaHKHE PErMoHOB V3-V4
rera 16S pPHK. buoumndbopmaruueckuii aHanu3 IMOJYYEHHBIX CHKBEHCOB OBLI
BBITIOJTHEH ¢ momolbio makera nporpaMm CloVR-16S Bepcust 1.1 (Angiuoli et al.,
2011). ITokazaTenu KIETOYHOTO U T'yMOPAIBHOTO UMMYHUTETA, TOJIIIMHY KYTUKYJIbI U
@O aKkTUBHOCTH B TMOKPOBaX  OMNPEICISUIM TO OOIIENPU3HAHHBIM METOJNKAM C
Moau(DUKALUSIMHU, pa3paO0TaHHBIMU B J1a0OpaTOpuu Matojoruu Hacekombix MCulXK
CO PAH (Hy6osckuit u ap., 2011, Dubovskiy et al., 2011, 2013). Yposenr AKM,
MaJIOHOBOT'O JIMAJIBIETH/Ia, AKTUBHOCTh aHTHOKCUIAHTOB ONPENEISIA (POTOMETPUUECKU
u ¢yopomerpudecku (Dubovskiy et al., 2008). B pa6ote ucnonb3oBanu meton TP B
peanibHoM BpeMeHu (qRT-PCR) u PHK-untepdepenumu s aHanuza aKTUBHOCTH
Pa3IMYHBIX T'€HOB, YYaCTBYIOIIMX B MMMYHHOM OTBETE, aHTMOKCUIAHTHOW 3allUTE U
pererepannonHbix mpormeccax (Dubovskiy et al., 2013a, b). Jlms pacueros
CTATUCTUYECKON 3HAYMMOCTH pa3IMYUil M3ydyaeMbIX TapaMeTpOB HCTOJIb30BAIN

nporpammsl Statistica 6.0, StatPluse 2009 u GraphPad Prism 5.

CreneHb  JOCTOBEPHOCTH  Ppe3yJabTaToB. JlOCTOBEpHOCTH  pe3yJbTaTOB

OIIpeaACIIICTCA HUCIIOJIb30BAHUEM COBPCMCHHBIX CTAHOAPTHBIX METOAOB IMIOATOTOBKHU U
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aHaJIM3a MCCIELYyEMBbIX I0KA3aTeIe y HaCEKOMBIX. VMI3MEHEHNEe aKTUBHOCTH 3aIUTHBIX
CHCTEM HACEKOMBIX C Pa3JIMYHONW YCTOMYMBOCTBIO K HHTOMONATOTEHAM ITOATBEPKIACHO
KaK OMOXMMUYECKUMHU, TaK U MOJIEKYJIIPHO-TEHETUYECKUMHU METOAAMHU. JlOCTOBEPHOCTD
OTIIMYMA B PE3UCTEHTHOCTH JIMHUN HACEKOMBIX K OaKTepHalbHBIM W TPHOHBIM
naToreHaMm TOATBEPXKAACTCA HCIOJb30BAHUEM PENPE3CHTATHUBHBIX BBIOOPOK U
CTaHIapTU3UPOBAHHBIX CIOCO00B 3apaxeHus. HoBu3Ha 0OHapyXEHHBIX MEXaHM3MOB
PE3UCTEHTHOCTM HACEKOMBIX M HAIpPaBICHUW MMKPOIBOJIIOLMOHHBIX IIPOLIECCOB
IOATBEPKIAAETCA  COBOKYIIHOCTBIO  pE3yJbTaTOB II0  aHAIM3y  yCTOMYMBOCTH
DKCIIEPUMEHTAJIbHBIX JTMHUI HAaCEKOMBIX, NOMYJIALMOHHBIX ITOKA3aTeNIeH, JOKaAIN3aun
U POJIM 3AIMTHBIX PEaKIUil MPH Pa3IMYHBIX UHQEKIUSIX U CPAaBHEHHEM MOJYyYEHHBIX
pe3yJIbTaTOB € JIMTEPAaTypHbIMM JaHHbIMU. MeTtoauueckass ©0a3a IPOBENEHHBIX
UCCIIEIOBaHUM aJieKBaTHA TOCTaBJICHHBIM 3a/layaM, COOpaHHbIE JaHHbIE 00paOOTaHbI

KOPPCKTHBIMU CTATUCTUICCKUMHU MCTO/IaMU.

Amnpobanus padorel. MaTtepuansl quccepranuu Obuin npexactapieHsl Ha XII u
XIV cwesmax Pycckoro OnTomonorudeckoro ob6mectBa (Cankt-Iletepoypr, 2002,
2012), na IV u V cwesnax Ilapasuronoruueckoro obmiectBa PAH «Ilapasutosnorus B
XXI Beke: mpobOsiembl, Metoabl, pemenus» (Cankt-IlerepOypr, 2008; HoBocubupck,
2013), cpve3gax KoposieBCkOro SHTOMOJOTHMYECKOTO  obOmiectBa  «VIMMyHHUTET
HacekoMbIx» (BemukoGputanus: leddunn, 2009; Cyoncu, 2010; Hopx, 2014), III
MexpernoHanpbHoi Hay4dHOM KoH(epeHIUun mapaszutojiorop Cubupu u JlampHero
Boctoka (HoBocubupck, 2009), VII u IX eBpomelickom KOHrpecce 3HTOMOJIOTOB
(I'perust, 2002; Benrpus, 2010), VIII MexpernoHalbHOM COBEIIAHHH SHTOMOJIOTOB
Cubupu u ansaero Bocroka (HoBocubupck, 2010), 38-, 39-, 45- u 46-M €XeroHbIX
KOHTpEccax IO MaTojoruu 0ecrno3BOHOYHBIX KMBOTHBIX (CIIA, Ankopumk, 2005;
Kwuraii, Byxans, 2006; Aprentuna, bysnoc-Atipec, 2012; I'epmanus, Maiinn, 2014),
III MexynapoaHoit koHdepeHuu no MojieabHbiM cuctemam (I'penus, Xanbs, 2015),

mexabopatopabix cemunapax UCu2K CO PAH (2013, 2014).
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Iyonukanuu. OCHOBHBIE Pe3yJIbTaThl JUCCEPTALIMOHHONW PabOThl OTpakeHbI B 41
omyOIMKOBaHHON paboTte, B ToM yucie 40 cTtaTeil B HAYYHBIX JKypHAJIaX, BKIIOYECHHBIX
B Ilepeuenr BAK P® (u3 Hux 24 cratbu B IKypHajax, BXOJSIIMX B

oubnmuorpaduueckyro 6azy Web of Science) u 1 marent PO.

Crpykrypa u 00beM padoThl. J{uccepranus usioxkeHa Ha 287 cTpaHUIIaX TEKCTA,
BKJIFOYACT  BBEJEHWE, 5 TJiaB, 3akKIIOYEHHEe, BBIBOABI M mpujiokenue. Pabora
WUTIOCTprUpoBaHa 68 pucyHkamu U 2 tadiaunamu. CIHCOK JUTepaTypbl BKIouaeT 451

HCTOYHHKA, U3 KOTOPHBIX 373 Ha HHOCTPAHHBIX A3bIKAX.

JInuHbIi BKJIAA coucKkaTess. JlureparypHblil aHanu3, GOpMyIMPOBKA THUIIOTE3 U
3amad  uccienoBanus. lloctaHoBKa Mopeneil HSKCHEPUMEHTAIbHOW 3BOJIIOIUU U
MeJlaHW3Ma Ha BOUIMHHOM OTHEBKE. buoxummuueckne u MOJEKYISIPHO-TEHETUYECKUE
UCCJIEIOBAHUSI MMMYHHOTO OTBeTa Mpu OakTepuo3aX M MHUKO3aX HACEKOMBIX.
Cratuctuueckas u OuoumHpopmartnyeckas oOpaboTka pe3yiabTaToB. POpMyIUpOBKa
Bcex BbIBO/IOB. Hanmucanue crareii. KitoueBbie pe3yinbTaThl JUCCEpPTAIIMU 10 3aIIUTHHIM
peakiusiM BOLIMHHOM OTHEBKM TMpPU PaA3JIMYHBIX [AaTOreHe3ax U  SBOJIOLUU
PE3UCTEHTHOCTH HACEKOMBIX MPEJCTABIICHbI B MyOJIMKALUAX, € aBTOP JUCCEPTALINU
aBysieTcs TepBbIM aBTOopoM ([lyOoBckmit u ap., 2005; 2006; 2010; 2011; 2013;
Dubovskiy et al., 2008 a,b; 2010; 2011, 2013 a,b).

baaromapuoctu. I[lpuHomry MCKpeHHIOO OJaroJapHOCTH 3a IMOMOIIL Ha BCEX
JTamax MOATOTOBKM pabOThl CBOEMY HAaydyHOMY KOHCYIbTaHTy A.0.H., mpodeccopy
B.B.I'nmymoy (MCuDX COPAH, r1.HoBocubupck). Heouenumsiii BkIag B
OpraHM3allMl0 U TPOBEACHHE OIKCIEPUMEHTAIbHON  paboThl  BHecnu  K.O.H.
E.B.I'puzanoBa u k.6.H. O.H. fpocnaBueBa (MCuDX COPAH). Bripaxaro
OJlarogapHOCTh 3a IIeHHbIe 3amedanusi k pabore 1.0.H. B.IO. Kprokoy (MCulXK
COPAH), n.6.1. }O.C. Tokapey (BU3P, r. Cankr-IlerepOypr), a1.6.H. H.E. I'pynTenko
(UQul" CO PAH, r.HoBocubupck), k.0.H. B.B. MaprempsiHoBy u k.0.H. S.JIL
Boponnosoii (MCu2XX COPAH), n.6.n. I'.B. benskorckoit (Ubul’, r. Yda), x.0.H.
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N.A. CnenneBori (MXKul' CO PAH). 3a KkOHCy/JIbTaTHBHYHO IOMOIIbL sI TIyOOKO
npuszHateneH npod. T.M. byrty u M. Burren (yu-t Cyoncu, BenukoOpurtanus), npod.
A. Buncunckacy (yH-t I'mccena, I'epmanus) u npod. M. Panrama (yH-T Typky,
Ouunsuaus). A npusHaTeneH 3a  MOMOIIb B TOATOTOBKE  HACEKOMBIX
H.B. boromomnosoii, 3a unentudukanuto Oaxrepuit k.0.H. JL.U. Bypruesoit u k.0.H.
B.II. XonsipeBy, 3a II€HHBbIE COBETHI NPH MOCTAHOBKE PA3NMYHBIX METOJUK K.0.H.
H.A. KprokoBoif 1 BceMy KOJUIEKTHBY Jaboparopuu natojioruu HacekoMmbix MCuIX
CO PAH.

PabGora BeimonHeHa npu ¢uHaHcoBou moanepxke npoektoB CO PAH, POOU u

IIpesunnenrta PO.
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I')TABA 1. OB30P JIMTEPATYPBI

AKTUBHOE pa3BUTHUE HCCIECIOBAHUI MO MATOJOTHMM HACEKOMBIX HAYaloCh C
cepenunbl 19-ro Beka ¢ padot [lactepa mo nzydyenuro 6oje3HeN TyTOBOTO HIEIKOMPsAa
(Idreitrxays, 1952). IlpumepHO B 3TO XK€ BpeMs MUKOJIOTH Ha4aJIi OMUCHIBATH TPUOBI,
Napa3uTUPYIONIME Ha pa3IUYHBIX HACEKOMbIX, a B 1879 r. MeunukoB B Poccumn
MOCTaBUJI TIEPBBIE OIBITHI 10 HCHOJB30BaHUIO Trpuba Metarhizium anisopliae nis
3apakeHUs1 HaCEKOMbIX BpeauTeneil. C Hayana JBAJLATOrO CTOJIETHS HAYAIHUCh YKE
Oonee riybokue MccienoBaHus MHPEKIIMOHHBIX 00JI€3HEH HACEKOMBIX, HAIIPABIICHHBIC
Ha MOHMMaHUE MMMYHHOrO OTBeTa X03s€B. B uacTHOCTH, OO/bIIOE 3HAYEHUE HUMEU
paboTsl [1sii0 Bo ®panmmu (1913-1944). MetanbHukoB u ero cotpyaauku (1914-1935)
TaKk)Ke pa3padaTbiBall OCHOBHBIE MPOOJIEMBbI, UMEIOIIME OTHOLIEHUE K HMMYHHUTETY
HacekoMbIX. B cepennne 20-ro Beka HCCIEIOBAHMS MEXAaHU3MOB PE3UCTEHTHOCTH
HAaCEKOMBIX M, B YaCTHOCTH, UMMYHHUTETA aKTUBHO Pa3BUBAIUCH MPU YYACTHUU TAKHUX
yaeHbIX Kak . IlItaiiaxays (1945), @.J1. byx (1940), M.b. bioxk (1937, 1938, 1940),
B.A. TlonteBa (1958) u ap (Ilreiinxays, 1952). K koHIly ABaalaToro CTOJICTHS
MMMYHOJIOTHSI HACEKOMBIX aKTMBHO pa3BUBaJach C IPUBJICUEHUEM  HOBBIX
MOJIEKYJIIPHO-TEHETUYECKUX W OMOXMMHUYECKMX METOJ0B. bbuiM omucaHbl HOBbIE
KOMIIOHEHTHI MMMYHHOM CHCTEMBI, a TaKXe€ MPOBEICHBI TIIyOOKHE HCCIIECIOBAHMUS
NMAaTOTCHOB  HACEKOMBIX. OTH  JIaHHbIE Jamd  "TOM4oK"  OMOMEIUIIMHCKUM
UCCJIEIOBAHUSIM, & TaKXKe€ Pa3BUTHIO OMOJOTUYECKUX METOAOB KOHTPOJS YMCIEHHOCTH

HAaCCKOMbIX BpeHHTeHeﬁ CEJIBbCKOI'0 M JIECHOT'O XO3sMCTBA.

1.1. bakrepum Bacillus thuringiensis, 0CHOBHbIE (DAKTOPbI BUPYJIEHTHOCTH U

MeXaHM3M JelcTBUSA

bepnunep B 1915 romy omucan crnopooOpasyroolnyto OakTepuio, Ha3BaHHYI) UM

Bacillus thuringiensis (Berliner) (bBT) wu BblmeneHHyr0 wu3 OOJBHBIX T'yCEHHII
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CpPEAM3EeMHOMOPCKON MEIbHUYHOU OTHEBKU Ephestia kuhniella Zell. baxktepun BT
ABIIAIOTCS UIMPOKO PAaCHpOCTPAHEHHBIM BO30yauTElIeM OaKTepualdbHBIX OoJe3Hen
HACEKOMBIX B TMPUPOJE, a TakKe AaKTUBHO UCIOJIB3YIOTCS I CO3JaHus
OMONECTUIIN/IOB, MPUMEHSIEMBIX JI1 KOHTPOJS YUCICHHOCTH BPEIUTENEH CEIbCKOTO U
JIECHOTO XO3SIIICTB, HAaCEKOMBIX MEPEHOCUMKOB OOJIE3HEH ueloBeKa M JKUBOTHBIX
(Vankova, Purrini, 1979; Paw, Travers, 1991; Kryukov et al., 2009). B. thuringiensis
3TO TAaJIOYKOBHJIHBIE (DaKyJIbTAaTUBHO aHa’poOHbIE OakTepuu, OOBIYHO 00pa3zyroT
KOpPOTKHE Lienu. bakTepuu MOJBHXKHBI 32 CYET KI'YTUKOB — MEPUTPUXUN; 00pasyroT
CIOpbI  OBAJBHOM (POPMBI, PACMOJOKEHHbIE LEHTPAIbHO WM MapaleHTPaIbHO.
bakrepun BT nponyupyroT KpucTauIMdecKue BKIIOYCHHS OEIKOBON MPUPOIBI PSIIOM
CO CIIOPOM U pAll APYTHX TOKCMHOB BO BPEMsl BEr€TaTUBHOTO POCTA. DTH KPUCTAILIBI U
MeTaboMUThl OakTepUil TOKCUYHBI ISl HACEKOMBIX, Onmarojaps uemy Oaxtepuun BT
MOTYT MpOSBIIATH 3HTOMONAaroreHHsle cBokcTBa. Kpome toro, Cry TokcuHbl BT
UCIOJIB3YIOT MPU CO3[JAHUU TPAHCTEHHBIX PACTEHUM, 001alaloMX WHCEKTUIIMIHBIMU
ceorictBamu (Maagd et al., 2001, 2003; Griffits, Aroian, 2005; Schnepf et al., 1998;
[repummuc u ap., 2004; ltepammuc u ap., 2010). EcrecTBeHHBIHN ITyTh NPOHUKHOBEHUSI
BT B opranusm HacekoMmbix — nepopaibHbiii (Vallet-Gely et al., 2008). B ciayuae BT
uH(EKINY, IEpBUYHBIN Oapbep Ha MyTH MaTOreHa — 3TO KUIIeyHuK. [IpuHsATO cunTaTh,
YTO OCHOBHOHM BKJIaJ B paspuTue naroreHe3a bT BHocut snmorokcun (Pigott, Ellar,
2007). Ognako, psia APYTUX TOKCHHOB M (DEPMEHTOB TAK)KE MPUHUMAIOT y4acTHE B
uH(pEeKIMOHHOM Tpouecce. A. XeMren Jai CIASAYIONYI KiIacCU(DUKAIUI0 TOKCUHOB
bT: a-3x30TOKCHMH - ¢depMeHT pactyiied Oaktepuu, a umMeHHO (ocdonumaza C; B-
DK30TOKCHUH — TEPMOYCTOMYMBBIM TOKCHUH HYKJICOTHIHOW IIPUPOABI, BBIIEISIEMBIN
OakTepyaJIbHOW  KJIETKOM B OKPYXKAIOIIYI0  Cpelay;  Y-OK30TOKCUH — —
HeugeHTuunupoBanHas (pocdonumnasa; O-3HIOTOKCHH — TMapacropajbHbie OEITKOBBIC
kpuctaiuiel (bypueBa u ap., 2001). Kpome Ttoro, B mpoiiecce >KU3HEIEATEIbHOCTU
oaktepun BT cunTe3upyroT dhepMeHThl U aHTHOaKTepuaabHble BemiecTBa (bypiiesa u
ap., 2001). Pazputne MONEKyISIPHO-TEHETUYECKUX METOJIOB MO3BOJIMIIO B MOCIJIEIHUE
roJibl JIOMOJIHUTh COCTAaB TOKCMHOB M MPOBECTU 0oJiee TOUHYI0 uleHTU(]uKauuio (de

Maagd et al., 2001; Nielsen-LeRoux et al., 2012).
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Ha nanHBIif MOMEHT OMUCAHO MHOXKECTBO (hepMEHTOB M TOKCHHOB bT, KoTOpHhIE
ABJIAIOTCS (PAKTOpaMU BHUPYJIEHTHOCTH IO OTHOUICHHIO K HACEKOMBIM pPa3iIMYHBIX
orpsgoB. IlapacnopaibHble OETKOBBIE KPHUCTAJLUIBI BT cunTesupyrorcs mpu
cnopyssituu (de Maagd et al., 2001). B kunieuynrnke HaCEKOMBIX OHU PACTBOPSIFOTCS 10
nporokcuHoB moxa neiictBuem pH (Pardo-Lopez et al.,, 2013). 3atem npoucxomut
aKTUBaIUsl MPOTOKCHHOB 10 Cry TOKCHHOB IOA ACHCTBHEM TNIpOTea3 XO3iWHA H
metaionporea3  Oaktepuid  (Rukmini, 2000). Cry mokcunor cnenupudecku
CBSI3BIBAIOTCS C PEIETITOPAMU SIUTEIHATBHBIX KJIETOK KUIIEYHUKA U 00pa3yroT MOpPHI B
MeMOpaHaxX, 4TO MPUBOAWT K pa3pylICHUIO KJIETOK W AucPyHKIMH KumedHuka. [Ipu
3TOM OOJIBIIMHCTBO OCTaJbHBIX TOKCHHOB ((pocdonumnassl, remonusunsl, VIP u ap.)
CUHTE3UPYIOTCS BEreTaTuBHBIMU KieTkamu bT yke B KullleuHuke, B Hadaje
cTalMoHapHOM (a3pl ¢ ydactueM mieiorponHoro perymsatopa PIcR (Agaisse et al.,
1999; Salamitou et al.,, 2000). CuHTe3 nmaHHBIX METaOOIMTOB NPUYPOUYEH K
MHQPEKIIMOHHOMY MPOIIECCY M HAIPABJICH Ha MPEOJI0JICHNE 3aIUTHBIX CUCTEM XO3sSHUHA
(Nielsen-LeRoux et al., 2012). Ilocme rubemn Xo3siMHAa, B TaK HAa3bIBAEMYIO
HekpoTpodHyto ¢a3zy pasButus BT, coctaB cuHTE3MpyeMbIX OaKTEpHUSMH BEUICCTB
MEHSIETCS M CBSI3aH PA3IOKCHHEM OPraHWKHA U KOHKYPEHIMEH 3a cyOcTpar ¢ IpyruMHu
mukpoopranuzmamu (Dubois et al., 2012). Cnegyer oTMeTuTh, 94TO HEKpoTpodHas (aza
pasButus bT B mormbmiem Xo3sMHE CXOXa C YCIOBUSIMH B TIOYBe, i€ OaKTepuu

BBIHY/ICHbBI KOHKYpHUPOBaTh C OOMIMPHON rpymmnoil mukpoopranuzmon (Dubois et al.,

2012).

Bereratusnbie kinetku 6onbimuHcTBa TaMMoB BT nponyumpyroT docdonumnazbr
C (o u v sx30oTokcunbl) (Damgaard et al., 1996). @ocgonunaszvl, cunresupyemoie bT,
TepMOJIaOWIbHBL M  KJIACCUUUUPYIOTCA 1O TUIY cyOcTparoB-pochonunuaos
(UBunackene, 1978; lkezawa et al., 1983; Volwerk et al., 1989). TokxcuuHOCTH
dochonunas nas HaceKOMBIX OblLIa IMOKa3aHa Kak IMPH MEPOpajbHOM, TaK M MpU
UHTPAreMOLETIOSIPHOM BO3JECUCTBUU. Y CTAHOBJIEHO, YTO Bo3aeicTBUE (ocdonmmas
NPUBOAUT K JM3uCy KieTok HacekoMmbix (Krieg, 1971) m mO3BOHOYHBIX KMBOTHBIX

(Faust, Bulla, 1982). Caenyer otMetruth, uTo Qocdonunazpl He 00Jagar0T CTPOTOU
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CHCIII/I(I)I/I‘IHOCTI)I-O, a4 UX AKTHUBHOCTB 3aBHCHT OT COCTaBa q)OC(i)OJII/IHI/I,HOB KJICTOYHBIX

MeMOpaH.

Eie ogHoOM rpyniiol TOKCHMHOB, NPOAYLUMPYEMBIX MPU BEreratuBHOM pocte bT,
SABJIAIOTCSI MCTUHHBIE 2eMOU3UHbL, CIIOCOOHBIE OOpa3OBbIBATH MOpPHI B MeMOpaHax
kierok. B wactHoctu, mns BT wactuuno oxapakrepuszoBaH remosuzud HIyll, ans
KOTOPOTO OIKCaHbI reMoymThdeckne cBoiicTtBa (Andreeva et al., 2006; Miles et al.,
20006), a Takxe CIOCOOHOCTh UHAYLUPOBATH in ViVO allONTO3 MOHOLIUTOB U Makpodaros

y I03BOHOYHBIX KMBOTHBIX (Tran et al., 2011a,b).

Cpemu sx30hemenToB BT ¢ MHCEKTULHMIHON aKTUBHOCTBIO CIIENYET OTMETUTH
npoteasbl (Donovan et al., 1997; Okstad, 1999). Panee cuurtanock, 4To OOJBIIUHCTBO
cekpetupyeMmbix bT mporea3, onucaHHbiX Kak AprA u NprA, BEpOsiTHO, HE BHOCST
BKJ1aJ B maToreHe3 HacekoMbix (Tan, Donovan, 2000). OxHako Ob10 0OHApYXKEHO, YTO
BT cexperupyer meramionporeasy, Ha3BaHHyI0 InA (Lovgren, 1990), kotopas Moxer
pazpyuiaTb aHTUMUKPOOHBIE OEJIKM HAaCEKOMBIX arTainHbl U ekponuHsl (Edlund et al.,
1976; Dalhammar, Steiner, 1984), ydacTBys TeM cambiM B mnaToreHese. Jlpyras
GYHKIUS TPOTEOUTUYECKUX (PEpMEHTOB, CUHTE3UpYeMbIX bT, MOXKET 3aKiIf0o4aThCsi B

aKTHBAIlUM MPOTOKCHHA U3 JpjbTarokcuHa (Yectyxuna u np., 1978; Andrews et al.,

1985; Rukmini, 2000).

Heo6xoaumo oTMeTuTh, 4TO0 HEKOTOpbie MmTaMMbl BT ciocoOHBI CHHTE3UPOBATH
XumuHazvl, TPEACTaBICHHbICE HHIAOXUTHHA30d W  3Kk3oxutuHazorn  (Kramer,
Muthukrishnan, 1997; Sampson, Gooday, 1998). CyiiecTBYIOT HCCIEI0BaTEIbCKHUE
paboThl, B KOTOPBIX MMOKA3aHO, YTO JaHHBIM ()epMEHT CIIOCOOEH B ONMPEAEICHHBIX J03aX
IPOSIBIISATH MATOTEHHBIA 3(PPEKT WM yCUIMBaTh JAeHCTBUE TOKCHMHOB (Smirnoff et al.,
1973; Regev et al., 1996; Thamthiankul et al., 2001). Kpome Toro, npesamnonaraercs, 4To
HamOoJIee BeposiTHAS poib XUTHHA3 bT MOXKeT 3aKkiIf04aThCsi B 4aCTUYHOM Pa3pylieHun
nepuTpoduueckorr MeMOpaHbl HACEKOMBIX, YTO TMO3BOJIIET OAaKTepHUaTbHOMY TOKCHUHY

Jerde NporTy JaHHbIi 6apwep (Sampson, Gooday, 1998).
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[Toxazano, uro 6akrepun BT uMeroT emie oAMH KJIAaCC MHCEKTULUAHBIX OCJIKOB,
CHUHTE3UPYEMBIX BO BpPEMs BEr€TaTUBHOTO POCTa, - Vip Oenku, KOTOPBIE MPOSBISIOT
AKTUBHOCTH MPOTUB IIMPOKOTO CIIEKTPa YEIIYEKPBUIBIX M JKECTKOKPBUIBIX HACEKOMBIX.
Crnenyer oTMeTHTbh, 4TO MOKa u3BecTHB Vipl, Vip2 u Vip3 6enku ¢ MOJEKyJIspHOM
maccoit okono 100, 52 u 88.5 x/la coorBercTBeHHO. [Ipy cCkapMIIMBaHUM HAaCEKOMBIM
OHU BBI3BIBAIOT TMapajiny KUIICYHHKA WM JIM3UC SMUTETUAIBHBIX KJIETOK KUIICYHHKA
(Estruch et al., 1996; Yu et al., 1997). bouio nokazano, yto Vipl coaepxur B-mnomes,
CHOCOOHBIN CBSI3BIBATHCS C PELENTOpPaMU Ha KJIETOYHBIX MeMOpaHax M (HOpMHUPOBAThH
ONUrOMephl,  OOpasylomMe  KaHal,  KOTOPbIi  IMOMOraeT  NPOHUKHOBEHHIO

dbepmenTaTuBHOTO JOMeHa TokcnHa (Maagd et al., 2003).

VY 6axrepuit BT onucan psin 6axmepuoyuros n anmudouomuxog. CA4uTaeTCs, 4TO
OCHOBHAasl (DYHKIIMSI JAHHBIX BEIIECTB CBsi3aHA C MOJABJICHUEM KOHKYPEHTOB B MOYBE, a
Tak)ke B MoruodiieM xo3siuHe. OJJHAKO, UX TAKXKe CJIEeyeT paccCMaTpUBaTh Kak (aKTOphI
BUpYJEHTHOCTH Oaktepuid BT, Tak Kak OHM SBISIOTCS BaXXHBIMH 3BEHOM BO
B3aUMOJICUCTBUM C JPYTUMH MHUKPOOpPraHM3MaMH B KHUIICYHHKE HACEKOMBIX IpHU
oaktepruoze (Raymond et al.,, 2010). AHTaroHucTU4eckass aKTUBHOCTh OaKTepuid
OTMEYEHA y OTJEIbHBIX IITaMMOB noutH Bcex mojaBuaoB BT (MBanoB, 1981; Favret,
Yousten, 1989). AKTUBHOCTb OaKTepUOIMHA — TYpPHIIMHA, BEPOSTHO, CBS3aHa C
akTuBHOCTBIO (ochommmazer A (Favret, Yousten, 1989). Ponp anTmOakTepranbHBIX
BEIIeCTB OaKkTepHil B MaTOreHEe3¢ HACEKOMBIX J0 CHX MOop Heu3BecTHa. He mckioueHo,
4YTO MOJOOHBIE BEIECTBA OKAa3bIBAIOT CYILIECTBEHHOE BIUSHUE Ha TMpeJCTaBUTENEH
MUKpoQuiopbl  KuiieyHuka. COOTBETCTBEHHO, HApYIICHHE COCTaBa MHUKPO(IOpHI
KHUILIIEYHUKA HACEKOMbBIX MOKET MPUBECTH K 3HAYUTEIbHBIM JUCHYHKIMIM KUIICUHUKA
HACEKOMBIX M, KaK CJIEJCTBUE, K yCUJIeHUIO OakTepuaibHoi nHpekunu (Raymond et al.,

2012).

S-ok30moxkcun  — TEPMOYCTOMYMBBIA TOKCHH HYKJICOTHIHOM  MPHUPOJBI,
BBIICIISIEMBIA ~ OaKTepUANbHOM  KIETKOW B  TPOIECCe JKU3HEACSITCIIBHOCTH B
OKpY’Kalollyro cpeay. MexaHus3Mm JeMCTBUS TOKCHHA 3aKJIIOYAeTCs B MHTMOWPOBAHUU

cunresa JJHK-3aBucumoii PHK - nmommmepassl, 4TO NPUBOAUT K HAPYILICHUIO CUHTE3A
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OeNTKOB B OpraHU3Me HACEKOMBIX. Kpome TOro, MHTOKCHKAIUSA [3-9HIOTOKCHHOM MOXET
OKa3bIBaTh TEPATOTEHHOE JIEWCTBHE, KOTOPOE MPOSBISCTCS y B3POCIBIX HACEKOMBIX C
MOJIHBIM TIpeBpallieHneM. B Kommiiekce co crnopaMyd W KpUCTaUIaMU SK30TOKCHH
nercTByeT kak cuHepruct (JleckoBa, Peiomna, 1987; Kannpiown, 1989). bmaromaps
HYKJICOTHTHON TIPHUPOJEC TOKCHH JCUCTBYET HA IMIUPOKHUN KPYT HACEKOMBIX Pa3IMIHBIX
otpsimoB  (Ignoffo, Gregory, 1972; Herbert, Harper, 1985), a Taxxe Ha
mukpoopranusmsl (bap6amosa, Bragumuposa, 1981) u muexonuraromux (Beebee et
al., 1972; Burges 1975). B cBs3u ¢ mocienHUM OOCTOSTEIbCTBOM, MmTamMMbl BT
NPOAYLUpPYIONIHE [B-3K30TOKCHH, 3alpelleHbl sl MPOW3BOJACTBA OHOMpenapaTtoB Ha
tepputopun EBpocoro3a, xotrs B Poccun OHM MIMPOKO MCTIONB3YIOTCS ISl CO3TAHUS

6aKTCpI/IaJ'IBHBIX IMpCIapaToB, TAKUX KaK BI/ITOKCI/I63HI/IJUII/IH " 11p.

Baxneimmii BKkiax B pa3BUTHE OakTepuaibHOro mnartoreHe3a bT BHocUT
napacrnopagbHblii OENKOBBIM KpUCTAI, KOTOPBIM CHHTE3HpYETCs OaKTepusIMU IpH
cnopyisituu. Ilocme 3aBeprieHuss mporecca CIOPYISIUM, MPOUCXOIUT  JIM3UC
CIIOPAHTHs, B OCHOBHOM CIIOpPbl U KPUCTAJUIBl PA3bEIUHSAIOTCA, XOTS AJII HEKOTOPBIX
IITAMMOB TIPOLIECC PA3JEICHUs CHOP M KPUCTAUIOB MOXXET HE MPOMCXOJAUTh, OHU
OCTAlOTCS B CHOpaHruu. ['eH, KOAUPYIOIUN KPUCTAIIMYECKUN O€JIOK, BIIEPBBIE OBLI
BbIJIeSICH U3 Bt ssp.kurstaki w Ha3Ban cry reHoMm (Yamamoto, Dean, 2000). B
JanbHeleM Oblila BbIEJeHa U omucaHa Oombias rpynmna Cry T€HOB, AN KOTOPBIX
Obuta coctaBieHa uHpopmaunoHHass 0a3za (http:/www.btnomenclature.info/). Kpome
toro, kpuctamn BT wmoxer coxepxarb Cyt TOKCUHBL. JlaHHBIE TOKCHHBI
BbICOKOCTIEIIE(UYHBI K HAaCEKOMBIM XO35i€BaM M 00JaJar0T JUTHYECKON aKTHBHOCTBHIO
(de Maagd et al., 2003). Ilokazano, uyTto OOJBIIMHCTBO TeHOB Cry TOKCHHOB
pacrmosoxeHsl B iazMugax OakrepuaibHbiX Ki1eTok bT. B ocHOBY ux kinaccudukanuu
MOJIO’KEH MPHUHIINI UACHTUYHOCTH aMUHOKHUCIIOTHON mocnefoBareabHocTu Cry-0emnKoB,
YTO OTpakaeTcsl B cTeneHu ux Quiorenerndeckoro pojactsa (Crickmore et al., 1998).
N3 Oonbmioro konumyectBa mramMmMoB BT  kioHupoBano okosio 200 reHOB

KPpUCTATIIINYICCKUX OenakoB. DTH OCeIKN moapa3sacCiIArOTCA Ha 8 OTACIIBHBIX KJIACCOB, XOT4,
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KaKk oOliee 4uciao OEJKOB, TaK M YHKCIO KJIACCOB MPOJIOJDKAET YBEIUYMBATHCA,
MOCKOJIbKY OTKpbIBatoTcsi HoBbIe Oenku (Crickmore, 2000).

VY CTaHOBJIEHO, YTO KPUCTAJUI MOXET CcoJepKaTh OJAMH WM HecKoiabko Cry
TokcnHOB. Krnaccudukarms Cry OeIKOB OCHOBaHa Ha WX CTpPOEHHMU W BkirodaeT 70
noarpyni. CTpyKTypa aKTUBUPOBAHHBIX TpUIICMHOM Cry TOKCHMHOB, Takux kak CrylAa
(cnenuuunsix ana Lepidoptera), Cry3Aa, Cry3Bb u Cry8Ea (cnenuduunbix s
Coleoptera), Cry4Aa u Cry4Ba (cmenuduunbix mis Diptera) m Cry2Aa (Diptera-
Lepidoptera cneneduunsix) Obuta moapoOHO omucana B psajae padot (Hodgman, Ellar,
1990; Liet al., 1991; Grochulskiet al., 1995; Galitsky et al., 2001; Morse et al., 2001;
Boonserm et al., 2005, 2006; Guo et al.,, 2009). CrnocoOHOCTP TPOTOKCHHOB
KpPUCTAJUIM30BaThCA CHWKAET WX YYBCTBUTEIBHOCTh K paHHEW MPOTEOJUTUYECKOU
nerpanaruu (Gill et al., 1992). CtpykTypa U pacTBOPHUMOCTh KPUCTAIIOB 3aBUCHUT OT
BTOPUYHON CTPYKTYPHI NMPOTOKCHUHOB, CHJIBI AWCYIL(MOUIHBIX CBSI3€H W MPUCYTCTBUS

JOTIOJIHUTENIBHBIX KoMIoHeHTOB OakTepuit BT (Schnepf et al., 1998).

Psan  ¢usnomorndeckux W OMOXMMHUYECKHUX HCCIICJOBAHWA  BO3ICHCTBHSI
paznuuHbix Cry TOKCHHOB Ha HACEKOMBIX IIOKa3bIBaeT CIEAYIONUH OCHOBHOMN
MEXaHM3M ux neuctBusa. benkosbie kpucramisl bT pacTBOpsArOTCS A0 MPOTOKCHHOB B
HIETTIOYHON cpefie KUIIEYHUKA, TIPU dTOM CKOPOCTh PACTBOPECHUS 3aBUCHUT OT 3HAYCHHSI
pH xumeunoro coka nHacekombix (Luthy, Wolfersberger, 2000). Ilomunentumsi,
KOTOpBIE BBICBOOOXKIAIOTCS IOCJIE PACTBOPEHHUS KpHUCTaIa, MPEICTaBISIOT co00i
IPOTOKCHHBI, OO0JIafaronne ciadoil OMONIOTHYecKOW aKTHUBHOCTHIO. Jlsi akTHBaIuu
IPOTOKCMHOB B TOKCHH HEOOXOAMM OTPAaHMYEHHBIA MPOTEOIU3 MPOTEOIUTUYECKUMHU
dbepMEeHTaMl KHIIEYHHKA HACEKOMBIX W OaKTepUalbHBIMU IIETOYHBIMH IPOTEa3aMH
(Andrews et al., 1985; Tojo et al., 1986; Carroll et al., 1989). Jlanee, akTuBHpOBaHHBII
TOKCHH CBOOOIHO TIPOHUKAET Yepe3 MepeTpohuyuecKyro MeMOpaHy, CYUTAETCS, YTO 3a
cyeT HebOombIoro molekynspHoro Beca B 60-70 kJla (Luthy, Wolfersberger, 2000).
HeoOxomuMo OTMETUTh, YTO CBS3bIBAHHWE TOKCHMHA C PELENTOPOM Ha IMOBEPXHOCTH
AMUTETUATBHBIX KJIETOK KHUIEYHHUKA MPEAIISCTBYET BHEIPECHUIO TOKCHHA B KIIETOUHYIO

memOpany (Rie et al., 1989). beuto mnokazano, uto TokcuHbl BT B KulliedyHuke
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HACEKOMBIX MOTYT CBSI3BIBATHCS C TAKIMH PEIENTOPaMH, KaK 3asIKOpEHHBIE B MEMOpaHe
KJIETOK TJIMKO3WJIMPOBAaHHBIE OCNKW amuHomenTuaasbl N u menodnsie docdarassl, a
TaKke KaaepuHnoaoOHbl perentop u ADAM wmeranonporenHasa (Zhang, Lovgren,
1995). BxoxneHue TOKCHHAa B aNHUKaIbHYI0O MEMOpaHy LHUIUHAPUYECKUX KIETOK
AMUTENHS KAMIEYHUKA JIETaeT TOKCHH HEYSI3BUMBIM K TPOTEa3aM M CO3/Ia€T MOPhI WU
WMOHHBIE KaHAIbBI. [ eHepanys OByXCOT Takux mop B pamuyce 0.5-1.0 HM B anuKanbHON
MeMOpaHe CTON0YaThIX KIETOK TMPUBOAMT K OUYEHb OBICTPOMY HapPYIICHHIO
MEMOpaHHOTO TIOTEHIIMaja, HOHHOTO W BOJHOTO OanaHca, Tocie Yero KieTka Ha0yxaeT
u paspymaercs (Bravo et al.,, 1992). Ota Moaens naelcTBUs TOKCHMHA Obljla Ha3BaHA
MOJIEIBIO0 KOJUTouIHO-ocMoTrdeckoro iausuca (Knowles, Ellar, 1987; Gazit et al., 1998;
Pigott, Ellar, 2007). OOHOBIeHHas MOJEIb KOJUIOMAHO-OCMOTUYECKOTO JIU3HCa
npernoiaraeT MocieoBaTeIbHOE B3aWMOJACUCTBUE TOKCHHOB, MO KpailHeH Mepe, C
JBYMSI BUJIaMU PEIENITOPOB, YTO YCKOPSET BHEIPEHUE OJUTOMEpa B MEMOpPaHY KIIETOK
kumeunnka (Knowles, Ellar; 1987; Bravo et al., 2005). IToznquee Zhang npenmoxut
ATBTEPHATUBHYIO MOJICNIh JEHCTBUS TOKCUHOB, KOTOPAasi OCHOBaHA Ha TPEIIOJI0KEHUH,
4TO THOENb KJIETOK MPOUCXOIUT HE TOJBKO 3a CYET OCMOTHYECKOIO JIM3KCa, HO U 3a
cuer 3amycka Mg’ - 3aBHCHMOrO CHrHAIBHOTO KacKaja ¢ JecTabuimsarmeit
muTockenera kietok (Zhang et al, 2005). OpHoit M3 TOCIEAHHX SIBISETCS
WHTETpAIOHHAs ¥ TUNOTETHYEeCKash MOJENb ACHCTBHS, KOTOpas Mpeanojiaraet, 4ro
IIUTOTOKCUYHOCTh TOKCHHOB OCYIIECTBISIETCA Oyaromaps koMmOuHanuu 3(hQexTon
OCMOTHYECKOTO JIM3WCA U BHYTPHUKJICTOUYHON CHUTHAIM3AlMU C ydacTheM (ocdaTasbl

(Jurat-Fuentes et al., 2006).

3alUTHBIE MEXAHU3Mbl HACEKOMBIX MOTYT OBITh CBSI3aHbI C Pa3JIMYHBIMU 3TallaMu
OaxTepuanbHoi MHpekuuu bT. B cooTBeTcTBHM ¢ MEXaHHW3MOM ACUCTBUS OaKTEpHii:
BO3MOXKHO  HEIOJHOE pPAacCTBOPEHUE KpUCTa/Ula DJHIAOTOKCHHA, HENPAaBUIIBHOE
pacuICIUICHHE NPOTOKCHHA B PE3yNbTATe OTPAHUYEHHOIO IPOTEONIM3a, & TAKXKE, IPH
HaMUYuu Jedekrta B caiiTe CBA3BIBAHWSA TOKCHHA, MPOU3OUIET HapylIeHHe COOpPKH
oJIuroMepa TOKCHMHA WM (OPMHUpPOBAHUS JUTHUECKUX II0P, YCHUJIEHHE IPOLIECCOB

kierounoit pemnaparuu (Heckel, 1994). Kpome Toro, B mociegHue TOJbl aKTUBHO
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00Cy)XIaeTCsl yJyacTHe PEaKIMi KJIETOYHOTO W TyMOPaJbHOTO MMMYHHTETA, a TaKKe
AHTUOKCUIAHTHOW M JCTOKCUIIUPYIOIICH CHCTEM, KaK B KOHCTHUTYIIMOHHBIX, TaK U B
WHyIIUPOBAHBIX MEXaHU3MaX YCTOMYMBOCTH HacekoMbIX K OaktepusiMm BT (Dubovskiy
et al.,, 2008; Ericsson et al., 2009; Wang et al., 2010; Ma et al., 2012). Cnenyet
OTMETHTbH, YTO BIMSHUE HA UMMYHHYIO CUCTEMY HACEKOMBIX MOXKET MPOUCXOIUTH KaK
HamnpsSIMyI0 - TIPU TPOHUKHOBEHWU OaKTepuii B TEMOIENb HACEKOMBIX, TaK W
omocpenoBaHHo. [Ipy BO3HUKHOBEHMH JUCQPYHKIIMHA KHUIICUHUKA SIUTEIHAIbHBIC
KJIETKH, TI0 BCEW BEPOSITHOCTH, BHIPAOATHIBAIOT Pa3INIHBIC MEANATOPHI, KOTOPHIE TAKKE
BO3/ICICTBYIOT Ha HMMYHHYIO CHCTEMY HACEKOMBIX. B pesymbrare, BO3MOXKHO,
MPOUCXOJUT AKTHBHU3AIMS KIIFOYEBBIX KOMIIOHEHTOB JTOM CHCTEMBI, YTO MOXKET

MPEAOTBPATUTh PA3BUTHE BTOPUUHBIX MHPEKITHIA.

1.2. JaTOoMONaTorennsie rpudbl Metarhizium robertsii u Beauveria bassiana

OuToMonaToreHHsle Tpudsl Metarhizium robertsii J.F. Bisch., Rehner & Humber
u Beauveria bassiana (Bals.-Criv.) Vuill. otHocsTcs k cemelictBy Clavicipitaceae s.s.
(otmen Ascomycota, mnopsnok Hyphocreales). Yame Bcero OHU BCTPEUYAKOTCS B
HKOCUCTEMAX YMEPEHHOTO, TPOMUYECKOTO W IKBATOPHAIBHBIX TIOSICOB, MPEATIOUUTAS
JecHble OWOIICHO3bI, HO TaK)XK€ MOTYT BCTpedaThcs B arporeHosax (Mromiep 1995;
OrapkoB 1999; Orapkos, Orapkosa, 2000; Milner et al., 2002; Kprokos u ap., 2007,
Wraight et al., 2007; JlenueB u ap., 2007; Vidal, Fargues, 2007; Meyling, Hajek 2010).
Panee tpubd M. robertsii otHocwim k Tpubam M. anisopliae, HO B pe3yJbTare
MoJIeKysipHO-TeHeTnueckoro aHammsa JIHK rpuboB ero Bemenwian B OTAEIBHBIN BUJT
(Gao et al., 2011). OnTumansHOU aJia pa3BUTHs rpuda Metarhizium robertsii aBnsieTcs
temneparypa 28-30°C (Llreitnxay3, 1952; Epnaxosa, 1974; Bidochka et al., 2001).
M. robertsii mopaxaer HacekoMmbix pa3HbiXx oTpsagoB (Coleoptera, Hemiptera,

Orthoptera, Leoidoptera, Hymenoptera, Diptera).
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N3yuenne rpuboB poaa Beauveria Havanoch ¢ pador A. baccu (1835),
YCTAaHOBUBIIETO TPUOHYIO OSTHUOJOTHIO MYCKapAWHO3a TYTOBOTO  IIEIKOMPSA.
Bo30ynutens mnepBoHadanbHO ObLI OTHECEH K poay Botrytis, a BIOCIEICTBUU
P. Bunmemen BwImenl €ro B OTHENbHBIN pon Beauveria (063op: IlaBmrommn, 1979;
Bopucos u ap., 2001). B HacTosiiee BpeMs XOPOILIO W3BECTHO, YTO ONMTUMAILHOMN st
pasButusi rpuda Beauveria bassiana sBasercs Ttemreparypa 24-26°C. Beauveria
bassiana TIOpakaeT IMUPOKUN KPYr HACEKOMBIX-X035€B, BBI3BIBas OOJE3Hb IO
Ha3BaHUEM «OeJblii MyCKapJWHO3». X031€BaMu JAHHOTO Trpuda MOTYT BBICTYyNaTh
HaceKoMble U3 oTpsAnoB Lepidoptera, Hymenoptera, Coleoptera, Diptera n Orthoptera
(ITaBmrommH, 1985; Jlanma, 'opanb, 1985; Axynunun, Bacunenko, 1993; Annpeesna,
[repummuc, 1997; I'emrrort, 2002; Lopez-Perez, 2014). IlopaxxeHHbIe HAaCEKOMBIE
MOKPBIBAIOTCS OCJNBIM MYYHUCTBIM HJIA BaTOOOPA3HBIM MHUIIEITHEM. 3apakCHHIO
MOJIBEPTalOTCS] HACEKOMBIE TMOYTH HA BCEX CTAUAX Pa3BUTHUSA: — JIMYUHKH, KYKOJKH,

uMmaro, unorna siina (Illreiinxays, 1952).

JKW3HEeHHBIN ITUKII SHTOMOIIATOTeHHBIX TpU00B M. robertsii u B. bassiana MOXXHO

YCJIOBHO pa3zeiuTh Ha 3 ocHOBHBIX ctaguu (bopucos u ap., 2001).

1. [latorenHas cragusi. JTa CTaAus BKIIOYAET B ceOsl MPUKPEIJICHUE KOHUANMN K
BHEIIIHUM IIOKPOBaM IMOPAXaeMOro HACEKOMOTO0, MOCIEAYyIolee MPOHUKHOBEHHE B
MOJIOCTh €r0 TeJla C MOCTENEHHON KOJOHM3alMe ero TKaHel u opraHoB. OKOHUYaHHE
3TOM cTaguu - cMepTh Hacekomoro. Ilocie 3Toro BHyTpH HacekoMoro (GhopMHpYyeTcs

IUIOTHOE CILJIETEHUE U - CKIEPOLUH.

2. Hekpotpodnas cranus. Haganom 3Tolt cTaauu sBIsIETCS 0OpaTHBIA pOCT TH(
4yepe3 KyTUKYJIy MOTHOIIEro XOo3sSWHA, YTO MPUBOJUT K (POPMUPOBAHUIO OUECPHETO

ITOKOJICHUA KOHI/I,Z[I/Iﬁ Ha TOBCPXHOCTHU ITOruOIIIEr0 HACEKOMOTO.

3. Ioxosimasica craaus. [locne 3aBepiieHuss HEKTPOTPODHOU CTATUM KOHUIUU
IIONAJA0T BO BHEUIHIOW cpely. OHM MOTYT COXPaHATBCS B ONABUIMX JIMCTBAX, IIOYBE,
Ha pa3NIMYHBIX YacTsX pacrteHuil. Bo BHemHe# cpene rpuObl cIOCOOHBI COXPaHSATHCS

A0CTAaTOYHO AJIUTCIBbHOC BPEMs, 10 CICAYIOHICTO KOHTAKTa C XO3HMHOM.
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3apakeHHE HACEKOMBIX OSHTOMONATOIEHHBIMU ACKOMMIIETAMU  MPOMCXOAUT
paznuuHbiMH yTsMH. [IpoHMKHOBEHHE TPUOOB BO3MOXKHO Y€pe3 HAPYKHbIE MOKPOBHI,
IIOPOBBIE KAaHAJbLA B KyTHKYJIE, CKIEPUThI, MEKCETMEHTAPHbIE YYACTKH, KUIIECYHUK, a
TaKke uepe3 npixanpua win anyc (Beiisep, 1972; I'mynoB u np., 2001). OcHOBHBIM
IyTEM IMPOHUKHOBEHUS B HACEKOMOE JJI1 aCKOMHULIETOB CUUTAETCS IPOPOCTAHUE YEPE3
kytukyny (Charnley, 2003; Charnley, Collins, 2007). IlponnkHoBeHHEe Tpuba uepes
KYTHKYJIy MOKHO YCJIOBHO PAa3EIMThb HA HECKOJIBKO cTagui: | — aare3nss KOHUIHAN
rpuba Ha NOBEPXHOCTU HACEKOMOT0, 2 — pa3BUTHE TPpUOA HA OBEPXHOCTH KyTHUKYJIbI, 3
— IPOHUKHOBEHHUE U pa3BUTHE rpuba BHYTPU KyTHKYJIbI, 4 — IPOHUKHOBEHHE B MOJOCTh

TeJa HACEKOMOTO M KOJIOHU3aIus ero BHyTpeHHux opraHoB (Hajek, Stleger, 1994).

B camom Hauanme mnpoucxogutr oOpa3oBaHHe THAPOPOOHBIX CBS3EH MEXKIY
KYTUKYJSPHBIMUA JUMHUAAMUA U KJIETOUYHOM OOOJOYKOM KOHUAMN rpula, B pe3yibTaTe
gero mpoucxoaut 3akpervieHue crop (Goettel, 1988; Bogus et al., 2010). Takxe
BXHYIO POJb B 3aKpeIUICHUH I[aTOreHa Ha TMOBEPXHOCTH HACEKOMOI'O HIParoT
MUKPOBOPCHHKH, IETUHKH, HEPOBHOCTH U BhIpOCThI KyTUKYJBI (Hajek, Stleger, 1994).
[Tocne yaadyHoro 3akperuieHusi ciop rpuba MpOUCXOIUT UX Pa3BUTHE HA MOBEPXHOCTHU
NOKpPOBOB x03seB. Ha 3TOoM »sTame OombIIOe BIMSHHE OKa3bIBAET OTHOCHUTEIbHAs
BJIQYKHOCTh BHEIIIHEW Cpelbl, He0OXoauMas JJisl MPOpacTaHus CIOPbl M JaJbHEHIIIEro
pa3Butus rpuda. Criopa mpopactaeT pOCTKOBOM TPyOKOM, a B MECTE€ COPUKOCHOBEHUS
¢ KyTUKYJoi HaunmHaeTcsi oopazoBanue anpeccopusi (Hajek, St. Leger, 1994; Charnley,

Collins, 2007). Ilocne aToro anpeccopuit AeIUTC.

JIis majmpHEeWIIero MmpeoosieHUs] KYTHUKYJISPHBIX IMMOKPOBOB 3HTOMOIIATOTEHHBIC
rpuObl CHHTE3UPYIOT IpoTeasbl, XuTHuHa3bl W junasbl (Gillespie et al., 1998; Yanhua
Fan et al., 2007; Khachatourians, Qazi, 2008). IIpoucxoauT akTuBarus Jmra3 rpuda u
Jerpajanus KyTHKYJISPHBIX OCJIKOB TIOJ] BO3JIEHCTBHEM IpOTEa3, B pe3yJbTaTe Yero
MIPOUCXO/IUT BBHICBOOOKICHUE XUTHHA, «MACKUPYEMOTO» OeikaMu dK30KyTUKyssl (Leal
et al., 1997; Mohanty et al., 2008). [lapaniensHO TPOUCXOAUT WHAYKIHS aKTUBHOCTU
XUTHHA3 TpuOa, KOTOPhIE THAPOIM3YIOT XUTUH M0 N-aneTwirirokozamuHa. [To mepe

pocta Tpuba B HACEKOMOM, KakK MPaBWJIO, Ha KYTHKYyJIe TMOSBISIOTCS TEMHbIE
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MEJIAHOTHUYECKHE TISITHA, 00pasyroluecs B pe3yJbTaTe 3allyCKa B OpraHU3Me XO3siMHa
npodeHonokcuaazHoro kackana. [Ipolas KyTUKyNISpHBIE CIOM W THUIOJAEPMY, I'pud
IIpOpacTaeT B TEMOLEIb HACEKOMOro. B remonene NpOUCXOAUT €ro JajibHEWIIee
pa3BUTHE U KOJIOHU3AIMS BHYTPEHHUX OPraHoB, B remoiuMpe 00pasyrorcs rudaibHbIe
Tena, Onactocmopsl Tpuba, pasHOCAMIMECS C TOKOM TeMONHU(Bl MO OpraHu3zMy
Hacekomoro. B mepByro odepenpr rpud mopakaeT >KUPOBOE TENO, 3aTEM KHILIEYHUK,
MaJbIUTUEBBl COCY/AbI, TMIOJEPMY, HEPBHYIO CHCTEMY, MBIIICUYHYIO TKaHb, TPaXEH.
Yepes HEKOTOpOE BpeMsl TPUOHBIE TH(BI HAUMHAIOT PACTH B 0OpaTHOM HaIIpaBJIEHUH, K
NOBEPXHOCTU TeJla XO3siMHa. 3aTeM Tu(bl NPOPHIBAIOT KYyTHKYJSPHBIE MOKPOBHI U

BBIXOJISIT HA MoBepXHOCTh (I'mynoB u ap., 2001).

OrpoMHBII BKJIaJ B pa3BUTHE NATOTEHE3a, BBHI3BIBAEMOTO0 YHTOMONATOTEHHBIMU
rpubaMu BHOCAT TOKCHHBI, BeIpabaTbiBaeMble Tpubamu. Hanbosee xoporo n3ydeHsl u
OTNMCaHbl TOKCUHBI TpUOOB Beauveria, Metarhizium, Aspergillus, Penecillium (Pedras et
al., 2002; Pava-Ripoll et al., 2008; Wang et al., 2010; KproxoB u ap., 2012). I'pub B.
bassiana  TIpOAYUUPYET psIA BTOPUYHBIX METAOOJIMTOB, B YaCTHOCTH, OacCHaHUH,
OaccuakpuanH, O6accuaHoONIUA, OOBEPOTUABI, TEHEIIMH W oocrmopenH. Hekoropeie u3
HUX O00JIaJal0T TOKCHUYHBIM JICMCTBHEM 110 OTHOIICHWIO K KJIETKAM HACEKOMBIX
(6accmanuH, OaccuakpuaIvH, OaccHaHOJMJI, OOBEpPOIHABI, TCHEIUIMH), a HEKOTOpbhIC
AaHTUOMOTUYECKUM W aHTHTPUOKOBBIM JeictBueM (oocmopenH) (Roy et al., 2008).
Hawubonee n3yuyaeMbIMH TOKCHMHAMH B HACTOSIIEE BpPEMs SBISIOTCS JIECTPYKCUHBI -
TOKCHUHBI, BIIEPBHIC BBIJCICHHBIC U3 TPUOOB pona Metarhizium. B HacTosiee Bpems
HACUMUTHIBACTCS OKOJIO 38 TUIIOB AECTPYKCHMHOB MM uX aHajoroB (James et al., 1993;
Amiri-Besheli et al., 2000; Roberts, St. Leger, 2004; Hu et al., 2006). Jlectpykcunsi (A,
B, E) o6mamaroT BeIpakeHHBIM MHCEKTHUIMAHBIM nerictBueM (Huxham et al., 1989a;
Cavelier et al., 1998; Thomsen u Eilenberg, 2000). ¥ HaceKOMbBIX NMPU HHBEKITUIX
JECTPYKCUHOB BO3HMKaeT mapanud win Tpemop (Samuels et al., 1988; Bradfisch,
Harmer, 1990). Kpome Toro, mpecTpykCHHBI 00Jagal0OT HWMMYHOCYIPECCHBHBIM

HeﬁCTBHCM 3da CUCT HAPYIICHUA q)YHKHI/II‘/’I OUTOCKCIICTAa ITCMOLIUTOB U, KaK CJIICACTBHUC,
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nojaBJIeHusl polieccoB kKietounoro ummynutera (Vilcinskas et al., 1997a; Kershaw et

al., 1999).

1.3. MexaHn3Mbl pe3MCTEHTHOCTH HACEKOMBIX K 0aKTepHAJIbHBIM U TPUOHBIM

HHpEeKIUAM

[Tonsatue «Pe3nucTeHTHOCTBh» OXBaThIBaeT 00JIe€ IIMPOKUUA KpPYr SBJICHUH, 4eM
UMMYHUTET. B Ouoormdeckoil nuTepaType €ro MPUMEHSIOT MJis XapaKTEePUCTHKU
YCTOMYMBOCTU OpraHu3Ma K KaKUM-JIHOO BHEIIHUM WJIM BHYTPEHHHUM BO3CHCTBUSIM.
UtoObl MpenoTBpaTUTh BO3HUKHOBEHHE 3a00JIEBaHUS WM CIPaBUTHCA C  €ro
MOCJICJICTBUSIMH, Y HACEKOMBIX B TEUYCHHE SBOJIONHUH CHOPMUPOBAINCH 3aIUTHHIE
MEXaHHU3MBbI Pa3IMYHOTO TJIaHA: ATOJIOTUYECKHE, DKOJIOTHYECKHUE,

Mopdoduznonornueckue, OMOXUMUIECKHAE U MOJICKYJISIPHBIC.

B nmanHOM pazgene OynyT paccMOTpeHbl MOPQOJIOrHYecKHe, (PU3UO0IIOro-
OMOXUMHUYECKUE U MOJIEKYJISIPHBIE 3alIUTHbIE MEXaHU3Mbl HACEKOMBIX, ONPEIEISIONINE

YCTOWYMBOCTh HACEKOMBIX K OAKTEPHsIM U Tprudam.

1.3.1. BHeniHMe cucTEeMBI 3AIIATHI HACEKOMBIX

1.3.1.1. IlokpoBbI

Oco0eHHOCTH TOKPOBOB HACEKOMBIX, MO3BOJISIIOIINE MPOTUBOCTOATH MATOTEHAM, B
YaCTHOCTH TPUOHOM MPUPOJIBI, B 3HAYUTEIHLHON CTEIICHH OTPEICIIAIOTCS CBOMCTBAMH U
COCTaBOM BEPXHHX CJIOCB KYTHKYJIBI (3MUKYTHUKYJBI), TOJIIMHOW XUTHHOBOTO CIIOS,
CTENIEHBIO CKJICPOTU3AIMKA TPOKYTHKYJBI, a TaK)K€ WHTEHCHBHOCTHIO MEJIAHU3AIUU
(Klowden, 1997; Wilson et al., 2001). Kpome Toro, HeoOXOIUMO OTMETHUTH
CIOCOOHOCTh JMHUTEIUATBHBIX KIETOK KYTHKYJBI MPOAYIIMPOBATH AHTUMHUKPOOHBIE

6GJIKI/I, nenTuabl, W KOMIIOHCHTHI HpOCI)eHOJ'IOKCI/II[aB—aKTI/IBI/Ip}IIOHICFO KOMIIJICKCA,
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KOTOpBIE BO3JCHCTBYIOT Ha IaTOI'€HOB, HEMOCPEACTBEHHO B KyTukyne (Brey et al.,
1993). KyTukyna HaceKOMBIX SIBISIETCS CYLIECTBEHHBIM OapbepoM, Kak Il OaKkTepui,
Tak U rpu0oB. OHAKO, IPU HAPYLIEHUU €€ LEJIOCTHOCTH BCIIEJICTBUE MEXAHMUYECKOTO
NOBPEXJICHUS, YEPE3 MOBPEKICHHBIE YUACTKH MUKPOOPraHU3Mbl MOTYT MPAKTHYECKU
OecnpensaTCTBEHHO NMoNaaarh B remouesnb. ClenyeT OTMETUTh, YTO PU KOHTAMUHALUU
SAWLEKJIAZ0B CaMOK MapasUTOMJOB MM MaHAMOYJ XMIIHUKOB OakTepUsMH U rpudamuy,
Tak)K€ BO3MOKEH MEPEHOC MUKPOOPTaHU3MOB U ObICTpOe MH(UIIMPOBAHHE HACEKOMBIX

xo3seB (Flanders, Hall, 1956; Damgaard, 2000).

[ToxpOBBI HACEKOMBIX COCTOSIT U3 HECKOJbKUX cioeB. Ha Ga3anbHON MeMOpaHe
HaxXOAMUTCS CIION SMUAECPMAIIBHBIX KIIETOK, K KOTOPBIM NPUMBIKAET KyTUKYyla. KyTnkymna

COCTOMUT M3 HCCKOJIBKHX CJIOCB: OHAOKYTHUKYJIbI, 9K30KYTHKYJIbI U SITUKYTHKYJIbI.

bazanpHas MemOpaHa UMMeeT HEKJIETOYHOE CTpoeHHue. ITO0  aMOop(HBIHA
TpaHyJISIPHBINA CJIOH, COCTOSIINI U3 MYKOIOJIUCAXapUA0B, OTIACISIOMNUNA THIIOACPMY OT
noJjioctu Tena. ['unogepma mpeacTaBieHa HEMPEPHIBHBIM OJHOCIOWHBIM PSIIOM OJHO-
VI MHOTOSIZIEPHBIX KIETOK. HekoTophle crenuain3upoBaHHBIE KIETKHA THIIOICPMBI
00pa3yroT BOJIOCKH M CEHCUJUIBI, paznuuHble xenesbl (IIIBanBuu, 1949; Nation, 2008).
Bo wMmHOrmx kieTkax THUIIOAEPMBI COJEPXKATCA TpaHyjdbl HUTMEHTOB, CIHOCOOHBIE
nepeMenaTbCsl U TEM CaMbiM OOYyCIaBIMBAIONINE W3MEHEHUS OKPACKH HACEKOMBIX.
Knetku rumomepmpl BBINOMHSIOT (PYHKIMH, CBS3aHHBIE C CHHTE30M pPa3IMYHBIX
OMOJIOTMYECKH AaKTHUBHBIX BEIECTB, yYaCTBYIOIIMX B IMPOLIECCaX PACTBOPEHUA H
(dbopMUPOBaHUS KYTHUKYJISIPHBIX CIIOEB BO BpPeMsl JTUHBKHU, TaKkKe (DYHKIIUU 3aKUBJICHUS
paH (Mpu MOBPEKICHUH TUIIOACPMbI IPOUCXOAUT €€ BOCCTAHOBJICHHUE ITyTEM MUTPALIUU

U Pa3MHOXKEHUS TUIoAepMaiibHBIX Ki1eTok) (Trimenko, 1986; Nation, 2008).

B kyrukyne BBIIEISIIOT BHYTPEHHUM CIIOM — HPOKYMUKYAY, COIAEPHKAIILYIO
BBICOKOMOJIEKYJISIPDHBIM  moJiucaxapusi XuTuH (mosumep N-anetui-d-riroKO3aMuH).
[IpokyTukyma mpoHHMIIaeMa JUisi BOJALI W BBIMOJIHSET B OCHOBHOM (DYHKITHIO
MEXAHUYECKOM 3allUThl TKAaHEW HACEKOMOro. B cBOIO ouepenp, MPOKYTUKYJIA COCTOUT
U3 HOOKYMUKYIbl, B KOTOPOW MOJUMEPHBIE MOJIEKYJIbl XUTHHA CBSI3aHbI C OENKaMHU U

o0pa3yioT dYepedylolluecss CIOHW, COCTaBJICHHbIE U3 IUIACTUHOK-JIAaMel u
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9K30KYMUKYibl, B KOTOPOH XUTHHOBO-IIPOTEUMHOBBIE MOJIEKYJIBI CKIEPOTHU3UPOBAHbI U
npucyTcTByt0T nmurMeHThl (Thimenko, 1986; Gullan, Cranston, 2010). B pe3ynbsraTe
IPOLIECCOB CKJIEPOTU3alUU U MUTMEHTAlMU KYTHUKYJbl HACEKOMBIX OHA CTAHOBUTCS
Oosee MpoyHOM M MPUOOPETAaeT OMpeeNICHHBIM 1BEeT. B TeueHue maHHOTO mporecca
OPOUCXOAUT 0Opa3oBaHME TMOMEPEUYHBIX CBA3CH MEXAY CMEXKHBIMH LEISIMHU
noyjunentuaa. JlaHHoe TMOoNepeyHoe COEIMHEHHWE TPOUCXOIUT B  pe3yJIbTaTe
OKUCJUTENBHBIX M HYKICO(MUIBHBIX PEaKIUi MEXKIY BBICOKOAKTUBHBIMH areHTaMu
CKJIEpOTHU3AIMU, MOJYYCHHbIMH M3 KaTeXOJOB M HYKJICOPWIbHBIX TPyNI OEIKOB
(Hopkins, Kramer, 1992, Kramer et al., 2001). OkuciieHre KaTexoJIoB KaTaTu3upyeTcs
(beHOoIOKCHTIa301, 3TO BaXKHBIM (DEPMEHT yJaCTBYIOIIMA HE TOIHKO B CKICPOTHU3AIUH,
HO Tak)K€ B MMMYHHBIX pEaKIMsAX HACEKOMbIX. Uepe3 MPOKyTUKYIy MPOXOAST MOPOBbIE
KaHaJblla, KOTOpbIE OOECHEUYMBAIOT CEKPEIMIO PA3JMYHBIX BEIIECTB NpHU JHUHBKE, a
TaK)K€ BEIIECTB YYaCTBYIOIIMX B BOCCTAHOBJICHUH MOBPEKIECHHBIX IOKPOBOB U CUHTE3€
KyTUKYJISIpHBIX BockOB (Gullan,Cranston, 2010). BHenmHuii ¢iioit KyTUKYJIbl Ha3bIBACTCS
SNUKYMUK)YId, B CBOKO OYEPENb OH JCJIUTCS HAa BHYTPEHHUU NPOMEUuHos8blil CIO0U,
BEPXHSSl 4YacTh 3TOr0 cJiosi oOpa3oBaHa 3ayOJIEHBIM XMHOHOM JIMIIOIPOTEUHOBBIM
KOMITJIEKCOM - KYTHKYJIMHOM (TOT CIIOM MpOHMIIAEM JUIsi BOJAbI M BOCKOB, HO HE
OPOHUIAeM JI1 SK3yBHAJIBHOM JKHIKOCTH). B mpoTemHOBOM ciioe KpoMe O€KOB
coziepxaTcsi MoNUQEeHOIIbI, TU(PEHOIbI, YH4aCTBYIOIIUE B CKIEPOTU3ALINU, 3ay0TMBAaHUN
Y OKpallMBAHMM ITOKPOBHBIX TKaHEW HaceKoMbIX. Haa 3TUM clioeM pacrosioxeH
80CK0801L C/0ll, COCTOSIIIIUNA U3 JTUMUIHBIX COCTUHEHUI (KUPHBIE KUCIOTHI UX 3(DUPHI),
JUTMHHOLIETIOYEYHBIX YTJIEBOJOPOJIOB M JUOJIOBBIX CIHUPTOB (BOCKa (POPMUPYIOTCS Ha
NOBEPXHOCTU MOKPOBOB M3 XKUPHBIX KUCIOT U CIMPTOB, NOCTYMAIOIIMUX MO KaHaJIbLaM
u3 snuaepmuca). JlaHHbI cioil UrpaeT BaXXHYIO poJib, MPEMSATCTBYS MOTEPSIM BOJbI U3
opranusma. OpJHAaKO TEPBHUYHOOECKPBUIBIE HACEKOMBIE 3a4acTyld HE HMEIOT
AMUKYTUKYJIbI, TAKKE OHA HE PAa3BUTA y IMYMHOK HACEKOMBIX, TOJTHOCTHIO MEPEILIEIINX

K )KM3HU B BOJHOMU cpenie (xupoHomubl) (Teimenko, 1986).

ypOBeHB PE3UCTCHTHOCTH HACCKOMOI'O K FpI/I6aM HCPCAKO 3aBHUCHUT OT TOJIIIMWHBI

XUTHHOBOI'O CJIOS M CTCIICHHU CKIICPOTHU3alKWK IMMPOKYTHUKYJIbIL. I/ISBCCTHO, YTO HACCKOMBIC
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C MOIIHOH W CKIEPOTU3MPOBAHHOW KYTHUKYJIOW MEHEEe BOCIPUUMYHMBBI K
sHTOMOMNaroreHHeiM rpubam (Bogus et al, 2007; Hassan, Charnley, 1989).
BocnpuruMunBOCTh K MaTOTEHAM HACEKOMBIX 3aBUCHUT OT (pa3wl U Bo3pacTa. M3BecTHO,
YTO UMAaro MHOTHUX HACEKOMBIX ropaszio 0ojiee yCTOWYMBBI K rpubam, 4eM JTUYUHKH, a
YCTOWYMBOCTh JIMYMHOK K TprbaM Bo3pacraeT mo Mepe ux pocra. Crapmime Bo3pacTa,
KaK MpaBujIo, MEHEee BOCTIPUMMYKBEI, ueM Miaamme (James et al., 2003). 3BecTHO, 4TO
HEMOCPEACTBEHHO TMOCJI€ JIMHbKM HAaceKOMble HaumOojiee  BOCHPUMMYHUBHI K
HTOMOTIATOT€HBIM TPHUOaM B CHUJTy TOTO, YTO IMPOILECCHl CKJICPOTU3AIMH HAXOJATCS Ha

Ha4YaJIbHOM OTali€.

Pe3uCcTeHTHOCTh HACEKOMBIX K IATOTE€HAM B 3HAYUTENIBHOM CTENEHU ONpPEAEIISIOT
CBOMCTBAa BEPXHHUX CJIOEB KYTHKYJbl (SMHUKYTHKYJbI). JTO CBSI3aHO C TEM, YTO Ha
NEPBBIX ATanax MPOHUKHOBEHUS Tpuda B HACEKOMOE HEeoOXOoauMa aare3us: KOHUANN Ha
ee nmoBepXHOCTH. Cropbl rpuba (PUKCUPYIOTCS Ha MOBEPXHOCTH KYTHUKYJBl 3a CYET
rupooOHBIX B3aMMOACUCTBUN U HaunmHAIOT mpopactatk (bopucos u ap., 2001). IIpu
3TOM CYIIECTBYET psAJ OrPaHMYEHUH I HSHTOMONATOI€HOB, B YacCTHOCTH,
MUKPOOPTraHU3Mbl JOJKHBI OBITh CHOCOOHBI YTHUIM3UPOBATH CKYIHBIE IMUTATEIIbHBIE
BEIIECTBa, ObITh HEBOCIPUUMYMBBIMU K PsiIy META0OJIMTOB MOBEPXHOCTHON (PIIOpPHI U
ONpEACIECHHbIM COEIMHEHUSIM, BXOJAIIMX B COCTaB »ANUKYTUKYJbl. Tak, ObLIO
YCTaHOBJIEHO, YTO B 3aBUCHUMOCTH OT COCTaBa M KOHLEHTPAUUWH, >XKUPHBIE KHCIOTHI
HapyXHBIX TMOKPOBOB MOTYT KaK YBEJIMYMBATHh BOCIPUUMYMBOCTH K TpHOy, Tak Hu

cHmkath (Smith, Grula, 1982; James et al., 2003).

B kxyTukyne mpu MOBpPEXIEHWU WU MPH MPOHUKHOBEHHWH Yepe3 Hee MaToreHa
NPOUCXOAUT  KYTUKYJSpHAs  MEJaHW3alusi, OIOCPEAOBaHHAs  JACSITEIbHOCTHIO
(heHOIOKCH1a3-aKTUBUPYIOIETO Kackaaa. MemanuH U MpOAyKThI, KOTOPBIE 00pa3yroTCs
B mporecce PepMEHTATHBHBIX PEAKIINi, CIIOCOOHBI MPEIOTBPATUTh JAIBHEHIIINA POCT
mukpoopranu3moB (St. Leger et al. 1988; Hajek, St. Leger, 1994). Psn aBTopoB
MTOKA3bIBAIOT KOPPENSINIO YCTOMYMBOCTH HACEKOMBIX K MATOT€HAM M MHTCHCHBHOCTHIO
MeJlaHM3alluu KyTUKyJbl HacekoMbix (Wilson et al., 2001). Kak npaBuio, paHHbIC

pa6OTBI IMPOBOAHIINCH Ha HACCKOMBIX, KOTOPBLIC IIpH OOJBIIOM  CKOIUICHHH
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(ckydyeHHOCTH) mpuoOpeTaroT 0ojiee TEMHYIO OKpPacKy B OTIMYME OT OJIMHOYHBIX
ocoOeit. Tak nuuunku Spodoptera exempta n Mythimna separate, IMEIOIINE TEMHYIO
OKpacKy, OoJyiee YCTOWYUBBI K BHUPYCY SACPHOIO TMOJUAAPO3a, HEXKEIU CBETIIbIC
(Kunimi, Yamada, 1990; Reeson et al. 1998). Cxomnas ycTOWYMBOCTH ObLIa
oOHapyxeHa y nTuuuHOK Mythimna separate (Mitsui, Kunimi, 1988) u Tenebrio molitor

(Barnes et al., 2000) mo OTHOIIIEHHIO K 3HTOMOIIATOT€HHBIM IprdaMm.

Hacexomoe MOCTOSIHHO CTaJIKUBAETCs ¢ COMYTCTBYIOIIEH MUKPODIOpOii, mpu 3TOM
OpU TOBPEXKACHUU KYTHKYJbl Ppa3IMyHble MHUKPOOPTraHU3MBbl MOTYT IIPEO0JI0JIeBATh
TBEpAbIE CJIOM KyTHKyJbl. Clieqyer OTMETUTb, YTO Psii  aBTOPOB  BBISBUII
aHTUOAKTepUAIbHYIO (LMKPONUH-TOA00HYI0) aKTUBHOCTh B SIMUTENUANBHBIX KIIETKaX
(Brey u ap., 1993). B cnyuae ¢ 3JHTOMONATOr€HHBIMU IprOaMu, KOT/Ia UX POCT BHYTpU
KyTHKYJIbI MOXET OBIThb 3aME/UIeH 3a CYET BBIIICTIEPEUNCICHHBIX 3allUTHBIX
COEIMHEHUHN X03I1Ha, HACEKOMOE MOXKeT U30aBUTCs OT rpuda 3a cyeT JUHbKU. BriomHe
3aKOHOMEPHO, YTO IMpH JUHbKE, HACEKOMbIE MOTYT OCBOOOXAAThCA M OT CHOp Ipuba,

Haxoasmmxcs Ha Kytukyne (bopucos u np., 2001).

1.3.1.2. Kumeuynuk

3HauUMTENbHBIM OapbepOM Ha NYTH NPOHUKHOBEHUS NATOT€HOB M Iapa3UTOB
SBJISIETCS. XUTHUHOBAasT WHTUMA, KOTOPOW BBICTIAHBI MNEPEIHUNA W 3aTHUN OTHAEIBI
KHIIEYHUKA HAaceKoMbIX. [loaTomMy O0o0JbLIOE KOJMYECTBO NATOIEHOB IPOHUKAET B
reMoIIeJIb HACEKOMbIX uepe3 cpennuid kumeyHuk (I'mymoB m ap., 2001). Onnako,
AHAJIOTUYHO TJMKOKAJIMKCHOMY CJIOK0 Ha T[OBEPXHOCTH OAIMUTEIUAIBHBIX KJIETOK
MO3BOHOYHBIX, CPEIHUN OTAEN KHIIEYHHKA HACEKOMBIX HMEET MNEePUTPOPUUECKYIO
meMOpany (Matpukc) (I[IM), koTopas cOCTOMT U3 O€JIKOB, TJIIMKOMPOTEHHOB U
XUTHUHOBBIX MUKPO(UOPUILI, IOIPYKEHHBIX B IPOTEOTIMKAaHOBBIN MaTpuKC. biaroxaps
TakoMy cocTaBy, [IM MoOXeT 3aliMIaTh SMUTEIHAIBHBIE KIETKA OT MEXaHWYECKHX

NOBPEXJIeHUN 1 MH(PEKIMOHHBIX areHToB. KpoMe Toro, Obu10 nokaszano yvyactue [IM B
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aHTHOKCHHaHTHOﬁ 3allIMTC OJOIUTCIIMAJIBHBIX KICTOK KHUIICYHHMKA MW ACTOKCHKAIINU

pa3nnuHbIX kKceHoOnoTukoB (Bernays, Chamberlain, 1980).

Kpome TIM, nisi MHAKTUBAIMM KaK SHIOTEHHBIX, TAK M DK30TCHHBIX TOKCHYHBIX
MeTaOOJIMTOB M Pa3IUYHBIX KCEHOOMOTHKOB, B KUIICUHUKE HACCKOMBIX CYIIESCTBYIOT
OMOXMMHUYECKUE CUCTEMbI, TAKWE KaK aHTUOKCHJIAHTHAS U JCTOKCUIIMPYIONIAs CUCTEMBI
(Nappi et al., 2000; 3eaxoB u ap., 2001). [TogpoOGHEE POSIBb 3TUX CUCTEM 3aITUTHI OYIET

paccMOTpeHa B I1aBe 00 aHTHOKCHIAHTHOM U JE€TOKCULIMPYIOLIEH CUCTEME HACEKOMBIX.

[MumeBaputenbHble (EPMEHTHI CIIOCOOHBI pa3pyllaTh KIETKM W METaOOJUTHI
Oaktepuii. B uactHocTH, mpu pactBopeHun kpuctamina bT mox nedictBuem pH
KHILIEYHOTO COKa BO3MOKHO HENOJHOE BbICBOOOXIeHUE Cry-nmpoTokcuHOB. OJHAKO,
KUCJIOTHOCTh KHIIEYHHKAa — 3TO JIOBOJIbHO KOHCEpPBATHMBHBIM BHUJIOBOW MPU3HAK Y
HaceKOMbIX. [IpakThuecku HE CyIIECTBYET MCCIENOBAHUM, MOKA3bIBAKOIINX, YTO
YCTOMUYHUBOCTh HAaceKOMbIX K BT BbI3BaHA HM3MEHEHHEM KHCJIOTHOCTH KHILICYHHUKA.
Opnako, u3MmeHeHue pH KulleyHMKa MOXKET MPOUCXOJUTH IMPU CMEHE MHUIIEBOTO
palMoHa HACEKOMBIX, HAmpuMep Yy MOHO(AroB, mpu NUTAHUU HecHelUPUUECKUM
KOPMOM B YCIIOBUSIX BBICOKOM KOHKYPEHIIMU 3a IUILIEBBIE PECYPCHI WU IIPU CMEHE MECT

obutanus (Yamvrias, 1962).

OrpaHuyeHHBbI NPOTEONAN3 NPOTOKCMHOB BT sBisieTcss OOHUM U3 KIIOYEBBIX
sranoB aktuBanuu Cry-TokcuHOB. ClieqoBaTeNbHO, M3MEHEHHE COCTaBa IMpoOTeas,
NOBBIIICHHE WM CHUKCHHE HX AaKTHBHOCTU B KHUIIEYHUKE, MOXXET IMPUBOAUTH K
Ype3MEPHOMY HJIM HEJOCTATOYHOMY PACIICIJIEHUIO MPOTOKCHHA, COOTBETCTBEHHO, HE
OyJeT NMpOUCXOIUTh AKTUBALMM TOKCHHA. [l000HBIE M3MEHEHUSI B AKTUBUPOBAHUU
TOKCHHA TOKa3aHbl B HMCCIIEOBATEIbCKUX paboTax HAa MpUMEpe JHMUYMHOK aMOapHOM
orHeBkH Plodia interpunctella u xnonkoBou coBku Heliothis virescens, yCTOWYUBBIX K
oaktepusim BT (Oppert et al., 1994; Forcada et al., 1996, 1999). Kpome ToroO,
CUMTACTCs, YTO CHUIKEHHE INPOTEAa3HOU AKTHBHOCTH B KMIIEYHHMKE YCTOMYMBBIX K BT
HACEKOMBIX MOXET NPHUBOJIUTh K CHIDKEHUIO PENPOAYKTUBHOTO YyCIexa Yy TaKHUX
Hacekombix (Rahman et al., 2011). Cnenyer oTMeTUTh, YTO BTOPUYHBIE METAOOIHUTHI

pacTeHud, B TEpPBYIO odepelb (PEHOJIbl, MOTYT HHTMOMPOBATh AKTUBHOCTD
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NUIIEBAPUTENbHBIX (PEPMEHTOB HACEKOMBIX, YTO MOXKET TaKKe CONPOBOXKAATHCS
HapymenueM aktuBanuu TokcuHa BT (Feeny, 1976; Martin et al.,, 1987, Felton,
Gatehouse, 1996). B TtakoMm ciyyae BO3HHMKAaeT CBOEOOpa3HbI MapajoKC, ¢ OJHOU
CTOPOHBI (DEHOJIBI OKA3bIBAIOT HETATUBHOE BIMSHUE HA MHUIICBAPUTEIBHYIO CHCTEMY

HAaCEKOMOTO0, C APYroil MoryT 3amuTUTh OT Cry-TokcuHOB BT.

OnauM 13 BaxHEHHX (PAKTOPOB, OMPEACISIONMNX YCTOWYHUBOCTh HACEKOMBIX K
Oaktepusim BT, sBmsercs  momudukaius  PeHenTOPOB  CBS3BIBAHWUS IS
AKTUBHUPOBAHHOIO TOKCHMHA Ha IOBEPXHOCTU SMHUTEIUAIBHBIX KIETOK KHIICYHHKA.
[TepBoe cooOrieHne 0 BOZHMKHOBEHWW TAaKOTO THMA YCTOWYMBOCTH OBLIO C/AEJIaHO B
1990 romy mnpu UH3YYEHHMHM MEXaHHU3MOB PE3UCTEHTHOCTH aMOapHOW OTHEBKHU
P. interpunctella, cenextupoBanHoii Ha yctoiunBocTth K Cryl Ab Tokcuny (Rie et al.,
1990). Ilozke ObUIO YCTAaHOBJIEHO, YTO TAKOW THI YCTOWYMBOCTU K TOkcuHam BT,
CBS3aHHBI ¢ JedekToM caiiTa CBA3BIBAaHUS TOKCHHA, ABJISIETCSI  BEChbMa
pacnpoCTpaHEHHBIM CpeAr HACeKOMBIX oTpsiga uernryekpoiibie (Lee et al, 1995:
Tabashnik et al., 1997; Gonzalez-Cabrera et al., 2003). B wacTHOCTH, OBIJIO TIOKa3aHO,
4YTO M3MEHEeHMs] N-aMUHONENTUIAa3bl U KaJepUHIOJ0O0HOTO perenTopa MNPUBOIAT K
dbopmupoBanno ycroiumBeix Kk TokcmHaM bT Hacexkombix (Rajagopal et al., 2002;
Morin et al., 2003). Ilpuyem ycCTONYMBOCTH HACEKOMBIX B CIIy4ae HCMOJIb30BaHUSI
omHoro Cry-TOKCHHA TPHU CEJICKIIMU B Ja0OpaTOpWU WJIM HA TPAHCTEHHBIX PACTCHUSX
(comepskamux Cry-reHbl) B TOJICBBIX YCJIOBHSX BO3HHKAJIa JOCTATOYHO OBICTPO - 3a

HeckoJibko nokosieHu#t (Ferre, Van Rie, 2002).

Panee cuuTanoch, 4TO «KUIIEYHBIH HUMMYHHUTET» HACEKOMBIX K OOJBIIMHCTBY
IPaMIIOJIOKUTEIbHBIX OaKTepuil OmpenessieTcss HaluyhueM B KHUIIEYHOM TpPaKTe
JU301MMa, KOTOPBIN pa3pylIaeT YyBCTBUTENbHbIE K HEMY OakTepun (Mopur, Mecchep,
1969; IlonteB u ap., 1969). Onanako no3aHee ObUIO MOKA3aHO, YTO JM30LUM CHOCOOEH
MOBPEXKJIATh HE TOJBKO T'PAMIMOJIOKUTEIbHBIE, HO U TpaMOTpUIATEIbHbIE OaKTepUU
(Zdybicka-Barabas, 2012). Kpome Toro, HegaBHHUE HMCCIIEIOBAHUS IMOKA3BIBAIOT, YTO
AIUTENMAIIBHBIE KJIETKHM KUIIEYHHMKA HACEKOMBIX MOTYT NIPOJYLUHUPOBATH HE TOJBKO

JIM300MM, HO TaAKKC MU pPAd APYIrux aHTI/IMI/IKpO6HBIX MNCUTUAOB, AKTUBHBIX IIPOTHUB
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OakTepualbHBIX M TPUOHBIX MUKpoopranu3zMoB (Wojda, Jakubowicz, 2007; Mak et al.,
2010). B cnyuae ¢ BT, xoropsie nocrarouno ycroiunBsl K AMbB, MoxkeT HaOmogaThCs
cutyauusi, korga AMDB OynyT oka3piBaTh Oojbliiee BIMSHHUE HAa MUKpOdIopy B
kumednuke yeM Ha BbT. Ha moBeimennom ¢one AMB nHacekomble OynyT crocoOHBI
nepenecty Hu3Kkue 1036l BT 3a cuer penapallMOHHBIX U pereHePalMOHHBIX MPOILIECCOB.
CyliecTBYIOT €IMHMYHBIE pabOThl, B KOTOPBIX MOKA3aHO, YTO MPU MHPUUIKUPOBAHUU
HAaCEKOMBIX HU3KHUMH J03aMH OakTepudl MPOUCXOIUT aKTHUBH3AIMS MPOLIECCOB
perapanuu 3MUTEIUaIbHBIX KiIeTok kumiedyHuka (Buchon et al.,, 2009). B psne
UCCJIEIOBAHUM OTMEYEHO, YTO TaKOW MEXaHU3M YCTOMYMBOCTH MOXKET ObITh
s dexTuBeH pu HU3KOM ypoBHE nH(peKkImonHon Harpy3ku (Hernandez-Martinez et al.,
2010). He wuckiro4eHO, YTO MOIYJISITOPAMU pENApallMOHHBIX MPOLECCOB MOTYT
BBICTYNaTh KOMIOHEHTH pa3pymieHHbix Oakrtepuit (JIIIC, rnukanst u T1.m.) (Tsakas,

Marmaras, 2010).

HeoOxomumo Takke OTMETUTh, UYTO Ha pa3BUTHE MATOICHOB B KHUIIEUHUKE
HAaCEKOMBIX 0OJIBIIIOE BIUSHHUE OKa3biBaeT kuinedyHas ¢iopa (Raymond et al., 2010). B
UCCJIEIOBATENCKUX pabdoTax I[OKa3aHO, YTO NPEICTaBUTENN MHUKPO(IOPH MOTYT
HEMOCPEACTBEHHO  OKa3blBaTh AHTArOHHUCTUYECKOE JEWCTBHE, HAmpumep, Ha
sHTOoMOonaroreHHeie rpudbl (IlonreB u ap., 1969), uam KOCBEHHO, CHHTE3UPYS
IPOTEOTUTHYECKHE (PEPMEHTBI, CIIOCOOHBIE pa3pyaTh TOKCHHBI OakTepuil BT (I'mynos
u ap., 2001). Takxke cyliecTByeT ruIoTe3a, YTO Ha MEPBbIX 3Talax Pa3BUTHs KUIIEYHON
OakTepranbHON MHGeKMu bT y TMYMHOK YenlyeKpbUIbIX OCHOBHOM BKJIAJ B pa3BUTHE
CENTHUIIEMHH BHOCUT MUKPO(IIOpa KUILIEYHUKA, KOTOPasi MOXKET OBICTPO pa3MHOXKAThCH,
nomnajaasi B TIeMOLEIb HACEKOMOrO uepe3 IMOBPEXKACHHS B TKAHW KUILICYHUKA,
oOpazoBannsle TOkcMHOM BT (Broderick et al, 2010). Opnako CymecTByHOT
UCCIIEIOBaHMsI, OMPOBEPraiolue JaHHYI0 THUNOTe3y M  IOKa3bIBAIOIIME, UTO
MOBBIIICHHAs] YCTOMYMBOCTh HAaceKOMbIX K OaktepusiMm BT, cBs3aHa ¢ HeoObIHaiiHO
BBICOKHM KoJIn4ecTBOM MUKpodiops! kumeynnka (Hernandez-Martinez, 2010). Takxe,
cooO1aercss 0 cuHepru3Me B maroreHese Mexnay oOakrepusmu bT u Bacillus cereus,

OCHOBaHHOM Ha TOJIaBJIECHUH MHKpOQUIOpHI muileBaputTeabHoro Tpakra (Raymond et
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al., 2010). Bo3M0xHO, BCE€ 3aBUCUT OT Ka4eCTBEHHOI'O COCTaBa MHUKPO(JIOpPH U

Xapakrtepa B3auMoaencTBus 3Tor (opsl ¢ BT B kKaxa0M OTEIbHOM ClTy4dae.

Takum 00pa3oMm, KUIIEUHUK SBISETCS CYLIECTBEHHBIM OapbepoM Ha IIyTH
NPOHUKHOBEHUS! HH(MEKInH, Onaromaps OCOOEHHOCTAM COCTaBa U CTPOCHHUS €ro
ornenoB. Taxke, B KHUIIEYHHKE HACEKOMBIX MOXET HPOUCXOAUTh I0JIaBJICHUE
unekuuu bT 3a cuer cunTe3a paznuuHbix coenuneHuit (AKM, antubakrepuanbHbie U
bynrunuansie Oenku, (epMeHThl), 00JaJar0IIKUX AaHTUMUKPOOHBIMH CBONCTBaMH.
Ocobast  posib MOPUHAICKUT NepuTpoPuyeckord MemMOpaHe U  KOMIIOHEHTaM
AHTHOKCUJAHTHOW W  JCTOKCULUPYIOLIEH  CHCTEM, KOTOpPBIE  OCYIIECTBIISIOT
MHAKTUBALMI0O M JIETOKCUKALMIO TOKCHHOB KaK SK30IM€HHOIO, TaK M 3HJOTE€HHOIO

IMPOUCXOKICHHA.

1.3.2. Peakuuu KJI€TOYHOI0 M TYMOPAJbHOI0 HMMYHHUTETA

[Ipu mpeomoneHNM TATOTEHOM BHEIIHUX OaphepoB XO35MHA AKTHUBU3HPYIOTCS
TYMOPAJIbHBIA U KJIETOYHBI MMMYHHBIM OTBET HACEKOMBIX. [IepBUYHBIA MMMYHHBIN
OTBET HACEKOMBIX Ha MH(PEKIINIO 3aKJII0YAETCs] B PACMIO3HABAHUU UYKEPOJHBIX areHTOB,
YTO TPUBOJUT K AKTHBAIMU TIPOIECCOB (harommro3a, peakiuu KOaryJsinH,
npo(EHOTOKCHUIA3HOI0 KackaZa U TMOCIEIYIOUIEH MelaHu3alud M HUHKAICYJALUH, a

TaK)Ke K CHHTEe3y aHTUMUKPOOHBIX O6enkoB (Jiang, Kanost, 1997).

1.3.2.1. KinerouHble MMMYHHbIE peaKIUN

B ¢opMupoBaHnM KIETOYHOTO HIMMYHHOTO OTBETa HACEKOMBIX YUACTBYIOT KIIETKH
KPOBETBOPHOW TKAaHW, TEPUKAPAHAIBbHBIE KJIETKH, a TaKke (QPUKCHUpOBaHHBIE U
CBOOOTHOIIMPKYIUPYIONIHE KICTKH TeMoauMpbl — remonuthl (Hoffmann, 1995; Strand

et al.,, 1996; Strand, 2008). M3BecTHO, YTO TE€MOIMTHI YYaCTBYIOT B Pa3IUYHBIX
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Ipolieccax KU3HEEATEIbHOCTH OpraHu3Ma: B Mmetamopdose, cuHrese psijia pepMeHTOB,
nuddepeHIMpPOBKE TKaHEW U T.JI., OJTHAKO OHU TAKXKE BBIMOJHSIOT KJIIOUEBYIO POJIb B
MMMYHHOM OTBETE€ HACEKOMBIX, OTBEYas 3a peakuuu (Harolmro3a, WHKANCYJISLUUA U

rpanyn000pa3oBaHMUs.
Knaccugurayus cemoyumos

Y HaceKOMbIX HUMEIOTCS HECKOJIBKO THIIOB TEMOIMTOB, WX Kiaccuukams
MIOCTPOCHA HAa OCHOBE MOP(OJOTUYECKHX, TUCTOXUMHYECKHX H (YHKIIMOHATHHBIX
xapaktepuctuk (Gupta, 1985; Brehelin, Zachary, 1986). Ilo3xe nns mnentudukanuu
TeMOITMTOB HAaYalM HCIIOJIb30BaTh aHTUTENa U reHetmueckne mapkepsl (Chain et al.,
1992; Willott et al., 1994; Johnson, 1996; Gardiner, 1999; Lebestky et al., 2000).
OpHako B 3aBUCHMOCTH OT BHJa HACEKOMOTO, CTAJUU €TO Pa3BUTHUS UACHTU(DUKAIIHS
TeMOITUTOB MOKET OBITh HECKOJIBKO 3aTpyaHeHa. [Ipu 3TOM psii aBTOPOB BBIACISET
pa3HO€ KOJMYECTBO THUIIOB TEMOIIMUTOB, HO €CTh 5 OOIWX THWIIOB, OINHUCAHHBIX B
JUTEpaType: npocemoyumsl — TOIUMOTCHTHBIE KIETKH TeMOIUMQBI, HauOOJbIIee
coJlepkaHre KOTOPBIX HAOMOAaeTCs y JUYMHOK MIIAIIMX BO3PACTOB, @ y UMaro OHH
MOTYT JMOO OTCYTCTBOBaTh, JIMOO cCOAEpKAaTbcsl B HEOONBIIOM KOJIUYECTBE;
epanyioyumsl - COAEPKaT OOJBIIOE KOJTUISCTBO BKIFOUEHHUH, yUaCTBYIOT B MPOIIECCax
daronuTo3a U UHKATCYISIUN; NIA3MOMOYUMbl — KIIETKH, TPEJCTABICHHBIC B 00JIBIIIOM
KOJIMYECTBE B TemoiauMpe, MMEIOT HEOONIBIIOe YHCIIO TPaHyJ, TAaKKe YJ4acTBYIOT B
nmporeccax (¢aronuTo3a W MHKANCYIALUHU; cghepyroyumsl W IHOYUMOUOLI —
coepXamiye BO BHYTPUKIETOYHOM IMPOCTPAHCTBE TPAHYJIMPOBAHHBIC BKIIOUYCHUS
(Ahmad, 1988; Azambuja et al., 1991; Ahmad, 1992; Luckhart et al., 1992; Fenoglio et
al.,., 1993; Sonawane, 1993; Joshi, Lambdin, 1996; Hernandez et al., 1999).

Dazoyumos

@arouuTo3 ABISAECTCS OJHOW M3 MEPBBIX 3AIUTHBIX PEAKIMKA OpraHu3ma, KOTopas
aKTUBU3UPYETCS] B OTBET Ha MPOHUKHOBEHHE UY)KEPOJHOIO 00BEKTa. Y HACEKOMBIX B
¢daronmmTo3e MOTyT y4acTBOBAaTh (PMKCUPOBAHHBIC TEPUKAPAUATBHBIC KIETKH, KICTKH

KPOBETBOPHOW TKaHH, JIBA TUIA KJIETOK reMOIUMQBbI (TPaHYIOLUTHI U TUIa3MATOIUTHI) U
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HEKOTOphIE KJIETKH >kupoBoro Tena (Jones et al., 1996; I'nynos u ap., 2001). IIpouecc
daromurosa, Kak y MPOCTEHINX, TaK U y BBICOKOOPTAHU30BAHHBIX KUBOTHBIX, B
YaCTHOCTU — HACEKOMBIX, Pa3BUBAETCS IO €AUHOM CXeME M MOXKET OBbITh pa3JiejieH Ha
yeTblpe craguu: (1) XeMoTakcuc M pacmo3HaBaHUE YYKEPOJHOro Marepuana, (2)
aare3wss TEMOIUTOB K TMPOHUKIIAM B TEMOIENbh YyXEpOAHbIM oOBekTaM, (3)
MOTJIOIIEHUE YYXEPOJHOTO Marepuaiga M oOpa30oBaHUE MHILEBAPUTEILHON BaKyOJIu
(parocomsr), (4) pazpymienue, nub6o wuzoisuus uHopomHoro tena (Lavine, Strand,
2002). ®arounTo3 MOXKET UATH MO0 HECKOJBKUM MYTSIM: (OpMHUPOBaHUE MUHOIIMTO3HBIX
My3bIPbKOB MpPHU TOTJIONIEHUU KUIKOCTEH WM BUPYCOB; OOBOJIAKMBAHME YACTHI[ C
MOMOIIBIO MCEBAONOANN (3UTIEP-MO/IEIb); HANOJI3aHUE MJIa3MaTUYECKON MeMOpaHbl Ha

HHOpOJIHOE Teno (Tpurrep-mozuens) (Lavine, Strand, 2002).

K mHacrosmemy BpeMeHH TMpenanoyiaraeTcs, 4YTO akTUBalus (aromurosa
MIPOUCXOJIUT TPHU CBSI3bIBAHUU MATTEPH-PACIIO3HAIONIMX PELENTOPOB HA MOBEPXHOCTHU
daronuTHpyIOe KIETKH ¢ KOMIIOHEHTAaMHU KJIETOYHBIX CTEHOK maroreHoB (B-1,3
IJIMKaH, TIMKOIPOTEUHBI, JTUNONoaUcaxapuasl 1 nentuaorivkansl) (Tsakas, Marmaras,
2010). K marrepH-pacno3HarOUMM PeIenTopaM OTHOCSAT UMMYHOTJIOOYJIUH-TIOI00HBIC
O€JIKY, MHTETPUHBI, KOJUIAr€HbI, TIEPOKCUHEKTUHBI W JJAMUHUHBI, arTJIIOTUHUHBI U T.1I.
(Gunnarsson, 1988; Yeung et al., 2006; Zaidman-Re 'my et al., 2011; Rosales, 2011).
HeoOxonmuMo OTMETHTH, YTO 3a4acTyl0 MaTTEPH-PACIO3HAIOIIME OENKHU CBSI3aHBI C
CUCTEMOM aKTHBAaIMM MpO(EHOIOKCUIA3HOTO Kackaaa. Jlo HemaBHero BpeMEHH
OTPULIAJIOCh YYacCTHE AaKTUBHUPOBAHHBIX KHCIOPOAHBIX MeTabonutoB (AKM) B
nporeccax (¢aronuTosa y 0ecro3BOHOYHBIX. TeM He MeHee, HOBEHUIINE HUCCIIeI0BaHMUs
noKazaJiu, 4YTo Yy psnga npeacrtaButeneil orpsgoB Coleoptra, Lepidoptera u
Odonatoptera KieTOUYHbIE MMMYHHBIE PEAKLIUU COMPOBOXKIAIOTCS 00pazoBanueM AKM,
a TaKXe BBICOKOPEAKTUBHBIX COEIMHEHHMI a30Ta, KOTOpPhIE MOTYT Y4acTBOBaTb B

pazpyuieHun nHopoaHoro Marepuana (I'mymos u ap., 2001; Lavine, Strand, 2002).

Hukancynayus u kancynroobpazosanue

PCaKHI/II/I KaliCcyJjio- " FpaHYJIOO6pa?>OBaHI/I}I IMO3BOJIAIOT H30JIMPOBATb KPVYIIHBIC

06’BeKTBI, IMPCBBIMIAKIMNEC Pa3MEpPbl CaMUX T'CMOIIMTOB (MHOFOKJ’ICTO‘-IHBI@ IMapa3unThI,
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napasuTouapl U T.71.). Claemnyer OTMETHTh, YTO MEXaHU3M (HOPMHUPOBAHHS KATCyibl U
rpaHyJl aHaJIOTHYEH W pa3BUBaeTcs B JiBe pusmonoruueckue ¢asel (Strand, Pech, 1995;
Lavine, Strand, 2002). B niepByto a3y npouCXOUT paciijlacThIBAaHUE IPAHYJIOIUTOB HA
MOBEPXHOCTH HMHOPOJHOTO Teja, MPU 3TOM MPOUCXOIUT YACTUUYHOE WJIM IOJHOE
paspylieHre KJIETOK W JerpaHyiisilus, T.€. BBIOPOC COIEPKUMOIO TE€MOLMTOB B
OKpY’)Karolllee MPOCTPAHCTBO, a HMEHHO KOAaryJoreHa, JHU30I[MMa, KOMIIOHEHTOB
npo(eHONIOKCUAa3HOM CHUCTEeMbl U O€JKOB, CTUMYJIUPYIOUIMX pacIulacThIBaHHUE
wrazMaTonuToB. llocnme aerpaHymsSIMM TEMOIMTOB HWHOPOJHOE TEJIO OKPYXKaeTCs
pacruiacTaHHBIMK ~ TUIa3MaTOIMTaMH, a BHYTPEHHsSI 000JI0YKa MeJaHU3UPYeTCs.
OObeauHeHre TeMOLMTOB B TIAAKYIO KarcCyily, IPUKPENUBIIYIOCS K TKaHIM XO035UHa,
COCTaBIISIET BTOPYIO (ha3y MHKAMCYJAMU. B okoHYaTenhHO COPMUPOBAHHON KarcyJe
B LIEHTPE HAXOAMUTCSA MPOHUKIINNA B T€MOILETb OOBEKT, MOKPHITHIA CIOEM, COCTOSIIUM
U3 pa3pylICHHBIX KJIETOK KPOBH, dyMEJaHHHA, CKIEpOTHHA U OenkoB. CpeaHuii cioit
COCTOUT W3 CHJIBHOYIUIONMIEHHBIX M YACTHYHO Pa3pyIICHHBIX T'€MOIIMTOB, a BHEUTHHUM
CJIOW COCTOUT M3 CBOOOJTHO MPHUKPETUICHHBIX KIeTOK kpoBu (Lavine, Strand, 2002). B
3aBHCHMOCTH OT BHJIa HACEKOMOTO, & TAaK)KE CBOWCTB UYKEPOJIHOTO OOBEKTA, KaIcCysa
MOKET OBITh 0Opa3oBaHa B TeueHHe 2-X — 24-X 4acoB, HO TOJIbKO depe3 72 daca ee
MOXXHO CYMTATh TOJHOCTBHIO 3aBepieHHO#. [Ipormecc rpaHymooOpa3oBaHUS CXOXK C
MPOIECCOM HWHKAICYNSIMHA, HO HWMEET psii ocoOeHHocTed. B dacTHOCTH, Tporiecc
oOpa3oBaHMsl TpaHyJbl COCTOMT U3 (HOPMHUPOBAHHMSI MHOTOKJIETOUHBIX KJIAMIIOB
TEeMOILIUTOB, KOTOPHIE BOBJIEKAIOT OOJBIIIOE KOJUYECTBO OaKTepUid WU APYTUX
qyKepOJHBIX areHToB. [ paHynooOpa3zoBaHNe HAUMHAETCS, KOTJa KOJIUYECTBO OaKTepHid
MPEBBINIACT OMPECICHHBI YPOBEHh W TEMOIMTHI HE B COCTOSHHUU MX BCEX
daromuTpoBaTh. Toraa TeMOIUTHI BMECTE C OaKTepUsMU (POPMHUPYIOT KOHTIIOMEPATHI,
KOTOpBIE YBEITHMYMBAIOTCS, 32 CUET MPUCOEAMHEHUS PYTUX reMOIHUTOB. B HEKOTOPBIX
Cllydasix, HO HE Bcerja, oOpa3oBaHHbIE T'paHYJbl MEJIAHU3UPYIOTCA. OTU MOKPHITHIC
MEJIaHMHOM TpaHydbl - 3¢QGEeKTUBHBIA CHocod wu3omupoBaTh OakTepuu. Ilporecc
(dbopMUpOBaHUA TpaHyJ 10 KOHIIA HE OXapaKTepU30BaH, HO €CTb PabOThl, B KOTOPHIX
MOKa3aHa pOJIb DMKO3aHOUIOB B OTOM TMPOIECCE Y Pa3IUYHBIX BUIOB HACEKOMBIX

(Miller et al., 1999; Shrestha et al., 2009; Zhao et al., 2009; Shrestha et al., 2010), a
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TaKKe YydacTue B OToM Tporecce mnpdenonokcugazel  (mpod®O), a Takke
nodanexapobokcmiasel  (Sideri et al., 2008). Kpome Toro, mpu ucciejoBaHUU TEHOB,
BOBJICUCHHBIX B HMMYHHBIH OTBET  ObUIO HWACHTH(QHUIMPOBAHO J1Ba OEIKOBBIX
meauatopa, Noduler (Gandhe et al., 2007) u Reelerl (Bao et al., 2011) ygacTByrommx B
rpaHyJio00pa3oBaHUM TPU UHBEKIUAX Oaktepuil E. coli u B. subtilis. B 0CHOBHOM,
KarcyJibl W TPaHyJbl BBIMONHSAIOT (QYHKIIMH MEXaHUYECKOTO Oapbepa, H30JIHPYS
NaToOreH OT OpraHW3Ma HAaceKOMOTo, OTpaHWYMBas €ro pocT W pasputue. Ho kpome
3TOTO, MEJIaHWH M MPOMEXKYTOYHbIE MPOAYKTHI ero cuHTe3a (AKM u mp.) ciocoOHBI

OKa3bIBaTh TOKCHUYECKOE JelicTBue Ha napasuTta (I'mymoB u ap., 2001).

Kak moxa3bIBaeT psii aBTOPOB, YHTOMOIATOTCHHBIE ACKOMMUIICTHI, MPOHUKIIUE B
TeMOIIeNIb HACEKOMOTO XO3sIMHA W TIOJBEPTIIHECs 3alIUTHBIM PEAKIUSIM KICTOYHOTO
UMMYHUTETA, CIOCOOHBI BEDKUBATH BHYTPH 00PA30BABIIMXCS MEITAHOTUYECKUAX KATICYJI.
Tax bumouka u ap (2010) mpeanoT0KUIH, YTO CIIOCOOHOCTH TPHOOB BEDKUBATH BHYTPH
KarcyJybl CBS3aHa ¢ MX MPHUCTIOCOOJICHHOCTHIO K BEDKMBAHUIO B TIOUBE. B OOIBITMHCTBE
UCCIIeIOBaHM 3a()MKCHPOBAHO CHIDKEHHUE TIOKa3aTeNlel KIETOYHOTO MMMYHHTETA MPH
MUKO3ax. Psi7i aBTOpPOB MPHUXOMAAT K BBEIBOJY, UTO MOJIaBIICHUE TIPOIECCOB (haroruTosa u
TPaHyI000pa30BaHUs MTPOUCXOANT 3a CYET TPUOHBIX META0OJUTOB, KaK MIPU BBEICHUU
YUCTBHIX IPpUOHBIX TOKCHMHOB (Bandani, 2008), Tak 1 HEMOCPEACTBEHHO NPHU Pa3BUTHUH
rpubHoN mHpeknuu (Vilcinskas, 1997), omHako CTOUT OTMETUTH, YTO KOMIIOHEHTHI

IrpUOKOBOM KJIIETOUHOM CTEHKH MOTYT CTUMYJIHUpOBaTh parountos3 (Gunnarson, 1988).

B HacTosdiee BpeMsl ydyacTHUE pPEaklUMil KIETOYHOTO MMMYHHUTETa IPU MHUKO3aX
JOCTATOYHO XOPOIIO M3y4YEHO. Y CTAHOBJIEHO, YTO MHKAIICYJISLUS SBISACTCS OJHUM M3
BAXHEHMILNX IPOLIECCOB MHAKTUBALMU Tpuba B TeMOLENe, a TeMOLMTHl CHOCOOHBI
daromutupoBath rpudHBIe Omactocnopsl (Hajek, Stleger, 1994). Onnako, mpakTHdecKu
HE U3BECTEH BKJIAJ JaHHBIX CHCTEM I[P HBOJIIOLMU PE3UCTEHTHOCTU K TpHOYy.
UccnenoBanuss peakuumii KJIETOYHOTO HMMMyHUTeTa Ipu Oakrepuo3ax bT Hocar

cnopaanueckuii xapakrep (Ericsson et al., 2009).

1.3.2.2. 'yMopa/ibHble HMMYHHbIE PeaKIIUH
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Ilpogenonokcudasnas cucmema

BaxxHyto posib B 3alllMTHBIX MEXaHMW3MaX HACEKOMBIX HUIpaeT (PeHoJoKcuaa3a
(®O), »t0 Menmpcopepkamui GepMEeHT M3 Kiacca OKCUPEAYKTa3, OKHUCISIOUIUN
¢deHonpHbIE coequHeHHs. Y HaceKOMbIX PO moKanu30BaHbl B TEMOIUM(PE U KYTUKYIIE.
B opranusme nacexkombix @O copepKuUTCs B BUJE UHAKTUBUPOBAHHBIX PO(YEPMEHTOB
(mpo®O0), akTUBaLMS KOTOPBIX MPOUCXOAUT IIPH OrpaHUYEeHHOM Ipoteoause (I'mynos u
ap., 2001). IlpodeHomokcrumaza HACEKOMBIX HMMEET MOJEKYJSIPHYIO  Maccy
npuonusutenbHo 80 kDa u comepxxut npubnuzutensno 685 amunokucior (Hall et al.,
1995; Fujimoto et al., 1995). AxktuBauust @O B opraHu3Me HACEKOMBIX MPOUCXOIUT
npy  nomom  (EepMEHTATUBHOIO  Kackajla, KOTOPbIH  TakKe  Ha3bIBaeTCs
npodeHonoKkcuaa3Hblii Kackan. Ilpu sTom 3amyck JaHHOTO Kackaja MPOUCXOAWUT B
OTBET Ha ONpeJeieHHble (DAKTOPBl, B TOM 4YHCJIE HAa MPOHUKHOBEHHE M DPA3BUTHUE
naroreHa (Hung, Boucias, 1996; Meister et al., 2000). Jlanubie ¢hakTOphl MOTYT
aKTUBUPOBATH CEPUHOBBIE MPOTEA3bl, OCYHIECTBIAIOIINE OTPAHUUYEHHBIM MPOTEOIU3
npodeHoNoKcHuaa3. Y CTAaHOBJIEHO, YTO AaKTUBAIUs NPO(EHOJOKCHUIA3HOIO KacKaja
MOXXET MPOUCXOAUTHh MPH B3aUMOJACHCTBUU C COCTABJISIOIIMMHU KJIETOYHBIX CTEHOK
MUKpPOOpPraHu3MoB. AkTuBHpoBaHHass PO npuHUMaAET yyacTue B 00pa3oBaHUU
menannHa (Cerenius, Soderhall, 2004). B 06ecno3BOHOYHBIX, KpoMe€ OOecreUYeHuUsI
NUTMEHTAllMU, MEJAaHUH TaKXX€ BOBJICUYECH B TPU (PU3MOJOTUYECKH BAXKHBIX MpoIlecca:
UMMYHHBIE PEaKIMH, 3KUBJICHHE paH U KyTHUKYJspHas ckiepoTruszanus. BaxHbimu
3aIIUTHBIMU PEAKUMSIMU Ha MYTH Pa3BUTUA MATOT€HHOB, B YacCTHOCTU TpUOOB, Yy
HAaCEKOMBIX CIIY)KHT MeEJIaHU3allisd M HMHKANCYJSIUs. DT MPOLECChl HE TOJIBKO
OTPAaHUYMBAIOT TMOBPEXKICHUS KYTHUKYJIbI, BbI3BaHHbIE MATOTEHOM, HO TaKXke
IPEeIOTBPALIAIOT POCT U paclpocTpaHeHue 00JIE3HETBOPHOrO0 MUKpoopranuzMa. Kpome
TOro, B psnae pabOT yCTaHOBJICHBI aHTHOAKTEpUaJbHble W (YHTUIUAHBIE CBOMCTBA
menanuHa (Soderhall, Ajaxon, 1982). beicTpas MenaHu3zainusi paHbl MPOUCXOAUT MPH
MEXaHUYECKOM TMOBPEXKICHUHM Tejla HACEKOMOTo, 4YTO MPEAOTBpAIlaeT MOTEPIO
remosuMpsl. Ha yuyacTke noBpexxaeHusi HaOmogaercs aktuBauus @O u oOpazoBaHue

MCJIaHMHA, BCC OTO IIPOUCXOIUT B KOM6I/IHaIII/II/I C MCXaHM3MOM KOaryJsiouu, 4YTO
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MO3BOJIIET «3amedaraTh» paHy (Sugumaran, 1998, 2010). Kpome Toro, psin
METa0OJIUTOB, SBIISIONINXCS TPOMEKYTOYHBIMH 3BEHBSIMUA MEIIAHOTUYECKOTO KacKaja
(AKM, ruapoXxuHOHBI U T.J. ), 00Jaal0T IIUTOTOKCUYHOCTBIO M MOTYT YHUYTOXAaTh

0one3neTBopHbIe MUKpoopranusmsl (Nappi, 1993; Komarov et al., 2009).

O0Opa3zoBaHue MeJaHMHA HAYMHAETCS C TUAPOKCUIUPOBAHUS THPO3UHA B
muruapookcupenunananvd (JJODPA) nmox nevicrBuem @O, B mampHEHIIEM TPOUCXOIUAT
okucienne JJODPA  no HODA-xunHoHa Takxke ¢ ydactuem DO. [lanbpHeifiiee
oOpa3oBaHME€ MEJaHWHA BKJIOYAECT BHYTPUMOJUICKYJSPHYIO  [HUKIW3AIUI0 |
uapommzauio JJO®A-xunona B dopmsl meitko-JODPA-xpoma, JODA-xpoma, 5,6-
JUTAIPOOKCUMHIONA U UHAOIWI-5,6-XMHOHA, a Takxke s3ymenanud. U3 JIODA-xpoma B
MPUCYTCTBHUY MOHOB METALIOB (ABYXBAJICHTHBIX) 00pa3yercs S5,6-TUTHuapOOKCUUHIOIN-
2-ykcycHasi kuciora. B panpHeiimem moj neiictBueM mnepokcuaaz u @O uHIOIBI
OKUCIIIFOTCS JI0 XMHOHOB C TMIOCHEAyIOled TMojauMepu3anued u o0pa3oBaHUEM
syMenaHuHA. Takke B JaHHOM KacKaje MoJ AeUcTBHEM nodanekapOOKCUiIa3bl W3
JNODA wmoxer 00pa3oBBIBATHCSA AO0(PAaMUH, KOTOPBIM SBISETCS MPEAIIeCTBEHHUKOM
JTUTUAPOKCUUHIONA W dyMmenanuHa. JlobamuH Moxer arerunupoBatbes (N-
aneTiiTpancdepasoii), B pesyapTate o0Opazyercs N-areTwinohaMuH, Mepexoasmui B
N-anetunnopaMUHXUHOH, KOTOPBIM MOJUMEpPU3YeTCs ¢ OoOpa3oBaHUEM CKJIEPOTHHA

(I'mynos u ap., 2001; I'mynio u zp., 2009).

[TpoMexyTouHbIe 3BeHbsI TPO(DEHOIOKCHIA3HOTO KacKaja SIBISIFOTCS TOKCHYHBIMU
U MOTYT OBITh OIACHBI I CaMOTO HACEKOMOTO, B CBS3M C OTHUM CYIIECTBYET
HEOOXOMMOCTh KOHTPOJIS HaJl aKTUBAIMEW U JeATENbHOCThI0O PO. DTOT KOHTPOIb
YaCTUYHO JIOCTHTHYT 3a c4yeT Toro, uto @O HaxoauTcs B OpraHU3ME HACEKOMBIX KaK
npodepment. Kpome Toro Heo6X0AMMO KOHTPOJIMPOBATH Ype3MepHY0 akTuBaruo OO,
IIPU 3TOM BAXKHYIO POJIb UrparoT HHruouTopsl npotenHas (Cerenius, Soderhall, 2004).
Opaumu u3 epBbIX UHTHOUTOPOB MPODPO akTHUBUPYIOMKX (GEPMEHTOB OBLTH OMMCAHBI
Oenku W3 mpecHOBOAHOTO peuHoro paka (Liang, 1997). B 3Tux >XKHBOTHBIX CaMbIi
s pexkTUBHBIN HMHTHOUTOpP OBLT rerepoauMepHbiii Oenok - 155-kDa (Liang, 1997).

HOCKOJIBKy I/IHFI/I6I/ITOpLI BBIICJICHHBIC U3 PCYHOI'O PaKa ObLIH ICPBBIMU U3 OIIMCAHHBIX,
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TO OHU TeNeph OOBIYHO YIIOMMHAIOTCS KaK 4ieHbl «pacifastiny ceMbd WHTHOUTOPOB
nporennassl (Cerenius, Soderhall, 2004). B nacekombix M. sexta (Jiang, Kanost, 1997),
H. cunea (Park, 2000) u npyrux (Gregorio et al., 2002) Obl71u OITMCaHBI HHTUOUTOPHI, HE

IMPpHUHAIJICKAIIHC K BBImeYHOMHHYTOﬁ CCMbBC.

JleiicTBUEe mapa3uTOB M MATOr€HOB Ha MPOPEHOIOKCHIa3HbI KACKaJ] MOXKET ObITh
paznu4HbIM. Tak mapa3suToHIbI 3a4acTyI0 MOAABISIOT MMMYHUTET HACEKOMBIX, CHUKAS
aktuBHOCTh DO. HexoTopsie mapazutou bl monaBisroT @O mocpecTBOM CUMOMOTHBIX
BUpycoB (Asgar, 2003). Takxe mokazaHo JeMCTBHUE IPUOHBIX JIECTPYKCHHOB, KOTOPHIC
npeaoTBpamaim npon3BoAcTBo PO kimetkamu remonumbbl capandoBbix (Huxham et
al., 1989), BeposiTHO, pa3pylias KJIETKH, KOTOpble MNPOU3BOIAT NpOo(eHOTOKCUAa3y
(Cerenius et al., 1990). B pabore I'mnecmae c¢ coaBropamm (Gillespie, 2000) Ha
CapaH4YOBBIX TOKa3aHO yMeHbIleHHne ypoBHA PO B HACEKOMBIX MPU MHKO3aX,
BBI3BAHHBIX Metarhizium anisopliae. Ilpu 3ToM B Apyrux paboTax OBLIO TOKa3aHO
yBenuuenne aktuBHOCTH PO B remonuMmpe S. exigua (Boucias, 1996) mon aeiictBueM
B. bassiana. AxtuBHOCTh @O TIpH KUIIECYHBIX OAKTEPHO3aX M3yy€Ha OYEeHb CiIado0, HO
€CTh CBMJIETENILCTBA YYacTHSl JTAHHOTO (epMeHTa B 3alIMTHBIX pPEaKUusX IMPOTUB
oaxtepuit BT (Rahman et al., 2004). BeposiTHo, BiusiHue napa3uToB Ha akTUBHOCTH DO
3aBUCUT OT BHUJIA MATOr€HA, €r0 XapaKTePUCTUK, KOJIMYECTBA MHPEKIIMOHHOTO HaYaia u

MHO>KECTBa APYTUX (PaKTOpOB.
Koaeynayusa

[Ipu HapylmeHUM LIETOCTHOCTH BHYTPEHHUX OPTaHOB WJIM KyTHKYJIbl B OPraHU3MeE
HAaCEKOMBIX 3allyCKaeTCs MPOLECC KOaryJsiuu, KOTOPBIM «3amedyarblBacT paHy»,
OpeIoTBpallaeT JaldbHEHUIIYyI0 TOTEPI0 TEeMOIMM(BI, a TaKXKe OrpaHUYUBACT
pOHUKHOBeHHE MUKpoopranu3oB (Gupta, 1991; Iwanaga et al., 1994; Theopolda et al.,
2002). B mpouecc koaryyisiiiuy y WICHUCTOHOTHUX BOBJIEYEHBI TP CEPUHOBBIE IPOTEA3BI
(mpodopmbl) U KOAryJaHpyIOUIMM OEloK KOaryJoreH, KOTOPbIH mpeoOpasyeTcss B
KOAaryJMH, a TaKKe KJIETOYHblE KOMIIOHEHTHI — rpaHyjouutsl (Muta, Iwanaga, 1996;
Gupta, 2001). Hacexomble HMEIOT JBa BUJIa KOATyJIOI'€HOB: T€MOLUTUH, COAEPKAIIMICS

B TIpaHyJlaX TIpPaHyJIOLNHUTOB, H HJIaBMCHHI)Iﬁ, CUHTC3UPYCMBIC JKHUPOBBIM TCJIOM
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(unodopunsl) (Bohn, 1986). ['eMornuTHBIN 1 MJIa3MEHHBIA KOAryjaoreHsl (GOpMUPYIOT
NEPEKPECTHO CBSI3aHHBIA CrycToK. B cBolo ouepenp, Ajig JaHHOTO Mpolecca
HEOOXOMMO HaJM4ue HOHOB Kanbliusg W akTuBHOro H-aktopa, cekperupyemoro

remorutamu (Theopold, 2002; Lavine, Strand, 2002).

AHmM6aKm€pua]ZbH(l}Z cucmema

Cunrte3 aHTUMUKPOOHBIX OenkoB (AMB) mpoucxoauT MOCTOSIHHO B OpTraHHU3MeE
HACEKOMBIX, BHE 3aBUCHMOCTH OT HAJIMYHUSl KaKUX-THMOO BO3IACHCTBHI CO CTOPOHBI, HO
HAa HHU3KOM YPOBHE, OJHAKO HEKOTOpbIE MENTHUJIbI BOOOIE HE CHUHTE3UpYIOTCA 0e3
NPUCYTCTBHSL TaToreHOB. I[lpym paHeHMM #W TNPOHUKHOBEHHH SHTOMOMATOTECHOB
MPOUCXOJUT MHAYKIHUS cuHTe3a AMDB B pa3iuMyHbBIX TKaHAX M OpraHax HaceKOMBIX
(Hancock, Sahl, 2006). Iloka3zano, 4yTo aHTHOAKTepUaIbHBIE OEIKH CHUHTE3UPYIOTCS
CUCTEMHO TEeMOIIMTaMH, HWHOTJAa TEepUKApAUATbLHBIMU KJIETKAMHU HACEKOMBIX, U
KUPOBbIM TenoM. ClelyeT OTMETUTb, YTO Ha JOJII0 >KMPOBOTO Tejla MPUXOJIUTCS
OCHOBHas macca wHAynuoOenpHbIx menTtuaoB (Yang et al.,, 2011). Ilocne cunTe3a B
x)upoBoM Teine AMbB cekperupyroress B remonumdpy Hacekombix (Gillespie, Kanost,
1997). KpoMe TOro, CHHTE€3 aHTUMHUKPOOHBIX TMENTHIOB OCYIIECTBIISETCS JIOKAIBHO, B
MeCTax BO3MOKHOTO MPOHUKHOBEHUS MATOTEHOB - SMUTEIUATBHBIX KICTKAX KyTUKYJIBI,
CpeaHero KuilleyHuka, Tpaxedl Hacekombix (Broderick et al., 2009). HeobOxoaumo
OTMETUTH crenupuIHocTh cuHTe3a AMDB B OTBET Ha SHTOMOMNATOTEHBI PA3TUUYHOMN
npupoasl. HBErMpoBaHne HACEKOMBIX TH(POMHUIIETAMH MOXET MPUBOJIUTH K
YBEIMUYECHUIO (DYHTUIIUAHON aKTUBHOCTH, HO HE aHTHOAKTEPHAIbLHOM, B TO BpeMs, Kak

3apaxeHue OaKTepUsMH MOXKET BBI3BIBATH CHCTEMHBIN CHHTE3 BceX m3ydaembix AMb

(Wojda et al., 2009; Mak et al., 2010).

Kak npaBuio, Kaxablii BHJ HACEKOMBIX MPOM3BOAUT YHHKaIbHbIM Habop AMDB,
JUIE KOTOPBIX XapaKTepHa CHEUU(PUUHOCTb, HAIpPABJICHHAs Ha IIMPOKYIO TPYIITy
MUKPOOPraHu3MoB (rpammnonoxurensusie (I'p+), rpamorpunarensusie (I'p-) Oakrepun,
rpubsl). Kpome TOro, oJHOBPEMEHHOE NPHUCYTCTBHE HECKOJBKHX, COBMECTHO
neiicreyromnx, AMDB oOecneunBaer 0Oornee NOJHYHO 3alllUTy OT MATOTE€HHBIX

mukpoopranu3moB (Bulet et al., 1999).
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B Hactosimiee Bpemsi  yctaHoBJeHO  Oojwiioe  konmuectBo  AMB. B
paccMaTpuBaeMoOM 0030pe MBI HE OyJleM OCTaHaBJIHMBATHCSA Ha Bcex rpynmnax AMB, a
paccMOTpUM JIUIIb T€, KOTOPbIE CUHTE3UPYIOTCS y JUYMHOK OOJIBIION BOIIMHHON
OTHEBKH — OCHOBHOTO 00BEKTa Hammx uccienaoBanuii. Y Galleria mellonella n3ydeno

18 anTumMukpoOHBIX O6enkoB u mentunoB (Cytrynska et al., 2007; Brown et al., 2009).

Jluzoyum (bepMeHT MypamMua3a) CUHTE3UPYETCS MMOCTOSHHO KJIETKaMU >KUPOBOTO
Tena, OJHAKO TPHU UH(PHUITMPOBAHUH HACEKOMBIX MPOWUCXOJUT WHAYKIUS €ro CHHTEe3a.
JInzouuM TUAPOIU3YET TIMKO3UIHYIO CBSI3b MEXIy N- aleTUITrIIIOKO3aMHUHOM M N-
aIeTIII-MYyPaMOBOM KHCIIOTOM, BXOJSIIUX B COCTaB OaKTepuaabHBIX KieToK (Boman et
al., 1974). Jlepensunvi W yexkponuusvl SABISAIOTCS TENTHAAMU C  HEOOJBIION
MOJICKYJISIPHOM Maccoll M TMOTEHIMAIbHOM OaKTepULMIHOW AaKTHUBHOCTBIO, OHU
JEHCTBYIOT Ha KJIETKH - MUILIEHHU 1O HOHO(POPHOMY MEXaHU3MYy, OJIOKUPYS T€HEPaIHIo
AT® u Hapymiasg MPOTOHHBIN IPAIUEHT KIETOK, YTO MPUBOAUT K X rudenu (Brown et
al., 2009). Llexponunol - 3TO OCHOBHBIE O€NKH ¢ OaKTepUIUAHON akTUBHOCTHIO (Vogel
et al.,, 2011). IlokazaHo cyiiecTBOBaHME 4YeThIpex LeKponuHOB y G. mellonella,
Biimtouas nekponun I (Vogel et al., 2011). lamepuomuyun - nedeH3uH, moaoO0HBIHN
NETNTU]I, KOTOPBIN AKCIIPECCUPYETCS HE TOJBKO KJIETKaMH KHPOBOTO T€Ja, HO M TKAHBIO
KHUILIIEYHUKA HACEKOMBIX MPU NMPOHUKHOBEHUM OaKTEpUANbHBIX U TPUOHBIX MATOTEHOB
(Schuhmann et al., 2003; Lee et al., 2004; Bergin et al., 2006). [amwomuyur -
GyHrunuaHbIN  1eeH3uH-TIOA00HBIH IUCTenH-000rameHHbld nentun G. mellonella.
[anmomuiun  uaeHtuduuupoBan B remoiumdbe G. mellonella mocie HWHBEKIUH
Oaktepuit Micrococcus luteus w Escherichia coli B remoniens HacekoMbiM (Brown,
2009). [nosepun sBASETCS WHIAYIUMOEIBHBIM OEJIKOM, aKTUBHBIM I10 OTHOIICHHUIO K
TPaMIOJIOKUTENFHEIM  OakTepussM. OH B3aWMOJIEHCTBYET C JIMIOMOJIUCAXapUIaMu
OakTepuii, yBeNIWYWBas TPOHUIIAEMOCTh W WHTHOUPYS (OPMHUPOBAHHE BHEITHEH
MemOpanbl O6aktepuii (Vogel et al., 2011; Yang et al., 2011; Hwang, Kim, 2011; Xu et
al., 2012). DtoT menTuAa SBISETCS AHTUOAKTEPHATBHBIM MENTHAOM, KOTOPBIM, Kak
MPEANoaraeTcs, MOXET BBICTYNaTh B pOJM MEAMaTOpa HMMYHHBIX 3alllUTHBIX

peakuuii. 6-Tox siBsieTcs crieUMPUUECKUM IS OTpsia YEUIyeKPBUIbIX, AKCIPECCHUs
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KOTOPOIro NporuCXoauT MpEUMYIICCTBCHHO B JXUPOBOM TCJIC, TCMOIUTAaX W KUIICYHUKE,

B OTBET Ha OakTepuanbHyio nHpekuuio (Lee et al., 2010).

Takum o60pa3om, cuHTe3 AMbB MOXET NPOUCXOAUTh CHUCTEMHO B KIIETKax
KHUPOBOT'0O TE€JIa, a TAKXKE JIOKAJBbHO, TO €CTh B TKAHSIX M OPraHax, HEMOCPEICTBEHHO
KOHTAKTUPYIOIIUX C OKPYKAKOWIEH CPeNol M, COOTBETCTBEHHO, IOTEHUHUAIbHBIMU
MaTOT€HAMHU, B DIIATEJIMU KYTUKYJIbl, KUIICYHHUKA, TPAXEW, KOIYJIATUBHBIX OPraHOB.
Cunte3 AMDB ocyiecTBisieTcss KOHCTUTYIIMOHAJIbHO Ha OIPEJIEICHHOM YPOBHE, a
TaK)K€ MOKET ObITh MHAYLIUPOBAH PAaHEHUEM, CTPECCOM, POHUKHOBEHUEM MAaTOrM€HHBIX
MUKpPOOPTaHU3MOB W/WJIM WX META0OJUTOB, KaK B T€MOIIETb, TAaK U B JIPyrue TKaHU U
opranbl HacekoMblXx. Kpome yBennuenuss cuHreza AMDB MOXET MNPOUCXOIUTH
AKTUBALMS JKCIIPECCHUU T'€HOB, CBA3aHHBIX C UMMYHHBIM OTBETOM HACEKOMBIX, TAKHUX,

KaK reHbl CTpecca Wik MeauaTopoB unMMyHHoro otBeta (Wojda et al., 2009).

N3BecTHO, 4YTO Kak MHBEKIHS OJIACTOCHOp, TaK W MEPKYTAHHOE 3apa’KeHHE
rpubamMu TIPUBOJAT K akTuBaruu skcnpeccun AMB B xupoBom tene (Wojda et al.,
2009; Dubovskiy et al., 2013a). OgHako ux 3Ha4Y€HHE IIPU MUKO3€ /10 KOHIIA HE SICHO.
[Tokazano 4YTO TAIEPHOMUIIMH W TaJTUOMHUIIMH 001anal0T (QYHTUCTATHIECKUMU
CBOMCTBaMHU, HO WX aKTHUBHOCTHb HeBenuka (Lee et al., 2004; Brown et al., 2008). K
COXKAJICHUI0, TNPAKTUUYECKH HE  CYIIECTBYET HCCIEAOBAHUN 1O  HU3YYECHUIO
aHTUOAKTEpPUATBLHOTO HMMMYHHOTO OTBETa HACEKOMBIX oTpsana Lepidoptera Ha
nepopaibHylo O6akrepuanbHyto uHexuuo bT, xoTs mornoumenue OakTepuil ¢ nuuien
SIBJISIETCSI €CTECTBEHHBIM ITyTEM MPOHUKHOBEHMSI OAKTEPUil B OPraHW3M HACEKOMOTO B
npupoze. Ho B cymiecTBytonmx peakux padoTax, KOTOpble pacCMaTpUBAIOT KUIIIEUHbBIN
MH(MEKIMOHHBINA Tpouecce, u3ydatoT cuHTe3 AMb ToJIbKO B )KMpOBOM Telie, B TO BpeMs,
KAaK JIOKaJNbHbIM cHHTe3 AMD, B KHIIEYHMKE, MECTE IPOHUKHOBEHUS WU Pa3BUTHS
NaTOreHa, MOXKET UTPaTh BAXKHYIO POJIb HA MEPBbIX 3TANAaxX BO3ACUCTBUS OaKTEpUl U UX
METa0OJIMTOB HA OPTraHW3M HACEKOMBIX. AKTYaJbHBIM OCTACTCSI TaKXKe€ BOIPOC O POJIHU
KaK CUCTEMHOr0, TaK M JIOKAJILHOTO UMMYHHOI'O OTBETA MPU Pa3BUTUU OAKTEpUATIBHOU
U rpuOHON uHbekuu, a Takke BkiIaa AMDB B »BOJIONMIO PE3UCTEHTHOCTH K

IIaTorcHam.



50

1.3.3. AHTHOKCHIAHTHAA U 1€TOKCULIMPYIOIIAsi CHCTEMbI

VY a’poOHBIX OPraHU3MOB MOCTOSIHHO MPOHMCXOAUT TE€HEpalus aKTUBUPOBAHHBIX
KHUCIIOPOJHBIX MeTaboauToB. K akTUBUPOBAHHBIM KUCIOPOAHBIM MeTaboauTaM (AKM)
OTHOCAT oOpa3sylolluecs B pe3yJbTaTe B3aUMOJECHCTBUSA C KHUCIOPOJIOM paJuKaibl U
COCIMHEHMSI HE PaJUKAIIbHOM INPUPOJbI, TaKUE, KAaK CYNEPOKCH] aHUOH, MNEPEKUCH
BOJIOPOJIa, TUAPOKCUJIbHBIA paJHKajl, OKCHJ a30Ta, IMEPEKUCHBIE M aAJIKOKCHIIbHBIC

pagukaibl U T.4. (3eHKOB u ap., 2001; ['nynos u ap., 2009).

[loBbIlIEHHE YPOBHS CHHTE3a AKTUBHUPOBAHHBIX KHCJIOPOJHBIX META0OJIUTOB B
pe3ynbTaTe Kakux-I1u00 BO3IEUCTBHI MOXET OBITh TOKCHYHO, KaK JJIS MPOHUKAFOIINX
napa3uToB, TaK M JUIsl OpPraHu3Ma, MOCKOJbKY 3TH COEAMHEHHUS 00J1a/1al0T BBICOKOM
PEaKIMOHHON M OKUCIUTENbHOU criocoOHOCThIO (3eHkoB u ap, 2001; Komapor u np.,
2006). B mpomecce GOpMHpPOBAHMS 3AMUTHBIX MEXaHU3MOB OT CBOOOJHO
PaAMKaIbHOTO OKHUCJEHUS B OpraHu3Me€ >KUBOTHBIX, B TOM YHKCIIE HAaCEKOMBIX,
chopmupoBaach aHTUOKCHUJAHTHAs CHUCTEMa, WHAKTUBUPYIOIIAs PaJuKaIbHBIC

COCOAMHCHUA.

B kieTkax OCHOBHBIMU UCTOYHUKAMU 00pa30BaHUsI cynepokcuornoco anuona (0,*")
sBIsitoTCsA (hepmeHTaTuBHBIE crcTeMbl HA JID-H-okcnaassl paronutupyomux KIeToxk,
MUTOXOHJpHanbHas 1uTOoXpoM C OKcHaaza, MHUKPOCOMAIbHBIE MOHOOKCHTEHA3HI.
[Tponykimsi MHOTMX HHUTOTOKCHYECKHMX BEIIECTB HAYMHACTCA TPH B3aWMOCHCTBUU
BEIIECTB HE PAJAWKAIBLHOW TPUPOIBI C CYNEPOKCHUAAHUOHOM. [lepexucsy 6000poda
(H,O,) oOpasyercss B TEpOKCHCOMAax, KakK MPOIYKT pEaKINHh, KaTalu3upyeMoi
OKCHJIa3aMH, HaIrpumep, B pEaKIuAX  JUCMYTalluu, KaTaJu3uPyeMbIX
cynepokcuaaucmytazoit (COM). [ uopoxcunvuoiti paouxan (OH*) sBisietcss Hanbosee
peaknoHHbIM 13 AKM. CuuTaercsi, 4T0 OCHOBHBIM €0 MCTOYHUKOM CITY>KUT PEAKITUS
deHTOHA C ydacTHEM METaVIOB MEPEMEHHON BaJIEHTHOCTH, KOTOPBIE PEarupyroT C

NEPEKUCHhI0 BOAOPOAA, XOTA BO3MOXKHBI M JApyrue peakiuu. OOpa3oBaHHE OKcuUOd
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azoma (NO) B opranusmax KUBOTHBIX IIPOUCXOIUT MPU (PEPMEHTATUBHOM OKHUCIECHUU
NO-cunTazoil L-apruanna Bo MHOTHX KieTkax u TkaHsax (Nappi et al.,, 1995; Nappi,
Vass, 1998). PasButue 1enHbIX paguKIbHBIX OKHUCIUTEIbHBIX TMPOIIECCOB
compoBoOXkAaeTcs oopasoBaHueM nepexuchvix RO,* u ankoxcunvuvix paouxanos RO*.
[Tomo6Hble coenuHEHUs MOTYT OOpa30OBBIBATHCS KaK B PAa3IMYHBIX KJIETKaX, B TOM

qUCJIC TCMOIUTAX, TaK U HCIIOCPCACTBCHHO B IIJIa3MC HACCKOMBIX.

AKM npuHuMaoT ydactue B (PHU3HOJIOTHUECKHUX MPOIECCax >KU3HEAEATEIbHOCTH
HAaCEKOMBIX, TaKMX, Kak kietouHas nponudepanus (Allen, Balin, 1989; Cross, Jones,
1991), perymsmus merabonmueckux mporeccoB (Cross, Jones, 1991; Qazi, Trimmer,
1999; Nappi et al., 2000). AKM MoryT akTUBHPOBATh TPAHCKPUIIIMOHHBIE (PaKTOPHI,
KOTOpPbIE KOOPJIWHUPYIOT TPOIAYKIIUIO psAla HWMMYHOPETYJISTOPHBIX KOMIIOHEHTOB
(IMTOKMHOB), MOJIEKYJ aare3u M OENKOB C MpOTeKTOpHOU (yHKImend. Kpome Toro,
AKM, o6nanast IUTOTOKCUYECKUMH CBOMCTBAMU, MOTYT HEMOCPEJCTBEHHO Y4aCTBOBATH
B (QopMupOBaHWM WMMYHHOTO OTBETa, B UACTHOCTH, TAaKWX PEAKIUAX, KaK
unkancymsius  (Nappir et al.,, 2000), daromuros (CsucrtynoBa, Turtos, 1992),
menanm3anus (Cerenius, Soderhall, 2004). B mnporiecce MenaHoreHe3a MPOUCXOJIUT
Kackag (EepMEHTATUBHBIX W HE(PEPMEHTATUBHBIX pPEAKIUA, OJHUM W3 KOHEYHBIX
POJYKTOB KOTOPOTO SIBJsiETCS MellaHuH. HekoTopble U3 MpOMEXYTOUHBIX MPOIYKTOB
MeJaHOreHe3a (CeMUXHHOHBI) CIIOCOOHBI HENOCPEICTBEHHO POSIBIISTH
aHTUOAKTEPUAIBHYIO aKTUBHOCTh B CUJTy CBOCH paJMKaIbHOW MPHUPOIBI, a TaKXKE MPHU
B3aUMOJICCTBUM C BOJOM M KHUCIOPOAOM MOTYT OOpa30OBbIBAaTh MEPEKUCh BOAOPOJA,

KOTOpasi Takxke o0yagaeT BBICOKON aHTHOakTepuasibHOM akTUBHOCTHIO (Cerenius,

Soderhall, 2004; Komarov et al., 2009).

Crnemyer OTMETHUTh, YTO JIaHHBIE COCIUHEHMS (paguKalibl M aKTUBUPOBAHHBIC
KHCJIOPOJAHBIE METa0OJUTHI) HE 007aAar0T CHelU(GUUHOCTHIO JEUCTBUS U CIIOCOOHBI
pa3pymiath KJIETKA, B TOM YHCJIE, U COOCTBEHHOTO OpraHm3Ma. MOXHO BBIICIIUTH
yeTbipe Hanbosiee BeposTHBIX MutieHu 1t AKM: rpynmnsr pochonunuao memOpaH, B
pe3yibTaTe BO3ACHCTBUSA HAa KOTOPBIE MPOUCXOINUT UHAYKIUS MPOIIECCOB MEPEKUCHOTO

okucieHus munuaoB (Jamieson, 1989, Baagumupos u ap., 1991); memOpaHocBsi3aHHbBIE
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oenku (Richards et al., 1988; Dean et al., 1997); pazmuunsie ¢pepmentsl (Willson, 1985;
Drapier, Hibbs, 1988) u JIHK/PHK (Hoffman et al., 1984; Beck, Levander, 1998).

@epMeHmamueHble AHMUOKCUOAHMbL

Cucrema aHTHMOKCHIAHTHOM 3alllUTHl BKIIOYaeT B ce0si (pepMeHTAaTHBHBIE U HE
dbepMeHTaTUBHBIE AHTHUOKCHJIAHTHI. depMEHTATUBHBIE AHTHOKCHJIAHTHI
XapaKTEPU3YIOTCS BBICOKOW CIENU(PUIHOCTHIO JCHCTBUSA, HANPABICHHOW TPOTUB
onpeneneHHbix GopM AKM, a Ttakxke crneuu@UYHOCTHIO KIETOYHOW M OPraHHON

JJOKaJIM3allnuu.

Cynepoxcuooucmymasza (K® 1.15.1.1) (COJl) - 3T0 MeTamIonpoTerH, CIyKaIiui
JUIS PEeryysiiuK yPOBHS Cymepokcua-annoHa (O”), CYIIECTBEHHO YCKOPSET PEeaKIMIo
macmytauun O° B mepekuch Bogopoxa (H,O,). depmeHT B Goublueil CTENeHH,
JOKaIN30BaH B OpraHax HACEeKOMBIX, TJI€ aKTHUBHO HWIYyT OKHCIUTEILHO-
BOCCTAHOBUTEIHHBIC TPOIECCHI: CPETHUN KHUIICYHHK, KAPOBOE TEJIO, MAIBITUTHEBHIC
cocynbl (Ahmad, 1976). Kamanaza (1.11.1.6) (Kar) 310 remcoaepxamuii (epMeHT,
KaTaJIU3UPYIOLUIUI pa3iokKeHHe MEPEKUCH BOAOPOJa ¢ 0Opa30BaHUEM MOJIEKYISIPHOTO
kucinopoaa (3enkoB u ap., 2001). Bricokass akTUBHOCTH JaHHOTO (epMeHTa ObLia
MoKa3aHa B reMouM(de HaceKOMBIX OTpsijia yenryekpbuibix (Ahmad, 1992; Wang et al.,
2001). I'nymamuon-S-mpancgepasza (I'CT) OTHOCUTCS K TPYyMIIE TITyTaTHOH3aBUCUMBIX
(EpPMEHTOB ¥ BBITIONHSACT (PYHKIMIO KaK aHTHOKCHIAHTHBIX, TaK U JETOKCUITUPYIOITIX
dbepmenToB. Ackopbamnepoxcuoaza (KO 1.11.1.1) xkatanusupyer OKHUCIECHUE
ACKOpPOMHOBOM KHUCJIOTBHI /IO JETHIPOACKOPOMHOBOW KHCIOTHI, BOCCTaHABIIMBAs TPH

stom H,0, u oprannueckue ruapornepekucu (3eHkoB u ap., 2001).
Hegpepmenmamusnvie anmuoxcuoanmol

HGCMOTp?I Ha TO, 4TO B OpraHax HaAaCCKOMbIX 06Hapy)KI/IBaeTC$I AKTUBHOCTb MHOI'X
AHTHOKCUAAHTHBIX (I)CpMCHTOB, psad aBTOPOB CUHUTAIOT, YTO IIEPBOCTCIICHHASA POJIb B
aHTHOKCHHaHTHOﬁ 3alllUTC HACCKOMOIO, 0COOEHHO B MMUIICBAPUTCIbHOM TPAKTC,
IPHUHAIJICIKUT Heq)epMeHTaTI/IBHBIM AHTHOKCHUOaHTaM, KOTOPbIC BCTYIIAKOT B

OKCUCIIUTENBHO — BoccTaHoBUTeNbHbIE (OB) peakuuum M OTHAIOT 3JIEKTPOH ISt
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HeWTpanu3anuu cBoOOoMHbIX pagukaioB (Hirayama et al., 1989; Strand, Pech, 1995;
Wang et al., 2001; Dubovskiy et al, 2008). B poaun HepepMeHTATUBHBIX
AHTUOKCUJAHTOB MOTYT BBICTylaTb MHOTUE COEAMHEHHUS, IIOCKOJIbKY BBICOKas
peakionHas cnocooHocth AKM npuBOIUT K BRIOMBAHUIO AJIEKTPOHA U3 MPAKTUYECKU
10001 MMeroIIeiics MOJIeKyIbl. B OCHOBHOM, 3TH COE€IUHEHHS] MOXKHO pa3leiIuTh Ha

ABC I'PYHIIBI 11O HAJIMYHUIO (I)GHOJIBHBIX HNJIN THOJIOBBIX KOMIIOHCHTOB.

DenonvbHble aHMUOKCUOAHMbI COJIEPKAT B CBOEH CTPYKType apoMaTHdecKoe
KOJIBLIO, CBSI3aHHOE C OJHOM MJIM HECKOJIbKMMHU THUAPOKCHIBHBIMU Tpymnmnamu. K HuM
OTHOCSITCSI TOKO(EPOJIbl, TOKOTPUEHOJIbI, KAPOTUHOUIBI, (PIABOHOUIBI, ACKOPOMHOBAs

kucioTta (3eHKoB | Jp., 2001).

Psn OenkoB Moryt o01amaTh aHTHOKCHIAHTHBIMH CBOMCTBaMH, Oyiaromaps
HAJIMYHUIO HOHOB METAJIJIOB, KOTOPHIEC BBHITIOIHSIOT (DYHKIIMIO XeNaTupoBaHus (heppuTHH
u TpaHcheppuH), HO, B OCHOBHOM, 32 CUYET BOCCTAHOBJICHHBIX THOJBHBIX Tpynm. Kpome
TOTO, B OpPraHU3Me€ PA3JIMYHBIX >KMUBOTHBIX, B TOM YHCIE€ HACEKOMBIX, CYIIECTBYIOT
BBICOKOPEAKITMOHHBIE muoacodepaicaujue aHMmuoKCUOanmol, TakKue Kak 2nymamuor M
nucTenH. HeoOXoMMO OTMETUTh, YTO TJIYTATHOH TAaKXKE y4acTBYeT B pabOTe TaKHuX
depmentoB kak [TIO u I'CT (3enkoB u np., 2001). Ilpu pa3BuTUM Ppa3TUIHBIX
MAaTOTEHE30B, COMPOBOXKIAOIMIMXCA MUCPYHKIMEH KIETOK W OpPraHOB, MPOUCXOJUT
yBenumaenrne AKM, B pe3ynbTare 4ero MoXeT HaOJF0AaThCsl M3MEHEHHE COOTHOIIICHUS
BOCCTAHOBJICHHBIX U OKHCJICHHBIX THOJIOB, YTO MOJKET SIBISATHCS C OJHOH CTOPOHBI
MOKa3aTelieM OKHCIUTEIBHOTO CTpecca OpraHu3Ma, C JPYrod - BaXHBIM KPHUTEPUEM
HecienMpUIeckor pe3ncTeHTHOCTH opranm3ma (SHkoBckuii, 2000; MapTeMbSHOB |

1p., 2006; I'mynoB u ap., 2009).

OpHoBpeMeHHOE  (DYHKIIMOHMpPOBAHHWE  CHUCTEM,  KaKk  MPOJIYLUPYIOIIUX
KUCJIOPOAHBIE paAuKalbl, TaK W AHTUOKCUIAHTHOM, IO3BOJISIET MPEIOTBPATUTD
pa3BUTHE MUKPOOPTaHU3MOB, MPOHUKIINX B OPraHU3M HACEKOMBIX, U, B TO € BpeMs,
3alIUTUTh OPTaHU3M HACEKOMBIX OT TOTaJIbHOM MHTOKCHUKanuu opranusma AKM. B
CBOIO oOuepelb y TMapa3uToB GOPMHUPYIOTCS MEXaHU3MBl 3alllUThl W arpeCcChu,

CHOCO6CTBy}OH.II/IC MX TIPOHUKHOBCHHUIO MW YCICIIHOMY Ppa3BUTHIO B OpPraHu3Me
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HACEKOMBIX, @ B psijie CllydaeB M MPEAOTBpPALIAIONIME BTOPUYHOE 3apakKeHHE WIIU
pa3BUTHE aBUPYJCHTHBIX MHUKpPOOpraHu3MoB. CTpaTerusi 3alllUThl MaTOreHa oOT
TokcuyHOro JnerctBusi AKM MOXeT OCylIecTBIATHCS 3a CYET Halu4us IUJIOTHOU
MOBEPXHOCTHOW CTPYKTYPHI, CITIOCOOHON MPOTHUBOCTOSTH Bo3aecTBruio AKM xo3simHa
(Strand, Pech, 1995). Cneagyer oTMeTUTh, UTO MPHU BO3ACHCTBUH MAPA3UTOB HA KIETKH U
TKaHU HACEKOMBIX MOTYT 3aIllyCKaThCs MPOIECCHl MEPEKUCHOTO OKUCICHUS JIMMHUIOB,
YTO MOKET CYIIECTBEHHO CKa3aThCs Ha (YHKIMOHMpPOBaHUM opraHu3ma. [laroreny, Ha
OTpeIeJICHHOM 3Talle MaTOreHe3a, MOXKET OBITh BHITOJIHO TOKCHYHOE BozaelcTue AKM
Ha OpraHu3M XO35IMHA, HampuMmep, A pPa3pylIeHUs KIETOK HACEKOMBIX C IENbI0
NPOHUKHOBEHUSI B OPTaHU3M, B TOXKE BPEMs 3TO MOXKET OBITh CTpAaTEeTHEHl 3alUThl OT
pa3BuUTHS BTOpUYHBIX HH(pexkuui. Tak ObUIO TOKa3aHO, YTO BUPYCHas HHQeKus
pa3BuBaeTcss B opranusme Irichoplusia ni w Spodoptera frugiperda B yCIOBUAX
BO3pACTAIOIIETO YPOBHS OKUCIMTEIBHOTO CTpecca, KOTOPBIM XapaKTepu3yeTcs
CHUKEHUEM aKTUBHOCTH KOMIIOHEHTOB aHTHOKCHAAHTHOM 3ammThl (Wang et al., 2001).
OnHako, mapa3uT TakkKe MOXKET CHUKaTh reHepannto AKM, 3auactyro Hapymas paboTy
3aIUTHBIX peakiuid, CBSI3aHHBIX C MEJIaHOTEeHE30M (MHKaTCysIus,
rpanysnooOpa3oBanue). B aTux ciydasx mnoHuxeHHbIM ypoBeHb AKM mno3Bossier
YCIICITHO Pa3BHBAThCS B IeMolleNie X03auHa. J[Js HEeKOTOPHIX Mapa3uTOB XapaKTepHa
CTpaTerus 3amycka MeJlaHOT€He3a B OpraHu3Me XO3sIMHa, TOTOMY 4TO 00pa3yrolIuiics

MCJIaHHUH MOXKECT BBIITIOJIHATDH (bYHKI_II/IIO «JIOBYHIKH» HUTOTOKCUYICCKUX MOJICKYII.

K coxanenuto, GyHKIHMOHUPOBAHUE AaHTHOKCUJIAHTHOW CUCTEMBI Y HACEKOMBIX MpU
JNEUCTBUM TATOTEHOB K  HACTOSIIEMY BpPEMEHH  OCTaeTCs  MaJOM3yYCHHBIM
(Cokomosckuit, 1988; Wang et al., 2001; Jlosunckas u np., 2004; Dubovskiy et al.,
2008). CymiecTByIOT €IMHIUYHBIE pa0OThI, B KOTOPHIX MOKA3aHO y9aCTHE KOMIIOHEHTOB
AHTHOKCUJAHTHOW CHCTEMBbI HACEKOMBIX IIPU pa3BUTUHU BUpycHOU mHpekuuu (Wang et
al., 2001). Kpome ToOro, mnpu H3y4eHUH MHUKPOCIOPUJINO3Aa JIMYMHOK OOJIBIION
BOIIMHHOW OTHEBKU G. mellonella, BBI3BAHHOTO MUKPOCTIOpUIUSAMH Vairimorpha
ephestiae, ObIIO TOKa3aHO, YTO MPU MACCOBOM OOpa30BaHUU CIIOP B TKAHSIX XO35MHA

IMPOUCXOAUT YBCIMUCHNUEC aKTHUBHOCTHU (I)CpMCHTaTI/IBHBIX AHTHOKCHUIAHTOB (HOBI/IHCKaﬂ,
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2002; Jlosunckas u np., 2004). IIpoBeaeHbl JUIIL CHOPAJAUUYECKHUE HCCISIOBAHUS,
MOCBSIIEHHBIC M3YYCHHUIO AHTUOKCHUIAHTHOW CHCTEMBI TMPU MHKO3aX U KHIIEYHBIX
oaktepuosax (Sree, Padmaja, 2008). IIpu octpom, JeTaIbHOM MHUKO3€ OBLJIO OTMEYECHO
pe3koe moBbimieHue reHeparuu AKM, d9To, BEeposSTHO, CBSA3aHO C IMOBBIIMICHHON
MeseHu3anuen rpuda B mokposax (Slepneva et al., 2003). beuto mokazano, 4To mpu
pa3BuTuu OaktepuanbHo uHpeknuu BT aHTHOKCHMAaHTHas cuUcTeMa YYacTBYET B
3aIIUTHBIX MEXaHW3MaX HACEKOMBIX, 32 CYET MHTUOMPOBAHHS CBOOOJTHOPAIMKAIHLHBIX
peakiuii (Dubovskiy et al., 2008). OnHako, BOIPOC 0 PO AaHTUOKCHUIAHTHOW CUCTEMBI
Opy  pPa3BUTUU CYOJIETAJbHBIX KHUIIEUHBIX OaKTepUadbHbIX HHQPEKUUNA OCTaeTCs

MaJIOU3y4YEHHBIM.
Lemoxkcuyupyrowue gpepmernmol

JleToKkcHUKaIysl 9yKEpOAHBIX BEIIECTB B OPraHU3ME HACEKOMBIX OCYIIECTBISICTCS
Opy  y4aCTUU MHUKPOCOMATBHBIX MOHOOKCHUTCHA3, HeCHeu(pUUecKnX JcTepa3 u
riytaTuoH-S-tpancdepas (PocnaBueBa u ap., 1993; Prabhakaran, Kamble, 1995;
Pritsos et al., 1998; Gatehouse, 2002).

MukpocomasibHbie MOHOOKcuTeHasbl - (K® 1.13) oTHocsaTcs K  Kjaccy
OKCUJIOPEIYKTa3 U KaTaJIU3UPYIOT BKJIIOYEHUE B CYOCTpaTbl aTOMOB WJIM MOJEKYJIbI
kuciopoaa (Scott, We, 2001; 3enkoB u mp., 2001). ¥V sykapuoTHYECKUX OPraHU3MOB
MOHOOKCHUTI'€Ha3bl JIOKAJTM30BaHbl B MeMOpaHaxX SHJOMIa3MaTHYECKOTO PETHKYJIyMa U
MUTOXOHAPUSIX. OHU BBIMOITHSAIOT MHOTO BaXKHBIX 33Ja4 B OpPraHU3Me, OT CHHTE3a U
Jerpajaluyd  SKAMCTEPOMJOB M IOBEHWIbHBIX TOPMOHOB, JO  MeTaboiau3Ma

KCEHOOMOTHKOB €CTECTBEHHOTO MJIM CHHTETHYECKOTO IMPOUCXOKICHUA.

Hecnenmduueckre scTepasbl OTHOCITCS K KIAcCy TUAPOia3, KOTOPhIE YCKOPSIOT
Pa3NoKEeHNUE CIIOKHBIX A(UPOB 70 ciupTa U KUCIOTH (Jnkcon, Y300, 1982). Dcrepassbl
JIOKAJIN30BaHbl B KUPOBOM TeJlie, KPBUIOBBIX MBIIIIAX, KHUIIEYHUKE, TeMoiaumde
HaceKkoMbIX. KoMIuiekc acrepa3 obecrieunBaeT MOOWIM3AIMIO JUIUAOB, B TOM YHCIE
KUPOB B JKUPOBOM TeEJI€; JACTPATAIIUI0 METAOOINIECKA HMHEPTHBIX 3(PUPOB, B TOM YUCIIC

U Pa3jIMYHbIX KCCHO6I/IOTI/IKOB; CHUHTC3 M OTYACTH TPAHCIOPT KYTHKYJISAPHBIX BOCKOB;
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KOHTPOJIb TUTPa TOPMOHOB, B YaCTHOCTH IOBEHWJIBHOTO ropmoHa (PocnaBueBa u np.,
1990, 1993; PocnaBueBa, 1994). HUckmrouutenbHass pojib 3CTEpPa3 HACEKOMBIX B
mporeccax — JETOKCHKAIMM  XMUMHYECKHX  MHCEKTHIIMAOB W (opMHpOBaHUH
YCTOWYMBOCTH K HUM moka3zaHa mMHorumu aBtopamu (Li, 2007; KprokoB u ap., 2008;

Mamidala et al., 2011).

['myratnon-S-tpancdepassl (I'CT) npeacrasinsitor coboit rpynmy pepmenton (KD
2.5.1.18), uUCHONB3YIOIIUX BOCCTAHOBIICHHBIM TIyTaTUOH JUIsi KOHBIOTAlIUH C
ruapodoOHBIMU  COCIMHEHUSIMM ¥ BOCCTAHOBJICHUS OpPTaHMYECKUX IEPOKCHJIOB
(Snyder, Maddison, 1997; 3enxoB u ap., 2001). OcnoBuas pynkuus I'CT 3akmouaercs
B 3alIMTE KJIETOK OT KCEHOOMOTHUKOB M MPOIYKTOB NEPEKUCHOTO OKUCIICHUS JIUIHJIOB.
[Ipn um3ydeHun TKaHEBOW creUUaIn3anui (EPMEHTOB IOKa3aHO, YTO Y JIMUYHMHOK
YenryekpbUiblx Haubonbmas aktuBHOCTh ['CT peructpupyercs B )KUPOBOM TeJ€, MO

CpPaBHEHMIO C TKAHSAMM KUIIICUYHUKA, KyTUKYJION 1 reMonumdoii (Wang et al., 2001).

Ponb (epMEHTOB NETOKCHLMPYIOIIEH CHUCTEMbI HamOoJiee XOpOUIIO M3yueHa Mpu
JEeWCTBUU MHCEKTULIMIOB U pa3BuTHHU ycTounBocTy K HUM (Willoughby et al., 2006; Li
et al., 2007; Mamidala et al., 2011). IIpu aelicTBuK NaTOTEHOB POJIb AETOKCUIIUPYIOLIUX
dbepMeHTOB u3ydeHa ciabo. JlanHbie (epMEHTHl HE 00JaJal0T CTPOro cyOcTpaTHOMU
CHEIU(PUYHOCTHI0O 1O OTHOIIEHHIO K KceHoOumoTkam. CyiecTByeT psia  pador,
MOKA3bIBAIOLINX AKCIPECCUIO TETOKCUIMPYIOMINX (PEPMEHTOB NMPU MUKPOCTIOPUAN03aX
(Cokomosa, CyHnaykoB, 1999; BoponiioBa u ap., 2006), a Takxke paboThl O U3YyUYCHHUIO
3THX (pepMeHTOB Mpu BHpo3ax HacekoMbix (MaptembsHOB u jp., 2009). Kpome Toro,
MOKa3aHO YBEIMYEHUE AKTMBHOCTH M KOJIHMYeCTBa M30(OpM 3CTepa3 MpHU pPa3BUTUU
rpuOHBIX 3a0osieBaHui HacekoMbIx (CepebpoB 2000; CepedbpoB u ap., 2001, 2003,
2005, 2006; Zibaee et al., 2009). CymecTByIOT JUIIb €IWHUYHBIE PabOTHI,
CBUJICTEIBCTBYIOUIUE O TOM, YTO YBEJIMYEHHAs aKTUBHOCTh HECNenn(UUEeCKUX 3cTepas
SBJIIETCS OCHOBOM MOBBIIICHUS YCTOWYMBOCTH PE3UCTEHTHBIX MOMYJISAIUNA HACEKOMBIX K

oaktepusm BT (Gunning et al., 2005; Carey et al., 2011).

Takum 00pa3oM, KOMIIOHEHTHI JETOKCHUIUMPYIOLIEH CHUCTEMBI MOTYT BBITIOJHSTH

q)YHKHI/II/I KaK aHTHOKCHﬂaHTHOﬁ, TaK U HﬁTOKCHHHpYIOH.I@ﬁ CUCTEMBI, KOTOPBIC BA’KHbI
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JUIS SKU3HEJEATEIbHOCTH OpraHu3Ma M HEWTpalu3alldid TOKCHUHOB W METa0O0JIUTOB
Mapa3uToB, a TakKkKe OHJOTEHHBIX META0O0JUTOB, OOpa3yIIMXCS B  KIETKaX
COOCTBEHHOI'0 OpraHM3Ma B MpoIecce pa3BUTH MHOEKIIMOHHOTO npoliecca. Ha maHHbIiM
MOMEHT Bonpoc 0 3HadeHuu AKM u aHTHOKCHIaHTOB, a TakXKe uX OanaHca, Kak OJTHOTO
U3 BO3MOXHBIX MEXaHH3MOB PE3MCTCHTHOCTH HACEKOMBIX K OakTepusM W Tpubam,

OCTACTCA OTKPLITBIM.

1.4. 3akiaouyenue

B npornecce k03BOMIOLNMN HAaCEKOMBIX M HTOMOIIATOT€HHBIX MHKPOOPIaHU3MOB
IPOUCXOAUT PAa3BUTHE PA3NIMYHBIE AJANTUBHBIX MEXAaHU3MOB  ONPEICISIFOIINX
YCTOMYMBOE CYIIECTBOBAaHHE JUHAMHYHBIX CHCTEM XO3SMH-MIApAa3UT Kak Ha
OpraHM3MEHHOM, TaK M Ha INOMyJSIHMOHHOM ypoBHsAX. Jlnsg  coxpaHeHMs
KU3HECMIOCOOHOCTH OpraHu3Ma W TMOMYJSIIUM B LEJIOM HAaCEKOMbIE HCHOJIb3YIOT
KOMIUIEKCHYIO ~ 3alllUTHYI0  CHCTEMY, OCYILECTBISIOUIYI0O  HEUTpaIM3alMI0 U
AJIIMMUHALMIO TaTOreHa. TpagulMOHHO K (akTopaM BpOXKJIEHHOTO HMMYHUTETa
O€CII03BOHOYHBIX  OTHOCST: TE€MOLUTApHYI0 CHCTEMY, CHUCTEMY  KOaryJsilHUu
reMoJauMQsl, (PEHOIOKCUIA3HBIN KacKaJ, JICKTUHbI, CHCTEMY aHTUMHKPOOHBIX OEIIKOB.
K naubonee pacnpocTpaHEeHHBIM KPUTEPUAM OOILEH OIEHKH COCTOSHHUS BPOXICHHOTO
UMMYHHUTETAa HACEKOMBIX OTHOCST OIpEeNieHHe TUTpa TE€MOLMTOB, UX THUIM3AIIHIO,
aAKTUBHOCTb (DEHOJIOKCHIA3 T'eMOJIMM(BbI, aKTUBHOCTb HMHKANCYJSIUMM U (arouurosa,
aHTHOAKTEepHAIbHYI0 aKTHBHOCTh remoinuM@sbl (Schmid-Hempel, 1995). B nacrosiee
BpEMSI aKTMBHO HM3y4YalOTCS OCHOBHBIE MEXaHU3Mbl MMMYHUTETA OECIIO3BOHOYHBIX U
MOJIEKYJISIpHO-OMOXMHUUECKre OCHOBBI ux aerctBus (Gupta, 2001, Kanost et al., 2004,
Kim, Kim, 2005), npu 3TOM NpakTHUYECKH OTCYTCTBYIOT KOMIUIEKCHBIE PabOTHI IO
U3YYEHHUIO  OSBOJIIOLIMOHHBIX ~ BONPOCOB  ()OPMUPOBAHMSI ~ PE3UCTEHTHOCTH K

YHTOMOMATOI€HHBIM rprdaM U OaKTEepHUsIM.

Kpucramnoobpasyromue Oaktepun BT muUpoko pacrnpocTpaHeHbl B MPUPOJE U

dAKTUBHO HCITIOJIB3YIOTCA KaK OCHOBA IJIA OMOJIOTHYECKUX CpCACTB 3alllUThI paCTeHI/Iﬁ

(Schnepf et al., 1998; Maagd et al., 2001, 2003; Griffits, Aroian, 2005; baxBayios u p.,
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2006). Ucnonb3oBaHue JaHHBIX OAaKTepUid, KaK OCHOBBI JIJIsi CO3JaHUsl OMOIpenaparos,
0oOyCIIOBJIEHO TE€M, 4YTO B IMPOLIECCE€ BEreTaTHMBHOIO pOCTa U CIOPOOOPA30BAHUS
OaKTEepUH CUHTE3UPYIOT TOKCHHBI, BHICOKOCTICLIM(PUYHBIE K AMUTEIHAIBHBIM KIIETKaM
KuleyHuka Hacekombix. Kpome toro, BT ycmemmno HapabatbiBaioTcs B OOJBIIOM
KOJIMYECTBE B NMPOM3BOJICTBEHHBIX yClIOBUsAX. [Ipemaparsl Ha OCHOBE 3TuUX OakTepuit
CIOCOOHBI KOHKYpUPOBaTh C XUMHUYECKHMMH CpEACTBAMHU 3alllUThl pacTeHuil (1o
CTOUMOCTH, 3(PPEKTUBHOCTH, MPOCTOTE MPOU3BOACTBA U T.1.), IPU 3TOM OHU 00JIAJAI0T
MHUHHMMAaJIbHBIM BO3JEHCTBUEM Ha BHEIIHIOKW cpeny. OaHako, MpU MHOTOKPAaTHOM
UCIOJIb30BAaHUU TpenapatoB Ha ocHoBe BT B arpoiieHo3ax HayuHaAIOT POPMUPOBATHCS
YCTOWUYMBBIE TTOMYJISAUK Bpenutesneii. Hanbonee OpIcTpoe BOSHUKHOBEHHE YCTONYMBBIX
HAaCEKOMBIX MPOUCXOAUT IMpPU NHUTAHUM HACEKOMBIX HA TPAHCTEHHBIX pACTECHUSX,
CO3/IaHHBIX C HCIOJIb30BaHUEM T'eHOB pa3nuuHbiX TOKCHHOB BT (Gunning et al., 2005).
[lepcieKTUBHBIM  MOAXOJOM  JJisi  TOBBIEHUS A3PPEKTUBHOCTH  MPUMEHEHHS
ounonornyeckux npemnaparoB Ha ocHoBe BT sBisieTcs pa3paboTka U co3gaHue METOJIOB
IIPEOJIOJIEHHSI OCHOBHBIX 3alIUTHBIX PEAKLM HACEKOMBIX K OakTepusMm. Kak mpasuio,
BT mocTrossHHO NMPUCYTCTBYET B MNPUPOJHOM CpENE U, KAK pPE3yJIbTaT, B KUIICYHUKE
HaceKoMbIX. OHaKO B cUJy ci1ab0i BUPYJIEHTHOCTH WM OTCYTCTBUS CHEHU(PUIHOCTH,
Ooaktepunn BT He MOTyT BBI3BIBAaTH CEPHE3HBIX 3a00JIEBAHUMA, TMPUBOIANINX K
JgetanbHOMY ucxony. OpHako TMpU ONpeAesieHHbIX ycioBusx Oakrtepuun BT, moryr
BBI3bIBaTh JIOKadbHble 3nu300Tun (Iteitnxays, 1952). Jlo KoHIla HE SICHO, 3a CYUET
KaKAX MEXaHU3MOB MOET MIPOUCXOAUTh SIMMHUHAIMS WA CHUKEHUE aKTUBHOCTH 3THX
OakTepuil B KUILIEYHUKE HACEKOMBIX MPU BBI3IOPOBICHUM, & TaKXKe, KAKUE MPUYMUHBI

MOT'YT BbI3bIBATb PA3BUTHUC AIU300THUM.

EcrectBennbiii nyth npoHUKHOBEHUSA BT B Opranmsm HacEKOMBIX — MEPOPAIbHBIN
(Vallet-Gely et al. 2008). B caygae BT wundpexkunu mnepBuuHBI Oapbep Ha MyTH
naToreHa, 3TO KWIIEYHUK. [IpUHATO cunmTaTh, YTO OCHOBHOH BKJIaa B pa3BUTHE
natorene3a bT BHocuT snporokcun (Pigott, Ellar, 2007). CooTBEeTCTBEHHO Ha TaHHOM
3Tane MHQEKIHUH, YCTOMUMBOCTh HACEKOMBIX K BT MOXET BO3HHMKAaTh B pE3yJbTaTe

HapyILIEHUs1 MPU PAaCTBOPEHUHM KpHUCTala M akTuBauuu npoTtokcuHa (Oppert et al.,
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1994), NoOBBIILIEHHOW pereHepaluu 3MUTeIuaIbHbIX KiIeTok (Martinez-Ramirez et al.,
1999), mytanmu B reHax koaupyronmx perentopsl Kk Tokcuny bT (Gahan et al., 2001;
Darboux et al., 2002). OgHako Bce 3TH MEXaHU3MbI ObLIA OIMUCAHBI NMPU MEKBUIOBBIX
oTnnuusx B ycrowumBocth K BT, 1mb0 st nWHWA HACEKOMBIX, WMEIOIINX
3HauntTenabHble (100-1000 kpaTHbIE) yBENWYEHHUS PE3UCTEHTHOCTH K TOKCUHY bT,
BO3HUKIIME B PE3YJIbTATE JIUTEIBHOTO M OYEHb <OKECTKOT0» OTOOpa B MOJEBBIX
YCIIOBUSIX HA TPAHCTEHHBIX pacTeHusx. g JIWHUNA HACEeKOMBIX C HEOOJBIIUMU
YpOBHSIMU  ycTOHYMBOCTH (5-20), XapakTepHbIMH [UJIi pPAHHUX JTamoB o0TOOpa,

HCCIICAO0BAHUA MCXaHU3MOB PE3UCTCHTHOCTH HOCUT CHOpaI[I/I‘{CCKI/Iﬁ XapakTep.

O6mensBectHo, uTo Cry-TokcuHbl BT MOTYT BBI3BIBaTH KHIIEYHBIN TOKCHKO3,
naxe 0e3 yuacTus BeretaTuBHBIX KJIeTOK BT. [1o cyT 3TO sSBISE€TCS XMMUYECKUM WA
OMOXUMUYECKUM TOKCUKO30M. OTHAKO, CIENYET OTMETHTh, YTO OaKTepUATbHBIC KICTKU
BT 1 xoMImOHEHTBI MUKPOQIOPHI MOTYT Y4acTBOBaTh B MH(EKIIMOHHOM ITIporiecce. ITo
CBSI3aHO C TEM, YTO Jla)K€ HEOOJIbIINE MOBPEKIACHHS KIETOK AMUTEINS TOKCuHaMu bT
MOT'YT OTKpBIBaTh BopoTa sl uH(pekiuu. CooTBeTCTBEHHO Hanbosee 3¢ HEeKTHBHOM
3alIMTON HACEKOMBIX OT HMH(EKIMU OYyIyT KOMIUICKCHBIE 3alllUTHBIC peakiuu. Ha
JAHHBIA MOMEHT Y»€ H3BECTHO, YTO PEAKIUM HUMMYHUTETAa MPUHUMAIOT Y4acTHUE B
sammTe ot Oakrepuit BT (Kwon, Kim, 2007; Broderick et al., 2010; Richards, Dani,
2010; Shrestha et al., 2010). XoTs HEMOHATHO, KAKOB € BKJIAJ PEAKIIUN KIETOYHOTO U
TyMOPAJIBHOTO HMMYHHMTETAa TIIPA JBOJIOUMM pe3ucTeHTHOCTH K bT. MoxHo
MPENOJIOKUTh, UTO Ha paHHUX 3Tamax OakTepuo3a, KOrja IMPOUCXOIUT MOBPEKICHHUE
HEOOJIBIIIOTO YHCJIa KJIETOK, KOMIIOHEHTHI KJIETOYHOTO U T'yMOPaJbHOTO WMMYHHUTETA
MOTYT MPENSATCTBOBATh PA3BUTHIO CENTUIIEMUHM, & TAKKE CHUXKATh PUCKU TTOBPEKICHUS
KHUIIIEYHUKA 3a CYET CEKPELMU MPOAYKTOB UMMYHHOW CHCTEMBI BO BHYTPUKHUIIIECYHOE
npocTpancTBO. Ho He siICHO, MOTYT JU J1aHHbIE KOMIIOHEHThl MMMYHHOW CHCTEMBI
BBICTYNIaTh B KAa4€CTBE MMKPOASBOJIIOIMOHHBIX MEXAaHM3MOB, OTBEYAIOIIMX 34
MOBBIIIEHNE YCTOMYMBOCTU U PE3UCTEHTHOCTh HacekoMbiX K BT. Crnemyer oTMeTUTS,
YTO Ha JaHHBIM MOMEHT H3BECTHO, YTO KHIIEYHas MUKpodiopa MOXKET OBITh

JOTIOJIHUTENBHBIM (pakTopoM, ycunuBaronuM BupylieHTHocTh BT (Broderick et al.,
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2006), omnako oOnuratHas posib Mukpoduopel B mnatoreHHoctH bT Bce eme

obcyxmaercs (van Frankenhuyzen et al., 2010).

I'pubsl ponoB Beauveria u Metarhizium SBISIIOTCSI BTOPOH MO TOMYJISIPHOCTH
(mocne Gakrepuit BT) ocHOBOM Mg Omosornyeckux npenaparoB. B HacTosiee BpeMs
BEJyTCS aKTHBHBIE pa0OThl MO CO3/JaHUIO0 TPAHCT€HHBIX (OPM JaHHBIX TPHUOOB,
00JaaronMX MOBBIMIEHHON BUPYJIEHTHOCTHIO. Kpome TOro, Ha OCHOBE TaHHBIX TPUOOB
MOCTOSTHHO ~ pa3pabaThIBalOT KOMIUICKCHBIE W KOMOWHHpPOBAaHHBIE OWOMENnapaThl.
JlanHble TPUOBI CUHTE3UPYIOT Pa3HOOOpa3HbIe THAPOIUTUYECKHE (EPMEHTHI, KOTOPHIC
MO3BOJISIIOT MPOHUKHYTh Ye€pe3 KYTUKYJTy, a TakKe TOKCHHBI, TMOJABISIONINE
UMMYHHUTET U TPENSTCTBYIOIIME pa3BUTHIO BTOpUYHBIX MHbekui (Vey et al., 2002).
Kpome Toro, y rpub0oB BOHUKIIM afanTariy, MO3BOJISIIOIINE U30eraTh paclo3HaBaHUS
UMMYHHOM CHCTeMOW XO3siMHa B remoriene. B gacTHocTH, rudanbHbie Tena TpudoB
Metarhizium anisopliae TOKPBITBI KOJUIAreH-MIOJI00OHON 00O0JIOYKOM, MPENATCTBYIOIIEH
UX pAacHO3HABaHUIO M 3aIyCKY 3alllUTHBIX peaknuil y Hacekomoro (Wang, St. Leger,

2005).

CylIecTByIOT MHOTOYHUCIICHHBIE HCCIEIOBAaHUS MEXaHHW3MOB PE3UCTEHTHOCTH
HACEKOMBIX K OHTOMONATOTCHHBIM TrpubaM Tapa3WtaM, a Takxke (aKTopos,
3amyckatonux passurtue 3aboneBanus (Hajek, Leger, 1994; Gupta, 2001; ['mynoB u ap.,
2001; Kanost et al., 2004). OnHako OCHOBHBIE HCCIEAOBAHUSA COCPEAOTOUYEHBI Ha
OTJICNBHBIX 3aITUTHBIX PEAKIMSIX U OTCYTCTBYET KOMITJICKCHBIN TTOXO/, TIO3BOJISIOIII
OLICHUTH OOUIYI0 CTpaTteruio (OPMUPOBAHUS MPOTUBOIPUOHON PE3UCTEHTHOCTH Y
HacekoMmbIx (Bogus et al., 2007; Wojoda et al. 2009; Vilcinskas, 2010). [IpakTudyecku
HE OXapaKTepH30BaHbl KIFOYECBHIC BHYTPUBHUIOBHIC 3AIUTHBIC CTPATEIHMH HACEKOMBIX,
MO3BOJIAIOIINE MPOTUBOCTOSATh Mapa3UTy Ha MOMYyJIALUOHHOM ypoBHE. Taxke mnpu
pPa3BUTUM MHUKO30B Yy HACEKOMBIX HEHM3BECTHBIM OCTAeTCS BKJIAJ OTACITHHBIX
WHIYIIMOCTFHBIX MEXaHW3MOB, TaKMX KaK: CHHTE3 MPOTUBOMHUKPOOHBIX MENTHIOB U
OenkoB, (eHoNOKCcHIa3Hasi AKTUBHOCTh B KYTHKYJE, WHKANCYJSIIHUS W TEHepalus
AKTUBUPOBAHHBIX KHUCIOPOIAHBIX MeTabonmuTOB. (OCTaeTcss TMOJHOCTHIO OTKPBITHIM

BONPOC O MUKPOABOJIOLMOHHBIX MeXaHU3MaX (JOPMUPOBAHUS YCTOMUHUBOCTH K Irpubam
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Y HaCCKOMBIX. HpaKTI/ILICCKI/I HCHU3BCCTHBI KIIFOYCBBIC (I)aKTOpI)I BUPYJICHTHOCTH,
BO3HUKAIOINC UKW YCUJIIMBAOIIUCCA Y FpI/I6OB Ipn JJIUTCIbHOM PAa3BUTHUH (B TCUCHUC

HCCKOJIbKHX HOKOHCHHﬁ) Ha OHpCHCHCHHOﬁ MMOMMyJIsAUKU UJIKN BUAC XO35HMHA.

CyliecTBeHHOE 3HAUEHUE TPU PA3BUTUHU OaKTEpUATIbHBIX W  TPUOHBIX
[AaTOrEHE30B WIPAlOT HayajlbHbIE CTaAMM pa3BUTHs Oosne3Hu. Ha naHHBIX 3Tamax
pa3BUBAETC TOKCHUKO3 OpraHM3Ma XO3dHMHA, IS NPEIOTBPAIICHUS KOTOPOrO MOTYT
aKTUBUPOBATHCA MEXaHM3Mbl HHAKTHBAlMM W 3JMMHHAUMKA  TOKCHHOB. Jlns
IO3BOHOYHBIX JKMBOTHBIX JIaHHblE (YHKIMM OTMEUYEHBbl JUIsl AHTUOKCUIAHTHOM WU
neTokcunupymoomen cucreM (pepmentHsie u HepepmeHnTHble) (3eHKOB u ap., 2001).
XOpoII0 M3BECTHO, YTO JAHHBIE CHUCTEMBI OINPENEISAIOT YCTOMYMBOCTh HACEKOMBIX K
xumMudeckuM uHcektunuaaMm (James, Xu, 2012). Opnako, uccienoBanuii (GyHKIIAN
JAHHBIX ~ CHCTEM  NpPH  TOKCHKO3aX  BBI3BIBAEMBIX  HHTOMOIIATOI€HHBIMU
MUKPOOPraHU3MaMHU MPAKTUUYECKU HE MPOBOAMIOCH. 3a UCKIIOUEHUEM CHOPAAMYECKUX
pabotr mpu wu3ydeHun Muko30B (CepebpoB um ap., 2006) m MHUKPOCIOPHINO30B

(JIozunckas u ap., 2004).

Bormpocsl  B3aMMOCBSI3M ~ MEXAHM3MOB  PE3UCTEHTHOCTH M IOKa3aTeleu
BBDKMBAEMOCTH MOIYJISALUN IPAKTUYECKH HE 00CYXK1at0Tcs. XOTs NPEAIoaaraeTcs, 4ro
BJIMSHUE TIATOT€HOB Ha HaceKkoMoe, Kak (aktopa oTOOpa MOXKET NPUBOAUTH K
pacnpeieseHUI0 SHEPreTUUECKUX «3aTpaT» C OJHOW CTOPOHBI Ha 3aIUTHBIE CUCTEMBIL,
YBEJIMYUBAs IIAHCHI BBKUBAHUS OCOOM, a C IPYrod - Ha PENpOAYKTUBHBIN MOTEHIIMAI

HACEKOMBIX, yBEIMYMBAs IIaHCHl BbDKMBaHUs momyssaiuu (Sheldon, Verhulst, 1996;

Zuk, Stoehr, 2002; Rolff, Siva-Jothy, 2003; Schmid-Hempel, 2005).

Takum 06pa3om, IBOIOIIMOHHBIE, YKOJIOTHIECKHE, (DU3UOIOTO-OMOXUMUYECKHAE U
MOJICKYJISIpHBIE ~ acleKThl  (OPMHUpPOBAHMS  PE3UCTEHTHOCTHM  HACEKOMBIX K
HSHTOMONATOT€HAaM B XOJI€ MHKPO3BOJIIOIMOHHBIX MPOIECCOB, HECMOTPS Ha WX
aKTyaJbHOCTb, OCTAIOTCA NPAKTHUUYECKM HE U3YyYEeHHbIMH. OTCYTCTBYIOT MOJEIH,
MO3BOJIAIONINE  QHAJIM3UPOBATH  DBOJIOLMIO  PE3UCTEHTHOCTH  HACEKOMBIX K
HPHTOMOIIATOTCHHBIM TpubaM. [IpakTudeckn He M3ydeHbl MEXaHU3MbI PE3UCTCHTHOCTHU

HacekoMbIX K BT He cBs3aHHBIC C MyTallsAMU CalTOB CBSI3BIBAHUS Cry-TOKCPIHOB.
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OTKpBITEI BOIPOCHl 00 3BOJIIOLMOHHO-3KOJOTMYECKUX ACHEKTaX B3aMMOOTHOLIEHUN
MEXy HACEKOMBIMH M X matoreHamu. Ha ocHOBe criopainyeckux padboT CI0KHO JaTh
oTBeT Ha Bompoc: «Kakue 3amuTHBIE MEXaHM3MBbl 33J€MCTBOBAaHbI B (DOPMHPOBAHUU
PE3UCTEHTHOCTH M YeM "IJIATUT"' OpPraHu3M HACEKOMOTO 3a MOBBIIIEHUE YCTOMYUBOCTH

K DHTOMOIIaToreHam?».
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I'TABA 2. MATEPHUAJIBI U METO/1bI

2.1. HacexkoMbIe

OOBEKTOM HCCIAEAOBAHUMN CIYKUIU JUYMHKKA OOJIBIION BOIIMHHON OTHEBKU
Galleria mellonella L. (Lepidoptera, Pyralidae) naboparopuoi nonymsiiuu (MCu3X),
OTIIMYAIOIIKECs TEeMHON okpackoi u codopanusie B 2006 1. B baranckom paitone HCO.
B psge 5SKcrepuMEHTOB HCIONB30BAIM JMYMHOK BOIIMHHOW OTHEBKH ApPYrou
nabopatopuoit momynsmuu  (YHuBepcuter CBaHcea, BenukoOpuranwmsi). OTo Oblia
Mop@da co CBETION OKpackol KyTuKyjbl. HacekoMble ObLIM cOOpaHbl B CpeHEN yacTu
EBponbl (benbrusi, I'epmanus). Hacekombix conepxkanu npu 28°C, B TEeMHOTE, Ha
uckycctBenHou nurtarenbHol cpene (UIIC), conepxkatieit Kykypy3Hyto kpymy (22.5%),
usetouHsld Men (12.5%), rmunepun (12.5%), nuenuusiii Bock (12.5%), nineHUYHyO
Myky (10%), cyxoe momnoko (12.5%), npoxxku (5%) U AUCTUIUIMPOBAHHYIO BOIY

(12.5%) (Tamapuna, 1987).

2.2. JHTOMONATOTreHHbIE MUKPOOPTraHU3MbI

2.2.1. bakrepun

JIist  3apakeHus HACEKOMBIX HCIOJIb30BAIM  CIOPO-KPUCTAUIMYECKYI0 CMECh
BBICOKOBUPYJIEHTHOTO ITamma 69-6 Bacillus thuringiensis ssp. galleriae (cepotun
HS5ab). IlItamm GakTepuit ObUT B3AT U3 KOJJIEKIIMHU J1a00OPATOPUH ATOJIOTUH HACEKOMBIX
NuctutyTta cucteMatuku u 3kosiorun kuBoTHeIXx CO PAH (bypuesa u ap., 2001;

XBotesckas u ap., 2005).
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2.2.1.1. 3apakeHne HACEKOMBbIX OAKTEePUSIMH M MO/IeJIMPOBaHHE CY0JIeTAJIbHON U

MOJIYJIETAJIbHON HH(EeKIIUU

[TepopanpHOe 3apa)keHWE HACEKOMBIX MPOBOIWIM TPH COACPKAHWUU JIMYNHOK
G. mellonella rpynnamu no 30 mtyk B vamke [letpu na UIIC, B cocTtaB KoTOpoi Oblia
no0aBlieHa COpo-KpucTaumueckas cycneHsus Oakrtepuwit bT mramm 69-6 (1 mn
cniopo-kpuctayummyeckor cycnensuu Ha 3 r UIIC). JIns goctmkenus cy0iieTaabHOTO
nH}uuEpoBanns HacekoMmbix (JIK15%) ucmomnb3oBanu tatp 5x10° criop u kpucramion
OakTepuit Ha 1 M cycnien3uu. Jnsa nqoctmwkenus nonynetanbHor nHpekmnn (JIK50%)
WCIIONIb30BAIM THTP CIOPO-KPUCTAIINYECKOii cMecH 5x10° crmop M KpHCTamioB
Oaktepuit Ha 1 mu cycnen3uu. OLEHKY NoKa3aTeneld KIETOYHOTO U TyMOPajbHOTro
UMMYHUTETA, aHTHOKCUJIAHTHONW W JETOKCUITUPYIOIICH CUCTEM MPOBOJUIN HA TIEPBBIC,
BTOpBIE M TPEThbU CYTKH mocie 3apaxkeHus (Dubovskiy et al., 2008a, Grizanova et al.,

2014).

2.2.1.2. Cesekuusi HACEKOMbIX Ha YCTOMYMBOCTH K OaKkTepusim B. thuringiensis

JIist cenexkuMM HACEeKOMBIX Ha ycToWuMBOCTH K OaktepusiMm BT wucnosb3oBaiu
mmanHOK  G. mellonella w3 maGopaTtopHON TOMYJSAIIMKA JTaOOpPATOPUU TATOJOTUU
HacekoMbix MCuDX CO PAH. Ilonynsmus Obuia paszziesieHa Ha ABe rpynibl. [lepByro
U3 HHUX CEJIEKTUPOBAIM HA YCTOWYUBOCTH K OakTepusiM B. thuringiensis ssp. galleriae
(CeIeKTUPOBAaHHAS JIMHMS), BTOPYIO OCTaBISIM 0€3 CeNeKIMH (KOHTPOJbHAs JIMHUSA).
OKOJIO THICAYM HACEKOMBIX MCHOJB30BAIA JJIs CEJIEKIUU IEpBble TPU TOKOJIEHUS,
3aT€M OKOJIO YETHIPEXCOT JMYMHOK Ha KaXI0€ TMepe3apakeHrue IMOCIeIYyIOMNX
nokoJjieHuil. Takoe KOJIMYEeCTBO HACEKOMBIX Ha JMHHIO JOCTAaTOYHO Ui HU30eraHus
s dexra nnbpuaunra (Roy, Kirchner, 2000). Iyt cenekuyu UCIOIb30BAIM JTUYUHOK
G. mellonella Tperbero - msaToro Bo3pacta. Hacekompix conepskanu rpynmamu mo 30

auuuHok B yamke I[letpu wa HMIIC, B coctaB koTtopoil Oblia J00aBjieHa CHOPO-
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KpUCTAJLIMYecKasi CycrieH3us B. thuringiensis ssp. galleriae, B TUTpe, MPUBOJISIIEM K
rubdenn 50% ocobeit (JIK50%). BrokuBmmx nocie nHOUIUPOBAHHUS HACEKOMBIX (HE
menee 100 ocobeit) mepecaxkuBanum B oOmmi cagoxk Ha HWIIC, He coxaepkaiyio
OakTepui, U MOJIydaau CIeAyIollee MOoKoleHne. JINYMHOK TPEeThero - MsITOro BO3pacTta
Cenyollel TeHepaluy BHOBb HHGpUUUpoBanu Oaktepusimu, wucnonb3ys JIK50%
OakTepuil. B xone otbopa mo3a GakTepuil MOCTENEHHO YBENWYMBAJIach M COCTaBIsIa
wis 1-5 moxonenuit 5x10°% ¢ 5-10 - 10°, ¢ 10-20 - 5x10°. Jlns moamepx aHus
KOHTPOJIbHOM JIMHUHU HCIOJIb30BAIM TaKOE K€ KOJMYECTBO HACEKOMBIX, YTO W s
CEJIEKTUPOBAHHOM JMHUU. YPOBEHb PE3UCTEHTHOCTH HACEKOMBIX CEJIEKTUPOBAHHOMN
JUHUU TIPU 3apakeHUH OakTepusimMu B. thuringiensis ssp. galleriae oneHMBanmm Ha
JUYMHKAX MATOTO, JECATOro, MSATHAAUATOTO M JIBA/ILIATOIO MOKOJEHHH C MOMOIIbIO
JIK50% 6axtepuit BT. [locie ceMHaaaToro mokoiaeHuss HACEKOMBIX CEIEKTHPOBAHHOMN
JMHUMA OCTaBJSUIM TPHU TMOKOJIEHUs1 0e3 Bo3jaeicTBus ¢akropa otoopa — Oakrepuil bT,
JUTSL U3yYEHMsI MEXaHU3MOB HacienoBaHus. M3yueHre 3alMTHBIX CUCTEM MPOBOAMIIN Ha

auyuHKax 20-To MOKOJIEHUs Ha BTOPOM JIEHb MOCIIE 3apaKeHUSI.

2.2.2. I'pudbI

JUist  uccneaoBaHWl  MCMOJIB30BANUCH IITAMMBI  YHTOMOIIATOT€HHBIX T'pHOOB
Metarhizium robertsii (Metsch.) Sorokin u3 xomrekiuun MCu2X CO PAH (mramm P-
72). lltamm P-72 uzonuposad B 1972 1. U3 NOoruOummx JUYMHOK KOJOPAJICKOTO KyKa
L. decemlineata B JlatBuu (Serebrov et al., 2007), xapakTepuszyercss BBICOKOU
BUPYJICHTHOCTBIO M TOKCHUTreHHO# ctparerueit (Glupov et al., 2003; KprokoB u ap.,
2007a,b; 2011; XoaeipeB u ap., 2014). BunoBas uaeHTUUKAIUs KyJIbTYp MPOBEICHA
Ha OCHOBE CBETOBOM MHKPOCKONHUHU M aHajdn3a HYKJICOTHIHBIX MOCIEI0BATEIBHOCTEH
ITS, IGS, EFla, RPBlpernonos (Bischoff et al., 2009). I'pubsl coxpausim Ha
arapu3oBaHHBIX HCKYCCTBeHHBIX mnurarenbHbix cpenax (MIIC) Bakcmana, Yameka,
Cabypo (JIutBunoB, 1969), n nepeceBanu 2 pasa B rof. s HapaOOTKH KOHUIUATEHON

Macchl TpubOB pUMEHSUIN AByX(da3zHoe KynbTuBUpoBaHue. IlepBas daza — HapaboTka
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rIIyOMHHOM KyJNbTYphl Ha kuakoil cpene Yaneka c pgoOasnenueM nentoHa (0.4%) B
mieiikepe-unkyoarope, npu 120 o6/mun, 24°C, B Teuenue 6 cyrok. B panbHeiiem
WHOKYJIIOM (2 mut) BHOcuiM B vamku [letpu (d=15cM) Ha nBakapl aBTOKJIABUPYEMOE
nmieHo. [Tocie 3-x HeAenpbHOTO KyJIbTUBUPOBAHMS, KOHUANATBHYIO MacCy BBICYIITUBATU
py KOMHATHOU TemriepaTtype (23-25) u u3menpuanu B kodemonke. TUTp mosrydeHHON
KOHUJUATBHOM MacCChl ONPEAEIIsUIN MPU MOMOIIM CEPUMHBIX Pa3BEICHUN U pacCeBOB Ha
UIIC, ¢ nanpHEeWIINM MOACYETOM KOJIOHHMM. bracTocnopsl rppOOB Moy4aad METOI0M
IyOMHHOTO KyJIbTUBUPOBaHUS B kUKol cpeae Yaneka ¢ nentonoM (0.4%) B mielikepe
npu 130 06./mMun, 25-27°C B Tedyenue 4-5 cyrok. Ilomcuer tutpa OiacTocmop

IMPOBOJANIIN HA CBETOBOM MHUKPOCKOIIC.

2.2.2.1. 3apa:kenue rpudamMu

HacekombIx 00pabaTbhiBaaM IEPKYTaHHO, IOTpYXas B BOJHYI CYCIICH3HUIO
koHuaui rpudoB (c nobaBinenueM TWEEN 0.03%) na 10 cex. KonTponsHyto rpymniy
HACEKOMBIX 00palaTbiBaid AUCTUUIMpOBaHHON Bojaou (¢ moOaBmenuem TWEEN

0.03%) (Inglis et al., 2007; Dubovskiy et al., 2013a,b; Kangassalo et al., 2015). Yuer

CMCPTHOCTHU BO BCCX IKCIICPUMCHTAX IIPOBOAMUIICA CIKCIHCBHO.

2.2.2.2. Cesexkuusi Ha YCTOWYHUBOCTH K rpudy B. bassiana

JIJist cenekMyu HaceKOMBIX Ha YCTOMYMBOCTb K Tpuly B. bassiana Mcnoyib30Bau
mmanHOK  G. mellonella w3 maGopatopHOW TOMYJSAIMKA J1abOpPaTOPUU  TATOJIOTUU
HacekoMbix MCuDXX CO PAH. Ilonynsmus Obuta pasjaesieHa Ha jaBe rpymibl. [lepByro
U3 HUX CEJIEKTUPOBAJIM Ha YCTOMYMBOCTb K TIpulOy B. bassiana (cereKTUpOBaHHas
JIMHUS), BTOPYIO OCTaBJSIM 03 celekuuu (KOHTpoJibHasi JuHuUs). OKOJO ThICSYU

HACCKOMBIX HMCIIOJb30BaJIN JIsI CCICKIOWU IICPBBIC TpPU IIOKOJICHHUA, 3aTEM OKOJIO
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YEeTBIPEXCOT JIMYMHOK Ha KaxJ0€ Mepe3apakeHHe MOCIEeNYIoIUX MOoKoaeHui. Jls
CEeJICKIIMM HWCIIONb30Banu JUUUHOK G. mellonella 4eTBepTOro - MATOrO BO3pacTa.
HacekoMbIX NMEpKYTAHHO 3apakalld KOHHAMSMH Ipuba B KoHueHTparmm 5x10° s
noctwxkenust JIK 40-50. Hacekombix comepxxanu rpynnamu no 10 TUYMHOK B yamke
[Terpu na UIIC. BepkuBmux mocie uHGUIIMPOBaHUS HACeKOMBIX (0koj0 200 ocobeii)
nepecakuBainu B o0l cagok Ha UIIC, u nonyyanu cieayroiee nokoiaeHue. JInunHox
TPETHETO - MATOrO BO3pacTa ClIEAYIONIel TeHepaluid BHOBb MHPHUIIMPOBAIH TprUOaMHU.
Jlns  nmopjepxaHusi KOHTPOJBHOM JIMHUM KCHOJB30BAJIM TaKOE€ K€ KOJIMYECTBO
HACEKOMbIX, YTO W JJIA CEJEKTUPOBAHHOW JIMHUU. YPOBEHb PE3UCTEHTHOCTH
HACEKOMBIX CEJIEKTUPOBAHHOM JIMHUN OIICHUBAIIU MPH 3apa>KEHUU TPUOOM Ha JTMUYMHKAX
IATOTO, JECSATOro, MATHAALATOrO, JIBALIATOIO W  JBAJUATHISITONO TMOKOJEHUMN
ucnonb3ysa JIK50 rpuba. M3ydyeHue 3alUTHBIX CUCTEM MPOBOJUIN HA JIUYMHKAX 25-TO

IIOKOJICHHUA Ha HGpBBIfI ACHB ITOCJIC 3apPaKCHUSI.

2.2.3. XapaKkTepUCTUKHU aJAre3My U PoCcTa rpud0B HA HACEKOMBIX

2.2.3.1. YpoBeHb aire3ud KOHUAUNA HA KYTHKYJ€ HACEKOMBIX

Jlist  ompeneneHuss YpoOBHS aJIre3ud KOHUAMM Ha KYyTHKYJE€ HACEKOMBIX
ucrnosb3oBana metonuka J[. Ment ¢ coaBropamu (Ment et al.,, 2010a; Ment et al.,
2010b) ¢ weOompmUMU W3MEHEHUSMU. JIMUMHKKA HACEKOMBIX dYepe3 6 4acoB ToCIe
3apakeHus rpubamu ObUIM MoMeleHbl B BoJHbIN pacTBop TBUHA (0.03%) Ha 5 ¢ npu
npu 180 00./MUH BOpTeKkca Ui CMbIBAa HE MNPUKPENMBIIUXCS KOHUAMN. 3aTem
HAaCEKOMbI€ ObUIM BBICYIIEHbI HAa (DUIbTpOBaNbHOW OyMare B TeueHue 20 CeKyHI U
MIOMEIICHBI B CTEKJISTHHBIC TpoOupkw (8 M) comepkamtue 4 mit 99%-ro auxjaopMeTraHa.
[IpoOupku ¢ HACEKOMBIMH M JUXJIOPMETAHOM BCTPSIXUBAJINCHh B Ielikepe mpu 160
00./MMH B T€YeHHE 8 MHUH JJIsl CMbIBa NpHUKpenuBIIuxcs koHuauil. Ilocne ynanenue
HACEKOMBIX B mpoOupkum mobaBimsmm 4 mu stanona (99%). OcaxneHue KOHUIUN

npoBoawn mipu 6000 g u 25°C B Teuenue 30 mMuH. YOupanau cylepHaTaHT, a 0CaJIoK
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BBICYIIIMBAJIM MO/ BBITSKKON MPU KOMHATHOW TeMrieparype. BrICyllieHHbIe KOHUIUH
pecycnieHsupoBaiu B BogHoM pactBope TBUHA (0.05%) u mnoacUMTHIBAIIA B

reMonuTOMETPC.

2.2.3.2. YpoBeHb NPOPACTAHNUS KOHUIUI HA KYTHKYJIe HACEKOMBIX H ee

IKCTPAKTAX

JUtst ompeneneHus ypoBHsA NPOpacTaHUsl KOHHUJIMN Ha KYTHKYJIE HCIOJb30BAJIA
metoauky T.M. Byrra ¢ HekoTopbiMu Mmoauduxanusmu (Butt, 1997) Hacexomsix,
3apakeHHbIX Tpudbamu, ¢ukcupoBanu B 2% (opmanpaeruae u coxpansau npu +4°C.
ITlepen Mukpockomued Kaxaas JMYMHKA Oblla IOMEIIEHAa B BOJHBIM pPacTBOp
kanbkogropa 6ernoro (0.1%) na 10 cek, 3aTemM nmoMenieHa Ha NPEIMETHOE CTEKIIO IS
NOJICYETa MPOPOCIIMX W HE MPOPOCHIMX KOHHMJIWWA Ha  KYTHKYJE C  IOMOIIbIO

bayopecuupytromiero Mukpockona Axioscop 40 He meHee yem B 10 mosisax 3peHus.

Jlist ompenesieHUs YpPOBHSI MPOPACTaHMSI KOHUAMM Ha SKCTPAKTaX KyTHUKYJIbI
IPOBOJMIM  TOCJENOBATENbHBI  CMBIB KYTUKYJISIPHBIX  JIMIIAJOB IBYMs
pactBopurensmu (Gilby, 1980; Jarrold et al., 2007; Wang, St. Leger, 2005). [lnst cmbiBa
HEMOJISIPHON  (PpaKIMK JIUIKI0B, HACEKOMBIX MOMeIanu Koyily ¢ rekcanoM (99%) (u3
pacdera 3 MJI pacTBOPUTEINS HA 1 TMUMHKY) U BCTPSAXUBAJIMU Ha 1elikepe 7 MuH 1ipu 160
00./MuH. 3aTeM SKCTPAKT MEpEeINBAINA B JPYIYI0 KOJOY M aHAJIOTHYHBIM CIIOCOOOM
MPOBOJIMIIM CMBIB MOJSPHOU (dpakuuu guxiiopmeTaHoM (99%). OKcCTpakThl ObLIN
BBICYIIIEHBl B BaKyyMHOH cymike 70 oobeMa 0.5 My, mocie 4ero ux packambiBajid Ha
nokpoBHbIe cTekia (50 Mk Ha 1 cTekio). Cpa3y mocie BhIChIXaHUsl SKCTPAKTOB CTEKIIA
obl moMeteHsl B 90 MM gamku [letpu Ha moBepxHOCTh 20% araposbl, 3acessHHON
KoHuAusIMH TpubOoB. YUepes 24 u wunkybamuu npu 27°C OCYHIECTBISIU MOACYET

IMpOpPOCHINX U HE ITPOPOCHINX KOHMJIMH C IOMOIIBIO CBETOBOT'O MHUKPOCKOIIA.
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2.2.3.3. Onpenesnenue rpuda B remouMm@pe HACEKOMbIX

Jlist nerekiuu rpuda B reMoiiuMde UCToab30Banu MOAUPUIIMPOBAHHYIO METOIUKY
0. TMapka u E. Kuma (Park, Kim, 2011). 3apaXeHHBIX HACEKOMBIX MPOMBIBAIU B
CTEpWJIbHOW BOJie¢ Ha Iuedkepe B TeueHun 10 cek, 3aTteM oTOMpanu remoiauMdy c
BUCAYEH Kamiu (Ui TpenoTBpAallleHUs] MOMaJaHus CHOp TpUOOB C TOBEPXHOCTH
KyTHKYJbI B oOpasew). B anamu3z otbupanu 10 mxn remonumdsl  auduHOK G.
mellonella u Hemennenno cmemmBanu ¢ 40 Mk crepuwibHoro 10 MM docdarHoro
oydepa pH 7.2 ¢ 150 MM NaCl (®b), comepxamero dhenuntuomoueBuny (0.4%).
[Tonyyennyro cMech nmomemand Ha cpeny Yameka ¢ monouHod kuciotod (0.4%),
pacthpanu ImareieM W HHKyOupoBamu 3-5 cyrok mnpu 25°C mocne yero

IIOACYHNTHIBAJIN KOJIOHHNH FpI/I6OB.

2.2.4. AHaau3 MUKPO(]JIOPHI B KNIIEYHUKE HACEKOMBIX

s uaentudukanuu 6aktepuid ObUIM UCTIOJIb30BaHbl peruonbl V3-V4 rena 16S
pPHK. ITP Obu1a npoBenena B 50 MK peakuUMOHHOM cMecH, copepxkamed 0.7 U
Phusion Hot Start II High-Fidelity and 1% Phusion GC buffer (Thermo Fisher
Scientific), 0.2 uM kaxnoro npaiimepa 343F (5’-CTCCTACGGRRSGCAGCAG-3’) u
806R (5’-GGACTACNVGGGTWTCTAAT-3’) (Caporaso et al., 2012), 10 ng JHK
aHajau3upyemoro obpasia, 2.3 MM MgCl, (Sigma-Aldrich) u 0.2 MM kaxmaoro u3 dNTP
(Life Technologies). YcnoBus [P peaxkumu: nenarypamust npu 98°C mo 1 mun, 30
ko (15 ¢ mpu 98 °C, 15¢ npu 62 °C, u 15 ¢ npu 72 °C), 3arem 10 mun npu 72 °C.
3arem 200 ur mpoxykra I[P peakiuu oT kaxkaoro oOpasiia OYHUINATH C MOMOIIBIO
MinElute Gel Extraction Kit (Qiagen). bubnuroreku o6pa3noB A CEeKBEHHUPOBAHUS
OBLIM TOATOTOBJIEHBI coryiacHo mpotokoiioB st MiSeq (Illumina) (Caporaso et al.,
2011; Caporaso et al., 2012). Jlenarypammio oOpa3ioB MPOBOAWIMA TPU TTOMOIIA

cmemmBanug 4.5 mxan 0.2 M NaOH ¢ 4.5 wmxn npoaykra IIIIP (4 nM).
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HenarypupoBannas JIHK Obuia pazdasnena 1o 14 pM u 510 mMxn cMmemuBamu ¢ 90 Mk
14 pM Phix library. ITomyuensie 600 mMxn oOpasiia CMEIIMBaIU C IMpaiiMepaMu JUis
CekBeHMpoBaHUs U 3arpyxainu B kKaptpumx 500-cycle PE kit. Jlanee mnpoBoawiu
cexkBenupoBanue 2x250 bp Ha mpubope MiSeq Illumina sequencer B8 UBXu®M CO
PAH r.HoBocubupck.

buonndpopmaruuecknii aHanu3 TMOJYYEHHBIX CHUKBEHCOB OBbLT BBIMOJHEH C
nomoibio nakera nporpamMm CloVR-16S Bepcus 1.1 (Angiuoli et al., 2011). B cpennem
obut0 mpoaHanmu3upoBaHo 9210 cuxBerHcoB JIHK nHa oOpazeny (Munummym = 3730;
MakcumyM = 15775; cranpaptHoe oTkiioHEHUE = 4043). CUKBEHCHl HU3KOIO0 KayecTBa
yaasum u3 a”Hanmm3a ¢ nomombio QIIME’s 1.1.0 (http://qiime.sourceforge.net/)
(crangaptHbeie HacTpoiiku). Knaccudukanus Oakrepuil Obljia BBIIOJHEHA C MOMOIIBIO
QIIME cornacao RDP classifier. Dxonorundeckue uaaekchl oomaus (richness) (Chao) u
ouopasuHoOpaszus (diversity) (Shannon) Obutn paccuutansl ¢ momoIiso Mother 1.12.0
(http://www.mothur.org/). Cratuctuueckass 3HAYUMOCTb BIUSHHUS CEJNEKIUH H
3apa)keHus Ha cocTaB MHUKpodopbl ObUla paccuuTaHa ¢ mnomoinbio Metastats 1.0

(http://metastats.cbcb.umd.edu/).

2.3. U3yyeHne 3alIIUTHBIX CHCTEM HACEKOMBIX

2.3.1. llpuroroBjieHue 00pa3noB TKAHEH U OPraHOB

Ilpucomosnenue obpasyoe cemonumepul

Ilepen oTOopomM reMosMM(pbl TOBEPXHOCTH TeJla HACEKOMBIX cTepuinzoBain 70%
aTaHoioM. Ot6op remonumdbl NPOBOAWIHN, HAApPE3as YETBEPTHIA BEHTPAIbHBIN
CerMEHT KYTHKYJbl Tella HAaceKOMBIX CKapudukaropoMm, U 3a0upas BBICTYNHBIIYIO
KaIlTI0 TeMOJUM(bI MUMETKOM CO CTEPHJIbHBIM HAaKOHEYHHUKOM. C KaxJ0W JTUYMHKH

otrOupanu no 10 Mk reMonuMsl.

Hpueomoeﬂenue CYCNEeH3UuU cemoyumos
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JIJist IPUTOTOBJIEHUS! CYCIIEH3UU reMOIUTOB oTOMpanu no 10 Mk remoaum@sl ¢
Tpex HacekoMmbix B 200 Mk oxnaxaeHHoro antukoaryisiata (AK) (62 mM NaCl, 100
MM rimoko3a, 10 MM D/ITA, 30 MM mutpar Hatpus, 26 MM smmoHHast kuciota, pH
4.6). Ilonyuennyio cycneHsuto ueHTpudyrupoBanu npu 4°C B TeueHHe 5 MUH NpU
500 g. 3areM yaaisiid HaAOCATOUHYIO XKUIKOCTh, OCAJOK KIETOK PECYCIIEH3UPOBAIU B
200 mxn AK. Takum oOGpa3oM, MPOBOIUIN TPEXKpPaTHOE OTMbIBaHHE reMoIuToB ¢ AK
(Glupov et al.,, 2001; KprokoBa u gmp., 2007; 2013). IlomyueHHYIO CYCHEH3HIO
TEMOIIMTOB TMOMEUIAIM B COOTBETCTBYIOUIUN Oydep mis ompeneraeHus: akTUBHOCTU

¢arouurosa u @O aKTUBHOCTH.
IIpucomosnenue 2omoceHamos KuuleuHUKO8

JInst IpUrOTOBIICHUSI TOMOTE€HATOB KHIIIEYHUKA HACEKOMBIX IpenapupoBaiu B Ob.
W3BneyeHHbIE OpraHbl pa3pyliajidi ¢ MNOMOIIBIO YJIBTPA3BYKOBOI'O TOMOTE€HHM3aTOpa.
3aremM romoreHatsl neHTpudyrupoBaiu npu 4°C B teuenue 15 mun mpu 10000 g.
[TonyyeHHYI0 HaZOCAIOYHYIO KUJIKOCTh MCHOJIB30BAIW JJIs aHAIN3a akTUBHOCTH AQO

CHCTEMBI M JIN3011MMA.

HpueomoeﬂeHue 06]96131406 AHCUPOBO2CO mena, MKAHU KUWedYHUuKa U noKkpoeoes ons

evloenenuss PHK u cunmesa k/[HK

[lepen oTGopom 00pa3lOB MOBEPXHOCTh TeJla HACEKOMBbIX cTepuian3oBamu 70%
3TaHOJOM. JIJis TPUTOTOBIIEHHS O0O0pa3LOB HACEKOMBIX MPEMapupOBaIN, OPTaHbI
U3BJIEKaU U noMenianu B pactBop /i coxpanenus PHK (RNA later) mpu 4°C. Jlanee
0o0pa3ibl TKaHEW W3BJIEKaIM U3 pacTBopa, 3amopaxuBain -80°C, a 3arem
anodunusupoBanu. Paspymienue nIMOQUIN3UPOBAHHBIX TKAHEW MPOBOIWIA IPHU
nomoinu xkujakoro azora. O6uias PHK Obuta BbifiesieHa ¢ MCMONB30BAaHUEM TyaHUJIUH
tuormanat-penon-xyopopopmuoit  skcrpaknuu  (TRIzol®). Konmenrpanuro PHK
onpeaensin  cnektpoporomerpuuecku. s  ortumctku or JHK 2 wmr PHK
obpabatbiBasiu Jie3okcupubonykieazoi | mpu 37°C B Teuenue 30 munyT. OguH MKT

nonydeHHor PHK wucmons3oBamm  gist cuaTtesa  kJIHK  peakmnmeit  oGpatHOU
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TpaHCKpUMIMU ¢ ucnoyb3oBaHueM Script™ cDNA SuperMix (Quanta Bioscience), B

COOTBCTCTBHHU C MHCTPYKIMUAMUA IPOU3BOJIUTCIIA.

2.3.2. U3MepeHue TOJMUIUMHBI KYTHKYJIbI

HartuBHble nuunHKU 6-ro0 Bo3pacta ObUM 3aMopoxkeHbl npu -20°C yepe3 3 nHs
nociie JuHbkU. Cpe3 nenaim depe3 8 CTEpHHUT C MmoMoIbio Mukporoma (Microm HM
520). Cpe3bl XMMHYECKH (PUKCUPOBAIM HA TMOBEPXHOCTU MPEIMETHOro crekia. Jlis
KOKIOW JIMYMHKU U3MEPSUIM TPU cpe3a B Tpex mecrax. M3mepeHus npou3BOAWIA HA
cBeTOBOM MuKpockorne Axioscope 40 ¢ momompio mporpamMmbl AxioVision 40

(v4.6.3.0).

2.3.3. OneHka aKTHBHOCTH PeaKUMii KJIeTOYHOr0 M TYMOPaJbHOI0 HMMYHHUTETA

2.3.3.1. OnpenesieHue aKTUBHOCTH (parouuTo3a

AkTHBHOCTH (paroumro3a ompenensii ¢ nomouibio PUTLI-MeueHHBIX KIETOK
Escherichia coli (Dubovskiy et al., 2008). bakrepuayibHble KJIE€TKH WHBEIUPOBAIA B
remoreb HacekoMbiM (10° KieTok GakTepmii Ha JTHYMHKY). AKTHBHOCTb (HaroluTo3a
OTIpECIISIIN Yepe3 Yac Mocjiae MHBEKIMN OaKTepUaIbHbIX KIETOK. JJIs 3TOr0 BBLACISIH
remMoiuM(y ¥ TOATrOTaBIUBAIU CyCIeH3U0 reMouuToB. Ilocie TpeThero Iukia
neHTpudyrupoanus remouutoB B AK, Ha0CaI0UHYIO KUIKOCTh yIAJsUId, a KIETKH
pecycniensupoBanu B HEPES Gydepe (pH 7.2, 140 mM NaCl, 5 mM KCl, 6 mM
glucose, 10 MM) ([locon u ap., 1991). Jlanee reMOMTHl HAHOCUIIM HA YUCTOE CTEKIIO U
MOMEIAIH BO BIaXHYIO Kamepy Ha 15 munyT B TemHore mpu 28°C. [locne nnkyo6amuu
MOJIYYeHHBIH MOHOCIION KJeToK (ukcupoBaind 0.25% rioTapoBbIM ajdbIAETUIOM B

HEPES 0Oydepe B Teuenue 10 MuHYT BO BiakHOU kamepe B TemHoTe npu 28°C. 3atem
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MOHOCJIOW TEMOIMTOB IPOMBIBAIA TPEXKPATHO IMCTUJUIMPOBAHHOW Bomoul. [l
raiieHusi BHEKJIETOYHOTO CBEUYEHHs OaKkTepuil Ha MOHOCJIOW T€MOIMTOB HAHOCHIIU
TpunaHoBelii cuHuit (0.25% B ®b) u aHanu3MpoOBaIM MOHOCIION IMOJ MUKPOCKOIIOM C
ynbTpouoneroBbiM  ¢unbTpoMm (Zeiss; Axioscop 40). AKTUBHOCTH (harouurosa
BBIPAKAJIM KAK MPOLIEHT F'€MOLUTOB, COJEPKAIIUX MEUEHHbIE OaKTEpHUAIIbHbIE KIIETKH,

K 06H16My KOJIMYCCTBY I'CMOILIUTOB.

2.3.3.2. OnpenesieHrie HHTEHCUBHOCTH HHKATICYJIAMH

Jlnst ompenenieHnss MHTEHCUBHOCTH HWHKANCYJISIIUM MCIIOJIb30BAIM MMILIAHTAHTHI
JaaHoM 2 MM U jauamerpoM (0.5 MM, HM3TOTOBJIICHHBIE W3 HEWJIOHOBOW HUTH.
NMnaHTaHThl BBOAWIIM B T€MOLENb JIMYMHOK BOIIMHHOW OTHEBKH 4Y€pe3 IPOKOJ B
YETBEPTOM BEHTPAJIbHOM CEIrMEHTE KyTUKYJIbl. Uepe3 2 yaca UMIUIaHTAHThI BRBIHUMAJIH,
dbororpadupoBan M HCHOJB30BAIM  JJIi  aHajlyd3a  CTENEHM  IOTEMHEHUS
00pa3oBaBIICiCS HA HUX MEIAHOTUYECKON KarCyJbl C WCIOJB30BAHUEM MPOTPAMMBI
Image J (Rantala, Roff, 2006; Dubovskiy et al., 2008; AnexceeB u nap., 2008;
Martemyanov et al.,, 2012 ab; 2015 a,b; Dubovskiy et al., 2011). Tommuny
00pa30oBaBIICHCS KAIICYJIbl OIIEHUBAIIM TI0 cpe3aM UMIUIaHTaHTOB. Cpe3bl Iefiai B TPEeX
MeCTaxX MMIUIaHTaHTa ¢ momolbilo Mukporoma (Microm HM 520). Cpe3bl XMUMUYECKH
buUKCHpOBaM HA TMOBEPXHOCTH MPEAMETHOTO CTekaa. J[Js KakIoro WMILIaHTaHTa
M3MEpSUIM TpPU Cpe3a B Tpex Mecrax. M3MepeHuss NpOU3BOJAWIM HAa CBETOBOM

Mukpockorne Axioscope 40 ¢ momoripio nporpammel AxioVision 40 (v4.6.3.0).

2.3.3.3. OnpenesieHue aKTHBHOCTH (PEHOJIOKCH/IA3 B TeMOIUTAX

I[J'IH ONpCACIICHUA AKTUBHOCTH (1)GHOJIOKCI/II[33 B IE¢MOLMTax IOoAroTraBJIHWBaIN

cycnen3uto remonuToB. [locie TpeTbero mukia neHTpudyrupopanus remouutoB B AK
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HAJ0CaJ0YHYI0 JKUJIKOCTh YJalsuld, a KIeTku pecycneHsupoBain B Ob. [lanee
TEMOLIMTHI HAHOCWJIM Ha YMCTOE CTEKJIO M TIOMEILAJIN BO BIAXHYIO Kamepy Ha 15 MUHYT
B TeMHOTY I1pu 28°C. Ilocine nHKyOanuy noy4eHHbI MOHOCIION KIETOK (PUKCUPOBAIH
alleTOHOM B TeueHHue 10 MUHYT BO BIaKHOU Kamepe B TeMHOTE npu 28°C ¥ IpOMbIBaIn
TPEXKpPATHO IUCTUILTUPOBAHHOM Boao#. Jlanee MoHOcHoN nHKyOupoBamu ¢ 100 Mk L-
JO®A (4mr/min) B Teuenue 40 MuHyT BO BlIakHOU kamepe B TemHoTe 1ipu 28°C. Tlocne
Yero MOHOCJIONM T€MOLMTOB BHOBb IPOMBIBAJIM TPEXKPATHO AUCTUIUIMPOBAHHON BOJOMU
Y aHAJM3UPOBAIM I10J] CBETOBBIM MHUKPOCKOIOM (Zeiss; Axioscop 40). KineTku TemHOM
okpacku cuntanu kak @O nosoxurenbHble reMouuTsl, 1 PO aKTUBHOCTh T'€MOLUTOB
BBIPAKAJIM KAaK MPOLEHT reMouuToB ¢ @O aKTMBHOCTBIO 10 OTHOILIEHHUIO K OOIIEMY

KoJinuecTBy KieTok (OmenbsaHuyk u ap., 2001; Kryukova et al., 2011).

2.3.3.4. OnpeaesieHue AKTUBHOCTH (PEHOJIOKCH/IA3 B IIa3Me reMoJIMMPbI

AKTUBHOCTH (PEHOJIOKCHIA3 ompenersum, ucnoiab3ys meton Ashida u Soderhéll
(1984) ¢ usmenenusamu (Dubovskiy et al., 2013). Ot6op remonumdbl TPOBOIUIN
WHIUBUIYAIbHO, BbyaeNsss S5 Mk remoauMpsl B 20 Mk oxnaxzaeHHoro Ob.
[Tonyuennyto cycnensuto neHtpudyruponanu npu 4°C B teuenue 5 muH mpu 500 g. K
15 MkJ cynepHaranTa, CBOOOAHOTO OT KJIETOK, 100aBisu 250 mxn 10 MM L-JIODA u
uHKyOupoBanin B TemMHOTe mpu 28°C B TeueHue 30 MHUHYT, MOCIE YEro H3MEPSIIH
ONTUYECKYIO TUIOTHOCTH MpH 490 HM. VY ellbHYI0 aKTUBHOCTh (DEpMEHTA BbIpa)Kaiu B
eAMHUIAX W3MEHEHUs ONTHUYECKOW IIIOTHOCTU MHKYyOauuoHHOW cMmecu npu 490 HM B

xoJie peakuuu B pacuete Ha 1 mun u 1 mr 6enka (Dubovskiy et al., 2008a).

2.3.3.5. Iloacuer 001Iero KOJIM4YECTBA TeMOLUTOB B reMosiuM@e
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Ot6op remonuM@bl Yy HACEKOMbBIX MPOBOAWIM HWHIAUWBUIyallbHO, 10 MK
remosiuMQbl pa3zBoawin TpexkpatHo B xonogHoMm AK ¢ denmnrnomoueBunoit (OGTM)
(4mr/mun). Tlogcuer oOIIEro KoJMuecTBa T'€MOIMTOB MPOBOAWIM B kKamepe [opsieBa
(Dubovskiy et al., 2013a; KprokoB u ap., 2014). OOmiee KOJIMYECTBO TEMOITUTOB

npCACTaBAINA KaK KOJIMYCCTBO TCMOIIMTOB HA 1 mn FGMOJII/IMCbBI.

2.3.3.6. Onpenesnenue JU301MM-TI000HON AHTHOAKTEPHUAIBbHON AKTUBHOCTH

AHTHOAKTepUaIbHYI0 AKTHBHOCTh TE€MOJUM(BI M TOMOIEHAaTOB KHILEYHUKA
onpeaessun 1o onucanuHomy metoay (Wojda et al., 2004). I aHanu3a akTUBHOCTU B
miazmMe remonuMpbl, oroupasm 10 Mk remMonuMdbl HACEKOMBIX B 2 MK
oxnaxaennoro @db, conepxamero OTM  (4mr/mi). ITlonmydeHHYIO CyCHEH3HIO
nentpudyrupoBam npu 4°C B teuenne 5 muH mpu 500 g. Jlns ompeneneHus
AKTUBHOCTU B CPEJHEM KHILIEYHUKE, BBIJACISUIM KUIIEUHUKH OT TpeX Ju4uHOK B 100
Mkl Ob. Jlanee KHIIEYHUKHM TOMOTE€HE3UpPOBAIM C TMOMOUIBIO YJIBTPA3BYKOBOTO
roMmorenesaropa B reuenue 10 cexynn. [lomy4yennsiit romorenat nentpudyruponanu 10
MuH 1tipp 10 000g. [IsaTe MK T1uta3Mbl, CBOOOJHOW OT TIE€MOIUTOB, WU S5 MKI
CyNEepHAaTaHTa TOMOI€HATa KUIIEYHUKOB MOMEIAIN B JIYHKY Ha arapu3oBaHHO# (1.5%)
IUTACTUHKE, cojepkamied aunodumuzupoBannbie Oaktepuu Micrococcus lysodeikticus
(40 mr Ha 10 Mu1 ®OB). JIu3omuM-1o00HYI0 aKTUBHOCTh TeMOJMM(BI ONpEaesin 1Mo
auameTpy 30HbI Jm3uca M. lysodeikticus M BbIpakanu Kak SKBUBAJIEHT JM30LUMY
augHOro Oenka (Mr/mi). JIJisi mOCTpOEHHsS KaJdMOPOBOYHON KPHBOM HCIOJIb30BAIN

Jau3ouuM siuaHoro 6enka (Mopur, Meccuep, 1968).

2.3.3.7. OnpenesieHue MHAEKCA KOATYJISIMHA ITeMOJTUMQPbI
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OmnpeneneHrne HHJEKCAa KOAryJasilMd TeMOJMM(pbl HACEKOMBIX MPOBOAMIN IO
CTENIEHU W3MEHEHMUS KOHUEHTPALMU KPAacUTENs NPU MHBEKIHH pacTBOpa B IeéMOLETb
HaceKoMbIX. PacTBop kpacutens 5 MK amapanTtoBoro kpacHoro 2 % (Amaranth red),
cMemaHHoro c¢ Jjunomnonucaxapugamu (0.5 Mr/mi), WHBEIUPOBAIM HACEKOMBIM B
reMoLeib Yepe3 TPeTUl 3aJHUi BEeHTPaJIbHBIM cerMeHT KyTukyisl (Haine et al., 2007).
Uepez 30 MUHYT moOCe MHBEKIMHU Yepe3 MPOKOJ B MEPEIHEM BEHTPAIbHOM CETMEHTE
KyTHKYJIbI oTOMpanu 5 Mxia remoinuMpsl B 195 mkn OB ¢ nunononucaxapugami.
Onrtuyeckyro IUIOTHOCTH pacTBopa omnpenensum npu 490 M. [Ina noctpoeHus

KaJIMOpOBOYHOM KpUBOW MCIOJIb30BAIM cepuitHOe pa3BeneHue kpacutens (Haine et al.,

2007).

2.3.4. OneHKa AKTUBHOCTH AHTHOKCUAAHTHOM M 1eTOKCUIIMPYIOIIEeH CUCTEM

2.3.4.1. OnpenesieHne aKTUBHOCTH KaTaJ1a3bl

AKTHUBHOCTh KaTaja3bl OMNpeAessii crekTpodoTomMeTpudecku npu 240 HM 110
ckopoctu paznoxenust H,O, (Wong et al., 1991). K 600 mxn peakimonHoit cmecu Ob ¢
0.5 % H,0, noGasmisuin oOpaser; — 5 MKJI rOMOTeHaTa KUIIeYHnKa U UHKyOoupoBamu 10
MuH nipu 28°C. YenbHyl0 aKTUBHOCTh (DEpMEHTa BhIpaXKaiu B €IUHUIIAX U3MEHEHUS
OTNITHYECKON TUIOTHOCTH MHKYOAITMOHHON cMecH Tipu 240 HM B X0JI€ pEeaKIuu B pacueTe

Ha 1 MmuH 1 1 Mr Oelika.

2.3.4.2. OnpenesieHUe aAKTUBHOCTH CYNEPOKCHIUCMYTA3bI

AxtuBHocts COJl ompenensimu  ciektpodoromerpudecku npu 560 HM 110
IIOJIABJICHUIO CKOPOCTH BOCCTaHOBJIEHHsI HUTpocuHero terpazosud (HCT) cynepokcu-
aHMOHOM, O0Opa3yloIIMMCSI B IIPOLECCE OKHUCIEHUS KCAaHTMHA KCAaHTHUHOKCUIA30U

(McCord, Fridovich, 1969). K 500 mxn peakimonHoit cmecu (5 mr/min bCA, 70 MM
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HCT, 125 MxM kcantuna B ®b), nobasisiu obpazer; 40 MK roMmoreHaTa KuIeqyHUKa,
MIOCJIC YETO PEAKIIUI0 HHUITMUPOBAIN fo0aBIeHneM 80 MKJI pacTBOpa KCAaHTUHOKCHIA3bI
(KO) (10 mxn KO (5.87 en. akt./min) B 2 mi1 ®b) u uakyouposanu npu 28°C B TEMHOTE
B TeueHne 60 MuH. YACIBbHYIO aKTUBHOCTh ()epMEHTa BBIpAXKAIH B EIUHHIIAX
U3MEHEHHUSl ONTUYECKOW IUIOTHOCTH HMHKYOalmoHHOW cmecu mnpu 560 HM B Xofe

peakiuu B pacuere Ha 1 MuH u 1 mr Genka.

2.3.4.3. OnpenesieHne KOHIEHTPAIUM THOJICOAEPKAIUX COETUHEHUI

Jlns ompenenieHus KOHIEHTpaiuu BoccTaHoBieHHBIX (RSH) u  okuciaeHHbIX
(RSSR) THOIIOB HCIONB30BAIM CHEKTPOPOTOMETPUUECKUN METOJ, OCHOBAaHHBIM Ha
okuciaenuu RSH 2-wutpo 5-tmobGensoitnoinn kucioroir (Khramtsov et al., 1989;
Khramtsov et al., 1997). RSSR mnpeaBapurensno paspymamu g0 RSH 1IN consHoM
kucinoror (HCI) caenyronum obpazom: k 50 MKJI TOMOI€HATOB KHUIIIEUHHKA JOOABIISIIH
10 mxst 1N HCl u uaky6upoBanu B Teuennu 20 muH ripu 37°C, mocne gero pH o6pasia
noBoauiu 10 HerpansHoit (pH=7) BoausiM pactBopom NaOH (10%). KonuenTparuio
BoccTtaHoBeHHBIX RSH u 00mux RSH+RSSR TtronoB uzmepsum nipu 412 um nocie 10
muH uHKyOarmu 50 mxi o6paszma B 500 mxn 0.1% pactBopa JIHTh B ©b npu 37°C.
Konnentpamuto RSH u RSSR onpenensiiu coriacHo kanuOpoBoyHON KpuBOM. st

MOCTPOCHHUS KaTMOPOBOYHOM KPUBOM MCIOIB30BAIN BOCCTAHOBICHHBIN TITyTaTHOH.

2.3.4.4. OnpenesieHue aKTUBHOCTH IJIyTaTHOH-S-TpaHcdepas

AxtuBHOCTh ['CT onpenensiiau criektpodoTomMeTprdecku npu 340 HM MO CKOPOCTH
YBEJIWYEHUSI KOHIEHTpauu 5-(2,4-ITUHUTPOPEHII)-TIIyTaTHOHA, NPOAYKTAa PEaKIuu
JIHb u BocctanoBnenHoro riayratnoHa, karammsupyemon I'T (Habig et al., 1974).

Nuxy6aruto npoBoauau mipu 28°C B Teuenue 5 muH B 205 Mk @b, conepxkamem 1 MM
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riiyratioHa, 1 MM JIHB u o6paszenr 5 Mk romorenarta kuiieuyHuka (Zvereva et al.,
2003; MaptembsiHoB u Ap., 2009; CnsimoBa u np., 2008). YienbHyr0 aKTUBHOCTB
dbepMeHTa BhIpakaal B €IUHUIIAX U3MEHEHHSI ONITUYECKON TNIOTHOCTH WHKYOAIIMOHHON

cMmecu ipu 340 HM B X0/1€ peakuuu B pacuete Ha 1 MuH u 1 mr Oenka.

2.3.4.5. U3MepeHue KOHIIEHTPAIIMU MAJIOHOBOTO THAJIbIErH1a

MarnonoBsiii quanpiaerus (MJIA) sBiasercs ogHuM U3 IpoaykToB mporecca [10J1
(Rael et al., 2004). [ns ompeneneHus koHueHTpaiuu MJIA MBI HCHONB30BAIU
tnobapoutypoByto kucinory (TBK), c¢ koropoi MJA o0pa3yer KpacHbIA
dbayopecuenTHbiil mpoaykT (Dubovskiy et al., 2008). 20 Mk 20 % TpuXJIOpyKCyCHOM
KucaoTel cMmemmBanu ¢ 40 Mk obpasua u nentpudyruposanu npu 10000 g 10 mun
(+4°C). 50 Mka cynepHaranTa cMmermmBany ¢ 150 mxir Bogaoro pactBopa TBK (0.8 %) u
unkyoupoBanu npu +100°C 60 mun. Kommnekc TBK-MJIA, o6pa3yemslii B mporiecce
peakiuu, usMepsui (poromerpuuecku npu 535 HM u guyomerpuuecku (Ex/Em =
532/553 um). Konnenrpamus MJIA npencraBnena B HM MJIA Ha mr 6enka (Dubovskiy
et al., 2008b; Butt et al.,, 2013). B kauectBe cranmapra ucnois3oBan 1,1,3,3-

TETPaMETOKCHUITPOIIaH.

2.3.4.6. OueHka reHepau aKTUBUPOBAHHBIX KHCJIOPOJIHBIX MeTA00JIUTOB

['eneparmust AKM B kuimeyHunke Oblla M3MepeHa NP TOMOINM CTaHIAPTHOM
LHIMPOKO PACIpPOCTPAHEHHOM METOAMKH, OCHOBAHHOW HA pPEAKUMM AKTUBUPOBAHHBIX
KHUCTIOPOJIHBIX W HHUTPOKCHIIBHBIX PAAWKAIOB ¢ 2°,7'- AUTUAPOKCHU(DIYOPHUCIIENHOM
(DCFH;) (Chen et al., 2010; Butt et al., 2013). 5 Mk o6pasma cmemmBanu ¢ 200 MK
pacteopa DCFH, B ®b (10 mMxkmMM) u wunkybupoBamu 30 wmun npu 37°C.
NHTeHCUBHOCTh 00pa3oBaHus MPOAYKTa peakiuuu uMmepsui giayomerpuuecku (Ex/Em

= 485/530 um). 'enepanio AKM paccuntbiBanu kak ypoBeHb (iayopecuenuuu ((Ftsg -
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Fty), tne Ft;y = dayopecuennus yepes 30 muH mociie Haudana peakuuu, a Fty = fl

¢dyopecuenius B Hayane 0 MuH) Ha Mr OeJka.

2.3.5. Onpenesnenne KOHIEHTPAUMHU OesKa

Konnentparnuto 6enka B oOpasnax onpeaensiiu no meroay bpeadopna (Bradford,
1986). J1ns mocTpoeHus KaInOpOBOYHON KPUBOM HCIOIB30BANIN OBIUNI CHIBOPOTOYHBIIH

ansoymuH (bCA).

2.3.6. OueHka ypoBHsI IKCIIPECCHH Pa3IHYHbIX T€HOB B KMIIEYHHUKE, ’KHPOBOM

TE€JIEC U MOKPOBAaX HACCKOMBIX

Jnst  uccnenoBanust ObuIM  BbiOpanbl 21 reHoB-mumieHed. Komupyromue
AHTUMUKPOOHBIE MENTU/BI: TAJUIEPUMULIMH, TAIUOMMIIMH, TJIOBEPHUH, LEKponuH-/, 6-
Tox; naruéuTop MeramonporenHasbl HaccekoMbix (IMPI); Tpancheppun. lllaneponsr:
oemnok teroporo 1moka 90 (BTHI 90), 7GM kontur 21310, koutur 1489. dakTopsl
pocTa U UUTOKUHBL: KOHTUT 704, koHTHUT 233. I'myTatnoH nepokcuaasy (kontur 17373)
u nepokcupenokcud (koHtur 03093). PerymsTopsl amornro3a, UMMYHHOTO OTBETa U
BocHanuTeNbHbIX TpoieccoB: 2GM kontur 20004, 6GM konTur 5976, koutur 15265,
koHTHUT 14880, kouTur 20582, koutur 15362, koutur 19932. B xauectBe pedepeHCHBIX
HCIIOJIB30BAIMCh TeHbl BHyTpeHHero koHTpossi 18S pPHK (18S rRNA; AF286298) u
¢dakropa osnonrammu TtpaHciusiuumu 1 ambda (Elongation Factor 1-alpha, Ef-la;

AF423811). [logpoOuas nHdopmaiys HaXOIUTCA B IPUIOKEHUU (TpujiokeHue 1).

Jlnis Hopmanu3zauuu oOpasios 1o konuuectBy k/IHK nposogunu TP B peansHoM
Bpemenu (IILIP-PB) pedepeHcHbIx reHoB ¢ ucnosib3oBanueM 1/50 oObeMa Kakaoro
oOpasna, mocne uyero konuuectBo kJIHK paccuuthiBamm mo crangapTHOW (uiau
KaTMOpPOBOYHOW) KPUBOM, W HCXOJHBIE OOpasmbl TOBOAWIN 10 UACHTUYHOU

KOHLOCHTpPAIUH. KauectBO MMOJTYYCHHBIX o6pa3u0B TaKIKC ITPOBCPAIIOCH I10
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COOTBCTCTBHIO ITOJYYCHHBIX 3HAYCHUH MCKIAY ABYMS HCIIOJIb3YEMbBIMU pe(i)CpCHCHI)IMI/I

redamu: /8S rRNA (AF286298) u Ef-1a (AF423811).

JluzaitH  mpaliMepoB TPOBOAMIM Ha oOCHOBe onybonukoBaHHbIXx B NCBI
nociuenoBareabHocTer G. mellonella, a Taxxe nocienosarenbHocTe EST-0nOnnorexn
G. mellonella (Vogel et al., 2011), koaupyroImMX BBICOKO TOMOJOTUYHBIE
nocneaoBarenbHocTH  OenkoB. B cimywae renma BTII90, oOpatueiii mpaiimep
KOMIUIEMEHTAapeH KOHCEPBATUBHOM 3’-HeTpaHCIMpyeMOH 0O0JacTH, OMUCAHHOW IS
Lepidoptera (Xu et al., 2012), Toraa kak BeIpOXKJACHHBIN IPSMOM MpaiMep Mo 100paH 1o
BBIDABHUBAHUIO  §-MU  KOJMPYHOIIMX  mocienoBatenbHocTed  reHoB  BTII90
yemyekpouibix  (GU230738, AB214972, AB060275, EF197936, GU230737,
AF254880, GU230739, AB206477) c momomisto Beb-unctpymenra CODEHOP (Staheli
et al., 2011). IIpaiimepbl K OCTAJIbHBIM T€HaM MOAOUPATIU C UCIIOJIB30BAHUEM MTPOTPaMM

PerlPrimer (Marshall, 2004) u Primer3 (Rozen, Skaletsky, 2000).

Amvrmnudukanuio npoBoawsid B 10 MK peakIIMOHHOW CMECH, COJEpKalleld 5 MKII
Rotor-Gene SYBR Green PCR mix, 1 MK COOTBETCTBYIOIIEH mapbl mpaiiMepoB u 4
vk kJIHK. JIns npoBeneHus peakiuu ucnosb3oBaiu ammingukarop Rotor-Gene npu
CJIEYIONIEM TEMIIEPATYPHOM PEXUME: HauallbHas neHatypauus, 95°C 5 mun; 42 nukia
- nenarypauus, 95°C 5 c; omxur, 60°C 10 c; snonranus, 72°C 20 c; aerexkuus, 80°C 5
c. ns noseimenus cneunduunoctu [P nmepBbie nATh HUKIOB MPOBOAMIN B PEXKUME
crynenuaton IIIIP (touchdown) ot 65°C c¢ marom 1°C/mukin. [ns mpoBepkH
cnenuuaHoCTH W A(P(PEKTUBHOCTH aMIUTH(PUKANMKA M0 OKOHYAHWW KaXKIOW Cepuu
peakuuii ipoBoauian HRM-ananu3 KpuBbIX TUIABICHUSA KOHEYHBIX MPOoAyKToB I[P oT

69°C no 95°C ¢ unkpementom 0.5°C.

Bce peakiuu mpoBOIMIUCH, B TpeX IMOBTOpPAaX, M ONTHUMAJIbHbIE IOPOTOBBIC
3HaueHus: C; ¥ 3(G(PEKTUBHOCTH aMIUTM(PUKAIUN PACCUUTHIBAIUCH MO 7 TOYKaM
cepuitHbIX pa3BeneHuil oObemuHeHHOM KJIHK #3 HacekombIX, 3apaKeHHBIX
Oaktepusmu. 3HaueHus kpatHoctu u3aMmeHeHui (fold change) paccuuThiBamu mMeTomaOM

AAC,. AAC, 3aTeM KOHBEPTHPOBAJIM B OTHOCUTEIBHOE YHCIO KONWWA TPAaHCKPHIITA,
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-AACt
277

COOTBCTCTBYIOIICC BbBIPAKCHUIO I[&JIGC B TCKCTC IIPUBCIACHBLI 3HAYCHUA,

nosryueHHble MeTo10M AAC, pH UCIIONIB30BaHUU pedepeHcHoro reHa Ef-Ia.

2.3.7. IlopaBJieHune 3KCcNpeccHu (CalJIEHCHHT) PA3JUYHbIX T€HOB 3AIMTHOM

cucrembl ¢ nomomib0 PHK nHTeppepenumnu

Jnis 6iaokupoBanus reHoB kogupytoumx IMPI, rnosepun u FPx Obut ncnonb3oBan
NOJAXO0J MO U30UpaTENbHOMY TMOJABJICHUIO JKCIPECCUU T€HA-MUILIEHW Ha CTaguu
TPAHCKPUINLMU WU TpaHCHSAUMU Ipu nomomu Mansix mosiekyn PHK. Jlnsg 3amycka
nporecca PHK-untepdepeniun Obumn ucnonb3oBanbl ayxienodednsie PHK B hopme
npotsikeHHbIX  (parmentoB APHK (mmunasaele nuPHK, 300-450 m.h.). [lu3zaiin
npaiiMepoB cooTBeTcTBYIOMUX NUPHK Obl1 BhIMONHEH ¢ momolbio nporpamMm BLAST
u Snapdragon. ®parments s cunte3a APHK IMPI, rmoBepuna u FPx, a takke nx
npaiiMepbl Tpe/ICTaBlIeHbl B MNpUiioKeHUH (mpuiioxkeHue 2) coorBerctBeHHo. JIHK
matpuilsl s cuHTe3a PHK Ob11m momydeHbl ¢ moMoIipio mpaitMepoB ¢ (pparmeHTaMu
st cBa3biBaHusa 17 monumepasbel. CootBerctBue JHK «wmatpumy mist cunreza PHK
TpeOyeMbIM (PparMeHTaM MPOBEPSIIM C MOMOIIbI0 CeKBeHHpoBaHUsl. CUHTE3 JIJTMHHBIX
nuPHK npoBoaunacek ¢ nomompio Habopa pearentoB MEGAscript® T7 Transcription
Kit. Ouuctky BemosHsu ¢ noMonisio MEGAclear™ Transcription Clean-Up Kit.
CunresupoBannbsie NuUPHK IMPI, rmoBepuna u FPx wunbenupoBanu B reMouelb
JUYUHOK BOIIMHHON OrHeBku 4 Bo3pacta (B 3 Mk ®b): 100Hr Ha JUYUHKY IJIs
rnoBeprHa u FPx, 1000 ur Ha muuneky mos IMPI 3a cytku mepen 3apaxennem JIK™
oaxktepuit BT. B kauectBe kouTpons ucnonszoBamu AuPHK GFP (green fluorescent

protein). YpoBeHb NOAABJICHUS] JKCIPECCUU TE€HOB MHUIIEHEH KOHTPOJIUPOBAIU C

nomoisio [11[P-PB.
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2.4. U3Mepenne noka3zaresedl HHAMBUAYAJIbHOT0 PAa3BUTHS HACEKOMBIX U

NONMYyJAINHOHHBIX XapPaKTCPUCTHUK

B kauectBe TmOKazartelei WHIWBUAYAJIbHOTO  pPa3BUTUA  HACCKOMBIX U
MOMYJIIIMUOHHBIX XaPAaKTCPHUCTUK ObLIH HN3MCPCHBI: BBUDKHBACMOCTH HACCKOMBIX OT
CTaanuHn ;Iﬁua A0 CTaaun HUMaro, BpPCMs pPasBUTHA HACCKOMOI'0O OT CTaJuH HﬁHa a0
cTaun HMaro, BEC KYKOJIOK CaMIOB MW CaMOK, INIOAOBUTOCTS. ITon Hacexomoro
OIIPpCACIIAJICA TIOCJIC BBIXOIA 0abouku u3 KYKOJIKH. HJ'IOI[OBI/ITOCTI) OIIPpCACIIAIIN II0
KOJIHMYCCTBY UL HOHY‘IGHHOIZ oT OI[HOﬁ napbel B TCUCHHUHU IIATH ,Z[HGI)'I IIpu ImapHOM

CCaXMBaHUH.

2.5. PeakTuBBI

B skcnepuMeHTax MCIOJIb30BAIM PEAKTUBBI BEAYIIMX MUPOBBIX ITPOU3BOIUTENICH

Ambion, Invitrogen, Promega, Quanta Bioscience, Serva, ICN, Sigma.

2.6. CratucTuyeckasi 00padoTKa JaHHBIX

[Tomy4yennsie maHHBIe O0OpabaThHIBali  CTAaTUCTUYECKH, PACCUUTHIBAS  CpEIHEE
apudmerndeckoe u ero omumoOKy (Jlocmexos, 1985). s mpoBepku HOPMAIBHOCTH
pacrnpeneneHusi JaHHBIX wucnojib3oBanu TecT [['AroctuHo (D'Agostino & Pearson
omnibus normality test) u kputepuii Illammupo-Yunka (Shapiro-Wilk normality test).
Jlnst cpaBHEHMs] TMHAMHUKH CMEPTHOCTHM HACEKOMBIX MMPHU 3apaKEHUH OaKTepUsMH U
rpubamMu ucnodb3oBain meton Karmana Maiiepa u npoOut ananus. g ananuza
YPOBHSI PE3UCTEHTHOCTH celiekTupoBaHHOM K bBT w MenmaHuctuueckoud JUHUHA
UCIoab30BaM ko3 dunmeHT pesucteHTHocTH (RR ot resistance ratio) —yactHoe mpu
nenenuu JIKS0 ycroituuBoi nuHuu Ha JIKS0 BocnpuumunBOil (KOHTPOJIBHOM) JIMHUU

(Tabashnik et al., 2012). CrTaTUCTHYECKYIO 3HAUYMMOCTH Pa3IUYUN H3ydaeMbIX
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napaMeTpoB JJIsl JAaHHBIX C HE HOPMaJIbHBIM PACIPEICIICHUEM OMPEIEISUIN C TIOMOIIIBIO
tecta Tect Mana-Yutnu (Mann—Whitney U-test) u onHo(pakTOpHBINH TUCTIEPCUOHHBIN
ananu3 Kpackena-Yomnuca ¢ post-hoc Tecrom Jlana (Kruskal-Wallis test with Dunn's
test). YacTp nNaHHBIX C HEHOPMAJbHBIM pacipeneiaeHueM Jsorapupmuposanu. s
CpPaBHEHMs JAHHBIX C HOPMAaJbHBIM paclpeneieHrueM ucrnoib3oBann T-Tect, a Taxxke
0HO(AKTOPHBIN W MHOTO(AKTOPHBIA IUCTIEPCHOHHBIN aHamu3 ¢ post-hoc TecTom
boudepponun (one-way, two-way ANOVA, Bonferroni's test). [lns pacueros
MCIIOJIB30BaIM MporpamMMebl Statistica 6.0, StatPluse 2009 u GraphPad Prism 5.
[TonpoGHast nHMOpPMAIIKS MO KOJIWYECTBY HACEKOMBIX B KaXKJIOM JKCIIEPUMEHTE,
HOPMAJIBHOCTH PACIIPEeICTICHHs JaHHBIX U MTPUMEHSIEMOr0 METO/1a aHaIn3a HaXOAUTCA B

MPUIIOKEHUH (TPpHIIOKEHUE 3).
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I'TABA 3. OcHOBHBbIE 321U THbIE MEXaHU3MbI BOIIUHHOW OTHEBKH NPH Pa3BUTHH

PE3UCTEHTHOCTH K 0akTepusim B. thuringiensis

Heo0xoaumMo OTMETUTh, YTO €CTECTBEHHBIN MyTh NPOHUKHOBEHUS BT B opraHusm
HacekoMbIXx — mepopanbhblid (Vallet-Gely et al., 2008; Nielsen-LeRoux et al., 2012),
COOTBETCTBEHHO TMEPBUYHBINA Oapbep Ha MyTH JAHHOTO MATOT€HHA — 3TO KHUILIECYHHK.
[IpuHATO CuMTaTh, YTO OCHOBHOW BKJaJ B pa3zurue naroreHe3a bT BHocsaT Cry-
tokcuHsbl (Pigott, Ellar, 2007). Ilpu nmonagaHuu B KUIIEYHUK HACEKOMBIX MPOUCXOIUT
pacTBopeHne OenkoBoro kpuctawia bT mom aeicTBUEM WIEIOYHBIX YCIOBUH JI0
IPOTOKCUHOB, 3aT€M AaKTHBAlUsl TOKCHUHOB MPOTEOJUTUYECKUMH (depMEeHTaMuU
KHILIEYHUKA, [TOCJIE YEr0 aKTUBUPOBAHHBIE Cry-TOKCHHBI CBS3BIBAIOTCA C PELENTOPaMU
Ha TOBEPXHOCTHU OJMHUTEIHAIBHBIX KJIETOK KHIICYHHKA XO35IMHA, YTO MPHUBOJIUT K
00pa3oBaHMIO MOP B KJIETKe-MEIIeHU U ee nocienyromei rudenu (Bravo et al., 2005;
Jurat-Fuentes et al., 2006). Ha manHom sTtane mH(pEKIMH, YCTOHYHMBOCTh HACEKOMBIX
MOTYT ONpPENeATh HApYIICHUS MPU PACTBOPEHUM KPUCTAJUIA U aKTUBAIMU MPOTOKCUHA
(Oppert et al., 1994), u, KOHEUYHO, MyTallMd B TI'e€HaX KOAUPYIOIIMX PEUENTOPhl K

tokcuHaMm BT Ha moBepxHOCTH snuTenuanbHbIX KieTok (Gahan et al., 2001; Darboux et

al., 2002).

[Tpu yacTom KOHTaKTe HaceKOMBbIX ¢ OakTepusimu bT u ocobenHo Cry-TOKCHHAMH,
y HaceKOMBIX MOXKET BO3HHMKaTh ycToWuuBocTh K BT. Haumbonee sipko 310 sBIIeHHE
OBLJIO IPOJAEMOHCTPUPOBAHO HAa TPAHCTEHHBIX PACTEHHSX, B KOTOPHIE BHEAPSIN OJUH
win gBa reHa Cry-TOKCHMHOB. bonblioil 00beM JaHHBIX HMCCIEIOBAHUN MPHUBEN K
(OpMUPOBAHNIO MOHOTE€HHOM Teopun 3BoOLMH pe3ucteHTHOocTH K BT. B wactHOCTH,
YCTAHOBJICHO, 4YTO ycTOM4YMBOCTH K bT omnpenensercs MyrauusiMyd amMUHOIIMIITENA3,
KaJepUHOB U ILIENOYHbIX (Qocdara3, kotopble sBIsAtoTca penenrtopamu s Cry
tokcuHoB (de Maagd et al., 2003). OmHako 3TH [aHHBIE OBUIM TIOJYYCHBI IS
HAaCEeKOMbIX, HMerommx  3HauurenbHble  (100-1000  kparHble) — yBenWYeHUs
PE3UCTEHTHOCTU K JEIbTa’HAOTOKCUHY bT, BO3HUKIIME B pe3yibTare S-7 JIETHETO,

OYCHb <(OKECTKOTO» oTOopa mon aeiictBueM Cry TOKCHHA, CHHTE3HPYEMOTO
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TpaHCTEHHBIMU pacTeHHs MU Wi KomMmepueckux BT mpemapatoB (Ferre, Van Rie,
2002). DOBomtonusi pe3uCTEeHTHOCTH HaceKoMbIX K BT Ha paHHHX 3Tamax ortOopa, mpu

MOBBIIIEHUH YCTOMUMUBOCTHU B 5-20 pa3 NpaKTUUYECKU HE U3yUCHA.

CrnenyeT OTMETUTH, YTO BereTaTuBHbIC KJIETKU BT CHHTE3MpYIOT psii TOKCHMHOB
HEOOXOIMMBIX JIJIs1 pa3BuTHs uHGpekimonHoro npouecca (Nielsen-LeRoux et al., 2012).
Cry-tokcunbl, remonu3unbel, VIP Oenku u ¢docdomunazsr BT Bo3aelcTBYIOT Ha
MeMOpaHBbI KJIETOK, YTO MPUBOAUT K HAPYILICHUIO UX CBOMCTB. JlaHHBIE MTPOLIECCHl MOTYT
ObITH compsikeHbl ¢ yBeiaumdeHuem mnporeccoB [1OJI u, kak ciencrBue, ¢ BbIOPOCOM
AKM. 3ammuToli OT AaHHBIX BBICOKOPEAKTHUBHBIX TMPOAYKTOB MOXET BBICTYIATh
AHTUOKCUJAHTHAs cucTeMa. BHE BCSKOrO0 COMHEHMS, CYIIECTBEHHYIO POJIb B 3aIIUTE OT
MOBPEXACHUS KJIETOK MOJ JeiicTBHEM TOKCMHOB BT OynyT urpaTh pemapaioHHbIE U
pereHepalnoHHbIe MPOIECCHl B OpraHm3Me HaceKoMbIX. Kpome Toro, cyiiecTBeHHOE
3HauYeHHEe B (POPMHUPOBAHUM PE3UCTEHTHOCTH K BT MOXeT urparb colepXumoe
KUIIEYHUKA. DTO OTHOCUTCS K BHJOBOMY COCTaBYy MHKPO(DIOpPHI M €€ MeTa0OJIMTOB,
obOnagaromux OaKTepuOCTaTHUYECKMMHU CBoiicTBaMuU. B ToM d4wmcie, BeliecTB
HEMOCPEJICTBEHHO CUHTE3UPYEMbIX DSMHUTEIUAIbHBIMU  KJIETKAaMU KUIIEYHUKA U
CHOCOOHBIX BIMATH Ha BeretatuBHble KieTku BT. Cpenu Takux BemiecTB cleayeT
OTMETUTh KOMIIOHEHThI UMMYHOU cuctembl (AMb, ®O, AKM u t1.1m.) (Kwon, Kim,
2007; Broderick et al., 2010; Richards, Dani, 2010; Shrestha et al., 2010). Oxgnako, 10
KOHI]a HE M3BECTHO, KAaKOB JK€ BKJIAJ pEaKud KIECTOYHOrO U TyMOPaJIbHOTO
MMMYHUTETa B 3alIUTe OT OakTepuanbHOM MH(pekuu. KakoBo 3HaueHHME MMMYHHBIX
peakiuii U pereHepalnuyd TKaHed B KHUIIEYHUKE MpU (HOPMUPOBAHUM yCTOMYMBOCTH K
BT. MbI npeanosnaraem, 4YTo KJI€TOYHbIE UMMYHHbBIE PEAKIIUU U AHTUMHUKPOOHBIE OEJIKU
MOTYT 3alllMIIaTh HACEKOMBIX Ha paHHUX JTamax Oakrtepuo3a. Ho He scHo,
HAOMIOAIOTCS JIM aJalTHBHBIE W3MEHEHHUS KOMIIOHEHTOB MMMYHHON CHCTEMBI INPHU

Pa3BUTHH PC3UCTCHTHOCTHU HACCKOMBIX K bT B X0A€¢ MUKPOI3BOJIOIHUH.

B nmaHHOW TaBe TPEACTaBIICHBI PE3YJbTaThl COOCTBEHHBIX WCCIIEIOBAHMIMA
3alIUTHBIX CHCTEM BOIIMHHOW OTHEBKHU Mpu OakTepuanbHoM mHexuuun bT, a Tawke

npu pa3BuUTHH pe3ucTeHTHOocTH K BT. B Xoxe wuccienoBanmii ObUT HCHOJIB30BaH
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CPABHMTEJBHBIA aHAJIM3 UMMYHHOTO OTBETa IPU OAKTEPUO3€, IIPU NOMOIIH PAIUYHBIX
703 TaTOreHa, NPUBOAAIIMX Kak K OCTpOM, Tak U CyOJeTaqpHOM HH(EKIUH.
AHanM3UpOBaIUCh 3aIUTHBIC PEAKIIMM HA Pa3HBIX CTAIUAX NATOT€HE3a U B PA3JIMYHBIX
opraHax. Kpome TOro, s NOHMMaHUsS MHKPOIBOJIOIUOHHBIX IIPOLIECCOB IPH
B3aMMOOTHOIIEHUSIX B CUCTEME HACEKOMOE-NATOTeH ObUI MCIOJIb30BAH HAIPaBICHHBIN

O0TOOp BOITMHHOW OTHEBKH IO MPHUHITUITY YCTOWUUBOCTH K BT.

3.1. bakTepuaJbHbIA IaTOreHe3 U Pa3BUTHE PE3UCTEHTHOCTH K B. thuringiensis

Cy6ﬂ€maﬂbH0€ U nouayiemanibHoe 3apadstCeHue HaCEeEKOMblX

JUIsi  CpaBHMUTENIBHOI'O aHajlu3a MMMYHHOIO OTBE€Ta Mbl MOJEIUPOBAIH
cyoneransuyto (JIK15) u momyneransuyto (JIK50) xumeunyro mHpekuuoo, A1 4ero
HACEKOMBIX 3apakaJld Pa3IMYHbIMU KOHLEHTPALUSMU CHOPO-KPUCTAIUIMYECKON cMecu
Oaxrepuit Bacillus thuringiensis (bT) ssp.galleriae (pucyHok 1). OcHOBHYIO THOETH
HACEKOMBIX Ha0JIt0/1aliu B TEUEHUE MEPBbIX TPEX JHEN mnocie MHPUUUPOBAHUS, KaK MPU
JIK15, Ttak m mpu JIKS50. Ilpu ckapMiMBaHUM HACEKOMBIM CYOJIE€TaIbHON O3Bl
oaktepuit bT Ha mepBbie cyTku THOEnb cocTaBisiia 2.3+0.7%, B mocneayronue aBa JHs
rubens Oba 9.4+1.5% u 2.2+40.4%, coorBercTBeHHO. [Ipn 3apakeHHMH HACEKOMBIX
nonyneransHoi n030i BT Ha mepBble cyTku rHOenb coctaBwia 12+3%, Ha BTOpbIE
25+1% u tpetbu cytku 8+3%. B KOHTpOJBHBIX BapuaHTax TruOeIb OTCYTCTBOBaja

(pucyHok 1).
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Pucynok 1. CwmeptHocTs nuuuHOK G. mellonella npu 3apaxkeHun OaKTepUsIMU
B. thuringiensis cyonetranpHoit (JIK15) n nmonyneransnoit (JIK50) xonuentparuit (**

p < 0,01 o cpaBHeHUIO ¢ KOHTpOoJeM, n=200 Ha BapuaHT).

Hunamuxa cmepmuocmu npu baxmepuose

AHanu3 JUHAMUKM CMEpPTHOCTHM Mpu OakTepuo3e HEoOXOIuM JUIsl paslelieHus
MaToreHe3a Ha pasjiMyHble ATanbl. B 4acTHOCTH, NIl OLEHKU BKJIaJa TEX WM HHBIX
3alIUTHBIX CHCTEM HACEKOMBIX B pPa3BUTHE WH(EKIMOHHOTO Mpolecca HeoOXOAUMO
BBIJICNIATHh HaYaJbHbIE, OCTPhIC, XPOHUUYECKHUE ITAIbI OOJIE3HH, a TAKKE BBI3IOPOBIICHUE.
[Ipu cyOneTanpbHOM OaKTEpHO3€ TAKUE ATAMbI JOCTATOYHO CJIOXKHO BBIICTUTH, TaK KaK
CMEPTHOCTb HACEKOMBIX pPABHOMEpPHO paclpefeneHa M0 BCeM MATH  JIHIM
skcriepuMenTa. OIHAKO, TIPU Pa3BUTUHU TOJyJeTanbHOro Oakrepuo3a bT Hambosnbmias
CMEPTHOCTH ObLTa OTMEUEHa Ha nepBbie cyTKu nocie 3apaxeHus JIKS0 (30 = 2.1%, p <
0.001) (pucynok 2). Ha BTOpbie CyTKH CMEPTHOCTH ObLlIa YK€ MEHBIIIE U COCTaBisuIa 15

+ 2.5% (p < 0.001) (pucynok 2). Ha Tperbu CyTKM CMEPTHOCTb NPAKTUYECKU
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orcyrctBoBajna 0.6 £ 0.6 % (p < 0.001) (pucynok 2). ¥V He 3apaxkennbix bT HacekombIx
KOHTPOJILHOTO BapMaHTa CMEPTHOCTh HE OTMeuanu. Hamm maHHbIe CBUAETENHCTBYIOT,
YTO OCTpas cTaaus OakTepuo3a y BOIIMHHON OTrHeBkH G. mellonella npoxonut B
nepsbie 24 yaca mocie 3apakeHus. C 3TUM CBsi3aHa BBICOKAs CMEPTHOCTh HA TEPBBIM

JIeHb OaKTepHro3a.

40
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Pucynok 2. CMepTHOCTh JTUUYUHOK BOIIMHHON OTHEBKH MpH 3apakeHnu OaktepusiMu bT

(JIK50) (*-p<0.05 o cpaBHEHHUIO ¢ OCTaIbHBIMU BapuaHnTamu, =200 Ha BapuaHT).

Co3zoanue ycmouuuevix k BT nunuii Hacekomwix

J{nst co3naHusi TMHUM HACEKOMBIX C TOBBIINICHHON YCTOWYHMBOCTBIO K OaKTEpHUsIM
BT Oputa npoBeneHa cenekius BOIIMHHOM oOrHeBKM (20 moKojeHUM), MO Tak
Ha3bIBAEMOMY MPUHIUITY YCTOMYMBOCTU K OakTepusiM. Mbl OTOHMpamu HACEKOMBIX
BBDKMBIIMX II0CJI€ TMOJdYJeTaIbHOTO 3apaxkeHus bT u mnomydanu mnocnenyromniue
MOKOJICHUS JJI JalbHEUIIETro payHaa oToopa. bbuio ycTaHOBIEHO, YTO yCTONYHUBOCTH

CEJIEKTUPOBAHHBIX HAaceKOMbIX 20-ro mokosieHusi foctoBepHO Bbiie (p < 0.05), yuem y
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HACEKOMBIX KOHTPOJIbHOM JIMHUU (pUCyHOK 3). OTMEUEHO, YTO YCTOMUYMBOCTh Haydasa
dopmupoBatbesa ¢ msaToro mnokosieHus: (pucynok 4). KosdduuueHnt pesucreHTHOCTH
(RR) Hacexombix cenektupoBanHoM JmHUM F20 coctaBun 8.8, TO ecTh OHa Oblia
MpPaKTUYECKU B 9 pa3 ycToilumBee KOHTPOJILHOM JMHUU. Takke Mbl YCTAaHOBWJIH, YTO
BocpuMMYMBOCTh K BT He Bo3BpamiaeTcs y CeIeKTUPOBAHHON JTMHUU AaXKe MOCIE TPEX

MOKOJIEHNH 0e3 aercTBus pakTopa 0TOOpa (PUCYHOK 5).
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Pucynox 3. BocnpuumunBOCTBH

mmuuHOK  G. mellonella  20-ro  NOKOJIEHUS

CEJICKTUPOBAHHBIX HA YCTOMUYMBOCTh K OakTepusM B. thuringiensis pu 6aktepuose (A,

cyoneranpHOoe 3apaxkenue (JIK1S),

b, nonyneransHoe 3apaxenue (JIKS50), B,

neranpHoe 3apaxenue (JIK90) (** p <0,01 mo cpaBHenuro ¢ koHtposiem, n=200 Ha

BapUaHT).
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Pucynok 4. CMepTHOCTh HAcCEKOMBIX CEJIEKTUPOBAHHON K B. thuringiensis TuHUN
nAroro mnokojieHus (F5) W KOHTpPOJBHOM JMHUM MpU 3apaXeHUH OaKTepUsiMU

B. thuringiensis JIK50 (*** p <0.001 nmo cpaBHeHut0 ¢ KOHTpojeM, n=200 Ha BapuaHT).
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Pucynok 5. CMepTHOCTh HACEKOMBIX CEJICKTUPOBAHHOU K B. thuringiensis (bT) nuaum,
KOHTPOJIbHOM JIMHUM M CEJIEKTUPOBAHHOM JIMHHUM OCTaBJICHHON 0e3 0TOopa OakTepusimu

BT na tpu nmokonenus (*** p <0.001 mo cpaBHeHUIO ¢ KOHTpoJieM, n=200 Ha BapuaHT).

Takum 06pa30M, ObLIN MMOJYy4YCHbl MOIACIIHM, IIO3BOJIAIOIINC IIPOBOAUTH
KOMIIJICKCHBIC CPAaBHUTCIIBHBIC HMCCJIICAOBAHUA MMMYHHOI'O OTBCTA IIPH 6aKTepI/I036, a
TAKKC  3alIMTHBIX MCXAHHU3MOB, JIIPHHHUMAIONIUX  Y4YAaCTHC B q)OpMI/IpOBaHI/II/I
PE3UCTCHTHOCTHU K bT. Ha JaHHBIX MOJCJIIBHBIX CHCTCMAax OBLI IMPOBCACH KOMIIJICKC
I/ICCJ'ICI[OBaHI/Iﬁ CI)I/ISI/IOJIOFI/I‘-ICCKI/IX, OMOXMMHUYECKHUX U MOJICKYJIPHBIX  CUCTCM,
IIPUHUMAIOIINX Y4aCTHUC B (I)OpMPIpOBaHI/II/I BaHIHTHOﬁ CTpaTeru HACCKOMBLIX ITPOTHUB

OaxkTepuil.
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3.2. Bec KyK0JI0K ¥ II0J0BUTOCTh BOIUMHHOI OrHEBKHU NPU GOPMUPOBAHNHU

PE3MCTEHTHOCTH K B. thuringiensis

OO6uien3BecTHO, YTO pAll MOPGHOMETPUUECKUX M TOMYJISIUOHHBIX IMOKa3aTeneu
(Bec, MIOMOBUTOCTh, BPEMsI Pa3BUTHS W T.I.) MOTYT BBICTYNAaTh HWHTErPATbHBIMU
MOKA3aTeNIIMU COCTOSIHUSI OpraHU3Ma U MOMYJISIIIUM HAaCEKOMBIX. MbI MPOBENIH OLIEHKY

JIAHHBIX TT0KA3aTeJIEN Y BOILIMHHON OTHEBKH MPU Pa3BUTUU YCTOMYUBOCTH K bT.

Bec kykomok caMIioB 1 CaMOK HACEKOMBIX YCTOWYHMBOW JIMHUH OBLI BBITIE, YEM Y
HaceKkoMbIX BocnpuuMmunBoit muHun (p<0.05, p<0.001) (Pucynok 6, A). I1n010BUTOCTD

MMaro Taxke ObLIa BBIIIE Y HACEKOMBIX ycToiunBou muuuu (p<0.05) (Pucynok 6, b ).

A B
|:| camupl
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= =
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2 -
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Pucynok 6. Bec kykosok (A) u mnomoButocTth (Bb) y nuHUI BOUIMHHOW OTHEBKH
BOCIIPUUMYMBOMN (KOHTPOJBHOW) M YCTOMYMBOM (CEIEKTUPOBAHHON HAa YCTOWYHBOCTb,
F20) x BT (* p <0.05, *** p <0.001 mo cpaBHEHUIO C BOCIIPUMUMYNBOM JIMHUEH TOTO XK€

nona, n=100 Ha BapuaHT).
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[Tonmy4yeHHbIe JaHHBIE CBUIETEILCTBYIOT, UTO MOBbIIEHUE ycToMunBoCcTH K BT y
BOIIMHHOM OTHEBKHU K 20 TMOKOJEHHIO HE MPUBENO K CHI)KCHUIO TJIOJOBUTOCTU WIIH
Beca Kykosiok. OTMedeHO naxxe HeOouibllioe aoctoBepHoe, 15-20 %, yBenuueHue
(p<0.05). CHmxeHne MHAUBUAYAIbHBIX MOP(POMETPUUECKHX (BEC, pasMep U T.N.) H
NOMYJISIUMOHHBIX (IIJI0JOBUTOCTh, CMEPTHOCTB) ITOKA3aTeNIeld HACEKOMBIX YCTOMYUBBIX K
BT w4ame Bcero mnNpouUCXOAUT TMpU (POPMUPOBAHMU OYEHb BBICOKMX YPOBHEH
pe3ucTeHTHOCTH (nBa-Tpu mopsnka) (Gassmann et al., 2009). bonbmuHCTBO ciy4yaeB
CHMWKEHUS WHJMUBHUAYAJIbHBIX M TOMYJSMOHHBIX I[IOKa3aTeJed OMHMCAHO IS
HACEKOMBIX, Y KOTOPBIX MPOUCXOAAT MyTanuu OenkoB-penentopoB k BT (kaaepun,
amuHOTenTHAa3bl, menodnsie docdarassr) (Gould, Anderson, 1991; Carriere et al.,
2005). BeposiTHO, MyTalud BaXKHEWIIUX (DEPMEHTOB MHUIIEBAPEHUS U CTPYKTYPHBIX
OenKOB — KaJepUHOB MOTYT HETaTUBHO CKa3bIBAThCS B ILIEJIOM Ha (PU3MOJIOTUYECKUX
nporeccax (Gassmann et al., 2009). Oanako, CyIIeCTBYIOT UCCIEIOBaHM, B KOTOPBIX
dbopmupoBanue ycrtoiunBoctd K BT He KoppenwpoBajio €O CHUKEHUEM Beca U
BBEDKMBAEMOCTH Hacekombix (Gassmann et al., 2009). Yare Bcero 3To COnpspKeHO ¢ HE
OONBIIMMHU YPOBHSIMU yCTOMYMBOCTU K BT. B0o3MOkKHO, HA paHHUX 3Tamax CENEKIUU
W/WIUM TpU OTCYTCTBUM 'KecTkoro" paBieHus ¢akropa oTOOpa, HE MPOUCXOJUT
3aKperuieHne MyTauuid peuentopoB K Cry-TOKCMHaAM M Kak CJIEACTBUE CHUKEHUS

MOP(POMETPUUYECKUX TTOKA3aTEIIEH.

3.3. AkTuBanus 0akrepuajJbHbIX Cry-TOKCMHOB U X CBSI3bIBAHME C pelenTOPpaMM
B KHIIIEYHUKE HACEKOMbIX

PacTBopeHue TOKCHHA, €ro axkTHBalKMi M CBS3bIBAHUE C pELEeNTopaMu Ha
MOBEPXHOCTH JIUTEIUAIBHBIX KIETOK SIBJISIETCS HAYaJlbHbIM M HauOOJiee BaKHBIM
srarioMm naroreHe3a bT. PactBopeHHe TOKCHMHA HIPOUCXOAUT B ILIEIOYHOM cCpele
KHIIIEYHUKA, TIOCJIE Yero HeoOXoauMa aKTHBAIMs MPOTOKHMCHA mpoTeaszamu (Oppert,
1999). MBI ycTaHOBWIIM, YTO Y YCTOMYMBBIX HACEKOMBIX B 13 pa3 MOBBILIEH YPOBEHb
AKCTIPECCUU MHIyIMOeapHoro uaruoutropa Merauonporeas (IMPI) mo cpaBHeHuto ¢

BOCIIPUUMYMBBIMU (pUCYHOK 7). Bosiee TOro, ero skcmpeccusi yBEIUYUBAETCS MpPHU
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3apakeHun Oaxtepusimu BT (pucynok 7). B wactHoctu, IMPI Obul moBbIIeH Yy
HAaCEKOMBIX BOCIIPMMMYMBOM JIMHHM B >KHPOBOM Telle W KulleyHuke B 5 u 70 pa3
COOTBETCTBEHHO. Y HACEKOMBIX YCTOMYHMBOM JIMHUM YypOBE€Hb 3Kcmnpeccun IMPI B
KUPOBOM Tejie U kKumeyHuke npu o6akrepuode bT B noze JIKS0, nmoseimancs B 2 u 10
pa3 cooTBeTCTBEHHO (prcyHOK 7 A, b). CiemyeT OTMETUTh, YTO MTOBHIIIICHHBIA 0a30BBIN
ypoBeHb 3kcnpeccuu IMPI B KullleuHUKE M )KUPOBOM TEJIE YCTOMUYMBBIX HACEKOMBIX I10
CPaBHEHMIO C BOCIPHUMMYHUBBIMHU MpHU OaKTepuo3€ OCTaBaJICd Ha BHICOKOM YPOBHE B

YKUPOBOM TeJie HO HE B KHIlIeUHUKE (pUCYHOK 7 A, B).

bazoBeii ypoBenb skcnpeccun IMPI oueHb BaxkeH Ha HadalbHBIX JTalax
aKTHUBAIlMM TOKCHMHA, TaK KaK JIaHHbIH HMHTUOUTOpP MOXKET OJOKUPOBAaTh MPOTEOJIH3
nmpoToKCMHOB BT W crlenoBarenbHO CHUXKATH KOHILIEHTPALMIO AaKTUBUPOBAHHOTO

TOKCHHA.
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Pucynok 7. YpoBeHb 3KCIpecCHd HHAYIHOEIHHOTO WHTHOUTOpA METALIONpOTeas B
KUIIIEUHUKE U JKHUPOBOM TeJI€ Yy CeJIeKTUpoBaHHOW nuHuUM (ycroduuBble K BT) wu
KOHTPOJIbHOW JiHUU (BocmpummuuBbie K B. thuringiensis (bT)) HaTUBHBIX U
3apaxkeHHbIX JIKS0 BT nuymHOK BOIMHHOW OTHEBKM Ha BTOpPOHM JeHb uHbekiuu (*

p<0.05 no cpaBHEHUIO C OCTAJIbHBIMU BapuaHTaMH, N=3 HA BapUaHT).

Catinencune IMPI y auuunok eowuHHoU o2Hesku npu 3apaxcenuu bT

Jlnst Gostee petanbHOTO aHanm3a BkiIaga IMPI B 3ammuTy mpotuB GaktepuaibHOM
UH(EKIMU, MBI MPOBEJIM HKCIEPUMEHT C TOJIaBIIEHUEM HKCIPECCUU (CaHJICHCUHIOM)
IMPI. CaiisieHCUHT T€HOB Ha MOCTTPAHCKPUIIIMOHHOM YPOBHE SIBJISIETCS PE3YJIbTATOM

paspymienus (merpaganuu) MPHK cooTrBerctByronux reHoB. Pazpymenune MPHK
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MPENSTCTBYET TPAHCISAUHA W (POPMUPOBAHUIO MPOAYKTA TeHa (0OBIYHO, MOMHUMETITH/IA,
Oenka). OO MeXaHU3M MOCTTPAHCKPUMIIMOHHOTO caiyieHcuHra reHoB 3to PHK-
unteppepenimn  (RNAi) - myte ¢ npumenenueM wuHTepdepupytomieit nuPHK
CUHTE3UPOBAHHOM JUISI OMNPENEIEHHOIO T'€HA. DBIIO YCTAHOBJIEHO, YTO CaWJICHCHHT
IMPI npuBOIMT K JOCTOBEPHOMY YBEIMYEHHUIO CMEPTHOCTH HACEKOMBIX IIpU
OakrepuanpHOl nHpeknuu BT (pucyHok 8). T0 H0Ka3bIBaeT 3AIIUTHYIO POJIb TAHHOTO
UHTHOUTOpa MpoTea3 npu OakTepuose. Mbl mpenosaraeM, 4To YpOBEHb IKCIPECCUU
IMPI Oygmer cyliecTBEHHO CKa3bIBaTbCA Ha aKTHBAIMM TpoTokcuHa bT w/mumm ero
CBSI3BIBAHME C HIUTEIUAIBbHBIMU PELENTOpPaMU, TAKUMH KaK METAJICOAEpIKAIINE
MpoTeassl - aMUHONENTUAA3BI. bosee Toro, cienyer ormeTuthb, uTo IMPI MokeT BiusTh
Ha coxpaHeHne akTUBHOCTU AMDB HacexkombIx, 3a c4eT OJOKUPOBAaHUS METAJUIONPOTea3
BT (InhAl, InhA2, InhA3) kotopsie ciocooHs! paspymate AMb (Fedhila et al., 2002;
Nielsen-LeRoux et al., 2012).
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Pucynok 8. CMepTHOCTh TUYMHOK BOIIMHHON OTHEBKU MPHU 3apaKeHUU B. thuringiensis
(bT) nmocne unbekuuu duzpactsopa u uarepdepupyromieit TuPHK-IMPI (* p < 0.05 no

CpPaBHEHUIO ¢ MHBEKIMEH PuspacTBopa, n=150 Ha BapuaHT).
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Axmusnocmov amunonenmuoas u Wweno4HblxX d)ocqbamas’ 6 KUUE1YHUKE HACEKOMDbIX

CeneKmupoO8antbix Ha ycmouuugocmo k bT

Mpb1 ycTaHOBHIIM, YTO Y ycTOWYUBBIX K BT HacekoMbIX (ceneKkTupoBaHHAs JTUHUA)
JOCTOBEPHO HWXE AKTUBHOCTh aMUHONENTHIA3 M IIEJOuYHBIX (ocdara3 B
MUKpPOBOPCUHKAX KHUIIeYHUKa (pucyHok 9, A, b). M3BecTHO, 4TO NaHHBIE (HEepMEHTHI
saBisitoTcst perientopamu st TokcuHoB BT (Griffitts, Aroian, 2005). CHmxeHue ux
aKTUBHOCTH Yy yCTOHYMBBIX K BT HacekoMbIX MOXKET ObITh CBSI3aHO C U3MEHEHUEM HUX
CTPYKTYpPhl W/WIM CHIKEHHEM OKCIPECCHH, a TakKXe HWHTHOMpPOBaHMEM 3a CYET
perymaATOpHbIX ~ Mosiekys.  M3BectHo, uyro IMPI  Moxker  cBA3BIBaTBCA  C
amuHornentuaazamu. [Ipu atom IMPI 6ynet O10kupoBaTh aKTUBHBIN LIEHTP (pepMeHTa U
COOTBETCTBEHHO Hapyath ero KoHTakT ¢ Cry 6enkamu BT. Takum oOpa3om, cCHUXKEHHE
AKTUBHOCTH AMMHOIICNITH/Ia3 Ha ITOBEPXHOCTU DIUTEIUANBHBIX KIETOK YCTOMYMBBIX
HAaCEKOMBIX MOXET MPHUBOJUTH K CHUKEHUIO YPOBHS CBSI3bIBAHMS dHIOTOKCMHA BT B

KUIIICYHUKE U ABJIATHCA O,Z[HOﬁ M3 IMPHUYHH ITOBLIIICHUSA yCTOﬁqHBOCTH HaCCKOMBIX K

bT.

A b
60- 20-
- - - i
50 —1— 5. L
< 40- Hksk <
= == =] -
U 30+ O 10+
O e}
—~ ~
20+
2 2 5- dok
= 10- - —
] =
0 || 1 0 | 1
Bocnpunmumssie k BT VYeroiiunsbie k bT Bocnpuumuuseie k BT~ Ycroiuuseie k BT

Pucynox 9. AxtuBHOCTh amuHomenTtuaaz-N (A) u menounsix ¢docharaz (b) B
AMUTEINAIBHBIX KJIETKaX KHUIICYHUKA Y CEJIEKTUPOBAHHOW JWHUU (yCTOWYMBBIE K
B. thuringiensis (bT)) u xonTponsHOW nmHWM (BocnpumMmuuBbie K bT) HacekoMbIx

(***p <0.001 mo cpaBHEHHUIO C BOCIPUUMYHUBON JTUHUEH, n=50 HA BapHUaHT).
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AKTUBUPOBaHUE TOKCHMHA B pe3yJbTaTe€ OTPaHUYEHHOTO MPOTEOSU3a SBISIETCS
OJIHMM M3 KJIIOUEBBIX ITANOB AEUCTBUS TOKCHHA. ClieoBaTENbHO, U3MEHEHUE COCTaBa
poTeas, MOBBINICHUE WM CHIKEHNE MX aKTUBHOCTU B KUIIEYHUKE, MOXKET MPUBOIUTH
K Ype3MEPHOMY WJIM HEJAOCTATOYHOMY PACIIEIUIEHHUIO TPOTOKCHHA, COOTBETCTBEHHO, HE
OyAeT MPOUCXOOUTh aKTUBALMU TOKCHHA. [1om0OHBIE M3MEHEHUs B aKTHBUPOBAHHUU
TOKCHHA IMOKa3aHbl B HMCCIIEOBATEIbCKUX padoTax HAa MpUMEpe JUUYMHOK aMOapHOM
orHeBkH Plodia interpunctella u xnonkoBoi coBku Heliothis virescens, yCTOWYUBBIX K
oaktepusim BT (Oppert et al., 1994; Forcada et al., 1996, 1999). Tak, Ha nuHUIX
HACEKOMBIX, YCTOMUMBBIX K OakrepusiMm BT, ycraHOBIE€HO, UTO OJHUM U3 MEXaHU3MOB
dbopmupoBanus pe3ucTeHTHOCTH K BT sBisieTcss cHUXEHWE AKTMBHOCTH TPHUIICHH-
NOJMOOHBIX TpPOTEa3, AaKTUBUPYIOLUIUX MPOTOKCHH, MOAU(PHUKAIUU PELEnTOPOB
AMUTEIUAIIBHBIX KJIETOK KHUIIEUYHHUKA, CBA3BIBAIOIIMX TOKCHUH OaKTepuil, a TaKxKe
CHUKEHUE KOHIICHTpAIMK perenTopoB Ha MemOpanax kietok (Ferre, Van Rie, 2002;
Candas et al., 2003; Ma et al., 2005). MbI ycTaHOBWIM, 4TO y ycToWuuBoi Kk BT
BOIIMHHOM OTHEBKU MPOUCXOMAT CXOKHME U3MEHEHHS (PEPMEHTOB-PELENTOPOB TOKCUHA
B kuimieyHuke. CHIDKCHUE aKTUBHOCTH JAHHBIX (PEPMEHTOB MOXKET CBUIETEIHCTBOBATH
KaK O HEKOTOPBIX U3MEHEHHUSX B UX CTPYKTYpE, TaK U B CHUKEHUU UX KOHIICHTPALIUU.
Kpome Toro, MBI BHEpBBIC YCTAaHOBWIHM, YTO OJHHUM W3 BO3MOXXHBIX MEXaHHU3MOB
pesucteHTHOCTH K BT Beictynaer IMPI. JlanHbII1 HHTHOUTOP MOXKET CHUXKATh YPOBEHb
IPOTEOIMTUUECKOM —akTUBalMK mpoTokcuHa BT wuiM  Hapymarh  CBS3bIBaHUE
akTUBUPOBAaHHOTO Cry TOKCHMHA C TMOBEPXHOCTHIO MEMOpaH SMUTEIHAIBHBIX KIETOK

KHUIICYHHKA.



100

3.4. Ilpouecchl pereHepanuy U penapanui B KHIIEYHUKe HACEKOMBIX MPHU

O0axkrepmose B. thuringiensis

[Tocne aktuBarnuu aenbratrokcuaa bT u cBs3piBanus Cry GenkoB ¢ MeMOpaHaMu
AMUTEIUAIIBHBIX KJIETOK MPOUCXOAUT HApYyIIeHHEe (QPYHKIMOHUPOBAHUSI CPETHETO
KUIIIEYHUKA HACEKOMBIX M ero yactuuHoe paspyuienue (Gill et al., 1992). Ha nannom
JTane akKTHUBHYIO POJIb MOTYT UIPaTh PEMAapalOHHBIE POLECCHI, KOTOPBIE OMPEAEISIOT
LEJIOCTHOCTh  KHIIEYHUKA M COXpaHeHHEe  (YHKUMOHAIbHOM  aKTUBHOCTHU
AMUTENUANBHBIX KJIeTOK. O0 ypoBHE penapalrdOHHBIX MPOLECCOB MOXKHO CYIUTh IO
HKCIIPECCUU psifla KOHTUTOB, KOTOPbIE OTHOCATCS K (pakTopaM pocTa W LUTOKMHAM
(growth-blocking peptide, pleiotrophin-like protein, plasmatocyte-spreading peptide)
(Vogel et al., 2011). M1 ycTaHOBUIIH, YTO HaCeKOMbIE TUHUHN ycTowunBon K BT mmeror
MOBBIIIIEHHBIN 0a30BBIM ypOBEHB dKCIIpeccuu psiia KOHTUTOB (703 u 233) B KUIICUHUKE
[0 CPAaBHEHHMIO C HACEKOMBIMH BOCHPUHUMYMBOW JUHUM (pucyHok 10, B). Ilpu stom
pa3zButhe Oaktepuosa BT compoBokiaercs yBeluueHUeM JKcrpeccuu koHTura 703 u
KOHTHUTa 233 B )KMPOBOM TEJ€ U KUIIIEYHUKE HACEKOMBIX, KaK YCTOMYMBOW JIMHUU, TaK U

BOCIIpUUMUYMBOM (pucyHok 10, A, b).
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Pucynox 10. YpoBens skcnpeccun (akTOpoB penapaiii U pereHepaiu B KUIIEYHUKE
U JKUPOBOM TeJ€ y CENEeKTUPOBAHHON JUHHUM (ycToiuuBble K B. thuringiensis (BT)) u
KOHTpOJIbHOM nuHUK (Bocnpunm4uuBbie K BT) HatuBHbIX M 3apaxkeHHbix JIKS50 BT

JMYUHOK BOIIMHHOM OrHEBKU Ha BTOpoi AeHb uHpexuu (* p<0.05, n=3 Ha Bapuanr).
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AkTHBHas mnposudepanys, paccMaTpUBACTCA KaK BaXXHBIA (DAKTOp 3aIUTHI
Heliothis virescens npotuB Cry 6enkoB (Martinez-Ramirez et al., 1999; Loeb et al.,
2001). Onnako ciegyeT OTMETUTh, YTO TaKOM MEXaHU3M YCTOMYMBOCTH 3()(eKTUBEH
npu HU3KOM ypoBHe HHpekimoHHoil Harpy3ku (Hernandez-Martinez et al., 2010).
bonee Toro, Hamm JaHHBIE MOATBEPKAAIOTCS HMCCIEIOBAaHUSIMMU, BBIOJHEHHBIMH Ha
Drosophila (Buchon et al.,, 2010). B otoii pabore mnoka3aHO, YTO AaKTHUBHAs
nposindepanus SMUTEIHATBHBIX KIETOK MOXKET 3alUIIaTh HACEKOMBIX OT MEPOPaTbHOM
OakrepuanbHOi MHpekuuu Erwinia. Takum o0pa3oMm, HaIIM JaHHBIE MMOAJCPKHUBAIOT
TUIOTE3Yy O TOM, YTO aKTHBHAas Mposiddepanus U pereHepanus dMUTEIUs MOXKET ObITh

OJHOM M3 KIIIOYEBBIX aJianTaiii HaceKoMbIX K bT.

3.5. AMMyHHBIi1 0TBET HACEKOMBIX NpHU 0aKkTepuose B. thuringiensis

3.5.1. Peakuum KJIETOYHOI0 U T'YMOPAJbHOT0 MMMYHHTETA Y HACEKOMBIX IIPH

3apaskeHuM OakrepusamMu B. thuringiensis

JIns1 yCTaHOBJIEHUS POJIA PEAKIMI KIETOYHOTO U TYMOPAJIbHOTO UMMYHHTETA MPH
pa3zButun GakrepuanbHOM MHPekuuu BT y HaceKoMbIX Mbl IPOBEIU CPAaBHUTEIBHOE
VCCIICJOBAHUE PEAaKUUMd WMMYHHOW CHCTEMBI Yy JIMYMHOK BOLIMHHOM OTHEBKM IIPH
OaxkTepuanbHOM 3apakeHHH. KOMIUIEKCHOE MCCIIEIOBAHNE BKIIIOYAJIO AaHAIN3 IMHAMUKU
U3MECHEHUM AaKTUBHOCTH 3alUTHBIX pEaKIUi B TEYEHUU 3 CYTOK, 3apaXeHUe
pa3IMYHBIMH J03aMH OaKTEpHil, M3y4eHHE OTBETa B PA3IMUYHBIX TKAHSIX W OpraHax

(remosuMda, KUPOBOE TEJIO, KUIIICUYHHUK).

Obwee yucio cemoyumos
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Konnenrtpanys reMonuToB B reMoauM(pe HATUBHBIX JTUYMHOK BOITUHHON OTHEBKH
cocramsia 2.7x107 (+ 1.2x10% na mun. Cy6ueranbHoe 3apaxenne BT mpUBOXHIO K
JIOCTOBEpPHOMY CHIDKEHHIO o0miero uymcima remonutoB (OUlY) Ha Ttperuit neHb
(p £0.001) mo cpaBHeHuto c¢ koHTposiemM. OUI' 1OCTOBEpHO CHMKAJIOCH HA BTOPOM

(p =0.045) u tpetuii (p = 0.016) nuu npu 3apaxenuu HacekoMbix JIK50 (pucynoxk 11).

1 KoHTtponb
- ] 3apaxenue BT (JIK15)
2 40,1071 Bl 3apaxeHue BT (JIK50)
3
g ,
2 3.05107 4 r I - I
3 £ Il -
5 2.05107 - x *
: f
Q 7
S 1.0x10
(O]
(0]
g 0 . T T
e} 1 neHb 2 oeHb 3 neHb

Bpems nocne 3apaxeHus (QHW)

Pucynok 11. OOmiee uwucio reMouutoB y JauduHOK G. mellonella, 3apakxeHHBIX
cyoneranpHoit (JIK15) wu momyneranbnoit (JIKS0) xonmentpamueit Oaktepwuii
B. thuringiensis (bT) (* p<0.05 no cpaBHeHHMIO C He3apa)KEHHHIMH HACEKOMBIMHU

(koHTpOJIb), N=60 HA BapUAHT HA KAXKyI0 BPEMEHHYIO TOUKY).

Takum oOpa3oMm, yMeHbIIEHHE OOIIEro 4YWCiIa TEeMOLUTOB OTMEYEHO NpHU
3apakeHUu JUYUMHOK G. mellonella xak cyOjieTallbHOM, TaK W MOJYJIETAIbHOM
koHeHTpauued Oaktepuit bT. [lomydyeHHble pe3ynbTaThl COTNIACYIOTCS C JaHHBIMH,
OTMEYEHHBIMU JIPYTUMH  HWCCIEAOBATENIMH, B KOTOPBIX II0Ka3aHO YMEHBLICHUE
KOJIMYECTBA T'€MOLMTOB Yy HEMapHOro menkonpsaa L. dispar W KalyCTHOM COBKH

Trichoplusia ni npu pazsutuu O6aktepuo3a BT (Ericsson, Janmaat, 2009; Broderick et
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al., 2010). Kpome TOro, OoTME€Ue€HO JOCTOBEPHOE CHIDKEHHE OOIIEro KOJIUYECTBa
TEMOIIUTOB y COBKH WICWIOH Agrotis ipsilon u npoaroHocuka Rhynchophorus
ferrugineus TIpU CKapMIIMBAHMM KakK CyOJIeTaJIbHOM, Tak M MOJyJeTalbHOU
kounentparuii Oakrepuii BT (El-Aziz, 2010; Manachini et al., 2011). Cauxenue
o0IIero KOJUYECTBA TE€MOIUTOB 3apErMCTPUPOBAHO y PA3IMUYHBIX HACEKOMBIX IMpH
UHOUIMPOBAHUU JIPYTUMU MHUKPOOPraHMW3MaMH, OJIHAKO TMPUYUHBI OCTAIOTCS HE
u3BecTHbIME (Ericsson et al., 2009). Bo3moxxHO, cHUX)eHUE 0OIIEro yuciaa reMOIMTOB
CBS3aHO C y4YacTHEM T'€MOIIMTOB B pEMapalMOHHBIX IMpoIeccax MOCe MOBPEXKACHUS
AMUTEIMANIBHBIX  KJIETOK KulleyHuka TokcuHoM bBT. VYwacte remonuToB B
pernapaluoHHbIX TpPOIEccax Pa3luYHbIX TKaHEeW ObUIO OTMEYEHO Yy MHOTHUX BHJIOB
HACEKOMBIX, B TOM YHUCJE U JJIS BOUIMHHOM OrHEBKH, IJie OblIa MoKa3zaHa MX POJib B
3a)KUBJICHUHM TOBPEXKIACHHONM KyTuUKyjdbl y juuumHOoK (Rowley, Ratcliffe, 1978). Ha
CHUKEHUE KOJIMYECTBA TEMOIIMTOB TAK)KE€ MOTYT OKa3aTh BIMSHUE CHUKCHUE TTUTAHUS
HACEKOMBIX, CJIEJICTBUEM 4YEro MOXET ObITh TOJIOJAHME M CHIDKEHHee Mpolecca

remomnon3a (Siva-Jothy, Thompson, 2002; Lee et al., 2006; Brown et al., 2009).
DenonokcuoasnHas AkKMueHOCHb 2eMOYUNMOE

VY HAaTUBHBIX JIMYMHOK BOIIMHHON OTHEBKM TE€MOLHUTHI € (PEHOJOKCUIA3HOU
akTUBHOCThIO (PO TMOJOKUTEIbHBIE), TO €CTh KJIETKH C BKJIIOUYCHUSIMH B BHJE
MEJIAHUCTHYECKUX T'PAHYJI WIH CO CIUIOIIHOM TEMHOM OKPAaCKOM, COCTABIISUIN B CPEAHEM
9.73% (= 0.43%) or oOmiero uucna kietok B remoiumde. Ilpu cyoOneranbHON
uHbeKInd Mbl He 3aUKCUPOBAIM JOCTOBEPHBIX HM3MEHEHUU B cooTHOoIneHud PO-
noyiokuTeNbHBIX U DO-oTpunaTeNbHbIX reMonuToB. OHako, npu 3apaxkenun bT B
koHueHtpauu JIK50 Obulo ycTaHoBiIeHO pAocToBepHOEe cHUkeHue uunciaa DO-
MOJIOKUTENIbHBIX TeMOIUTOB (B 1.4 pa3a) B TeueHUH BCEX TPEX JHEU IKCIEpUMEHTa (p =
0.002), (p = 0.018), (p = 0.001) coorBercTBeHHO (pucyHOK 12). Kpome Toro, ObuLiO
YCTAaHOBJIEHO JOCTOBEpHOE oTiinuue B mpoieHTe DO-NoI0KUTETbHBIX TEMOIUTOB Y
HACEKOMBIX IpU CyOJeTanbHOM H IMOIYJIETAIbHOM 3apakeHuH Ha nepBbiid (p = 0.006),

Bropoi (p = 0.001) u Tpetuii (p < 0.001) gau nbekurn (pucyHok 12).
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Pucynox 12. TI'emomutel ¢ denomokcumaznoi (DO) aKTUBHOCTBIO Yy JHUYHUHOK
G. mellonella, 3apaxennsix cyoOneranpHoit (JIK15) wu momyneransnoi  (JIKS50)
KoHIleHTparuen Oaktepuit B. thuringiensis (bT) (A) (*p<0.05 mo cpaBHEHUIO C
HE3apaXEHHBIMU HACEKOMBIMU (KOHTpPOJIb), n=60 Ha BapuUaHT HA KaXAYI0 BPEMEHHYIO

T0ouKy) (b) remorutel ¢ ®O aKTUBHOCTHIO.

CHmwxeHue konuuectBa remMouuToB ¢ PO mnpu  3apakeHUHM HACEKOMBIX
noJtyJeTaabHoM J1030i Oaktepuit BT MokeT ObITh CBSI3aHO C OOIIMM YMEHBIIIEHUEM
KOJIMYECTBA KJIETOK BCJICICTBUE YTHETEHHUS T'€MOI033a WJIM Y4YaCTHEM T'€MOIMTOB B
KJIETOYHBIX pEaKIMsIX HUMMYHHUTETa. B uacTHOCTH, TeMOIMTHI C (PEHOJIOKCHIAa3HOMN
aKTUBHOCTBbIO, B TMEPBYIO Ouepeab, OyAyT B3aMMOJEHCTBOBATH C MOBPEKICHHBIMU
TKaHSIMH, aJre3upoBaTh Ha CBOEH IMOBEPXHOCTU OaKTepUH, COOTBETCTBEHHO
CKAIUIMBATbCSl B MECTAaX MOBPEXKICHUS KUIIEYHUKA, B PE3YJIbTATE YEro IyJ AaHHBIX

KJIETOK MOXeT uctomarbes (Marmaras et al., 1996; Tang, 2009).
Dazoyumupyrowas akmusHOCMb 2eMOYUMO8

(DaFOL[I/ITI/IpOBaTB JYXXCPOIHBIC arCHThI CIIOCOOHBI IJIa3MOTOLUTBI U TPAHYJIOLUTHL.
B HaHHOﬁ pa60Te MbI HC pPasaciisiii reMOLUMTHI I10 THUIIaM, a OLCHUIM YPOBCHb

(daronuTo3a OakTepuanbHBIX KIETOK E.coli. HaTuBHBIE HACEKOMBIE B CPEIHEM HMEIH
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26.63 = 0.86 % remonuToB ydyacTByIomux B (paroruro3e. OmHAKO TIPH 3apaKEHUU
cyonmeranbupiMu  103aMu BT (JIK15) Obl10 OTMEUEHO JOCTOBEPHOE YBEIUYEHHUE
MpOIIeHTa (ParoUTUPYIOMINX reMOIuTOB Ha BTOphie (p = 0.045) u Tperbu cyTku (p <
0.001) mocne 3apaxkenus (pucyHok 13). Xots npu nonysnetaabHoM 6akTepuose (JIKS50)
OBLJIO OTMEYEHO JBYX KpPAaTHOE CHIDKEHHE (ParolnuTUPYIOIIEH aKTUBHOCTH I€éMOIMTOB

Ha Tpetuil nenp nHpexkunu (p = 0.044) (pucynox 13).
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a - remouut

0 - nornoweHHbIe
remountamm knetku E.coli

Pucynok 13. ®arouurapHas aKTUBHOCTb TIe€MOLMTOB y JUYMHOK G. mellonella,
3apaxxeHHbIX cyOnetampHOU (JIK15) wm momynerampnoit (JIK50) konmentpanuei
Oaxrepuil B. thuringiensis (BT) (A) (* p<0.05 no cpaBHEHHIO C HE3apAKECHHBIMU
HAaCEKOMBIMU (KOHTpPOJIb), n=60 Ha BapuaHT Ha KaXayl BpeMeHHYI Touky) (b)
TeMOIUTHI C (paroruTapHON aKTUBHOCTHIO; TeMonuT (a), ¢aromutupoBanubie OUTII-

MeueHble KiIeTku E.coli (0).
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Axmuenocmo UHKancyaayuu

YcraHoBieHO, YTO Tpu CyOJeTalbHOM OaKTepuo3e MNPOUCXOAUT YBEIWYCHHE
AKTUBHOCTH WHKAIICYJISIITUU HEWJIOHOBBIX WMIUIAHTAHTOB 1O CPABHEHHUIO C KOHTPOJIEM
Ha BTOphIe (p = 0.034) u Tperbu cyTku (p = 0.007) mocne 3apaxxeHust (pucyHok 14).
Opnnako, mosrynetanbHas WHGEKIUS TPUBOAWIA K PE3KOMY CHUKEHUIO AKTUBHOCTHU
MHKAICYJISAIUUA B TeMOTuM(de 3apakKeHHBIX HaceKOMbIX Ha BTophIe (p = 0.004) u TpeTbu

(p =0.007) cytku (pucyHok 14).

A
- ] KouTtponb
S [ 3apaxenue BT (1IK15)
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Pucynok 14. AKTUBHOCTh HWHKancyysiuu B remonuMmpe mnuuuHOK G. mellonella,
3apaxxeHHbIX cyOnerampHOU (JIK15) wm momynerampnoit (JIKS50) konmentpanuei
Oaxrepuil B. thuringiensis (bT) (A) (*p < 0.05 mo cpaBHEHHIO C HE3apAKECHHBIMU

HAaCEKOMBIMU (KOHTpPOJIb), n=120 Ha BapuaHT Ha KaXJyH BpeMeHHYIO Touky), (b)
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MHKATCYJISLMs HEMJIOHOBOW HUTHU B TeMoJMM(e HACEKOMBIX; HATHBHBIN MMIUIAHTAHT
(a), HMMIUTAaHTAaHT C MEJIAHOTUYECKOM Karcyiaol uepe3 24 wyaca noclie Hadana

uHKancynsuu (0), MonepeyHbId cpe3 uepe3 HeMIIOHOBBIA UMILTAHTAHT (C).

Taxum oOpa3om, ObLIO MOKAa3aHO, YTO MPHU 3apaKEHUU HACEKOMBIX CyOJIeTalbHON
KOHIeHTpanuen bT mnpoucXoauT yBeIMYEHHE AKTUBHOCTH PEAaKUUW KJIETOYHOIO
MMMYHHOI'O OTBETA - ()aroluTo3a U MHKANCysiuu. [lonyyeHHbIE TaHHbIE COTTIaCyIOTCS
C pe3ynbTaTamy, IOJIy4YeHHbIMU APYTHMMH HUCCIEA0BATEIIMH, B KOTOPBIX ITIOKA3aHO, YTO
y MENbHUYHON orHeBkHM Ephestia kuehniella mpouCXOAWT TOBBIINIEHWE AaKTUBHOCTHU
KJIETOYHOTO MMMYHHOI'O OTBETa IPH 3apakeHUu Apyrum noiasuaoM BT - ssp kurstaki
(Rahman et al., 2004). Oxrako, aBTOPHI JAHHOTO MCCJIEAOBAHMS UCIIOIH30BAIIN TOJIBKO
BBICOKHE [103bl OAKTEPU M CTUMYIUPYIOMUX 3PPEKTOB, HAOTIOAAEMBIX HAMU MpPH

cybiietanbHOM MHGEKIMY, OHU He 3aUKCHUPOBAJIH.
@O akmugHocmyb 8 naasme 2emMoIUMPbl

['emonumMda HaCEKOMBIX SIBJISIETCS OCHOBHBIM MecTOM auciokanuu npod®@O u OO,
IpUYeM KOHIEHTpalus (epMeHTa B IJJa3Me€ 3HAYUTEIBHO BBIIIE, YEM B IeMOIUTAaX.
[Ipu pa3nu4HBIX MaTOreHe3ax COOTHOIIEHUE aKTUBHOCTH B TEMOIIUTAX U TIa3ME MOXKET
3HAYUTENbHO MEHSThCS. B cBa3u ¢ dem, kpome PO TOJOXKUTEIBHBIX KIETOK, MBI
(buKCcUpOBaM aKTUBHOCTH B M1azmMe remonauM@sbl. [Ipu cybneranbHON OakTepuanibHON
uHpekunn ycranoBiaeHo 1.2-1.5 kpatHoe mnosbiiieHne PO aKTUBHOCTH B IUIa3Me
reMoauM @bl TUYUHOK BOIIMHHOM OTrHEeBKU Ha nepBsii (p < 0.001), BTopoii (p < 0.001) u
tpetuit (p < 0.001) guu mocne 3apaxkenusi (pucyHok 15). Ilomyneransubiii (JIKS0)
OakTepno3 Takke npuBOAW K yBenndeHHtro OO aKkTUBHOCTH Yy 3apa)KCHHBIX
HacekoMbIX Ha mepBeiil (p = 0.037), Bropoit (p = 0.042) u Tpetuit (p = 0.023) num
UHQEKIUH MO CpPaBHEHHUIO C KOHTposieM (pucyHok 15). CnemyeT OTMETHUTH, YTO

aktuBarus OO B m1a3me OblIa TOCTOBEPHO BBIIIC TPU CyOJIETATHPHOM 3apaKECHUH, YEM
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npu nonyieraasbHoM Ha nepBoiid (p = 0.016) u tpetuit (p = 0.001) nuM >KcriepuMeHTa

(pucyHok 15).
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Pucynok 15. ®deHomokucaa3Hasi akTUBHOCTh B TemonuMpe y nmuuunok G. mellonella,
3apaxxeHHbIX cyOnerampHOUM (JIK15) wm momynerampnoit (JIKS50) konmentpanuei
Ooakrepuit B. thuringiensis (bT) (*p<0.05 mno cpaBHEHHMIO C He3apa)KEHHbIMU
HaceKOMbIMHU (KOHTpPOJb), ++ p <0.05 mo cpaBHenuto ¢ JIKS0, n=60 Ha BapuaHT Ha

KQKyI0 BDEMEHHYIO TOUKY).

Koaeynayusa cemonumahot

Mpbl He OOHapYKUJIH TOCTOBEPHBIX OTIMYUN B KOATYJSILIMH TEMOTUM(BI MEXITY
KOHTPOJIbHBIMH HACEKOMBIMHU U HACEKOMBIMH, 3apaXCHHBIMHU CYOJIeTaJbHOM 10300
Oakrepuii (pucyHok 16). OgHako, momyneTaabHas WHOEKIUS TPUBOAMIA K CHIDKCHHUIO
aKTUBHOCTU KOAryJISIIIMM B TEYEHUH BCeX Tpex cyTok skcnepumenta (p = 0.008), (p <
0.001), (p = 0.002) cooTBeTcTBEeHHO (pHUCYHOK 16). CneayeT OTMETUTh, YTO B TEUECHUH
BCEr0 HKCIEPUMEHTA, Y HACEKOMBIX 3apakeHHbIX JIKS0 akTUBHOCTH Koaryssiiuu Oblia
HIDKE 4YeM y HacekoMbix 3apakeHHBIX JIK15 (p = 0.048), (p = 0.007), (p = 0.039)

COOTBETCTBEHHO JTHSIM IOCJIE 3apaKEeHUsI (PUCYHOK 16).
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Pucynok 16. AkTuBHOCTH Koaryisiuu B remoinuMmdpe y nuuuHok G. mellonella,
3apakeHHbIX cyoseranbHo (JIK15) um monyneranbnoit (JIK50) koHIeHTpanuei
Oakrepuit B. thuringiensis (BT) (*p < 0.05 mo cpaBHEHHIO C HE3apaKEHHBIMU

HAaCEKOMBIMU (KOHTPOJIb), n=60 HA BApUAHT HA KAXKyI0 BPEMEHHYIO TOUKY).

M3BeCTHO, YTO MOBPEXKACHUE KYTHUKYJbl WM KUIIEYHUKA MOXKET MPUBOJIUTH K
JIOKaJbHOM  aKTHBAalMM KOAryJsilMW, OJHAKO AaKTUBALMS YCWIMBAETCS, €Cld
MOBPEKACHUE COMPOBOXKIAETCS MPOHUKHOBEHUEM UYXEPOAHBIX areéHTOB, KPOME TOTO,
MOXKET IMPOUCXOJAUTh OO0pa30BaHUE KOAryJIMPOBAHHBIX CTYCTKOB BOKPYI MPOHUKIIHUX
NaTOTEHOB, YTO OTPAaHUYMBAET PACHPOCTPAHEHHWE MHUKPOOPIaHM3MOB B TIeMOIIETe
Hacekombix (Haine et al., 2007). K coxanenuto, paboT MO H3Y4EHHUIO MpoIecca
koaryimsiuud npu Oakrepuo3e BT mpaktuuecku He cyuiecTByeT. M3BecTHO, 4TO
HEKOTOpBIE MPOKOATYJISHTHI MOTYT HHAKTUBHpOBaTh TokcuHbl BT (Ma et al., 2005; Ma
et al., 2012). HaGmrogaeMoe HaMU CHUKEHHE aKTUBHOCTH KOAryJisiiuu (PUCYHOK 16),
pU TOJIYJIETAIbHOM OaKTepuasbHON MH(MEKIUU MOXKET OBITh CBA3aHO C HEJOCTATKOM
KOMIIOHEHTOB KOarynsinuu (IumnodopuH, Kanblui, TpaHcriaoTamuHasza) (Altincicek et

al., 2008; Dushay, 2009; Li et al., 2002), a Takxe BCJIEACTBHE YMEHBIICHHUS OOIIETro
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KOJIMYECTBA TE€MOIMTOB, OTMEUEHHOTO HaMH MpH mnodyietanbHo uHpexiun BT

(pucynoxk 11).
JIuzoyum-noo0obHas akmusHOCmMs 8 niazme eemoaumpsl

CyOneTanbHblii 0akTepro3 MPUBOAWI K JOCTOBEPHOMY YBEIWYECHHUIO JH3OLMM-
MoJI00HON aKTUBHOCTU B TemMojiuM(e Mo CpaBHEHHUIO ¢ KOHTPOJEM Ha MepBbid (p =
0.016), Bropoit (p < 0.001) u tpetuit (p = 0.043) quu nocne 3apaxxkenus (pucyHok 17).
Cxoxxue pe3ynbTaThl OBLIM MOJYYE€HbI W Tpu modyietanpHoi uHpekunu BT. B
yacTHOocTH, Tociie 3apaxeHuss JIKSO akTuBHOCTH Ju301MMa Oblja BbIIIE, YEM B
koHTpose Ha nepsbie (p = 0.002), Bropsie (p < 0.001) u tperbu (p = 0.033) cyTku
(pucynox 17).

A ] KouTtponb

2.50 x X [ 3apaxenue BT (JIK15)
' _I_ Bl 3apaxenue BT (JIK50)
2.254 ok

2.00- ) : 'I‘
1.75-

1.50-

1.25-

1.00 .

| 1
1 OeHb 2 [O€eHb 3 aeHb
Bpems nocne 3apaxeHus (gHu)

>

-30Ha nuainca

JInsoymm-nogobHas akTUBHOCTb
(skBMBanNeHT nusouunma mr/mn)

Pucynox 17. JIuzoruMm-niono0OHasi akTUBHOCTh B reMonumbe y muauHok G. mellonella,
3apaxxeHHbIX cyOnetanmpHOU (JIK15) wm momynerampnoit (JIKS50) konmentpanuei
Oaxrepuil B. thuringiensis (bT) (A) (*p < 0.05 mo cpaBHEHHIO C HE3apAKECHHBIMU
HAaCEKOMbIMU (KOHTpOJib), n=60 Ha BapuaHT HA KAKIAYID BPEMEHHYIO TOUKY),
JUTUYECKass AaKTUBHOCTh TIeMOJMM(bI 1O OTHOLIEHHWIO K KIETOYHBIM CTEHKaM

Mirococcus lysodeikticus) (Bb).
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YP06€Hb dKcnpeccuu 2eHoes aHmuMqu06Hle benkos 6 AHcCupoeom mene u

KuuievHuke

AHTUMUKpPOOHBIE Oenku (AMB) SBIAIOTCS BaKHEHUIIMM KOMIIOHEHTOM UMMYHHBIX
peakunii HacekombIx. C momompto Metona I[P B pealbHOM BpeMEHH MbI OLICHWIN
YPOBEHb 3KCIPECCUH PsiJia TEHOB, OTBEYAIOIINX 32 CUHTE3 aHTUMHUKPOOHBIX MENTH/IOB,
B JKMPOBOM TE€JI€ U AMUTEIHAIBHON TKAHM KUIIEYHHKA HACEKOMBIX HA TPETbU CYTKHU
nociie nadumupoBanust bT (pucynok 18, pucynok 19). 3apakeHre HACEKOMBIX ABYMS
KOHLEHTpausiMi OakTepuil MPUBOAWIO K YBEIMUYEHHUIO CHUHTE3a MPAKTUYECKH BCEX
u3zydaeMbix AMbB B )KMpOBOM TeJie ¥ TKaHM KUIIEUHUKA MHPUIIMPOBAHHBIX HACEKOMBIX
10 CPaBHEHUIO C KOHTposieM (pucyHok 18, pucyHok 19). Ilpu 3apa’keHHUM HACEKOMBIX
NOJyJIeTaIbHON ~ KOHLeHTpaumend  Oaktepuir BT B kupoBom  Tenme  ObLIO
3apeructpupoBaHo goctoBepHoe (p<0.05) yBennueHue ypOBHS 3KCIPECCUU TJIOBEpUHA
10 CPAaBHEHHUIO C HACEKOMBIMH, 3apaKeHHBbIMH cyOJsieTaibHOM n030i BT. Takxke Obuia
OTMEYEHA TEHACHIMUS K YBEIUYEHHUIO SKCIPECCHMH TajVIEPUMHULMHA Y HACEKOMBIX,
3apakeHHbIX Oaktepusmu BT JIKS50. Ilpu sToM ypoBeHb 3Kcmepeccuu liekponuHa /|
o1 goctoBepHO (p<0.05) HuXkE B KUPOBOM TeJI€ HACEKOMBIX, MH(GUIIMPOBAHHBIX
noJryJieTaibHOM 10301 BT no cpaBHEHHIO C HACEKOMBIMU, 3apaXKEHHBIMH CYOJIETAIbHON

10301 OakTepuil (pucyHOK 18).
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Pucynok 18. Okcmpeccusi aHTUMUKpPOOHBIX OENTKOB B JKUPOBOM Telle JIMYMHOK
G. mellonella, 3apaxennsix cyoOneranpHoit (JIK15) wu momyneransnoi  (JIKS50)
KoHIleHTparuen Oakrepuit B. thuringiensis (BT) (*p < 0.05 mo cpaBHeHHIO C
HaceKoMbIMH, 3apakeHHbIMU Oaktepusimu BT JIK15, n=3 Ha BapuaHT uisl KaXKI0To

reHa).

Crnenyer oTmeTuTh, 4TO CcUHTe3 AMDB HacekoMmbIX B OTBET Ha HH(EKIHIO B
OCHOBHOM M3y4arOT B JKHPOBOM Teile. B TOoxke BpeMms <«JIOKaIbHBIN» cuHTe3 AMD B
KHILIEYHUKE, T.€. HEIIOCPEJACTBEHHO B MECTE NPOHUKHOBEHHUS M Pa3BUTHUS IATOTCHHA,
MOXKET UIpaTh BAXHYIO pPOJb Ha TMEPBBIX JTamax BO3ACHCTBHS OakTepuil M UX

MeTa0OJUTOB Ha OpraHu3M HACCKOMBIX. HpI/I HN3Y4YCHHUHN YPOBHA OKCIIPECCHUHU I'CHOB,
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oTBevaronmx 3a cuHte3 AMbB B kuileyHHKe, OBLIM MOJYyYEHBI CIEAYIOIIUE JaHHBIE
(pucynox 19). 3apaxkeHne HACEKOMBIX MOJYJETAIbHON 10301 OakTepuil BBI3BIBAIO
noctoBepHoe (p<0.05) yBenuyeHue ypOBHS 3KcIpeccud lekponuHa Jl, a takxke Obuia
OTMEYEHA TEHJCHIMS K YBEIMYCHHUIO YPOBHS JKCIPECCUU TaJUIEPUOMHIIMHA B
KHUIIEYHUKE TI0 CPAaBHEHUIO YPOBHEM CHHTE3a Y HACEKOMBIX, 3apa)KEHHBIX
cyOseTanpbHOUW KOHIIEHTparuen Oakrepuit (pucyHok 19). Heo6xomumMo OoTMETHUTH, YTO
3apa)K€HUEe HACEKOMBIX OakTepusiMU BbI3bIBajo JgoctoBepHO (p<0.05) Oosee BbICOKMIA
YPOBEHBb SKCIPECCHM TAaKHX T'€HOB aHTUMHUKPOOHBIX MENTHAOB, KaK rajuIepUOMULIMH U
TaJIMOMUIIMH, B KUIICUHUKE MHQUIIMPOBAHHBIX HACEKOMBIX MO CPaBHEHHUIO C YPOBHEM

CHUHTE3a B )KUPOBOM Tejie (pucyHok 18, pucyHok 19).
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Pucynox 19. Dxkcmpeccus aHTUMUKPOOHBIX OE€JIKOB B KHUIICYHHKE JIMIYMHOK

G. mellonella, 3apaxennwsix cyoneranpHoit (JIK15) wu momyneransnoit  (JIK50)
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KOHIIeHTparuen Oaktepuit B. thuringiensis (bT) (*p < 0.05 mo cpaBHEHHIO C
HaceKoMbIMH, 3apaxeHHbIMU Oaktepusimu BT JIK15, n=3 nHa Bapuant mns Kaxmaoro

reHa).

CornacHO MOJTYYCHHBIM HaMHU JTaHHBIM, MPHU 3apAKCHUH HACEKOMBIX OaKTepUsSIMHU
OPOUCXOANT YBEIMUYECHUE YPOBHS CHHTE3a TAaKUX AHTUMHUKPOOHBIX MNENTHIOB, Kak
ranuomMuniuH, ITekpornuH [ u  6-Tox, KoTopeie 00nagaroT aHTHOAKTEPUATBHOM
aKTUBHOCTBIO, B TOM YHCJIe MPOTUB OakTepuid Bt ssp galleriae n Bacillus cereus (Vogel
et al., 2011; Xu et al., 2012). Kpome Toro, npu HHPHUIIMPOBAHUN HACEKOMBIX HAMH ObLI
oTMeueH O0oJiee BBICOKHN YPOBEHb OKCIPECCHH H3Y4aeMbIX T€HOB B KHIICYHHUKE

HAaCEKOMBIX 10 CPABHEHUIO C YPOBHEM CHHTE3a B ) KUPOBOM TEJIE.
Caunencumne enogepuna y IUYUHOK 8OWUHHOU 02He8KU npu 3apadicenuu BT

Jlist Gosee neranbHOTO aHanu3a Bkiana AMDB B 3amuTy npoTuB OakTepuanibHOU
UH(DEKIUU, Mbl MPOBEIH HKCIEPUMEHT C MOJABICHUEM HKCIPECCUU (CalJICHCUHTOM)
IJIOBEpUHA. BbIIO yCTAHOBIIEHO, YTO MOJABIEHUE SKCIPECCUU TJIOBEPHUHA MPUBOAUT K
JIOCTOBEPHOMY YBEIMYEHUIO CMEPTHOCTH HACEKOMBIX MpU OakTepuaibHOM HHPEKUUU
BT (pucynokx 20). U3BecTHO, 4YTO TOBEepHUH 00JalaeT aKTUBHOCTHIO mpoTuB BT
(Hwang, Kim, 2011). [Tomyyennsie HaMu AaHHBIC MOTYCPKUBAIOT 3AMIUTHYIO POJH

nanHoro AMbB nipu GakTepuo3e.
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Pucynox 20. CMepTHOCTb JIMYMHOK BOIIMHHON OTHEBKM TMpU  3apa’K€HUU
B. thuringiensis BT mnocine wunbekuu ¢uspactBopa, uHTepdepupyromeint APHK-
I'moBepun um auPHK-GFP (xak nmomomautensHOTO) KOHTpOds (*** p<0.001 mo

cpaBHeHMIO ¢ uHbeKIuen guszpactropa u MPHK-GFP, n=150 Ha Bapuanr).

[TosmyueHHBlE JaHHBIE COTJIACYIOTCA C pE3yJbTaTaMH, MOJIYYEHHBIMU APYTHMHU
HCCIIEIOBATENIIMU, B KOTOPBIX IIOKa3aHO, YTO YpPOBEHb cuHTe3a AMDb 3HauuTENnBHO
YBEJIMYUBAETCSI B KUPOBOM TEJ€ y HACEKOMBIX OTpsiia YEIIyeKpbUIble B OTBET Ha
nepopaiibHylo OaktepuanbHyro uHdekuo bT (Hwang, Kim 2011; Yang et al., 2011;
Vogel et al., 2011; Xu et al., 2012). Oxnako, yBenn4eHHe YPOBHS 3KCIPECCUU TE€HOB,
OTBEUaroLMX 3a cuHTe3 AMDbB B KullleUHMKE, IpU pa3BUTHH KullleyHOro Oakrepuosa bT
y HACEKOMBIX OTpsJa YelIyeKpbUIble OBbLIO MOKAa3aHO BIEpBbIE. TakuM 00pa3oM,
YCTaHOBJIEHO, YTO MPOUCXOJUT AaKTUBALUsA HECHenu(pUIecKoro aHTUMHUKPOOHOTO
OTBETa Ha KHILIEYHYI0 OakTepuanbHyro nHpeknuto bT. IlokazaHo, 4TO BereraTuBHBIE
kinetku BT uysctButensubl k psny AMb (Yang et al., 2011). Ilo-Buaumomy, AMbB
HaCEKOMBIX MOTYT YHHMUYTOXXaTb BereratuBHble KieTku BT, oOpasyroumecs u3
nomaBmMx B KumeyHuk crnop bBT. DTo Moxker OBITh BaXHBIM  3TalioM

aHTHOAKTEpUAIBbHOMN 3aIlUThI, TOTOMY YTO JJISl YCIEITHOrO pa3BuTusi Oakrepuoza BT
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BEreTAaTUBHBIE KJIETKH JIOJKHBI CHHTE3UPOBATH Pl (PaKTOpOB BUPYJIEHTHOCTH (Agaisse
et al, 1999). Kpome TOro, u3BeCTHO, YTO pa3NUYHbIE BHUABI OaKTEPHAIBHON
MUKPO(DIOPHI KUILIEYHUKA TAKKE MOTYT MPUHUMATh Y4acTHE B MPOILIECCE CENTHUIIEMUU
(Broderick et al., 2009; Broderick et al., 2010; Raymond et al., 2010). [To-Bunumomy,
nerictBue AMb MoxeT ObITh HampaBiieHO HE TOJIBKO Ha Oaktepuu bT, HO u Ha nApyrHe
Oaktepun kuiedHo Mukpoduopel. Kpome Toro, AMbB OynyT SBISITBCS MOIIHON

CHUCTEMOH, MpeAoTBpalnaromeil pazsurue BTopuuHbix uHpekuuii (Wojda et al., 2009;

Mak et al., 2010).

OO6001mas TMoMy4YeHHbIE JAaHHBIE, MOXHO CJelaTh CJIEAYIOUIME BBIBOJIBI.
MMMyHHBI ~ OTBET  ABIAETCA OJHMM W3  KOMIIOHEHTOB  MHIYLMPOBAaHHOMN
PE3UCTEHTHOCTH HAaceKOMbIX K OakrepusiM BT m MoxkeT mpuHHMaTh yyacTHe B 3alllUTE
OpraHu3Ma HaceKOMOro mpu OakTepuanbHON KuieyHou uHekuu. [Ipu aTom cnexyer
OTMETUTh akTUBHOE yuyacThe AMDB npu OakTepuose, 1 OCOOEHHO MX MOBBIIIEHHBIH
CHUHTE3 B TKaHU KulleyHuka. Kpome TOro, yBennueHue CMEPTHOCTHM HACEKOMBIX IPH
nojasyIeHnH 3kcnpeccud AMD — rioBeprHa, CBUAETENBCTBYET O BaXKHOM POJIM JaHHBIX

MOJIEKYJ B 3aIlIUTE MPOTUB OakTepuanbHoi nHpeknuu bT.

3.5.2. Iloka3aTe iy MMMYHHMTETA Y JMHHUI BOIIMHHON OTHEBKH € PA3JIMYHOM

YYBCTBUTEJIBHOCTHIO K B. thuringiensis

AxmugHnocme gheHon0KCUOa3 u UHKANCYIAYUU 8 ceMOoTuUMpe

IIpu cpaBHeHHMH aKTUBHOCTH (DEHOJOKCHAA3 IUIa3Mbl HE OBLIO IOKa3aHO
JIOCTOBEPHBIX OTIMUMK y JHUUYUHOK G. mellonella cenexTUPOBAHHOW JIMHUU TIO
CPaBHEHHUIO C HACEKOMBIMHU KOHTPOJIbHOW JUHUU (pucyHOK 21, Bb). bbulo ycTaHOBIIEHO
nocroBepHoe (p < 0.05) cHMKEHHE aKTUBHOCTU IpOLECCa MHKAICYJALUU Y JIMYUHOK
G. mellonella cenekTUpOBAaHHOW JIMHUU IO CPABHEHHUIO C HACEKOMBIMU KOHTPOJIBHOMN

auHuM (pUcyHoK 21, A).
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Pucynok 21. AkTuBHOCTh MHKancysiuu (A) u deHonokcuaas B miazme (b) nuunHok
CEJNICKTUPOBaHHOW JimHUH (ycTol4uBbie K B. thuringiensis bT) u KOHTPOIBHON JTUHUU
(BocnpuumuuBbsie K BT) (***p < 0.001 nmo cpaBHEHUIO C KOHTPOJIbHOU JTMHUEH, N=60-

120 Ha BapuaHT).

HccnenoBanust KI€TOYHOrO M TYMOPAIbHOTO UMMYHHUTETA Y JIMNHUMA HACEKOMBIX C
MOBBIIIEHHOM YCTOMUYMBOCTBIO K bBT mnpaktuueckn oTCyTcTBYHOT. CyIIECTBYIOT
eAMHUYHbIE PabOThl, B KOTOPHIX MOKa3zaHo, uro PO cucreMa U JUNOPOPUHBI MOTYT
OBITH OTBETCTBEHHBI 3a yBenWueHHE ycroiumBoctu Helicoverpa armigera x CrylAc

tokcuny BT (Ma et al., 2005; Sarjan et al., 2009). Mbl He HaOmOJa€M YBEJIUYEHUS
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akTuBHOCTY PO UM HHKANCYJISIUU Y YCTOMYMBBIX HACEKOMBIX I10 CPaBHEHHUIO C
BOCIIPUUMYHBBIME. bosiee Toro, 3a)MKCUPOBAHO CHIKEHNE aKTUBHOCTH WHKATICYJIISIIUN
y YCTOMYMBBIX HACEKOMBIX, YTO MOXET CBHUJIETEIbCTBOBATH O KOMIIEHCATOPHBIX
MEXaHM3MaxX MEXKJy PEeaklHs MU KJIETOYHOIO M T'yMOPaJIbHOTO MMMYHHUTETA, a TAKXKe
JPYTUMH MOKA3aTeJSIMU KUZHEACATEIbHOCTH HACEKOMBIX. OTCYTCTBUE ajanTallid B
BU/JIC TOBBIIIEHHOTO 0a30BOTO YpOBHS peakuuid MHKancyasiuud 1 @O y ycTONYMBBIX
HACEKOMBIX MOKET CBHJIETEIICTBOBATh 00 BTOPUYHON POJIM JTAHHBIX 3AITUTHBIX CUCTEM
B (h)OpPMUPOBAHUM PE3UCTEHTHOCTU BOIIMHHOW OTHEBKU K BT B X01€ MUKPO3BOIIOLHUU.
B cBsi3u ¢ »3TMM, B JanbHEWINIUX MCCIEJOBAHUSAX HMMYHHUTETa Y YCTONYHMBBIX
HAaCEKOMBIX, Mbl COCPEIOTOUMUIIA CBO€ BHUMAaHUE HA JIOKAIbHBIX UMMYHHBIX PEAKIUAX B
KHUILIEYHUKE KaK MecTe MpOHMKHOBeHUs uHGpeknuu. Kpome Toro, Obl1 mpoBeaeH

KOMILJIEKC UCCIEA0BAaHUI CUCTEMHOIO MMMYHHOTO 0TBeTa AMDB B :kMpOBOM TEe.
Juzoyum-noo0ooHas akmueHOCMb 6 KUULeUHUKe

JInzonuM-no100Hasi aKTUBHOCTh B KUILIEYHUKE KaK BOCIIPUMMYHMBOM Tak U YCTOMUMBOM
JUHAM JOCTOBEpPHO yBeluWuuBanach B 1.5 pa3 mpu 3apaxenun (p<0.05, p<0.01)

(pucyHoK 22).
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Pucynox  22. JIuzonmuMm-nonoOHasi ~ aKTUBHOCTh B KHUIIEYHHUKE  JIMYUHOK
CEJICKTUPOBaHHOW JimHUH (ycTol4uBbie K B. thuringiensis bT) u KOHTPOIBHON JTUHUU
(BocnmpunmuuBbie Kk bT) Ha Bropoil aeHs mocie 3apaxenus JIKS0 BT (* p<0.05, **

p<0.01 mo cpaBHEHUIO ¢ HE3apaKEHHBIMU HaceKoMbIMU, N=100 Ha BapuaHT)

YP08€Hb dKenpeccuu eceHo6 UMMYHHO2O omeema )y HACEKOMbLX CEJIEeKMUPOBAHHbIX

Ha ycmouyugocms K BT

[Ipyn aHanu3e MMMYHHOTO OTBETa YCTOWYMBBIX M BOCHPUMMYUBBIX K bT nuHUI
BOUIMHHOM OrHEBKM  Mbl OLEHWJIM YPOBEHb OKCIPECCHHM pAa3IMYHBIX TIE€HOB B
KHILIEYHUKE U )KUPOBOM TeJle HaceKOMbIX. [IoMrMO reHoB oTBevaromux 3a cuare3 AMb
(ranyepuoOMHUIIMH, TaJTMOMHULIMH, TJIOBepUH, HekpornuH-Jl u 6-Tox) Obuia mpoBeaeHa
OIICHKA IByX KOHTUTOB - 2Gm u KOHTUT 19932 oTBeuaronux 3a nepegavyy CBsI3aHHBIX C

MMMYHHBIM OTBETOM CUTHAJIOB B KJIETKaX (CUTHAIBHYIO TPAHCAYKIIUIO).
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Mg yctaHoBUIIM, 4TO 0a30BbIN ypoBeHb dKkcnpeccuu AMbB (6e3 3apaxeHus) y
YCTOMYMBOW JMHUM OBLI BBILIE, YEM Y BOCHPUUMYHMBON (B KuiieuHuke B 1.44+0.27
paza) (pucyHok 23), B xupoBoMm Tene B 4.46+£1.30 pa3) (pucyHok 24). Ilpu sTom,
KpaTHOCTh yBenuueHus skcrpeccud AMbB reHoB oObeIMHEHHBIX B OOWIMH Imyn Oblia

Bblllie B xUpoBoM Tene (3.15+0.53) mno cpaBHeHuto ¢ kumeyHukom (1.41+0.23)

(p<0.05).

IIpn 3apakeHMM yCTOMYMBOM M BOCIPUHMMYHMBOM JIMHUM HACEKOMBIX [aHHAs
TEHJCHIIHUS COXPaHsIach. Y YCTOMUYMBBIX HACEKOMBIX YpOBEHb dkcnpeccu AMb reHos
OCTaBaJICS BBILLE 10 CPABHEHUIO C BOCIPUMMYMBBIMU U B KUILIEUHUKE (PUCYHOK 24), U B
KUpoBOM Tene (pucyHok 23). Ciexyer OTMETUTh, YTO IPHU 3apaKEHUHM HACEKOMBIX
oOeux nuHuil Oakrepusimu bT, ObUTH yCTaHOBIIEHBI TKaHE-CIieHEePUUECKUE PA3TUIUs B
ypoBHe 3kcnpeccun AMB. B actHOCTH, 3KCIpeccus rajiepuoMHULIMHA Obuta B 45 pas
BBIIIIE, a TAJUIEPUOMHIIMHA, TioBepuHa M 6-Tox B 6-7 pa3 BblIE B KUIICYHUKE
YCTOMYMBOM M BOCIPUMMYMBOW JIMHUU TP 3apakeHnH bT mo cpaBHEHUIO € KUPOBBIM
TenoM (pucyHok 25). B kKupoBOM Teie 3apak€HHbIX HACEKOMBIX HW3MEHEHUE
DKCIIPECCUU Psila TEHOB OBbLIO PA3HOHAIIPABICHHO (TAIEPUOMUIMH CHUXKAJICS Yy
YCTOWYMBBIX, a HekponuH-J[ u 2GM y BocnipuumumBeix). [Ipu 3Tom sxcnpeccuss AMb
(6-Tox, uexponun-/l, rauiepuomurivt), 2GM, kortur 19932 Op11a B 2-3 pasza BbIIIE Y
YCTOMYMBBIX U BOCIIPUMMYHMBBIX HACEKOMBIX NpH 3apaxkeHuu bT mo cpaBHEHMIO C He
3apakKeHHbIM KOHTpoJieM. Dkcnpeccusi kontura 19932 Opuia Beime (B 40 pa3z) (p<0.05)
B JKMPOBOM TEJI€ YCTOWYMBBIX HACEKOMBIX NpHU 3apaxeHun bT, mo cpaBHeHUIO ¢

BOCIIPUMMYMBBIMH (PUCYHOK 25, A).
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Pucynox 23. Dxcnpeccusi aHTUMUKPOOHBIX OEJIKOB B JKUPOBOM Te€J€ JIMYMHOK
BOIIMHHON orHeBKU (. mellonella KOHTpONbHON JNHMHUKA (BOCHIPUHMMYHMBBIE K
B. thuringiensis BT) u cenekTUpOBaHHONW Ha YCTOMYMBOCTh K OaKTepHUsIM JIMHUU
(ycroiiuuBbie k bT), He 3apaxkeHHbIx U Ha (poHe 3apaxkeHus: nomyneranbHoi (JIK50)
KoHIeHTparuen Oakrepuii B. thuringiensis (bT) (BTopbie CyTKH mOcCie 3apa’keHUs),
JAaHHBIE TMPEJICTABIECHbl KaK KPaTHOCTh M3MEHEHHH B KOHCTUTYI[MOHAJIbHOU (0€3
3apakKeHHsI) OKCIPECCMM TE€HOB Y YCTOMYMBBIX HAaCEKOMBIX IO CpPaBHEHHUIO C
BOCIIPUMMYMBBIMM M KaK KpPAaTHOCTh HU3MEHEHHH B OJKCIPECCUU Yy YCTOMUUBBIX
HAaCEKOMBIX IO CPAaBHEHHUIO Y BOCHPUMMYUBBIMH Ha ¢oHe 3apakenus BT, n=3 nHa

BapUAHT IJIA KaXXJI0TO I'CHA.
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Pucynox 24. Dxcrnpeccusi aHTUMUKPOOHBIX OEJIKOB B KUILIEYHUKE JTUYMHOK BOIIMHHOU
orueBku G. mellonella KOHTPOIBLHOU TUHUHU (BOCTIPUUMYUBEIC K B. thuringiensis bT) u
CEJICKTUPOBAHHOW HA YCTOMYHMBOCTh K OaktepusiM juHHHM (yctonWuuBbie Kk bBT), He
3apakeHHBIX U Ha (PoHe 3apakeHus nosyneTanbHou (JIK50) koHIIeHTpalue 6akTepuit
B. thuringiensis (BT) (BTopble CyTku mocie 3apakeHwusi), JaHHBIC MPEACTaBICHBI KaK
KpPaTHOCTh M3MEHEHUIN B KOHCTUTYIIMOHAJIBLHOM (0€3 3apakeHHs) HKCIIPECCUU T€HOB Y

YCTOI>'I‘{I/IBBIX HAaCCKOMBIX II0 CPAaBHCHUIO C BOCIHPUUMYMBBIMU M KaK KpPATHOCTb
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U3MEHEHHMM B OKCIPECCHM Y YCTOMYMBBIX HACEKOMBIX II0 CpPaBHEHUIO Yy

BOCIIPUUMYNBBIMHU Ha (I)OHC 3apaKCHUs BT, n=3 Ha BApHUAHT JIA KAXKIAO0T'0 I'CHA.
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Pucynok 25. Dkcnpeccuss aHTUMUKPOOHBIX OCJIKOB B KUPOBOM Telie (A) M KUIIIEYHUKE
(b) muuunoxk G. mellonella cenekTupoBaHHOW NWHUM (yCTOWYWUBBIC K B. thuringiensis
BbT) u xoHTponbHON nuHUM (BocnpunmuuBbie K bT), Ha BTOpble CYTKH TOCIHE
3apakeHus: nosyietanbHor  (JIK50) konmentparuent Oaktepuit  bT; maHHBIC

MNpCACTABJICHbI KaK KpPaTHOCTb U3MECHCHUI B 9KCIIPECCMHU TCHOB Yy 3apa’KCHHbBIX
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HACEKOMBIX IO CPABHEHHUIO C KOHCTUTYLUMOHAIbHOW (0€3 3apa)xeHusi) SKCIPECCUEH,

Nn=3 Ha BapHAHT 15l KAXKAO0r0 reHa.

Hapymenue nenoctHoctu kuieyHrka mpu 6akrepruose bT cozmaer "BopoTa" miis
uHpekunu. Ha nannoil cragum OakTepuu MPOHUKAIOT M3 KUILIEYHHUKA B T€MOIIEIb, YTO
OPUBOJUT K CENTHIEMHM U TuOenu xo3snHa. IMMyHHas cucremMa Ha JaHHOM JTare
MH(DEKIIMOHHOTO TMPOoIlecca MOKET BBICTYNATh BAXKHBIM (PAKTOPOM, OrPAHHUYUBAIOIIUM
YUCJIEHHOCTH NpOHUKaromux Oakrepui. I'enbl komupyromme AMDB  umenu
MOBBIIICHHBIA 0a30BbI YpPOBEHb O3KCIPECCHH B KHUIIEYHUKE M KUPOBOM TEJE Y
YCTOMYMBBIX HACEKOMBIX. bonee Toro, AMb u nmru3011MM aKTUBUPOBAIIUCH PHU PA3BUTHU
uHpekuuu. V3BecTHO, YTO JNM30LKMM MOXET NPUHUMATh Y4YacTHE B HWHAKTHUBALUU
oaktepuii (Eleftherianos, Revenis, 2011). Takxke ObUIO TOKa3aHO, YTO HEKOTOPHIC
pexomOunanTHeie AMbB o6nagatot 6akTepuoctarnyeckum Bozaeiictsuem Ha bT in vitro
(Yang et al., 2011). Ilpu 3apaxkenun ypoBeHb dkcrnpecud AMbB reHoB ObLT BBINIE Y
YCTOMYMBBIX HACEKOMBIX IO CPAaBHEHUIO C BOCIPUUMYUBBIMU. CXOXKHE€ NaHHbIE ObLIN
MOJIyYeHBbl MPU 3apaXKCHUU KalyCTHOW COBKH Trichoplusia ni HU3KOW 11030¥ Bt ssp.
kurstaki (Ericsson et al., 2009). Takum o0pa3om, MoJyYeHHbIC HAMU JIaHHBIC M PST
JOPYTUX MCCJIENOBAHUIM MOATBEP)KIAIOT HAlly THUIIOTE3Y O TOM, YTO HACEKOMbIE
YCTOMYMBOW JIMHUM MOTYT MPOTHBOCTOSTH OakTepuanbHoil mHpekuumu BT 3a cuer
MOBBIIIEHHOTO 0a30BOr0 ypOBHA W JOMOJHUTENbHOU sKkcnpeccun AMDB reHoB B

KUIIEYHUKE NPU OaKTepro3e.

O06001mas moydyeHHBIE PE3yJabTaThl, XOTEJIOCh OBl OTMETUTh, YTO TEPOPaTHLHOE
3apaKE€HHE HACEKOMBIX CyONeTanpHbIMU jJ03aMu BT TpHBOAMT K YBEIHUYSHHIO
KJIETOYHOTO WMMYHHOTO OTBeTa - (arommro3a W HHKANCylIsuu. Hamu naHHBIE
COTJIACYIOTCSl C UCCleoBaHUsIMU Ha Ephestia kuehniella. Y CcTOMUMBOCTh JTUYMHOK E.
kuehniella x BT Oblia noBbIlIeHa Ha (OHE Mpe3apakeHHs] HU3KUMU J103aMH OaKTepuil u

KOppenupoBaia ¢ MOBbIIEHHOW Menanu3anueil B remosmmde (Rahman et al., 2004).
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Bo3MoxHo, 4TOo cyOmeranbHblii Oaktepuo3 BT mnpuBOOUT K HE3HAUYUTEIIBHBIM
MNOBPEXACHUAM KJIETOK OSMUTEINS KHUIIEYHHKA, KOTOPBIX HE JOCTATOYHO MJIsi €ro
pazpymienust. OJHAKO TOBPEXACHUS  DIMUTENUATIbHBIX KIETOK W AHTUTCHBI
NPOHUKAIOIIME B TEMOIENb (CIOpbl OakTepwii, METauionpoTea3bl U (PparMeHTHI
NENTHIOTINKAHA) 3allyCKAlOT CUTHAIBHYIO TPAHCIYKIIUIO, TPUBOISIIYIO K HACBIILICHUIO
reMoJiuM(}bl aKTUBATOPAMU UMMYHHUTETA U COOTBETCTBEHHO K "MIOJITOTOBKE" OpraHu3mMa
IPOTUBOCTOATh OakTepuaibHoi mHpekuuu (Altincicek et al., 2007; Broderick et al.,
2009). CymecTByeT MPEANooKeHHEe O TOM, KaK IMPOMCXOJUT Iepejlaya CUTHajla B
reMolesib i aKTUBAllMM HWMMYHHOTO OTBETa, NpU NPOHUKHOBEHUU OaKkTepuil B
KUIIEYHUK HACEKOMBIX. BeposiTHO, CHUTHAN MOCTYMaeT B T€MOLENb NPU CBS3BIBAHUU
TOKCHHA C PEUENTOPOM Ha MOBEPXHOCTH SIUTETUANIBHOW KJIETKH C MOCIeayIolen
aKTUBAIMEN MPOIIECCOB CHUTHAJIBHOW TPAHCAYKIMH, YTO B PAJE CIydyaeB MOXKET U HE
OpUBOIUTH K paspyuieHuto kinetku (Jurat-Fuentes et al., 2006; Zhang et al., 2006).
Kpome Ttoro, mpu paspylieHHMH KIETOK KHIIEYHUKA OaKTepUaJbHbIM TOKCHHOM,
KOMIIOHEHTHI KJIETOK U OaKTepuil MOTYT MPOHUKATh B remouenb HacekoMbix (Qriffitts,
Aroian, 2005; Rahman et al., 2007; Broderick et al., 2010). Takxe BeposiTHO, MOXKET
MPOUCXOIUTh CHHTE3 CUTHAJIbHBIX BEIIECTB KieTkaMmu kuiieunuka (Buchon et al., 2009;
Broderick et al., 2009). CymecTtByeT mpearnooKeHne O TOM, YTO TaKOW CHUTHAIBHOU
MOJIEKYJIOH MOKET SBISATHCA OKCHUJl a30Ta, KOTOPBHIA MPOHHUKAET B TIeMOLETb W3
KUIIEYHUKA M 3allyCKaeT CUTHAJbHBIA KacKaJ aKTUBALlUM CHUHTE3a aHTUMHKPOOHBIX
nentuioB B sxupoBoMm Tene (Buchon et al., 2009; Broderick et al., 2009). Cnenyer
OTMETHUTH, YTO HEOOJIbIINE TTOBPEKAECHHUS AIUTENHUSI MOTYT BOCCTAHABIMBATHCS 32 CUET
nossiteHus nponudeparun (stem cell proliferation) (Baton, Ranford-Cartwright, 2007,

Buchon et al., 2010; Castagnola et al., 2011).

Kpome TOro, o posii MMMyHHBIX pEaKIUM{d B 3AIIUTE HACEKOMBIX OT KHUIIEYHOMU
OakTepuanbHOW uWHPeknuu, BbIBBaHHOW bT, TOBOPAT pe3yabTarhl HEJABHHUX
VCCIIEIOBAHUM O BJIMSIHUM MMMYHOCYIPECCOPOB, YBEIMYUBAKOIINX YYyBCTBUTEIBHOCTD
HACEKOMBIX K OakTepusiM. BbpIIo MokazaHo, 4YTO TMOJABJICHHE pEaKIui HUMMYHHOTO

OTBCTAa I/IHFI/I6I/ITOpaMI/I BﬁKOBaHOI/IHOB M KOMIIOHCHTaMH saa I1apa3suTOHMJ0B MOKCET
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yBEJIMYMBAaTh YyBCTBUTEIHLHOCTh HacekoMblx K Oaktepusim BT (Kwon, Kim, 2007,

Richards, Dani, 2010; Shrestha, 2010; Broderick et al., 2010).

B 3akmtoueHun xoTenoch Obl OTMETUTh, UTO KUIIEUHbINH OakTepro3 BT, ocobeHHO
cyOneTanbHblii, MPHUBOJUT K CTUMYJSALUUA KIETOYHOW M TYMOPaJbHOM HUMMYHHOMR
CUCTEMbI BOUTMHHOM orHeBKU. [Ipu cyOneranbHON MHPEKIUHU TPOUCXOIUT MOBBIIICHUE
AKTMBHOCTM BCEX 3BEHBEB MMMYHHOI'O OTBETa. BO31elCTBHE HA MMMYHUTET J030-
3aBUcuUMoOe. B dacTHOCTH, OCTphI OakTepno3 MPHUBOIUT K CHIKEHHUIO KJIETOYHOTO
UMMYHHOTO OTBE€Ta Ha NO3AHUX CTaaAusIX HMHQPEKIHH, YTO BEPOSTHO CBS3aHO C
UCTOLICHUEM IIyJla TeMOLMTOB Ha (oHE MHTOKCUMKauuu. [Ipu 3TOoM rymopanbHble
uMMyHHble peakuus (PO, muzouuM, AMDB) ocTalTCs MOBBIIEHHBIMU, YTO
CBUJICTEIICTBYET O CBOEOOPAa3HOM KOMIIPOMHCCE MEXKAY 3BEHBSIMH KJIETOYHOTO U
rymopanbHoro uMmmyHurera. IlomaBnenune skcnpeccun reHa AMbB —ranmmvunmbHa c
nomombio PHK wunTepdepenuun mnosbinaeTr cMepTHocTh npu Oakrepuoze BT, uro
NOTYEpKUBAeT BakHyI0 ponb AMDB mpu kumeyHom Oakxrtepuose. MIMMyHHBII OTBET
ycToiunBbiX K BT HacekoMbix opueHTHpOoBaH Ha AMDB u B OoJbIlel cTeNeHN CBSA3aH C
KHUILIEYHUKOM. AJanTaieil yCTOMYMBBIX HACEKOMBIX SBIISIETCS] MOBBIIIEHHBIM 0a30BbIN
ypOBeHb HMMYyHHTETa. Hacekomple "MOATOTOBIEHB" K MOTEHIIMaIbHON nH(peknn. Ha
OCHOBE IOJYYEHHBIX JAHHBIX Mbl MOXEM MPEANOJIOKUTh, YTO KIETOYHBIM H
T'YMOPJIBHBIA MMMYHHMTET HWIPAIOT BAKHYIO POJIb B HMHAYLHUPOBAHHBIX 3aIUTHBIX

peaknusx, a Takxke GOpMHUPOBAHUN KOHCTUTYITHOHAIBHON ycTOWYUBOCTH K BT.

3.6. OKMCIUTENbHO-BOCCTAHOBUTEIbHBIN 0aJIaHC Y HACEKOMBbIX NIPH 0aKTepuo3e

B. thuringiensis

3.6.1. Posib aHTHOKCHIAHTHOI CHCTEMBbI B KHILIEYHUKe NPU 0aKTepHo3e

B. thuringiensis

N3yuenne anTHokcuaaHTHOM (AQO) cuUCTEMBl HACEKOMBIX MbI IPOBOJMIIM HA

HayaJbHBIX dTanax noJynetanbHol uHpekuu bT, B Tak Ha3pIBaeMblii OCTPBINA NIEPUOJ
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naroreHeza. OctTpeiii nepuojy Oakrtepuo3a BT sBiasercs KpailHE WHTEPECHBIM IS
M3Y4YCHUS] OKUCIUTEIhHO-BOCCTaHOBUTEIRHOTO (OB) Oananca B KHIIIEYHUKE, TaK KaK Ha
psiZie TIO3BOHOUYHBIX JKMBOTHBIX ObLIa MOKa3aHa B3aMMOCBSI3b MEXAY OKHUCIUTEIbHBIM
CTPECCOM W OCTPHIMHU CTaIUSIMH OaKTepUadbHBIX KHIIEUHbIX Ooiye3nert (Mehta et al.,
1998; Pavlick et al., 2002). CnemyeT OTMETUTbh, YTO TEPMHUH OKHCIUTEIHHBIN CTpEcC
HIMPOKO TPUMEHSIeTCS i OmHMcaHus jaucOajaHca B CHCTEME  «OKCHIAHThI-
AHTHOKCHUJAHTBD» NIPU CBOOOIHOPAIMKAIBHBIX MATOJOTUAX Yy M03BOHOUYHBIX (Lih-Brody
et al., 1996; Pavlick et al., 2002 u T.1.) u y HacekombIx (Pardini et al., 1988; Aucoin et
al., 1991; Bi, Felton, 1995; Wang et al., 2001). CHmxeHrne cMEpTHOCTH Ha BTOPOM U
TPETHUI ICHD MOCTIE 3aPaXKCHHS MOKET OBITh CBSI3aHO KaK CO CHIKEHHWEM KOHIICHTPAITUU
TOKCHHA B KUIIEYHHUKE, 32 CUET OTKa3a OT MUTaHHUA, TaK U C 3alUTHBIMH MpOleccaMu

MMPOTCKAOIIMMH B OPraHnU3ME 3apa’KCHHbIX HACCKOMBIX.

N3BecTtHO, 4TO neiictBue TokcMHOB BT Ha snuTenuanbHble KIETKM KHLIEYHUKA
OPUBOJUT K HAPYIICHUIO LEIOCTHOCTH M (YHKIIMOHATBHOM AKTUBHOCTH KIIETOYHBIX
MeMOpaH. [Ipyu 3TOM mpoucxoauT reHepanus 00JIBIIOTO0 KOJUYECTBA aKTUBUPOBAHHBIX
KUCIOpOJIHBIX MeTaboautoB (AKM), a Takke yCUIEHHME AaKTUBHOCTU IIPOLIECCOB
nepekucHoro okucieHust aunuaoB (I10JI), npoayKTel KOTOPOTO TaKKE€ MOTYT SBJISITHCS
AKM (Boctor, Salama, 1983; Irepummuc, 1995; Damgaard, 2000). Heo6xoaumo
OTMETUTH, uTO TeHepanust AKM npoucxoauT B KUIIEYHUKE Y MHOTHX XUBOTHBIX NPHU
pa3BUTHH BocHaIuTenbHbIX Oonie3nei (Kruidenier, Verspaget, 1997). OTu MmeTaboIuThHI
00a1al0T BBICOKOM pEaKIMOHHOW CHOCOOHOCTBKO, OHHM CIOCOOHBI YHUYTOXATb
NPOHUKIINE OAKTEpUH, HO B TOKE BpeMsi MOTYT MOBPEXAAaTh TKAHH M OPraHbI XO3sIEB
(Nappi et al., 2000; Bogdan et al., 2000). B xoHe4HOM cueTe, 3TU MPOIECCHl MOTYT
OPUBOJIUTH K PA3PYLICHUIO KJIETOK SMUTENUS W AUCOYHKIMU KHUIIEYHHKA. M3yueHue
pPOJIM AaHTUOKCHUJAHTHOW CHCTEMBI HACEKOMBIX CPEIM 3aLUTHBIX peakuuid npotuB bT
Mbl MPOBOJMWIM TOJBKO IPHU OCTPOM KHIIEYHOM Oakrepuose. B Oosbluell creneHu
BHUMaHUE ObUIO CKOHIICHTPUPOBAHO HAa AHTHOKCHIAHTHOM CHCTEME KHUIIEUHHKA, KaK

opraHa rje NpouCXOoAsaT Haubosee BakHble 3Tanbl pa3BuTus bT undexkunn. Kpome
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TOIO, OBLI IIPOBCICH aHaJIn3 aHTI/IOKCI/I,ZIaHTHOﬁ CUCTEMbl Y  HACCKOMEIX,

CEJIEKTUPOBAHHBIX HA YCTOMUYMBOCTH K bT.

Konyenmpayus MJ[A

CeszbiBanne TokcuHa bT ¢ penentopamu Ha MOBEPXHOCTH LUTOILIA3MATHYECKOM
MeMOpaHbl 3MUTEIUATBHBIX KJIETOK MPUBOAUT K OOpPA30BAHMUIO IMOP W HAPYIICHUIO
CBOMCTB KJIETOYHOW MeMOpaHbl. DTO MOXET HapyIIaTh MPOIECCHl TMEPEKUCHOTO
OKHUCJICHUSl JIMIIUJOB U Kak cieAcTBUE oOpaszoBaHus Oouiblioro kosumyectBa AKM.
MJIA sBisiercs onHuM u3 uHAMKaTopoB akTuBHOCTU I1OJI (3enkoB u np., 2001). Ha
NIEPBBINA I€HB, MOCTE 3apaxeHus: HacekoMbix bT, MbI 3adukcrupoBanmm noctoBepHoe (p <
0.05) yBennueHue koHueHTpauuu M/IA B KullleYHUKE JIMYUHOK BOLIMHHON OTHEBKH I10
CPaBHEHMIO C HE3apaXEHHBIMU HACEKOMBIMU (pUCYHOK 26). OnHako, Ha BTOPOH JICHb
nocjie 3apaxeHusi KoHUeHTpauuss MJIA B KHIIIEUHHKE HACEKOMBIX CHIDKanach (p <
0.001) (pucyHok 26). Ha tpetuii nens koHmeHntpanus MJA y 3apaeHHBIX HACEKOMBIX

HE OTJIMYAJIACh OT KOHTPOJBHBIX (HE3apa’KEHHBIX) (PUCYHOK 26).
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Pucynox 26. KonrieHTpaiusi MaJOHOBOTO JAUANBACTHIA B CPETHEM OT/EIE KUIICYHUKA
JUYUHOK BOIIMHHOM OTHEBKM mpH 3apaxkeHun Oaktepusmu BT (JIK 50), (* p<0.05 mo
CpPaBHEHMIO C He3apaxeHHbIMU HacekoMbIMU (0 neHsn), *** p<(0.001 mo cpaBHEHHUIO C
He3apakeHHbIMU HacekoMbIMU (0 JIeHb) U HACEKOMBIMU Ha | CYTKHU MOCIE 3apa’KeHHUs,

n=60 Ha BapHaHT).

[TonmyyeHHble pe3yabTaThl CBUIECTEILCTBYIOT, YTO BBICOKHH ypoBeHb MJIA W,
CJIeIOBATENHLHO, MPOIECCOB MepekucHoro okuciaeHus: ymmuaoB (I1OJI), moxer ObITH
pe3yJIbTaTOM pa3pylICHUs KJIETOK AUTENUS KUIIEYHUKA 33 CUET OaKTepUAIbHBIX SHJIO
M 9K30 ToKcuHOB. dopMupoBaHue mOp B KIETKaX, HapylIEHHWE LEJIOCTHOCTH
M1a3MaTHUYeCKOM MeMOpaHbl M OKHCIUTENBHOTO  (POCOPOPUIUPOBAHUS  MOXKET

IIPUBOANUTHL K YCHIICHUIO IIPOLCCCOB ITIOJI u xak CJICACTBUC K YBCIMYCHHUIO I'CHCpAllUU

AKM.
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CoomHouenue OKUCIeHHbIX U 80CCMAHOBICHHBIX MUOJI08

JIist m3ydeHus: BKJIaJa aHTHOKCHUAAHTHOW CHCTEMbI B 3aIIUTHBIC PEAKIUU TPHU
OakTepro3e, MbI TIPOBEIM OIEHKY aKTUBHOCTH psaa (EepMEHTATUBHBIX © HE
(epMEHTaTUBHBIX aHTHOKCHIAHTOB. B 9acTHOCTH, MBI YCTAaHOBWIIM, YTO MPOUCXOIUT
JIOCTOBEPHOE YBEJIMYCHHE COOTHOIIEHUS OKHCICHHBIX THOJIOB K BOCCTaHOBJIICHHBIM
(p<0.05, p<0.001) RSSR/RSH B xumieunuke 3apaxeHHbix bT HacekomMbIX M0

CPaBHEHHUIO C HE3apaXEHHBIMU HA MEPBbIH, BTOPOM MU TPETHHl THU HKCIIEPUMEHTA

(pucynoxk 27).
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Pucynox 27. CooTHOIIEHHE OKHCICHHBIX THOJOB K BoccTaHOBIeHHBIM (RSSR/RSH) B
CpemHEeM OTHele KUIEYHUKAa JMYMHOK BOIIMHHOW OTHEBKH TIPU 3apaKCHUU
oaktrepusimu BT (JIK 50), (* p<0.05, *** p<0.001 no cpaBHEHHIO ¢ HE3apaKEHHBIMU

HacekoMbIMU (0 1eHb) , n=60 Ha BapUaHT).
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N3menenne Oananca TuosioB (yBenudeHue otHomieHus RSSR/RSH) npu
OaKTepro3e MOXKET ObITh CBHICTEIHLCTBOM IOBBINICHHS PAIUKATBHBIX OKACITUTEIHHBIX
nporieccoB. [ToBbIIIIEHNE OTHOMIECHNUSI OKUCIEHHBIX THOJIOB K BOCCTAHOBIICHHBIM TaKkKe
SBJSICTCSL  TIOKA3aTelieM OKHCIMTEIBLHOTO CTpecca, B Cllydae HapyIIeHHs OaaHca

nHakTuBauuu AKM npyrumu antnokcuantamu (3eHKoB u ap., 2001).

AxmugHocms CynepokcuoOUuCMymasvl, 21ymamuon-S-mpancgepasvl u Kamaniazvl

[Ipy aHanu3e axkTUBHOCTHM (PEPMEHTATUBHBIX AHTUOKCHJIAHTOB B  XOJI€
OakTepyaJibHOW  MHPEKIMH  ObUJIO  YCTAHOBJEHO  YBEJIIMYEHHWE  AKTUBHOCTHU
cynepokcuaaucmytassl (CO/) na nepsoie (p < 0.001), Bropeie (p = 0.0094) u tpetue (p
= 0.03) cyrku mocne 3apaxenuss bT (pucyHok 28). B Toxxe Bpems, aKTUBHOCTH
KaTaja3pl OblIa HUXKE Y 3apa)KEHHBIX HACEKOMBIX MO CPAaBHEHHUIO C KOHTpOJIEM: Ha
nepBbiit 1eHb (p < 0.001); Bropoit aens (p < 0.001); Tpetuit news (p < 0.001) (pucynok
29). AxtuBHOCTh TiyTaTHOH-S-TpaHchepassl (I'CT) B KuUIIEYHUKE 3apakKeHHBIX
HACEKOMBIX Obljla JOCTOBEPHO BhilIe Ha nepBblit (p = 0.041) u Tpetuit (p < 0.001) qaU

MOCJIE 3apa)KEHUs [0 CPABHEHUIO ¢ KOHTpoJieM (pucyHok 30).



133

0.05- ¥k
o | %ok sk T
é 0.04 T J_
= T
S 1
= 0.03-
=)
B —
< i - -

0.02 T T 1 T

0 AeHb 1 AeHb 2 NeHb 3 AeHb

Bpemsi nocne 3apaxeHust (aHN)

Pucynox 28. AxrtuBHOCTh cynepokcupaucmyTaszpl (COJl) B cpenmHem oTaene
KHUIIIEYHUKA JIMYUHOK BOIIMHHOW OTHEBKH Ipu 3apakenun 6aktepusimu bT (JIK 50), (*
p<0.05, *** p<0.001 1o cpaBHEHMIO C He3apakeHHbIMU HaceKoMbIMU (0 1eHb), n=60

Ha BapUaHT).
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PucyHok 29. AKTUBHOCTH KaTajla3bl B CPEIHEM OTJIEJI€ KUIIIEUHUKA TUYMHOK BOILIMHHOM
orHeBkH mpu 3apaxkenuun Oakrepusimu BT (JIK 50), (*** p<0.001 mno cpaBHeHuio ¢

He3apakeHHbIMU HacekKoMbIMH (0 eHb), n=60 Ha BapuaHT).
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Pucynox 30. AxtuBHOCTh riyTaTuoH-S-TpaHchepassl (I'CT) B cpemHem oTaeie
KHUIIIEYHUKA JTUYUHOK BOIIMHHOW OTHEBKH IpH 3apakenun O6akrepusimu bT (JIK 50), (*
p<0.05, ** p<0.01 1o cpaBHEHMIO C He3apaKeHHbIMU HacekoMbIMH (0 aeHB), n=60 Ha

BApPUAHT).

[lTomydyeHHbIE pPE3YyJbTaThl CBUIETENBCTBYIOT, YTO IIOBBIIMIEHHAS AKTHBHOCTH
antnokcuaanToB COJl u I'CT MoxkeT mnpuBoAuTh K CHIOKEHHUIO YpoBHS AKM.
VBenunuenne aktuBHocTH ['CT Ha mepBble CYTKH IOCJE 3apaKeHHsI MPOUCXOIUIIO
BMECTE€ C TNOBBbIIICHWEM KOHIeHTparuu MJIA. MoxnHo npenmnosoxuts, uyro ['CT
MPUHUMAET y4acTU€ B MHAKTUBAIUM TOKCUYHBIX NpoaykToB I1OJI, B wactHoctn, ['CT
MOKET HWHAKTUBUPOBATh OPraHUYECKUE THAPOINEPOKCHUIIBI W 3allUINATh KIETKH OT

npoayktoB [1OJI (Morrissey, Brien, 1980).

Cnenyer ormetuth, uro COJ[ u karayma3a NpUHUMAKOT ydyacTUE B MO3TAITHOM
BoccraHoBiieHuu AKM (Munday, Winterboume, 1989; Sies, 1991). IloBbieHHas
aktuBHOCTh COJl mpu OakTepro3e MOXKET NPHUBOJUTH K HAKOIUIEHHIO NEPEKUCH
BOJIOpOJia 3a CUET peakUuu JUCMyTalluu cynepokcuaaHuoHa. Kak ciexnctBue, s

HHAKTUBAllMKU TICPCKUCH BOJO0pOAaA HGO6XOI[I/IM3 AKTHUBallksd KaTaJla3bl. OI[HEIKO,
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aKTUBHOCTb KaTaJla3bl B KUIICUHUKE MHPULIUPOBAHHBIX HACEKOMBIX ObLIA MOHUXKEHA B
TEUEHHE BCEro 3KcrnepuMeHTa (pucyHok 29). Cxoxue AaHHble ObUIM TMOJIYyYEHBI B
UCCJIEIOBAHMUSIX HA HEMApHOM IIEJIKONpsiie NpU MUTAHUM Ha HEOJIaronpusTHHIX
pactenusix (Peric-Mataruga et al., 1996). ABTOophl OTMEUYalu CHIKCHHE aKTUBHOCTHU
karanasbl Ha (poHe pe3koro ypemmuenus aktuBHocTr COJl. M3BecTHO, 9TO aKTUBHOCTH
Karajasbl MOXET MOJABISTHCS  BBICOKMMU KOHIIEHTPALMSIMHU CYNEPOKCHIaHUOHA
(Kono, Fridovich, 1982; Pardini et al., 1988). MsI mpenmonaraeMm, 4To0 aKTUBHOCTh
KaTrajasbl B  KHIIEYHUKE TIOJABIIJIaCh 32 CYET BBICOKOM  KOHILIEHTpaluu
cynepokcuianuona Ha ¢oHe HapymeHuid OB Oananca npu Gakrtepuose. Bo3moxkHO,
GyHKIUKA pa3pylieHusT TEPEKUCH B KJIETKaX BBITIONHINA JApyrue (epMEeHTHl W/Wu

HC(bCpMCHTaTI/IBHBIC AHTHOKCHUJAaHTBhI, TAKHUEC KaK THOJIBI.

Ha BTOpbhie W TpeTbu CyTkM OakTepuo3a BMECTE CO CHIKEHHEM CMEpPTHOCTHU
IIPOUCXOJMT CHAYajla CHUIKEHHUE, a 3aTeM HopMmaim3auus yposHs I1OJI B kumedHuke.
BeposiTHO, 3TO CBS3aHO C AKTUBHOCTHIO AHTUOKCUAAHTOB B KHUILIEYHHUKE, YTO IPUBOIUT

K OKOHYaHUIO OCTpoH (a3bl HHDEKIuH.

3.6.2. OKHCANTEIbHO-BOCCTAHOBUTEIbHbIN 0aJIaHC B KUILIEYHUKE U )KUPOBOM TeJle

HACEKOMBIX € PA3JIMYHON YYBCTBUTEJIBHOCTBIO K B. thuringiensis

Yposenw cenepayuu AKM 6 kuweunuxe

Y JIMYMHOK BOIIMHHOM OIHEBKM C IIOBBIIEHHOM YCTOWYHMBOCTBIO K bBT
(ceneKkTUpOBaHHBIX Ha ycTOWUMBOCTh K BT 20 mokosneHuit) U JTUUUHOK KOHTPOJIBHOM
auHuy, BocnpuuMunBbeiX K BT Obut mpoBenen ananus renepanuu AKM B KullledHHKE
npu 3apaxeHUH OakTepusiMu U 0e3 3apakeHus. bbUIo yCTaHOBIIEHO, YTO Y JIMYMHOK
ycToiunBoi auHuu renepanus AKM B kumeunuke npocroBepHo Huke (p<0.01) yem y
JUYMHOK KOHTPOJIbHOM JuHUM (pucyHok 31). 3apaxenue Oaxrepusimu BT He

IPUBOJWIO K JOCTOBEPHBIM U3MEHEHUSIM ypoBHA reHepanuu AKM y oOenx nuHuil.
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Pucynox 31. YpoBeHb reHepalid aKTUBUPOBAHHBIX KHUCJIOPOJHBIX METa0O0JMTOB
(AKM) B cpenHem OT/AeNe KUIIEUHUKA JIMUMHOK BOIIMHHOW OTHEBKU CEJIEKTUPOBAHHOM
nuHuM (yctorumBele K B. thuringiensis BT) n KOHTpoJIbHOW JTUHUM (BOCTIPUMMYMBBIE K
bT) mna mepseie cyrku nocine 3apaxenus bT (JIK50), (** p<0.01 mo cpaBHEHHIO C

BOCIIPUMMYMBBIMU He3apakxeHHbIMH BT, n=90 Ha BapuaHT).

[TonmxeHHbli ypoBeHb reHepaiui AKM y yCTOMYMBBIX HACEKOMBIX MOXET
CBUJIETEIHCTBOBATh O cHWkeHun OB Oamanca B kumieuHuke. J[aHHOe CHWKEHUE,
BO3MOKHO, TIPOUCXOJHUT M3-32 OCOOEHHOCTEW MeTaboinM3Ma WU TOBBIIICHHON

AKTUBHOCTHU AHTUOKCHUIAAHTOB Y YCTOI>'I‘{I/IBBIX K bT HacekoMbIX.

Konyenmpayus MJ[A 6 kuweunuxe

Konnenrpanus MJIA Obuta Ha OJHOM YpOBHE B KMIIEYHHKAX HATHUBHBIX JTUYMHOK
o6oux nuHuii. OgHAKO MPU 3apaKEHUHU Tpoucxoauio nocroBepHoe (p<0.05) cHuxeHue

KOHIIeHTparuu MJIA y TMYUHOK YCTOMYHUBOM JIMHUM (PUCYHOK 32).
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Pucynok 32. Konuentpauuss maimoHoBoro auansaeruga (MIIA) B cpenHem otaene
KUIIEYHUKA JIMYMHOK BOIIMHHON OTHEBKHM CEJIEKTUPOBAHHOW JIMHUM (YCTOMYUBBIE K
B. thuringiensis BT) u xoHTponbHON JuHKU (BocipunmunBbie K bT) Ha mepBbie CyTKH
nocie 3apaxenuss bT (JIK50), (*-p<0.05 mo cpaBHEHUIO C HACEKOMBIMU TOW K€ JTUHUU

HezapaxkeHHbIMU BT, n=60 Ha BapuaHT).

CoomHouenue muosos 6 KuleyHuke

CoOTHOILIEHNE THOJIOB BOCCTAHOBJIEHHBIX K OKHCIEHHBIM OBIJIO HA OJJHOM YpOBHE
B KMUICYHUKAX yCTOMYMBOM M BOCHpUMMYMBOW JuHUU. Ilpm 3apaxxeHunn
3apErUCTPUPOBAHO PE3KOE YBEIMYECHHE YPOBHSA THOJIOB Y YCTOMYMBBIX HACEKOMBIX

(p<0.01) (pucynok 33).



138

[1 uesapaxkeHHbIE

1.5+
0 [ sapaxennsie BT =
= T
= i
= 1.0 T I
5 1
S T
- 1
2 0.5-
o
%
A
a7
0.0

1 1
Bocnpurmunsbie Kk bT Ycronuussbie K bT

Pucynox 33. CooTHONIeHHE OKHCICHHBIX THOJOB K BoccTaHOBIeHHBIM (RSSR/RSH) B
CpEeIHEeM OTJENI€ KHUIICUYHHUKA JIMYMHOK BOITUHHOW OTHEBKH CEJIICKTUPOBAHHOW JTMHUU
(ycroiiuuBbie K B. thuringiensis BT) u konTponasHoi JnHUM (BocipurmunBbie kK BT) Ha
nepBbie cyTku nocie 3apakenust bT (JIK50), (** p<0.01 mo cpaBHEHHIO ¢ HACEKOMBIMU

TOM e nuHuM He3apakeHHbIMU BT, n=60 Ha BapuaHT).

[lonmxkennas rerepanuss AKM B KuUIIEYHUMKE YCTOMUYMBBIX HACEKOMBIX, & TAKXKE
cHIDKeHHEe KoHueHTpauud MJIA Ha ¢oHe yBeTMUeHHs BOCCTAHOBJICHHUS THOJIOB MpPH
3apaxxeHMd BT MokeT cBUAETENBCTBOBaTH 00 ajanTalMi YCTOWYUBBIX HACEKOMBIX K
JOMOJHUTENBHOMY KOHTpodto OB 0Gananca. Oto moguepkuBaer ydactue AKM kak
OJIHOT'O M3 NATOJOTMYECKUX (PaKTOpPOB OaKTEepHO3a U BKJIa aHTUOKCUIAHTHON CHCTEMBI
B 3aIlMTHBIE peakuuu npu Oakrepuosax bT. lnsa 6onee aeranpHoro ananusa poau AO
cuctembl B (opMupoBaHuu pesucteHTHocTd K BT B Xxome sBommonuu, a Takxke MpH
pa3BUTUN 0AaKTEpHO3a, Mbl U3YUUIIN YPOBEHb IKCIIPECCUH Psiia TEHOB, YYaCTBYIOLIUX B
noanepxkanun OB OanaHca, B JKMpOBOM Tell€ W KHIIEYHUKE YCTOMYMBOW U

BOCIIPUMMYMBOM JIMHUM ITpU 3apakeHuu bT.
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yp06€Hb IKenpeccuu pecyisimopoe OKUCIUmeEIbHO-60CCMAHROBUMENIbHO2O0 bananca

6 JCUpoeoM niejlie U KUllle4HuKke

B xauectBe mszyuaembix pparmentoB JHK, mbl ucnons3zoBanu: xoHTur 20582,
koHTUTr 14880, 6GM koHTHr 5976 M KoHTHr 15362 cBsizaHHblEe C perymsauueit OB
OaylaHca, amonTo3a U CUTHAJIBHOW TpaHCAyKIHMEH, KOHTUT 17373 KOTOphIN ONMUCaH Kak
KOAMPYIOIINIA TTyTaTHOH MEPOKCHUIA3y, a Takxke TpanceppuH. Tpancheppun sBuseTcs
XEeJIaTOPOM, KOTOPBIN CBA3BIBAETCS C HKEJIE30M, UTO MOXKET CHUXKATh ypoBeHb AKM u3-
3a cHWKeHus peakuun dentoHa (3eHkoB u ap., 2001). Takxke cieayeT OTMETUTh, YTO
CHW)KECHUE KOHIICHTPALlMM JKejle3a B Cpelde MOXKET 3aTpyAHSATh pa3BUTHUE

APHTOMONATOTCHHBIX OakTepuit pona Bacillus (Segond et al., 2014).

[Io cpaBHEHHIO C BOCHPUUMYHMBOW JIMHUEH KOHCTUTYLMOHAJIbHBIA (0a30BBbIi
YPOBEHB) IKCIIPECCUM Y HACEKOMBIX YCTOMYMBOW JIMHUU OBbUI BBILIE B )KUPOBOM TEJE

3.93+1.07 (pucynok 34) u kumeunuke 4.97+2.64 (pucynok 35).
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Kuposoe Tesio
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Pucynox 34. DOxcnpeccuss perymstopoB OB 0Oamanca B JKUPOBOM TeJie JMYUHOK
BOIIMHHON orHeBkU G. mellonella cenextupoBanHod JuHMM (yctoiuuBeie K BT) u
KOHTPOJIbHOH nmHuM (BoctipunMuuBbie K bT), He 3apakeHHBIX U Ha QOHE 3apaKCHHS
nonynetanbHor (JIKS0) wonmentpammeit Oaktepuii B. thuringiensis (BT) (BTopbie
CYTKH TIOCJ€ 3apa)KeHWs), aHHBIC TMPEACTaBIEHbl KaK KpPaTHOCTh W3MEHECHUU B
KOHCTUTYIIMOHAEHOU (0€3 3apa)KeHUs) SKCIPECCUU T€HOB Y YCTOMYMBBIX HACEKOMBIX
M0 CPaBHEHUIO C BOCIPUUMYHMBHIMH M KaK KpPaTHOCTh M3MEHEHUU B JKCIPECCHH Y
YCTONYMBBIX HACEKOMBIX IO CPABHEHHIO Y BOCIIPUUMYMBBIMU Ha (oHe 3apakenus bT.
(* p<0.05 mo cpaBHEHHIO C TEeM K€ KOHTUIOM B BapHaHTE YCTOWYHBBIC VS

BOCIIPUUMYHUBBIE (0€3 3apakeHus ), n=3 Ha BapHaHT JJI KaXJ0T0 T'eHa)
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Pucynox 35. Dxkcnpeccust perymstopoB OB Gananca B cpemHeM OTAeNe KUIICYHHKA
JUYUHOK BOIIMHHOW OTHEBKU G. mellonella cenexTupoBaHHOW JUHUM (YCTOMYHMBBIE K
bT) u xontponbHoi JmHMU (BocnpuumuuBbie K BT), He 3apaxeHHbIX W Ha (oHe
3apaxenus mnomynetanbHon (JIKS0) xonmnentpamwmeit Oakrepuii B. thuringiensis (bBT)
(BTOpBIE CYTKH TIOCTIE 3apasKEHUs), TaHHBIEC MPEACTABICHBI KaK KPAaTHOCTh U3MEHEHUI B
KOHCTUTYITHOHAIBHOU (0€3 3apa’keHwsi) SKCIPECCUU TE€HOB y YCTOMYMBBIX HACEKOMBIX
M0 CPaBHEHUIO C BOCIPUUMYHMBHIMH M KaK KpPaTHOCTh M3MEHEHUW B JKCIPECCHH Y
YCTOMYMBBIX HACEKOMBIX TI0 CPAaBHEHHMIO Y BOCIIPUUMYMBBIMU Ha (poHe 3apakeHus: bT,

n=3 Ha BapHaHT JJIsl KaKJOro reHa.

[Ipu 3apaxenun OaktepusiMud BT OBLJIO OTMEUEHO YBEJIMUYECHHE SKCIPECCUU
KOHTUTOB AO CHCTEMBI U PETYJIATOPOB ANOITO03a Y HACEKOMBIX YCTONYMBOM JmHUU. B
YaCTHOCTH, B JKMPOBOM TEJI€ OTMEUYEHO MOBBIIIEHUE JKcrpeccuu KoHtura 17373,
14880, 20582 u tpaceppuHa 1Mo cCpaBHEHHUIO ¢ HACEKOMBIMH BOCIPUUMYMBOMN JIMHUM
(pucynox 36). B kumeunrke moBwIanachk 3kcmpeccust koutura 20582 u tpancdeppuna

(pucynok 37). Cnegyer oTMETHTh, UTO 0a30Basi HKCIPECCUsl JAHHBIX T'€HOB, KOTOpas



142

Obla BBINIE Y YCTOWYMBBIX HACEKOMBIX IO CPAaBHEHHIO C BOCIHPUUMYHUBBIMH, IMPHU
3apakKeHUU yBEJIMUMBaIach eile 0omble B xKUpoBoM Tene (41.12+16.35) (pucynok 36).
B kumeunnke ypoBeHb 3Kcmpeccud TeHOB AQO CHCTEMBI TOXE OCTABaJICS BHINIEC Y
YCTOMYMBON JIMHUU TIO CPaBHEHUU C KOHTPOJIbHOM mpu 3apaxkenuu BT (2.07+0.50)

(pucyHok 35).

Kuposoe TeJio

] Bocnpunm4dusble 3apaxeHHble BT vs
BOCNPUNMYUBbLIE HE3APaXKXEHHbIE

1 YcTonumBble 3apaxeHHble BT vs
YyCTONYMBbIE HE3APaXKEHHbIE
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Pucynox 36. DOkcmpeccuss perymstopoB OB 0Oamanca B JKHPOBOM TeJie JIMYUHOK
G. mellonella cenextupoBanHo nuHuM (ycToiuuBbie K bT) M KOHTpOJBLHOW JIWUHUU
(BoctipuumuuBbie kK bT), Ha BTOpBIE CyTKH Tocie 3apaxkeHus nomyneranbHoit (JIKS0)
KOHIIeHTparuen 0akrepuit B. thuringiensis (bT); naHHbIe MpeICTaBICHBI KaK KPaTHOCTh
M3MEHEHUN B OJKCIPECCHHM TEHOB Yy 3apaKEHHBIX HACEKOMBIX IO CpPaBHEHUIO C

KOHCTUTYITMOHAIbHOU (0e3 3apakenusi) skcrpeccueit. (* p<0.05 mo cpaBHEHHIO TEM Ke
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KOHTUI'OM B BapHWaHTC BOCIIPHUUMYHBLIC 3apaKCHHBIC BT wvs BOCIIPUMMHYHBLIC HC

3aPa’KCHHBIC, n=3 Ha BapHUaHT AJIA KaXXKI0TI'0 reHa).

Kumeynuk

[1 Bocnpuumuussie 3apaxkenHbie BT vs
BOCITPUUMYMBBIE HE3apaKeHHBIE

100-5 [ Vcroituueie 3apaxennsie BT vs
YCTONYUBBIE HE3APAKEHHBIE
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H.n‘

-
Iy
|y

1
L

Dkcnpeccus (KpaTHOCTh u3MeHeHuit, AACt)
o
—

Tpancheppun
6GM KOHTUT

Kontur 17373
Kontur 14880
Kontur 20582
Kontur 15362

Pucynok 37. Okcmpeccust perymsitopoB OB OamaHca B KHUIIEUHUKE JTHUYUHOK
G. mellonella cenextupoBanHoi nuHUM (ycToWuuBbie K bT) W KOHTPOJBHOW JIMHHUH
(BoctipuumuuBbie Kk bT), Ha BTOpBIE CyTKH Tocie 3apaxkeHus nomyneranbHoit (JIKS0)
KOHIIeHTparuen Oakrepuit B. thuringiensis (bT); naHHbIe MpeICTaBICHBI KaK KPaTHOCTh
M3MEHEHUN B OKCIPECCUH TEHOB Yy 3apaKEHHBIX HACEKOMBIX TI0 CPaBHEHHUIO C
KOHCTHTYIIMOHATIBbHOU (0€3 3apakeHHs) SKCIpeccHel, N=3 Ha BapUaHT s KaKIOTO

reHa.
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Ilooasnenue sxcnpeccuu (cailiencune) enymamuoHn nepoxcuoasvt (FPx) y auuunok

BOWUHHOU 02He8KU npu 3apadicenuu bT

Jlns Oonee neTanbHOTO aHamW3a BKJIaJa AHTUOKCHUAAHTOB B 3alIUTY MPOTHUB
OakTepuaNbHOW WMH(EKIUU, MBI MPOBEIU SKCHEPUMEHT C TMOJABICHUEM HKCIPECCUU
(calinencuHrom) riytatuoH nepokcuaasbl (FPx). beuio ycranoBieHo, 4To caillieHCUHT
FPX mnpuBOoauT K JOCTOBEPHOMY YBEIMYEHHUIO CMEPTHOCTH HACEKOMBIX MpHU
O0aktepuanbHol mHPexkuuu BT (pucyHok 38). DT0O MOgYEPKUBAET 3aLIUTHYIO POJIb

AHTUOKCUJIAHTOB TIpH OaKTEepHoO3e.

—%— 3apaxeHHble BT (KOHTporsb)
B WHbekuna GFP (100ng/larvae) + 3apaxeHue BT

© UHubekuusa dsRNA (FPx (100ng/nuynHka))
+ 3apaxeHue bT

301 ok
©
S
N 20'
=
(&
o
I
o
o 10-
s fx]
o
0+ T T T T T 1
0 1 2 3 4 5 6

Bpemsa nocne 3apaxeHus (aHn)

Pucynok 38. CMepTHOCTh JIMYMHOK BOIUMHHOW OTHEBKM Npu 3apaxeHun BT mocie

uHbeKIMu ¢uspactBopa, unrepepupyromeir AuPHK-FPx u auPHK-GFP (kak
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JOTIOJIHUTENBHOTO) KOHTpoJst (**p<0.01 mo cpaBHeHMIO C UHBEKIIMEW (pu3pacTBOpa M

nuPHK-GFP, n=150 Ha Bapuasr).

3.6.3. YpoBeHb 3Kkcnpeccuu 0€JIKOB TEIUVIOBOI0 MIOKA NPH 0aKTepuo3e

B. thuringiensis

VYyactue OenkoB TeroBoro moka (BTII) B GakrepumanbHOM mMaTtoreHe3e OBLIO
orieHeHo 1o ypoBHto skcnpeccur BT 90 (HSP90) u kontura 7GM 21310, koTOpbIii

OTBEUaeT 3a MPOYKIHIO Oeka ydacTByromiero B aktuBaruu BT 70.

BTII sBnsitoTcst Oenkamu, 3KCIPECCUs KOTOPHIX HAYMHAETCS B OTBET Ha POCT
TEeMITepaTyphl WK Apyrue KiaeTounbie ctpecchl (Wojda, Jakubowicz, 2007). Ctpecc, u B
YaCTHOCTH TEMIIepaTypa, MOTYT BIuATh Ha ¢onauar Oenka, a maneponsl (BTL)
YY4acTBYIOT B UCIHpaBICHUU TNOTEHIMAIBHOTO Bpea, KOTOPBIM BO3HUKAET U3-3a
HEMPaBUJILHOTO CBOpayMBaHUs OeiKkoB. J[pyrue manmepoHbl y4acTBYIOT B (hOJIIUHTE
TOJIKO YTO CO3JaHHBIX OEJIKOB B TOT MOMEHT, KOTJJa OHU «BBITATHUBAIOTCS» U3
pubocomMbl. Creayer OTMETUTh, YTO BBICOKHI ypoBeHb AKM BbI3BIBa€T CHIIBHOE
MOBPEXKICHUE OCIKOB, JIUMHJIOB, HYKJICHHOBBIX KHUCIIOT, CICACTBHEM YErO SBISETCS
HEKpPO3. YMEPEHHBIM OKHCIUTEIbHBINM CTpecC BbI3BIBAET MPOTPAMMUPYEMYIO THOETH
KJIETKH, T.€. MPUBOJUT K amomnTo3y. Takum oOpazom, Hapymenne OB Oamanca moxer
3aIyCKaTh TMPOIECCHI aromnTo3a W ayTodarnv B KIETKaX >XUBOTHBIX (3€HKOB W 1p.,
2001). BTII npuHMMarOT aKTUBHOE ydacTHe B JaHHBIX Mporeccax. OHU MOTYT
BOCCTaHABIIMBATh CTPYKTYPY OCJIKOB TMPU CTPECCUPYIONINX BO3ICUCTBHUSIX U TAKUM
o0pa3oM peryimpoBaTh Ipoliecchl ayrodaruu W amnomnrto3a. B gaHHOM pasnerne, Mbl
paccmatpuBaeM BT kak eme ogun dakrop, onpenensrommii OB 0anaHc B opraHu3Me

HACEKOMBIX MPHU WH(DEKITNH, a TAKKE KaK (PaKTOp yCTOMUUBOCTH K CTPECCY.

[Io cpaBHEHHIO C BOCIPUUMYUBON JIMHUEH KOHCTUTYIMOHAIBHBINA (0a30BBIN
ypoBeHb) skcnpeccuu reHoB BTII y HacekoMbIX yCTOWYMBOW JTUHUM ObUT BBIIIE B

*)upoBoM Tene 2.73+0.63 (pucyHok 39, A) 1 MOHMIKEH B KullleuyHUKe (pucyHok 39, B).
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10 Kuposoe Tesio

-

1 —

|:| YcTolurBbIe VS BOCIPUMMYUBBIE (0€3 3apakeHusl)

1 |:| YcroliuuBbie Vs BocnpuMMUuBbIe (nipu 3apaxeHuu bT)

-—

Kumeynuk

- P ©
=)

Dkcnpeccust (kparHOCTh W3MeHeHui, AACt)

0.1 T 1

BTII 90

7GM KOHTUT

Pucynok 39. Dxkcrmpeccusi WIanepoHOB B KUPOBOM Telie (A) M CpeaHEM OTAeIe
kumeyHuka (b) nuunHOK BOIIMHHOW OTHEBKU G. mellonella cenekTUpOBaHHON JMHUM
(ycroriuuBsie Kk bT) n koHTposbHOM MuHUM (BoctipuuMuuBbie K bT), He 3apakeHHBIX U
Ha (one 3apaxenus nomynetanbHon (JIKS0) konnienTpamueit 6akrepuit B. thuringiensis
(BT) (BTOpBIE CYTKHM TOCIE 3apa)K€Hus), JAHHbIC MPEACTABICHbl KaK KpPAaTHOCTh
M3MEHEHUN B KOHCTUTYLIMOHANBHOM (0€3 3apaskeHus1) IKCIIPECCUN T€HOB Y YCTOMYHMBBIX

HACCKOMBIX II0 CPAaBHCHHUIO C BOCIIPUUMYHNBBIMU H KAaK KPAaTHOCTb U3MECHECHUM B
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9KCIIPECCCUN 'y YCTOI\/'I‘-II/IBBIX HAaCCKOMBIX II0 CPABHCHHIO Y BOCIIPMHMMYUBBIMH Ha (I)OHC

3apPaKCHUA BT, n=3 Ha BAPpHUAHT JIA KAKIO0T'0 I'CHA.

[Tpu 3apaxkenun 6aktepusimu BT ypoBens skcnpeccun renoB BT moBeimancs
(1.5 - 2 paza) B )xupoBoM Tene (pucyHok 40, A), HO MOHMKAJICS B KUIIIEYHUKE (PUCYHOK

40, b) o6eux TUHUM.

>
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Pucynok 40. Dkcmnpeccusi IIanepoHOB B KUPOBOM Teine (A) W cpeaHeMm OTAele
kumeunuka (b) muuunok G. mellonella cenextupoBannoi nmuuuu (ycroituuBsie K bT) u
KOHTPOJIbHOM JMHMM (BocnpuuMuuBblie K BT), Ha BTOpble CYTKM MOCIE 3apa)K€HUs

nonyneranbHor (JIKS50) xonunentpanueit Oakrtepuit B. thuringiensis (bT), nanabie
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NPEJICTAaBICHBl KaK KpPaTHOCTh HM3MEHEHHH B OKCIPECCHU TE€HOB Y 3apa)KEHHBIX
HACEKOMBIX IO CPAaBHEHUIO C KOHCTUTYLUHUOHAJbHOU (0€3 3apakKeHusi) 3KCIPECCHUEl,

n=3 Ha BapHUaHT JJIsd KaXXKJA0T'0 I'CHa.

Moxuno npeamnonoxutb, urto bTII npuHMMaroT ydacTthe B 3alMTE OpPraHu3Ma
HaceKoMoro mpu OaxrtepuanbHO uHGeKunu. OCOOEHHO 3TO BBIPAXKEHO B KUPOBOM
TEJEe 3apakKCHHBIX HAaceKOMbIX. Bo3moxkHo, BTII BBICTYymaroT AONOIHUTEIBHBIM
(dakropom, cTaOuaM3upyroluM paboTy KIETOK Ha (OHE cTpecca, BBI3BAHHOIO
OaKkTepualdbHBIM TOKCHKO30M. TakuMm 00pa3oMm, MOBBIIEHHBIA 0a30BbI YPOBEHb
HKCIIPECCUU JIaHHBIX T€HOB B XUPOBOM TEJE€ YCTOMYMBBIX HACEKOMBIX MOXKET OBITh

ajanTanyen 3aluTHON cucteMbl K Oaktepusim BT.

B xauecTBe 3aKirodeHus, XOTeIO0Ch Obl OTMETUTh, YTO HapymeHue OB Oananca u,
B YaCTHOCTM, BO3HMKAIOUIMN OKHUCIUTEIBHBIA CTPECC, SBISAIOTCA CHUMIITOMOM
KuiieyHoro Oaktepuo3a bT y BOIIMHHOW OTHEBKH. BeposATHO, JaHHBIE W3MEHEHUS
OPUBOJAT K HMHTEHCU(HKAIMM OKHUCIUTENbHBIX HpoueccoB, Takux kak [IOJI, B
KUIIEYHUKE U MOTYT ycuiuBaTh naroreHHoe aeiictBue bT. Takum oOpaszom, kpome
HEIOCPEICTBEHHOIO pa3pylIeHUsl KIETOK Moj AcicTtBueM Cry-TOKCHHOB, MOTYT
Bo3HMKaTh Hapymenue OB 6ananca IIOJI, uto compoBoxnaercst Beiopocom AKM u,
KaK CIEACTBHE, YCYryOJ€HHEM MAaTOJIOrMYecKoro mpoiecca. B Takom ciyuae,
IOBBIIICHHAs] ~ aKTUBHOCTb  AHTHUOKCHUAAHTOB  SABJISIETCS  3ALIUTHOM  PEaKLHEH,
HarpaBjieHHOW Ha cHkeHue koHueHTpauuu AKM u mponeccoB I1OJI. OtmeuyenHas
Hamu aktuBauusg AQO cucteMbl Npu OAKTEPUO3€ U YBEJIWYEHUE CMEPTHOCTU IIPH
IIOAABJICHUNA DJKCIPECCHM TIIyTaTUOH IEPOKCUAA3bl IMOATBEPKIAAIOT 3Ty THIIOTE3Y.
Anamu3 AO cucteMmsl y JINHAM BOIIMHHOW OTHEBKH C MOBBIIIEHHONW YCTOMYMBOCTBIO K
BT Taxxe CBHUIETENBCTBYET YTO YCTOMYMBOCTBH CONPSKEHA C MOBBILIEHUEM 0a30BOroO
ypoBHs 3kcnpeccud AO TeHOB B KHUIIIEYHHKE M KMPOBOM Tejle U MOHWKeHHbIM OB

OanaHncoM. D10 cTpaTerus «ObITh OJATOTOBIEHHBIMY» K HH(PEKIUU B CiIyyae OakTepuosa
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BT, BeposrtHo, sBasieTcst 3QpHEeKTUBHOM, TOTOMY YTO BO3/IEUCTBHE TOKCMHOB Ha KJIETKH
AUTENHS U TpoayrupyemMblie Ipu 3ToM AKM ObICTpO HHAKTUBUPYIOTCS, U HE TPATUTCS

BpCMs Ha OKCIIPCCCUIO aHTUOKCHUAAHTOB.

3.7. CoctaB MUKPOQJIOPHI KHIIEYHNKA HACEKOMbIX NIPH 0aKTepHoO3e BHI3bIBAEMOM

B. thuringiensis

Pa3Butne Oaktepuno3za BT Moxker compoBOXKAATbCS M3MEHEHHEM COCTaBa
MUKPOQIOPHI B KUIIEYHUKE U B TOM YHCIIe 3aMEHON JOMHHAHTHBIX BUI0B (Broderick
et al., 2010; Richards, Dani, 2010; Shrestha et al., 2010; Hwang, Kim, 2011). Ha
JAHHBIN MOMEHT M3BECTHO, YTO KUILIEYHAs: MUKPO(DIOpa MOKET ObITh JOMOTHUTEIHHBIM
¢dakropom ycunuBatomuM BupyieHTHocTh BT (Broderick et al., 2006), onnako posb
mukpoduiopsl B maroreHHocTd bT Bce eme obcyxnaercs (Johnston, Crickmore 2009;
van Frankenhuyzen et al., 2010). ns wu3yueHus cocTaBa KHIICYHBIX OaKTEpHil
BOIIMHHOW OTHEBKHM MBI MCTIOJIB30BAIM TAKCOHOMUYECKYIO Kiaccudukaiuio mo V3-V4
peruony 16S pPHK ¢ mnomomplo CcekBeHUpOBaHUS. B KHUIIEYHUKE JIMYMHOK
BOCIIPUUMYMBON M ycroWuuBod K BT nuHMI TOMUHHMpOBaIM OaKTEPUM HECKOJIBKHX
¢bunymoB. B wactHOCTH, 99.5% cCooOOmecTBa OBUIO TIPEACTABICHO YETHIPHMS
bunymamu: Firmicutes (80.7£6.3%), Proteobacteria (11.8+4.5%), Actinobacteria
(3.9£1.6) u Bacteroidetes (3.1x1.1) (pucynox 41, A). JloCTOBEpHBIX OTIMYUN B
COOTHONICHUH OakTepuil Ha ypoBHE (UIYMOB U KJIACCOB MEX]Y JIMHUSIMHU HE OBLIO.
OpHako, y HAaTUBHBIX JIMYMHOK YCTOMYMBOM JHMHHMM ObLIO OoJblle OakTepuil poja

Enterobacter B cpaBHEeHUU ¢ BOCTIPUUMUNBOM (pUCYHOK 44, A).
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Pucynok 41. CoctaB MUKpO(]IOpHl B KUIIEYHUKE JTUYUHOK CEIEKTHPOBAHHON JIMHUU
(ycroiiuuBbie Kk BT) u koHTponbHOM JuHUHU (BoctipuuMunBbie K BT) Ha BTOpBIE CYyTKH
npu 3apaxkenun Oaktepusimu BT. bakrepun xnaccuduumpoBansl 10 ¢uiaymoB (A)
(KaxapIli  BapuaHT TMpEJCTaBiIeH B dYeThipex mnoBTopHOCcTsIX). (B) bakrepun
KJIaCCU(UIIUPOBAHHBIE JI0 THUIOB U KIAcCOB (TIOBTOPHOCTH KaXKIOW KOJIOHKHU
CTPYIIIIMPOBAHbI COOTBETCTBEHHO BapuaHTy) (**p<0.01, ***p<(0.001 mo cpaBHEHHUIO C

3apa)K€HHbIMH, N=4 Ha BapUaHT).

NndunupoBanue nuuuHOK o060eux nuHUil Oakrepusimu BT mnpuBogmio k
3HAUYUTETLHOMY CIBUTY B coctaBe Mukpodmopel ot Firmicutes (80.7+£6.3%) x

Proteobacteria (86.3+£2.6 %) (p<0.001) (pucynok 41, A, b). OTauunii Mexay TUHUSIMU
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Ha YpPOBHE THIIOB M KJIaCCOB HE ObUIO. XOTS y 3apa)K€HHBIX JUYMHOK YCTONYMBOMN
JUHUM OBLJIO OTMEUYEHO MEHbIe OakTepuit poxa Pseudomonas (p<0.05) (pucyHox 42,
b). Cnenyer ormMeTuTh, 4TO cemeiicTBO Bacillaceae, kK KOTOPOMY OTHOCSITCSI OaKTepuu
Bacillus thuringiensis ObBLJIO JHIIb HE3HAYUTEIBHO YBEIMYEHO CpEeAu COOOIIeCTBa

nociie 3apaxenus bT (2-3%) (pucynok 43, b).
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Pucynox 44. CooTHoUIeHUE CEMENUCTB U POJIOB OakTepuil MUKPO(IIOPHI B KUIIEYHUKE
JUYUHOK CEJIEKTHUpOBaHHON nuHuM (yctouuBble K bBT) M KOHTpOJIbHOW JIMHUU
(BocnpunmuuBble K bBT), HatuBHbIX (A) M Ha BTOpBIE CYTKM MNpPU 33apAKECHUU
oaktrepusimu BT (JIK50) (B). (§ p<0.05 mo cpaBHeHHUIO ¢ OaKTEpUSAMH TOTO K€ poja y

YCTOMYMBBIX HACEKOMBIX, =4 Ha BapuaHT).

CJ'IGI[y@T OTMCTUTHL, 4YTO B KHIICYHHUKAX HACCKOMBIX YCTOﬁqHBOﬁ JIMHUH

IPOUCXOJMIIO JIOCTOBEPHOE CHIDKEHHE Omopa3zHooOpasusi OakTepuil NpH 3apakeHUH



152

BT. Camxanoces uncino ¢unorunoB Oaktepuii (mHAaekc Chao) (pucyHok 45, A) m nx

pacnpenenenue (uHaekc Shannona) (pucyHok 45, b).

A Oouaue (Chao)
134 [ ] nesapakennsie
T ] 3apakeHHbIE
100- T
2 T
=
=
50 kK
0
B 197 Pa3nooOpasue (Shannon)
101 T T
= T
~ *
0.5 T
0.0

Bocnpuumuusseie k BT | VYcroituussie k BT

Pucynox 45. O6unue (A) u pasnooOpasue (B) OakrepuanmbHOro cooOlecTtBa y
JUYMHOK BOIIMHHOM OTHEBKM CEJIEKTUPOBAHHOW JMHUM (ycToiumBele K bT) u
KOHTPOJIbHOM JuHUU (BocnpuuMuuBble K bT) Ha BTOphIe CyTKM mocie 3apaxenust bT
(** p < 0.01 no cpaBHeHMIO C OCTaJNbHBIMHU Bapuantamu; * p < 0.05 mo cpaBHEHHIO C

He3apaX€HHBIMU JTUYMHKAMU TOM )K€ JIMHUU, =4 Ha BapUaHT).

[TonydyeHHble pe3yJbTaThbl CBHUAETENLCTBYET, 4TO pa3Butue Oaktepuoza bT
NPUBOIUT K PE3KUM H3MEHEHHUSIM B COCTaBe KUIIeYHON Mukpoduopsl. [Ipoucxomut
KapJuHalbHasi CMEHA JOMUHAHTHBIX BUAOB. /[[laHHbIE U3MEHEHUSI MOTYT OBbITh CBSI3aHbI C
HECKOJIbKUMH mpuurHamu. [{ns mpopactranust crop, Oakrepusim BT HeoOxoaumbl

ONpEJEIEHHbIE YCIOBHs, KOTOPbIE MOIYT HE MOAXOAUTH M Oakrepuid Enterococcus
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(Raymond et al., 2009; Nielsen-LeRoux et al., 2012). Ha HaganpHBIX 3Tanax uHOEKIUN
3TH yCIOBHUS MOTYT (OpMHUpPOBATHCS U3-3a NeHCTBUS Cry-TOKCHHOB. C OJJHOW CTOPOHBI
Cry-TOKCHHBI JEHCTBYIOT Ha DJIUTEIUAIbHBIE KIETKH, YTO BIIOJHE 3aKOHOMEPHO
OPUBOJUT K CMEUICHHIO 00Iero coodmiectBa B kuineyHuke. C JIpyroil CTOPOHBI,
TOKCHUHBI MOTYT HEMOCPEICTBEHHO JEHCTBOBaTh Ha JAPYTUX YJIECHOB MHUKPOOHOTO
coobmectBa. Kpome Toro, kak Tosibko kiietku bT HaunHatoT npopacrars, BO BHEIIHIOKO
Cpely, CUHTE3UPYIOTCSI METabOIMThI, KOTOpPblE MOTYT OBITh arpecCUBHBI K JIPYTUM
OaKTepusiM, TO €CTh MPOSABIIATH KaK OAKTEPUOCTATUYECKHE, TAK U OAKTEPUOIUTHUECKHE
cBoricTBa. OTHOBPEMEHHO, B pe3yJIbTaTe B3aUMOJECHCTBUS TOKCUHOB U IUTEINATIbHBIX
KJIETKaX KHILIEYHUKA MpoucxoauT HakoruieHne AMbB. Beiopoc AMDB B KulledyHHKE B
orBeT Ha BT uH(pekuo MoXKeT BIUATh Ha cOCTaB MUKpO(dIIopsl. Bee 3T npuumHbI 110
OTJICIbHOCTH WJIM BMECTE€ MOTYT MPUBOAUTH K HAOIIOAAEMbIM HAMHU H3MEHEHUSM B
coctaBe MHKpPOGJIOpHl MpU OakTepuo3e, a TaKKe CHIDKCHHIO €€ pa3HooOpasus y

YCTOIZQHBLIX HaCCKOMBIX.

3akJ/Il0YeHue K rijiase 3

Hame wuccnenoBanune CBHUIETENBCTBYET, YTO Y BOIIMHHONM OTHEBKH MOXET
(GopMHUpOBaTbCA PE3UCTEHTHOCTh K OakrepussM bT mnpu mnomomu KomIuiekca
MHOTO(AKTOPHBIX HMMYHO-(HU3UOJIOTUYECKUX aJalTaluid, OrPaHUYUBAIOLIUX KakK
BO3/ICIICTBUE TOKCHHOB, TaK M KJIETOK OakTepuil Ha opraHusM. Msl cokycupoBaiu
BHUMAaHUE HE TOJBKO HAa TAKUX XOPOLIO H3BECTHBIX aJanTalusaX, KaK H3MEHEHHE
pELeNTOPHBIX ISl TOKCMHAa MoOJieKynd B kumieunuke (Jurat-Fuentes, Adang, 2004;
Herrero et al., 2005; Gahan et al., 2001), HO 1 Ha psae APYTUX BO3MOXKHBIX ajanTalldi
HaceKkoMbIX. O0e JTUHUM BOILIMHHOM OrHeBKM (ycToWumBas u BocnpuumumuBas K BT)
JEMOHCTPUPOBAIM IIMPOKUN penepryap KOHCTUTYIIMOHAJIBHBIX W HHIYIHOETHHBIX
3aIIUTHBIX peakuMid HMMMYHHOM UM  aHTUOKCHUIAHTHOM CHCTEMBI, a TaKke
pereHepaoHHbIX IPOIECCOB MpH OakTepro3e. OMHAKO y IMYMHOK YCTOMYMBOM JINHUU

OopIlIas YacTh 3allTUTHBIX peaKHI/Iﬁ nMeaa 0ojiee BBICOKUH KOHCTI/ITYHI/IOHaJ'IBHBII\/’I
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YPOBEHbB, a Takke 0oJiee BBIPAKEHHBIM OTBET Ha 3apaxkeHue BT, koTophlit mpuBOAMI K
CHUKEHUIO Pa3HOOOpa3usi U YMCICHHOCTH OAaKTEPHAILHOTO COOOIECTBa, B TOM YHCIIE

YCIIOBHO-IIATOI'CHHBIX 6aKT€pPIﬁ B KUIIICYHHUKCE.

Apantanuu 3alIMTHOM CHCTEMbI HAaceKombix K DT MoxHO pasnennts Ha
HECKOJIBKO KJIFOUEBBIX CHCTEM, KOTOPBIE HAMPABIICHBI HA PA3JIMYHbIE KOMIIOHEHTHI MJIN
craauu uH@eknuu BT. YacTh 3alIMTHBIX CHCTEM HampaBlieHbl HETOCPEICTBEHHO Ha

6aKTepI/IaJ'IBHBIe TOKCHHBI, 4 4aCTb - HAa BEICTATUBHBIC KIICTKHU 6aKTepHﬁ.

Xopomio M3BECTHO, 4YTO OCHOBHOW (paktop BupyiaeHTHoctd bT - 310
OaKkTepuanbHBIl  3HJOTOKCHUH, aKTUBUPYEMBIM  NpoTea3aMM  XO3dMHA U
MeTtaionporeazamu Oaktepuu (Oppert, 1999). Mbl cuntaem, 4TO OAHUM U3 TEPBBIX
ypoBHe# 3amuTel K BT OyneT MoOBBIIICHHBIH CHHTE3 HHTHOUTOPOB OINpPEAETICHHBIX
IpyII IIpOTea3, KOTOPBIM MOKET CYLIECTBEHHO HapylaTh akTUBaluio Cry-TOKCHHOB U3
IPOTOKCHMHOB. B dYacTHOCTH, MBI BIIEpBbIE OOHAPYKUJIH, YTO Yy yCTOWYMBBIX K BT
HAaCEKOMBIX TIIOBBIIIEH KOHCTUTYLMOHAJIBHBIM (0a30BBIl) YPOBEHb OSKCIIPECCUU
UHAYLIUOEIBbHOTO HHruOuTopa Metamonporead. Kpome Toro, ero skcmpeccus
yBenuuuBaiach nocie 3apaxenus bT y oboux munmii. bazossiit yposens IMPI moxer
OBITh KpailHE Ba)XKHbIM Ha Ha4yaJbHOM JTalle 3apaKCHMsl, KOIZa IOCJIE PACTBOPEHMS
KpucTailia mpoucxoaut nporeonus Cry 6enkoB. Ecnu nmporeonus OyaeT orpaHuyeH, 3a
cueT OJOKMPOBAaHUS MPOTEA3HOM AaKTUBHOCTH, TO TMPOU3OMIET  CHUKEHHE
KOHLIEHTpPalMy aKTUBUPOBAHHOIO TOKCHHA. KpoMe TOro, y yCTOMYMBBIX HACEKOMBIX MBI
OoOHapYX WA CHIKEHIE aKTUBHOCTH aMHHOIIENTHIa3 U HIENOYHbIX (Pocdaras, KOTopbIe
ABIIAIOTCA peuentopaMu s Cry TOKCHMHOB. DTO MOKET CIIYy’KHTh JIOIOJHUTEIIBHBIM
(akTopoMm, NPUBOAALIMM K CHMKEHUIO CBs3bIBaHUs Cry OEJIKOB € IOBEPXHOCTBIO

SIUTCINAJIBbHBIX KJICTOK.

BosneiictBue TtokcuHOB BT, kak Cry-TOKCMHOB, Tak H HPOLYLUPYEMBIX
BEreTATUBHBIMU KJeTKaMu Oaktepuit (pocdonumas, reMoIM3MHOB U HEKOTOPBIX
PHTEPOTOKCHHOB) MNPUBOAMUT K pazpyiieHuto kietok kumneunuka (Gill et al., 1992).
3aMeHa pa3pylIeHHBIX KJIETOK M perapaTUBHBIE MPOLECCHl B MOBPEKICHHBIX MOTYT

OBITH BaXKHBIM q)aKTOPOM, O6CCH€‘{I/IB8.IOH_II/IM BBI3JIOPOBJICHUEC HACCKOMBIX. HpI/I
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3apaxkeHun BT yBennueHue pereHepalMoOHHBIX MPOLIECCOB IMPOUCXOAWIO Y O00EHux
JMHUHM KaK B KUIIEYHHUKE, TAK U B )KUPOBOM Teje. OIHAKO, y YCTOMUHMBBIX HACEKOMBIX
MBI 3a()MKCUPOBAIM MOBBIIIECHHBIH 0a30BbIH YPOBEHb (DAaKTOPOB POCTA B KHILIECYHMKE,
KOTOpBIN nipu 3apakeHnu bT coxpansiics Ha 60jee BHICOKOM YPOBHE IO CPAaBHEHUIO C
BOCIPUUMYHUBBIMU. boiiee TOro, mpu pa3BUTUU MH(MEKINH y YCTONYMBBIX HACEKOMBIX
NOBBIIIAJIACH JKCHpeccuss (AKTOPOB pOCTa B IKUPOBOM TeJE, YTO SIBISETCS
CBHUJICTEIIbCTBOM  AKTMBHBIX PErE€HEPAaTUBHBIX M  PEMAPALMOHHBIX  IPOLIECCOB.
HecoMHEHHO, NaHHBIE CHCTEMBbl HIPAlOT KIIOUYEBYHO pPOJb KaKk B JIOKAJIbHON (B
KUILIEYHUKE), TaK U TNPU CUCTEMHOM (B JKMPOBOM TeJ€) 3allUTE€ HACEKOMBIX IpHU
OakTepuo3e, a WX  AaJaNTUBHBIE  pEaKUUU  SBJSIOTCS  KIIIOYEBBIMU  MPH

MUKPOSBOJIIOIIMOHHOM (DOPMUPOBAHUM pe3UCTEHTHOCTH K BT.

IIpu cBs3piBanuun BT TOKCMHA ¢ NOBEPXHOCTBIO JIHUTEIUAIBHBIX KIIETOK
MPOUCXOIUT HApyIIEHUE CBOMCTB UX MEMOpaH, YTO MPUBOJIUT K aKTUBALMU MPOIECCOB
nepekucHoro  okucieHus gunugoB  (IIOJI) w  HapylmleHHIO  OKUCIUTEIBHO-
BoccTaHoBuTenbHOro (OB) 6Gamanca. B mponecce JaHHBIX HapylIeHWH OJHUM W3
TOKCUYHBIX JUJII OpraHuM3Ma HaceKOMbIX (akTopoB MoryT BbicTynatb AKM.
CupnerenbctBa yyactuss AKM B KulleuHbIX OakTepHo3ax Takke MOJIY4eHbl Ha MyXax
Drosophila npu nepopaliIbHOM 3apaX€HUM Jpyrumu Oaktepusimu (p. Erwinia)
(Broderick et al., 2009). JluuuHk® yCTOWYMBOW JIMHUHM OO0Jamaiy TOBBIIIEHHBIM
0a30BBIM YpPOBHEM aKTHBHOCTH aHTHOKCTUIAHTOB (AQ) Kak B KHUIIEYHHKE, TaK U B
XKupoBoM Tene. Kpome Toro, mpu 3apakeHUH y HUX MNpoucxojusia 0osee BhIpaKeHHas
aktuBariisi AO cuctembl. Takum 00pa3oM, MONYYEHHBIC aHHBIC TOITBEPIKIAIOT
runoresy o ToMm, 4to AQO cHucTeMa HACEKOMbIX SIBIIIETCS BaXKHBIM 3BEHOM
MPOTUBOOAKTEPUATLHON  3aIUTHI, YYAaCTBYIOIIEW B WHAKTUBAIMM TOKCHYHBIX,

BBICOKOPEAKIIMOHHBIX MTPOIYKTOB, 00pa3yroMINXCs IpHU OaKTEpUaTbHOM MaTOTeHE3e.

Hapymienne unemoctHoctn kwuineuHuka TokcuHamu BT co3gaer BO3MOXKHOCTH
OaKTepHABHBIM KJIETKAaM W MHKPO(IOpe MPOHWKHYTH B remonenb. [locme dero
IIPOUCXOJUT CENTUIIEMUS W HacekoMoe mnorudaer. [lomydeHHble HaAMU pPeE3yJIbTAThI

CBUACTCIILCTBYIOT, YTO IOBPCIKACHUA KHUIICUHWKA MOT'YT 3aIllyCKaTbhb pAA CHIHAJIBHBIX
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IyTEH AKTUBAUMM UMMYHHOW CUCTEMBI. BEposITHO, TEMOIUTHI U CBA3AHHBIE C HUMH
peakiuy KIETOYHOTO M TyMOPaJIbHOTO HMMYHHMTETA MOTYT HPEAOTBPAIIATH
HE3HAUUTEIbHbIE MPOHUKHOBEHUSI MHKPOOPIaHM3MOB Ipu Oaktepuose. boiee Ttoro,
JQHHBIC, TIOJy4YCHHbIE HAMHW HAa YCTOMYMBOM JIMHHUH, CBUIETEIBCTBYIOT O TOM, YTO
OJIHOM M3 aJamnTalfii HACEKOMBIX B X0/€ (popMupoBanus yctounBoct K BT siBnsieTcs
MOBBIIIIEHNE 0a30BOTO YPOBHS IKCIPECCUU aHTUMUKPOOHBIX 06ekoB (AMB) B xupoBoM
Tene W ocoOeHHO B kumeuyHuke. [lpu 3apaxennn u axtuBauu AMDB ypoBeHb
OKCIIPECCUU Y YCTOMUYMBBIX HACEKOMBIX OCTaeTcss 0ojiee BBICOKMM, YEeM Yy
BocnpuUMYMBBIX. Clieyer oTMeTUuTh, uTo neiictBue AMbB MokeT ObITh HampaBiieHO
Kak Ha BeretaTuBHble KieTku BT, Tak M Ha OakTepuu KHUIIEYHOW MHUKPOQIIOPHI,
KOTOPBIE TAKXKE MOTYT MPEICTABISTh ONACHOCTh ISl HaceKoMoro npu narorenese bT.
Kpome Ttoro, AMbB moryT cmocoOCTBOBaTh aKTHUBAIMKA BCETO KOMILIEKCA 3alUTHBIX
peaxiuii HaceKOMOT0 3a cueT Ooiiee paHHero paspymienus BT OakTepuii, KOMIIOHEHTbI
KOTOPBIX MOTYT BBINOJHATE UMMYHOCTUMYyJHpytome (yHkiuu. Takum o0Opaszom,
BEPOSTHO, OJHUM M3 HANpPaBICHUW 3BOJIIOLMHA pe3ucTeHTHocTH K bT, sBusercs
YBEIMYEHHE KOHCTUTYIIMOHAJIIBHOIO M  HHAYHHMOEIBbHOIO TyMOpPaJbHOTO 3BEHA

nMmmyHuteta — AMB.

B 3akiroueHnn XoTenoch Obl OTMETUTH, YTO Mbl OOHAPYKWIIM 1IEJIbIA KOMILIEKC
UMMYHO-(U3U0IOTMYECKUX amanTauii ~ HAacEKOMBIX  MpH dbopMupoBaHuu
pesucteHTHOCTH K BT. Ciieqyer OTMETUTB, UTO KIIFOUEBbIE afanTaluy ObUIA CBSI3aHBI C
HAYaJIbHBIMUA JTanaMu HMHQPEKIUU U COCPEIOTOUYEHbl B KHUIICYHUKE HACEKOMBIX.
KommiekcHas 3amura MOBBIIIANA YCTOMYMBOCTH HACEKOMBIX U MPHUBOAWIA K
CHIDKCHHMIO OnopaszHooOpasus OaKTEepHaIbHOTO COOOIIECTBA B KHUIICUHHUKE. Takum
00pa3oMm, 3BOJIOLMS 3AIIUTHBIX PEaKLWi, CBA3aHHBIX C KHUIIEYHHKOM, HAlpaBJeHA Ha
NOBBIIICHHE UX 0a30BOM aKTUBHOCTH U CTpaTeruei «ObITh MOATOTOBICHHBIM», U TO-
BUJIMMOMY, UX a/IallTUBHAsI LIECHHOCTh 3aKJII0YAETCsl B OBICTPOM MHAKTUBAIIMK (DaKTOPOB
pupynentHoctn  bT. Bce »tm  apganranmu HE  OpPUBOAAT K - CHMDKEHUIO

MOp(I)OMCTpI/IIICCKI/IX rokKasarejien HACCKOMBIX, 4YTO ABIACTCA CBHUACTCIHLCTBOM
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OTCYTCTBHUS BBIPAXKCHHOI'O BJIMAHUSA Ha MOp(I)OMeTpI/I‘ICCKI/Ie IIOKa3aTC/JIM Ha HaAYaJIbHOM

OTaIIC aJallTaliuorcHes3a.
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['J/IABA 4. BHyTpuBH10Basi MUKPO3BOJIIOLMOHHAS CTPATerusl yCTOHYUBOCTH

BOIIIMHHOM OTHEBKH IPOTHUB JHTOMOIIATOreHHBIX TpuOOB B. bassiana

KosBomonust HaceKOMBIX M DHTOMOINATOTEHHBIX TpUOOB TMpHUBENa K
(OpPMUPOBAHHIO  ONPEAENIEHHBIX  3alUUTHBIX  CTpaTeruii  HACEKOMBbIX.  Psn
NPOTUBOTPUOHBIX aJanTalMii y HACEKOMBIX CBfA3aH C TMOKpoBamMu. B wyacTHOCTH,
(GyHrucTaTHuecKue XHUpPHbIE KUCIOTHI, (eHonokcuaaspl (PO) U MeTaHUHBI WUTPAIOT
BXHEHILIYIO pOJIb B 3aLUTHBIX pEaKUUsAX KyTUKYJIbl, B IEPBYIO OYEPEb IPEHATCTBYOT
NPOHUKHOBEHUIO rpuba B opranu3Mm Hacekomoro (St. Leger et al., 1988). Kak Tonbko
rpud «IIPOXOIUT» KYTUKYJSIPHBI Oapbep, 3alyCKaroTCsl 3allUTHBIE pPEaKUUU B
remMolesie, Ho B OOJIBIIMHCTBE CIy4yacB MpPU MPOHUKHOBEHHH Yepe3 KyTHKYyTy Irpud
croco0eH TMOJTHOCTHIO MOJIJAaBUTh NMMYHHYI0 cuctemy xo3simHa (Hajek, St. Leger, 1994).
B cBs3u ¢ 3THM, KyTHKYJIa CUYMTAETCS OJHOW M3 BaXXHEHIINUX CTPYKTYP, 3ALIUIIAOIINX
OT TPUOHBIX 3HTOMONATOTeHOB. ClenyeT OTMETHTb, YTO CBOMCTBA KYTHUKYJbl Kak
Oappepa U1 TpuOOB OyAyT CKJIaAbIBaThCS M3 HECKOJBKUX COCTaBIsOIUX. B mepByro
ouepellb, ITO COCTAB ANUKYTHUKYJbI, IJI€ KIIOUEBYIO pOJIb OyIyT WIpaTh MKUPHBIE
KHUCTIOTHI ¥ BOCKa, ONpeesiionme pyHrucratuyeckue u ruapodoOHbie cBoiicTBa. Bo
BTOPYIO0, 3TO CTENEHb CKJIEPOTHU3ALMM M MEIAHMU3ALMKU KyTHKYJbl. J[Ba KOMIOHEHTa —
MEJIaHUH M CKIEPOTHH, OOpa3yroTcsi M3 OJHOM AaMHUHOKHCIOTHI — THUPO3HMHA, B
pe3ysbTaTe OKUCICHMS, TUIPOKCUIMPOBAaHUS M aMuHUpoBaHus. Ho Ha Ham B3rmn,
OCHOBHYIO DOJb B IPOTUBOIPUOHBIX peakuusx Oyaer urparb MenaHuH. Cruenyet
OTMETUTh, YTO CTENEHb MEJIAHM3AIMH MOKET 3HAYUTEIBHO BapbHUPOBAaTh BO MHOTHUX
HOMYJISIIMSX HACEKOMBIX, a TOJIIMHA M, COOTBETCTBEHHO, CTENEHb CKJIEPOTU3ALUU

MOXKCT MCHATHCA HCCYIICCTBCHHO.

B cBs13u ¢ 3TUM, OCHOBHOE BHUMAaHHE B Halled pabOTe MbI YIEISUIM BbISBICHUIO
KOppEeJSIIMM ~ MEXAY BOCIPHUUMUYMBOCTBIO HACEKOMBIX K TpubaM U CTENEHbIO
MEJIaHU3alMHA KyTHKYJIbl HaceKOMBIX. OO ypoBHE CKIEPOTH3ALMU CYAUIN KOCBEHHO IO
TOJIIIMHE KYTHUKYJbl. MenaHuH oOpasyercs B Xoje MenaHoreHesza mocpeactsom OO

(Cerenius, Soderhdll, 2004) u ompezenseT TBEPAOCTh W LBET KYTHUKYJbI, a TaKXe
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aHTUMHUKpOOHBIe cBoicTBa (Andersen, 2010). Kpome TOro, mMemaHuH U TPOAYKTHI
MeJIaHOTEHEe3a OTPAHMYMBAIOT PA3BUTHE TPUOOB, NEHCTBUE WX TOKCHHOB U (DEPMEHTOB
(Soderhéll, Ajaxon, 1982; St. Leger et al., 1988). Temnsie, MmenanucTuueckue Mopdsl
HAaCEKOMBIX 00JalaloT BBICOKOM KOHIIGHTpAI[Meil MeNlaHWHa B KYTHUKyJe U
JEMOHCTPUPYIOT  TOJIOKUTEIBHYIO  KOPPENALMIO  MEXIy  MemanusmoM, DO
aKTUBHOCTBIO U YCTOMYMBOCTBIO K Pa3IMYHBIM Mapa3uTam, BKItouas rpuosl B. bassiana
u Metarhizium anisopliae (Barnes, Siva-Jothy, 2000; Wilson et al., 2001; Wilson et al.,
2002). MHaynyupoBaHHBIA MeEJIaHU3M YacTO HaOII0JIaeTCsl MPH BBICOKOW IJIOTHOCTH
HACEKOMBIX (CapaH4yOBbI€, pa3IMYHbIE COBKH, JIYTOBOM MOTBUIEK U T.JI.) U HaIllpaBJeH Ha
YMEHBIIICHUE pUCKA Pa3BUTHS MH(PEKIUM W SMHU300THU (TaK Has3bIBaeMbIid density-
dependent prophylaxis) (Wilson, Reeson, 1998; Barnes, Siva-Jothy, 2000; Wilson et al.,
2001; Wilson et al., 2002). K coxxaneHHio, yCTOMUYUBOCTh HACEKOMBIX K Pa3IUYHBIM
HPHTOMOIIATOTCHAM H3ydYajlaCh B OCHOBHOM TIpH HMHIYIIMPOBAaHHOM MEJIAHU3ME
BBI3BAHHOM BBICOKOH TJIOTHOCTHIO HacekoMbIx (Wilson et al., 2001; Wilson et al., 2002;
Cotter et al., 2004). X0Tst ©3BECTHO, YTO B MOMYJISALUN HACEKOMBIX IPAKTHUECKU BCETAA
IPUCYTCTBYET ONpeNeJIeHHass 4YacTh MeJlaHucTuueckux ¢opM. bornee Toro, mpu
OTpENEICHHBIX YCIOBUSX MOTYT (POPMHUPOBATHCA IEble MOIMYJSIUU MEJIaHUCTOB.
OnHako, W3y4YeHHE BpPOXKIEHHOTO MeEJlaHW3Ma HACeKOMBIX KakK aJanTalud K
HPHTOMOIIATOI€HAM MPAKTUYECKU HE MPOBOJMUIOCH. HEn3BEeCTHBIM OCTAETCS y4yacTue
KYTUKYJISIPHBIX, KJIETOYHBIX M TYMOPAJIbHBIX 3aIIUTHBIX PEAKIUHA TMPH MHUKO3aX ¥y

MCJIaHHUCTOB.

Jist  w3ydeHus TPOTUBOTPUOHON CTpaTerMu HACEKOMBIX C  TOBBIIIICHHBIM
MEJIaHU3MOM OBUIM KCIOJIb30BaHbl BHYTPUBHUIOBBIE MOP(BI BOIIMHHON OTHEBKH C
Pa3IMYHOM CTEINEHBIO MEIIAHW3ALWKU KYTUKYJbl. Ha HaceKOMBIX MEIaHWCTUYECKOU U
cBeTor Mop( OBUT MPOBEACH KOMIUIEKC MCCIACAOBAHUN KYTHUKYJSIPHBIX, KJIETOYHBIX U
IYMOPAJbHBIX  3alIUTHBIX  peakiuid npu  TIpuOHOM  HHQEKIUH, a  TakKe
MOP(POMETPUYECKUX W TOMYJSIIIUOHHBIX TIOKA3aTeNel, ISl OMPENSICHUS «IICHBD)

MOBBIILICHHOU YCTOI\/'I‘{I/IBOCTI/I K FpI/I6aM JJIs1 MCJIaHHUCTOB.
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4.1. BocnpuMM4YnBOCTb MEJIAHUCTHYECKON U aXPOMHUCTHYECKOI MOP() BOIIMHHOMI

OTHeBKH K rpudam B. bassiana

OOBEeKTOM HCCIENOBAaHUM CIYKHJIM JUYMHKH OOJBIION BOIIMHHON OTHEBKH
Galleria mellonella nabopaTopHo# nomyssiiuy, coopanHo B HoBocuOupckoii o61acTy,
oOJnanaronme TeMHOM OKPAacKol KyTHKYJbl. B kauecTBe axpoMucToB Obliia B3siTa MOpda

CO CBETJION OKPACKOW KyTHKYJIbI, IpUBE3eHHas n3 Benukobputanuu (pucyHok 46, A).

Yemouuusocmo k nepkymannomy 3apasicenuio

[Ipu TOmMUMKanmbHOM (MEPKYTAHHOM) 3apaKEHUW JHMYMHOK METAHHCTUYECKOW H
axpomuctuieckon mopd (pucynoxk 46, A) Obinma 3aduKCHpOBaHA TIOBBIIIICHHAS
YCTOMYMBOCTh MEJAHUCTOB K rpuly B. bassiana 1O CpaBHEHHIO C aXpOMHUCTaMHU
(pucyrok 46, B) (wst 5x10° / mur, p = 0.0083; mrst 5x10° / M, p < 0.0001; s 5%107 /
mi, p < 0.001). Koaddunuent pesucrentnoctu, (RR) — gactnoe npu nenennn JIKS0

MenanuctoB Ha JIK 50 axpomucTos, coctassin 12.91.
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Pucynok 46. KyTukynspHbIlii MeJTaHU3M U IBETOBbIE MOP(BI BOIIMHHOW OTHEBKHU (A), a
TaKke BOCIPUUMYHBOCTh MEJIAHUCTUYECKOW (MEJIAaHUCThI) U CBETJION (aXpOMHUCTHI)
Mop(d K paznuuHbIM Jo03aMm rpuba B. bassiana (B) (***p < 0.001 mo cpaBHeHHIO C

axpomucTtamu, n=200 Ha BapuaHT).
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4.2. KyTukyJsipHble 32U THbIE MEXaHU3MbI MEJIAHUCTHYECKOU U

aXpOMMCTHYECKOH MOP(P

Aoee3usn u npopacmanue KoHuoutl epuba

[lepBbIil ATanm MUKO3a HAYMHAETCS C aJIr€3UU KOHUAMM M BIIOJHE 3aKOHOMEPHO,
YTO MX KOJIMYECTBO M CIIOCOOHOCTDH 3aKPEIUIATHCS OYJEeT OMpPENeNsaTh HHTEHCUBHOCTh
MUKO3a. B cBsi3u ¢ 3TUM O4YeHb BaKHO, OYAET JIU MEHATHCA TUIAPOPOOHOCTH KYTHUKYJIbI
npu  (GopMUpOBaHUM MeJTaHUCTUYECKUX Mopd. Takke NOBEPXHOCTHBIE KUPHbBIE
KHUCJTIOTBI X BOCKa MOTYT MHTHOHMPOBAaTh POCT YK€ aAre3upoBaBIIuxcs KoHunui. [Ipu
aHaiM3e aJre3ud KOHWAMM Mbl HE OOHAPYXWIM JOCTOBEPHBIX OTJIMYUNA MEXIY
MeJaHUCTaMu U axpoMucTamu (pucyHok 47, A). Ilpm u3ydeHuWH BIHSHHS COCTaBa
AMUKYTUKYJSIPHBIX SKCTPAKTOB MBI TaKke HE OOHAPYXHWJIU OTIMYUN MEXTy Mopdamu
(pucyHok 47, b). AKTUBanus KOHUAMM HA KYTHUKYJE JUYMHOK TOXXE HE OTJIMYaIach
Mexay MopdaMu M aKTHMBHO NPOMCXOAWJIAa B TEpBble 24 yaca Mocie 3apakeHUs
(Tabmuma 1). Ognako, TPOHMKHOBEHHE rpuba B reMolleib udepe3 48 yacoB Tmocie
3apakeHus TpUOOM OBLIIO JIOCTOBEPHO BhIIIEC y axpomucToB (Tabsuma 1). B yactHoCcTH
NPOHUKHOBEHUE rpuba B KyTHKyNTy Obuio B 1.7 pa3a Oonblie y axpoMHCTOB (p =

0.0016), xosnoHu3anus remoauM@bl OblIa TakkKe BbilIe y axpoMHUCTOB (65% vs. 10%) (p

= 0.0003).
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Pucynox 47. Anresuss kKoHWaAW B. bassiana K TOBEPXHOCTH KYTHUKYJIBl JIMUYMHOK
MEJIAHUCTUYECKONM (MEJTaHUCThI) U CBETJIION (aXpoMucThl) Mopd dYepe3 6 4 mocie
sapaxenus (A) W in Vvitro mpopacTaHWe KOHUAWK uepe3 36 4YacoB WHKYyOaIruu C
MOJISIPHBIM U HE TOJIIPHBIM SKCTPAKTOM KOMIIOHEHTOB ANUKYTUKYIbl (n=30 Ha

BApPUAHT).
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Tabmura 1

Pa3BuTtne Muko3a y TUUMHOK MenaHuctudeckor (M) u cetrsoit (A) Mopd BOIIMHHOM

orHeBkH G. mellonella nocne nepKyTaHHOTO 3apa)keHusi rpudbom B. bassiana.

Bpewms, nocne | M A M A M NA

3apa)KeHus

(1)

IIpopacmanue™ |Ilponuxknosenue ** | Kononusayus

ecemonumehor ***

% %
%
Oy 0 0 0 0 H.J. H.J.
124 33 36 27 23 H.I. H.I.
24y 83 55 45 45 0 0
48h 100 100 53 90 10 65
(»<0.01) (» <0.001)

*IIpopacTanre KOHUINI MPEICTaBICHO KaK MPOIEHT JMYMHOK Ha KOTOPBIX MPOU30IILIa
npopactanue 50% xouummii (n=30). **IIpoHUKHOBEHNE KOHUIWN TMPEACTABICHO KaK
IPOLEHT JIMYMHOK Ha KOTOPBIX MPOU3OILIO MPOpacTaHUE KOHUANN B AECITU WU OoJiee
Mectax B kKytukyie (n=30). ***Komnonuzamus remonum@bl IpeacTaBicHa KaK MpOLEHT
JUYMHOK Y KOTOPBIX JETEKTHUpOBaIM Onactocnopsl rpuba B remonumbe (n=20).
JIOCTOBEPHOCTh paszNu4Mii MpeICTaBIeHa MO CPABHEHUIO C aXpOMHUCTAMHU Ha Ty JKe

BPEMEHHYIO TOUKY.

Mexanuueckue u xumuyeckue 3auiuninvie ceolcmea KymukKy.iol
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OO1en3BecTHO, UYTO Ha CKOPOCTh NPOHUKHOBEHHUS Tpuba B OpraHu3M
HAaCEKOMOT'O MOYKET BIIMATH TOJIIMHA KyTUKYJBl. KyTHKYyIa TUIUHOK MEJaHUCTOB Obla
JIOCTOBEPHO TOJIIIE YeM y axpoMuUcToB (48.4 + 1.5 mkm vs 32.4 + 1.9 mxm) (p < 0.0001)
(Pucynok 48, A).

Kpome Toro, B TOmIIe KyTHKYIbl HaXOASATCS (DEPMEHTHI, B TEPBYIO OYEPEIb
rpymmna okcuaasz (PO u jmakkasza). B cBsa3u ¢ 3TUM, Npu IPOHUKHOBEHUHU I'prba OUYCHb
BaXXEH YPOBEHb «OTBETa» ATUX (EPMEHTOB, TO €CTh CKOPOCTb HX aKTHBAIUU.
Koncturynmonaneueiii ypoeub @O B MOKpoBax ObLT OAMHAKOB Yy 00€HX MOpPd
(Pucynok 48, b). Xots1, Ha paHHHX dTanax muko3a (12-24 gaca nocne 3apaxenus) @O
aKTUBHOCTh B TOKPOBaxX MEJAHUCTOB ObUIa BhINIE, YeM y axpoMuctoB (p < 0.05)
(Pucynok 48, b). K 48 yacam, aktuBHOCTh PO CHUKANIACH 0 KOHTPOJBbHBIX 3HAYECHU

y JIMYUHOK 00enx Mopd.

A b

_ 60, 20.08-
< *%¥ 0 1
= 0 © 0,06
> 40- =
% 304 —+ 50.04-
£ 20, S0.02-
5 10+ p :

0- 0

0 12 24 36 48

menaHuctol EH @
BpemA nocsie 3apakeHna (Yacbl)

axpomuctbl 10

Pucynok 48. TonmmHa KyTHKYJdbl Y JWYUHOK MEIAHUCTUYECKOW (MENaHUCTHI) U
cBeTJIoi (aXpoMuCThI) MOp(d BommHHON orHeBkH (A) (***p < 0.0001 mo cpaBHEHUIO C

axpomuctamu, n=30 Ha BapuaHT). AKTUBHOCTh PO B MOKpOBaxX paziIUYHbIX MOPQ
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HACEKOMBIX TIpU Ppa3BUTHM MuUKo3a B. bassiana (b). (*p < 0.05 mo cpaBHEHHIO C

axpomuctamu, =30 Ha BapUaHT Ha KaXXIYI0 BPEMEHHYIO TOUKY).

[TonydenHble pe3ysbTaThl CBUACTEIBCTBYIOT, YTO Yy MEJIAHUCTOB HET aJaIlTalui,
NO3BOJIAIOIIMX M30€raTb KOHTaKTa ¢ KOHUAUAMU I'puda 3a CUET COCTaBa MUKYTUKYIIbI.
OnHako, MEeTaHUCTHI 00J1a1al0T YTOJIICHHON KYTUKYJION U MOBBIIEHHBIM 0TBeToM DO
B IIOKpOBaxX. JTH aHATOMUYECKUE U (PU3HOIOTMUECKUE OCOOEHHOCTH, BEPOSITHO, MOTYT

CYIICCTBCHHO CHUXATb CKOPOCTb PA3BUTHA U BLIZKUBACMOCTD rpH6a B KYTHUKYIIC.

4.3. Ki1eTo4YHbIH ¥ TyMOPaJIbHbIIi HMMYHHBIH OTBET JUYMHOK MEJAHUCTHYECKON U

aXpOMMCTHYECKOH MOP(P

JIroboe TmoBpeXIeHUEe KyTHUKYJIbl, B TOM 4uciae U Tudamu TpuboB, OyaeT
3aMyCcKaTh UMMYHHBIA OTBET. B 4acTHOCTH, réMOLIMTHI MOTYT CKaIlJIMBAThCSl B pailoHEe
NOBpeXJeHUs, GOpMHUpPYS KJIaMIlbl, JAEerpaHyJupoOBaTh H 3almycKaTh IpoIlecc
UHKANCyasiuud. Mbl HEe OOHAapyXWIM OTIMYMM B 0a30BOM YpPOBHE HWHKAINCYJISLUU
MEXIy MEIAHHUCTHUYECKOW (MEJAHWUCThI) M CBETIOW (aXpOMHCTBI) MOphaMu JTUINHOK
BOITMHHOW OrHeBkH. OngHako Ha 24 u 48 yacoB MOCHE 3apakeHUs TPUOOM OBLIO
OTMEYEHO PE3KOE YBEIMUYECHHE aKTUBHOCTH MHKAICYJISIUUU y MenaHucToB (p < 0.01 u p
< 0.001 cootrBerctBeHHO) (pucyHok 49). Ilpu 3TOM y aXpOMHUCTOB HE TOJIbKO HE
OTMEYEHO TIOBBIIIECHUS HWHKANCYJSALMUA, HO Jake MPOUCXOAWIO €€ JTOCTOBEPHOE

CHIKEHHE 10 CPABHEHUIO C HEe3apaXeHHbIMU Ha 2 cyTku MuKko3a (p < 0.001) (pucyHnok

49).
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Bpemsi nocre 3apaxeHus (4acol)

Pucynox 49. HHTEHCHBHOCTb MHKANCYISIUMU Y JIMYUHOK MEJIIAHUCTUYECKOU
(MenaHuCTBI) U CBETJIONW (axpoMucThl) Mopd BomuHHOW OrHeBkKU G. mellonella npu
3apaxkeHuu rpubom B. bassiana (*p < 0.05, **p < 0.01, ***p < 0.001 MmO cpaBHEHUIO C
He3apakeHHbIMU TuanHKamu (0 gacoB) Toi ke Mop(dsl, n=120 Ha BapuaHT Ha KAKIYIO

BPEMEHHYIO TOUKY).

Y JMYMHOK MENTaHHWCTOB ObUT OTMEYeHa OOJbINas KOHIEHTPAIUs TEeMOIIUTOB B
remMormMe Mo cpaBHEHHIO ¢ axpomucTamu (5.1x107/ v £ 2.2x10°/ v vs 2.3x107 / mn
+ 1.8x10° / mm; p < 0.001) (pucyrok 50). OmHaKo, OpH 3apakCHHH TPHOOM
KOHIIEHTpAIUsi TEMOLIMUTOB Y MEJIAaHUCTOB JOCTOBEPHO cHMkanach (p < 0.001) (pucyHnok
50). Y axpoMHCTOB HapPOTHB, MPOUCXOIMIO YBEINICHIE KOHIIEHTPAIIUMYA T€MOIIMTOB Ha

HavanbHBIX dTamax uHpekmu (p < 0.001) (pucynok 50).
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Pucynok 50. OOmiee 4YuciaO TreMOIMTOB B TeMOJUM(E JIUUYNHOK METaHUCTHUECKON
(MenaHuCTBI) U CBETJION (axpoMucThl) Mopd BomuHHOW OrHeBkU G. mellonella npu
3apaxxeHun Tpudbom B. bassiana (T = p < 0.001 mo cpaBHEeHHIO C HE3aPAKCHHBIMU
axpomuctamu, *** = p < 0.001 1Mo CpaBHEHHIO HE3apAKCHHBIMH JUYUHKAMHU
MenaHucToB, §§ = p < 0.01, §§§ = p < 0.001 mo cpaBHEHUIO C HE3apPAKCHHBIMU

JTUYUHKAMU axpoMHUCTOB, =30 Ha BapUaHT Ha KaXXIYI0 BPEMEHHYIO TOUKY).

®O aKTUBHOCTh B TeMOJMM(E He3apaKEHHbIX JHYMHOK aXpOMHUCTOB ObLIa
J0OCTOBEpHO BhIMIe, 4YeM y MmenanuctoB (p < 0.05) (pucynok 51). V nuumHOK 06enx
Mopd mpoucxommino peskoe yBenumdeHue DO aktmBHOCTM Ha 12 dYacoB mocie
3apaxenus rpudom (p < 0.05), mocie yero akTUBHOCTh COXpaHsIaCh Ha YpOBHE

KOHTpOJIsA (pUCYHOK S1).
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Pucynok 51. ®O akTuBHOCTH B IUIa3Me€ TeMOJMM(bI JTUYMHOK MEITaHUCTUYECKOU
(MemanucThl) U CBETIION (axpoMmucThl) Mopd BommHHOW OrHEBKU G. mellonella nipu
3apakeHuu rpuoom B. bassiana (*p < 0.05 mo cpaBHEHHUIO ¢ HE3apaKEHHBIMU
MenanucTamy, § p < 0.05 no cpaBHEHHIO C HE3apaKEHHBIMU JTUYUHKAMH CBOEH MOP(HI,

n=60 Ha BapUAHT HA KAy BPEMEHHYIO TOUKY).

JInzoruM-mio100HasT aKTUBHOCTH B TeMOIMM Qe HATUBHBIX JTMUUHOK O0EUX JIMHHM
Ob1a OoauMHaKOBOM (pUCyHOK 52). MHTepecHO, 4TO MNpH 3apa)KEHUH IPOUCXOIUIIO
yBEJIUYEHHUE JIN30IUM-TIOJ00HON aKTUBHOCTH y axpoMHUCTOB ( p < 0.01 Ha 12 1 p < 0.01

Ha 24 4; u p < 0.001 Ha 48 4), HO HE Y MEJTAaHUCTOB (PUCYHOK 52).



170

-
w
]

MCJIIaHUCTbBI ——

AXpOMUCTBI ____.

*¥ .
*% -

- - -
o - N
] [ | ]
3
| |
| |
| |
)
)

©
1
.

JIuzouuM-no100Hass aKTUBHOCTh
(?KBUBAJICHT MI/MJI)

1

I

1

1

1
1
1

'

| |
0 12 24 36 48

Bpems nocne 3apaxeHusi (4achbl)

Pucynox 52. JluzouuMm mnoaoOHas AaKTUBHOCTh B IUIa3M€ TeMOJUM( bl JIMYUHOK
MEJTaHUCTUYECKON (MEJIaHUCThl) M CBETIION (aXpOMHUCTBI) MOP(] BOIIMHHON OTHEBKHU
G. mellonella ipu 3apaxkennu rpudom B. bassiana (*p < 0.05, **p < 0.01, ***p <
0.001 1o cpaBHEHHUIO ¢ HE3apAKEHHBIMU JIMYUHKAMU TOH ke Mopdbl, n=6(0 Ha BapuaHT

Ha KKy BPEMEHHYIO TOUKY).

Mpbl npoBenM aHaiuM3 JKCOPECCUM psijia TEHOB YYAaCTBYIOUIMX B 3alMTHBIX
pEAKUHAX Y JUYMHOK MEJAHHCTOB U aXpPOMUCTOB MPU PAa3BUTUH MHKO3a. B wacTHOCTH,
ObUT TIpOBeNeH aHaimu3 reHoB AMDB (rawiepumomuiy, TrajJuOMUIIMH, TJIOBEPUH

9 9 9

nekpornun-/1, 6-Tox), TpaHcdepprHa, KOTOPBIM MOXET UrpaTh Kak poiab AMDbB, Tak u
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xenaTopa, uHruouropa Merayunoporeas rpudos (IMPI), 6enka Termooro moxka - BT

90, u konTura 704 KOTOPHIN 3aCHCTBOBAH B MPOIECCaX penapany TKaHEeH.

baszoswiii YPOBEHb IKCNpECCUU c€EHOB Y MeJAHUCNO8 U AXPpOMUCnios

AHaJIN3 pa3Iuuiii B KOHCTUTYLIMOHAJIbHOM SKCIPECCUU JJAHHBIX T€HOB Y MEIAaHUCTOB U
aXpOMUCTOB CBUJETENbCTBYeT, uTO dKcnpeccus IMPI oOwpma B 100 pas Hmke y
MenaHucToB (pucyHok 53). Oxgnako 6a3oBas sxcnpeccusi AMb reHoB Oblia MOBBIIIIEHA
B )KMPOBOM TEJI€ JIMYMHOK MEJAHUCTOB IO CPABHEHUIO ¢ axpomuctamu B 6.70+3.19 pa3

Ha nepBbld U B 13.314+4.72 pa3 Ha BTOPO THU SKCIIEpUMEHTa (PUCYHOK 53).

Ypoesenwv sxcnpeccuu eenoe npu 3apasicenuu cpubom

[Ipn 3apaxkeHMM HACEKOMBIX TIpubOM ObBUIO OTMEueHa Oojee ObIcTpas u
BbIpakeHHasi akTuBauusi AMbB reHoB y axpOMHCTOB IO CPaBHEHHUIO C MEJIaHUCTaMHU
(pucyHok 53). B wyacTtHOCTH, 3Kcmpeccusi TIJIOBEpHHAa Ha TMEpBbIe CYTKU TOCIE
3apaXeHUs aXpOMHUCTOB yBeluWuuBaiach B 363 paza, ramwiepuomMuiiuHa B 53 pasa,
ranuoMuiiiHa B 15 pa3, 6-Tox B 8 pa3. Ha Bropeie cyTtku skcnpeccuss AMbBb reHos
aXpOMHCTOB OCTaBaJIaCh MOBBIIICHHOW 110 CPAaBHEHUIO C HE3apPAKEHHBIMU HACEKOMBIMU:
IJI0BEpUH B 186 pa3, rauiepuoMulivH B 83 pasa, raamoMuiH B 16 pas, 6-Tox B 22 pa3,
uekponuH-/ B 32 paza. Y MenaHuCTOB ypoBeHb dkcrpeccun AMbB yBenuuuBaics B S-
15 pa3 nns ramiepuomwuima, ranuomuiuia, 6-Tox, nekponuna-/{ u B 70 pa3 ang
IJIOBEpHHA Ha 2 CyTKHU MOCJIE 3apakeHus. AHaIN3 skcnpeccuu rpynnsl AMb reHos npu
MHKO3€ Yy axpOMHMCTOB IIOKa3all KX JOCTOBEPHOE YBEIMYEHUE [0 CPABHEHUIO C

Menanuctamu (p<0.05).

Okcnpeccust BT 90 n konTrra 704 npakTHYEeCKH HE MEHSJIACh MPYU 3aPAKEHUH.
OpHako, cienyeT OTMETUTh, YTO Y MEJAHHUCTOB JAHHBIE T'€Hbl 3KCIPECCHUPOBAIUCH

0oJiee aKTUBHO Y€M Yy aXpOMHUCTOB MpH 3apakeHun rpudom (B 5-10 paz) (pucyHok 53).
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Pucynok 53. YpoBeHb SKCIpPECCHM PA3IMYHBIX T€HOB B JKAPOBOM TeJ€ JIMUMHOK
MEJIaHUCTHUYEeCKON (MenaHucThl, M) u cBeTiol (axpoMucThl, A) MOp(} BOIIUHHOM
orHeBKkH G. mellonella Ha miepBble M BTOpbIE CYTKH TOCJIE 3apakeHUsi TpuOoM
B. bassiana (p<0.05, n=3 Ha BapuaHT [UIsl K&XIOTO I'eHa) MPEACTaBICH KaK KPATHOCTh
n3MmeneHnii (AACt): y He3apaKeHHBIX MEJaHHCTOB 10 CPABHEHHUIO C HE3apaKCHHBIMU
axpomucTaMu (pa3HHUIA B KOHCTUTYIIMOHAILHOM YPOBHE DKCIPECCHH), Y 3apaKCHHBIX
JUYUHOK 00enX MOp(d IO CPaBHEHUIO C HE3aPAKCHHBIMH (KPAaTHOCTh M3MCHCHUS B
OTBET Ha WHQEKIHIO), y 3apaXCHHBIX JHYMHOK MEJIAHHUCTOB IO CPAaBHEHUIO C
3apaKeHHBIMU aXpOMHUCTAMH (pa3HUIIA B KPATHOCTH M3MEHEHUH B OTBET Ha MH(EKIIHIO

Mexay Mopdamu). (* p < 0.05 pazauma nis rpynmnsl reHoB AMb Mexny Mmopdamn).
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4.4. MopdomMeTpuiecKe U NOMYJISIIUOHHbIE MOKA3ATeJIN HACEKOMBIX

MEJIAHUCTUYECKOM M AaXPOMUCTUHYECKOU MOP(P

XOTS HACEKOMbIE MEIAHUCTHYECKOW MOp(bI ObICTpee pa3BUBAIUCH O HUMAro

(pucynox 54, A), npu 3TOM OHM uMeld NMOHWKEeHHbIH (Ha 30 %) Bec KykoJoK (p <

0.001) (pucynoxk 54, b) mo cpaBHenmio co cBerioil mopdoii. Kak crienctsue,

IIJI0JOBHUTOCTh MCIIaHHCTOB Obuta B 2 pasa MCHBLIC IO CPABHCHUIO C aXpOMHCTaMU

(284.5 £+ 28.5 s vs 588.4 + 322 sun; p < 0.001) (pucynok 54, B). Cxoxue

pe3ynbTaThl OBUTH TIOJTYYeHBI HA MenaHucTax S. littoralis (Cotter et al., 2008)

MeJ1aHNCTbI

26_ *%%

Bpewmst pazButus (J1HK)
No
N

Pucynox 54. Bpems pazButus (A),

b
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Bec Kkykojok (b) u mmomoButocth (B)

MEJTaHUCTUYECKON (MEJIaHUCThI) U CBETIION (aXpOMHUCTBI) MOP(] BOIIMHHON OTHEBKHU

G. mellonella (*** p < 0.001 mo cpaBHeHuto c¢ axpomuctamu, 711 p < 0.001 mo

CPaBHEHHUIO C MTPOTUBOMOJIOKHBIM MOJIOM TOH k€ MOpdbI, n=100 Ha BapuaHT).
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3akiioueHue K riaase 4

Menanuctudeckass Mmopda JIUUYUHOK BOMIMHHOMN orHeBkU G. mellonella oGnanana
MOBBIIICHHONW PE3UCTEHTHOCTHI0O K IHTOMOIIATOTEHHOMY TpuOy B. bassiana. MoxHO
MPEANOIOXKNTh, YTO JaHHAs PE3UCTEHTHOCTh OyneT Hecmenupuyeckon u Oyner
pactpoCTpaHAThCS HAa JOCTATOYHO OOJIBIIYIO TPYIIY SHTOMOIATOIEHHBIX TPUOOB. DTO
MPEANOJI0KeHHEe OCHOBAHO Ha pe3yibTaTax JaHHOTO HWCCIEAOBAHHSA, a WMEHHO II0

U3YYEHUIO KaK MOPQPOJIOTUUECKUX CTPYKTYP, TaK U psiia PU3NOIOTMUYECKUX CUCTEM.

XOopoIo W3BECTHO, YTO KYTHKYJAa M B YaCTHOCTH MEJIAaHWUHBI MOTYT 3allUIIaTh
HAaCEKOMBIX OT pa3nuuHbIX rpuboB (St. Leger et al., 1988). B wacTHOCTH, TpU paBHOM
CTENIEHN B3aWMOJCHCTBUS KOHHIWUU Tpubda ¢ KyTHKYJIOW MEIAHWCTOB U aXPOMHCTOB,
popacTaHue KOHUAWK W WX TMPOHUKHOBEHWE UYepe3 KYTUKYTy OBLUIO 3HAYMTEIHHO
MeJICHHEE Yy MEJAHHCTOB IO CPaBHEHHWIO ¢ axpomucramu. Kpome Toro, KyTHWKyma
MEJIAaHUCTOB ObUTa TONIIEe. AKTHBHOCTH TPYIIBl (DEHOJOKCHIAa3 M COOTBETCTBEHHO
CKOPOCTh MeJIaHHW3aIMi Tpruba Oblla 3HAYUTENBHO BBIIIE y MeNaHucToB. [lomoOHbIE
Mopdosornueckue W (PU3MOJOTHYECKHE OCOOCHHOCTH MEIAHUCTOB MPHUBOIAT K
3allepKKe pasBUTHS Tpuba B KYTHUKYJE, YTO TO3BOJISIET JIMYMHKAM u30eraTth
IPOHUKHOBEHUS MMAaTOT€HAa B COOCTBEHHBIM OPraHU3M. JTO MOXKET OBITH 00YCIOBIICHO
TE€M, 4TO TpUO MEJIAHU3UPYETCS B KYTHUKYJIC W/WIM HE yCIEBaeT MPOHUKHYTH Uepe3
KyTHKYTy 10 JuHbkdA. C Apyroil CTOpoHBI, Ooyiee IUTETLHOE BpEeMs MPOHUKHOBCHHS
rpuba 4epe3 KyTHKYJTy MOJKET MPHUBECTH K TOBBIIICHUIO AKTUBHOCTH KJIETOYHOTO H
TYMOPaJIhbHOTO MMMYHHTETa B OpPraHU3ME HACEKOMBIX. Tak, y MEIaHHCTOB YK€ Ha
paHHMX »JTamax MHKO3a MPOUCXOAUT AaKTHBAIMS WHKAICYISIIMH W €€ YpPOBEHBb
CTAaOWJIBHO BO3pACTaeT MPU BSIIOTEKYIIEM MHKO3€. B Toke BpeMs y axpOMHCTOB, Ha
paHHUX dTanax ypOBEHb WHKATCYJSIUHA 3HAYNTEIHLHO HUXKE, YEM Y MEJTAHUCTOB, a MPHU
Pa3BUTUM MHKO3a MPOWCXOJUT WHTHOUPOBAHHWE NAHHOW 3aIIMTHON peakmuu (PUCYHOK
55). Cnenqyetr OTMETUTD, YTO HAPSIAY C KyTHKYJISPHBIM 3aIlIUTHBIM OTBETOM, KJIETOUYHBIE

pCaKInu, B JAHHOM CJIYy4aC MHKAIICYJAOUSA, MOTYT OBITH B(i)(pCKTI/IBHBIMI/I MEXaHHM3MaMH,
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MPENSTCTBYIONMMA MPOHUKHOBEHHUIO THU( B OPraHW3M HACEKOMBIX. AHAJIOTUYHBIC
pe3yabTaThl ObUIM TIOJy4YeHbl Ha TepMmutTax Reticulitermes flavipes npu 3apakeHUN
rpubamu Metarhizium anisopliae s.l. (Chouvenc et al., 2009). YV nanHol Tpynmbl
HAaCEKOMBIX OBLIO OOHApYXEHO OO0pa30BaHHE MEIAHOTHYECKOTO Tpomba B 00JacTH
MPOHUKHOBEHUS Tprda, 4TO, IO MHEHHUIO aBTOPOB, CIIOCOOCTBOBAJIO MPEIOTBPALICHUIO
nHpexkuu. B Hammx pesynprarax, KpoMe BBICOKON AKTUBHOCTH WHKATICYJISIIMH, MBI
OOHAPYXMJIM BBICOKYIO KOHIICHTPAIIUIO T€MOIIUTOB Yy MEJIAHUCTOB IO CPaBHEHHIO C
axpomuctamu. [Ipm sToM Oblma Takke OTMEYEHa WX BBICOKAS PEAKIUMOHHOCTh, B
pe3ynbTaTe 4Yero reMOIUTAPHBIN MyJ1 3HAYUTEIIBHO UCTOIIANICS TTPU WH(MEKITUU, TO €CTh
TeMOIIMTHI AKTUBHO BKITIOYAINCH B PEAKIIUN WHKAINCYIAuu. Panee ObIIIO yCTaHOBJICHO,
YTO AKTUBHOCTh WHKANCYJSAIHUHA KOPPEIUPYET ¢ KoJdudecTBOM remonutoB (Rowley,
Ratcliffe, 1978). MbI Taxxke 0OHaApY>KUIIA, YTO CKOPOCTh MHKATCYJIAIIMU KOPPETUPYET C

M3MEHEHHEM KOJMYECTBAa N'eMOILIUTOB Y BolIMHHONM orHeBku (Dubovskii et al., 2010).
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Mop(dbl  BomMHHONM OrHeBKU (. mellonella TpPOTUB SHTOMONMATOTEHHOTO TIpuda

B. bassiana.
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[Ipu U3yyeHUu ryMOpaibHOr0O UMMYHHUTETa Mbl OOHAPYX UM, YTO Y MEIAaHUCTOB
NOBBILICH ypoBeHb dKcnpeccu AMDB B )kupoBoM Tejie y HaTUBHBIX JTUUYUHOK. OJIHAKO,
IIPU Pa3BUTHUU MHUKO3a YPOBEHb SKCIPECCUU 3HAUYUTEIBHO MOBBIIIAETCS Y aXPOMHUCTOB.
Hapsiny ¢ nossienuem sxcnpeccun AMB, B remonnMde y axpoOMUCTOB MBI TakKe
oOHapyxwimu yBenuueHue akTuBHOCTH PO u nu3zonuMa OpU MHUKO3€, MPU ITOM Y
MEJIaHUCTOB ATH MOKa3aTeIu HE U3MEHSUIUCh. JTO MOXHO OOBICHUTH TeM, uTo AMb
aKTUBHO 3KCIPECCUPYIOTCA B OTBET HA Pa3iMUHbIC BO3JACHCTBUS MH(GEKIMOHHOW U HE
MH(EKIIMOHHOW MPUPObI, U KPATHOCTh MX YBEIMYEHHUS 3a4acTyl0 MPOMOPIMOHAIbHA
cune BoznenctBusa (Mak et al., 2010). TloBsiieHHas SKCIPEecCHs Y aXpOMHUCTOB MOYKET
OBITH CBSI3HA C TEM, YTO MHUKO3 y HUX MPOUCXOIUT Oojiee akTUBHO. TO ecTh, BO3MOXKHO,
y MEJAHUCTOB Psii TOKCHYECKUX TMPOAYKTOB MeTaboyiu3mMa TrpuOOB IMOMajaeT B
MEHBIIIEM KOJMYECTBE, UTO MOXET onpeAensaTs ypoBeHb orBeta AMb. He nckmtouena
TaK)K€ U PECypCHasi COCTaBISIONIAs JAHHOTO sIBICHUA. B 4acTHOCTH, [JIs1 TOTO 4TOOBI
NOJJIEP)KUBATh BBICOKYIO 3kcmpeccuto AMb u ®O, HeoOXoIUMbl 3HEPreTUUYECKUE
pecypchl OpraHu3Ma, 1 y MEJIaHUCTOB OHHU yKe 3ajeiicTBOBaHbl. COOTBETCTBEHHO OHU
HE MOTYT OBICTPO MOOMIM30BaTh UX IIPU BHEIIIHEM BO3JeUCcTBUU (KoHIenus trade off).
OpHako, IpHu BICOKOM aKTUBHOCTHU JIPYTUX 3aIUMTHBIX pPEaKINil, Kak B KyTHKYJIE, TaK U
B reMonnMde, AJi1 OpraHu3Ma MEJaHHCTOB HET OOJBIION HEOOXOAMMOCTH B JAHHBIX

OeJKax.

Pons AMB npu Muko3zax 10 KoHI@a He wu3ydeHa. B psjge pa®oT aBTOpHI
NperoiaraloT Halu4dhe MPOTHBOIPUOHBIX CBOWCTB psaga AMDB, a Take nu3onuma
(Proctor, Cunningham, 1988; Vilcinskas, Matha, 1997; During et al., 1999; Wojoda et
al. 2009). Xots ms psina AMb Obln moka3zanbl aHTUTpUOHBIE cBoicTBa (Schuhmann et
al., 2003; Xu et al., 2012), B 1enoM uUX aKTUBHOCTh HampaBiieHa MPOTUB OaKTEpHii
(Wiesner, Vilcinskas, 2010). BeposiTHO, MOBBIIEHUE HX YPOBHS MOXET OBITH
HANpaBJICHO Ha IOJABJICHHE COMYTCTBYIOIIUX M BTOPUYHBIX HMH(EKUUH, OCOOCHHO

oaxTepuanbHbiX (Bandani et al., 2000).

HOJ’IY‘IGHHBIG HaMH PE3YJIbTAaTbl COITTACYIOTCA C APYTIUMHU HCCICOAOBAHHAMMH, B

KOTOPBIX ITOKAa3dHO YCHUJICHHC peaKuHﬁ KIICTOYHOI'O M T'YMOPAJBbHOTO MMMYHUTCTA Yy
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HACEKOMBIX C BPOXKJIEHHBIM M TUIOTHOCTHO-3aBUCHUMBIM MenanuzmoMm (Wilson et al.,
2001; Wilson et al., 2002; Cotter et al., 2004; Cotter et al., 2008). B wactHoCTH, paHee
OBLJIO TOKa3aHO, YTO MelaHucTuyeckas ¢opma Spodoptera exempta uMersna
noBbilIeHHbIH ypoBeHb PO B kytukyne (Wilson et al, 2001). Korrep u ap. (2004)
MoKa3ajau, 4To y MenaHuctoB Spodoptera littoralis moBbiieH ypoBeHb DO u
WHKAICYJIANMN B TeMouMQe, HO TIOHMKeHA aHTHOAKTepralibHasl aKkTUBHOCTh. OTHAKO,
JAaHHBIE 3aKOHOMEPHOCTH OTMEYAJIMCh HE BO BCEX pabdoTax, TaKk Ha MEIaHHCTaxX

Hemideina maori noBbillieHuss UMMyHUTETa 0OHapykeHo He Ob10 (Robb et al, 2003).

OtnenpHO, cleIyeT OTMETUTh pPAa0OThl Ha HACEKOMBIX C BPOXKIECHHBIM
MenaHu3MoM. B wmccnemoBaHusx Ha OosblmioM MydHOM xpyiie Tenebrio molitor,
CCJICKTHPOBAHHOM [0  NpPHU3HAKy  KyTHKYJISPHOIO  MeJlaHu3Ma, oOOHapyxeHa
noBeimieHHass PO B remommMmde (Armitage, Siva-Jothy, 2005). Xors Ha
MeJIJaHUCTHYEeCKONM JHMHUU Spodoptera littoralis 0oOHapy»eHO CHWXXEHHE JaHHOTO
nokasatensi, Ha ()OHE MOBBIIICHHOW aHTHOAKTEPUAIBbHON AKTUBHOCTU B TeMOJHMde
(Cotter et al., 2008). Takum oOpa3oM, CBSI3b MEJIAHH3Ma C Pa3JIUYHBIMU
(U3HOIOTHYECKUMU MPOIIECCAMU U PE3UCTEHTHOCTHIO K Mapa3uTaM MOXKET 3aBUCETh OT
IPUPOJIbI MeJlaHu3Ma (TJIOTHOCTHO-3aBUCUMBIN MM BPOKIACHHBIN), BIIa HACEKOMOTO,
YCIIOBUHM SKCIIEPUMEHTA W JIpYyrux npuyuH. Kpome TOro, mpakTHUECKd OTCYTCTBYET
aHallM3  yCTOMYMBOCTHM  MENAHUCTOB TPU  3apaKEHWU  DHTOMOIATOTEHHBIMU
MUKPOOPraHU3MaMu. DTO JENaeT CpaBHEHHE PE3yJbTaTOB HCCIEIOBAHHUM JOCTATOYHO
CJIOKHBIM, TaK KaK MMMYHHBIC PEaKIMM HAaCEKOMBIX HE BCETr/Ia MOTYT MpelcKa3aTh

YPOBCHB PE3UCTCHTHOCTHU K SHTOMOIIATOI'CHAM.

B 3akmouenun xotenoch Obl  OTMETUTb, YTO 3allUTHBIE MEXaHU3MBI
MEJIAHUCTUYECKOM MOpP(BI BOIIMHHON OTrHEBKM HANpaBlieHbl HAa AKTUBHBIE CTaIUH
MHKO03a, CBSI3aHHBIE C IIPOPACTAHUEM YEpPEe3 KYTUKYJy U Pa3BUTUEM rpuda B reMoliee.
Pe3ucTeHTHOCTh MENaHUCTOB K Tpuly SBISETCS CIEACTBHEM KYTHKYJISPHBIX U
KJICTOYHBIX 3aIIWTHBIX peakuui. JlaHHbIE aJanTaluu «IHEPreTUYECKU 3aTPATHBD), U
HACEKOMbIE 00JIaJJal0T CYIIECTBEHHO NOHWKEHHBIMU MOIYJIIUOHHBIMU ITOKa3aTEIsIMU.

B ICJIOM, 3alllUTHYIO CTPATCTUIO MCJIAHUCTOB MOKHO 0003HAYUTh KaK JOCTAaTO4YHO
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3G ()EKTUBHBIA KOMIUIEKC peakIMil 10 HWHAKTUBALMM M JJIMMHUHAIIMM Tpuba Ha
HAYaJIBHBIX CTaAUSIX MH(EKIMU B KyTuUKyJse. [[eHa pe3ncTeHTHOCTH IS METaHWCTOB
MOXXET OBITh TMOJHOCTBIO OIpaBiaHa HA0OpPOM BBICOKOA(D(EKTUBHBIX 3aALIUTHBIX
peakumii. Tem Oojee YTO adanTUBHAS IICHHOCTh MEXAHW3MOB PE3UCTCHTHOCTHU
MEJIAHUCTOB MOYET MOBBIIIATHCS 32 CUET YCTOWUYMUBOCTH K APYTUM YHTOMONATOT€HHBIM

MUKPOOPTaHU3MAM.



179

I'/TABA 5. ®opmupoBaHue MeXaHU3MOB PE3UCTEHTHOCTH K MUKPOOPIraHU3MaM y
JIMYUHOK BOIIUHHOI orHeBKM G. mellonella npn HanpaB/ieHHOM 0TOOpe HA

YCTOMYMBOCTH K B. bassiana

CyIIecTBYIOT MHOTOYHMCIICHHBIC HCCJICIOBAHUS MEXaHHW3MOB PE3UCTCHTHOCTH
HAaCEKOMBIX K Tapa3WTaM, a TakKkKe KIIOYCBBIX (AKTOPOB BUPYJICHTHOCTH
saTomomnaroreHoB (Hajek, Leger, 1994; Vilcinskas et al., 1997; Bogus et al., 2007;
Wojda et al., 2009 u na.p.). OnHaKO OCHOBHBIC HCCIEIOBAHUS COCPEAOTOUYEHBI Ha
OTJICJTBHBIX 3aITUTHBIX PEAKIMIX W OTCYTCTBYET KOMITJICKCHBIM TIOIXO0]1, TIO3BOJISIOIINI
OIICHUTH OOIIYI CcTpaTeruio (OpMUPOBAHUS PE3UCTCHTHOCTH K TapasuraM Yy
HacekoMbix (Bogus et al., 2007; Wojoda et al. 2009; Vilcinskas, 2010). UccnenoBanust ¢
NPUMEHEHHEM  MOAX0Ja 10  3KCIepUMEHTAIbHOMY  OTOOpY B CHCTEMax
OHTOMOIIATOTCHHBIH TPUO-HACEKOMOE XO3SMH TMPAKTUYECKH OTCYTCTBYIOT. He
OXapaKTePU30BaHbI KIIFOUEBHIC BHYTPHBHJIOBBIC 3alIUTHBIC CTPATETHMH HACEKOMBIX,
MTO3BOJISIONINE MMPOTHBOCTOSATH Mapa3uTy Ha IMOIYJISIIIMOHHOM ypoBHE. Kak ciencrsue,
OCTAaCTCS TOJHOCTBIO OTKPBITHIM BOMPOC O MHKPOIBOIIOIMOHHBIX MEXaHU3Max

dbopMHUpPOBaHUS YCTOMYUBOCTU K TPHOAM Y HACEKOMBIX.

Jing wW3ydeHus BKIIAJa HMMMYHHOM CHCTE€Mbl BOIIMHHOW OTHEBKH K
HPHTOMOIIATOTCHHBIM TprbaM ObUT MPOBEJACH HANPABICHHBIA OTOOP HACEKOMBIX I10
MPUHIUNY YCTOMUYUBOCTH K B. bassiana. Y CeleKTUPOBAHHBIX HACEKOMBIX ObLT U3y4EH
MMMYHHBIA OTBET IPU PA3JIMYHBIX MHUKO3aX B pA3JIUYHBIX TKaHSIX, a TaKXKe P

MOp(I)OMCTpI/IIICCKI/IX U IIOITYJIIINUOHHBIX MOKa3aTelIeH.

5.1. Cesekniusi HACEKOMBIX Ha YCTONYUBOCTH Tpudy B. bassiana u

BOCIIPUMMYHNBOCTD CCJIEKTHpOBaHHOﬁ JIMHUH K JHTOMONIATOI ¢ HHBIM rpnﬁaM

MpsI ipoBenu HANpaBiICHHBIH OTOOP JUYMHOK BOIIMHHON OTHEBKU IO MPHUHIIUITY

YCTOMYMBOCTU K TpuOy B. bassiana. VIcxoHasi monmyJisiiius BOIIMHHONW OTHEBKU Oblia
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pasaeneHa Ha ABe Tpymibl. [IepByro U3 HUX CENEKTUPOBAIM Ha YCTOMYHUBOCTH K TpUOY C
MTOMOIIIBIO TIOCIIEZIOBATEIIBHOTO, B uepee nokosenni, 3apaxenus (JIKS50) B. bassiana n
OTOOPOM BBDKHUBIIHMX O0COO€H (CelIeKTUpOBAHHAs JIMHUSA), BTOPYHO OCTaBIsLUid 0e3
ceneknuu (KOHTpoJibHAs JinHUs). [IOBBIIEHNE YCTOWYMBOCTH K TPUOY OTMEYECHO Y

HACEKOMBIX 25-r0 nokosienus (Tabmmma 2).

Tabnuna 2 BocnpuuMMYuMBOCTH JUYMHOK BOIIMHHOW OrHeBKU Galleria mellonella
CEJICKTUPOBAHHOW W KOHTPOJBHOM JIMHUN TIPH 3apakeHun rpudom Beauveria bassiana

(mo3a 7.5x10” xoruauii / ma) (n=150-196, metox Kannama Maitepa).

F | Jlunus JIB25, |JIB50, |JIB75, | Oomasn n p -
JTHH JAHU JTHH CMEPTHOCTh MEKIY
Ha, 10 geHb, JMHUN
%
5 | CenexktupoBaHHas | 6 7 8 84 153 | 0,229
KonTponbHas 5 6 7 88 174
10 | CenektupoBaHHas | 5 6 9 86 187 | 0.333
KoHTpoibHas 5 6 9 87 189
20 | CenextupoBaHHas | 6 7 8 86 150 | 0.143
KonTponbHas 5 6 7 88 170
25 | CenexrtupoBaHHas | 5 6 8 79 196 | 0.010
KoHTposbHas 5 6 7 89 195

[Ipn 3apakeHUM HACEKOMbIX celeKTUpoBaHHOW (F25) ¥ KOHTpOJABHON JHMHMIA
rpuboM  B. bassiana ObUIO  ycTaHOBJIEHO joctoBepHoe (p<0.01) yBenuueHwue

YCTOﬁqHBOCTH CCJICKTUPOBAHHLIX JIMYUHOK I10 CPABHCHUIO C KOHTPOJIbHBIMHU (pI/ICYHOK
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56, A). CnexyeT OTMETHTB, 9TO OTOOpP Ha YCTOMYHMBOCTH K OTPEECTICHHOMY BHy Tproa,
B JJAHHOM ciy4ae K B. bassiana, npyuBOaUI K CEU(PUIECKON YCTOMYUBOCTH, TaK KaK
CEJIEKTHUPOBAaHHAs JTUHUA OblIa BOCHPUMMYMBA K JIPyTUM BujaM rpuboB. B vactHOCTH,
YCTOMYMBOCTh K  DHTOMOINATOT€HHOMY rpuldy M. robertsii 'y  HaceKOMBIX
CEJICKTUPOBAHHOM M KOHTPOJILHOM JIMHUM Obljla OJMHAKOBOM (pUCYHOK 56, b).

A
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Pucynok 56. CMepPTHOCTh JUYMHOK CEJIIEKTUPOBAHHOM (25 MOKOJICHUI HAMPaBJIEHHOTO
oTOOpa IO MPUHLMIY YCTOMYMBOCTH K Tpuby B. bassiana ) U KOHTPOJbHOU (HE

CEJICKTUPOBAHHOW) JTMHUN BOIIMHHOW OTHEBKH MPHU 3apaKeHUW rpubamu B. bassiana
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(A) u M. robertsii (b) (* p <0.05 no cpaBHeHUIO ¢ celeKTUpOBaHHOM NuHUEeH, n=200 Ha

BapHUaHT).

JIig u3y4eHust poJiv 3alUTHBIX PEAKIUNA IPU PA3BUTUU YCTOMYUBOCTHU K TpUly, y
HACEKOMBIX CEJIEKTUPOBAHHON M KOHTPOJIBHOM JIMHUM ObLI MPOBEACH aHAIU3 PEAKIIMI

KJIETOYHOTO U TYMOPajIbHOTO HMMYHHUTETA IPU 3apaxeHuu B. bassiana n M. robertsii.

5.2. UMMYHHBI# OTBeT y JMYMHOK JJUHMHM BOIIUHHON OTHEBKHM CEJIEKTUPOBAHHOM

HA YCTOMYMBOCTH K rpudy B. bassiana

DO akmusnocmn 6 noKpoeax

bbl10 yCTaHOBJIEHO 4YTO, YPOBEHb aJr€3UM W aKTUBALMM KOHMIUW TpuOOB Ha
MOBEPXHOCTU KYTHUKYJbl HE OTIMYAICSd MEXAYy JUYMHKAMU KOHTPOJIbHOM U
CEJICKTUPOBAHHOW JIMHUW. JIMUMHKU CEIIEKTUPOBAHHOW M KOHTPOJBHBIX JIMHUWA UMEIU
OJIMHAKOBBIM KOHCTUTYLHOHAJIBHBIN (0a30BbIi) ypoBeHb DO aKTUBHOCTHU B MOKPOBAX.
Ongnako, Ha paHHUX OJTamax 3apaKEeHHUs Yy JIMYUHOK CEJIEKTUPOBAHHOW JIMHUU
perucTpupyercss MNoBblIeHHE AakTUBHOCTH PO B MOKpOBAX Kak IPU 3apAKEHUHU
B. bassiana, Tak u M. robertsii 1O CpaBHEHHUIO C JMYMHKAMU KOHTPOJBHOM JIMHUU
(pucyHok 57). CnenyeT OTMETUTh, YTO 24 Yaca Mocie 3apakeHUsi COOTBETCTBYET ATAILy

aKTUBHOTO MPOHUKHOBEHHUSI Tprda yepe3 KyTUKYIY.



183

0.08 - %k ok

1 KoHTposbHas THHUS $39

CenexktupoBaHHas JTUHUS

=

o

(<2}
1

T $$

@O aKTMBHOCTb
(A 490/mn/mr 6enka)

0.04 -
1l
T T I
0.024 [ L - L

0.00
| |

He3apakeHHble 3apaeHHble Bb 3apakeHHble Mr

Pucynox 57. AxrtuBHOCTh ¢enonokcnnassl  (PO) B TOKpoBax — JIMYUHOK
CEJICKTUPOBAHHOM (25 MOKOJIEHUI HANPaBJIEHHOTO 0TOOPA MO MPUHIUITY YCTOMYUBOCTH
K rpudy B. bassiana ) U KOHTPOJIbHOW (HE CEJEKTUPOBAHHOW) JMHUN BOIIMHHOW
OTHEBKH Ha NEPBbIE CYTKHU IOCIe 3apaxkeHus: rpudbamu B. bassiana (Bb) u M. robertsii
(Mr) (* p<0.05, *** p<0.001 mo cpaBHeHUIO He3apaxkeHHbIMH, §§ p<0.01, §§§<0.001

10 CPAaBHEHUIO C KOHTPOJIbHOH JInHKUEW, n=60 Ha BapuaHT).

Axmuenocmo UHKancyaiAyuu

Y JMYMHOK CEJIEKTUPOBAHHOW JMHUW ObUIa 3a(UKCUpPOBAHA TOBBIIICHHAS
0a30Basi aKTUBHOCTh WHKAICYJIAIMA B TeMoiuMQe, 0 CPaBHEHHIO C KOHTPOJIbHBIMH
HacekoMbIMU (p<0.05) (pucynoxk 58). OnHako, aKTUBHOCTh MHKAICYJISILIUU JOCTOBEPHO
CHUXAJIaCh y HACEKOMBIX 00€HX JIMHUU MPHU 3apakeHUH TpuOoM B. bassiana (puCyHOK
58). Ilpu >TOM y JTMYMHOK CENEKTUPOBAHHOMN JTMHUM TMOJAABICHUE MHKATICYJISIIUN OBLIO

nocroBepHo MeHblie (p<0.05), yem y JIMYMHOK KOHTpOJIbHOW nuHuM (B 1.3 pasa).
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3apa)x€HHE HACEKOMbIX TIpuUOOM M. robertsii He TNPHUBOIWUIO K JIOCTOBEPHBIM

U3MEHEHHSIM B aKTUBHOCTH MHKATICYJISIIUU Ha MIEPBbIe CYTKH (PUCYHOK 58).
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Pucynoxk 58. AKTUBHOCTH MHKAICYJISLIMU B reMOoIuM$e JTUUMHOK CeJIEKTUPOBAHHOM (25
MTOKOJICHUI HAIPaBJICHHOTO 0TOOpA MO MPHUHIIUITY YCTOMYUBOCTH K Tpudy B. bassiana )
U KOHTPOJIbHOW (HE CEeNEeKTUPOBAHHOM) JMHUN BOIIMHHON OTHEBKH Ha MEPBBIE CYTKHU
nocie 3apaxeHus: rpudbamu B. bassiana (Bb) u M. robertsii (Mr). (* p<0.05, ** p<0.01
[0 CPaBHEHHUIO C HE3apaX€HHbIMU TOM ke yuHuM, § p<0.05 mo cpaBHEHHIO C HE

3apaKeHHOUM KOHTPOJIbHOM JIuHKEH, n=120 Ha BapuaHT).

Jluzoyum-nooodnas u @O akmusHocms 6 2emonumepe
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JInzounM-mooOHasi aKTUBHOCT, B remMoiuMpe He OTIMYalach MEXITY
JMYUHKaMH KOHTPOJIbHOW U CEJIEKTUPOBAHHOW JIMHUM U HE U3MEHSJIAch NIPU 3apakeHUN
(pucynok 59). @O akTUBHOCTH B IJIa3M€ TeMOJIUM(]BI TOCTOBEPHO YBEIMUMUBANIACH MIPH
3apaXCHUH JIMYMHOK KOHTPOJBHOW JIMHUU TpuboMm M. robertsii, HO He B. bassiana
(pucynok 60). @O akTUBHOCTb y HE3apaKEHHbIX JMYMHOK JIMHUN ObUIa OJIMHAKOBOMU

(pucynok 60).
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Pucynok 59. JlmsoumM miomoOHas aKTUBHOCTH B  remMoiduMde JHMIUHOK
CEJICKTHPOBAHHOM (25 TMOKOJIEHUI HaMpaBIECHHOTO O0TOOPA MO MPUHIIUITY YCTOMYHUBOCTH
K rpudy B. bassiana ) WU KOHTPOJIbHOW (HE CEJEKTUPOBAHHOW) JMHUI BOIIMHHOW
OTHEBKH Ha TNEPBbIE CYTKHU IOCIe 3apaxkeHus: rpudbamu B. bassiana (Bb) u M. robertsii

(Mr) (n=60 na BapuaHr).
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Pucynokx 60. ®enonokcunaznas (PO) akTUBHOCTH B IIa3M€ TeMOIUMOBI JTHYUHOK
CEJIEKTUPOBAHHOM (25 MOKOJIEHUI HalPaBJIEHHOTO 0TOOpa MO MPUHLHUITY YCTOMYUBOCTH
K rpudy B. bassiana ) W KOHTPOJbHOW (HE CEJIEKTUPOBAHHOMN) JMHUN BOIIMHHOM
OTHEBKH Ha TEPBbIE CYTKH IOCHE 3apakeHus rpubamu B. bassiana (Bb) u M. robertsii
(Mr). (**-p<0.01 mo cpaBHEHHIO C He3apaXeHHbIMU ToM ke nuHuM, §§ p<0.01 mo

CPaBHEHMUIO C 3apaXKEHHBIMU Mr KOHTPOJIBHOU JIMHUH, n=60 Ha BapHaHT).

Ypoeenv sxcnpeccuu IMPI

Y HaceKOMBIX CEJEKTUPOBAHHOW M KOHTPOJIBHOW JIMHUM MBI IPOBEIU AHAIIN3
AKCIIPpECCU HWHAYUMOEeNbHOro uHruburtopa wmeramionporea3 IMPI B mokpoBax u
KUPOBOM TeJe. YCTaHOBJIEHO, 4TO 0a3oBbiii ypoBeHb IMPI monmken B 2-3 pasa B
MIOKPOBAaX CEJIEKTUPOBAHHBIX HAaCEKOMbIX (pucyHOK 61, A). OgHako npu 3apakeHuu

CEJIEKTUPOBAHHBIX JUUYUHOK TpuboM B. bassiana upoucxoaut aoctoepHas (p<0.05)
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aKTHBALMS €r0 JKCOpecCcuu B 4-5 pa3 MO CPaBHEHUIO C 3apaKCHHBIMH JIMYMHKAMU
KOHTPOJIbHON JuHUU (pUcyHOK 61, A). B %UpPOBOM Tene 3apa’keHHBIX HACEKOMBIX MBI
HaOmoAau 00paTtHyio KapTuHy. JlocTOBEpHOE, MATUKPATHOE YBEIWYEHUE HKCIIPECCUU
IMPI  mpoucxoausio y KOHTpoJibHBIX HacekombiX (p<0.05) (pucynok 61, Bb). V
HACEKOMBIX 3apaX€HHBIX TpuboM M. robertsii yposenb IMPI npakTuueckn He MEHSIICS

(pucyHok 61, B).
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Pucynok 61. YpoBeHb 3KcIpecCMM HHIAYLUMOEIBHOIO MHITMOMTOpA METaIoNpoTeas
(IMPI) B >XMpOBOM T€ji€ W IOKPOBaX JUYMHOK CEJIEKTUPOBAHHOM (25 MOKOJIEHUI
HaIpaBJICHHOTO OTOOpa M0 MPHUHIUIY YCTOWYUBOCTU K TpuOy B. bassiana) wu
KOHTPOJIbHOM (HE CEJEKTHUPOBAHHOM) JIMHWK BOUIMHHOW OrHEBKH HA IEPBBIE CYTKHU
nociie 3apakeHus: rpudbamu B. bassiana (Bb) u M. robertsii (Mr). YpOBeHb dKCIIPECCUN
MPEACTABICH KaK KpaTHOCTh u3MeHeHur (AACt): y He3apaKEHHBIX CEIEKTUPOBAHHBIX
[0 CPaBHEHHUIO C HE3apaKEHHBIMU KOHTPOJIBHBIMM (pa3HHUIA B KOHCTUTYLHOHAJIBHOM
YPOBHE OJKCIPECCHM), Yy 3apaKEHHBIX JMYMHOK OOEUX JMHHUHA 10 CPaBHEHHUIO C
HE3apaKCHHBIMH (KpPAaTHOCTh HM3MEHEHHS B OTBET Ha HMH(EKIHUIO), y 3apa)KeHHBIX
JMYMHOK CEJIEKTUPOBAHHBIX 110 CPABHEHUIO C 3apa)KCHHBIMU KOHTPOJIBHBIMU (pa3HuLA
B KpPaTHOCTH W3MEHEHHUU B OTBET HAa MHQEKUuuto Mexay auHusmu). (*p < 0.05 mo
CPaBHEHMIO KPaTHOCTh U3MEHEHUI B KOHTPOJIBHON JTUHUM Ipu 3apakeHuu Bb, §< 0.05

110 CPABHEHHIO C 0A30BBIM YPOBHEM IKCIIPECCUU, N=3 HA BAPUAHT).

Cnenyer ormetuthb, uto IMPI Moxer BbicTynaTh 3(pQEKTUBHBIM 3aIIUTHBIM
MEXaHU3MOM NPOTUB NpoTea3 rpudos. [Ipoteassl Prl rpubos Beauveria n Metarhizium
SBJISIIOTCSL OHUM M3 BakHeHIux (axTtopoB BuUpyieHTHOCTH (St. Leger et al., 1988;
Joshi et al., 1995; Qazi, Khachatourians, 2007; Vilcinskas, 2011). Onu y4acTByIOT B
JEerpajlaliud KyTUKYJbl IPHU MpopacTaHuM rud rpuOoB 4depe3 MOKPOBBI HACEKOMBIX
(Hajek, Stleger, 1994; Joshi et al., 1995; Charnley, 2003; Vilcinskas, 2011).
[ToBbiieHnsi ypoBeHb IMPI y JIMYUMHOK yCTOMYMBBIX HACEKOMBIX IIPU MMKO3€
BBI3BAHHOM B. bassiana, MOxeT ObITh CHELMPUUECKON aganTalvedl K MHKATUBALUU

METaJUIONPOTea3 TaHHOTO rprba Mpu HHGEKIIMOHHOM TIPoIiecce.

Yposenv sxcnpeccuu AMB, waneponos, noodepoicanue  OKUCIUMENbHO-

60CCMAHOBUMENbHO20 balanca u penapayus
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VY HaceKOMBIX CEJEKTUPOBAHHON M KOHTPOJIBHOM JIMHMM Mbl IPOBEIM aHAJIN3
pa3IMYHBIX F€HOB YYacTBYIOIIMX B MMMYHHOM OTBETE, aHTHMOKCHUIAHTHOW 3alllUTe U
pereHepalnyoHHbIX Ipoleccax. B yacTHocTH, OblIa NMPOAHAIM3UPOBAHA SKCIPECCUS
TeHOB OTBeYalImux 3a cuHTe3: AMDB (ramiepmomMuiMH, TaTUOMMIIMH, TJIOBEpHH,
uekponuH-J[ m 6-Tox); koHTHra - 2Gm OTBEYAIOIIEr0 3a NEperayy, CBSI3aHHBIX C
UMMYHHBIM OTBETOM, CUTHAJIOB B KJIETKAaX (CUTHAJIbHYIO TPAHCAYKIIMIO); KOHTHUIOB
penapauuu u perenepanuu (704 u 233); kouturoB 6GM, 15362 u 03093 cBsizaHHBIE C
peryisinMel BOCHAJINTENbHBIX IPOLIECCOB, allONTO3a W CUTHAIBHOW TpPaHCAYKIMEH,
KoHTHra 17373 KOTOpBIM ONuCaH KakK KOAWPYIOIIMH INIyTATHOH NEPOKCUIa3zy MU
xenaropa (Tpancdeppun). Yuactue 6enkoB temaoBoro moka (BTL) Obuto oneneno mo
ypoBHio 3kcnpeccun BTHI 90 (HSP90), xontura 7GM 21310 u kontura 1489,
oTBevaromux 3a cuHTe3 W (QyHkuuonupoanue bBTIHI, kontura 6GM 5976,

OTBCTCTBCHHOI'O 3a pCaKIIMN 6J'IOKI/IPYIOIHI/Ie aIloIITO3.

bbl1 mpoaHanmuM3upoOBaH KOHCTHUTYLMOHAIbHBIA (0a30BbIi) YPOBEHb 3KCIPECCHH
JaHHBIX T€HOB Y JIMYMHOK CEJIEKTUPOBAHHOM JIMHUU 110 CPABHEHHMIO C KOHTPOJIbHBIMU
HAaCEKOMBIMHU. Y CTAHOBJIEHO, YTO AKCIpecchs OOJIBIIMHCTBA I'€HOB ObLIA MOHM)KEHHOM
y JIMYUHOK CEJIEKTUPOBAHHOM JIMHUU MO CPABHEHHIO C KOHTPOJIBHOM, B )KUPOBOM TeJIe
(B 2-3 paza) (p<0.01). B mokxpoBax skcrpeccusi Oblja TPAKTUUYECKH OJMHAKOBOM.
OpHako, sKcrpeccusi Tpynnbl T'€HOB AHTHOKCUAAHTHOW cHUCTeMBbI (KOHTHT 17373 —
[JIyTaTUOH Tnepokcuaasa, KoHtur 03093 - mnepokcupenokcuH), KoHtura 704 —
YUYacTBYIOLIETO B penapaluu, raJMOMUILMHA U PEryyaropa anonrosa (KoHTur 15265)
Obuta BbIIe B 2-3 pa3a B IMOKPOBAaX, HO HE B >KUPOBOM Telle¢ CEIIEKTHUPOBAHHBIX

HACEKOMBIX 110 CPABHEHUIO C KOHTPOJIbHBIMU (PUCYHOK 62).
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Pucynok 62. KOHCTUTYLMOHAIbHBI YpPOBEHb 3KCIPECCHH pPAa3JIUYHBIX T€HOB B
KUPOBOM TEJI€ U MOKPOBAX JINYMHOK CEJIEKTUPOBAHHOM (25 MOKOJIEHNI HANPABIEHHOTO
oTOOpa MO NPUHIUIY YCTOMYMBOCTU K TpuOy B. bassiana) W KOHTPOJIBHOU (HE
CEJIEKTUPOBAHHOW) JIMHWWA BOIUMHHOW OrHEBKHW. IIpencraBieH Kak KpaTHOCThb
m3mMeHeHu (AACt): 'y He3apaK€HHbIX JIMYMHOK CEJIEKTUPOBAHHOM JIMHUM 10
CPAaBHEHUIO C HE3apaKCHHBIMH JIMYMHKAMU KOHTPOJBHOW JHMHUM (pa3HHMLA B

KOHCTUTYI[MOHAJIbBHOM YPOBHE 3KCIPECCUU, N=3 Ha BAPUAHT ISl KAXJA0r0 IeHa).
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[Tpu 3apakeHUMM HaceKOMbIX B. bassiana , akTUBaLUsl psfa T'€HOB U UX TPYII y
CEJIEKTUPOBAHHOM JIMHUU ObljIa TOCTOBEPHO BBILIE, YEM Y KOHTPOJIbHBIX. B yacTHOCTH,
MBI OOHAPYXHJIM TOBBIIICHHBIN ypoBeHb 3kcrpeccu AMDB, reHOB yudacTByHOIIMX B
nopnepxkanun OB OanaHca M mpoleccax penapanuyd B MOKPOBaX CEIEKTHPOBAHHBIX
HAaceKOMbIX. AKTHBanus LekponuHa-/l, rmosepuna u 6-Tox ObUIM TOCTOBEPHO BHIILIE,
YeM Y KOHTPOJBHBIX HAaCEKOMBIX (PHUCYHOK 63). DKCIpeccusi KOHTUTOB KOJIUPYOIIHMX
AHTUOKCUJAHTHbIE  (EPMEHTHl  TJYTaTUOHMIEPOKCUAA3y U  IMEPOKCUPEIOKCHH
NOBBIIIAJIACh B IOKPOBax IIpU 3apaxkeHuu B 2-3 pasza. Perymaropsl anonroza u
TpaHC(QEPPUH NPU 3aPAKEHUU CEIEKTUPOBAHHBIX HACEKOMBIX OBLIM MOBBILIEHBI B 2-3
pasza, mpu 3TOM HUX AKTHBALUS JIOCTOBEPHO OTIMYAIACH OT 3aPAXKEHHBIX JIMYUHOK
KOHTpoabHOM JuHuK (p<0.05) (pucyHok 63). B nenom akruBanus rpynmnsl reHoB AMb
ObUIa JIOCTOBEPHO BBIIIE B IIOKPOBAX JIMUMHOK CEJIEKTUPOBAHHOW JIMHUU IIpU
3apaxxeHuu B. bassiana 1o cpaBHEHHIO ¢ KOHTpoJbHOU (p<0.05) (mpunoxenue 4).
OTmedyeHa WHTEpECHas 3aKOHOMEPHOCTb IIPU AHAIN3E CEJIEKIMM BCEX TI'€HOB
CEJIEKTUPOBAHHOW M KOHTPOJIBHOM JIMHUM 3apa)KCHHbIX IPUOOM. Y CENeKTHPOBAHHOMN
JUHUM TPOUCXOJUT aKTHUBALWsA HKCIPECCUUM TIE€HOB B IIOKPOBAaX, HO CHWKEHHE B
KUPOBOM Te€J€ B OTBET HA 3apAKECHHUE II0 CPAaBHEHUIO C KOHTPOJBHOM JIMHUEH

(mpunioxenue 4) (pucyHok 63).
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Ipu unuumupoBannum B. bassiana
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JKcnpeccna (KpaTHOCTb n3MeHeHun, AACt)

Pucynok 63. YpoBeHb SKCIpPECCUU pa3IUYHBIX T'€HOB B UPOBOM Telle M MOKPOBaX
JUYUHOK CEJIEKTUPOBAHHOM (25 TOKOJEHWI HaIpaBJICHHOTO OTOOpa MO MPHUHIIMITY
YCTOMYMBOCTHU K rpudy B. bassiana (Bb) u KOHTPOJIBHOU (HE CEIEKTUPOBAHHOMN) JIMHUM
BOIIIMHHOW OTHEBKM Ha TIEPBbIE CYTKH IOCJE 3apakeHusi rpudbamu B. bassiana (Bb).
[IpeacraBinen kak KpaTHOCTh u3MeHeHUM (AACt): y 3apakeHHbIX JIMYMHOK 00eux

JUHUHA TI0 CPAaBHEHHIO C HE3apaXEHHBIMH (KPAaTHOCTh M3MEHEHHS B OTBET Ha
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uHpexuuio) (*p < 0.05 pa3HMIIa MO CPAaBHEHUIO C IKCIpPECCHMEH T'eHa y JMYUHOK

KOHTPOJIBHOM JINHUH, N=3 Ha BapHaHT JIJIsl KaKJOr0 I'€Ha) H.J. - HE I€TEKTUPOBAJICS.

[Ipu 3apakeHMU HACEKOMBIX CEJIEKTUPOBAHHON M KOHTPOJIBHOM JIMHUM TpuOOM
M. robertsii mpoucxommna axktuBanus cuHTe3a AMB B kupoBom Tenme. OpnHako,
aKTUBaIUsl OblIa JTOCTOBEPHO BBIIIE Y HACEKOMBIX KOHTpoJbHOW nuHUHM (p<0.05)
(mpunoxenue 4) (pucyHok 64). B nmokpoBax aktupaius reHoB AMb mpowucxoauna y
JUYUHOK KOHTPOJBHOM JMHUHU, HO HE ceyiekThupoBaHHOU (p<0.05) (mpunoxenue 4).
DKcnpeccusi TaMOMUIIMHA, TaliepuoMuliMiHa U 6-Tox OblIa JOCTOBEPHO HIDKE Y
3apak€HHbIX M. robertsii celeKTUPOBAHHBIX HaceKOMbIX. KOHTHIM yuacTBylollue B
perymsauun OB Oananca W manepoHbl IPAKTHUECKU HE aKTUBUPOBAIUCH B KUPOBOM
TeJie ¥ MoKpoBax npu Mukosze. YpoeHb bTI 90 noseimanca B 5-10 pa3 B :KupoBOM

Tesne o0enx MMHUN (PUCYHOK 64).
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Ipu unpunupoBanuum M. robertsii
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KonTur 1489 ‘—i H
7 HLJL. 1 >Kuposoe Teno H.JL
7GM Konrur |~ Bl lMokpossl f [1lanieponsr
21310 o [ *
BTIII90 i L L
— I
KonTur 704 i . -
{ — Penapauus
KonTur 233 _ '—H L |
]
Kontur 03093 .
H.J. H.A.
Konrur 15265 _ —] g
H.J. H.JI. =
2 S
6GM Kontur | <:§ =
T ] S
5976 8 g
=
KonTur 17373 Q E
- o g
>~
o)
Tpauncheppun Q.
I
2GM Kourtur i *
20004
[Manuomuume | _" * '—- ~
| ] — hé
o
lannepuoMuiuH | [ * il i
I I 2
=
[noBepun _ g — Lg
I I =
6-Tox 1 —r - S
| — =
o
Llexponun-J| _w&'— j <
T T TTTIm T=TTTTIm T=TTTTTm| T T T TTIT T T T TII T T T TTI T T rrrmm
0.1 1 10 100 10000.1 1 10 100 1000

JKcnpeccna (KpaTHOCTb n3MeHeHuin, AACt)

Pucynok 64. YpoBeHb SKCIPECCHH PA3WYHBIX TEHOB B KHPOBOM Telle W IMOKPOBAX
JUYUHOK CEJIEKTUPOBAHHOW (25 TIOKOJIEHWI HAIPaBJICHHOTO OTOOpa MO MPHUHIIHITY
YCTOWUYUBOCTHU K TpuOy B. bassiana (Bb) u KOHTPOILHOU (HE CEIEKTUPOBAHHOW) IMHUN
BOIIIMHHOW OTHEBKHM Ha TIEPBBIC CYTKH TOCIIe 3apaxkeHus rpudamu M. robertsii (Mr).
[IpencraBnen kak kpaTHOCTh u3MeHeHU (AACt): y 3apaxeHHBIX JUYHMHOK 00enx

JIMHUW 10 CPaBHCHHUIO C HC3apaAKCHHbBIMHU (KpaTHOCTB N3MCHCHHA B OTBCT HaA



196

uHpexkuuto) (* p < 0.05 pasHHIla MO CPaBHEHUIO C IKCIPECCHEH TeHa y JUYHMHOK

KOHTPOJIBHOM JIMHUM, N=3 Ha BapHaHT JIJIsl K&KJOr0 I'€Ha) H.J. - HE IETEKTUPOBAJICS.

AHanu3upys pazHUIly B SKCIPECCUU T'€HOB Ha JIMHUSX NMPU MHUKO3aX BBI3BAHHBIX
pa3HBIMU TpHOAMHU, MOKHO OTMETUTH PsJl ocoOeHHOCTeH. MIMMYyHHBIM OTBET Ha B.
bassiana B TIOKpOBax Yy HACEKOMBIX CEJCKTUPOBAHHON JMHUM OKaszaics Oolee
BBIpaKEHHbIM, 4YeM Ha M. robertsii (p<0.05) (mpwnoxkenue 5). Y HaCEKOMBIX
KOHTPOJILHOM JIMHUU pa3BuTHE Tpuda M. robertsii UHIYIIUPOBAJIO AKCIPECCUIO TEHOB,
KaK B JKMPOBOM TeJi€, TaK U B MOKPOBAX MHTEHCHUBHEHW, 4eM MpU MUKO3e B. bassiana

(p<0.05) (mpunoxenue 5).

5.3. Mopdomerprueckne U NonyJAMOHHbIE MOKA3ATEeJTH JUHUU BOIUHHOMI

OTHEBKH YCTOMUYMBOM K rpudy B. bassiana

YPpOBEHb CMEPTHOCTH y HE3APAKEHHBIX HACEKOMBIX CEJIEKTUPOBAHHOW JIMHHUU
OblJla TakoM e, KaK U Yy KOHTpOJbHOW. Hacexomble CeleKTUpOBaHHOW JIMHUU C
MOBBINICHHONW YCTOMYHMBOCTBIO K B. bassiana HE OTIMYAIUCh MO BECYy KYKOJOK OT
HACEKOMBIX KOHTPOJbHOU nuHUM (pucyHOK 65, b). OqHako BpeMs MX pa3BUTHUS ObLIO

OO0JBIIIE YeM Y HACEKOMBIX KOHTpoJbHOU JimanH (p<0.05) (pucyHOK 65, A).
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Pucynok 65. Bpems pazutust 10 umaro (A) u Bec kykonok (b) cenexkrupoBanHoit (25
MTOKOJICHUH HAIPaBJICHHOTO 0TOOpA MO MPHUHIIUITY YCTOMYUBOCTH K Tpudy B. bassiana )
U KOHTPOJBHOW (HE CeJIEeKTHUPOBAHHOW) JMHUN BOIMHHOMW OrHeBku (*p <0.05 mo

CPaBHEHMIO C KOHTPOJILHOM JMHUEH, =90 Ha BapuaHT).

Yaiie Bcero, y MHOTHUX KMBOTHBIX NMPU (POPMUPOBAHUHU YCTOMYUBOCTH K TEM WIIH
MHBIM TaTOr€HaM MPOUCXOJUT CHUKEHHE MOP(OJOTUYECKUX M TOMYJSIHUOHHBIX
MoKazaTesield, TaKk Ha3biBaeMasl «ieHa» yctoiumBoctu (trade-off) (Gassmann et al.,
2009). OnHako, B HAIIEM S3KCIEPUMEHTE Mbl HE OOHAPYKWUJIM H3MEHEHHUS JaHHBIX
MOKa3aTesIen y CEJIEKTUPOBAHHOW JIMHUM HACEKOMBbIX. He HCKIIFOUEHO, 4TO 3TO CBA3aHO
C KOPOTKMM TIIEPHOJOM OTOOpa Ha YCTOMYMBOCTH JJI STOTO BHJIa HACEKOMBIX.
[loaTBepkeHHEe JAHHOTO  TMPEIINOJIOKEHUS MOXHO  OOHApYyXUTh B  HAIIUX

MCCJICIOBAHMIX HA MEJIAHHCTHYEKCOW MOp(Qe BOIMHHOW OTHEBKH, KOTOpas o0yamaer
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NOBBILIEHHON YCTOMYMBOCTBIO K I'puOy, HO IPHU 3TOM HUX IUIOJOBUTOCTH B JBa pas3a
Hwke. Crenyer OTMETHTh, YTO JaHHas Mopda moria (HopMHUpPOBATH YCTOMUMBOCTD

0oJiee IIIUTEIbHBIN IEPUOI.

3akJIl04YeHue K riase 5

[Ipu cenexkuuu JIMYMHOK MO MPUHIUIY YCTOMUMBOCTH K TpuOy B. bassiana uepes
25 TOKOJIeHHH MPOMCXOAMT YBEIHMYCHHE YCTOMYMBOCTH HACEKOMBIX K IaHHOMY
naroreHy. YCTOWYHMBOCTh crhenMduyHa K JaHHOMY Buay rpuba. Hacekowmble
CEJIEKTUPOBAHHOHN JIMHUU HE JIEMOHCTPHPOBAIH YBEIUYCHUSI YCTOWYUBOCTH K JIPYTOMY

SHTOMONIATOTeHHOMY Tpuly M. robertsii.

CpaBHUTENBHBI aHAIU3 3alUTHBIX PEAKUUN HACEKOMBIX CEJIEKTUPOBAHHOM
JUHUM TPU  3apaXEHUM BBIABUI PpAl  HMMYHO-(PU3HMOJOTMYECKUX aJalTalluy,
00€eCIeunBarONINX TOBBIMICHHE CHENMUPUISCKON YCTOWYMBOCTH K B. bassiana. Y
HACEKOMBIX CEJIEKTUPOBAHHOW JIMHUM OTMEYEHO yBenuueHue (enHonokcunas (PO) u
COOTBETCTBEHHO MpOIIECCa MEJIaHW3allid B MOKPOBax NpH 3apakeHuu B. bassiana .
3apakeHue CEJIEKTUPOBAHHBIX HACEKOMBIX T'puOOM M. robertsii Takke yBEIUYHUBAIIO
aktuBHOCTb PO B mokpoBax. Kpome TOro y ceneKkTUpPOBAaHHBIX HACEKOMBIX ObLI
NOBBIIICH 0a30BbIil ypOBEHb WHKAICYIALMHA B TeMOIUMQpeE, a TpH 3apaXeHUH OH
CHWKAJICS, HO MEHBILIE, YEM Yy KOHTPOJIbHOW JTMHUU. HKaNCyasuus sIBISIETCS OJTHUM U3
BXHEHMIINX MEXaHU3MOB WHAKTHUBALlUM MNaToreHoB B remoiumde. Kpome Toro,
IPOLIECC MHKAIICYJISIUU MPOHUKAOIIETO Tprda MOXKET MPOUCXOAUTh HEMOCPEICTBEHHO
B IIOKPOBaXx, YTO MPUBOAMT K 3aJI€pP>KKE pa3BUTHA I'puda WM K €ro yHHMUTOKEHUo (St.
Leger et al., 1988). BepositHo, nobitienHas @O akTUBHOCTh U MPOIECC HHKATICYIISIIH
y CEJIEKTUPOBAHHBIX HACEKOMBIX WIPAalOT BAXKHYIO pOJIb B MHAKTHBAaUUU TIpuda B

MOKPOBaXx.

CHGI[YCT OTMCTUTDL, 4YTO IMPOHCCChI MCIAHOICHC3a COIIPAKCHBI C MOBBIIIICHHOU

reHeparen AKM  (Nappi, Christensen, 2005). T'enbl, Kogupymooime psia
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AHTHUOKCHUJIAHTOB, JE€MOHCTPUPOBAJIA MOBBIIIECHHBIM KOHCTUTYIIMOHAJIBHBIN YpPOBEHB
DKCIIPECCHM, & TAKXKE AKTUBHEW JKCHPECCUPOBAIMUCH B MOKPOBAX MNPHU 3apaxKCHUU B.
bassiana . B03MOXHO, peryisius OKHUCIUTEIbHO-BOCCTAHOBUTEILHOIO OajaHca y
CEJICKTUPOBAHHOM JIMHUM SIBIIACTCS OJHOM M3 aJlanTallyii, HAIPABJICHHON HA CHUKCHUE

ACCTPYKTHBHBIX ITPOICCCOB IIPU MOBBIIIICHHOU MCJIaHM3allu SHTOMOIIATOI'CHOB.

[ToMHUMO HaHHBIX CHCTEM, HACEKOMBIE CEJIEKTUPOBAHHOW JMHMM 00Janaiu euie
IeJIBIM KOMITJICKCOM MPOTUBOTPHOHBIX afanTanuid. BOIbIIMHCTBO U3 HUX MPOSBISUTUCEH
TOJILKO TPH 3apaXKCHUU TPUOOM, YTO CBUICTEIHCTBYET O BAXKHOCTH JIOKaJTbHOTO OTBETA
B MECT€ M B MOMEHT IPOHHMKHOBEHHUs maroreHa. Hampumep, y cCeleKTHpOBaHHBIX
HACEKOMBIX aKTHBHPOBAJIACh dKCTpeccusi nHrubuTopa meramionporeas (IMPI) rpubos.
Crnenyer OTMETUTH, YTO MPOTEa3bl TPUOOB SBJISIIOTCS OAHUM M3 KJIIOYEBBIX (DaKTOPOB
BUPYJCHTHOCTH B. bassiana n M. anisopliae (St. Leger et al., 1988; Joshi et al., 1995;
Charnley, 2003; Qazi, Khachatourians, 2007; Vilcinskas, 2011). Dxcnipeccus IMPI npu
3apakeHuu B. bassiana MOXeT cIOep)KuBaTh pa3BUTHE Tpuba HAa HAYaIbHOM JTare
MHQPEKIMOHHOTO Tpollecca M TeM 0ojiee BaKHO, YTOOBI ATOT MPOIECC MPOUCXOIUI

HEMOCPEJICTBEHHO B MECTE, T'/I€ MPOpacTaroT rudaibHble Tesia rpudoB.

VY ceneKTUPOBAaHHBIX HACEKOMBIX OBLI MOBBIIIEH 0a30BbIH YPOBEHb SKCIPECCUU
TaUIEPUOMHIINHA U TATMMHUIIMHA B TIOKpOBaX. boiiee TOro, MOBBIIIEHHBIA YPOBEHb HX
IKCIIPECCUN COXPAHSJICS U MPH 3apakeHuu B. bassiana (B CpaBHEHHH C 3apaKCHHBIMU
JUYMHKAMUA KOHTPOJBHOM JIMHUMK). [alyiepuoMUIIMH W TaJIMOMULMH ONHUCAHbl U
OXapakTepu30BaHbl Kak mpotuBorpudHpie Oenku (Schuhmann et al.,, 2003). Ounu
JEMOHCTPUPOBAIN aKTUBHOCTh MPOTUB B. bassiana u M. anisopliae. Kpome TOTO0, MBI
3apEruCTPUPOBAIIU, YTO Y JIUUYUHOK CEJIEKTUPOBAHHOM JIMHUM B MOKPOBAX MPOUCXOIUT
MOBBIIIEHHAs 3Kcnpeccuss Heckoibkux AMDb: nekponuna-/l, 6-Tox u riiOBepHHA.
N3BecTHO, 4YTO 1EKponuHbl Drosophila moryT o0janatb MNPOTUBOIPUOHOM
aKTUBHOCTBbIO, HO MpOTUB B. bassiana Takux cBoiictB He oTmeueHo (Ekengren,
Hultmark, 1999). AnTumukpoOHBIE cBoOWcTBa 6-TOX y BOIIMHHOW OTHEBKH CIa00
n3ydeHbl. OJHaKO, W3BECTHO, YTO Oejaku Onm3ko rpymmbl X-tox oOjagaroT

orncoHm3upyromumu cBorictBamu (Destoumieux-Garzon et al., 2009). Jlna rioBepuHa
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POTUBOTPUOHON aKTUBHOCTH HE omucaHo. OgHAKO, OH ObLT BBHICOKO aKTHBEH MPOTHB
pasnuYHBIX OakTepui, BKIOYas sHToMonaroreHHbie (Xu et al., 2012). Takum obpazom,
MOJTy4YEHHBIC PE3YyJIbTaThl CBHACTEIBCTBYIOT, UYTO Y CEJICKTUPOBAHHBIX HACEKOMBIX C
MOBBIIICHHONW YCTOWYMBOCTBIO K B. bassiana, AMb akTUBHO 3KCIPECCUPYIOTCS B

MOKPOBax Ha crienupuvecKuil antured — rpud B. bassiana.

Cnenyer otMeTuTh, 4T0 AMDB aKkTMBHO 3KCIPECCUPOBAIMCH B KUPOBOM TENE
HAaCEKOMBIX U NpHU MUKO3ax B. bassiana wu nipu M. robertsii. [loka He COBCEM SICHO,
KaKoe 3HaueHHE BBIMOJHAKOT AaHHble AMB npu paszsutum rpubHoi mHpexumu. He
UCKJIIOYEHO, 4TO BbICOKHMI ypoBeHb AMDB cmocoOen 3amepkaTe pa3BuTHE TPUOHOM
uHpekunu. Bo3mMoxkHO 3TO Hecnenupuueckuil OTBET Ha TOKCHMKO3 HaceKOMbIX. Wiu
MOBBINICHHBIH ypoBeHb AMbB HeoOXonuM HAaCEeKOMBIM ISl 3alUThIl OT BTOPHUYHBIX,

0COOCHHO KUIICUHBIX OaKTEpUaIbHBIX HHPEKIUH.

WuTepecHble pe3ynbTaThl OBLUIM TMOMYYEHBI MpU aHalu3e (HaKTOpOB pocTa H
LIaIIepOHOB, OTBETCTBEHHBIX 3a MIPOLIECCHI penapanui U pereHepannn KIeTok. bazosbii
YPOBEHb HKCIIPECCUU IIANIEPOHOB ObUI HUXKE Y JUUYUHOK CEIEKTUPOBAHHOM JIMHUU U B
NOKpOBax, u kupoBoMm Tene. [lpum 3apaxkeHun y oOeux JUHUI HE OTMEUYEHO
3HAYUTEIIBHOTO YBEIMYEHMsI MX JKcnpeccud. OQHAKO y JIMYMHOK CEJEKTUPOBAHHOU
auaun cHkenue ans BT 90 B mokpoBax Obuio menbine. B sxupoBom tene BTIHI
aKTUBHO JKCIIPECCUPOBAJICS y 00€UX JIMHUN NPU MUKO3ax B. bassiana w M. robertsii.
Ponp mranepoHOB B paHHMX JTanax MHMKO3ax IOKa He siCHa. BO3MO>XHO, IOBBILICHHE
skcopeccun BTHI 90 B KupoBOoM Tejle 3apa)KCHHBIX HACEKOMBIX BBIMOJIHSET
perynsaTopuble (pyHKIMHM M SBISETCS OJHUM H3 JTaloB MOJYJSLUUMU HMMYHHOU
CUCTEMBI, HO UX BEKTOP 0 CHUX IIOP HE U3BECTEH. [[OHMKEHHBIN YPOBEHD IIANIEPOHOB Y
CEJIEKTUPOBAHHBIX HACEKOMBIX TAK)KE€ MOXKET HECTH PEryJIATOPHOE 3HaueHue. Bmecre ¢
TEM Yy JINYMHOK CEJIEKTUPOBAHHOMN JIMHUM ObUI MOBBIIIEH 0a30BbIi YPOBEHb IKCIPECCUN
OJIHOI'O M3 KOHTHUIOB pEreHepalnuu KJIeToK B nokpoBax. [lpu 3apaxenuun B. bassiana
ero JKcmpeccusi Oblia BBIIIE MO CPAaBHEHUIO C KOHTPOJIbHOM juHUEW. BeposrtHo,
pEreHepallMOHHbIE TPOLECChl UTPAIOT BAXKHYIO pOJIb IPU Pa3BUTHUM IIATOTEHE3a Y

CCJICKTUPOBAHHBIX HACCKOMBIX. CBOCBpeMeHHaH 3aMCHa KIJICTOK OJIHUTCIINA IMOKPOBOB
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MOJKET OBIThH H€O6XOI[I/IM8, Ipru KUX MOBPCKACHHHU TOKCHUYHBIMH IIPOAYKTAMH IIpHU

MaTOrcHe3¢ njin HEMOCpCACTBCHHO CaMHA FpI/I6OM.

Takum 00pa3oM, MOXKHO cJenaTh BBIBOJ, YTO Y HACEKOMbBIX MpPU CEJIEKUUU
rpubom B. bassiana  TPOUCXONUT, B MEPBYIO OUYEpEab, HN3MEHEHUE AaKTHMBHOCTH
3aIIUTHBIX PEaKIMil B TOKPOBaX. DTO HE YIAUBUTEIHHO, TOTOMY YTO MOKPOBBI SIBIISIIOTCS
MECTOM, TJI€ IAaHChl OCTAHOBUTHh MH(EKINIO U HE JOMYCTUTh €€ Pa3BUTHE B reMOIIETIe,
J0CTaTOYHO BBICOKHU. [1aHCHI HACEKOMOTO Ha BBIKHMBAHUE MIPH MUKO3€ YBEJINYUBAIOTC,
eciu rpuly He yaaercs MPOHUKHYTh 3a Oapbep, KOTOPBIA MPEACTABISIET KYTUKYJA.
Eciu rpu6 mnomamaer B TremoLeldb, HACEKOMBIM TOpa3f0 CJIOXHEE OCTAaHOBHUTD
WH(EKIHIO, OTOMY YTO PsAJl ajanTanui rpuba (KoJijmareHoBas 000JI0YKa, TOKCHHBI)
NPEnATCTBYET pa3BUTHIO UMMYHHOTO oTBeTa (Vilcinskas et al., 1997; Wang, St. Leger,
2006). OTneabHO CTOUT OTMETUTh, YTO JAHHBIE U3MEHEHUS! HE IPUBEIN K U3MEHEHUSIM
NOMYJISIIMOHHBIX Moka3arenedl. Kak Mbl ycTaHOBWIM paHee, 00jiee BHICOKUE YPOBHU
YCTOWYMBOCTU K TpUOy Y MEITAHUCTHYECKOW MOP(BI BOINTUHHON OTHEBKH, MPUBEITU K
3HAYUTENILHOMY CHIKEHHUIO TIOJOBUTOCTH. VIHBECTUIIMU B 3alIUTHBIC PEaKLUU Yallle
BCEr0 JIOCTAaTOYHO 3aTpaTHbl i HacekoMbix (Dubovskiy et al., 2013a). Onnako,
DBOJIIOLUSL PE3UCTEHTHOCTH — CIIOXKHBIA W JUIMTENBHBIA Tpouecc. Bo3MoxkHO,
OTCYTCTBHUE BUAMMBIX KOMIIPOMHUCCOB y CEJIEKTUPOBAHHOW JIMHUU CBSI3aHO C PaHHUMU

sTamamu oToopa.

Pa3nuuHbIE SHTOMOIIATOTCHHBIC TPUOBI MCIOJB3YIOT CXOXKHE CTPATErHHl JIs
IIPOHUKHOBEHUS B OPTaHWU3M XO35MHA W ero KojJoHm3aruu. OaHaKo, MEXIy HUMU
CYIIECTBYIOT Pa3JIMUMs B THUIIE UCIIOJIB3yEMbIX TOKCHHOB, a TaKke B HaOope (hepMEeHTOB
(mpoteassl, munassl, XuThuHa3bl U T.14.) (Gao et al., 2011, Xiao et al., 2012; Zheng et al.,
2011, 2013; Wang, St. Leger, 2014; Hu et al.,, 2013, 2014). CkopocTh pocTa u
0COOEHHOCTH 00pa30BaHMS OJIACTOCIIOP TaKKE MOTYT CYIIECTBEHHO CKa3bIBaThCS Ha
unpexkunonHom mnporecce (Kershaw et al, 1999; Charnley, 2003). Bmnomane
3aKOHOMEPHO, YTO MPU 0TOOPE HACEKOMBIX Ha YCTOMYUBOCTH K OTIPENICTICHHOMY TPHUOY,
B TIOMYJISAIIUK OYIyT 3aKpeIUIATHCS NPU3HAKUA ITO3BOJIIONINEG CHHU3UTH aKTUBHOCTH

(GbaKkTOpOB BUPYJIEHTHOCTH Tpuba, a Takke MPEeIOTBPaTUTh €ro pocT. Bumumo, 3TuM
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00yCIIOBJICHO OTpezeNieHHass CeUPUIHOCTh YCTOMYMBOCTH CEICKTUPOBAHHONW JTUHUH
BOIIMHHOW OTHEBKU K Tpudy B. bassiana. BeposTHO, OTAMYMsI B UMMYHHOM OTBETE
JUHUA Ha TpuOHYy0 uHbekuw B. bassiana w M. robertsii, Taxxe CBS3aHBI C

pa3arYHBIM HA0OpOM (PAKTOPOB BUPYJIEHTHOCTH JAHHBIX MTATOT€HOB.

Takum oOpa3om, Halle HCCIENOBAHUE BIEPBBIE NPOAEMOHCTPUPOBAIO, YTO
HACEKOMbIE MOTYT (POPMHUPOBATH YCTONYMBOCTH K SHTOMOIATOTEHHOMY TpUOY 3a CUET

MHOTOKOMIIOHEHTHOTO YCHJIEHUs1 OaphepHbIX (QYHKLIUN TOKPOBOB.
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3AKJIIOYEHHUE

DHTOMOIIATOT€HHbIE KpHUCTalIoo0pasytomue Oaktepuu Bacillus thuringiensis
(BT) u rpubst Beauveria bassiana mmpoxo pacmnpocTtpanensl B npupoje (Ilreiinxays,
1952; Augustyniuk-Kram, Kram, 2012). BriosiHe 04eBHIHO, YTO HACEKOMBIE ITOCTOSIHHO
KOHTAKTUPYIOT C JaHHBIMU Mapa3uTaMH, YTO COMPOBOXKIACTCS OMNPEICIICHHBIM
«JlaBJICHUEM» TaTOT€Ha Ha TMONyJISIUM HAaceKOMbIX. B  cimydae, korna
BBIIICTIEPEYUCICHHbIE MHKPOOPTaHU3MbI 00JaJal0T HU3KOW BUPYJIEHTHOCTBHIO WIIU
YpOBEHb X MH(MEKIIMOHHONW HArpy3KHW HE3HAYUTEIICH, HACEKOMBIE CIIOCOOHBI BBDKUTD,
OJIHAKO MPHU OIPEACNICHHBIX YCJIOBUSX MOTYT pPa3BUBATHCS JIOKAJIbHBIE SIHU300THU
(I'mymmoB m np., 2001; Nielsen-LeRoux et al., 2012; Kprokos 2015). Takum obGpazom,
BO3JICHCTBHE TATOT€HA MOKET BBICTYNaTh (AKTOPOM OTOOpa, B PE3yibTaTe 4Yero
IpPOUCXOAUT (opMUpOBaHHE HMMYHO-(DU3MOJOTUUECKUX aJanTaliii ¥ pa3BUTHUE
YCTOMYMBOCTH HACEKOMBIX.

B naHHOM uccie0BaHUM POBEJEH CPABHUTENBHBINA aHAU3 CPOPMUPOBABLINXCS
B pe3yibTaTe JUIMTEIBHOTO HBOJIOLMMOHHOTO TMpollecca METaHUCTHYECKOW U
aXpOMUCTUYECKON MOp(] IUUYMHOK BOIIMHHOW OorHeBKU G. mellonella, oGmamaromumx
Pa3IMYHBIMM YPOBHSIMHU PE3UCTEHTHOCTH K JHTOMONATOT€HHOMY rpuly B. bassiana.
Kpome Toro, B TeueHrne HECKONBKUX JIET MPOBEACH HAMPABIECHHBIM OTOOP JIMYUHOK TIO
NPUHLIUITY YCTOMYUBOCTH K rpubam B. bassiana n 6akrepusim BT. [lony4uennsie Moenu
NO3BOJIWJIM  MPOAHAIM3UPOBATh  AJANTAllMOHHBIE  MPOLECChl  HA  Pa3IMYHBIX
HBOJIFOITMOHHBIX JIUCTAHIUSX: OTHOCHUTEIHHO KOPOTKUX (JAECATKA TIOKOJICHWUM) st
CEJICKTUPOBAHHBIX JMHUW W JUIMHHBIX (COTHM TOKOJICHWM) JJIi MENaHUCTUYECKUX
Mop@d. Y maHHBIX MOp(] U TUHUN BOIIMHHON OTHEBKH HBOJIIOIUS PE3UCTEHTHOCTH K BT
U B. bassiana CONPOBOXKIAETCS U3MEHEHUEM LEJI0r0 KOMILJIEKCa
MOPPOPU3UOTOTHUECKUX CHCTEM OpraHu3Ma, HNPUBOASIIUX K (HOPMUPOBAHHIO
YCTOMYMBOCTA HACEKOMBIX K JaHHBIM TATOTeHaM. AJanTaluyd COMPOBOXKIAIOTCH,
MPEXJIe BCEro, U3MEHEHUEM KYTUKYJISIPHBIX MIOKPOBOB B CIIy4ae BO3JIEUCTBUS TPUOHBIM

[NaTorcioM, M KHUHIICYHHUKa — B ClIy4dac BT. B o6oux ClIydadax 3TO IPUBOAUT K
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U3MEHEHUI0O MMMYHHOM CHCTEMBI B II€JIOM, a Takxe aHTHokcuaaHTHoi (AO) u
JNETOKCULIUPYIOIUX cucteM. Takum 00pa3oMm, OSBOMIONHUS TNpU  (POPMUPOBAHUU
PE3UCTEHTHOCTH K NATOT€HaM MJET HE TOJIBKO IO MYTH W3MEHEHHS CUCTEM OpraHu3Ma,
CMOCOOCTBYIOIIMX AIUMHHAIINY TIApa3uTa, HO U MO MyTH JETOKCUKAIIUUA €T0 BTOPUYHBIX
METa0OJIUTOB, a TaKXe TPYIIbl SHAOOMOTUKOB, BO3HUKAIONIMX TIPH HAPYIICHUU
(bU3HOTOrUYECKHUX MPOLIECCOB B COOCTBEHHBIX KJIETKaX X035MHA.

VuutheiBasg, 4YTO MaToreHe3bl, BhI3bIBaeMble BT u B. bassiana, 3HAYUTEIBLHO
pa3nnuyaroTcs 1no 0oJbIIOMY KOJMYECTBY MIPU3HAKOB, Mbl PACCMOTPUM UX OTIEIBHO JJIs
TOTO, YTOOBI KPOME OTJIMYMI B OpraHU3AlMK 3alUUTHBIX CTpaTeruil BBISIBUTH OOIIME
TPEH/IbI BOJIIOIMU PE3UCTEHTHOCTH HACEKOMBIX K 3TUM MAaTOr€HaM.

B pe3synprare mNpOBENEHHBIX MCCIEAOBAHUN YCTAHOBJEHO, YTO MEJIAHU3M
HACEKOMBIX COMPSDKEH C TIOBBIMICHHOW YCTOWYMBOCTBIO K Tpubam B. bassiana.
KyTtukyna menanucToB Toe U B HEil 00jiee aKTHBHO HJIET MPOIIECC MEIaHU3alud Ha
paHHMX JTamnax MukKo3a. Kpome TOro, y MeIaHHCTOB BBIIIE AKTUBHOCTH IPOLIECCOB
WHKANCYISMA B reMoiuMde, W TIOBBIIIEH KOHCTUTYIHOHAIBHBIA  YPOBEHB
aHTUMHUKPOOHBIX O0ekoB (AMB) (Dubovskiy et al., 2013a).

VY JuHUM HAacEeKOMBIX, CEJIEKTUPOBAHHBIX HA YCTOMYMUBOCTH K B. bassiana,
OTMEYCHO YyBEIMYECHHE aKTUBHOCTH (¢eHonokcumassl (PO) U, COOTBETCTBEHHO,
npoliecca MeJaHU3alMKU B MOKPOBHBIX TKAHIX MpH 3apakeHuu rpudboM. Kpome toro, B
MOKPOBAX CEJICKTUPOBAHHBIX HACEKOMBIX MPOUCXOAMIA aKTHBALIUS L[EJIOT0 KOMIUIEKCa
3alIUTHBIX PEaKIMM, TaKMX KaK CHHTEe3 MHruomTopa meraimionporeas (IMPI), AMb u
KOMIOHEHTOB AQO cHCTEMBI, KOTOPHIE HAaNPaBJIECHbl HA YHUYTOKEHHE MPOPACTAFOIINX

rudanbHbIX Tel rpuda, WHAKTUBALUIO ero (epmeHnToB U TokcuHOB (Dubovskiy et al.,

2013b).
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Pucynok 66. Pa3Burue HMMYHO-(QU3HOIOIMYECKHX 3alUTHBIX MEXAaHHU3MOB Y
BOIIIMHHON OTHEBKM MPOTHUB rpuda B. bassiana npu GOPpMUPOBAHUU YCTOMUMBOCTH K

IMaTOrcHy B XOJA€ MHUKPO3BOJJIIOIIHUH.

VY CTOWYMBOCTh HACEKOMBIX K IprOaM Yy MEIaHHCTUYECKOW MOp(bI BOIIMHHOMN
OTHEBKM W JIMHUM, CEJIEKTUPOBAHHOM Ha YCTOWYMBOCTH K Tpuldy B. bassiana,
ompenensiach PAIOM  00mmMX 3akoHOMepHocTei. KirroueBsie mpoTUBOTPUOHBIE
3alIUTHBIE pEeaKLUU ObUIM COCPENOTOUYCHBI B MOKPOBAaX. DTU aJlalTallil y YCTONYHMBBIX
K rpubamM HaCEKOMBIX, IO-BHJAUMOMY, IO3BOJISIIOT UM 3(G(EKTUBHO OOPOTHCS C
naToreHamMH, MPOHUKAIOIIMMU 4Yepe3 IMOKPOBBI, 3a CUET YHUUTOXKEHHs rpuba Ha/B

KYTHKYJIE, a TAKXKE 3allyCKa KJIETOYHBIX U TYMOPAJbHBIX 3alUTHBIX peakiuil (PucyHox

66)
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CiienyeT OTMETUTD, UTO YCTOMYMBOCTD U AKTUBALUS 3aLIUTHBIX CUCTEM JIMYUHOK
JUHUM, YCTOWYMBOM K B. bassiana, cnenupuuecku MNPOSBIUIACH TOJBKO IPHU
3apaX€HUU JIaHHBIM TpuboM, HO He M. robertsii. V3BecTHO, YTO HEKOTOpas
CHEIU(PUIHOCTh MMMYHHOTO OTBETa HACEKOMBIX JOCTUTAETCAd 3a CUeT Y4YacTHs
pa3IuYHBIX MyTE€d CUTHAIBHOM TPAHCAYKIMM W MEXAHU3MOB pPACHO3HABaHUS
KOMITOHEHTOB KJIETOUHBIX CTEHOK MukpoopranusmoB (Gottar et al., 2006; Jiang et al.,
2010). 910 MOKET NPUBOJIUTH K PA3IMYUAM B 3aIIyCKE UMMYHHOT'O OTBETA HE TOJBKO K
OakTepHabHBIM M TPUOHBIM 3HTOMOMNATOr€HAaM, HO U K MHUKPOOpPraHU3MaMm OJIHOM
CHUCTEMAaTUYECKOW TPYMNIbl, B YACTHOCTH, K YHTOMONATOT€HHBIM ACKOMHUIETAM Pa3HbIX
ponoB. BronHe BeposITHO, YTO CHEHMU(PUYHOCTH UMMYHHOTO OTBETa MOXKET OBITh
CBSI3aHA KaK C OCOOEHHOCTSIMU Paclo3HaBaHMs IPUOOB MPU UX AJME3UU U MTPOPACTAHUU
Ha KYTUKYJE, TaK U CO CHEHU(PUIECKON YCTOMYUBOCTHIO HACEKOMBIX K TEM WUJIM WHBIM
dakTopaM BHUPYJIEHTHOCTH, OTIAHUaromumcs y B. bassiana w M. robertsii. MoxHO
IPEANOJIOKUTh, YTO JIMHUS CEJIEKTUPOBAHHBIX HACEKOMBIX 3BOJIIOIMOHUPOBAJA B
CTOPOHY TOBBIIIEHHONW CIIOCOOHOCTH pacno3HaBaTh TpuObl poja Beauveria, 4TO
OPUBEIO K YBEJIWYEHHUIO CHEHU(PUUYECKUX 3aUIUTHBIX pPEaKUuid, CBSI3aHHBIX C
MOKPOBHBIMH TKaHAMH. OJHAKO AaHHBIA BOMPOC SIBISETCS OTKPBITHIM U TpeOyeT
JOTNOJHUTEIBHOTO U3yYEHHUS.

YCTOMYHUBOCTh JIMHUHU, CeJNeKTUpoBaHHOM K bBT, ompenensercs mmpokum
CHEKTPOM KOHCTUTYLMOHAJIBHBIX U MHIYIHOEIbHBIX 3AIIUTHBIX PEaKIMi HMMYHHOU U
AHTUOKCUJIAHTHOM CHCTEM, a TaKXe pereHepanuoHHbIX mpoiieccoB (Pucynok 67). B
NIEPBYIO OYEPEAb U3MEHEHHUS MPOUCXOAAT B KUIIEYHUKE HACEKOMBIX, UTO IPOSIBISACTCS
B CHIDKEHUU aKTUBHOCTHU psiia KIHOYEBBIX (PEPMEHTOB, CIOCOOHBIX akTUBHpOBaTh Cry-
tokcunbl BT. B nanHoM ciydae peub uaeTr 00 HM3MEHEHUU YPOBHS (PEPMEHTOB,
HEOOXOMMOTO ISl aKTUBAIIMU JAHHBIX TOKCHHOB MPU OTPAaHMYEHHOM MPOTEOJIH3E, 3a
CYET IKCIIPECCHH MHTUOUTOPOB MeTaiionporeas. Kak m3BecTHO, MOg00HAsT aKTHBAIIHS
Cry-TOKCHUHOB SBJISIETCSI HEOOXOJUMBIM YCJIOBHEM JJisi TPOSBICHUS IMAaTOrCHHBIX
coiicte BT (Raymond et al., 2010). Cnegyer y4yuThIBaTh, 4TO MAJIs HPOSBICHUS
TOKCUYECKHX CBOMCTB akTUBUPOBAHHOTO Cry-TokcuHa bT HeoO0XoauMbl onpeieIeHHbIE

pelenTopbl Ha MOBEPXHOCTH SMUTEIHAIBHBIX KiIeTOK KuieuHuka (Pigott, Ellar, 2007).
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3aperucTpUpOBaHHOE CHIDKEHHE YPOBHSI PEIENITOPHBIX MOJIEKYJ, aMUHOMENTHIA3 U
HIeTIOYHBIX (ocdara3 MOKET MPUBOAUTH K MOBBIIMICHHUIO YCTOMYMBOCTH HACEKOMBIX K
JTaHHBIM OakTepusiM. Panee 3To ObIIO HATIISTHO MPOAEMOHCTPUPOBAHO HA TPAHCTEHHBIX
pacTeHUsIX, I7Ie Y HACEKOMBIX OBICTpO (opMHUpOBaiIach yCTOMUUBOCTh K OakTepusiMm BT
B CHJIy TOTO, YTO pacTeHHUsl cojepkaiu oauH wind 1Ba reHa Cry-tokcuHa. Kpome
YMEHBIIICHUS KOHIICHTPAIIUM PEUENTOPHBIX MOJICKYJ (CAaWTOB CBSI3BIBAHUSA C
TOKCHUHAMH), ObLIM OOHApyX eHbl HUX MYyTallUH, 4TO CHIKaIO0 adduHHOCTH K Cry-

tokcuHaM (Ferre, Van Rie, 2002; Griffitts, Aroian, 2005).
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MMV ccccccee

I BHyTpHUKHILIEYHOE IPOCTPAHCTBO |

PE3UCTEHTHOCTH BOIIMHHOM OTHEBKH K OakTepusMm bT B X016 MUKPOABOIIOIHH.

[Ipn He3HaumTenbHON HMHOEKIIMOHHOW HArpys3ke, KOrja HaceKOMbIe CHOCOOHBI
BBDKUTB, NPOUCXOAUT Pa3pyLICHUE €IUHUYHBIX SMUTEINAIBHBIX KIETOK KHIICYHUKA
WIM UX ONpEeAeNeHHBIX Tpynmn B JokaubHbIX ywacTkax (Vallet-Gely et al., 2008).

COOTBETCTBEHHO, OMNPEACISIONMMU B 3aKUBJICHUM TMOBPEXKACHHBIX YYaCTKOB OyayT
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pereHepalMoHHble M penapaluoHHbIe IMPOLECChl, CIHOCOOHBIE MPEAOTBPATUTH
Cepbe3HbIE MOBPEKACHUS U HapyLICHUE IETOCTHOCTH KuleyHuka. [lpu popmupoBanuu
yctoiunBocTd K BT Mbl OOHapyX uiauM MHOTOKPAaTHOE YCUJIEHHE PEereHepalliOHHBIX
MPOLIECCOB B KUIIIEYHUKE YCTOMYMBOW JINHUY BOILIMHHOW OTHEBKH.

EctectBenHo, uTo M100BIE MOBPEXIEHUS (ACENTHYECKHE WM CENTHYECKHE), B
TOM YHCJI€ KHUIIEYHHKA, OYyIyT BIMSITH HA HWMMYHHYIO CHUCTEMY HACEKOMBIX. MBI
OOHapyXWIH, UYTO pEaKUUd KIETOYHOTO U  TYMOPAJIbHOTO  HMMMYHHUTETA,
JIOKAJIM30BaHHBIE B TEMOILICNIE, NPUHUMAKOT AaKTHBHOE YYacTHE€ B 3alIUTE OT
oaktepuanbHoi uHpekuu (Dubovskiy et al., 2008a; Grizanova et al., 2014). Tem He
MEHE€, BKJIaJl T€MOLEIUIIOJIIPHBIX 3alUTHBIX PEAKLIUN B DBOJIOLUIO PE3UCTEHTHOCTH K
BT npexacraBisgercss HE3HAYUTEIbHBIM M HYXAAETCA B JIONMOJIHUTEIBHBIX
uccienopanusx. Cnegyer OTMETHTb, 4YTO CHCTEMHBIE HW3MEHEHUS B HMMYHO-
Gu3MONOTMYECKUX MeXaHW3Max y ycToWumBbiXx K BT aMHMI compoBOXIaroTCA
3HAUYUTEIbHBIM U3MEHEHUEM MUKPOQIIOPHI KUIIEYHUKA. ITO BIIOJIHE 3aKOHOMEPHO, TaK
KAaK B KMIIEYHUKE B NIEPBYIO ouyepeanr MeHsAeTcs dkenpeccuss AMD, neiictBre KOTOphIX
HEMOCPEJICTBEHHO HAIIPaBJIeHO Ha OaKTepuu.

Takum 00pa3oM, 0pH TOCTOSHHOM BO3JIEUCTBHM MAaTOT€HHBIX OaKTepuid
IPOUCXOAUT (POPMHUPOBAHUE YCTOMYMBBIX JIMHUN HACEKOMBIX, COMPOBOXKIAOIIEECS
00pa3oBaHWEM IIEJOr0 KOMIUIEKCA 3alIUTHBIX MEXaHU3MOB. JTO, B CBOIO OYEpE.b,
OPUBOJUT K CHIDKEHUIO OMOpa3HOOOpas3us W 3HAYUTEIbHOMY HU3MEHEHHUIO CTPYKTYpbI
OaKTEepHaAIIbHOTO COOOIIECTBA B KUILIEYHUKE. BEpOsITHO, 3BOJIOLNS 3AIIUTHBIX PEAKIUN
HacekoMbIX K BT cBsi3aHa co cTparerueil «ObITh MOJATOTOBIEHHBIMY, U, MO-BUANMOMY,
UX aJanTUBHAas IIEHHOCTh 3aKJIo4yaeTcss B OBICTpOM MHAKTHBAIMHK  (DAKTOPOB
BUpYJIeHTHOCTH BT HEenocpecTBEHHO B MeCTe pa3BUTHSI HH(PEKIIUU — B KUILIEYHUKE.

B xone »BosIOLIMY UMMYHHON CUCTEMBI Y HACEKOMBIX ()OPMUPYETCS YHUKAIIbHBIHI
HaOOp ajmanTalMii K ONPEACNICHHBIM TIpylmaM [aTOreHOB. OTO CBSA3aHO C
0COOEHHOCTSIMU MH(EKIIMOHHOI0 Ipollecca, >KU3HEHHOW CTpaTeruei MaToreHoB,
HA0OpOM WX TOKCHHOB U (epMeHTOB. TemM He MeHee, MOXKHO OTMETHUTh PSi OOIIMX
0COOEHHOCTEH IBOIIOIMN MEXAaHU3MOB PE3UCTEHTHOCTH HACEKOMBIX K MmaroreHam. Tak,

Yy HaCEKOMBIX JIMHUM YCTONYUBBIX K BT u nmuHum ycroituuBoit k B. bassiana, oTMedyeHa
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skcrpeccusi uaruouropa meramionporeas (IMPI). Cnenyer oTMeTuTh, YTO MPOTEA3BI
SIBJISIIOTCSL OJTHAM W3 KJIFOYEBBIX (PAaKTOPOB BUPYJIECHTHOCTH aCKOMHIIETOB Beauveria u
Metarhizium, a tTaxxe 6aktepuit BT (St. Leger et al., 1988; Oppert, 1999; Fedhila et al.,
2002; Hu et al., 2014). Takum oOpa3om, skcipeccust IMPI B mokpoBax 3apa’keHHBIX
HACEKOMBIX MOXKET CIIEP>KMBATh Pa3BUTHE Ipruda Ha HaYaIbHOM 3Tarne WH(EKIIMOHHOTO
npolecca U O4eHb BaXKHO, YTOOBI ATOT MPOLIECC MPOUCXOIUI HEMOCPEICTBEHHO B
MecCTe, Tlie IpopacTaroT TudanpHbie Tena. biokupoBanue Meramionporeas OakTepuil y
JIMHUHA HACEKOMBIX, YCTOMYHUBOU K BT, Takke MOXKET SABIATHCA BAXKHOW aJamnTalueiu
3alIUTHOM CHCTEMbI, HAMpaBICHHONW Ha CHWXEHUE KOHIeHTpauuu TokcuHa BT B
KUIIIEYHUKE, a TaKK€ YMEHBIICHHE BO3JCHCTBUS OaKTepHAIbHBIX METAJJIONPOTEa3 Ha
aHTUMHUKPOOHBIC OeNkM HacekoMmbIX. HeoOxomumo oTMeTHuTh, uto skcnpeccuto IMPI y
JUYUHOK YCTOMYMBOW K TpuOy JIMHUM MBI ONPEACISUIM B TMOKPOBaX, a IJis JIMHUU
HAaCEeKOMBbIX, ycronunBou K bT, aHanu3 npoBoawin B KHIIEYHHMKE. B omHOUW U3
COBPEMEHHBIX THIIOTE3 SBOJIOUUMU [APA3UT-XO3SMHHBIX CHUCTEM BbICKA3bIBACTCS
MHEHHE, YTO Pa3BUTHE PE3UCTEHTHOCTH K TIpUOaM MOXKET MPOUCXOIUTh 32 CYET
WHAKTUBAIlMU TpoTea3 sHToMonaToreHHbix rpuboB (Vilcinskas, 2011b). IlomydeHHbie
HaMU JIaHHbIE HE TOJIKO MOJTBEPKAAIOT JAHHYIO TUIIOTE3Y, HO U JAOIMOIHSIOT TEM, YTO
IMPI mosxeT urparth CynIeCTBEHHYIO POJb B aJaNTAlMAX, HAIPABICHHBIX HA 3aIUTy OT
OaKTepHaIbHBIX MATOTE€HOB, B MEPBYIO OYEPEIb, TPOTUB UX TOKCUHOB.

[Tognepxanue (QyHKIIMOHAITHHOW AKTMBHOCTH OPTaHOB M TKAaHEH, HAa KOTOPHIC
NPUXOAATCS HayaJdbHBIE 3TAlbl PA3BUTHUS MMATOI€HE30B, ABISIETCS BAXKHOM ajganTanuein
npu (GopMUPOBaHUM PE3UCTEHTHOCTH Kak K Trpubam, Tak W K Oakrtepusim. Pa3Butue
rpubHOTO M OaKTEpUaTBbHOTO TMAaTOTeHe3a COMPOBOXKIACTCS CHHTE30M OOJBIIOTO
KOJINYECTBa TOKCMHOB U ()epMEHTOB, MOBpEkKAAIOMNX KiIeTKku Xo3simHa (Dubovskiy et
al., 2010, 2011; JIy6oBckuit u ap., 2011). AxkTuBHas MeJIaHW3ANUS TMPU MUKO3E H
npoieccel nepekucHoro okucienuss nunuaoB (IIOJI) mpu Oakrtepuose SBISIIOTCA
MCTOYHUKAMHU aKTUBUPOBAHHBIX KUCIOpOJHBIX MeTaboauToB (AKM) (Slepneva et al.,
2003; dyGosckuit u ap., 2005). OBomronus pesucteHTHOCTH K BT Obla compsixkena c
Pa3BUTHEM 3alIUTHI OT JAHHBIX MPOLIECCOB B KUIIEYHUKE U KUPOBOM TeJe, a K rpudam

— B IIOKpPOBaX. 3ameHa Pa3pYHICHHBIX KIJICTOK, PCIIapaTUBHLIC TIPOLCCCHI U
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nojgnepxkanue OB OamaHca B TNOBPEXIEHHBIX TKAHSIX MOTYT OBITh BaKHBIMU
dakTopamu, obecrieunBaroLUM BbI3IOpOBIeHHE HacekoMbix (Dubovskiy et al., 2008b).
Kpome Toro, snurenuanbHple KJIETKU KUIIEYHUKA U 3MHUAECPMAJIbHBIE KIETKH ITIOKPOBOB
UTPAIOT BAXHYIO pOJIb B (PYHKIMOHUPOBAHWHU 3alIUTHBIX peakuuid. B wyacTHOCTH,
y4acTBYIOT B JOKaJbHOM cuHTe3e (epmentoB u AMDB. HecomuenHo, pasButue
pernapanuMoHHON U aHTUOKCHIAHTHOM CUCTEM SIBIISICTCSA OJHOW M3 KIIFOYEBBIX alalTallui
IPpU MHKPOIBOJIIOLIMOHHOM (POPMUPOBAHUU PE3UCTEHTHOCTH K MATOI€HHBIM Ipudam u
OaKTepuUsiM.

OOwielt TeHAGHUMENH B XOA€ MMKPOAIBOJIIOLMU PE3UCTEHTHOCTH HACEKOMBIX K
OakTepusiM U rpubaM SBISETCS MOBbIMIEHHWE YpoBHS dkcnpeccun AMDB. Jlnunbku
BOIIIMHHOW OTHEBKH C TOBBINIEHHON ycToWuMBOCThIO K BT oOnaganu yBennueHHOM
KOHCTUTYIIMOHAJIBHOM M WHAYLUMPOBAHHOM  DKCIPECCHUEN  TAJUIEPUOMULIMHA,
FaJIMOMULIMHA, TJIOBEpUHA, UekponuHa-J[ u 6-Tox B kumeuynuke. AMb Moryr
y4acTBOBaTh HEMOCPEACTBEHHO B YHUUTO)KEHUU OaKTEPUAJIBHBIX KIJIETOK, IPUYEM MPU
Oaktepuo3e BT ux MmumieHpto SBISAIOTCS He Tonbko Oakrtepun BT, HO u apyrue
IPEJICTaBUTENN OaKTEPUAIBbHOTO COOOIIECTBA, KOTOpPbIE MOTYT OBITh OJHMM H3
JOTIOJIHUTEIBHBIX (PAaKTOPOB NATOIE€HHOI'O JEHCTBUS 3a CUET IPOHUKHOBEHUS B I1OJIOCTh
T€Jla HACEKOMOI'0 B MECTax pa3pylLICHUs KUIIEYHUKA. Y HACEKOMBIX, YCTOWYMBBIX K
B. bassiana, NOBBILIEH 0a30BbIi  ypOBEHb OKCIIPECCHUM TAJJIEPUOMHUIIMHA U
raJuoOMUIIMHA B MOKpoBax. Kpome TOro, ypoBeHb MX 3KCIPECCUM YBEIMUYMUBAJICS IPHU
3apaxkeHuu B. bassiana. T'amiepuoMHIIMH W TaJIMOMMIIMH omnucaHbl kak AMB c
npotuBorpuOHbIMH cBolicTBaMu (Lee et al., 2004; Brown et al., 2008), xoTs moka He
COBCEM SICHO, KaKoe 3HaueHHue uMeroT AanHble AMbB npu pa3BuTuu rpuOHON HHPEKINH.
He uckmroueno, uto Beicokuil ypoBeHb AMbB crniocoOeH 3anepkaTh pa3BUTHE TPUOHOM
uHpexkuuu B mokpoBax. C Jpyrodl CTOpPOHBI, TMOBBIIMIEHHBIH ypoBeHb AMDB mnpu
MHUKO3aX MOXET ObITh HEOOXOJAMM HAaCEKOMBIM JJISl 3alllUThl OT BTOPUYHBIX, OCOOCHHO
KUIIEYHbIX, OakTepuanbHblXx uHpekumidl. Cnemyer ortmetutrs, uro AMDB Moryr
CIOCOOCTBOBATH AKTHBAIIMHM BCEr0 KOMILJIEKCA 3AIUTHBIX PEaKIUii HACEKOMOTO 3a CUET
paspyuieHusi kjaeTok Oaktepuit u rpuboB (Kanost et al., 2004; Jiang et al., 2010).

BeposiTHO, B TaHHOM cCily4ae KOMIIOHEHTBI Pa3pyLIEHHBIX MHUKPOOPTaHU3MOB OyayT
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BBINOJIHATh UMMYHOCTUMYJIUpYIOIIME (PYHKLIMU U BBI3bIBATH OOJIEE BBIPAKEHHYIO U
PaHHIOIO aKTUBALIMI0O UMMYHHOU CUCTEMBI Y YCTONYHMBBIX HACEKOMBIX.

HNHTEpecHO, 4YTO Yy MENaHMCTUYECKOM MOpP(BI BOLIMHHONW OTHEBKH «IICHa»
PE3UCTEHTHOCTH  BBIPAXKAETCSI B  JABYKPAaTHOM CHIDKEHHUH  IJIOJOBUTOCTH. Y
CEJICKTUPOBAHHBIX JIMHUI MOBBIIIEHUE YCTOWYUBOCTH K OakTepusM U rpudam He ObLIO
COIPSKEHO CO CHUKEHHEM IOMYJSLMOHHBIX INOKa3areneil. BeposTHO, 3TO CBsA3aHO C
OCOOCHHOCTSIMM ~ 3alIUTHOM  CTpaTerMd  MEJIAHUCTOB, TPEOYyIOMMX  OOJBIINUX
HEPreTHUUECKUX «3aTpaT»: YTOJIICHUE U MEJIaHU3alUs KyTHKYJIbl, [TOBBILIEHUE YHCIa
reMouuToB. OTCYTCTBUE «LEHBD» PE3UCTEHTHOCTH y CEJIEKTHUPOBAHHBIX JIMHUM MOXKET
OBITh CBSI3aHO C MEHBIIMM YPOBHEM HUX pe3UcTeHTHOCTH. llo-Buammomy, pecypcHbie
3aTpaThl («1eHa») IpU POPMUPOBAHUU PE3UCTEHTHOCTH MOTYT 3aBUCETh OT JIABJICHUS
oTOopa M XapakTepa JOMUHUPOBAHUS NpPU3HAKA, HO B HAHOOJBLICH CTENEHH OT THIMa
Pa3BUBIINXCS aAaIlTALIUK.

AHanu3upysi OCHOBHBIE HAIPABJICHUS SBOJIIOLIMM PE3UCTEHTHOCTH HACEKOMBIX K
rpUOHBIM U OaKTEPHAIBHBIM MAaTOr€HaM, MOXKHO CZEJIaTh BBIBOJ O TOM, YTO Pa3BUTHE
YCTOMYMBOCTH  HACEKOMBIX  IIPOUCXOJUT 3a CYET KOMIUIEKCHOTO  YCHJICHUS
UMMYHOJIOTMYECKHUX U (PU3UOJOTMYECKUX 3AIIUTHBIX PEAKLUN B MECTE IPOHUKHOBEHMUS
naToreHa, TO €CTh MPOUCXOUT CBOEOOpa3Hasl «IOKaJU3alus» UMMYHHOTO oTBeTa. J{is
IpUOHOTO MATOr€Ha JaHHbIE aJalTallud COCPEJOTOYEHbI B IIOKPOBaX, a sl
OaKTepuaabHOTO - B KHILIEYHHKE, YTO HE YJUBUTEIBHO, IOCKOJIBbKY MOKPOBHI H
KUIIEYHUK SIBJISIIOTCS. MECTOM, I'Jl€ HIAHChl OCTAHOBUTh MH(EKLNIO U HE OIYCTUTh €€
pa3BUTHE B TEeMOLENE JOCTaTOYHO BBICOKH. EciM maTroreH NpoHUKaeT B TE€MOILIENb,
HAaCEKOMBIM CTaHOBHUTCSA TOpa3lo CJIOXKHEE «KOHTPOJMPOBATH» HMHQPEKIUI0 HU3-3a
OTKpPBITOM KPOBEHOCHOW CHCTEMBI, a TaK)K€ pa3JIMYHbIX aJaNTaluid I[aTOreHOB K

OJIOKHPOBAaHUIO UIMMYHHOIO 0TBeTa (PuCyHOK 68).
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Ycnnusarorca
bapbepHble GYyHKUUU
N NOKaNbHbIN
WMMYHHbIM OTBET
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Pucynoxk 68. OBomonuss ~ MEXaHM3MOB  PE3UCTEHTHOCTH  HACEKOMBIX K

OHTOMOIIaTOI'CHHbBIM 6aKTepI/I$IM n FpI/I6aM.

Eme onHUM TpEeHIOM B 3BOJIIOLMHU 3aIUTHBIX CHUCTEM SIBIISIETCA pPa3BUTHE Y
HACEKOMBIX CTpPATEeTHH, KOTOPYIO YCIOBHO MOXHO Ha3BaTh «OBICTPBHIN OTBET». DTO
MOJPa3yMEBACT MOIACPKAHUE B AKTUBHOM COCTOSIHUM Psila CUCTEM, MPEXKAE BCETO
CBSI3aHHBIX C MHAKTHUBAllMEH IIaTOT€HA MJM €ro TOKCHMHOB, Ha HayaJdbHBIX CTaJusIX
nH(DEKITMOHHOTO TIporiecca. B 1ienom maHHBIC amantaiuy NPUBOIAT K 00Jiee BBICOKOU
PEAKTUBHOCTH OpraHu3Ma II0 OTHOUICHHWIO K IIAaTOT€HHBIM MHMKpPOOPTraHU3MaM.
CrnocoOHOCTP K MHOTOKPAaTHOM  pE3KOM  aKkTUBAMM  psAJa UMMYHHBIX U
JNETOKCULIMPYIOUIUX PEAKIUN HEMOCPEICTBEHHO MPU 3aPAKEHUHU, BEPOSITHO, MTO3BOJISIET
HACEKOMBIM, C OJIHOM CTOPOHBI, 3allyCKaTh 3aIIUTHBIC PEAKIIUM HEMOCPEICTBEHHO B
MecTe pa3BUTUS WH(DEKIIMU WM BHIOPOCA TOKCHHOB, a C APYroi — n30exaTh BHICOKOU
«IEHBD» PE3UCTEHTHOCTH 32 MOCTOSHHO MOBBIIICHHBIN KOHCTUTYLIMOHAIBHBIA YPOBEHB
3alIUTHBIX peakiui. BO3MOXHO, CTENEHb peanu3alud JaHHOU CTPATErMU 3aBUCHUT OT
OCOOCHHOCTEHM IaToreHa, YpPOBHS PE3UCTEHTHOCTH M BPEMEHHU SBOJIIOIMOHHBIX

B3aMOOTHOILICHUN B CUCTEME IMapa3uT-XO341H.
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BbIBO/1bI

1. CyOneranbHas KuIlleuyHass OakTepualibHass WHQEKIUs, BbI3BaHHAas Bacillus
thuringiensis, TPHUBOAWT K aKTHBAUUW PEAKUHUA KJIETOYHOTO U TyMOPAJIbHOTO
UMMYHHUTETA B TeMollelie JUYMHOK BOIIUHHOW orHeBku Galleria mellonella, a

MOJyJICTAJIbHAA - MOAABJISACT BCC 3BCHbA HMMYHHOI'O OTBCTA B ICMOLCIIC HACCKOMBIX.

2. PazButne cyOsneTaJibHOM W OCTpod OakTepuaibHONM WHQEKIMU TMPUBOJUT K
aKTHUBAIIMM 3KCIPECCHH AHTUMHUKPOOHBIX O€lIKOB (TajulepUOMHUIIMHA, TaTMOMUIIMHA,
nekponuHa-/{, 6-Tox 1 raoBeprHa) KakK «JIOKaJbHO», B KHILIEYHUKE, TAK U «CUCTEMHO,
B JKMPOBOM TE€JI€ JIMYMHOK BOLIMHHOW OTrHEBKU. [Ipm 3TOM 3KCIEpMMEHTaNIbHOE
noJiaBjieHue sKcrnpeccun rioBepuHa merogoMm PHK-untepdepenunn ypennuyuBaeT

BOCIPUUMYHBOCTb HACEKOMBIX K OaKTepuanbHON MHPEKINH.

3. Pa3Butue 6akTeprosa, BhI3BaHHOTO Bacillus thuringiensis TpUBOAUT K HAPYIICHUIO
OKHCJIUTEIHPHO-BOCCTAHOBUTEIHLHOTO OajaHca B OpraHu3Me HaceKombix. Ha HawambHOM
JTame 3apaKeHUs: MPOUCXOJUT AaKTUBAIMsA KOMIUIEKCa (EePMEHTATHBHBIX |
HEe()EPMEHTATUBHBIX AHTHOKCHIAHTOB B KHIICYHUKE JMYMHOK BOIIWHHOW OTHEBKH.
[TogaBneHne HSKCHpecCHM TIYyTaTHOH TNEPOKCHUIA3bl YBEIMYHBACT BOCIPUUMYHUBOCTH

HACEKOMBIX K OaKTepHaIbHON MH(DEKIUH.

4. Ha HayanpHBIX JTamax KHUIIEYHOTO OakTepHo3a JMYMHOK BOIIMHHON OTHEBKHU
IPOUCXOANUT 3HAUNTENbHAS AKTUBALMS UHIYLMOEIbHOTO HHIMOUTOpa METAIONpPOTEa3
Y PEreHEPalMOHHBIX MNPOILECCOB B KHIIEYHUKE, a moaasiieHue skcrpeccun IMPI ¢
nomouibto PHK-unTepdepeniun yBenuuuBaeT BOCHPUUMYMUBOCTH HACEKOMBIX K

OakTepruanbHON MHQEKITNH.
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5. Cenexkuusi BOITMHHON OTHEBKM Ha YCTOMUYMBOCThH K Beauveria bassiana (nBaauaTh
IATh TOKOJEHUM) uinu K Bacillus thuringiensis (1BaanaTh MOKOJEHUN) HE TPUBOIAUT K
CHIDKEHUI0O B BBDKMBAEMOCTH, BECE€ KYKOJIOK U IUIOJIOBUTOCTH HACEKOMBIX IIO
CPaBHEHUIO C KOHTPOJbHBIMU JIMHUSIMH. C Ipyroil CTOPOHBI, MeJlaHUCTUYECKast Mopda
BOIIMHHOW OTHEBKH, 00JIa/1aroIasi BPOKIEHHON YyCTOMYUBOCTRIO K TpubaM B. bassiana,
XapakTepu3yeTcs 00yiee OBICTPHIM JTUYMHOYHBIM PA3BUTHEM, HU3KUM BECOM KYKOJIOK U

HU3KOM IJI0OJJ0OBUTOCTHIO 10 CPABHEHHUIO CO CBETJION MOP(DOH.

6. Y cenexktupoBaHHOUW K Bacillus thuringiensis nWHWUM BOMIMHHOW OTHEBKHU
YCTOHYHMBOCTh K JAHHBIM OaKTEpHsIM YBEJIMYHUBACTCS B BOCEMb pa3. PE3UCTEHTHOCTH K
OakTepusM HE HM3MEHSAETCS B TEUEHWE TpPEeX TMOKOJIeHWH Oe3 Bo3mencTBHs (hakTopa
otObopa. B kuieyHuke yCTOWYMBBIX HACEKOMBIX MPOUCXOJWUT IOBHIIICHUE YPOBHS
3alIUTHBIX PEaKIUi, CBA3aHHBIX C HMHAKTUBaIueill OakTepuanbHBIX Cry-TOKCHHOB C
MOMOIIBI0  WHAYIHOETFHOTO HWHTHOWTOpAa METauIoNpoTeas, AaMUHONENTHAa3 |
mienouHbIX (pocdaras, a TakKe peakiuil, CBI3aHHBIX C aKTHBAIMEH aHTUOKCHUIAHTHON

CHUCTCMBI U IMOBBINICHHUEM PEIrcHCPpalnn TKaHEH.

7. B )KUpOBOM TeJle M KUIIEYHUKE JTUHUU BOIIMHHOW OTHEBKHU, YCTOMUYMBOUN K Bacillus
thuringiensis, TIOBBIILIAETCS YPOBEHb dKCIIPECCUM AHTUMUKPOOHBIX OEJIKOB. 3apakeHHE
OakTepusiMu B. thuringiensis TPUBOAUT K 3HAYUTEIBHOMY CJIBUTY B COCTaBe
JIOMHUHAHTOB OaKTepHaabHOIO coobIIecTBa OT ThNna Firmicutes k Tuny Proteobacteria.
[Ipy 3TOM y JIMYMHOK YCTOMYMBOW JIMHUU CHHXKACTCS KOJIMYECTBO INPEICTABUTEIECH

p. Pseudomonas n 6uopaznoobpasue Bcex 0akTepuii B KUIIICUYHUKE.

8. JIMunMHKM MeEJIaHMCTUYECKOW MOp(BI BOIIMHHON OTHEBKH YyCTOWMYHMBEE K I'pHUOY

Beauveria bassiana B TpuHaaLaTh pa3 MO CPaBHEHHUIO C JMUYMHKAMH CBETJION MOPQBI.
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MenaHucTsl, 110 CPaBHEHUIO ¢ aXpPOMHUCTAMHU, 00J1a1aI0T KOMIIJIEKCOM AaHATOMUYECKUX U
UMMYHOJIOTHUECKHUX afanTanuid npoTuB TpuOHON mHpekuunu. KyTukyna menaHucToB
TOJILIE, COAEPKUT OOJIbIIIE MEIAHMHOB U B HEW MHTEHCHBHEE Pa3BUBACTCS IPOLECC
MEJaHM3allM TpU MUKo3e. B remonmumdpe MenaHUCTOB NOBBIMIAETCS KOJIMYECTBO
reMOLIUTOB, 0o0Jiee aKTUBHO WJET IMPOLIECC MHKAICYJSALUU M CUHTE3 aHTUMHUKPOOHBIX

OEJIKOB.

9. V cenextupoBaHHO# K Beauveria bassiana TuHUM BOUIMHOW OTHEBKH (popMHpyeTCs
YCTOMYMBOCTh K JaHHBIM IpubaM, OJHAKO YCTOWYHMBOCTH K JAPYroMy BUAY rpuba

(Metarhizium robertsii) He BO3HUKAET.

10. DBomroiuss PE3UCTEHTHOCTH K SHTOMOIATOTCeHHOMY Tpuly Beauveria bassiana
OPUBOJAUT K YCUJICHUIO HECNeUU(PUUECKUX U CHeHU(PUUYECKUX 3alIMTHBIX PEaKLUi,
YBEIMYMBAIOMUX OaphepHble (YHKIMKA TIOKPOBOB HACEKOMBIX. B wacTHOCTH,
IPOUCXOJUT TOBbIIIEHUE (HEHOTOKCUAA3HON aKTUBHOCTHU, CHHTE3a WHIYLHOEIbHOTO
MHTUOUTOpa METAJUIONPOTea3 M AaHTUMUKPOOHBIX OEJKOB, YpPOBHS pemnapauud |

percucpannm, a TAKKC aKTUBHOCTH aHTHOKCHHaHTHOﬁ CHCTCMBEI.
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CHHUCOK COKPAIIIEHUI
Oaxrepuu Bacillus thuringiensis
(heHUNTHOMOYEBUHA
dbocdarubrit Oydep
nepurpoduueckas MeMOpana
UCKYCCTBEHHAs MUTATeNIbHAs cpeia
WHIYIIHOETbHBIN HTHTHOUTOP METAJIONPOTEa3
00111e€ YMCIIO0 TEMOIIUTOB
AHTUMHUKPOOHBIC OCITKH
TUTHIPOKCU () CHUITATAaHUH
AKTUBUPOBAHHbBIE KUCIOPOIHBIE METAOOIUTHI
AHTUOKCUAHTHAS
OKHUCJIUTEIBHO — BOCCTAHOBHUTEILHBIN
npodeHosokcuaaza
denonokcuaaza
CYNEPOKCH]T AUCMYTa3a
rIIyTaTHOH-S-TpaHcdepasa
MEPEKUCHOE OKUCIICHHUE JIUTTHIOB
MaJIOHOBBIN AUAJIbIUTU]
OCJIKM TEeTIOBOTO ITIOKa
MoJIMMepa3Hasi IenHasi peaKuus
cMepTenbHas 103a 1 50% ocobei
cmeprenbHast 1151 50% ocobel KOHIEHTpaus
MOKOJICHUE
YPOBEHb 3HAYUMOCTH
00BbeM BBIOOPKH

KOA(PPULIMEHT pe3UCTEHTHOCTH
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IIpunoxenune 1 Cnucok U3ydyaeMbIX HYKJICOTHIHBIX MTOCIEI0BATENBHOCTEN (T€HOB U

KOHTHUIOB)
Ccplika Ha
nociaenosar | Ilpennanaraemas Tpamoii Oo6parHblii
I'en/xkoHTHT €JbHOCTH ¢ynkuus/nponecc npaimMep npaimMep
lenpr "pedepencupii” 185 CACATCCAAGGAA | AGTGTACTCATTCCGA
AF286298 Housekeeping
RNA GGCAG TTACGA
I'ensl "pedepencHbrit”
. . AACCTCCTTACAG ATGTTATCTCCGTGCC
EF1: Elongation factor 1- AF423811 Housekeeping
TGAATCC AG
alpha (Ef-1a)
AHTUMHKPOOHBIN GenoK GAAGTCTACAGAA | ATCGAAGACATTGACA
Tanmnepumutina AF453824
(AMB) TCACACGA TCCA
GTGCGACGAATTA | TACTCGCACCAACAAT
T"anmnomunua AY528421 AMB
CACCTC TGAC
AGATGCACGGTCC | GATCGTAGGTGCCTTG
I'noBepun AF394588 AMb
TACAG TG
contigl 9824
_lexp CTGCGCCATGTTCT | TCGCATCTCTGATCCT
Llexponun-/| AMB, LlexponuH-/1
cm.Vogel et TCA CTG
al., 2011
GCGAACTGCGAAG | TGTCTGTCTTGAGTTG
6-Tox AF394584 AMB
AATTATC CATATTG
CGTAGCAGTCATC CGCACTCACTAGAACT
Tpancheppun AY364430 Xenarop
AAGAAGG GG
Nuruburop I/IHILYHI/I6CHBHBIX TAGTAAGCAGTAG | GCCATCTTCACAGTAG
IMPI AY330624
METAJLIONPOTEa3 MUKPOOOB CATAGTCC CA
Penenrrop cBs3piBaHUA
contig20004 | BupycoB, akTopa HEKpO3a TACACATGCGGCC | AATCGCACACGTCACT
2GM Kontur 20004
_l.fl.exp OITyXOJIM, CUTHAJIbHAS TACCTCT CAAAC
TPaHCIYKIUS
GME- Hykneosunnnudocharknnasna
. . TAGATACCGAGAG | GACCCAGCATCTGTCT
6GM Konrur 5976 string Conti | st aKTUBHOCTb / PEryJIsLUs
- CGCCAGT CCAT
g 5976.0 amomnTo3a
contig21310
Vdacrue B GCAGCCTTAACGA | GTACACCTCAACCCCA
7GM Kontur 21310 l.exp
- CCTGTTC GGAA

¢dbynaxmmonupoanuu BT 70
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CchliIKA HA

nociaegosat | [Ipexnanaraemas
I'en/koHTHUT eJILHOCTh (¢yHxuus/mpouecc TpsiMoii mpaiivep OG6paTHbIii npaiivep
contigl7373 | I'myrarnon mepoxcuaasa / CCACACTGTGAGG | GTTTGCTTAGCACGGT
Konrtur 17373
_l.exp perymsuus OB Gananca CAACATT CACA
KonTur 15265 contigl5265 | peuentop cBssbiBanus ¢ G- CACACTGCAGGGC | CCGTCCATCCTGACGT
_1.fl.exp OenKoM TTGTTTA CTaT
GME-
Komrur 1489 string_Conti | Hlanepon ATCAAACGGTGTG | GTTTCCGAAGAGGGG
g 1489.0 CACGTAA AAAAC
Kontur 03093 contig03093 | Tlepokcupenokcus / CTGACAATGACCG | TCTACGGGTGTAGCGA
_lexp perysanus OB 6ananca TGCACTT ceTT
GME-
Korrur 704 string_Conti | @axtop pocta/ GAGGTGCCTGGTC | TGGGGTCACTATTCGC
g 704.0 nposaudepanys KIeToK AGAATGT TTTC
GME- ®dakTop pocTa, MATPAIHS
Kontur 233 string_Conti | KJIeToOK /mponudeparus CGIGACGAGTGAG | COOTTGTTOTCTCCGT
g 233.0 KJIETOK ATCGTTG TACA
. AAATTCTAGCCCGGAG | CAAGAAGCAACAGCATTGG
contigl4880 | Perynsuus anonrosa /
Kontur 14880 AGGA A
_l.fl.exp CUTHAJIbHAS TPAHCIoYKLIMS
Perynsauus BocnaneHus /
contig20582 | curHaNbHAs TPAHCITYKIHS /
KownTur 20582 GGTGAGCGTTGTTCCA | ATCCTATCCGAAGGGACAC
_l.exp MeTa0ou3M (peHUIaIaHWHA H
GACT c
THPO3HHA
: CGAGCTAAAGACAGGC
contigl5362 | Perynsrus anornrosa /
Kowntur 15362 GATT CACCTGCGGTTGAATCATA
_lLexp BOCTIAJICHUS
: AGACCCGCTATCCAAA
contigl9932 | Cyruansmas rpancaykums /
Kowntur 19932 ACCT ATCCCAGCAATTTCATCTGC
_Lfl.exp aKTHBAINI UMMYHHUTETA
eM. (Xu et GCRTCVCGYATGG | GAACTAAATCAGTCTT
BTII 90 [Tanepon
AGGAAGT TGG

al.,, 2011)
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IMpuno:xkenue 2 Crivcok reHOB U UX (hparMeHTOB UCoNb3yembIx At PHK
UHTEPPEPECHITNH

I'en: IMPI

(Sequence reference: AY330624)

Bb160p pa3In4HBIX YYACTKOB I'€HA JJIfl CAJICHCHHIA:

GGTCATTCCTGAGTTGCAAGACTATACGCAATGAAGTGCTTATTATATTTATGTCTATGGTGTTATTGTG
TACTAGTAAGCAGTAGCATAGTCCTAA|TTTGTAACGGTGGACACGAA|TACTACGAGTGCGGTGGAGCCTG

CGATAATGTATGTGCAGATTTACATATACAGAATAAAACAAACTGTCCCATCATTAATATAAGATGTAAT
GACAAGTGCTACTGTGA/AGATGGCTATGCAAGGGATGTCAATGGCAAATGTATACCGATAAAAGACTGTC
CTAAAATACGTTCGCGTCGTTCCATTGGGATACCAGTCGACAAGAAATGCTGCACAGGTCCTAACGAACA
CTATGACGAAGAGAAAGTAAGCTGTCCTCCAGAAACCTGTATCTCCCTTGTGGCTAAGTTTTCCTGCATT
GACTCCCCTCCACCGTCGC CAGGGTGTTCTTGCAATTCA GGATACTTAAGACTTAACCTAACTT CACCAT

GCATACCAATTTGC| GATTGTCCA CAAAT|GCAACATTCCCCTGATTGTCIAATAATAAAAATTACTATAGAA

ACATGACTTCTTCAAAGAGGTTAATAAAATTATTAACAATAAAAAAAAAACTTCATATTTGTTGCTGTCT
ATAAAAAAAAACCAACTTTAGTCATGGCAAAACCAGTTATTTTTATTTTTAAACTGCTAAAACGATTTTG
ATAAAAATTCTATCCTTTATATTCTTTTAGATAAAAAAAATATTTTTTGAAATAGTAACTAACATAATTA
TTATACCGTTTTCTAAACGTNCATTAAAAATGTNTGCTTTTTATTAAAGATTTAATNTNCATTAAAAATT
TTGATTTGGGGAAAAAAAAAAAAAAAAAAAAAAAAAAA

paiimep (LF) Ipaiimep (RF) pa3mep npoaykra Koadpduuuent kayecrsa npaiiMmepos
TTTGTAACGGTGGACACGAA TGGACAATCGCAAATTGGTA 416 0.0737
TTTGTAACGGTGGACACGAA GCAAATTGGTATGCATGGTG 407 0.1881
TTTGTAACGGTGGACACGAA TGAATTGCAAGAACACCCTG 362 0.3127
TTTGTAACGGTGGACACGAA GACAATCAGGGGAATGTTGC 441 0.3299
AGATGGCTATGCAAGGGATG GACAATCAGGGGAATGTTGC 311 0.3846
I'en: GST

(Sequence reference: AF336288.1)

Bp100p paz/IMYHBIX YYACTKOB I'eHa VISl CailjIeHCHHra:
ATCCACACTCGTGCATACGCCTCACTGTACCTTAGTTTCTAAATTTAAAACATCAAATCCACAATGCCCA
TCGATCTCTACTACGTGCCTGGCTCCGCGCCGTGCAGGGCTGTCTTGCTCACAGCGAGGGCTCTCAACCT
AAATCTTAACTTGAAACTGGTTGACTTGCATCACGGCGAGCATTTGAAGCCTGAGTATCTGAAGATCAAC
CCCCAGCACACAGTCCCCACACTGGTTGACGATGGATTCTCCCTATGGGAATCCCGTGCTATCATAACCT

ACCTGGT|ICAACAAATATGGCAAGGGCT|ICCACGCTGTACCCTGAGGACCCGAAGGCGCGTGCGCTCGTTGA
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CCAGAGGCTGT A|CTTCGATATTGGCACCCTG|TIACCAGAGATTTGCTGATTATTTCTATCCACAAGTTTTC

GGCGGTGCCCCGGCCGACAAAGAGAAGGCCTCCAAAATCGAAGACTCTCTTAAGCTCCTGGACACATTCC
TTGAGGGCCAGAAATACGTGGCAGGCCCCAACCTCACTGTCGCCGATCTGAGTCTCATCGCGAGCGTATC
CAGCTTCGAGGCATCCGATATTGACTTCAAGAAATACCCTAATGTTAAGAGATGGTACGAGACAGTGAGG
AGCACCGCACCAGGATACCAAGAGGCTAACGAGAAAGGACTGGAGGCGTTCAAGGGGCTCGTCAACAGCA

TGICTCJAAGIAAGTGAACGAGGGHCITGA|GAAIGCTTTTAAAATTTTGTTACGAAATTTTACACTTTACGAATAA

GTAAAGCCACCGTATTCTCAAATTTAACACCGTTTTCCATGTTACTTATTAATATAAGTTTAGTGATAAG
GCACAAATAAATTATATTGTATTAAAAAAAAAAAAAAAAA

[paiimep (LF) IIpaiivep (RF) pa3mep npoaykra KoadpdunueHt kauecra npaiiMmepon
CAACAAATATGGCAAGGGCT GCCCTCGTTCACTTCTTGAG 435 0.0507
CAACAAATATGGCAAGGGCT CCCTCGTTCACTTCTTGAGC 434 0.0507
CTTCGATATTGGCACCCTGT TCAGCCCTCGTTCACTTCTT 363 0.0554
ACTTCGATATTGGCACCCTG TCAGCCCTCGTTCACTTCTT 364 0.0554
CTTCGATATTGGCACCCTGT TTCTCAGCCCTCGTTCACTT 366 0.0554

FPx, glutathione peroxidase

(Sequence reference: contigl 7373 1.exp, BAE07196.1)

Bb160p pa3sIn4HBIX YYACTKOB I'€HA JJIf CAJICHCHHIA:
TTTTTTTTTTTTTTTTTTTGCTGCAAAATGTTTTTAATTCGAAATATCTCTTAAGTACCTTTTATAAATT
GACTATTACGATAAAATTTAAGAGAATACTATTAAACACACCATAAAAAAACTACATACTGTAAAAAAGA
TTTCTAGGTAAAATAAAAACATGATGATAAAATGCACTTTATAACATTAAAAATTAAAACTTGTATTTTT
AATTTAACATTTTAGTTCTTTCATCAGTAAAATGTTACCTACACGCACTTTGAATGCTAAAGTAATAGGA
GTTGATTATTATCAAGAATGTCTTCACCAATATTTTTCCAAAGACTTGACCAAATCTTTAGGATCTACAT
TGGGTCCATGTCGTTCAACAGGAACTCCGTCCTTGTCCACAATGAATTTCGTAAAATTCCACTTAATTGA

ACTGCCCAGGGTACCGCCTTGTTTATGCTTTAAGAATTTCCATAATTlGGCTAGCATTGTCCCCATTA'ACA

TCGATTTTTTCAAACAAAT CGAATTTCACTTTGCGATCA GCAGCGAAACAAACGATGTCT T|ICGGAGTTTC

CTGGTTCTTG A CCGGCGAATTGGTTGCAGGGAAATGCCAGGATTCGCAATCCTTTAGTCTCTGCATATTG

TTCGTATAGTTCATTAAGTTGTTTGTAGTTATTTGCAGTAAGACCACACTGTGAGGCAACATTCACAATA
ATACAAACGTGACCTTTGTATATATCTAGTTTTACATCAGCACCTTTTATATTTTTGACGGTGAATTCAT

GAATAGACGTAGCCGACTTAAAATCGGGAT|TATCCACTGCCATTTTGCTGICAAAAAAGTATTGTGCTAAA

TITGTGACCGTGCTAAGCAAACITACATTACTAATAATAGGTACAATAAGCTTCGATACCGCTTTAGAACCA

ATTGTCATAGTGGACGGTATGTCTTATTTAAAGGAAAAATGAAAGTAACTATATCACTTATCACCATAAA
TCTATTGCGGTGATAAAATAGCAATTGGTTACACTTCGATTACACAACAATACAATACAGATTACTTAGA
AAAAAA

Ipaiimep (LF) IIpaiimep (RF) pa3mep npoaykra Koapdunuent kauecra npaiiMmepon
GGCTAGCATTGTCCCCATTA GTTTGCTTAGCACGGTCACA 394 0.1659
CGAATTTCACTTTGCGATCA GTTTGCTTAGCACGGTCACA 352 0.2792
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TCGGAGTTTCCTGGTTCTTG GTTTGCTTAGCACGGTCACA 311 0.3128
CGGAGTTTCCTGGTTCTTGA GTTTGCTTAGCACGGTCACA 310 0.3128
GGCTAGCATTGTCCCCATTA CAGCAAAATGGCAGTGGATA 353 0.3893
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Ipuiaoxenne 3 CymmapHble JaHHBIE MO CTATUCTHKE: pa3Mep BBIOOPKH U
UCIIOJIb3YyEMBIN aHAIIN3

-
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= = : 2 : = Metoa ucnoJib3yemblii 11
p = | £ | &2 |ZE E S )
HCYHOK s = = 5 5 2 £ | pacyeToB CTATHCTHYECKOI
S g Z z 3 H a 3HAYUMOCTH
o1 = 1 2 =
-, = s = & S
£ FEE
s
2
Pucynok 1 87 200 11- Meroa Kamnnana Maiiepa
Pucynox 2 88 200 11- Meroa Kamnana Maiiepa
Pucynok 3 90 200 1 Meroa Kannana Maiiepa
Pucynok 4 91 200 1]- Meroa Kannana Maiiepa
200
Pucynox 5 (A), Meron Kamnana Maiiepa
Ab 92 200 (b) 1]-
Pucynok 6 93 100 1| na T-Tect
0JHO(aKTOPHBIN
JMCTIEPCUOHHBIN aHaIU3
Kpackena-¥Yomnuca ¢ post-hoc
Pucynok 7 96 3 5 | HeT tectoMm Jlana
Pucynok 8 97 150 1 metox Kannana Maiiepa
Pucynox 9 50 (A),
T-Tect
Ab 98 50 (b) 5| nma
0JTHO(DaKTOPHBII
JCTIEPCUOHHBIN aHaIU3
Kpackena-Yomnuca ¢ post-hoc
Pucynok 10 101 3 5 | HeT tectoMm Jlana
MHOTO(aKTOPHBIN
JUCIIEPCUOHHBIN aHau3 C post-
Pucynok 11 103 60* 1| ma hoc Tecrom bordeponn
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Pucynox

Ne ctpanunbl

N HA BAPHAHT

HacekoMbIX Ha n

HopmasbHocTh

pacnpeaejeHus

JaHHBIX (TeCT

JI'AroCTHHO ) 1a/HeT

MeToa ucnmosib3yemMblii 151
pac4yeToB CTATHCTHUYECKOM

3JHAYUMOCTH

Pucynok 12

105

60*

na

MHOT0()aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc Tecrom bondeponu

Pucynok 13

106

60*

Ja

MHOT0()aKTOPHBIN
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc Tecrom bondeponu

Pucynok 14

107

120*

na

MHOT0()aKTOPHBIN
JUCIIEPCUOHHBIN aHaJIu3 C post-

hoc Tecrom boudeponu

Pucynok 15

109

60*

Ja

MHOTO(aKTOPHBIN
JMCIIEPCUOHHBIN aHau3 C post-

hoc rectom bondeponu

Pucynok 16

110

60*

Ja

MHOTO()aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc rectom bondeponu

Pucynok 17

111

60*

na

MHOT0()aKTOPHBIN
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc Tecrom bondeponu

Pucynok 18

113

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoM Jlana

Pucynok 19

114

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [lana

Pucynoxk 20

116

150

Meron Kannana Maiiepa
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Pucynox

Ne cTrpanuubl

N HAa BapUaHT

HacexkoMBbIX Ha n

pacnpeaesieHust

JaHHBIX (TeCT

JI' AroCTHHO )

ma/mer

MeToa ucnosib3yemMblii J1J151
pac4yeToB CTATHCTHUYECKOM

3HAYHUMOCTH

Pucynok 21
Ab

118

120
(A), 60
(b)

A1), B
(3)

Ja

T-Tect

Pucynok 22

120

100

Ja

MHOTO(aKTOPHBIN
JMCTIEPCUOHHBIN aHaIu3 C post-

hoc rectom bondeponu

Pucynok 23

122

HECT

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHaAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [ana

Pucynok 24

123

HECT

0HO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackemna-¥Yomnuca ¢ post-hoc

TectoMm [lana

Pucynok 25

124

HECT

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoMm [ana

Pucynok 26

130

60

Ja

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHau3 C post-

hoc Trectom bordepponn

Pucynok 27

131

60

na

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc trecrom bondepporun

Pucynok 28

133

60

na

0THO(haKTOPHBIN
JUCIIEPCUOHHBIN aHaJIu3 C post-

hoc trecrom bondepporun
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Pucynox

Ne cTrpanuubl

N HAa BapUaHT

HacexkoMBbIX Ha n

pacnpeneieHus

JaHHBIX (TeCT

JI' AroCTHHO )

ma/mer

MeToa ucnosib3yemMblii 1151
pac4yeToB CTATHCTHUYECKOM

3HAYHUMOCTH

Pucynok 29

133

60

Ja

0JTHO(DaKTOPHBII
JUCIIEPCUOHHBIN aHau3 C post-

hoc rectom bondepponn

Pucynoxk 30

134

60

Ja

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHaIu3 C post-

hoc rectom bondepponn

Pucynok 31

136

90

na

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc Trecrom bondepponn

Pucynok 32

137

60

na

0JTHO(haKTOPHBIN
JUCIIEPCUOHHBIN aHaJIu3 C post-

hoc Trecrom bondepponn

Pucynok 33

138

60

na

0JHO(haKTOPHBIN
JMCIIEPCUOHHBIN aHaJu3 C post-

hoc Trecrom bondepponn

Pucynok 34

140

HET

0JTHO(DaKTOPHBII
JCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoM JlaHa

Pucynok 35

141

HET

0JTHO(DaKTOPHBII
JCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoM JlaHa

Pucynok 36

142

HET

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHaIU3
Kpackena-Yomnuca ¢ post-hoc

tectoM JlaHa
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Pucynok

Ne crpanunbl

N HA BAPHAHT

HacekoMbIX Ha n

HopmaabHocTh
pacnpeneeHus

JAHHBIX (TeCT

JI'ArocTHHO ) 1a/HeT

Metoa ucnosib3yemblii /15
pac4yeTroB CTATUCTHYECKOM

3JHAYUMOCTH

Pucynok 37

143

HET

0JTHO(DaKTOPHBII
JCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoM Jlana

Pucynok 38

144

150

Meron Kannana Maiiepa

Pucynok 39

146

HECT

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [lana

Pucynoxk 40

147

HECT

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [lana

Pucynok 41

150

HECT

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoMm [lana

Pucynok 42

151

HECT

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHAIU3
Kpackena-Yomnuca ¢ post-hoc

TectoMm [lana

Pucynok 43
Ab

152

HECT

0JTHO(DaKTOPHBII
JMCTIEPCUOHHBIN aHaIU3
Kpackena-Yomnuca ¢ post-hoc

TectoMm [lana
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Pucynox

Ne ctpanunbl

N HA BAPHAHT

HacekoMbIX Ha n

HopmaabHocTh
pacnpeaesieHust
JaHHBIX (TeCT

JI'AroCcTHHO ) 1a/HeT,

Metoa ucnosib3yemMblii /15
pac4yeToB CTATHCTHUYECKOM

3JHAYUMOCTH

Pucynok 44

161

200

Meron Kannana Maiiepa

Pucynok 45
Ab

163

20 (A),
20 (B)

A1), B
(1

A (uer), b

(na)

A (tect Mana-Ywutan), b
(omHO(AKTOPHBIIH
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc Tecrom bondepponn )

Pucynok 46

165

30*

na

T-Tect

Pucynok 47

167

120*

A1), B
(3)

Ja

A, b (MHOTO(DaKTOPHBIH
JUCIIEPCUOHHBIN aHau3 C post-

hoc tectom bondeponn)

Pucynok 48

168

30%*

Ja

MHOTO(aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc rectom bondeponu

Pucynok 49

169

60*

Ja

MHOTO(aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc rectom bondeponu

Pucynok 50

170

60*

na

MHOTO()aKTOPHBIN
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc Tecrom bondeponu

Pucynok 51

172

3*

HET

0HO(haKTOPHBIN
JMCTIEPCUOHHBIN aHaIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoM JlaHa

Pucynok 52

173

100

HECT

T-Tect

Pucynok 53

175

200

Meron Kannana Maiiepa
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Pucynox

Ne ctpanunbl

N HA BAPHAHT

HacekoMbIX Ha n

HopmasbHocTh

pacnpeaejeHus

JaHHBIX (TeCT

JI'AroCTHHO ) 1a/HeT

Metoa ucnosib3yemMblii /15
pac4yeToB CTATHCTHUYECKOM

3JHAYUMOCTH

Pucynok 54
Ab

181

200
(A),
200 (B)

Meroa Kamnana Maiiepa

Pucynox 55

183

60

Ja

MHOT0()aKTOPHBIN
JMCTIEPCUOHHBIN aHaJu3 C post-

hoc rectom bondeponu

Pucynok 56

184

120

Ja

MHOTO()aKTOPHBIN
JUCIIEPCUOHHBIN aHaJIu3 C post-

hoc rectom bondeponu

Pucynok 57

185

60

Ja

MHOTO(aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc rectom bondeponu

Pucynok 58

186

60

Ja

MHOT0()aKTOPHBIN
JMCTIEPCUOHHBIN aHau3 C post-

hoc Tecrom bondeponu

Pucynok 59

189

HET

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHaIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoM JlaHa

Pucynoxk 60

191

HECT

0THO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [lana

Pucynok 61

193

HECT

0JTHO(haKTOPHBIN
JMCTIEPCUOHHBIN aHAIU3
Kpackena-¥Yomnuca ¢ post-hoc

TectoMm [lana
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S
= L = =
2 = g = = 5 g .
= = : g = S = Metoa ucnoJib3yemMblii 1s
= = o z o= £ =
Pucynok = 3 = 2 & % £ | pacyeroB craTHCTHYECKO¥
= | 2 | B |FE2E
© s X E_ E T © |3HAYUMOCTH
2, = g S & & 2
z 5 & 0 <
=
0JTHO(haKTOPHBIN
JCTIEPCUOHHBIN aHaIU3
Kpackena-¥Yomnuca ¢ post-hoc
Pucynok 62 195 3 5 | HeT tectom Jlana
Pucynok 63 90 (A),
T-Tect
Ab 197 90 (b) 1| na

* - yKa3aHo rJe n NpeICTaBICHHO Ha BApUAHT U OHY BPEMEHHYIO TOUKY




Ipuaoxenue 4

285

AHanu3 3KCIPEeCCUM F€HOB CIPYNIUPOBAHHBIX MO UX (PYHKIUSAM B )KUPOBOM TEJIE U

MOKPOBAaX JTUYMHOK CEJICKTUPOBAHHOM (25 TOKOJICHHIA HAMPaBIEHHOTO 0TOOPA 110

MPUHLUNY YCTONYUBOCTU K TpUOy B. bassiana (Bb) u koHTpoabHON (HE

CEJIEKTUPOBAHHOW ) TMHUI BOIIIMHHON OTHEBKU Ha MEPBBIE CYTKU MOCIE 3apaskeHHUsI

rpubamu B. bassiana n M.robertsii (MHOTO(pAKTOPHBINA TUCTIEPCUOHHBIN aHAIN3 C POSt-

hoc Tectom bondeponn)

Ba3oBblii ypoBeHb

HNndunuuposanne B. bassiana

NnpuuupoBanue

M.robertsii

Kuposoe Kuposoe Kuposoe
TToxpoBsbl TloxpoBsbI IMokpoBbI
TeJno TeNno TeJno
Bausinue Cenexnus Ceneknus Cenexnus Cenexnust
Cenexius Cenexuus
ceJIeKIHn OKa3bIBaIa OKa3bIBaja OKa3bIBaja OKa3bIBaIa
HE HE
HA JIOCTOBEpHOE JIOCTOBEPHOE JIOCTOBEPHOE | JIOCTOBEPHOE
OKa3bIBaCT OKa3bIBaeT
ycTOiuuB g BIIMSTHUC BIIMSTHUC BIIHSTHUC BIIMSTHUC
2 BIIMSTHUC BIIMSTHUC
0oCTh 5 p<0.001 p<0.01 p<0.01 p<0.01
i~ Ha Ha
54 (axcmpeccust (axcmpeccust (akcmpeccust | (drcmpeccust
M YPOBCHB YpPOBEHb
HUKE y HUKE y BBILIE Y HUKE y
9KCIpEecCH SKCIIPECCH
CEJIEKTUPOBAH CEJIGKTUPOBAH | CEJIEKTUPOBAH | CEIEKTUPOBA
u u
HBIX) HBIX) HBIX) HHBIX)
AHaJIM3 N0 IPyNIaM reHoB
Cenexmus
Cenexmus Cenexius
OKa3bIBaja
OKa3bIBaja OKa3bIBaa
JIOCTOBEPH
Cenexmus He JIOCTOBEPHOE | TOCTOBEpHOE
oe
OKa3bIBaET BIIMSTHUE BIIMSTHUE
BIIHSTHUE
-] BIMSHUE Ha p<0.01 p<0.01
= p<0.01
< YPOBCHB (akcmpeccust | (3Kcmpeccus
(3kcmpecc
IKCIPECCUH 1:38111 (0% HILKE y
WSl HUKE Y
CEJIEKTUPOBAH | CEIEKTHPOBa
CEJIEKTHUPO
HBIX) HHBIX)

BAaHHBIX)
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Buausane
ceJIeKIUu
Ha

ycTOH4UB

OoCTh

ba3oBbiii Nndunupoanue
HNudumuposanue B. bassiana
YPOBEeHb M.robertsii
Kuposoe IToxpoBer | JKuposoe Teso IMoxpoBsI 7Kuposoe IHoxpoBsl
TeJ1o TeJ1o
Cenexuus Ceneknus Cenexius
)
= HE HE HE
= Cenexknus He
s © OKa3bIBaCT OKa3bIBacT OKa3bIBacT
= = OKa3bIBaeT
2 £ BIUSHUE HA | BIMSHUE HA BITUSTHUE
g 2 BIIMSIHHE HA
= o YPOBEHb YPOBCHB Ha
s E YpOBEHb
= a JKCIPECCUH | IKCTPECCUU YpOBEHb
S £ SKCTIPECCHH
s IKCIPECCH
3
S u
&
Cenexmus Cenexiuusa Cenexuus
HE HE HE
Cenexmus He
OKa3bIBaeT OKa3bIBaeT OKa3bIBaeT
— OKa3bIBaeT
= BIMSIHUE HAa | BIUSHHE HA BIIMSIHHE
e BIIMSHHE HA
2 YPOBCHB YPOBCHB Ha
= YPOBCHB
| JKCIIPECCUH | IKCTPECCUU YPOBCHB
JKCIIPECCUHI
JKCIIPECCH
i
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IIpusoxenue 5

AHanu3 o011el SKCIIPECCUH TE€HOB B JKUPOBOM TEJI€ U TOKPOBAX JINYMHOK
CEJICKTUPOBAHHOM (25 MOKOJIEHUH HAIPaBIEHHOTO 0TOOPA MO MPUHIUIY YCTONYMBOCTU

K rpuly B. bassiana (Bb) u KOHTpOJIbHOM (HE CEJIEKTUPOBAHHON) TUHUNA BOIIIMHHOM

OTHEBKH Ha MEPBBIE CYTKHU IMOCIE 3apakeHust rpudbamu B. bassiana v M.robertsii

(MHOTO(AaKTOPHBIN AUCTIEPCHOHHBIN aHanmu3 ¢ post-hoc Tectom boundeponn)

CeJ’leKTl/IPOBaHHaﬂ JIMHUA

KOHTpOJ’leaﬁ JIMHUA

Kuposoe Tei1o IMoxkpoBbI 7Kuposoe Teso IoxpoBbl

KCIT s TCHOB B. 1 .. ..
OKcmpeccHs TeHO bassiana M. robertsii M. robertsii
B 3aBUCHUMOCTH OT SR 3aIlyCKaeT 3aIlyCKAeT

MHKO3a

Her nocrosepHoro

a¢pdekra

9KCIPECCUI0 TCHOB
JOCTOBCPHO BLIIIC

uyeM M. rabertsi

P<0.05

9KCIPECCHIO TCHOB
JOCTOBEPHO BBIIIIE
ueM B. bassiana.

P<0.0001

9KCIPECCHIO TEHOB
JIOCTOBEPHO BHIIIIE
ueM B. bassiana.

P<0.05




