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PaszpaboTka ['M-pacTeHHnit CO BCTPOEHHOM CUCTEMOM 3alllMThI OT BpeauTeieil — OJHO U3 OCHOBHBIX Ha-
MpaBJieHU# cebCKOX03s1icTBeHHOU OuorexHonoruu. C cepeauHbl 90-x rogoB XX Beka A0 HACTOSIILIETO
BpeMEHU OOJILITMHCTBO TPAHCTEHHBIX KYJIBTYD MPEACTABIEHO COPTAMU, HECYITUMU MHCEeKTULIMAHbIE (Cry-
u Vip-) rennl 6aktepun Bacillus thuringiensis. Tem He MeHee, B OC/IeTHee IeCATWIETUE 3aMeTHA TEHISHIINS K I1e-
pexoiy Ha BCTpOEHHbIE CUCTEMBI 3allUThI, OCHOBaHHBIe Ha MexaHu3Me PHK-unTepdepentim. O6cyknaroTcst
IyTH 3BOJIIOILIMOHHOIO OTBeTa (puTodaroB Ha MHCEKTULIMIHBIE M -pacTeHus1, OCHallleHHbIe TI0I00HBIMU FeHe-

TUYCCKMMHU KOHCTPYKIIUAMMU.
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BBEAEHUWE

Exeronno B Mupe okoio 30% ypoxas celIbCKOXO0-
3SMCTBEHHBIX KYJILTYP TMOHET Ha IIOJISIX OT BPEIHBIX
HACEKOMBIX, (PUTOITaTOTeHHBIX IPUO0B, MUKPOOPTa-
HM3MOB M BUPYCOB. He ynuBUTEIbHO, YTO OMHOM U3
[JIABHBIX 3aa4 T€HHOM WHKEHEPUM CTajo CO3IaHUe
OMOTEXHOJIOTMYECKIX PACTEHMIA CO BCTPOSHHOI 3allM-
Toii oT Bpeauteneii (Plant Incorporated Protectants vim
PIP). 3a Bcio ucTopuio TeHHOIT MHXEHEpUU B Pa3HBIX
CTpaHax Mupa ObUIO BBIIAHO pa3pellieHre Ha Heorpa-
HUYEHHOE UCTOIb30BaHME 49 COOBITUSIM TpaHChOpMa-
muu y 12 BunoB pactenuii. 37 u3 Hux (Bce Cry- n Vip-
reHsbl, a Takke IUPHK) HatieneHbl Ha rpeacTaBuTe-
Jeit knacca Insecta. EnMHCTBEHHOE COOBITHE TPaHC-
dopMalmm ¢ ucmojib3oBaHUeM R-reHa HampaBieHO
IIPOTHUB (PUTONATOTEHHOTO OOMMIIETa — BO30YIUTEIIS
dutodTopo3a y Kaptodeias. Bce ocTtanmbHbIe COOBI-
THsI HalleJIeHbl Ha (PUTOIIATOTeHHEIE BUPYCHI C MC-
MOJIb30BAHUEM TE€HOB, KOIUPYIOIIMX UX Oenku (B
OOJIBIIMHCTBE CJIy4yaeB O€JIKU BUPYCHOM O0OJIOUKN),
M, Kak B caydae ¢ auPHK, ncrnoab3yloT MexaHu3m
PHK-unTepdepennnn. [TokazaTeapHO, 9TO 3a O0Iee
yeM 20-JeTHee wucrioab3oBaHue I'M-KyabTyp co
BCTPOEHHOM 3alMTON OT BpeauTeieil, pa3pelicHue
Ha KOMMEPYECKOEe MCIOJIb30BaHME OBLIO OTO3BAHO

1 Adpec ons koppecnondenyuu: BukropoB AnekcaHap I'eopruesud.
119071, Mockga, JlennHckuit nmpocmnekr, 33. MHCTUTYT 1TpobiieM
akosiornu U 3Bomounu uMmeHn A.M. Ceepuosa PAH. ®akc:
(495) 954-55-34; snexrpoHHas 1mo4Ta: aleviktorov@ya.ru

TOJBKO Y TISITH COOBITHIT TpaHC(OpMaIInu: BCe OHU
OTHOCSTCS K ClTydassM TeHeTHIeCKO MomuduKaIium
KyKypy3bl Cry-reHamu (Tadm. 1) [1-3].

CRY-TEHDbI

Cry-reHbl (0-3HIOTOKCHH-KOIUPYIOIINE) TPAMITO-
JIOXKUTEJIbHOI a3p00OHOI CITopooOpa3ylolieii 6akrepun
Bacillus thuringiensis nepBbIMU CTaJIA UCIIOIb30BATh TSI
KOHCTPYHUPOBaHMSI WMHCEKTHMLUMAHBIX [ M-pacTeHmii.
PaboTsl 110 reHeTMYECKOM TpaHCHOpPMALIMKU MTPOBOIY -
JINCh Ha BCEX OCHOBHBIX C.-X. KyJIbTYpax, HO pa3peliie-
HUE Ha IIPOMBIIIICHHOE MCHOJIb30BAHNE ITOJIYYMIN
TOJBKO TPUILIATh YEThIpEe COOBITHS TpaHCHOPMALIUU
y LIECTH C.-X. KyJbTYp (CM. Tab1. 2). OmHaKO B KOHIIE
90-x romoB (OyKBaJbHO 4Yepe3 I1apy JIET IIOCJIe BHEI-
peHus B Ipou3BOACTBO) Bt-kapTodenb n3-3a xkanood
MoTpeduTeieil mepecTan BbIpallluBaThCs, XOTS U He
OBLI 3ampelneH, Bt-cost B Ipon3BOACTBO HE MOLILIA, U
B HaCToOdIIee BpeMsli MacIITabHO MCIIOJIb3YIOTCS
TOJIBKO Bt-copTa KyKypy3bl M xjormuatHuka. Kpome
Toro, ¢ 2007 r. B Kutae B He3HaYNUTEIILHBIX 00beMax
BrIceBaeTcs Bt-Tomomnb (543 raB 2016 r.) mc 2014 1. B
Banrnanenr — Bt-6akiaxan (700 ra B 2016 1.) [2].

Benxu, konupyembie Cry-reHaMU, BBI3BIBAIOT 00-
pa3oBaHUE TIOP B SMUTEMU KHWIIEYHWKA JTUIYMHOK
HaceKOMBIX, €ro JIM3UC U B KOHEYHOM UTOT'e CMEPTbh.
B HopMe Bt-reHBI AMKOTO THMA HE MOTYT 3(h(hEeKTHB-
HO (YHKIIMOHUPOBATh B PACTEHUSX, TTOCKOJIBKY OHHU



4 BUKTOPOB

Taommma 1. rM—paCTeHI/IH CO BCTpOCHHOf/JI CUCTEMOI 3alIUThI, pa3pCIICHHBIC )11 KOMMEPYCCKOTO UCITOJIb30BaHUA

KonuyectBo coObITHI TpaHChOpMaLuK (13 HUX BOOCJIEICTBUU
3anpenieHHbIX)
Ne Kynerypsl TCHBI,
Cry-rensl | Vip-rennl | R-rennr | auPHK KOIHMPYIOIITHE BCETO
BUPYCHBIE
Oenku
1 | Kykypy3a (Zea mays L.) 18 (5) 1 — 1 — 20 (5)
2 | XnomuatHuk (Gossypium hirsutum 1.) 8 1 — — — 9
3 | Cos (Glycine max L.) 5 — — — — 5
4 | Kaptodens (Solanum tuberosum 1..) 1 — 1 — 1 3
5 | baknaxan (Solanum melongena L.) 1 — — — — 1
6 | Cnusa (Prunus domestica L.) — — — - 1 1
7 |Hepen cnankuii (Capsicum annuum L..) — — — — 1 1
8 | [Mamaiis (Carica papaya L.) — — — — 5 5
9 | llomunop (Solanum lycopersicum L.) — — — — 1 1
10 | Tononw (Populus nigra L.) 1 — — — — 1
11 | TeixkBa (Cucurbita pepo L.) — — — — 1 1
12 | ®aconsb (Phaseolus vulgaris L.) — — — — 1 1
Bcero 34 (5) 2 1 1 11 49 (5)

Ta6auna 2. 'M-pacteHus, TpaHchopMupoBaHHble Cry-TeHaMu, pa3pellieHHbIE 111 KOMMEPYECKOro MCIOIb30BaHUS

KomuecTBo cobbITHiT TpaHChOpMaly (M3 HUX BIIOCIESICTBUYN 3aITPEIIIEHHBIX)
0
N fen KyKypy3a | XJIOITYaTHUK cost Kaprodenb | 6akiaxaH | TOMOJb HUTOTO
1 | Crylab 4(2) 2 — — — 6(2)
2 |Crylac 1(1) 3 2 — 1 1 8 (1)
3 | Crylf 2 1 — - 4
4 | Crylfa2 1 1
5 | Cry2ab2 — 1 1 — — 2
6 | Cry2ae — 1 — — — 1
7 | Cry2bb2 1 — — — — 1
8 | Cry3a 1 — — 1 — 2
9 | Cry3bbl 3(1) — — — — 3D
10 | Cry9ca 1(1) — — — — 1(1)
11 |Cryla.105 1 — 1 - - 2
12 |mCry34 1 1
13 |eEcry3.14b 1 — — — — 1
14 | Cry34ab1/Cry35abl 1 — — — — 1
Htoro 18 (5) 8 5 1 1 1 34(5)

OTJIMYAIOTCST OT TEHOB 3YKapUOT PSIIOM OCOOCHHO-
creit. OgHa U3 HUX 3aKJIIOYAETCS B TOM, YTO B FeHax
BBICIITIX PACTEHUM TPEThs Mapa KOIOoHA IIPeaCTaBIIe-
Ha napoit G-C npaKTU4eCKH B MOJOBUHE CTydaeB (y
XJIOITYaTHUKA OOBIKHOBEHHOTO Gossypium hirsutum —
44.61%, y Kykypy3bl Zea mays — 51.87%), B TO BpeMsI
Kak y B. thuringiensis — TOJBbKO B UETBEPTU CIydacB

[4]. ITockonbky m3oakuenrtopHas TPHK kosBomio-
LIMOHUPOBAJA C YACTOTOM KOOJOHOB, TO HU3KUI yPO-
BE€Hb 9KCIIPECCUM MPOKAPUOTUYECKUX TeHOB B ' M-
pacTeHUSIX CBsI3aH ¢ TeM, uTo MoyeKybsl TPHK, co-
OTBETCTBYIOILIME KOTOHAM I'€HOB OaKTepuii, IIPUCYT-
CTBYIOT B PACTUTEJbHBIX KJIE€TKaX B HEAOCTAaTOYHOM
Konu4aecTBe. [ToaToMy mist 1ostydeHst BBICOKOTO YPOB-
DOU3BNOJIOTUA PACTEHUN Ne 1
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Hs akcrapeccun Cry-TeHOB B pacTeHUSIX, KOTOHBI OaK-
TepUalbHOIO I'eHa 3aMEHSIIOTCSI CUHOHUMUWYHBIMU
KOJOHAMM PaCTEHUS-XO3sIMHA. DTU CYOCTUTYLIUU
MMO3BOJISIIOT BO MHOI'O pa3 ITOBBLIIIATh TPAHCIISIIINIO
Bt-toxcunoB. Tak, Hanpumep, reH Crylab c TioaHO-
CTBIO 3aMEHEHHBIMU OaKTepUaIbHBIMUA KOOOHAMU
MMeJI YPOBEHbD SKCIIPECCUHU B TPAHCTEHHBIX ITOMMUIOPAX
B 100 pa3 BBIllIe IO CPAaBHEHUIO C TEHOM JIUKOTO TH-
na [5]. OmHako maxe TaKoil ITOKa3aTeIb MOXKET OBbITh
HegoCTaTOdeH IJIST peaan3allui CTpaTernm “pedy-
TMeB — BBICOKMX 103", JiexKallei B OCHOBE KOHIICTIINHN
WCIIOJIb30BaHMSI MHCEKTULIMAHBIX Bt-pactenuii. B co-
OTBETCTBUM C 3TOI cTpaTterneil KoHmeHtpanus Cry-
OCJIKOB B PACTUTEIbHBIX TKAHSIX JOJDKHA HaXOMUTBCS
Ha YpOBHe, B 25 pa3 IpeBHIIIAIOIIEM JIETAJIBHYIO 03y
IIJII 9yBCTBUTEIBHBIX (HEPE3MCTEHTHBIX) (uToda-
roB. TOJILKO TP 3TOM YCJIOBUU OUYEHBb peIKne (PyHK-
LMOHAJIbHO AOMWHAHTHBLIE MyTallMd PE3UCTEHTHO-
CTU MpeBpamiarTcsd B QYHKIMOHAJIBHO PEleCCUB-
HbI€ U, CJIeIOBaTeJIbHO, HE OYAyT MPOSIBISITHCS W,
COOTBETCTBEHHO, MO PKUBATLCSI OTOOPOM (SIBjIe-
HMeE IT0g00HO0# MOTMPUKAIINY JTOMUHAHTHOCTH ObI-
JIO paHee OMNUCAHO IJISI CUHTeTUYECKUX OpraHuye-
CKUX TecTULIMAOB) [6]. OmHako ucciaemoBaHus Bt-
COPTOB KYKYpPYy3bl CO BCEMU OCHOBHBIMM COOBITHSI-
MU TpaHchopMalluu, HalleJIeHHBIMU Ha OCHOBHOTO
BpeauTelIst KyKypy3bl B CeBepHOil AMepuKe — 3artai-
HOTI'0 KyKypy3HOT'O KOPHEBOIO UYepBs (IMYMHKU KY-
ka) Diabrotica virgifera virgifera LeConte (Chrysome-
lidae: Galerucinae) mokazainu, 4To 3kcrpeccust Cry-
T€HOB B HMX HE JOTSTUBAaET 10 HEOOXOAMMOTIO ITOKa-
3aTtensd. C 3TUM 0OCTOSITEIbCTBOM, B YHCJIE TIPOYMX,
CBSI3aHO OBICTPOE pacIpOCTpaHEHUE MYTallUuil pe-
3UCTEHTHOCTH K Bt-TOKCMHaM B ceBepoaMepuKaH-
ckoit monysisiuuu D. virgifera [7—9].

Bricokuit ypoBeHs akcripeccun Cry-reHOB, CTOJIb
HEOOXOMUMBIN JISI 9KOHOMUYECKON 3 dheKTUBHO-
¢ty Bt-KyKypy3bl, MOXET OBITh KpaiiHe OraceH IS 110~
JIE3HBIX 1 OXPAHSIEMBIX BUIOB HACEKOMBIX, OOMTAIOIINX
B €CTECTBEHHBIX OMOLIEHO3aX B OKPECTHOCTSIX €€ IMOJISH.
B 2003 r. 6put0 IpekpallieHo BeipaiBanue I’ M-cop-
TOB KYKYpPY3bl, B KOTOPBIX MCIIOJIb30BAJIOCH COOBITHE
TpaHcdopmanmu Bt176, Tak Kak paHee ObLIO ITOKa3aHo,
YTO CMEPTHOCTD ITOJIOBUHBI ITOMYJISIIIAY T'yCEHUII OyJ1a-
Boycoii 6abouku Danaus plexippus L. HacTymaeT 1pu
rmoegaHuu ot 13 1o 36 (B 3aBUCMMOCTH OT BO3pacTa
TYCEHUII) 3¢peH MbUIbIIBI 3TUX pacTeHUi1 (copTa, Oc-
HOBaHHBIE Ha cOOBITHAX TpaHchopMmamnm Btll m
Mon810, ocTanuchk B MPOU3BOJACTBE, TaK KaK B UX
ObUIbIIe KOoHLeHTpamust Oenka CrylAb Obuia Ha
ONMH—BAa IOPsSAKa HUXE, HEXeNIU B Ibuiblie Bt176
[1, 10].

CrnenyeT OTMETUTh, YTO, CPEIU BO3IEILIBAEMbIX B
MPOMBIIIJIEHHBIX MAacITabax MHCEKTULMIHBIX KYJlb-
Typ, Bt-KyKypy3a mpeacTaBisieT co00ii HauOOJIbIIYIO
OITACHOCTD IIJISI TI0JIE3HBIX 1 OXPAHSIEMbIX BUIIOB HaCe-
KOMBIX. DTO CBSI3aHO C TeM, YTO, B OTJIUYNE OT APYTUX
MHCEKTULIMAHBIX PAaCTeHUI1, OHA OITbLUISIETCS BETPOM, U
MOTOMY Yy Hee 00pa3yeTcsI MHOTO IIBLIbLIbI, KOTOpas
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Pa3HOCUTCS Ha OOJIBIIIMIE PACCTOSIHYS U IIOITAaeT KakK B
CYXOITyTHBIE, TaK M MPECHOBOAHBIE 3KOCUCTEMBI. B
ciydyae Bt-kykypy3sl MONS810 ogHO pacTeHue Mpo-
n3BOIUT 492 MT OBUIBLIBI, a 1 ra KyKypy3HOTO I10JIs,
COOTBeTCTBeHHO, 35 KT [11]. B cpenqHem Bt-kykypy3a
nmpousBoauT B 1500—2000 pa3 Gonbine Cry-6e1KoB,
HEXXEJIU B CJIydae ero paCObLICHUs IPY OTHOKPATHOM
obpadotke noneit xummkatamu tana DIPEL, conmep-
XamuMmu Bt-TokcuH. MHOrojIeTHUE MCCCHOBaHUS
paccerBaHMsI KyKYpPY3HOM NbUIBLIBI B I epMaHny mmoka-
3aJIM, YTO JIakKe Ha pacCTOSTHUU | KM OT KyKypy3HOIO
IOJISI TIPOMCXOAUT BbINAJACHNE TTbLUIBILI B KOTMYSCTBE
10° 3epeH Ha | M2. DTH JaHHBIE 3aCTABUIIM OOJIee YEM HA
MOPSIIOK YBEINYNUTh Oy(epHbIe 30HBI MEXKAY MOJISIMU
Bt-xykypy3bl 1 0C000 OXpaHSIEMbIMU IIPUPOTHBIMU
Tepputopusimu [12, 13].

CylecTByeT NpUHIMIUAIBHOE pa3inuyue MeXIy
OellKaMu, KOTOpble Hpou3BOmdIT Cry-TeHbl ITUKOTO
TUIA U TeHHO-UHXeHepHbie Cry-reHbl. [lepBoie KO-
IUPYeT MPOTOKCUH, KOTOPHBIiA, IJIsl TOTO YTOOBI CTaTh
TOKCHHOM, JTOJDKEH IIPOMTH IIPOIIECC IMIPOTEOIUTHYIEC -
CKOIi aKTMBAallMM; BTOPble — TIe€HHO-WHXXEHEPHYIO
BEepCUIO aKTUBUPOBAHHOTO TOKCHHA. [TpoTOKCHH 1 ak-
TUBUPOBAaHHBII TeHHO-WHKEHEPHbIII TOKCUH OTIYa-
I0TCSI ApYyT OT JApyra CBOMM IIOBEICHHMEM HE TOJbKO B
ouote, HO U B abuoTte. Kpucraiibl MPOTOKCMHOB JI0-
CTATOYHO OBICTPO AETPamUPYIOT II0M JIydaMHU COJIHIIA, B
TO BpeMsi KaK aKTUBHUPOBAHHBII TOKCHH JIETKO alICcop-
OupyeTcsl TIOYBEHHBIMM YacCTUIIAMU 1 COXPaHSIeT aK-
THBHOCTH B Iienocdepe B TeueHue roaa [ 14]. Takum 00-
pa3oM, OTCYTCTBHE “HIpemoxpaHuTtesis’ (MIPOTECOIUTH-
YecKOil aKTUBAllUM) U IJIUTEIbHOE HAXOXICHHUE B
OKpPYKaIoIIel cpee pacImpsieT KpyT HelleJeBOro Ieii-
CTBUS TeHHO-MH3KeHepHBIX Cry-0esKkoB. Jlonroe Bpemst
CUYUTAJIOCh, YTO IeCTBUE Bt-TOKCMHOB OTpsIa-CIELM-
¢uuno: 6enku rpymm Cryl, Cry2 u Cry9 TOKCHYHBI
Jvinb 11 amdrHoK Yenryekpouibix (Lepidoptera), a
Cry3 — pna nmuunHoK 2KecTtkokpbuibix (Coleoptera).
OnHako ceiiyac M3BECTHO, 4TO U3 14 Bt-TOKCHHOB,
9KCIPECCUPYIOIINXCSI B TPAHCICHHBIX PACTCHUSX,
TPU UMEIOT CIIEKTP aKTUBHOCTH, TaJIeKO BBIXOIS NI
3a mpeaelibl OOHOro (LIEJeBOro) OTpsiga HaCEKOMBIX.
W3 Hux HanboJiee “yHUBEpCcaJbHBIM’ MPOSIBIISIET CE-
0s1 6e10K CrylAb. Ero HelesneBoe ieficTBrE MPeo10-
JIeBaeT TAKCOHOMWYECKME I'PaHUIIbI TUIIa YIeHICTO-
Horux (Arthropoda) um pacmpocTpaHsieTcsi Ha IIpe-
craButeneil TunoB Konpuyateix yepseit (Annelida) u
MonntockoB (Mollusca) (ta6a. 3) [15].

IMbiiba Bt-KyKypy3bl mpencTaBisieT yrpo3y He
TONBKO 17151 hurodaros u canpodaros. [1pu oneHke
HeraTUBHBIX 3(p(heKTOB BhIpallluBaHUsI TPAHCTEHHBIX
KyJIbTYp [OJITOe BpeMsl He YYUThIBajCs (eHOMeH
3o0o0¢uTodharn, HabMOTAeMBIi Yy psima XUIITHBIX Hace-
KOMBIX U, TIpeXIe BCEro, JMUMHOK OOXbUX KOPOBOK
(Coleoptera: Coccinellidae), Iepekimodarommxcs Ha
HEKOTOpOE BpeMs Ha pacTuTesibHylo Tuilly. OTpuliia-
TeJIbHOE BO3MIEHCTBUE (YBEJIMYEHUE CPOKA Pa3BUTHS)
ObLIO TTOKA3aHO Ha JIMYMHKAX 00Xbeit KOpoBKU Propy-
laea japonica Thunberg, TMTaBIIMXCS MbUIBLIOK
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Tab6auua 3. Heuenesoe aeiictBue Cry-0e1KOB Ha IPeACTABUTENCH pa3IMYHBIX OTPSIIOB 6€CITO3BOHOYHBIX

KonanyecTBo OTpsIIOB B COOTBETCTBYIONINUX KJIACCaX JKUBOTHBIX
Bt-ToKCUHEBI
Oligochaeta Gastropoda Crustacea Arachnea Entognatha Insecta
CrylAb 1 1 3 2 1 8
CrylAc 1 1 7
Cry3Aa 1 5

Bt-xnormyarnuka (CrylAb) [16]. B maGopaTopHBIX
ormbITax noBbIIeHHasT (10 50%) cMepTHOCTb JIMYMHOK
0oXbell KopoBKU Adalia bipunctata Habmonanach IIpu
NUTAaHUM MCKYCCTBEHHOM OMeTOl, coaepKaBlueil
CrylAb B no3ax, CpaBHUMBIX C KOHIIEHTpALIMEd 3TO-
ro Bt-TokcuHa B TIbLIbLIE TPAHCTEHHOW KYyKYpY3bl
MONSI10 [17, 18]. U3-3a ommaceHnii 3a cyap0y oxpa-
HSIEMBIX M MOJIE3HBIX BUIOB HACEKOMBIX DS €BpO-
neiickux crpaH (I'epmanuss, Benrpust, ABcTpus,
IBewus, ITonpma, I'penust, PymbIHMSA) TIpeKpaTuiIn
BbIpaluBaTh Bt-KyKypy3y.

ITmomany mox MHCEKTULIUIHbBIE Bt-KyJIbTyphl 10-
CTUTJIA UCTOPUYECKOro MakCMMyMa B 28.8 MIJIH ra
(16% Bcex TpaHCTeHHBIX KyIbTyp) B 2013 1., 1, 3aTeM,
BC€E MOCJIEAYIOLIME TONbl YMEHBIIAINCE, yaB B 2016 T.
mo ypoBHs B 23.1 ra (12% Bcex TpaHCTEHHBIX KYJTb-
Typ). Cyns mo pa3Butuio peiHka Bt-xkymeTyp B CIIA,
rae B 2016 r. nost moceBoB Bt-Kykypyssl u Bt-xior-
YyaTHUKa OOILIa OO0 a0COJIOTHOIO HMCTOPHYECKOIO
MUHUMYMA B 3 U 4% TpaHCTEHHBIX KYJIBTYP COOTBET-
CTBEHHO, 3Ta TeHaeHL1s HeodpaTtumMma [19]. ITokaza-
TEJILHO TaK3Ke, YTO BO BCEM MUPE IPOUCXOAUT COKpa-
meHue Toromaneii mox I'M-kKynbprypaMu ¢ OIHUM
MpU3HAKOM (KaK MHCEKTULIMIHOCTHU, TaK Y TepOULI-
JIOYCTOMYMBOCTH), TP 3TOM PACTYT IUIOIIAAU IO,
copTa, MMEIONIE BhIIIEHAa3BaHHbIE MNPU3HAKM CO-
CThIKOBaHHBIMHU. IlageHue mpousBoncTBa Bt-Kyib-
TYp, OYEBUIHO, IIPOUCXOIUT MO MPUIMHE UX IKOHO-
MIYecKoi Hed((PEKTUBHOCTH, BO3HHUKAIONIICH Kak
U3-3a IIUPOKO PACIPOCTPAHSIOIINXCS MyTaluit
YCTOMUMBOCTH K Bt-TOKCMHAM y BpeIHBIX HAaCEKO-
MBIX [20, 21], TaK 1 BCJIEACTBUE BCIBIIIIEK YACIICHHO-
CTH BTOPMYHEIX BpeauTelieili u3 orpsina Homoptera,
HEYyBCTBUTENbHEIX K Cry-0enkam [22, 23].

Tem He MeHee, pa®OThl MO CO3AAHUIO HOBBIX
Bt-coproB nponomxkatorcd. Tax, B 2012 r. Obl1a paspe-
IIeHa K WCIIOJIb30BaHUIO Bt-KyKypy3a ¢ CUHTeTUYE-
ckuM reHoM eCry3. IAb, KongupyrolM XUMepHbIii Oe-
JIOK C aKTUBHBIMU ILieHTpaMu TOKCuHOB Cry3A m
CrylAb, 4To NO3BOJSIET €My MOpaxKaTh TUIYNHOK KaK
KecTKOKpbUIbIX, TaK M YelnyeKpblUiblX. B KoHIIe
2017 r. 3TOT TeH ncIoab30Baics yxKe B 35 coprax M-
KYKYypy3bl. B psiie 3TUX COpTOB MPOSIBUJIACH €11Ie O -
Ha TEHIEHLMs B UCIMOJIb30BaHUU Bt-TOKCHUHOB: co-
CTBIKOBKA BMECT€ HeCKOJIbkuX Cry-TeHOB JJis 3a-
MeIUIEHUST TMpoliecca pa3BUTUSI PE3UCTEHTHOCTU Y
BpeauTesneit. Tak, Hanpumep, B OMOTEXHOJOruye-
CKOM copTe KyKypy3bl Agrisure® Duracade™ 5222,

pa3zpaboTaHHOM KopIiopammeii Syngenta, Kpome
BbIlLIeHa3BaHHOTO reHa eCry 3. IAb, UMEIOTCsI CUHTE-
TU4ecKue reHbl mcry3A n crylFa2, a TakKe TeHbI
crylAb v vip34a20 |24].

VIP-TEHbBI

BricTpast a3BoMIO1MSI YCTOMUYMBOCTH C.-X. BpeIuTe-
Jiet K Bt-pacteHusiM 3acTtaBuiia OMOTEXHOJIOTOB HeE
TOJIBKO COEAMHSTh B ONTHOM T€HOME HECKOJIbKO Cry-
TeHOB, KOIWPYIOIIUX pa3Hble MHCEKTULIMAHbBIE OCIKU,
HO TakXe MCKaTb UHble OMOTeHHbIE TOKCUHBI JIJIsI CO-
3maHusI HOBBIX I M-KyibTyp. MOXHO ¢ M3BECTHOM O~
JIeli BEpOSITHOCTU MOJ1araTh, YTO UCILITHIBAIUCH U MPO-
JTOJDKAIOT MCTIBITHIBATHCSI MHCEKTULIMAHbBIE OEIKU BCeX
WU3BECTHBIX IHTOMOIATOTEHHBIX MUKPOOPTaHWU3MOB,
onHako Jimiib 'M-pactenust ¢ Vip3Aa-reHamMu MOJTydn-
JIU paspellieHre Ha KOMMEPUYECKOoe UCToJib3oBaHue. B
OTJINYHE OT O-3HIOTOKCUHOB, DKCITPECCUS KOTOPBIX
MPOXOIUT BO BpeMsl CIIOPYJISILIMM, CUHTe3 Vip-0e-
koB (Vegetative insecticidal protein — BereTaTuBHEIC
WHCEKTULIMAHbIE OEJIKW) HAYMHAETCI Ha CTaAuu Be-
reTaTUBHOTO pocTa B. thuringiensis (C cepeauHbI JIO-
rapupMuIecKoil ¢asbl) U IIPOJOJIKAECTCSI BO BpeM:I
cramuu criopyissuun. B HacTosiiee Bpems 3Tu OeJIK1
BBISIBIIEHBI TIpUMEpHO Y 15% 1mramMMoB B. thuringiensis.
M3BecTHO 4YeThlpe TIpymnmbl Vip-0eJIKOB, pa3inyaro-
IIUXCS CBOEM AMUHOKWCIOTHOW TIOCJIENOBATEIIBHO-
CThIO U cHel(UIESCKON TOKCUYHOCTBIO JJIsI pa3HbIX
oTpsimoB HaceKoMbIX. IlpencraBuremm rpynisl Vipl u
Vip2 gBisiioTcsl OMHApHBIMA TOKCMHAMU U, B OOJIb-
IIMHCTBE CBOEM, ACHCTBYIOT MPOTUB 2KECTKOKPBUIBIX.
Tonbko mis mapel 6enkoB ViplAe-Vip2Ae BBISIBICHO
WHCEKTULIMIHOE AeHCTBE Ha MPEACTaBUTENS OTpsiaa
PaBHOokpbUTbIX (HOmoptera): XJIONKOBYIO TIO Aphis
gossypii. Vipl u Vip2 nepBoHavyaJibHO ObUIY Bblaese-
HBI M3 mrTamMma B. cereus AB78, a 3atremMm — wu3
B. thuringiensis var. tenebrionis 7. Kaxaplii moaurern-
Tua B OMHapHOM ToKcuHe Vipl/Vip2 ¢pyHKIIMOHUPY-
eT OTIEeIbHO. MeMOpaHOCBSI3BIBAIOIINI MYJTBTUMED
Vipl ¢ MmonekynsspHoii Mmaccoit 95 k/la obecrieunBaeT
IyTh B muToIuiazMmy s Vip2. benok 52 xJla Vip2 1o
CBOCWl AMUWHOKMCJIOTHOW TIOCJIEIOBATEIBHOCTA W
CTPYKTYpe HMMeeT TOMOJIOTHIO C (PepMEeHTATUBHBIM
nomeHoM TokcuHa CdtA Clostridium difficile u iioTa-
TOKCMHHBIM noMeHoM la C. perfringens, o0iamalommx
Al®-pubosunrpaHcdepa3Hoil aKTUBHOCTbIO. OTHU
¢dbepMeHTHI pa3pyllialoT aKTUH, YTO TTPUBOJIUT K Ha-
pylieHU10 (GyHKIIMOHUPOBAHUS IIMTOCKEIETa U, B
Nel 2019
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KOHEYHOM UTOTre, K rubenu KieTok. bejaku rpyrnmnbl
Vip3 — nonunentuabl, TOKCUYHbIE 1151 YelryeKkpbl-
JibIX. CeKTp AeiicTBUS O€JIKOB Ipyniibl Vip4 moka He
n3BecTeH [25—28].

Hns1 co3naHusi MTHCEKTULIMAHBIX KYJIBTYp TOKa HC-
TIOJIb3YETCs TOJILKO TeH Vip3Aa 6akrepun B. thuringiensis
mramMa ABS8S. benxku Vip3A BbI3BIBAIOT JICTAIbHBIN
WCXon vV MMUYNHOK YeImyeKphIbIX B TedeHne 24—72 9
TocJie ToTNagaHus B UX XeTyI0YHO-KUIIIEUYHbIN TPAKT.
CriekTp MX WHCEKTULIMIHON aKTUBHOCTU JIOBOJIBLHO
BIIEYATIISIIONINIA: XJIONKOBEIE COBKHU (Spodoptera fru-
giperda, S. exigua, Helicoverpa zea), coBKa UNICUJIOH
Agrotis ipsilon, TabauHasi orHeBKa Heliothis virescens.
TaxknMm o6pa3oM, cimcok BUIOB YelryeKpblUIbIX, Ty-
CEHMUILIBI KOTOPBIX MorudaioT ot Vip3A, 3HAUUTEIBHO
IIMpe COOTBETCTBYIOLIEro nokasaresis ajs Cry-6e-
KkoB. ITporoTtokcnH Vip3A-F [Full-length, mosHopas-
MEepHBIit| cocTOUT 13 791 aMUHOKHUCIIOTHI M “BECUT” MO~
psinka 88.5 x/a. I1pu mmormagaHmy B XKenyI0YHO-KHUIIIeY-
HBII TpaKT TryCeHUL] MPOTOTOKCUH, MTPOTEOJIMTUYECKHU
aKTUBUPYETCSI U TIPpEeBpaIllacTCcsl B aKTUBHBINA TOKCHH C
MOJIEKYJIIpHBIM BecoM 62 k/1a. TokcuH Vip3A He nmeer
CTPYKTYPHOIT TOMOJIOTHH C O-9HOTOTOKCUHAMM, B 4aCT-
HOCTH, Y HETO HET IJTMHHOM aM(dUITaTU4ECKOM crpann
B N-KOHI1IeBoI1 yacTu 6esika (tomeH 1), kotopasi y Cry-
0OEJIKOB OTBETCTBEHHA 32 IPOHUKHOBEHUE Yepe3 Kile-
TOYHYI0O MeMOpaHy. M3 3TOro MOXHO cae1aTh BBIBO/I
00 MHOM MexaHM3Me ero aeicTus [25].

B naGopaTopHbIX 3KCIIepMMeHTaX OblLJIO MoKas3a-
HO, 4TO TIpoTOTOKCHH Vip3A-F aktuBmpyercsa npm
Bo3neicTBUM Kak TpuricHa — Vip3A-T [Trypsin], Tak u
BKCTpaKTa KuiredyHoro coka — Vip3A-G [Gut]. OnHako
oenku Vip3A-G, T1oTydaroinyecs: B pe3ysIbTaTe IpoTeo-
JINTUYECKOI aKTUBALMM B KUILIEYHUKE Pa3HBIX BUIOB,
MOTYT pa3nuuarbcs. Tak, TOKCUHBI, TTOJTy4YeHHbIE TTOCIIe
nepeBapuBaHUS KUILIEYHBIM COKOM BOCITPMUMYMBBIX K
HUM TyceHULl A. ipsilon n S. fiugiperda, okazanuch Me-
Hee cTabuibHbIMU. KpaiiHe nHTepecHbIM TpeacTaB-
JIieTcsl U TO OOCTOSITENILCTBO, YTO IMPOTOTOKCUH
Vip3A-F aktuBupyercs: KUIIEYHBIM COKOM KaK YyB-
CTBUTEJILHOM K HEMY T'yCeHUIIbl TabauHOro OpakHUKa
Manduca sexta, Tak 1 HEUYBCTBUTEJbHOM I'YCEHUIIbI
KyKypy3Horo MoTblIbKa O. nubilalis [29]. N3 naHHO-
ro OOCTOSATENbCTBA MOXHO caejiaTb BbIBOO, 4YTO
YCTOWUMBOCTh Pa3HbIX BUIOB HACEKOMBIX K 3TOMY
TOKCHHY 00ycJioBJIeHa 00jiee TOHKMMU MOJEKYJISIp-
HbIMM MeXaHUu3MaMHu, HeXeJIUu MPOTeoJUTUYecKas
aKTUBalMSs.

B skcnepuMenTax in vitro OBIJIO TTOKa3aHO, UYTO Y
oenka Vip3A-T cnocoOHOCTh 0Opa30BBIBaTh MOPHI B
JIBYXCJIOWHON JUNUAHOI MeMOpaHe HauyWHAEeTCs C
pH 5.0 u 3akanumnBaetcs ripu pH 10.0. Makcnmaib-
HBII TMaMeTp MOHHBIX KaHasoB (1.4 HM) HaOmogaeTcst
npu pH 8.0. ITo mepe cHmkenus pH ux nuameTp Tak-
ke ymensbmaercs [28]. CrrocoObHOCTh 00pa30BLIBATh
MOHHbBIE KaHAJIBI B OTCYTCTBUM JIIOOBIX pPELIENITOPOB
MOATBEPKIAeT KaK MMMAaHEHTHOE CBOMCTBO OejKa
Vip3A K 00pa3oBaHUIO TTOp, TaK U HAJIMYHUE OIpeIe-
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JICHHBIX 3allIMTHBIX MCXaHMN3MOB B KMIIICYHUKE y Ha-
CCKOMBIX.

M3yuyeHue nmoBeaeHUs Me4eHOro TokcuHa Vip3A B
KMIIIEYHUKE TyceHUI M. sexta moKa3ajo, 4TO IIPOMC-
XOIUT €ro KOHKYPEHTHOE CBsSI3bIBaHME C MeMOpaH-
HBIMU ITy3bIpbKaMU KJIETOK IIETOYHOM KaliMbl 3111~
TeNIUsI CpelHell KMIIKM TyceHui. B To Bpems kKak
MpoTeoJIMTHUEeCcKasl akTuBalnsa Vip3A B KUILIEYHU-
KaX I'yCeHMUII KaK YyBCTBUTEIILHBIX, TAK M1 HEUYBCTBH-
TEJIBbHBIX BUIOB HACEKOMBIX IIPOMCXOIUT IIPUMEPHO
OJIMHAKOBO, iM Vivo UMMYHOJIOKAJIU3al1s MOKa3biBa-
€T, YTO MOJIEKYJIbl Vip3A MIPpUKPEIUISIFOTCS K KJIeTKam
SIIMTENNS KUINEYHUKA TYCEHUII IEePBBIX B 3HAYM-
TeJbHO OOJIBIIMX MacluTadax, HeXXeJIM K TAKOBBIM Y
BTOpbIX. McclieqoBaHusl in vitro ¢ KJIETKAaMU CpeqHEn
KMIIKA 9yBCTBUTEIBHBIX TyceHUI M. sexta ToKa3a-
JIM, 4TO, €CJIM MOJIEKYJIbl aKTUBUPOBAHHOTO TOKCHHA
CrylAb cBsi3biBaiiCh ¢ MosiekyiaMu 120 kJla amuHO-
nentupasel-N n 250 klla KanrepmHa, TO MOJIEKYIIbI
TokcuHa Vip3A-G npukperursiiich K 80 u 100 ka Mmo-
JIEKyJIaM, OTJIMYaBIIMXCS OT Bcex n3BeCTHHIX CrylAb
peuernropoB. MccnenoBaHust in vitro cpeqHe KUK
ryceHunr M. sexta MeToagoM (PUKCcAIUU HAMPSKEHUS
nokasanu, 4yto 6ea0K Vip3A-G meiicTBUTEILHO 00-
pas3yeT MophI, B TO BpeMs KaK MpoToToKcuH Vip3A-F
Ha 3TO He cImocobeH. Takke Mopsl HE 00pa30BbIBA-
JINCh IIPU MPOBEACHUN aHAJIOTMYHBIX AKCIEPUMEH-
TOB ¢ TOKCMHOM Vip3A-G y HEUYyBCTBUTEIBbHBIX K
Vip-6enkam rycenunt D. plexippus L. [29].

TokcuunocTh Vip3A Ha IBa-TpU IIOPSIIKA IIPEBbI-
IIaeT TaKOBYIO y IEJIbTa-9HIOTOKCUHOB. Tak, eciu
JId5, 6enkoB CrylA(b) u CrylA(c) nist rycenun A. ip-
silon coctaBisger okoyio 80 1 18 MKr Ha 1 My KopMa
cooTBeTCTBeHHO, TO 100% cMepTHOCTH 0cobeit Toro
Ke BUJa TOCTUTaeTcs IMpU A00aBIeHUU BCero 62 Hr
Vip3A Ha 1 MJ1 UCKycCcTBeHHOTo Kopma [25]. T'ucro-
JIOTMYECKHE MCCIIeIOBaHMs II0Ka3aJi, YTO HaHece-
HHe ToKcrHa Vip3A Ha UCKYCCTBEHHBIN KOPM B KOH-
LEHTpauuu 4 Hr/cM? BBI3bIBAET APAINy KUIIEYHUKA
y ryceHull 1-ro Bo3pacrta A. ipsilon u S. frugiperda.
INpuMeHeHMe 6osiee BHICOKOM 10361 — 40 Hr/cM? — BbI-
3BIBACT IMOJIHBIN JIM3UC KJICTOK SIUTEINS KUIICYHUKA 1
ruOeIb TYCEHUIT; B TO Xe BpeMsI IMUMHKY KyKYpPY3HOTO
MoTbUIbKa (Ostrinia nubialis), HEYyBCTBUTEJbHbBIE K
5TOMY TOKCHUHY, IIMTAJIMCh KOPMOM, COIEpKAIIM
Vip3A, 0e30 BCSIKMX HETaTMBHBIX UISI CeOsI MOCIIEH-
ctBuii [29, 30].

IMepseoiii copt ' M-xJlommT4aTHUKA, SKCITPECCUPYIO-
muit TokcuH Vip3Aa, VipCot, okazajcs o4eHb 3¢-
¢dexTuBeH npotus Helicoverpa armigera [31], HO He
MPOTUB Psiia APYTUX BPEeaAUTENIEH, MOATOMY B CEPUIO
He noutest. Copt VipCot™ ¢ 1ByMsI cOCTBIKOBAHHBI -
mu reHamu Cry IAb u Vip3Aa 19 3amuiaeT He TOJIBKO
oT H. armigera, HO 1 OT ABYX APYIUX KJIIOYEBBIX Bpe-
nuteneit xiaonyatHuka: H. zea u H. virescens [32]. B
Hacrosimee BpeMs1 B CIIIA pa3pellieHo K UCITOJIb30-
BaHUWIO OTHO COOBITHE TpaHCHOPMALIMH Y KYKYPY3HI C
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reHoM Vip3Aa20u omHO coObITHE TpaHC(hOPMALIUH Y
XJIoIm4aTHUKA ¢ reHoM Vip3Aal9[1].

HanbHeiimass paboTa 1O COBEPILIEHCTBOBAHUIO
Vip-XJIorTyaTHUKAa MIET B HapaBJICHUM obOecIieye-
HUSI cCTabUIIbHOI 3KcTipeccum Vip3A-reHa Ha mpoTsi-
JKeHWM BCETo XKU3HEHHOTO LMKJIa. [IJ1s1 9TuX 1eneii Obut
pa3paboTaH U CMHTE3UPOBAH I'eH Vip3A* C TIOBBIIIECH-
HBIM cofiepkaHreM HykjieotTunoB GC, 4To mMo3BOIMIO
JIOOUTBCST OOJIbIIEN CTAOMIIBHOCTU COOTBETCTBYIOLLICH
MPHK. Kpome Toro, B rere vip34*, kak u B ciydae C
ONTUMU3UPOBAHHBIMU 151 pacTeHuit Cry-TeHamu,
MUKPOOHBIE KOJTOHBI OBbLIM 3aMEHEHbl KOJOHAMU
BBICIIMX pacTeHuii. M, HakoHel, OblIa co3gaHa Xu-
MepHasi KOHCTpyKuus tvip3A* cocrosiieit U3 reHa
Vip3A* U reHa thil, KOTUPYIOILIETO TPAH3UTOPHBIA Oe-
JIOK xjloporuiacta. biaronapst 3Toil KOHCTpYKIIMU yra-
JIOCh MIOBBICUTD BKCITPECCUIO0 MHCEKTULIMIHOTO OeJIKa 1
00ecrneynThb ero HaKoIJIeHWe B XJloporuiactax. JlaHHas
9KCIIepuMeHTanbHas TuHus I' M -xionmyaTHUKa B ITOJIe-
BbIX MCITBITAHUSIX OOecIieunBajia TOJIHYI0 3allUTy OT
H. zea, S. frugiperda n S. exigua |33].

R-TEHBI U JPYTUE I'EHbI

Hapsny ¢ BpenHbIMU HAaCEKOMBIMU OTPOMHBII 3KO-
HOMUYECKUI Bpel, CeJIbCKOXO3SICTBEHHbIM KYJIbTYpam
HaHOCST (PUTOIATOTEHHbIE MUKpPOOpPraHuU3Mbl. Tak,
HaIlpuMep, YeTBEPTYIO MO 3HAUMMOCTHM M BaXKHEM-
LIYIO CEJIbCKOXO3SIMCTBEHHYIO KYJIbTYpY CpElu He-
3epHOBBIX — KapTodenb (S. tuberosum L.) — 110 Bcemy
3eMHOMY I11apy TipeciienyeT (hUTONaTOreHHbIit OOMULIET
Phytophthora infestans Mont. De Bary. Bei3siBaemast um
00s1e3Hb (PUTOPTOPO3 MPMBOAUT MHOIAA K IMOTEPSIM
100% ypoxast ¥ HAHOCUT MHOTOMWITHAPIHBIC YOBITKM.
B 2009 r. y apreHTMHCKOIro BuAa IUKOIo KapToes
S. venturii ObL1 OTKPBHIT (MASHTU(UIIMPOBAH U KIIOHU-
pOBaH) paHee HEU3BECTHBII T'eH YCTOMYMBOCTU K (hu-
TohTOpO3y Rpi-vntl. I, oTHOCSIIMIICSI K TaK Ha3bIBae-
MbIM R-reHam. I'en Rpi-vntl. I Tokani3oBaH B 9 XxpoMo-
coMe, W €ro JIOMWHAHTHas aJulesib obecrieurBaeT
CBOEMY HOCUTEJIO CIrielIM(PUUEeCcKyIO PE3UCTEHTHOCTD
K 9TOMY OOMHUIIETY. I €H KoaupyeT Ooratblii JISHIIMHOM
CyMepCUpPaU30BaHHbIN  HYKJIEOTUI-CBS3bIBAIOIINIA
6estok Vntl, 6ojiee yeM Ha 75% TOMOJIOTUYHBIN GEJIKY
Tm-22 nomunopa S. lycopersicum, KOTOPBIi TIpUaacT
MocjeIHeMy YCTOMYMBOCTD K BUPYCY MO3aKH TOMAaTOB
(ToMYV). 13 11 nporecTupoBaHHBIX IITAMMOB P, infes-
tans toneko onuH (ECI), BbIAENEHHBI B DKBamgope,
cMor “TpoouTh” 3a1uTy Rpi-vatl. 1 v BbI3BaTh 3a00J1€-
BaHUE Y UCKYCCTBEHHO WHMUIIMPOBAHHBIX PACTEHUIA.
Annenu Rpi-vntl.1 (Rpi-vntl.2 v Rpi-vntl.3), KOTOpbIE
OTVIMYAIOTCSl JIMILIb HECKOJIbKMMU HYKJIEOTUIAMU,
ObLIM OOHapyXeHbl B JPYIMX YCTOMYMBBIX K (u-
TodTOpo3y JIUHUSIX S. venturii. Tlo3gHee, y Apyroro
BUIA TUKOro Kaprodeis — S. phureja — ObUT OOHApY-
XeH reH Rpi-phul, unenTuaHsiii Rpi-vntl. OnHaKo He
SICHO, YHacJieqoBai JIU 3TU BUABLI T€H OT OOIIEro
Mpeaka WJIM Kakoe-TO BpeMsl Haszal MeXIy HUMU
MPOM30IIIe] TeHeTUIECKiA 0OMeH [34].

B 2017 r. EPA 3aperncrpuponano I'M-kapTodens
C aKTMBHBIM MHIPEIUEHTOM — OeJKoM Vntl u reHe-
TUYECKUM MaTepuajioM, HEOOXOAMBIM JIJISI €TO CUH-
Te3a, pa3paboTaHHBIN OMOTEXHOJIOTMTUECKOM (prupMOit
J.R. Simplot Co [1]. MHTEpecHO, 4TO 3TO OBILIA TIEp-
Basl KyJbTypa cpeau I'M-pacTeHMii CO BCTPOCHHOM
CHCTEMOI1 3alIUTHI, KOTOpPasi, COTJIACHO KiiacCugu-
kauuu I'MO, nipennoxxeHnHoit Kaare M. Nielsen [35],
OTHOCUTCS K KaTeropuu “daMHUreHHBbIX” (T€HETU-
yecKass Mogu(uKaIus OCYIIeCTBIeHa TEeHOM Opra-
HU3Ma, IPUHAIJIEXAIEro TOMY e CEMEHCTBY, 4YTO
u peuunueHT). OMHAKO, €CId OBITh 1O KOHIIA MO-
CJIEOIOBAaTEIbHBIMM B MCIIOJIb30BaHUMM Ha3BaHHOM
KJ1accupuKaluMu, OTaHHOE COOBITHE TpaHCchopMa-
UM, KaK U BCe IPyTrue ¢ UCIOJb30BaHMEM arpobaK-
TepUaIbHBIX BEKTOPOB, CIEAyeT pacCMaTpUBaTh, KaK
TpaHCTeHHOe (reHeTuyeckass MoauduKalusl OcCy-
IIECTBJIEHA TeHOM OpraHMU3Ma HEpOJICTBEHHOIO pe-
LUTIMEHTY).

C 2012 r. B ABcTpanuu MpoXOAsT UCHBITAHUS IBE
I'M-nuHuM TpuriongHoro 6aHaHa Musa acuminata
(copt Kasenmuiir), ycroituuBbie Kk TR4 (Tponmye-
CKoii pace 4) anaMopdHOro rmiecHeBoro rpuda Fusar-
ium oxysporum f- sp. cubense Foc, BEI3BIBaIONIero y 6a-
HaHOBOTO “IepeBa” Tak Ha3bIBaeMyro “ITaHamMcKyro 60-
JIe3Hb” WM cocynuctoe yBsimaHue. OmHa JTAHUS
TpaHcopmupoBaHa R-reHom RGA2, BhIIeIEHHBIM U3
TR4-pe3ucTenTHOrO HUIUIOMAHOrO OaHaHa M. acumi-
nata ssp. malaccensis, BTopasi — FTeHOM aHTU-aIloONTO3a
Ced9, nonydyennbsiM 13 HeMaTton Caenorhabditis ele-
gans [36]. B cayyae nonydyeHus pa3pelieHUsT Ha Tpo-
MBIIIJIEHHOE UCMOJIb30BaHUe, COPT OaHaHA ¢ TEHOM
KpYIJIOTO 4YepBsI cTaHeT HepBbIM [ 'M-pacTeHHeM,
TpaHC(OPMUPOBAHHBIM T€HOM XHWBOTHOTO.

PHK-UHTEP®EPEHL WA

Hapsgny ¢ ObicTpoit 3BOJIOLIMEN YCTOMYMBOCTH
BpenuTeseil K Bt-ToKCcMHaM, BCTpOEHHasl 3allluTa,
ocHoBaHHas Ha Cry- u Vip-TreHax, UMeeT €lle OaUH
CYILIECTBEHHBIN HETOCTATOK: OHA HE CIIY>KUT IIPEIIST-
CTBUEM i1 Bpenuteseil u3 orpsaoB Diptera u Ho-
moptera, He TOBOPS YK€ O (pUTONATOTeHHBIX OpTra-
HH3Max, HE OTHOCSIIMXCId K 1apcTBY KUBOTHBIX.
MMeHHO Mo 3Toi MpuYrHe MapauieIbHO C TTOUCKOM
MHCEKTULIMIHBIX OCJIKOB M KOIMPYIOIINX UX T'€HOB
OMOTEXHOJIOTH HWIIYyT 0ojiee YHUBEPCATBLHBIC MeXa-
HU3MBI 1151 CO3AaHUsI BCTPOCHHBIX CUCTEM 3alllUTHI.
Tak, cpasy ke nocie oTkpbuiTig B 1998 r. PHK-mH-
TepdepeHInn, ee CTaJiM paccMaTpuBaTh Kak IIep-
CTIEKTUBHBIN METOJI JUISI 3allIUThI CEJTbCKOXO3SICTBEH-
HBIX KyJIBTYp OT BpeauTeeil, B OCOOEHHOCTH OT TeX, C
KOTOPBIMH He MOTYT cripaBuThes Bt-pactenms. PHK-
nHTepdepeHLIUsT MpeacTaBisieT co00i PeryasiTOpHbIIA
MEXaH13M, KOTOPbIii KOHTPOJIUPYET YPOBEHb COIepXKa-
Hus matpuyHoit PHK (MPHK) nBymst myrsimu: 1m6o
MoAAaBJICHUEM TPAHCKPUMLMKU (TPAaHCKPUIILIMOHHOE
BBIKITIOUeHME TeHOB win TGS), m1bo myTeM aKTUBau
nporiecca gerpamanmyn MPHK Ha ocHoBe romosmorum
®U3UOJIOTUS PACTEHUN Ne 1
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(ITOCTTPaHCKPUITLIMOHHOE BBIKIIIOUCHE TEHOB WA
PTGS). Iocnennuit myts (PTGS) BKmMouaeT B ceds
nponyuupoBanue asyxuenodeyHoit PHK (quPHK),
npeacrapistioniyo coooii PHK-kommio reHa-muiire-
Hu. [locnenuss, 3ateM, Hape3aeTcs ¢epMeHToM PH-
Kazoit 111 u/vunu ero romonoramu Ha PHK-myrtekchbr
wm Manble nHTepdepupyromme PHK (MuPHK), co-
crosiue u3 21—24 HykineotuaHbix nap. 9tm MuPHK
Jajiee MPUCOCOUHSIOTCS K MYJIBTUCYOheIMHUIHOMY
SHIOHYKJIEa3HOMY KOMIUIEKCY BeIKmoueHnss RISC
(RNA-induced silencing complex — PHK-uHmymipye-
MOMY KOMILIEKCY BEIKIIIoUueHUs). beitok Argonaute,
OCHOBHOM KataqmTtudecKuii KoMrmoHeHT RISC, mc-
nonr3yeT MUPHK B KauecTBe pykKoBOICTBA IIJIST pac-
MMO3HAaBaHUSI M JeTpajaliiy KOMIUIEMEHTapHOM eii
MPHK [37].

INlapanokcaibHO, HO BIEpBbIE BO3MOXHOCTb MC-
noab3oBaHuss PHK-uHTepdepeHIMM mis1 3alIMThI
pacTeHuil OblIa MPOJAEMOHCTPUPOBAHA B CepelauHe
1980-x romoB, Korma elie camMo SIBJICHWE He ObLIO OT-
KpPBITO. BBISICHUIOCH, 4TO TpaHCchopMalysl pacTeHU
tabaka (Nicotiana tabacum L.) TeHOM, KOTUPYIOIIM Oe-
JIOK 000JIOUKM BUpyca TabayHOI MO3auKu, Jejajia ux
YCTOWYMBBIMU K 3TOMY BUpYcCY [38]. XoTs1 MexaHu3M
PE3UCTEHTHOCTU JAHHBIX T€HHO-WHXXEHEPHBIX pac-
TeHN 10 oTKpEITUSI PHK-mATEpdEepeHIinm He OBIT
MOHSITEH, MPaKTUYeCKKUe paboThI 1T0 BHEAPEHUIO 00-
Hapy>XeHHOTO SIBJICHUsI TOYTHU Cpa3y e HayaIuch Ha
psiae c.-X. KyJbTyp.

OmHUM M3 TIEPBBIX OMOTEXHOJOTUYECKNX pacTe-
HUMA CO BCTPOEHHOUW CHUCTEMOM 3alllMThl, OCHOBAH-
HOI Ha OOHApy>XXEHHOM U €11I€ HE COBCEM ITOHATHOM
MeXaHH3Me, CTajl KapTodeab CO BCTPOEHHBIM T€HOM
Orf1/0rf2 BUpyca CKpy4MBaHUSI JIMCThEB KapTOMeIs.
Aror copt I'M-kaprodenss moaydnn paspelicHue
Ha rcnoJjib3oBaHue B 1998 r., omHako 10 rmoTpeduTe-
JIs1 10 cuX mop He pounen. Takas ke cynb0a rmocturia
u I'M-ciuBy ¢ reHom Oejlka OOOJOYKM BHUpyca
CKPBITOM MO3anKM (“ocnbl”) cMBBL. TeM He MeHee,
HECKOJIbKO OMOTEXHOJIOTUYECKUX KYJIbTYp C JaHHOM
CUCTEMOM 3alllMThI HAIIUIW IIpUMEeHEHUE (XOTS M Ha
HeOonpmux I1miomansax): B CIIA BeiceBaloTCs
I'M-copra ThIKBBI, a Ha I'aBaitsix — I'M-copT mna-
naiu, yCTOM4MUBbIE K BUpyCaM CKPbITOM MO3auKU U
KOJIBLIEBOI MSITHUCTOCTH, COOTBETCTBEHHO; KPOME
Toro, B Knutae BriceBarOTCSl yCTOMYUBBIE K BUPYC-
HBIM 3a0oeBaHusIM I'M-copra ciaagkoro mepua u
noMugopa [2].

I'maBHasg mpoOjieMa B MCIOJb30BAaHMM METOAA
PHK-uHTepdhepeHInu 1151 00pbObI C BpeAHBIMU Ha-
CEKOMBIMHU 3aKJjo4yaeTcss B oTcyTcTBHe ¥ HUX RARp
(PHK-3aBucumoii PHK-noauMepassr), 4yTo aeiaer
HeBo3MOXHBIM aMrunukaimioo TUPHK. Ilo srtoii
npyuYrHe B opraHu3M Hacekomoro niuPHK noyokHa mmo-
CTynaTh HEMIPEPBIBHO 1 B JOCTATOYHO OOJIBIIIOM KOJIM-
yecTBe. B MpoTUBHOM ciyyae 3aMOJIKaHUE TeHa MOXKET
OBITh 10O HEIOJHBIM, JIMOO BpEMEHHBIM U, COOTBET-
CTBEHHO, HE MNPUBOIUTH K JeTajbHOMY mMcxomy [39].

®U3UOJIOTHS PACTEHUN Ne 1

TOM 66 2019

CootBerctBeHHO, 1 ciHTe3 MIIPHK B I'M-pacTtenmsx
JIOJDKEH TTOCTOSTHHO HaXOJIMThLCSI HAa BLICOKOM YPOBHE.

VYcnex PHK-uHTEepdepeHini B 3alllUTe pacTe-
HUI B IIEPBYIO oYepedb 3aBUCUT OT IT0a00pa MOIX0-
ISIIUX TeHOB-MHUILIeHel. BpUto naeHTMUIpoBaHO
1 OTIMCAaHO HECKOJILKO (PEePMEHTOB U OEJIKOB HACEKO-
MBIX, T€HbI KOTOPBIX MOTYT OBITh XOPOILIMMHU MUIIIE-
HSIMU TSI BRIKITIOUEHUS. DKCIpeccus OOJIbITMHCTBA
TaKUX T€HOB IPOMCXOIUT B SIUTEIIMU CPEIHEN KUILI-
KM HAaCEeKOMBIX, ITOCKOJIbKY 3TOT OpTraH CUMTACTCS
Hanbonee ynoOoHbIM 1t moctaBku 1itPHK. Dto cBg-
3aHO C TeM, YTO TE€JIO HACEKOMbIX ITOKPBLITO XUTUHO-
BBIM 9K30CKEJIETOM, OT KOTOPOrO CBOOOOHA JIUIIb
CPEIHSISI KMIIIKA — MPaKTUIECKU €IUHCTBEHHBII Op-
raH HaceKOMOIO, KJIETKM KOTOPOI'O MMEIOT HeIllo-
CPEICTBEHHBI KOHTAKT C BHEIIHEN cpegoit. IMeH-
HO KJIETKW SIIUTENNSI CPEOHEN KUIIKK ITOIJIOIIAIOT
BOLY, TIUTATEJIbHbIE U OPYIUE BELIECTBA U3 IIPOCBETA
KUIIEYHUKA, W II03TOMY MOTYT CIYXUTh MarucTpaib-
HBIM IyTeM noctyinieHnst iitPHK B opranmsm Haceko-
MbIX. OIHUM U3 TIEPBBIX OIBITOB B 3TOM HallpaBJIeHUM
CTaJI0 KOPMJICHHE JIMYMHOK XJIOIIKOBOTO KOPOOOYHOTO
uepBsl H. armigera TOCCUIIONOM U JIMCTHSIMM MOIEIIb-
HbIX ' M-pactrenuit Arabidopsis thaliana v N. tabacum,
cunTesupytommnx TIPHK rena CYP6AE 14, xonupyto-
mero omgHy n3 nurtoxpomM P450-3aBUCMMBIX MOHOOK-
cureHas. Pe3yJbTaToM 3THX 3KCIIEPUMEHTOB CTaJIO
CYLLIECTBEHHOE 3aMeIJICHUE JIMYMHOYHOIO PAa3BUTUSI
M COKpallleHHe KOJIMNYECTBA TPAaHCKPUIITOB Ha3BaH-
Horo reHa B cpenHeit kuike [40]. IToaydeHHBIH 3¢ -
deKT OOBSICHSIETCS TEM, YTO MUMEHHO MOBBILLIEHHBIN
ypoBeHb akcnpeccuu reHa CYP6AFE 14 103BONSET JIN-
yuHKaM H. armigera, B OTIWYME OT APYTUX BpeauTe-
JIeli, MATAaThCS TKAHSIMM XJIOITYaTHUKA, COACPKAIIIM -
MU 3TOT TOKCUYHBII TEPIICHON I B 3HAYUTEIbHOM KO-
JINYECTBE.

Bypast pucoBas nukanka Nilaparvata lugens Stal
(Hemiptera: Delphacidae) cuuraercss ogHUM U3 ca-
MBIX OIIACHBIX BpemuTelieil puca. N. lugens HaHOCUT
Cepbe3HbIl YPOH JAHHBIM PACTEHUSIM, BO-TIEPBBIX,
HENOCPeACTBEHHO BbicachiBasi COK (hJI03MbI, U, BO-
BTODBIX, SIBJISISICh HOCUTEJIEM BHUpYCa KapJIAUKOBOCTU
puca. I1pu co3naHuM HECKOJIBLKUX JIMHUI TpaHCTEeH-
HbIX pacTeHUI B KauecTBe MUILIEHEN JJIsl 3aMOJIKa-
HUSI ObLIM BBIOpAHBI T€HbI, IKCIIPECCUST KOTOPBIX
MIPOUCXOOUT B cpenHeid kuimike N. lugens: NIHTI
(TpaHCMeMOpaHHbI GeTOK-TpaHCIIOPTEp IIIOKO3bI),
Nicar (kapbokcuniennTuaasa) u Nitry (TpUIicMHONIOm00-
Hasl ceprMHoBasi porteasa). OnbIThl ¢ HUMMaMH 3 BO3-
pacra nokasajiu, YTO CHUXKEHUE SKCIIPECCUU LIeJIEBBIX
reHoB (Ha 40—50%) nmpoucxXoouT Ha 2 IeHb KOPMJICHUST
I'M-pucom, a makcumyM (Ha 70%) — Ha 4 neHb [41].

HccnenpoBaHust Ha MOASILHOM OOBEKTE — Tabake
OOBIKHOBEHHOM N. tabacum — TIOKa3allu, 4YTO
muPHK I'M-pactenunii MoxeT 3¢pHEeKTUBHO MOIaB-
JISITh 9KCIIPECCHUIO TEHOB 1 B IPYTUX OpraHax HaCeKo-
MbIX. B KauecTBe MUILIEHU Y XJIOITKOBOIO KOPOOOU-
Horo uepBs (H. armigera) Obi1 BoiOpaH reH HaHR3
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(paxkTOp TPAHCKPUIILIMM, PETYIUPYIOMIUI JTUHBKY).
Korna nuuuHoxk H. armigera xopmunu I'M-pacteHu-
amu N. tabacum, CHHTE3UPYIOLIMMHA COOTBETCTBYIO-
myio nnPHK, yposuut MPHK 1 6e1ka HaHR3 y Hux
PE3KO TMOHMXaJHUCh, YTO TPUBOAWIO B KOHEYHOM
UTOTe K HapylIeHU1o pa3BuTus u rudenu [42]. OyeHb
OCTpOYyMeH npuMep miyuieHuss reHa CYP6B46 y ta-
OayHOro OpaxkHuKa M. sexta ¢ TIOMOIIBIO eIlle OTHOMN
mutoxpom P450-3aBucuMoii MOHOOKcUTeHashl. bia-
romapsi Ha3BaHHOMY I'eHY, TYCEHUIIbI CIIOCOOHEI T1e-
PEHOCUTh BBICOKHME KOHIIEHTpallMU HEHPOTOKCUHA
HUKOTHHA B KOPMOBOM pacTeHuu N. attenuata. I'yce-
HUIIBI BBIIBIXAIOT HUKOTUH Y€Pe3 IbIXaJIblia, OTITYTH-
Basi TEM CaMbIM XMIIIHOTO IayKa-BoJKa (TapaHTyja)
Camptocosa parallela (Lycosidae). Pactenust N. atten-
uata TpancHopMUPOBaIN KOHCTPYKIIMEH, KOOTUPYIO-
meit nnPHK, cooTBercTBytomieit 300 HyKI€OTUTHBIM
nmapam reHa CYP6B46 tabauHoro OpaxHuka. B pe-
3yJIbTaTe TyceHuIbl M. sexta, TIOTPEOJISIOIINE 3TOT
I'M-T1abak, ctaau BbIABIXaTbh MEHBIIIE HUKOTUHA U
IepecTajy OTIIYTUBAaTh TAPAHTYJIOB, YeM ITOCJICAHNE,
COOTBETCTBEHHO, BOCIIOJIL30BAJINCH [43].

CorpymaukamMu ¢pupMbl MOHCAaHTO OBUIM CKOH-
CTPYMPOBaHBI IBe JUHUM [ M-KyKypy3bl, CUHTE3U-
pytomme TuPHK rena o-tyoynuna m nuPHK rena
H*-AT®a3s1 3an1afHOTO KYKYpYy3HOTro XXyKa D. virgif-
era virgifera. B onbITax ¢ UCMOIb30BaHUEM KaMeEpPhI
WCKYCCTBEHHOTO KJIMMaTa ObLIO ITOKAa3aHO CHMKEH-
HOE€, MO CPaBHEHUIO C KOHTPOJIeM, MOBPEXICHUE
KOpHEI pacTeHU 00enX JTMHUI TNIMHKAMU JaHHO-
ro Bpenutens [44]. OnHako 6onee 3pHEeKTUBHBIM B
6opboe ¢ D. virgifera okazanach ' M-1uHUs KyKypy3bl
MON 87411 ¢ renamu ouPHK DvSnf7 u Cry3Bb1.
I'en DvSnf7 xonupyet 6enok, Bxomsgmuit B ESCRT
(The endosomal sorting complexes required for trans-
port — TreTepo-OJUTOMEPHBIA KOMIUIEKC 3HIOCO-
MajbHOIt coptupoBkn). ESCRT karaausupyer Toro-
JIOTUYECKU CXOAHbIE IIPOLIECCHl PEMOJEIMPOBAHMUS
KJIETOYHBIX MEMOpaH, 3aKJII0YaloIIecs B IIpeBpalle-
HUM MEMOpaHHBIX BISTYMBAHUN B pAaHHUE SHIOCOMBIL.
Yepes 24 yaca 1ocjie Hayajla MUTaHUSI pacTCHUSIMU
000MX JIMHUI Y TIMIMHOK XyKa IIPOMCXOAUT 3aMOJIKA-
Hue reHa DvSnf7 (ocTaHaBIMBAETCSI CUHTE3 COOTBET-
ctByrouieit MPHK), 3ateM mnpekpamiaercs CUHTE3
oenka DvSnf7 u dyepe3 1sITh HEI HACTyIIaeT TU0OEIb.
ITocne oyt gecsTy JIeT UCTIBITAHUI U TECTUPOBA-
HMSI Ha HeleJIeBbIX 00beKTax, I M-JIMHUS KyKypy3bl
MON 87411 6b11a pu3HaHa 0e3omacHoii, u B 2015 .
OHa IIoJIyYuJia pa3pelleHre Ha CBOOOMTHOE MCIOJIb-
30BaHue [1].

BuoTtexHoI0rMM, OCHOBaHHBIE Ha TEPOPaAILHOM
nocryruieHun 1 PHK Hacexomsbix (B Tom uncie 'M-
pacTeHMii) IPUMEHUMBI, OJHAKO, HE KO BCEM TDYII-
maM BpeauTeneil. Tak, Hanmpumep, MyCTbIHHAS ca-
paHua Schistocerca gregaria (Orthoptera) o4eHb BOC-
npunMmunBa K fiPHK, BBognMoit B remo1ienb, HO He
K 1uPHK, nmomanaroleii B muieBaprUTeIbHBIN TPAKT.
DTO0 BO MHOIOM CBSI3aHO C BBICOKOII aKTMBHOCTBLIO
nuPHK-cnenudunynbix pudbonykiieas (dsRNases) B ee

cpenHeil kuike. B 11eJ10M HacekoMble JEMOHCTPU-
PYIOT JOBOJIBHO IIMPOKUIA CIEKTP YYyBCTBUTEIHHO-
ctu kK nuPHK, mocTtynaromieil B ux opraHusM nepo-
pasibHbIM nyTeM. CaMbIMU UYYBCTBUTEIbHBIMU, IO
CPAaBHEHHUIO C TMPEACTABUTENSIMU JIPYTUX OTPSIOB,
okazanuch Kectkokpouibie (Coleoptera). YyBcTBU-
tenbHOCTh Yenryekpoutbix (Lepidoptera) K 3Tum co-
€IUHEHUSIM TIOJBEpPXKEHA CWUJIbHOW W3MEHYMBOCTH,
ogHako 3(@HEKT 3aMOJIKAaHUS TeHOB MPOMUCXOIUT Y
HUX B cjlyyae MNOCTYIUJIEHUM B CPEIHIO KUIIKY
nuPHK B KonnuecTBe Ha ABa IMopsiaKa OOJbILIEM IO
CpaBHEHMUIO C XyKamu [45].

3AKJIIOYEHUE

Paszpaborka I'M-pacreHuii co BCTpOSHHOIT CUCTe-
MOM 3alLMThI OT BPEAUTENEH CTaja OAHUM U3 IJTaBHbIX
HaIpaBJICHUI CeIbCKOXO3SIMCTBEHHON OMOTEXHOJIO-
. C cepenmHbl 90-x TomoB XX Beka 10 HACTOSIIIETO
BpeMEHU abCOJIIOTHOE OOJIBIIIMHCTBO 3TUX TPAaHCTEH-
HBIX KYJIBTYp IIPEICTaBICHO COpTaMM, HECYIIIMHU MH-
CEKTULUIHBIE TeHbI OakTepuu B. thuringiensis. OgHako
B MOCJIeqHee JeCATUIIeTEe B MUpe HAOJII0JaeTCsl TeH-
JEHIIN K IIepEeX0Iy Ha MCIIOIb30BAHME IS 3aIUTHI OT
BpPEOHBIX HACEKOMBIX M (PUTOITATOTEHHBIX BHPYCOB
BCTPOEHHBIX CUCTEM 3alllUThl, OCHOBAHHLIX Ha MeXa-
au3me PHK-unTepdhepeHmm.

C Havasia BTOpoii mojoBUHBI XX BeKa TEOPETUKU
Y TIPAKTUKU B O0J1aCTH 3a1MThl PACTEHUI BELYT IUC-
KYCCHUIO O BO3MOXHOCTHU CO3IaHMS CEIbCKOXO35ii-
CTBEHHBIX KYJIbTYp, YCTOHUUBBIX K (huTobaram u pu-
ToImaToreHHbIM opraHu3MaM. C KaXObIM BUTKOM
Pa3BUTHS CEIBCKOXO3SIMCTBEHHBIX OMOTEXHOJIOTUM
aTa AUCKYCCHUSsI, 00Orallasicb HOBbIMU (paKTaMu pro U
contra, MOOHUMAETCSI Ha HOBBLI YPOBEHb, HE BCeTIa
y4YuThIBas Bce pakThl contra. Tak u ceituac, cozmare-
mu nuPHK I'M-pacTeHunit cuuTaloT, 4YTO BpEIHBIC
HAaCEKOMBIE HE CMOTYT CTaTh YCTOMUMBLIMU K 3TUM
KyJbTypaM, Tak Kak Mexanu3sMm PHK-unTepdepen-
LMY JIEXKUT B OCHOBE XKM3HEIESTCJIbHOCTU KaxKIOM
BYKapUOTUYECKOM KileTKr. OmHAKo HaM IIpeAcTaB-
JISIETCSI, YTO 3BOJIOLUOHHBINA OTBET BPEAUTEIEH MO-
>XKeT UMEeTh HECUMMETPUYHBIN XapakTep. EcTrecTBeH-
HbIIi OTOOp OymeT OJIarompHUsSTCTBOBATb MyTallMsSIM
Kak mnosblIamomuM aktuBHocth AUPHK-cnenu-
¢uyHBIX prOOHYKJIea3 B MUILEBAPUTEIbHOM TPAKTE
¥ reMoanMd@e, TaK 1 MyTallusIM, YMEHBIIIAIOIIM I10-
momenrne nPHK anukambHBIMUA 4acTSIMU KIIETOK
cpenHeit Kuiku. [ToaToMy, MBI ITojlaraeM, 4To pachl
D. virgifera, ycroiiuubie kK MONS87411, nosiBsATCS
npuMepHo yepes 20 ImoKoaeHUH (KaK My BCeX APYTUX
BpEIHBIX HACEKOMBIX, BbIpaOATHIBABIINX YCTONYM-
BOCTh K MHCEKTUIIMAAM) IIOCJIe Hayajia UCII0Ib30Ba~
aug >tix ' M-pacteHniA.
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