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3apas3uxa KyMcKasi, wiv noaconHeuHast (Orobanche cumana Wallr.) siBiisieTcst 00JMIaTHBIM apa3suTUIESCKUM
pacTeHueM, celnUIHO IMopaXkalolIM MOACOJIHEYHUK U CITOCOOHBIM BbI3BaTh 3HAUMTENIbHBIE TOTEPU €T0
ypoxkas. B cBsI31 ¢ 9THM MoJTydyeHue YCTOMUMBBIX K 3apa3rxe COPTOB IMOACOTHEYHMKA TTPENCTABIISIET BAXKHYIO
IUJIS CeJTIbCKOTO X03siicTBa 3amady. Ceneklus NoACOTHeUHNKAa Ha YCTOMYMBOCTD K 3apa3uxe Oblia HayaTa
ele B Havyasie XX B. BaxkHast 3acityra B 9TOM NPUHAIEXKUT COBETCKUM cefieKInoHepaM. OTHaKo MoyYeHue
HOBBIX YCTOMYMBBIX COPTOB MOJICOTHEUHNKA COTTPOBOXIATOCH MOSIBJIEHEM HOBBIX BUPYJEHTHBIX pac 3apa-
3UXU, KOTOpbIE TTPEOnoeBaln AeiCTBUE TEHOB YCTOMYMBOCTH. JIJIsI psila TeHETUIECKUX JIOKYCOB MOACON-
HEYHMKa, OIpeesIsIoX YCTOMYMBOCTD K 3apa3uxe, ObLUIO OIpeaesieHO MECTOIOJOXEHMEe Ha TeHeTUYe-
CKOI1 KapTe, HO JINIIIb IS HEKOTOPBIX U3 HUX ObLJIM YCTAHOBJIEHBI BEPOSITHBIE TeHbI-KaHAUAATHI U ONKUCaH
BO3MOXHBII MOJIEKYJISIDHBIM MeXaHu3M ux aeictBusi. KpoMe Toro, B HemaBHee BpeMsi ObUIM MOJTYYEHbI
TPAHCKPUIITOMHbBIE TaHHBIE JJIsI YCTOMYUBBIX U YyBCTBUTENBHBIX K 3apa3uxe COPTOB MOACOJHEYHUKA, YTO
TaKKe T03BOJISIET MPUOIU3UTHCS K TTOHMMAHUIO MOJIEKYJISIDHBIX OCHOB (hOPMHUPOBAHUS YCTONYMBOCTU.
PaccMoTpeHMIO MOJIEKYISIPHO-TEHETUYECKUX MEXaHM3MOB YCTOMYMBOCTU ITONCOTHEYHUKA K 3apa3uxe, Bbl-
SIBJICHHBIX Ha OCHOBAaHUU JAHHbBIX MO KAPTUPOBAHUIO JIOKYCOB YCTONYMBOCTU U OTIPEAETIEHUIO BEPOSITHBIX

T€HOB-KaHAMOATOB, a TAKXKC JaHHbIX TPDAHCKPHUIITOMHBIX MCCJIEIOBAHUM, Y TOCBSAIIEH Halll 0630p.
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BBEAEHWE

IMonconneunuk (Helianthus annuus 1..) — deTBep-
Tas 110 3HAYMMOCTU MacJMWYHasl KyJIbTypa B MHUpE.
YpoxailHOCTh ITOACOJIHEYHMKA T1afaeT IMpu 3apaxke-
HUM Pa3IUYHBbIMU TTapa3uTaMM, HAUOOJbIIUK YPOH
cpeoyd KOTOPBIX HAHOCUT 3apa3rxa MNOACOJHEYHAas
(xymckast) (Orobanche cumana Wallr.). 3apasuxa siB-
JIsieTcsl OO0JUTaTHBIM Mapa3suTUYECKUM pacTeHUEM,
He BbIpabATHIBAIOIIUM XJIOPOMUIUI, B CBSI3U C YEM
KM3HEHHO BaXKHBIM [IJIsI HE€ CTAHOBUTCS KOHTAKT C
pacteHreM-Xxo3siuHOM. IlepBoe ynmoMuHaHuUE 3apa-
XKEHUS 3apa3uxoii IOICOTHEYHMKA OTHOCUTCSI K
koHny XIX B., korma B Poccuu Havyanyu aKTUBHO BbI-
palmMBaTh NOACOJTHEUYHUK, U 3apa3nxa, paHee napa-
3UTHUpYIOLIAsl Ha MOJBIHU BUOOB Artemisia maritima
incana Schm u A. austriaca Jacq., mepexIounIach Ha
HOBBII1 BUJI pacTeHUsI-X03siMHaA. O. cumana nposiBJIsi-
€T BBICOKYIO CIIEHU(PUIHOCTh B OTHOILLIEHUU ITOICOJI-
HEYHMKAa, KOTOPbIA SBJISIETCS €AUHCTBEHHOM CEJlb-
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CKOXO3SMCTBEHHOM KYJIBTYPOM, MOPAXKAEMOU 3apasu-
XoM aToro Buma. 1o owmyaetr O. cumana OT APYTUX
MapasuTUIECKUX pacTeHuit u3 poaa Orobanche, nmeto-
mux 0osiee MUPOKUIN CHEKTP PACTEHUII-X0351€B KaK
CpeaU CeIbCKOXO3IMCTBEHHBIX KYJIbTYP, TaK U CPEAU
npeacraBuTeneii gukoil rpupoasl [1]. OcHOBHBIM
CpeacTBOM OOPBOBI C 3apa3MXOM SIBJISICTCSI CEJIEKIIMS
MOJICOTHEYHUKA HAa YCTOWYMBOCTh K Heil. IlepBbiid
3apa3uxoyCcTOHUMBbBI copT noacoiHeyHuka (Kpyr-
JmK 7-15-163) 6wt BeiBeneH Ha Ky6Ganu B 1916 T.
B.C. IlycTtoBOiiTOM METOIOM MHOTOKPATHOTO MHIM-
BUyaJbHOTro oToopa [2]. BnociaencTBuu ObLIO MOy~
YEHO el1le HECKOJIbKO COPTOB, YCTOMUYMBBIX K 3apa3rxe
U NIPU 3TOM XapaKTepU3YIOIIUXCS BHICOKUMU MOKa-
3aTe/isIMU  XO3SIMCTBEHHO LIEHHBIX MpPU3HAKOB |[2].
OnHako yxe K KoHITy 1920-X IT. 3TH copTa 0Ka3aInch
HEYCTOMYMBBIMU K HOBOM pace 3apa3uxu, MOopa3uBIIEH
nojist B KpacHomapckom Kpae, PoctoBckoii n1 Bopo-
HeXCKol obnactsax. Takum obpasom, Obn nudde-
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PEHLIMPOBAHEI IBE pachl 3apa3uxu: paca A, K KOTO-
POl YCTOMYMBBI TNEPBBbIE BBIBEACHHBIE 3apa3uXo-
YCTOIYMBEIE COpTa IOICOJHEYHUKa, M paca B, x
KOTOPOI JaHHBIE COPTA OKA3aJIMCh HE YCTOMUYMBHIMU
[2, 3]. C aTOor0o Hayajnach TOHKA MEXIY CeIeKIIMOHEe-
pamu 1 3apa3uxoii. Kaxplii ycriex ceJIeKIIMOHEPOB B
MMOTYYeHUH HOBBIX YCTOMYMBBIX COPTOB ITOACOTHEY-
HUKa COIIPOBOXIAJCS ITOSIBIEHMEM HOBBIX BHUpPY-
JIEHTHBIX pac 3apa3vxu, KOTOpEIE IIPeoIoJieBaIu
JIeJiICTBUE TeHOB ycTounBoCcTU. Ha maHHBIIT MOMEHT
BBIAEJISIOT YK€ BOCEMb pac 3apa3uxu, Ha3BaHHBIX A,
B, C, D, E, F, G u H, npu 3TOM gOMUHUpYIOIIEH Ha
OoJbLIMHCTBE 1oJieit Poccuiickoit @enepalinu sABiisi-
ercsa paca G [4]. B c¢BsI3M ¢ 3TUM, IeHETUYECKYIO
YCTOIYMBOCTD ITOACOJIHEUHMKA K 3apa3uxe MOXKHO
paccMaTpuBaTh KaK “BepTHKaIbHYIO”, BO3HWKAIO-
LIYI0 K OIpeaesieHHO pace (MU OIpeAceHHOMY
OMOTHILY, BEIACISIEMOMY B IIpeeaax KOHKPETHOM pa-
cel). [lo-BummMoMy, Takasi yCTOMYMBOCTh B KaXKIOM
cliyyae oO0ycCJIOBJIeHa BO3HMKHOBEHUEM TOMMHAHT-
HBIX MyTalluii B OTOEJBHBIX I'eHaX U OIpeAcseTCs
B3aMMOJICMCTBUEM “T€H-Ha-T€H : B3aUMOIEICTBEM
MEXIy T€HOM YCTOMYMBOCTU XO35IMHA U T€HOM aBU-
PYJICHTHOCTM pacTeHusi-niapasuta [1]. DTo otnnyaer
B3amMooTHomeHus1 0. cumana C TOACOTHEYHUKOM
OT B3aMMOOTHOILIEHU APYTUX TpencTaBuTeeit poaa
Orobanche ¢ VX pacTeHUSIMU-X035I€BaMU, Y KOTOPBIX
YCTOMYMBOCTb B OOJBIIMHCTBE CIy4aeB SIBIISICTCS
“TOpU3OHTAILHOI”, He 00Iafaloleit pacoBoii Criely-
duuHOoCTEIO [ 1, 5]. TeHbI TOACOTHEYHUKA, OTTPEACIISTIO-
II1e YCTOMYMBOCTh K pacaM 3apa3uxu, IPUHSITO 000-
3HayaThb Kak Or (ot Orobanche resistance). Tak,
Vranceanu ¢ coaBT. [6] GbUTO MPEMTOXEHO WCIIONB30-
BaTb 00o3HaueHus1 Or/—Or5 mjisk TEHOB, OIPEIeIsTIO-
WX YCTOMYMBOCTh K U3BECTHBIM HA TOT MOMEHT pacam
3apa3uxu A—E. B najgbHeiiieM cXomHbIM 00pa3oM ObI-
JIM Ha3BaHbI T€HBI, 00eCIIeYBAIOIINEe YCTOMYNBOCTh
K pacaMm 3apa3uxu F u G (re’bl Or6 u 7 COOTBET-
CTBeHHO). OIHAKO CJIeAyeT OTMETUTh, YTO Pachl 3a-
pa3uxyu MOTYT OBITh HEOJHOPOMHBI M BKIIIOUATh KOM-
TUIEKC OMOTUIOB, OTJIMYAIOILIMXCS, B TOM YUCJIE, U O
reorpau4eckomMy paclpOCTpaHECHUIO, U YCTOMYM-
BOCTb K HAUM MOXET OIpPEAe/ISAThCS pa3InIHbIMU T'e-
Hamu [3]. JIuiib HeOOJbIIOE YHUCIO TeHOB IOACOJI-
HEYHMKA, ONPeIe/ISTIONINX YCTOMIYUBOCTD K 3apa3uxe,
OBLIO KapTUPOBAHO, U IIpPEAIIojaraeMblii MOJIEKY-
JIIPHBIA MEXaHU3M JIEMCTBUS OB OINpeaesieH JTUIIb
IUIST HEKOTOPBIX 13 HUX. OOCYXIEHUIO 3TUX MeXa-
HHM3MOB M OyIeT yIeJIeHO OCHOBHOE BHUMaHUE B Ha-
cTosIIIeM 0030pe.

DJISI Ha4daJia paCCMOTpUM KU3HEHHBIN LMK 3apa-
3UXU MOJCOJTHEYHOM 1 OCHOBHBIE ATAIbl €€ B3aUMO-
OTHOILUEHUH C PaCTCHUECM-XO35AMHOM.

KU3HEHHbIN LIUKJT 3APASUXN
IMOJCOJIHEHHOU

3apasuxa (Orobanche) — pon Iapa3uTHYECKUX
pacteHuit u3 cemeiictBa 3apasuxoBbie (Orobanchaceae).

JIEBEJAEBA u np.

IMpencraBuTeny poma OTHOCATCS K TojoIapasuTaM,
T.€. OHM HECIOCOOHBI K (OTOCUHTE3Y U B MUTAHUU
MOJIHOCTBIO 3aBUCIT OT pacTeHus-xo3smHa. Pox 3a-
pasmxa BKIo4YaeT B ce0s1 oonee 200 BUIOB, KaxKIbIit
13 KOTOPBIX IMapa3uTUPYET Ha CBOEM CIIEKTPE XO35€EB.
O. cumana sBIISIETCS BBICOKOCTIEIM(UIHBIM Iapa3u-
TOM MOJICOJIHEYHUKA, CIIOCOOHBIM YHUUTOXUTH IO
100% ypo:xast. IIoCKOJBKY ITOACOTHEYHNK — BaxKHasI
CEJIbCKOXO3SIICTBEHHAsT KYJIbTypa, KOMILJICKCHOE
U3ydeHUe Mapa3suTUIeCKUX OTHOLIEHUI MOICOTHEY -
HYKAa 1 3apa3yvxu MPeACTaBIIseTCs] KpailHe BaXKHbIM.

3apa3uxa MOACOJIHEYHas] — BBICOKOIPOIYKTUB-
HBI BUI: OTHO pacTeHUe 00pa3yeT HECKOIbKO ThICSY
KPOIICYHBIX CEMSTH ITOYTH MMKPOCKOIIMYECKOTO pa3-
Mepa, KOTOpbI€ PacIpOCTPaHSIOTCS Ha OOJbIINME pac-
CTOSTHMSI BETPOM WJIU 3a CYET NMPUKPEIUICHUS K IPYTUM
00BEKTaM, B T.4. K CEMeHaM ItoacoyiHeaHuka [7]. Ce-
MsI 3apa3uxy COXpaHseT XKU3HECIIOCOOHOCTh MHOTHE
roabl (mo 20 JieT) M mpopacTaeT TOJbKO B MPUCYT-
CTBMHU ITOTEHILIMAIILHOTO XO3SMHA, KOPHU KOTOPOTO
BbIpA0ATHIBAIOT CTUMYJISITOP IIpOpacTaHUsl CEMEHU
3apa3uxu [8]. U3BecTHO, UTO 3a MpopacTaHue CEMSIH
napasuTUIECKUX PACTEeHU OTBETCTBEHHBI (PUTOrOp-
MOHBI CTPUTOJIAKTOHBI, BBIACsIeMble KOPHSIMU pac-
TeHUsI-x035iMHa. OCHOBHBIMM CTPUTOJIAKTOHAMM,
BBIAC/ISIEMBIMU ITOICOJTHEYHUKOM, SIBJISTIOTCSI OpOOaH-
XWJja alleTar, 5-IeOKCHUCTPUIOI, a TAKXKe CECKBUTEPIIe-
HOBBIE JIaKTOHHBI [9]. KpoMe Toro, B KOpHSIX MOICO-
HEUYHWKa ObLIM BBISIBJIEHBI 5-COProJaKTOH U OpoOaH-
xoi [10]. IToka3aHo, 9To crienmpIecKuM MHIYKTOPOM
MpopacTtaHusi ceMsiH 3apasuxu O. cumana SIBISIETCS
CECKBUTEPIEHOBHIN JIAKTOH IETUIPOKOCTYC-JIaKTOH,
BBIIEISIEMBI KOpHIMH 3apasuxu [8]. Kpome Toro,
CMOCOOHOCTh CTUMYJIMPOBATh MPOpACTaHUSI CEMSIH
3apa3uxu ONMcaHa IS psia APYTUX CECKBUTEPIIEHO -
BBIX JTAaKTOHOB [11], a TakKe M1 HEKAHOHUYIECKOTO
CTpPUIOJaKTOHA — TeJrojakToHa [12].

Ilocne vHAYKIIMKM MpopacTaHUsl 3apOJbIIIEBbIM
KOpHEM pacTeHust OpMUPYETCs allpecCcopuii — CTpyK-
Typa I TIPUKPETUIEHUs] K KOPHIO TIONCOTHEYHMKA.
KieTkin XopHSI TTOACOTHEYHWKA BhIPA0AThIBAIOT HU3-
KOMOJIEKYJISIDHbIE CUTHAJIbHbIE BeEllleCTBa, MHAYLIM-
pytomne ¢opmupoBaHue raycropum (haustoria-in-
ducing factors, HIFs) [13]. Kak 6bu10 mokazaHo ISt
psiia mapasuTUYECKUX PACTEHU, B poiu (haKTOPOB,
WHIYLUUPYIOIIUX POCT TayCTOPHU, BBICTYIIAeT JUME-
ToKCcHU-p-0eH30xruHOH (JIMBX), a Takske psam apyrux
CTPYKTYPHO POICTBEHHBIX XUHOHOB, KOTOpPBIE, Mpe-
MOJIOXKUTEIbHO, MOTYT BO3HUKATh B pe3yJibTaTe pa3py-
ILIEHUS JIMTHUHA KJIETOYHOM CTEHKU-PACTEHUS X035~
Ha [14]. OnHako, B oTHoleHuu O. cumana o6paboTKa
JAMBX He oka3bIBalia CTUMYJIMpYIolIero 3¢ ekra Ha
POCT U pa3BUTHE TayCTOPUHU, BbI3bIBasi HEKPO3 KO-
peuka [15]. l'ayctopust — 310 CTpyKTYypa, OpMUpY-
eMasi KOpHeM 3apas3uxu JJisl MIPOHMKHOBEHUSI B OCEBOI
LIMJIMHAP KOPHS IMOACOJIHEYHMKA [16]. Mexmy mpoBo-
JSIMMU CUCTEMaMM T1apa3nTa U XO3sIMHa yCTaHaBJIM-
BaeTCsl CTPYKTYpPHasi CBSA3b, U 3apa3uxa UCTIONIb3YeT K-
TaTe/bHbIE BEIIECTBA, TPAHCIIOPTUPYEMbIE T10 TTPOBO-
®UBNOJIOTHS PACTEHUN Ne 5
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Puc. 1. CxeMa XU3HEHHOTO IIMKJIa 3apa3uXHU TTOJACOJTHEYHOM 1 BO3MOXHbBIE MEXaHU3MbI (POPMUPOBAHMS YCTOMYUBOCTH. Omr-
CaHHBbIE B JIUTEPATYpe MPUMEPbI YCTOMUMBOCTH CBSI3aHbI C OJIOKOM Pa3BUTUSI FAyCTOPUU B TKAHSIX KOPHSI MMOACOTHEYHUKA U He-
KPO30M raycTOpuH, a Takxke ¢ 6JJOKOM pa3BUTHsI KJIyOeHbKa 3apa3uxy Ha 3Tare Mocie YCTAaHOBJIEHHSI KOHTaKTa MPOBOISIIINX
CHCTEM MOICOTHEYHUKA U 3apa3uxu. B 4yacTHOCTH, yCTOMYMBOCTh Ha 3Tare MIPOHUKHOBEHMSI TayCTOPUH B KOPY KOPHSI OIlpe-
nelsieTcss TeHoM Or7, KOAUPYIOIIUM PEeLIEIITOPHYIO KMHa3y ¢ joMeHoM LRR, BeposiTHO, 3a[eiiCTBOBAaHHYIO B peleniuun 3d-
(exkTopHOTO GenKa, BbIIEISIEMOTO 3apa3uxoil U B 3aIyCKe MMMYHHOTO OTBETa. YCTOMYMBOCTb Ha 9TOM K€ 3TaIle TaKXe KOH-
Tponupyetcst TOKycoM Orp,; 5, CPEIM T€HOB-KaHIUIATOB ISl KOTOPOTO OMUCAHBI TeHBI, KOIUPYIOIIUE PELIENITOPHEIE OEJIKH C
nomeHoM LRR, HO nullleHHBIE KWHA3HOTO JOMEHA, a TaAKXKe T€Hbl, KOOUPYIOIINE PeLenTOP-II0100HbIe OeIKU ¢ KHUH3aHBIMU
IOMEHaMH, HO JIMIIeHHBIe dKcTpakiieTouHoro nomeHa LRR. Takue 6e1ku Mmoryt padoTaTh B KOMIUIEKCaX M y3HaBaTh 3(pdek-
TOpHBIE OeJIKU, BbIIesieMble 3apa3uxoii. KpoMe Toro, cpeay BeposiTHBIX KaHAMAATOB JIOKyca Or5, onvcaH I'eH, KOIUPYIOLINiA
oenok NLR, oTHOcs1IUiiCS K KJ1TacCy UMMYHHBIX PeLIENITOPOB, Y3HAIOIIMX BHYTPUKJIETOUHBIE 3(h(EKTOPHbIC OEIKU 1 aKTUBU -
PYIOIIMX UMMYHHBIHM OTBET. YCTOMYMBOCTD Ha 3Tarle Mocje YCTAaHOBJICHUSI KOHTAKTa MPOBOISIIIMX CUCTEM MOICOJHEUHUKA U
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3apa3uxu ONMcaHa, B YaCTHOCTH, [JIst JToKyca OrSI/, reHbl-KaHIUAAThI UIsl KOTOPOTO ellle He OMpeIesIeHbI.

JSIIIUM TKaHSIM KOPHSI nofacojiHeyHrKa. C BHeIIHel
CTOPOHBI, B 00J1aCTU TPUKPETJIEHUSI K KOPHIO MO/~
COJIHEYHMKA, TKAHU MPOPOCTKA 3apa3uxu pa3pacTa-
JOTCSI ¢ 00pa30BaHMEM TaK Ha3bIBa€MOTO “KITyOeHbKa”
(aHm1. tubercle), B KOTOPOM MPOMCXOIUT HAKOILJICHUE
MUTaTEIbHBIX BElIeCTB. BrocnencTsum KiyoeHeK 1aeT
HayvaJio reHepaTHBHBIM TToOeraM, BBIXOASIIIUMU Ha MO~
BEPXHOCTH ITOUBHI [ 16]. LIBeTKM y 3apa3uxul MOACOTHEY -
HOI1 MeJIKHe Y HeB3payHble, C U30THYThIM TpyOUaThiM
BEHUUKOM. O. cumana OTHOCUTCS K CAMOOTIbUTUTEJISIM,
OIHAKO CITOCOOHA M K MEPEKPECTHOMY OITbIICHMIO [17].
B 11e710M, B >KM3HEHHOM IIMKJIE 3apa3vXyd MOXHO BbIJIE-
JIUTh CAIEAYIOLINe CTaauu: 1) TpopacTaHue CEMEHU MO,
WHAYUUPYIOIIUM BJIMSSHUEM BeIIeCTB U3 KOpHeit
MOICOIHEYHNKA; 2) (popMUpOBaHME aIlIlpeccopusi U
MPUKPEIUIeHNe K KOPHIO PacTeHUsI-X0351MHa; 3) Mpo-
pacraHue Kopellka 3apa3uxu (KOTOPbIit Ha 3TOM dTarie
MHOTH€ UCC/IeI0BATE N Ha3bIBAIOT rayCTOpUEit) CKBO3b
KJIETKW KOPBI KOPHSI TTOACOJTHEYHUKA; 4) yCTAHOBJIEHUE

OU3NOJIOTUA PACTEHUN Ne 5
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CTPYKTYPHOI CBA3W MEXKITY IIPOBOMSIIITNMH CUCTEMaMM
(xkcuieMoit 1 (p103MOit) KOpHS 3apa3svixul 1 ITOACOJI-
HeuyHMKa ((popMHpoOBaHUE COOCTBEHHO TrayCTOPUH);
5) oOpa3oBaHue 3apa3uxoil “KiIyO0eHbKOB” B 00JIacTu
TMPUKPETTICHNS] Y TTOBEPXHOCTU KOPHS TOICOTHEUHM -
Ka; 6) (hopMupoBaHUE U3 KIIyOEHBKOB T€HEPATUBHBIX
MOGETOB ¢ IIBETKaMM; 6) CaMOONBbUICHHE 3apa3uxyd 1
¢opMHpOBaH1E HOBOT'O ITOKOJICHUSI CeMSTIH (puc. 1).

YCcTOoMYnBOCTD pPaCTCHUA-XO34dMHa K 3apasuxe
MOXET (l)OpMI/IpOBaTLCH Ha HECKOJIbKMX CTaAUAX 3a-
PaXXE€HusA — Ha oTaIi€ mpopactaHusgd CEMECHU 3apa3mnxu
JO MPUKPEIUICHUA K KOPHIO ITOACOJTHEYHHMKA, Ha 9Ta-
II€ mpopactaHud rayCropmmn CKBO3b TKaHU KOPHA
PaCTCHUA-X034dMHAa B HAalIpaBJICHUHN K €ro IpoBOOsi-
meMy IWJIMHAPY,; Ha 9Tari€ YCTaHOBJICHUA COCANHE-
HUA TayCTOPHHU C HpOBOZ[HH.[Cf?I CUCTEMOM XO3sdMHa, a
TAK>KE€ Ha 3TaIll€ pa3sBUTHUA KJ'IY6€HBK3 3apa3nxu. Bos-
MOXHBIM ME€XaHM3MOM YCTOI‘/JI‘-II/IBOCTI/I MOXET OBbITh
CHM2KEHHNE BI)Ipa6OTKI/I KOPpHAMMU II0ACOJTHEYHHKA



454

WHIYKTOPOB MPOpACTaHUsl CEMSIH 3apa3uxu, OMHAKO
B TIPUPOJIE TAKOTO pojia YCTOHUMBbIE (hDOPMbI HE ObLIU
ornucansbl [18]. Kpome Toro, Ha MHTEHCUBHOCTb MPO-
pacTaHusi CEMsIH 3apa3uxy MOXKET BJIMSTHb BbIPAOOTKA
WHTMOUTOPOB MPOpACTaHusl, B YACTHOCTU, KyMapuHa,
OTHOCsIIIerocs K utoanekcuHaM [ 19]. OnucaH ueblit
psii IpUMEPOB BO3HMKHOBEHMS YCTOMYMBOCTH K 3a-
pasuxe, CBI3aHHbBIX C TTOJABJIEHUEM POCTa rayCTOpUn
B KOp€ KOPHSI MOJCOJTHEUHMKA U €€ HEKPO30M, a TAaKXKe
¢ TipenoTBpailieHeM ¢GhopMUpOBaHUsT (DYHKIITMOHUDY-
rouieit raycropuu [20]. Tak, 1pu pa3BUTUN HEKOTOPBIX
BapUaHTOB YCTOMYMBOCTU B MECTE KOHTAKTa C KOPHEM
3apa3uxy KJIETKU CyOepUHU3UPYIOTCS U JTUTHUDULIN-
py1oTcst, GOPMUPYIOTCS TTOTIepeYHbIe OEJIKOBBIC CIIIMB-
KA MEXIy KJIETOUHBIMU CTEHKaMU COCEOHUX KIJIETOK,
BBIIENSIOTC (DEHObHbIE COEIUHEHMS], TOKCUYHbIE
Jtst 3apa3uxu [21]. TTokazaHa posib mepokcuaas, 00-
pasylolIMXCcsl B KJIeTKaxX 3apOAbIIIeBOro KOPHS 3apa-
31MXU, B JIMUTHU(DUKALIMU KJIETOUYHBIX CTEHOK KOPBI
KopHs1 noncoiiHeuyHuKa [20]. IMepokcumasel 3apa3uxu
B3aUMOJICUCTBYIOT C (DEHOJbHBIMU COEIMHEHUSIMU,
KOTOPBI€ BbIIEJISIOTCS KJIETKAaMU KOPHSI MOICOTHEYHU -
Ka, B pe3y/ibTaTe Yero 3aryckaeTcsl JUrHuuKauus ux
KJIETOYHBIX cTeHOK. [Ipu 3TOM pachl 3apa3uxu, He
MPOIYILUPYIOLINE TIepOKCUAa3bl (Harpumep, paca D),
MOTYT OBbITh CITOCOOHBI MMPOHUKATh B TKAHU pacTe-
HUSI-X03siMHA 1 popMmupoBaTh rayctopuu [20]. Kpome
TOTO, B psfie cliyyaeB, KoTaa 3apa3uxa yxe cMorja
MMPOHUKHYTH K OCEBOMY LIMJIMHJIPY PACTEHUSI-X03511~
Ha U cpopMupoBaTh GYHKIMOHATLHYIO FayCTOPUIO,
MOXKET MPOMCXOIUTh 3aKyIOPUBAHUE COCYIOB KCHUJIe-
MbI KOPHSI MOJICOJTHEUHUKA KaJIJI030i B MECTE B3aMMO-
JEUCTBUS TIPOBOSIIMX TKaHEH IMapasuTa U XO3suHa,
YTO TIPMBOAUT K OTMMPAHUIO PA3BUBAIOIIMXCS KITy-
O€HBbKOB 3apa3uxu. B 4acTHOCTHM, BO3HMKHOBEHUE
YCTOMUYMBOCTH Ha 3TOM 3Talle CBSI3bIBAIOT C TTOBBIIIIE-
HYEM YpPOBHS BKCIIPECCUM IFeHa CUHTa3bl KaJlJIO3bl
HaGSL1[22].

st appekTrBHOIT OOPHOBI C 3apa3uXoii ITOACOJI-
HEYHOM He0OXOIMO IIOHUMaH1E TOTO, KaK1e MOJIEKY-
JISIPHBIE MEXaHU3Mbl MOTYT OMPENEsATh TAKYIO YCTOM-
YUBOCTb. [1pnOImM3nThes K MxX pacmm@poBKe IIOMOLIN
paboTHI TT0 KAPTUPOBAHUIO U MIEHTU(DUKAIINN TE€HOB,
OTpeACIISIIOIINX YCTOMYMBOCTD K 3apa3uxe, UcciaeIoBa-
HUSI CIIEKTPOB 3KCIPECCUPYIOIIMXCS T€HOB, pa3imJa-
IOIIUXCST Y YCTOMUMBBIX M YYBCTBUTEIbHBIX K 3apa3rxe
¢dopM, a TakKe pabdOTHI MO BBISIBJICHUIO aCCOLIMUPO-
BaHHBIX C YCTOMYMBOCTHIO K 3apasuxe QTL-mokycoB
(quantitative trait locus, JJOKyCOB KOJMYECTBEHHBIX
MPU3HAKOB).

BbISIBJIEHUE TEHOB YCTOMYUMBOCTU
IMOJCOJIHEYHUKA K 3APASUXE METOAIOM
ITO3MIMOHHOTI'O KIIOHNPOBAHUA

JI1s1 MHOTHX YCTOMYMBBIX K 3apa3uxe (popM moz-
COJIHEUHMKA, ITOJIyYEHHBIX B pe3yJIbTaTe CeIeKIIMU,
ObLI M3ydeH XapaKTep HacJedOoBaHUs IIpU3HAaKa
yCcTOMYMBOCTH. B OONMBIIMHCTBE ClIydaeB yCTOWUYM-
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BOCTh K 3apasuxe HacjeayeTcsl KaK JOMMWHAHTHbIA
MOHOTEHHBIH MpU3HaK. B yacTHOCTH, OBLIO TTOKa3a-
HO, 4TO ycToitunBocTh K pacam A—E [6, 23, 24], F [25]
u G [26] HacsieayeTcs KaK MOHOTEHHbI JIOMMHAHTHBIN
npusHak. OnHaKo, HEKOTOPbIe BAPUAHThI YCTOMYMBO-
CTU HACJIEIYIOTCS KaK JOMWHAHTHBIE MIPU3HAKU, KOH-
TposmmpyeMble AByMs reHaMmu [27]. Kpome Toro, B psine
cllyyae yCTOMYMBOCTb K 3apa3rxe HacaeaoBaiach Kak
pELIECCUBHBII TIPU3HAK, KOHTPOJIUPYEMBbIil OIHUM
reHoM (yctoiiamBocTh K pacam E—G [28]) mnu nByms
reHamu (ycTtoitumBocThb K pace F [29]).

J11s1 psima JIOKyCOB YCTOMUYMBOCTH K 3apa3uxe ObI-
JIV IPOBEICHBI SKCMIEPUMEHTHI 110 KAPTUPOBAHUIO HA
XpoMoOcoMax MOJACOMHeYHMKa. Tak, OMTHUM U3 Tep-
BBIX OBUI KapTHUpOBaH JIOKyC Or5, omnpeneisioninii
YCTOMUMBOCTD K pace E, KOTOpHIii ObLT TOKaTU30BaH
B TEJIOMEPHOM YYyacTKe TpeTbeil xpomocombl [30].
KoOHKpeTHBIN TeH-KaHAWaAaT 1151 9TOTO JIOKyca TaK U
He 0611 BbIsIBIEH. B pabote Radwan ¢ coasr. [31] ObI-
JIO BbICKa3aHO TMPEeNnoaoXkeHue o ToM, 4YTo JoKyc Or5
MOXET ObITh KOJIOKAJTU30BaH C TEHOM, KOJUPYIOIIUM
o6esnok NLR (nucleotide binding site (NBS) leucine-
rich repeat (LRR)): onuH M3 reHOB, KOOMPYIOIINX
NLR 6511 moeHTHOUIIMPOBaH KaK pa3 B 00JIaCTH Te-
JIOMEPHOT0/0KOJIOTEJIOMEPHOIO y4acTKa TpPeTheit Xpo-
MmocoMbl. benkn NLR m3BeCTHBI Kak UMMYHHBIE pe-
LENTOPHI, YIACTBYIOIINE B pacIiO3HaBaHNU 3PP eKTop-
HBIX MOJIEKYJT (pUTOIATOreHoB. 3HAUMUTEIbHAsI YacTb
R-TeHOB pacTeHuii, onmpeaensiionX yCTOHUYNBOCTb
pacTeHUii K (pMTonaTroreHaM B CUCTeMe “TeH-Ha-TeH”,
Kak ObLJIO TTOKa3aHO B TOCAEIHUE TOIbI, KOOTUPYET Kak
pa3 oenku NLR, y3nHawmue creumduyeckue 3¢-
deKTOpHI (PUTOITATOTEHOB U 3aITyCKarollne MMMYH-
HbIE peaKIu1 B opraHu3Me pacteHus-xo3simHa (ETI,
effector triggered immunity) [32]. BnocnenctBuu ObU
KapTUPOBaHBI JIOKYChI, aCCOLIMUPOBAHHbIE C YCTOM -
yuBOCThIO K pacaM B, D u F (renst Or2, Or4 n Or6),
KOTOpbI€ TakXke ObUIM JIOKAJIM30BaHbI Ha TpeTbeil
xpomocome [33]. Ho KoHKpeTHBIE TeHBI, ONpEeaCIIsI-
IoIIMe YCTOMUYMBOCTD K 3apa3uxe, B 3TUX UCCIeI0Ba-
HUSIX TaKKe He ObLIU uaeHTuduMpoBaHbl. [en Or7
CTaJl IEPBBIM U K HACTOSIIIEMY BPEMEHU €IUHCTBEH-
HBIM T€HOM, JIJIsl KOTOPOTO ObLJIO OCYIIIECTBJIEHO TOU-
HO€ KapTUpOBaHUe, MO3BOJIUBILIEE BbISIBUTH €TI0 MO-
JICKYJISIpHYI0 Tipupony [34].

OO0ycnaBnuBaroluii ycToiuMBOCTb K pace F 3apazu-
X1 reH Or7 ObUI JIOKAJIM30BaH Ha CEIbMOM XpOMOCOME 1
YCIENIHO KJIOHUPOBaH B pabote Duriez ¢ coaBst. [34].
I'en Or7 (HanXRQChr07g0202981), Kak oka3ajioch,
KOIUPYET PELIENITOPHYIO KUHA3y C JeHIIMH-00raThl-
MU TIOBTOpPaMU. Y COPTOB MOACOTHEUHUKA, YYBCTBU-
TeJIbHBIX K 3apa3uxe, ObLI OOHapyXXeH IpexieBpe-
MEHHBIN CTON-KOJIOH B reHe Or7, MpUBOISIINHA K OT-
CYTCTBUIO TPAaHCMEMOPAHHOTO U KWHA3HOTO IOMEHa
Yy KOAWPYEMOTO 3TUM IFeHOM Oeska. Y cOpToB IOf-
COJTHEYHMKA, YCTOMYNBHIX K pace F 3apasmxu, Takoit
MpeXAeBpeMEeHHBIN CTOM-KOAOH B reHe Or7 OTCyT-
CTBYET, TaKUM 00Opa3oM, y HuX TeH Or7 Koaupyer
TIOJTHOpPa3MEPHBIN pelenTOpHBIN Oenok. Pacrenms
®UBNOJIOTHS PACTEHUN Ne 5
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MOICOIHEYHNKA C ITOJIHOpa3dMepHBIM Oeinkom Or7
OBUIM YCTOMYMBBI K 3apak€HMIO 3apa3uXxoi: y HUX
HabJrogascs 610K Ha 3Tarle YCTaHOBJICHUSI COSIUHE -
HUS C IPOBOMISIIEl cucTeMoii mapa3uTa. BaxHo oT-
METUTH, 4TO peuentop Or7 obanaeT 3HaYUTEIbHBIM
CXOJICTBOM IIO MOCJIEIOBATEIABHOCTU C “UMMYHHBIM”
penenrtopoM XA2l puca, HaJIMdue KOTOPOTO OO0y-
cJIaBJIMBaeT YCTOMUMBOCTD K OaKTepUaJIbHOMY I1aTO-
reHy Xanthomonas oryzae pv. oryzae. PenenropHas
knHa3a XA21 puca y3HaeT 3pGEKTOPHBII TEITHI,
npoayuupyembiii X. oryzae, npuBOASIIMIA K aKTUBa-
LU UMMYHHOTO OTBETa Y paCTeHUSI-X035IMHA 1 (pop-
MHUPOBAHUIO YCTOMYMBOCTU K duromaroreHy [35].
MHuTtepecHo, yTO mponyLupyeMblii X. oryzae nentun,
HaszBaHHbII RaxX (required for activation of XA21-me-
diated immunity X) CXOX IO MOCIEHOBATEIILHOCTUA C
nentuaHbIM ropMoHoM PSY1 pesyxoBunku Arabidopsis
thaliana, oTHOCSIIIMMCSL K TPyIINe CylIb(haTUpOBaHHbIX
pEerynsITOPHBIX NenTruaoB [35]. MoxXHO mpemIrono-
XUTh, 4TO 0e10K Or7 TakKe GYHKIIMOHUPYET IO CXO-
KeMy IIPUHLIAITY U MOXET y4acTBOBAaTh B peLICIILINU
TUITOTETUYECKOTO Cynb(haTUPOBAHHOTO MeNTHAa —
¢dakTOpa aBUPYJIEHTHOCTHU, BHIIECISIEMOIO 3apa3uxoi
M 3aITyCKaIOIero UMMYHHBIN OTBET Y ITOICOJTHEYH~
Ka (puc. 1). Takoro pona peakiiuy OTHOCST K TaK Ha-
3bIBaeMOMY 3(pheKTOp-UHAYLITUPYEMOMY UMMYHUTE-
Ty (effector-triggered immunity), KOTOpBIi JEXKUT B
OCHOBE NpUHLIMINA “TeH-Ha-TeH’ IIPU B3auMOIeii-
CTBUU pacTeHuii ¢ puronaroreHamu [36]. OgHako, K
HACTOSILIEMY BPEeMEHM MEXaHM3M ACUCTBUSI pellell-
TOpHOI KMHa3bl Or7 IOOCOIHEYHMKA OCTAaeTCS He
V3y4YCHHBIM, U €€ JIUTaH/ BhISIBJICH He ObLII.

Hns nokyca OrSII (System II resistance), onpene-
JISTIOIIIETO YCTOMYMBOCTh K pacaM 3apasuxu F u G,
Tak>Xe ObLIY MPOBeACHBI pabOTHI MO KAPTUPOBAHUIO
[37, 38]. DTOT JIOKYC OBUI ITOJYYE€H OT YCTOMYMBOIA
nHOpemHoM mmHuKM noacotHeunnka PHSC1102, co-
3naHHoi komnaHueit Pioneer Hi-Bred International
(CIIIA) B 2008 1. [37]. OH ObLT KapTUPOBaH Ha 4eT-
BEpPTOM XpoMoOcoMe TojcoiaHeuHuka. Jlokyc OrSITI
OTpeJiesisieT YCTOMYMBOCTD K 3apa3uxe Ha atare (op-
MUpOBaHUsI (PYHKIIMOHAJIBHOM TayCTOPUM: Y YCTOMYM-
BBbIX PACTeHUI MPOMCXOAUT YCTAHOBJIEHNE KOHTAKTa C
MPOBOOSIIEH CUCTEMOI X03siHa, (DOPMUPYIOTCS KITy-
OEHbKMU, 13 KOTOPHIX Pa3BUBAIOTCS II00ETM, OCTaHAB-
JIMBaloluecs B najbHeieM pa3sutuu [38]. Tucro-
JIOTUYECKU I aHAJIU3 TTO3BOJIWJI BBISIBUTh HAKOTUICHUE
(EeHONBHBIX COeAMHEHMI B KIIyOeHbKaX, (DOpMUpye-
MBIX 3apa3uXoi Ha KOPHSIX YCTOMYMBOI JIMHUU, YTO, T10
MHEHUIO aBTOPOB, MOXeT OOYCJIaBIMBAaTh OCTAHOBKY
pocTa pacTeHMs-IIapa3uTa Ha KOPHSIX YCTOMUMBEIX
dopm [38]. OmHAKO, MOJIECKYJISIPHYIO TIPUPOIY IreHa
OrSII v MmexaHU3M ero JeiicTBusi B hopMUpoBaHUU
YCTOMYMBOCTH K 3apa3uxe elle IPeACTOUT BhISIBUT.

Or .2 — €11Ie OIMH JIOKYC YCTOMYMBOCTH K 3apa-
3UXe, KOTOPHI ObUI KAPTUPOBAH Y MOJCOJTHEYHUKA.
Or pep» TOKATTM30BAH HA YETBEPTON XPOMOCOME B 00J1a -
CTH, oxBarbiBaomeil 1.38 MJIH I1.H., ¥ BKIIOYAIOIICH
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41 anaoTUpOBaHHKIHM reH [39]. Cpeau HUX BBISIBICHO
JIeBSITh TEHOB, KOAUPYIOIINX KMHA3bI, a TAKXKE 11ECTh
TCHOB, KOAVPYIOIINX MaJjible OEJIKM TEIUIOBOTO IIIOKa.
B npenemax aToro yuyactka oOHapyKeH KJIacTep I€HOB,
KOIMPYIOIINX PeleINTOP-NoJ00HbIE OENIKH, COIep-
xXamue noMeHbl LRR, HO nuIlIeHHBIE HUTOIIa3Ma-
TUYECKOI0 KMHA3HOIO JTOMEHA, a TaKXKe PeleITop-
Mog00OHBIE OEJIKU, HE coaepKaIlIne SKCTPAKJIETOUHO -
ro JJoMeHa, HO ¢ OMHUM WIX 0oJiee KMHA3HBIM JIOMe-
HoM. 1o MHEHMIO aBTOPOB, 3TU I'€HBI MOTYT SIBJISITh-
csl KaHAuJaTaMu Ha poJib reHa Orp,,,. bivkaimmu
TOMOJIOTaMU KMHa3, 3aKOJUPOBAaHHBIX B 00JIaCTH JIOKY-
ca Orp,pp, Y IPYTUX PACTEHUI SIBJISIIOTCSL PELIENITOP-T10-
noonwie 0exkm u3 rpynitel FERONIA u npyrue peren-
TOpPHBIE KWHa3bl C MAaJEKTUH-TIONOOHBIM IOMEHOM
[39]. Jlokyc Orp,,,, OOyCIaBIMBAIOIINI YCTOMYUBOCTD K
3apas3uxe, ObUI MOJIy4eH IIPY CKPEIIMBAHUU C TUKAM
TpeaKoM moacofiHeuHuka, Helianthus debilis subsp.
tardiflorus, v BBeicH B JIUHUIO IIOJCOJTHEYHMKA, Ha-
3panHy0 DEB2, ycToitunByio K TpeM pacaM 3apa3n-
xu — E, Fu G [26, 39]. YcroitunBocTth K O. cumana,
omnpenesnsiemMasi JoKycoM Ory,,,, 00yCIOBJIeHa Hapy-
IIEHUEM NPOHUKHOBEHUS 3apa3vxy B TKAaHU KOPHSI
pacTeHMsI-X03sIMHA, TaK , Kak U B ciydae Or7-omocpe-
JIOBAHHOM YCTOMYMBOCTU. B OOJBIIMHCTBE Ciy4yaes,
KakK ObLIO MOKa3aHO C ITOMOIIBIO TMCTOJIOTMYECKOIO
aHajar3a, poCT KOpellKa 3apa3uxyu OCTAaHABIUBAJICS B
KOpe KOpHSI XO3sIMHAa 1 HE MPOHUKAJ B SHIOACPMY
[39]. ITo npenmnonoxeHno aBTOPOB, TaKasi OCTAHOB-
Ka B @OPMUPOBAHUU TAYCTOPUU MOXKET OBITh CBSI3a-
Ha ¢ oOpa3oBaHUEM U3OJISLIMOHHOTO CJIOS U3 KJIETOK
KOpBI BOKPYT TKaHel I1apa3uTa, yTOJIIeHUEeM Kile-
TOYHBIX CTEHOK KJIETOK KOPbl 1 HAKOIUIEHUEM B HUX
cybeprHa, WM Xe C BblIeJeHUEM KJIeTKaMU TIOICOJ-
HeYHMKa (DEHOJIbHBIX BEIIECTB, TOKCUYHBIX IJIST 3apa-
3UXU, TTIOCKOJIBKY TTIOJI0OHBIE TTPOLIECCHI OBUTM OTMEUEe-
HBI U JUIS1 APYTUX CIyYaeB YCTOMUMBOCTU K 3apa3uxe,
OIMMCaHHBIX B TuTepatype [39].

BBIABJIEHHME QTL-JIOKYCOB,
ACCOLIMMPOBAHHDLIX C
YCTOMUYUBOCTBIO MOACOJHEYHUKA
K 3APA3UXE, U CBA3AHHBIX C HUMHA
T'EHOB-KAHANIOATOB

B pabote Louarn ¢ coasnt. [40] ObU1a mpoBeneHa
MaciTabHast paboTa 1o KapTUPOBAHUIO B TEHOME IO/~
conHeyHrKa QTL-7T0KycOB, ONMpeaensitonnX yCTOMUM-
BOCTb K 3apas3uxe. ABTOpHI ucnoiab3oBanu 101 pekoM-
OMHAHTHYI0O MHOpPETHYIO JUHUIO ITOICOTHEUHMNKA,
MMOTYYEHHYIO OT IIOTOMKOB CKPEIIMBAHUS MEXIY PO-
mutenbckumu uHussMu HA89 m LR1 (cama nmuaMs
LR1 m3HavagpHO OBLIA TTOJy4YeHA OT MEXBUIOBOIO
rubpuna H. annuus v tnkopacryiuero Buna H. debilis)
[40]. JaHnHbBIe THOPETHBIE TMHUN ObLIN OXapaKTepU-
30BaHBI 10 TIpMU3HaKaM YCTOMUYMBOCTH K pacaM Fu G
3apa3uxu. B KadecTBe mokazaTelieii YCTOMYMBOCTU
aBTOPBI OLICHWBAJIM HECKOJIBKO MapaMeTPOB, CBUIC-
TEJIbCTBYIOLIUX 00 YCTOMYMBOCTU Ha pPa3HbIX CTAIMSIX
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pPa3BUTHS MApa3UTU3Ma: JOMIO “HECOBMECTUMBIX IIPH-
KpemwieHnii” (incompatible attachments), IIposiBiIsTIO-
IIMXCS BU3yaJlbHO B BUIE IIOTEMHEHUiII B 00JacTu
KOHTaKTa KOpelllKa 3apa3uxy U KOPHS paCTeHUSI-X0-
3siMHa B cJlydae aKTHUBallMM YCTOMYMBOCTHU Ha 3Talle
pa3BUTUSI TAayCTOPUH; HOJIO HEKPOTU3MPOBAHHBIX
KJIyO€HBKOB, 00pa3yIoIIMXCs P BKIIFOYCHUN MeXa-
HU3MOB YCTOMUUBOCTHU YK€ MOCje Pa3BUTUS TayCTO-
pMU; YCTaHOBJIEHWE KOHTAaKTa MPOBOMSIIUX CUCTEM
rmapasuTa 1 Xo3siMHa U (oopMUpoBaHue KIyOeHbKa, a
TaK>XXe YMCIIO TTOSIBUBIIIUXCSI HAI3EMHBIX TTOOETOB 3a-
pa3uxu B MOJIEBBIX 3KCIepUMEHTax. Pomurenbckue
GOPMBI pa3TUYaJINCh MO JI0JIe BBISIBJIEHHBIX “HECOB-
MECTUMBIX IIPUKPETIJICHUI: UX TIPOLICHT OB BBILIIEC
y maaun LR1 (46.51%) 110 cpaBHEeHUIO ¢ ImHMEer HA89
(3.51%), uTO CBUIETENLCTBYET O OOJBIICH YCTOMUM-
BOCTH K 3apasuxe anHuu LR1, mpu sToM o6pa3oBa-
HUST HEKPOTU3MPOBAHHBIX KIIyOEHHKOB HE OBLIN OT-
MeYeHO y obenx pomutenbcekux auHuit [40]. MHTe-
pecHo, yto mist tuHuKu LR1 paHee OBUIO ITOKa3aHO
3aKyIOpUBaHUE COCYIOB KCUJIEMbl MOACOJTHEYHMKA
KaJUIO30ii B pe3yJIbTaTe MOBBIIIEHHON 3KCIIPECCUU
reHa CUHTa3bl Kajio3bl HaGSL 1 B 061acTU KOHTaKTa
¢ raycropueii 3apaszuxu [22]. Cpeay peKOMOMHAHTHIX
WHOpEIHBIX JIMHUI MOACOJIHEYHNKA OBLIU BBISIBIIC-
HbI INUHUU C BLICOKHMM MPOILIEHTOM “HECOBMECTUMBIX
npukperuieHnit” (>50%), a Takke TMHUU, 06pa3ylo-
1I1e HeKPOTU3UPOBAHHBIE KIYOSHBKM C 4acTOTOM
50—60%, 4TO CBUACTEILCTBYET O HAJTUYUU Y HUX Me-
XaHU3MOB YCTOMYMBOCTU K 3apas3uxe, MpPOSBISIO-
IIMXCSI Ha pa3HbIX CTaAusIX IMapa3uTtu3ma. Bcero B
JTaHHOM HccienoBaHnU 06110 BeIsgBIeHO 17 QTL-710-
KYCOB, OIIpEIeISIIONINX YCTOMYNBOCTh K pacaM Fu G
3apasuxu 0. cumana, paclpeneaeHHBIX 110 IEBATU
XpoMocoMaM mnoAcoiHedHnKa. Cpean BO3MOXHBIX
TeHOB-KaHINIATOB, KOJOKaIM30BaHHLIX ¢ QTL, aB-
TOPBI BBIOEIISIIOT T'eH, Komupymooumii 6emok NBS-
LRR (nucleotide-binding site leucine-rich repeat,
NLR), panee oxapakTepu3oBaHHbIIA B pabore [31].
DTOT T'eH OKa3aJjics KoJloKann3oBaH ¢ JJokycoM QTL
Ha XpoMOCOMeE 15, KOTOPEII1 OIpeAesieT IMOBBIIIeH-
HOE YUCJIO “HECOBMECTHMMBIX MPUKPEIUICHU” Tpu
3apaxkeHuu pacoii F. Kpome Toro, cpeau BO3MOXHBIX
reHOB-KaHAWJIATOB aBTOPbI OTMEUYAIOT TaKKe TPU Te-
Ha, kogupyromux oeaku CC-NBS-LRR (coiled-coil
NLR), xonokanu3oBaHHbIe ¢ JoKycamMu QTL, koToprie
OIpEeNeJISTIOT YCTOMYMBOCTD K 3apa3uxe Ha pa3HbIX CTa-
JIUSIX pa3BUTUS: 1) CITOCOOHOCTD K MOMABJICHUIO pOCcTa
raycropuu packl F B citygae QTL Ha xpomocome 15, 2)
CITOCOOHOCTH K MTOAABIIEHUIO POCTa KIIyOeHBKa pachl
F B cmygae QTL Ha xpomocome 17, 3) cHIDKeH1e Yrciia
HaA3eMHBIX MOOETOB 3apa3vXyd B MOJIEBBIX IKCIIEPH-
MeHToB B ciydae QTL Ha xpomocome 13) [40]. Takum
o0pa3oM, rensl, konupyiomue NBS-LRR 1 CC-NBS-
LRR, MoryTr OBITH 3aIeiiCTBOBAaHEI B (pOpPMUPOBAaHUU
YCTOMYMBOCTH K 3apa3uxe KaK Ha CTaau1 yCTaHOBJIC-
HUSI KOHTAKTa TayCTOPUU C MPOBOMISIICH CUCTEMOI
MOICOMHEYHNKA, TaK M Ha CTaIuM Pa3BUTHUSI KIIy-
OeHbka. Yuactue 6enkoB NLR B ycTaHOBIIEHUM pa-
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cocneuM(UIHON YCTOMUYMBOCTU ObLIO MOKA3aHO pa-
Hee IS B3aMMOOTHOIIICHUM BUTHBI M TTOPaXKaIoIIeTro
€e pacTeHus-mapa3uTa CTpUru Striga gesnerioides
[41]. YcToitunBocTh BUrHb! copta B301 K onpeneneH-
HBIM pacaM CTPUTHU 3aBHCEJIa OT HAIMYMS (PYHKIINO-
HaJILHOTO TTpoayKTa reHa RSG3-301, Kooupylomero
o0enok NLR, — BeIKJIIOUEHME 3TOTO TeHa IPUBOAUIO
K IOTePU YyCTOMYMBOCTU. [Ipy 3TOM y yCTOMYMBOTO
CcOopTa BUTHBI TIPOMCXOAMJ OJIOK Ha 3Tare YCTaHOBJIE-
HUS COEIMHEHMSI IPOBOISIIX CUCTEM CTPUTU U pacTe-
HUSI-XO3sIMHA, a TaKKe HaOMonanach peakiusl CBEpX-
YyBCTBUTEJIBHOCTU B MECTE KOHTAKTa 1, KaK CJICICTBUE,
HEKpO3 TKaHel pacTeHus -Tiapa3uTta [41].

CekBeHMpOBaHNE TeHOMa ITOICOTHEeUHMKa [42],
HaKOILJICHUE JaHHBIX 00 OHOHYKJICOTUIHBIX TTOJIU-
MopdHbBIX ToKycax (SNP, single nucleotide polymor-
phism) y pa3Iu4YHBIX JUHUHA U COPTOB B HeAAaBHEM
BPEMEHM TIO3BOJMWIM IIPOBECTU IMOJTHOT€HOMHBIN
nouck acconuanuii (GWAS, genome wide associa-
tion study) mis mpr3HaKa YCTOMYMBOCTH K 3apa3uxe.
B nccnenosanum Calderdn-Gonzilez ¢ coasr. [43] B
aHanu3 ObLIU B3sATHI 104 JTUMHUM MOACOJHEYHUKA C
pPa3IUIHBIM YPOBHEM YCTOMUYMBOCTH K TPEM ITOITYJISI -
nusMm O. cumana: K TIOITyJISIIUK packl F, coOpaHHOI1 B
HMcnanwnu (Tak HazpiBaeMas paca Fy (oT Guadalqui-
vir Valley, nonivHa peku I'Bananiksusup), pacbl Egg,
cobpaHHoli Bo @panuuu, u pacsl Gy, COOpaHHOI B
Typuun. B aToM nccienoBanum Haudoiee 3Ha9MbIe
accolualyy ¢ MIPU3HAKOM YCTOMYMBOCTH K 3apa3uxe
ObUT oOHapyxeHbl st SNP, pacrosiokeHHBIX B
JIBYX y4aCTKaX TPETheil XpOMOCOMBI IIOJICOJTHEUHHMKA.
IlepBEIit y9acToOK, AJIWHONM 5.2 MJIH I1.H., BKJIIOYAIO-
muit SNP, accoumupoBaHHbBIE C YCTOMYUBOCTBIO K
pacam E u F 3apasuxu, conepxai psig reHOB, KOIUPY-
FOLIMX OEIKU-TPAHCIIOPTEPHI U IIEPEHOCUMKH, B YACT-
HOCTH, TpaHcmoptep caxapoB ceMmelictBa SWEET,
TPpaHCKPUIIIUOHHBIE (akTophl n3 cemeiictB C3H u
AS2-LOB, a Takxe psn apyrux 6ekoB. Bropoit yua-
CTOK, INIMHOM 6.7 MJIH I1.H., BKIroyail SNP, accoru-
MPOBaHHBIE C YCTOMUMBOCTHIO K pace F. Baxno ot-
METHUTh, YTO paHEE C IMTOMOIIbIO METOIOB ITO3UIIMOH -
HOTO KapTUPOBaHUS B TEJIOMEPHOM y4acTKe TpeTbeit
XPOMOCOMBI ObLT JToKanu3oBaH reH Or5 [30], HO 00-
nacte Jokamm3anuu Or5, mo manHbeIM Calderdn-
Gonzalez c coast. [43], nexana 3a mpeaejamMmu yJacT-
KOB TPETheil XpOMOCOMBI, KOTOPHIE ObLIM aCCOLUU-
pOBaHbI C TIPU3HAKOM YCTOMYMBOCTM K 3apasuxe.
Kpome Toro, panee Imerovski ¢ coaBT. [44] MeTomOM
TEHETUYECKOI0 KapTUPOBaHUS BBISIBIII B IIpeleiax
TpeTheil XpOMOCOMBI TaK:Ke ABa JIOKyca, or3. I nor3.2,
orpeaesiiolMe YCTOMYMBOCTh K 3apa3uxe (OlieHU-
BaJIach yCTOMYMBOCTE K pace G u3 Cepoun). Kak or-
meuaeT Calderén-Gonzalez ¢ coaBT. [43], 3Th TOKy-
Chl HAXOJSITCS KaK pa3 BOJIM3U TeX yYaCTKOB TpeTbheit
XPOMOCOMBI, KOTOpPbIE€ MOKa3ajly HauboJjiee 3HAUYU-
MbI€ acCOLMAIUU C TIPU3HAKOM YCTOMYMBOCTH B UX
ncciaenoBanuu. Kpome toro, Akhtouch ¢ coasnrt. [45]
TaK:Ke paHee KapTUPOBAJIM OOMH U3 JOKYCOB yCTOM-
YMBOCTM K pace F, HaciemyeMoii Kak pelieCCUBHBIN
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pu3HaK, B TpeTbeit xpomocome. I[lo maHHBIM
Calderén-Gonzélez ¢ coaBrt. [43], 3TOT JIOKYC Haxo-
IUTCS PSIIOM C Y4aCTKOM pasMepoM B 6.7 MJIH TL.H.,
BBISIBJICHHOM B UX UcciaegoBannu [43]. Takum o6pa-
30M, C IIOMOIIIbIO PA3JINYHbBIX ITOIXOJ0B yIaI0Ch 00-
Hapy>XKUTb CXOXHNE YYaCTKM B T€HOME TMOJACOTHEYHU -
Ka, OTBETCTBEHHBIE 3a (hOpPMHUPOBAHHME MpHU3HAKA
ycToiiunBoCcTH K 3apasuxe. Kpome Toro, Calderén-
Gonzalez ¢ coaBT. [43] Tak:Ke BBISIBUIIU DS aCCOLIM-
alurii IpM3HaKa yCTOMYMBOCTH K 3apa3uxe u ¢ SNP
Ha Apyrux xpomocomax: 5, 10, 13, 15 u 16 [43]. Taxk,
psimoM ¢ SNP Ha xpomocoMme 16, meMOHCTPHUPYIOLIIM
3HAYMMYIO aCCOLIMALIMIO C TIPU3HAKOM YCTOMUMUBOCTU K
pace G, oOHapyXeH IeH, KOIUPYIOLINI 3TUJICH-3aBU-
CUMBII TpaHCKPUITLIMOHHBIHI hakTop ERF114.

Boree neranbHOE n3ydeHne GyHKINI TeHOB-KaHIY-
JIaTOB, PACIIOJIOXEHHbBIX B 00/IACTSIX TeHOMA, BBISIBJICH-
HbIX ¢ ToMo1bio GWAS B padore Calderon-Gonzalez ¢
coaBnT. [43], MO3BOMUT JIy4yIle MOHSITH MOJIEKYISIP-
HBIE OCHOBBI B3aMMOMACICTBUSI ITOACOJHEYHUKA C
3apa3uxoi.

BBIAIBIEHWE T’EHOB, OTTPENEJIAIOLIMX
YCTONMYNBOCTD ITOACOJTHEYHUKA K
3APA3UXE, C IIOMOIIIBIO METOJ10B
TPAHCKPUIITOMHOI'O AHAJIU3A

IIpu cpaBHeHUM NPOMUIST IKCIPECCUU TEHOB
YCTOMUMBOTO U UYYBCTBUTEIBHOTO K 3apa3nxe COPTOB
MOACOJIHEYHNKA B paboTre Sisou ¢ coaBT. [46] ObLIH
BBISIBJIEHBI TeHbI, TU(dhepeHInaTIbHO IKCIIPECCUpPY-
IOILMECs IIPY B3aUMOIEAICTBUM C 3apa3uxoil. ABTOPHI
aHaJIM3UPOBAIU ITPODUIIU SKCIPECCUU FEHOB 10 BO3-
NIEWCTBUS 3apa3uXxu U Ha MAThIN AeHb Mocje “3apaxe-
HUS” 3apa3uxor (HaHeCceHUST Ha KOPHU TTOICOTHESYHM -
Ka ceMsIH 3apa3uxu, MpeaBapuTeIbHO CTEPUIN30BaH-
HbIX M oOpaboranHbix GR24 — cuHTETHYECKUM
aHaJIOrOM CTPUTOJIAKTOHOB 11 UHAYKIIMU TIpopac-
TaHUsl ceMsiH). B pabote cpaBHUBaIu 4YyBCTBUTE/b-
Hb1i1 copT (‘D.Y.3’) 1 yCcTOMYMBEIIL K 3apa3uxe COpT
nonconHeyHuka (‘EMEK3’), y koroporo mpoucxonun
OJIOK pa3BUTHSI TayCTOPUU B KJIETKaxX KOPbI KOPHS B
CBS13M ¢ ux iurHupukaimeii. Cpenu nuddepeHimanb-
HO DKCIIPECCUPYIOLIMXCS TEHOB ObLIM BbISIBIEHBI Te-
HbI, JJIsS1 KOTOPbIX paHee ObLIO MOKa3aHo ydyacTue B
OTBETE Ha 3apaXkeHue MaToreHamMu. DTO reHbl, KOAUPY-
torme PB-1,3-sHnonmokaHasy, B-mirokaHasy U 9TUICH-
3aBUCHMBIIT TpaHCKpUNUMOHHbIN (akTtop ERF4. B
YaCTHOCTH, Y YCTOMUYMBOTO K 3apa3uxe copTa HabI10-
JIajach MOHWXXEHHasT sKcrnpeccus reHa ERF4. ng
A. thaliana ObUIO NOKa3aHO, YTO MyTalMsi B TI'eHE
ERF4 o0ycnaBinyBaja yCTOMYMBOCTD K Tpudy Fusarium
0OXysporum, TOTIa KaK CBEPXIKCIIPECCUs ITOTO IreHa
BbI3bIBaJIa TOJABJIECHNE BKCIPECCUU TEeHOB, 3aneii-
CTBOBAHHLIX B OTBeTe Ha cTpecc [47]. ¥V ycToiunBOoro
K 3apa3uxe copTa MOACOJHEYHUKA Takxke Oblja yBe-
JIMYeHa 9KCIIPEeCCUsi FTeHOB, KOIUPYIOIIMNX (hepPMEHThI
B-rmokaHasbl, paspyniamoiiie B-rmiroKaHbl — KOM-
MOHEHTHI KJIETOYHOM CTeHKHU pacTeHui. ITpenmoia-
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raetcs, 4To [3-mIoKaHa3bl PACTEHUSI-X03sIMHA MOTYT
pa3pyliaTh KJIETOYHbIE CTEHKU 3apa3sviXH, UYTO MpHU-
BOJIHT K BBICBOOOXICHUIO 3(P(PEKTOPHBIX MOJICKYI,
3aIyCKaroNIMX UMMYHHBIE peaKlIMi B KOPHE TOICOM-
HEYHUKA, B YaCTHOCTU, HAKOITJICHUE JIMTHUHA U IPYTUX
(beHONBHBIX COEMMHEHWIA B MECTe IPOHNKHOBEHMSI ITa-
pasuTa. B pesynbrare aT0OTO0 3apasuxe He yaaeTcs ycTa-
HOBUTb COEIMHEHNE C COCYANCTOM CUCTEMOM X035 -
Ha, 9TO TIPUBOAUT K HEKPO3y TKaHel mapasuta [46].

Kpowme toro, B HemaBHeM ucciegoBannu Huang c
coaBT. [48] ObLT MpoBeleH TPAaHCKPUINTOMHBIN aHa-
JIN3 TIPOPOCTKOB ITOACOJHeYHMKa JuHuu HZ2399,
ycToifunBOii K pace F 3apasuxu, 1o cpaBHEHHUIO C
KOHTPOJIbHOM JMHMEN, He oOJiamaroleil yCToYnBO-
cThI0. B 3T011 padboTte OBLTM TTpOaHaIM3NPOBAaHEI CaMble
paHHME 3Tarbl B3aUMOAEHCTBUS MOACOTHEYHUKA C 3a-
pas3uxoii: oT 4 1o 72 4 1ocjie BHECEHUS CEMSTH 3apa3uxu
K MpopocTKaM MoACoHeUYHUKa. B nmpopocTkax ycToii-
YMBOI JIUHWU aBTOPBI BBISBUIU YBEJTMUEHUE YPOBHEN
BKCIIPEeCCUN TEeHOB, OTBETCTBEHHBIX 3a B3aMMOJICIi-
CTBHE pacTeHUil ¢ puTomaToreHaMu, OMOCUHTE3 (e-
HUJI-IIPOTIAHOUIHBIX coennHeHnit, MAP-kuHa3HbII
CUTHAJIMHT, TOPMOHAJIbHBI CUTHAJIWHT, OMOCUHTE3
(h1aBOHOMIOB U MEPOKCUIA3HYIO aKTUBHOCTb. Cpe-
JIU TEHOB C TIOBBILLIEHHONW aKTUBHOCTBIO B TPOPOCT-
KaX yCTOMYMBO# TMHUU MOACOJTHEYHNKA aBTOPHI BbI-
JIeJIWI TPU TeHa, yBEeJMYeHUEe YPOBHS 3KCIIpECCUU
KOTOPBIX OBIT0 TTIOATBEepKAeHO ¢ ToMolbio OT-TTLH P
B peaqbHOM BpemeHu: 4CL2 (reH 4-kymapatr:CoA
JIurasbl, y9acTBYIOIIIEH B OMOoCUHTE3e (DEHUII-TTpOoTIa-
HoumHbIX coenuHeHuii), EDSI (Enhanced Disease
Susceptibility 1, konupyoluii 6eJI0K, y4acTBYIOLIMIA
B UMMYHHOM CHUTHaJIbHOM MYTHU, OMOCPEIOBaHHOM
BHYTPUKJIETOUHBIMM UMMYHHBIMU periernrropamMi NLR
(nucleotide-binding/leucine-rich-repeat)), a Takxe
red TGA3 (KonupyIoluii TpaHCKPUIILIMOHHBIN (ak-
TOp, OMOCPENYIONINI aKTUBALIMIO SKCIIPECCUN TEHOB
B OTBET Ha JEUCTBUE CaJULMIOBOI KMUCIOTHI). I1o
MHEHUIO aBTOPOB, 3TU F'€HbI MOTYT UTPATh KJIFOYEBYIO
poJib B (POpMHUPOBAHUU YCTOMYUBOCTHU TOACOTHEU-
HUKa K 3apasuxe [48]. OgHako, IsI TOHUMaHUST Me-
XaHW3MOB YCTOMUYMBOCTU K 3apa3uxe, HeoOXOIMMO
TaKXe 3HaHWE TOTO, Ha KAKOM UMEHHO 3Tarie Mpu 3a-
paxkeHuu ycroitumBoil tuHun HZ2399 nabnonaercs
0JI0K pa3BUTHS Mapa3uTa.

3AKJIFTOYEHHME

BoablIMHCTBO onmUCaHHBIX (OPM YCTOMYMBOCTU
MOJCOHEYHMKA K 3apa3nuxe OTHOCUTCS K TaK Ha3bl-
BaeMoil “BepTUKaIbHOI” yCTOWYMBOCTU, (POPMUDPY-
fol1efics TI0 OTHOILLIEHHWIO K OTpeaeieHHbIM pacaM 3a-
pasuxu. Takasi yCTOHYMBOCTb pa3BUBAETCS MO Mexa-
HU3MY, U3BECTHOMY KaK “TeH-Ha-TeH”’, OCHOBAaHHOMY
Ha B3aUMOJENCTBUM MEXIY MPOIyKTaMH1 T'eHa YCTOM-
YUBOCTU XO3SMHA U T€HA aBUPYJEHTHOCTU PACTeHUSI-
napasuta. Kak 66110 IToKa3aHO ISl Pa3JIMYHbIX TPUME-
POB B3aMMOEICTBUS pacTeHuli ¢ (pUTONMaToreHaMu, B
cucreMe “reH-Ha-reH” B OOJBIIMHCTBE CIIydaeB T'eH
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pacTeHUSI-X035IMHA, OIIPEASIISIIONINIT YCTONIYNBOCTD,
KOAMPYET peLienTop, CIIOCOOHBII pacro3HaBaTh CIeI-
durueckuii 3¢heKTOpHbBIN OeNOK, KOOUPYEeMblii TeHOM
aBUpYJICHTHOCTH uToraTtoreHa. Pacnmo3HaBanme 3¢-
dexTopHOrO O€eKa (hUTOIaTOreHa pelernTopoOM pacTe-
HUSI-XO3sIMHA 3aIlyCKaeT TaK Ha3bIBaeMBbIii CIie I~
yecKuii 3] ¢heKTOp-0IoCpeIOBAHHBIA HNMMYHUTET
(ETI), BkitouamoIuii pa3BUTHE peaKkiud CBEPXUyB-
CTBUTEJIBHOCTU 1 (DOPMUPOBAHUE CUCTEMHOM YCTOM~
YUBOCTH K puTonaroreny [36].

TonbKo 011 OMHOTO JIOKYCa IoAcoIHeuHuKa, Or7,
OBLI KJIOHUPOBAH I'e¢H, OTBETCTBECHHBII 32 POPMUPO-
BaHMe YCTOMYMBOCTU K 3apasuxe [34]. UM okazaics
IeH, KOOUPYIOIIUIA peLieNTOPHYIO KMHA3Y C JISHIIMH-
OorarbIMM MOBTOpPaMM, MMEIOIIYI0 BBICOKOE CXOJI-
CTBO C paHee oxapaKTepu30BaHHBIM UMMYHHEIM pe-
nenropom puca XA21 [34, 35]. Iasa apyrux JIOKyCOB
YCTOMYMBOCTU OBLIM OIPEIEICHbl BEPOSITHHIE T€HbI-
KaHIWIAThI, KOJOKAJIM30BaHHbIE C HUMU. Tak, B 00ma-
ctu jiokyca Orp,;,, ObUTH TeHBI, KOIUPYIOLIUE PeLenTOp-
nomo0OHbBIe OeIK1 — JIMIIICHHBIE 9KCTPAKIETOYHOTO JI0-
MeHa OeJIKM C OMHUM WIM 00Jiee KUHA3HbIM JOMEHOM,
a Takxke 6enku ¢ gjoMmeHamMu LRR, nuiieHHbIe IUTO-
maa3sMaTrudeckoro kmHaszHoro gomeHa [39]. Takue
pelenTop-nogooHbIe OeJIKM MOTryT paboTaTb B pe-
LICITOPHBIX KOMIUIEKCAX U OCYILIECTBISATh PELEHLIIO
3¢ HEeKTOPHBIX OCIIKOB, BBIACIISIEMBIX pacTCHUN I1a-
pasutoM. Kpome Toro, mist psga QTL-10oKycoB non-
COJIHEeUHMKA OblJIa IOKa3aHa KOJIOKAJIM3allusl C TeHa-
mu, Kogupyrommmu 6eiak NLR [40], mpencraBisro-
IIUMU CO0O0il KIIOYeBble MMMYHHBIE PELENTOPDI,
y3Hamwl1ure 3p@eKTopHbIe 0eIKU (PUTOMATOTEHOB U
3aIrycKaroue CneuuduIecKnii UMMYHHBII OTBET B
OopraHusMe pacTeHUusi-xo3siMHa. bojee Toro, ObLIO
OTMEUEHO, 4TO JIOKyC Or5 Takke KOJIOKAaJIM30BaH C
reHoM, KoaupyomnM 6esrok NLR [31]. DT™n nanHbIC
MOATBEPXKAAIOT TIPEAMNOJOXEHUE O TOM, YTO TEHBbI,
MIPOAYKTHl KOTOPHIX 3aleiicCTBOBaHHEIC B pelEHIUN
3¢ DEeKTOPHBIX OCIKOB 3apa3nXxy M 3aITyCcKe CIICIN-
¢pUrYeCcKOro UMMYHUTETA, SIBJISIIOTCS KJIIOYEBBIMU pe-
ryjasgTopamMy “BepTUKaJbHON” YCTOMYMBOCTU IOMI-
COJIHEUHMKA, (hOPMUPYIOIIEHCSI K OIpeaeIeHHbIM
pacam 3apa3uxu. ¥ orMcaHHbIX (POPM MOICOJTHEYHU -
Ka, YCTOMYMBOCTh KOTOPBIX, KaK IMpEIojaaraercs,
MOXKET OIPEASIISIThCI TeHaAMU TaKMX UMMYHHBIX pe-
LIEITOPOB, y3HaroMX 3(deKTOpHbIe OCIKM 3apa3-
X1, HaOMI0IaeTCsl pa3BUTHUE YCTOMYMBOCTU Ha 3Talle
pocTa TayCTOPMM B TKAHSIX KOPHSX MOACOJTHEYHMKA
JIO ee MPUKPETUICHUS K TIPOBOJSIIEH CUCTEME pacTe-
Husi-xo3ssuHa (puc. 1). Takum oOpa3zom, MIMEHHO Ha
9TOM 3Talle, BEPOSITHO, IIPOUCXOIUT CIIeIN(PUIECKOe
pacrio3HaBaHue 3((EKTOPHBIX MOJIEKYJ 3apa3suxu,
CITOCOOHBIX MHAYIIUPOBATh UMMYHUTET B OPraHU3Me
pacTeHUsI-XO3sIMHA.

HccnenoBanne TpaHCKPUIITOMOB U IIPOTEOMOB
pa3HBIX pac 3apasvxy ITOACOTHEYHOI Ha 3Tare ee
npopacTaHus B KOPEHb pacTCHUSI-XO3sIMHA TOJKHO
COCOOCTBOBATH ITOJTYYEHUIO HOBBIX JAHHBIX O MOJIe-
KyJsIpHOI npupoae 3PdPeKTOpHBIX OSIKOB 3apa3uxu

U CIOcOOCTBOBaTh OoJiee TITyOOKOMY MOHWUMaHWIO
MEXaHN3MOB YCTOMUYMBOCTHU MOACOTHEYHNKA K 3apa-
3MXe, a TAKXKe pa3pad0oTKe HOBBIX CLTOCOO0B OOPHOBI C
5TUM Napa3uTUUYECKUM PACTEHUEM.

PaGora BhITIONIHEHA TIPU TToaAepkKe MUHUCTEP-
CTBa HayKu M BbICIIero oopaszoBaHusi Poccuiickoit
Ddenepanny B COOTBETCTBUU ¢ JoroBopoM Ne 075-15-
2022-322 ot 22.04.2022 o mpemocTaBjIeHUU IPaHTa B
dopme cyocuauii u3 ¢enaepaibHoro orwomkera Poc-
cuiickoit @enepauun. I'paHT ObUI IIpeIOCTaBIeH Ha
TOCyIapCTBEHHYIO TIONAEPXKKY CO3NAaHUS U PAa3BUTUS
HayuHoro 1ieHTpa MUpOBOTo ypOBHS “ATrpOTEeXHOJIO-
Ty Oyayiiero”.

ABtopnl GnarogapHbl JlonyeBoit Mpune EBre-
HbEBHE 3a IIEHHbIC 3aMEUaHUs U OOCYyXXIeHWUE MaTe-
puasa B Xoe MOATOTOBKU PYKOTIUCH.

ABTOpHI 3asTBJISTIOT 00 OTCYTCTBUM KOHMDIIMKTA
nHTepecoB. HacTosmias ctathst He COTEpKUT KaKHUX-
IGO0 ucclieMoBaHUM C ydacTUeM JIIOAEH U JKUBOTHBIX
B KauecTBe OOBEKTOB.
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