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3apas3uxa KyMcKasi, wiv noaconHeuHast (Orobanche cumana Wallr.) siBiisieTcst 00JIMIaTHBIM Napa3suTUISCKUM
pacTeHueM, cnelnUuIHO IMopaXkalolIM MOACOJHEYHUK U CITOCOOHBIM BbI3BaTh 3HAUMTEJIbHBIE ITOTEPU €TO
ypoxkas. B cBsI31 ¢ 9THM MoJTydyeHe YCTOMUMBBIX K 3apa3rxe COPTOB IMOACOTHEYHMKA TTPENCTABIISIET BAXKHYIO
IUJTS CeJIbCKOTO X03siicTBa 3amady. Ceneklus MoACOTHeUHNKAa Ha YCTOMYMBOCTD K 3apa3uxe Oblia HayaTa
ele B Hayasie XX B. BaxkHast 3acityra B 9TOM NPUHAIEXKUT COBETCKUM cefieKInoHepaM. OTHaKo MoyYeHue
HOBBIX YCTOMYMBBIX COPTOB MOJICOTHEUHNKA COTTPOBOXIATOCH MTOSIBJIEHEM HOBBIX BUPYJIEHTHBIX pac 3apa-
3UXU, KOTOpbIE TTPEOnoeBaln AeiCTBUE TEHOB YCTOMUMBOCTH. JIJIsI psila TeHETUYECKUX JIOKYCOB TMOACON-
HEYHMKa, OIpeesIsIolMX YCTOMYMBOCTD K 3apa3uxe, ObLUIO OIpeaesieHO MECTOIOJOXEHMEe Ha TeHEeTUYe-
CKOIt KapTe, HO JIMIIIb IS HEKOTOPBIX U3 HUX OBLJIM YCTAHOBJIEHBI BEPOSITHBIE TeHbI-KaHAUAATHI U ONKUCaH
BO3MOXHBII MOJIEKYJISIDHBIM MeXaHu3M ux aeictBusi. KpoMe Toro, B HemaBHee BpeMsi ObUIM MOJTYYEHbI
TPAHCKPUIITOMHBIE TaHHBIE JJIsI YCTOMYUBBIX U YyBCTBUTENBHBIX K 3apa3uxe COPTOB MOACOJHEYHUKA, YTO
TaKXKe T03BOJISIET MPUOIU3UTHCS K TTOHMMAaHUIO MOJIEKYJISIDHBIX OCHOB (hOPMUPOBAHUS YCTONYMBOCTU.
PaccMoTpeHMIO MOJIEKYISIPHO-TEHETUYECKUX MEXaHM3MOB YCTOMYMBOCTU ITONCOTHEYHUKA K 3apa3uxe, Bbl-
SIBJICHHBIX Ha OCHOBAaHWM JAHHBIX TTO KAPTUPOBAHMIO JIOKYCOB YCTOMYUBOCTU U OITPEACIEHUIO BEPOSTHBIX

TC€HOB-KaHIMOATOB, a TAKXKEC JaHHbIX TPAHCKPHUIITOMHBIX MCCJIEIOBAHUM, Y IOCBSAIIEH Halll 0630p.
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BBEAEHWE

IMonconueunuk (Helianthus annuus 1..) — deTBep-
Tasg 110 3HAYMMOCTHU MacJMYHasl KyJIbTypa B MHUpE.
VYpoxailHOCTb MOACOJIHEYHMKA T1afgaeT IMpu 3apaxe-
HUW pa3MYHbIMU TTapa3uTaMu, HauOOJIbIIUNA YPOH
cpeou KOTOPBIX HAHOCHUT 3apa3rxa MOACOJHEYHAas
(xymckast) (Orobanche cumana Wallr.). 3apasuxa s1B-
JISIETCS OOJUTaTHBIM ITapa3suTUYECKUM PACTEHUEM,
He BBIpabaThIBAIOIIMM XJIOPOGUILI, B CBSI3H C YeM
KM3HEHHO BaXXHBIM [IJIsI HE€ CTAHOBUTCS KOHTAKT C
pacteHreM-Xxo3siuHoM. IlepBoe ynmoMuHaHuUE 3apa-
XKEHUSI 3apa3uxoii MONCOTHEYHMKA OTHOCUTCSI K
koHI1y XIX B., korna B Poccun Hayanm akTUBHO BbI-
palmMBaTh MOACOJTHEUYHMK, U 3apa3uxa, paHee Iapa-
3UTHUpPYIOIIAasl Ha MOJBIHU BUOOB Artemisia maritima
incana Schm u A. austriaca Jacq., mepeKIoYnIach Ha
HOBBII1 BUJI pacTeHUsI-X03siMHa. 0. cumana mposiBJIsi-
€T BBICOKYIO CIIEHU(DPUIHOCTh B OTHOILIEHUU TTOICOJI-
HEYHMKa, KOTOPbI SBJISIETCS €AUHCTBEHHOM CEJlb-
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CKOXO3SMCTBEHHOM KYJIBTYpPOM, IMOPAXKAEMOU 3apasu-
X0o#t 3TOoro Bupa. D10 oTm4yaeT O. cumana OT IPYTUX
Mapa3suTUIECKUX pacTeHuit u3 poaa Orobanche, nmeto-
KX 0osiee MUPOKUIN CHEKTP paCTEeHUII-X0351€B KakK
Cpeau CeIbCKOXO3IMCTBEHHBIX KYJIbTYP, TaK U CPEU
npeacTaBuTeneii gukoil rpuponsl [1]. OCHOBHBIM
CpeacTBOM OOPBOBI C 3apa3nXOi SIBJISIETCS CEJICKIIMS
MOJICOJTHEYHNKA HAa YCTOWYMBOCTh K Heill. [lepBhIii
3apa3uxoyCTOMUMBBII copT noacoiHeyHuka (Kpyr-
JmK 7-15-163) 6wt BeiBeneH Ha Ky6Ganu B 1916 T.
B.C. I1ycToBOITOM METOIOM MHOTOKPATHOTO UHIM -
BUAYyaTbHOTO 0TOOpa [2]. BrmocaencTBrm OBLIO MOJTY-
YEHO ellle HECKOJIbKO COPTOB, YCTOMYMBBIX K 3apa3rxe
U NIpU 3TOM XapaKTepU3YIOIIUXCS BICOKUMU MOKa-
3aTeIsIMU XO3SIMCTBEHHO II€HHBIX IPU3HAKOB |[2].
OnHako yxe K KoHILy 1920-x IT. 3Tu copTa OKa3ajiuch
HEYCTOMYMBBIMU K HOBOI pace 3apa3uxu, Nopa3uBLIC
nojist B KpacHomapckoMm Kpae, PoctoBckoii u Bopo-
HEXCKoM obnactax. Takmm obpazom, Obmm mudde-
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PEHLIMPOBAHEI IBE pachl 3apa3uxu: paca A, K KOTO-
POl YyCTOMYMBBI TNEPBBbIE BBIBEACHHBIE 3apa3uXo-
YCTOIYMBEIE COpTa IOICOJHEYHUKAa, M paca B, x
KOTOPOI JaHHBIE COPTA OKA3aJIMCh HE YCTOMUYMBHIMU
[2, 3]. C aTOorO Hayanach TOHKA MEXIY CeIeKIIMOHEe-
pamu 1 3apa3uxoii. Kaxplii ycriex ceJIeKIIMOHEPOB B
MMOTyYeHUHN HOBBIX YCTOMYMBBIX COPTOB ITOACOTHEY-
HUKa COIIPOBOXIAJCS ITOSIBIEHUEM HOBBIX BHUpPY-
JIEHTHBIX pac 3apasvxyl, KOTOpHLIE IIpPeoIoJieBaIu
IeJICTBUE TeHOB ycTouMBoCcTA. Ha maHHBIIT MOMEHT
BBIAEJISIOT YK€ BOCEMb pac 3apa3uxu, Ha3BaHHBIX A,
B, C, D, E, F, G u H, npu 3TOM JOMUHUpPYIOIIEH Ha
OoJIbIIMHCTBE 1ToJieit Poccuiickoit @enepalinu sIBiisi-
ercsa paca G [4]. B c¢BsI3M ¢ 3TUM, IeHETUYECKYIO
YCTOMYMBOCTD ITOACOJIHEUHMKA K 3apa3uxe MOXKHO
paccMaTpuBaTh KaK “BepTHKaIbHYIO”, BO3HWKAIO-
IIYI0 K OIpenesieHHO pace (WM OIpencIeHHOMY
OMOTHILY, BEIACISIEMOMY B IIpeeaax KOHKPETHOM pa-
cel). [lo-BummMoMy, Takast yCTOMYMBOCTh B KaXKIOM
cliyyae oO0ycCJIOBJIeHa BO3HMKHOBEHUEM TOMMHAHT-
HBIX MyTalluii B OTACIBHBIX T'e€HAaX U OIIPEACIISIeTCS
B3aMMO/IENICTBUEM “TeH-HA-TeH”: B3auMOIECTBUEM
MEXIy TEHOM YCTOMYMBOCTU XO35IMHA U T€HOM aBU-
PYJICHTHOCTM pacTeHusI-niapasuta [1]. DTo otnnyaer
B3anMooTHomeHus1 0. cumana C TOICOTHEYHIKOM
OT B3aMMOOTHOILIEHUI IPYyTrUX NPEACTaBUTENEN poaa
Orobanche ¢ nX paCTEHUSIMU-X03sieBaMM, Y KOTOPBIX
YCTOMYMBOCTb B OOJBIIMHCTBE CIy4aeB SIBIISICTCS
“ropu3OHTAJIbHON ’, HEe 0bJIagalolIeii pacOBOM CIIeI-
duaHoCTEIO [ 1, 5]. TeHbI TOACOTHEYHWKA, OTTPEACIISTIO-
e YCTOMYMBOCTD K pacaM 3apa3uxu, IIPUHSITO 000-
3Hauyath Kak Or (ot Orobanche resistance). Tak,
Vranceanu ¢ coaBT. [6] GBUTO MPEITOXEHO MCIIONB30-
BaTb 00o3HaueHUs1 Or/—Or5 mjisk TEHOB, OIPEIesIsio-
IIUX YCTOMYMBOCTD K U3BECTHBIM Ha TOT MOMEHT pacaM
3apa3uxu A—E. B nanbHeiiieM cXomHbIM 00pa3oM ObI-
JIM Ha3BaHbI T€HBI, 00eCIIeYBaIOIINEe YCTOMIYNBOCTh
K pacam 3apasuxu F u G (reusl Or6 u 7 COOTBET-
CTBeHHO). OIHAKO ClIeAyeT OTMETUTh, YTO Pachl 3a-
pa3uxy MOTYT OBITh HEOTHOPOIHBI M BKIIIOUYATh KOM-
IUIEKC OMOTUIIOB, OTJIUYAIOIINXCS, B TOM YUCIIE, U 1O
reorpau4eckKkoMy paclpoOCTpaHCHUIO, U YCTOMYM-
BOCTb K HAIM MOXKET OIPEIe/ISAThCS pa3InIHbIMU T'e-
HaMmu [3]. JIuiae HEOOJIBIIOE YMCIO TEHOB ITOICOJ-
HEYHMKA, OIPEICIISIONINX YCTOMYMBOCTD K 3apa3uxe,
OBUIO KapTUPOBAHO, M IIPEAIIoJaraeMblii MOJIEKY-
JISIPHBIA MEXaHU3M JEUCTBUS ObLI OINpeaesieH JUIIb
JUIST HEKOTOPBIX M3 HUX. OOCYXIEHUIO 3TUX MeXa-
HU3MOB U OyHeT yaeJIeHO OCHOBHOEe BHUMaHUE B Ha-
cTosieM ob3ope.

DJISI Ha4daJia paCCMOTpUM KU3HEHHBIN LUK 3apa-
3UXU MOJCOJHEYHOM 1 OCHOBHBIE 3Talbl €€ B3aMO-
OTHOLLIEHUM C PaCTCHUECM-XO35IMHOM.

KU3HEHHBIN LMK 3APASUXA
INOJCOJIHEHHOU

3apasuxa (Orobanche) — popn Iapa3uTHYECKUX
pacTeHuii U3 ceMeiictBa 3apasuxoBbie (Orobanchaceae).

JIEBEJAEBA u np.

IIpencraBuTen poma OTHOCIATCS K rojonapasuraM,
T.€. OHM HECIIOCOOHBI K (OTOCUHTE3y M B MUTAHUU
IMOJTHOCTBIO 3aBUCST OT pacTeHUsI-Xo3s1MHa. Pon 3a-
pasmxa BKIo4YaeT B ce0s1 oonee 200 BUIOB, KaxKIbIit
13 KOTOPBIX Mapa3uTHUPYET Ha CBOEM CIIEKTPE XO35IEB.
O. cumana sIBIISIETCS BBICOKOCTIEIM(UIHBIM ITapa3u-
TOM IIOICOJIHEYHMKA, CIIOCOOHBIM YHUYTOXUTH IO
100% ypozkast. [I0CKOJIBKY TTOACOTHEUHUK — BasKHasI
CEJIbCKOXO3SIICTBEHHAsT KYJIbTypa, KOMIIJICKCHOE
U3y4YeHUEe Mapa3suTUIECKUX OTHOILIEHU TTOACOJIHEY-
HUKAa U 3apa3uxy NpeacTaBIsIeTCd KpaiiHe BaXXHBIM.

3apa3uxa MOACOJIHEYHAs] — BBICOKOIPOIYKTHUB-
HBII BUJI: OMHO pacTeHUe 00pa3yeT HECKOIbKO ThICSY
KPOIIIEYHBIX CEMSH IMOYTH MUKPOCKOIIMYECKOIO pa3-
Mepa, KOTOpbI€ PacIpOCTPAHSIOTCS Ha OOJIbIINME pac-
CTOSIHMSI BETPOM WJIU 3a CUET IIPUKPEIUICHUS K APYTUM
00BEKTaM, B T.4. K CEMeHaM ItoacojiHeuHuka [7]. Ce-
M1 3apa3uxy COXpaHsIeT XKM3HECIIOCOOHOCTh MHOTHE
ronbl (1o 20 jieT) U mpopacTaeT TOJbKO B IPUCYT-
CTBUHU ITOTEHLIMAIILHOIO XO3SMHA, KOPHU KOTOPOTO
BBIpA0ATHIBAIOT CTUMYJISITOP IpOpacTaHUsI CEMEHU
3apa3uxu [8]. U3BecTHO, UTO 3a MpopacTaHUe CEMSTH
Mapa3uTUIEeCKUX PACTEHUI OTBETCTBEHHEI (DUTOTOP-
MOHBI CTPUTOJIAKTOHBI, BBIACIsSIeMble KOPHSIMU pac-
TeHUsI-xo3siuHa. OCHOBHBIMU  CTPUTOJIAKTOHAMM,
BBIIEJISIEMBIMU TOICOIHEUHUKOM, SIBJISIFOTCSI OpOOaH-
XWJja aleTar, 5-IeOKCHUCTPUIOI, a TAKXKe CECKBUTEPIIe-
HOBbIE JIJaKTOHHBI [9]. Kpome Toro, B KOpHsIX MOICOJ-
HEYHUKAa ObLIN BBISIBJICHBI 5-COProJaKTOH U OpoOaH-
xoi1 [10]. ITokazaHo, 9To crienmpnIecKuM MHIYKTOPOM
rpopacTtaHusi ceMsiH 3apasuxu 0. cumana SIBJSIETCSI
CECKBUTEPIECHOBEHIN JIAKTOH IETUIPOKOCTYC-JIaKTOH,
BBEIIENsIeMBIII KopHIMHU 3apasnxu [8]. Kpome Toro,
CMOCOOHOCTh CTUMYJIMPOBATh MPOpACTaHUSI CEMSIH
3apa3uxu oIMcaHa ISl psiia APYTUX CECKBUTEPIIEHO -
BBIX JTaKTOHOB [11], a Takke misd HEKAHOHWYECKOTO
CTPUTOJIaKTOHA — TeJIrojiakToHa [12].

Ilocne uHAYKIIMK MpopacTaHusl 3apOJblIlIeBbIM
KOPHEM pacTeHUsT POPMUPYETCS alIpeCCOPUil — CTPYK-
Typa Il TIPUKPETUIEHUs] K KOPHIO TIOACOTHEYHMKA.
KieTkin XopHSI TToACOMHEYHNKA BBIPAOATHIBAIOT HU3-
KOMOJIEKYJISIpHbIE CUTHAJIbHbIE BellleCTBa, MHAYLIV-
pytomne ¢dopmupoBaHue raycropum (haustoria-in-
ducing factors, HIFs) [13]. Kak 6bu10 mokazaHo ISt
psiia mapasuTUYECKUX PACTEHU, B poin (haKTOPOB,
WHIYLUUPYIOIIUX POCT TayCTOPHU, BBICTYIIAeT JUME-
ToKcH-p-0eH30xruHOH (JIMBX), a Takske psim apyrux
CTPYKTYPHO POICTBEHHBIX XMHOHOB, KOTOpPHBIE, Mpe-
MOJIOXKUTETbHO, MOTYT BO3HUKATh B pe3yJibTaTe pa3py-
ILIEHUS JIMTHUHA KJIETOYHOM CTEHKU-PACTEHUS XO35IU-
Ha [14]. OnHako, B oTHoleHuu O. cumana o6paboTKa
JMBX He oka3bIBalia CTUMYJIMpYIolIero 3¢ ekra Ha
POCT U pa3BUTHE TayCTOPUHU, BbI3bIBasi HEKPO3 KO-
peuka [15]. layctopust — 310 CTpyKTYypa, hOopMUpy-
eMasi KOpHeM 3apa3uxu i1 MPOHMKHOBEHUSI B OCEBOA
LIMJIMHAP KOPHS IOoACOIHEYHMKA [16]. Mexmy mpoBo-
JSIIMMU CUCTeMaMM T1apa3nuTa U XO03sIMHa yCTaHaBIIM-
BaeTCs CTPYKTYpPHasi CBSI3b, U 3apa3uxa UCTIONIb3YeT K-
TaTe/bHbIE BEIIECTBA, TPAHCIIOPTUPYEMBIE T10 TIPOBO-
®UBNOJIOTHS PACTEHUN Ne 5
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Puc. 1. CxeMa XU3HEHHOTO IIMKJIa 3apa3vXu TTOJACOJTHEYHOM 1 BO3MOXHbBIE MEXaHU3MbI (POPMUPOBAHMST yCTOMYUBOCTHA. Omr-
CaHHBbIE B JIUTEPATYpe MPUMEPbI YCTOMUMBOCTH CBSI3aHbI C 0JIOKOM Pa3BUTUSI FAyCTOPUU B TKAHSIX KOPHSI MMOACOTHEYHUKA U He-
KPO30M raycTOpuH, a TakxKe ¢ 6JIOKOM pa3BUTHsI KIIyOeHbKa 3apa3uxy Ha 3Tare Mocie YCTaHOBJISHHSI KOHTaKTa MPOBOISIIINX
CHCTEM TMOICOTHEYHUKA U 3apa3uxu. B yacTHOCTH, YyCTOMYMBOCTh Ha 3Tare MIPOHUKHOBEHMSI TayCTOPUM B KOPY KOPHS OIlpe-
nelnsieTcss TeHoM Or7, KOOUPYIOIIUM PEeLIEIITOPHYIO KMHa3y ¢ 1oMeHoM LRR, BeposiTHO, 3aieiicCTBOBaHHYIO B peleniuun 3d-
(ekTopHOTO GenKa, BbIIEISIEMOTO 3apa3uxoil U B 3aIyCKe MMMYHHOTO OTBETa. YCTOMYMBOCTh Ha 3TOM 3Ke 3Talle TaKXe KOH-
Tponupyetcst TOKYcoM Orp,; 5, CPEIM T€HOB-KaHIUIATOB [UIsi KOTOPOTO OMUCAHBI TeHBI, KOIUPYIOIIUE PELIENITOPHEIE OEJIKH C
nomeHoM LRR, Ho JullleHHBIE KWHA3HOTO JOMEHA, a TaAKXKe T'€Hbl, KOOUPYIOIINE PeLeNTOP-I10100HbIe OEIKU ¢ KUH3aHBIMU
IOMEHaMHM, HO JIMIIeHHBIE dKCcTpakiieTouHoro nomeHa LRR. Takue 6e1ku Moryt padoTaTh B KOMIUIEKCaX 1 y3HaBaTh 3(pdek-
TOpHBIEC OeJIKM, BbIIesieMble 3apa3uxoii. KpoMe Toro, cpeay BeposiTHBIX KaHAUAATOB JIoOKyca OrS, onvcaH T'eH, KOIUPYIOIINiA
oenok NLR, oTHocsIUiics K KJ1acCy UMMYHHBIX PeLIEIITOPOB, Y3HAIOIIMX BHYTPUKIIETOUHBIE 3(h(EKTOPHbIEC OSIKU 1 aKTUBU -
PYIOIINX UMMYHHBIM OTBET. YCTOMYMBOCTD Ha 3Tarle MOC/e YCTAHOBICHUSI KOHTAKTa MPOBOISIIIMX CUCTEM MOICOJHEUHUKA U
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3apa3uxu ONMCaHa, B YaCTHOCTH, st JJoKyca OrSI/, reHbI-KaHIUAAThI IUISI KOTOPOTO €llle He OMpeIeIeHbI.

ISIIAM TKaHSIM KOpPHS IToacoHedHnKa. C BHENITHEN
CTOPOHEI, B 00JIaCTH MPUKpPEIUICHUsI K KOPHIO I10JI-
COJIHEUHMKA, TKaHU IIPOPOCTKA 3apa3uxy pa3pacTa-
JOTCSI ¢ 0Opa30BaHMEM TaK HA3bIBAEMOTO “KIIyOeHBKA”
(aHm1. tubercle), B KOTOPOM MPOMCXOIUT HAKOILJICHUE
MUTATEIBLHBIX BelllecTB. BriocnencTBuu KirybeHek naer
HayaJio TeHepaTUBHBLIM IT00eraM, BLIXOISIIIMMU Ha I10-
BEPXHOCTB ITOYBHI [ 16]. LIBeTKM y 3apa3nxu ITOICOTHEY -
HOI MeJIKKE€ W HeB3payHbI€, C U30THYThIM TPyOUYaThEIM
BeHUYnKoM. O. cumana OTHOCUTCS K CAMOOITbLUTATEIISIM,
OIIHAKO CIOCOOHA 1 K ITePEeKPECTHOMY ombuieHuIo [ 17].
B 11e710M, B )KM3HEHHOM ILMKJIE 3apa3vXyd MOXHO BbIJIE-
JIUTH CJIEYIONINE cTaauu: 1) mpopacTaHue CeMeHMU T10]1
WHOYLYPYIOIIMM BIIMSIHUEM BEIIECTB M3 KOpPHEM
MOACOJHEYHMKA; 2) (hopMUpOBaHUE allpecCOpUs U
MIpUKpEIUICHUEe K KOPHIO PACTeHUSI-X035IMHA; 3) IIPO-
pacTaHue Kopelllka 3apa3uxu (KOTOPbIil Ha 9TOM 3Tarie
MHOTHE MCCIe0BaTe I Ha3bIBAlOT TayCTOPHEil) CKBO3b
KJIETKM KOPBI KOPHSI IIOICOTHEYHMKA; 4) yCTaHOBJICHUE

OU3NOJIOTUA PACTEHUN Ne 5
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CTPYKTYPHOI CBSI3U MEXKIY ITPOBOISILIMMUA CUCTEMaMU
(xkcusteMoii 1 (p03MOiT) KOpHS 3apa3uxul U ITOACOJI-
HeyHuKa ((hopMUpoBaHUE COOCTBEHHO rayCTOPUH);
5) o6pa3oBaHuUe 3apa3uxou “KiayOoeHbKOB” B 00J1aCTU
MPUKPETUICHUS Y TIOBEPXHOCTU KOPHSI TTOACOTHEYHU-
Ka; 6) dhopMHUpoBaHUe U3 KIIYOEHLKOB reHepaTUBHBIX
MoGEroB ¢ LBETKAMU; 6) CaMOOITbUIEHUE 3apa3suxu U
¢dopMUpOBaHUE HOBOT'O TTOKOJIEHUST CEMSTH (puc. 1).

YCTONUMBOCTD paCTEHUSI-XO3sIMHA K 3apa3uxe
MOXKeT (POpMUPOBATLCS Ha HECKOJIBKUX CTAAUSIX 3a-
paxkeHUs — Ha 3Tarie IIpopacTaHusI CEMEHU 3apa3uxu
JIO TIPUKPENIEHUS] K KOPHIO TTOJCOJIHEUHMKA; Ha 3Ta-
e mnpopacraHud rayCTopuMn CKBO3b TKaHH KOPHI
pacTeHUsI-X035IMHA B HallpaBJIEHUU K €ro IpPOBOIsI -
IIeMy UMJIMHIPY; Ha 3Tarle YCTAaHOBJICHUS COEIMHE-
HMS rayCTOPUU C TIPOBOASIIEN CUCTEMOI X0O3511MHa, a
TakK>Ke Ha 3Tarie pa3BUTHUS KITyOeHbKa 3apa3uxu. Bo3-
MOXHBIM MEXaHHU3MOM YCTOMYMBOCTU MOXET OBITh
CHU:KCHME BBIPAOOTKM KOPHSIMM TOACOJIHEYHMKA
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WHIYKTOPOB IIPOPACTAHMS CEMSTH 3apa3rXu, OTHAKO
B IIPUPOJIE TAKOTO pojia YCTOHUMBbIE (DOPMbI HE ObLIU
ornucansbl [18]. Kpome Toro, Ha MHTEHCUBHOCTb MPO-
pacTaHus CEMSIH 3apa3uxy MOXKET BJIUSTH BbIpaOOTKa
WHTMOUTOPOB MpPOpacTaHusl, B YaCTHOCTH, KyMap1Ha,
OTHOCsIIIerocs K utoanekcuHaM [ 19]. OnucaH ueblit
psio IpUMEPOB BOBHMKHOBEHUSI YCTOMYMBOCTH K 3a-
pasuxe, CBI3aHHBIX C TT0JIaBJIECHEM POCTa rayCTOpUU
B KOpE KOPHS ITIOACOJIHEYHMKA 1 €€ HEKPO30M, a TaKXKe
¢ IpenoTBpanieHrueM (QOpMUPOBAHUS (PYHKIIMOHUPY-
foueit raycropuu [20]. Tak, 1pu pa3BUTHUU HEKOTOPBIX
BapHMaHTOB YCTOMYMBOCTU B MECTE KOHTAKTa C KOPHEM
3apa3uxu KJIETKHA CyOepUHU3UPYIOTCS 1 JTUTHU(DUIIN-
py1oTcst, GOPMUPYIOTCS TTOTIepeYHbIE OEJIKOBBIC CIIIMB-
K1 MEXIY KJIETOYHBIMHU CTEHKAMM COCEIHMX KIIETOK,
BBIIEIISIIOTCS  (DEHOJIBHBIE COSOMHEHUSI, TOKCHUYHBIC
qutst 3apa3uxu [21]. TTokazaHa posb iepokcuaas, 00-
pa3yolIrXcs B KJIETKaX 3apOAbIIIEBOrO KOPHS 3apa-
3UXM, B JIMTHU(DUKAOUN KIIETOYHBIX CTEHOK KOPBI
kopHs1 noncoiiHeuyHuKa [20]. IMepokcumasel 3apa3uxu
B3aUMOJICUCTBYIOT C (PEHOJBHBIMU COESIUHECHUSIMU,
KOTOPBIE BBIACIISTIOTCS KJIETKAMU KOPHS ITOACOTHEYHM -
Ka, B pe3y/ibTaTe Yero 3aIlyCKaeTcsl JUTHU(MUKAITAS UX
KJIETOYHBIX cTeHOK. [Ipu 3TOoM pachl 3apa3uxu, He
MPOIYLUPYIOLINE TIepOKCUAa3bl (Harpumep, paca D),
MOTYT OBITH CITOCOOHBI IIPOHUKATh B TKAHU pacTe-
HUsI-Xx0351MHa U (popMmupoBath raycropuu [20]. Kpome
TOTO, B psiAe CIydaeB, KOIZAa 3apa3uxa yxe CMOTIJja
IMIPOHUKHYTH K OCEBOMY LIMJIMHIPY PACTECHUSI-X03511~
Ha 1 ¢c(OpMUPOBATh (PYHKIIMOHAJIBHYIO TayCTOPHIO,
MOXKET IPOMCXOIUTh 3aKYIIOPUBAHKUE COCYIIOB KCHJIE-
MbI KOPHSI TTIOACOJTHEYHMKA KaJIJTO30li B MECTE B3aMO-
JICCTBUS TIPOBOMSIIMX TKAHEH ITapa3uTa W XO3sIMHa,
YTO MNPUBOIUT K OTMHPAHUIO PA3BUBAIOIINXCS KIIy-
OEHBKOB 3apa3uxu. B yacTHOCTHM, BO3ZHMKHOBEHUE
YCTOIYMBOCTH Ha 3TOM 3Talle CBSI3BIBAIOT C ITOBHIIIIC-
HUEM YPOBHSI 3KCIIPECCHUM I'eéHa CHMHTAa3bl KaJlJIO3bI
HaGSL1[22].

st apdpekTrBHOIT OOPHOBI ¢ 3apa3vXoii ITOACONI-
HEYHOM HeOOXOIMMO IIOHUMaHNE TOTO, KaK1e MOJIEKY-
JIIDHBIE MEXaHU3MbI MOTYT OIIPENEIISTh TAKyIO YCTOM-
YUBOCTb. [1pnOIm3uThes K nx pacimm@poBKe IIOMOIIN
paboOTHI O KapTUPOBAHWIO M MICHTU(PUKALIIY TeHOB,
OTpEACIISIIOIINX YCTOMYMBOCTD K 3apa3uxe, UCCeI0Ba-
HUSI CIIEKTPOB 3KCIPECCUPYIOIIMXCS T€HOB, pa3jimJa-
IOIINXCST Y YCTOMUMBBIX M YYBCTBUTEIBHBIX K 3apa3rxe
dopmM, a TakKe pabOTHI MO BBISIBICHUIO aCCOLIMUPO-
BaHHBIX C YCTOMYMBOCTHIO K 3apasuxe QTL-mokycoB
(quantitative trait locus, JOKyCOB KOJIMYECTBEHHBIX
TIPU3HAKOB).

BbIABJIEHUE TEHOB YCTOMYUBOCTU
IMOJCOJHEYHUKA K 3APASUXE METOAOM
MMO3NLIMOHHOTI'O KIIOHNUPOBAHWA

JI1s1 MHOTHX YCTOMYMBBIX K 3apa3uxe (popM mox-
COJIHEUHMKA, ITOJIyYeHHBIX B pe3yJbTaTe CeIeKIINU,
ObLI M3yYeH XapaKTep HacjedOBaHUs IIpU3HAaKa
yCTOMYMBOCTH. B OONMBIIMHCTBE CIIydaeB yCTOWUYM-

JIEBEJAEBA u np.

BOCTh K 3apasuxe HacjeayeTcsl KaK JOMMWHAHTHBII
MOHOTEHHBII NMpU3HaK. B yacTHOCTH, OBLIO TTOKa3a-
HO, 9TO yCTOMIMBOCTE K pacaM A—E [6, 23, 24], F [25]
1 G [26] HacienyeTcs KaK MOHOTEHHBI JIOMUHAHTHBIN
npu3Hak. OQHAaKO, HEKOTOPbIe BApUAHTHI YCTOMUNBO-
CTH Hac/lemyIoTCs KaK JOMUHAHTHbBIC IIPU3HAKM, KOH-
TposmpyeMble 1ByMs reHamu [27]. Kpome Toro, B psine
cllydae yCTOMYMBOCTb K 3apa3rxe HaclaeaoBalach Kak
pELIECCUBHBII TPU3HAK, KOHTPOJIUPYEMBbIil OIHUM
reHoM (ycroitunBocTh K pacam E—G [28]) wiau aByms1
reHamu (ycToiumBOCTb K pace F [29]).

J11s psima JIOKyCOB YCTOMYMBOCTH K 3apa3nxe ObI-
JIV IPOBEICHBI SKCIIEPUMEHTHI 110 KAPTUPOBAHUIO HA
XpOMOCOMaXx ITOACOJIHeUHMKA. Tak, OMHUM U3 IIep-
BBIX OBUI KapTHUpOBaH JIOKyC Or5, onpeneisioninii
YCTOMYMBOCTH K pace E, KoTopblit ObLT TOKaIM30BaH
B TEJIOMEPHOM Y4YacTKe TpeTbeit xpoMocoMhbl [30].
KoHkpeTHBIiT reH-KaHauaaT AJ1s1 3TOTO JIOKyca TaK 1
He ObL1 BhIsiB/IeH. B paboTte Radwan ¢ coaBr. [31] ObI-
JIO BBICKAa3aHO IIPEIINOJIOKEeHIE O TOM, YTO JIOKYC Or5
MOXKET OBITh KOJIOKAJIM30BaH C TeHOM, KOAUPYIOIIUM
o6esok NLR (nucleotide binding site (NBS) leucine-
rich repeat (LRR)): onuH M3 reHOB, KOIMPYIOIINX
NLR 6511 moeHTHOUIIIPOBaH KaK pa3 B 00JIaCTH Te-
JIOMEPHOT0/0KOJIOTEJIOMEPHOIO y4acTKa TPEeTheil Xpo-
MocoMbl. benk NLR m3BeCTHBI KaKk UMMYHHBIE pe-
LIETITOPHI, YIACTBYIOIINE B paciio3HaBaHUM (¢ eKTop-
HBIX MOJICKY1 (DUTOMATOreHOoB. 3HAYUTE/IbHASI YacTh
R-TeHOB pacTeHMi, OIPEACISIONINX YCTOMINBOCTh
pacTeHnii K (pUTOIIaTOreHaM B CICTEME “TeH-Ha-TeH”,
Kak OBLJI0 MOKAa3aHO B MTOC/IeAHUE TOIbl, KOOUPYET KaK
pa3 oenku NLR, y3Harmue creuuduyeckue 3¢-
¢eKTOphl (PUTONMATOTeHOB U 3allyCKaIOIIe MMMYH-
HbIe peakliiu B opraHu3zMe pacteHusi-xo3simHa (ETI,
effector triggered immunity) [32]. BnocnenctBuu O
KapTUPOBAHBI JJOKYCHI, aCCOLIMMPOBAHHbBIE C YCTOM-
yuBocThIO K pacam B, D u F (rensr Or2, Or4 u Oro6),
KOTOpbIE Takke ObUIM JIOKAJM30BaHbBI Ha TpeTheid
xpomocome [33]. Ho KoHKpeTHBIE TeHBI, ONpeaeIIsI-
I011[1i€ YCTOMYMBOCTD K 3apa3uxe, B 3TUX UCCIeI0Ba-
HUSIX TaKXKe He ObUIY uaeHTuhuLuupoBanbl. [en Or7
CTaJj IIEPBBIM M K HACTOSIIIEMY BpEMEHU €IMHCTBEH-
HBIM T€HOM, JIJIsI KOTOPOTO OBLJIO OCYIIECTBIEHO TOY-
HO€ KapTHUPOBaHUE, IIO3BOJIMBIIIEE BEISIBUTH €T0 MO-
JIEKYJISIpHYIo Tipupony [34].

OO0ycaBIMBarOLINI yCTOMYMBOCTE K pace F 3apa3n-
X1 reH Or 7 ObUI JIOKJIM30BaH Ha CESIbMOM XpOMOCOME 1
YCIIELIIHO KJIOHUpOBaH B padore Duriez ¢ coasrt. [34].
I'en Or7 (HanXRQChr07g0202981), Kak okKa3ajiaoch,
KOIUPYET PELENITOPHYIO KUHA3Y C JeHIIMH-00raThl-
MU TIOBTOpPaMU. ¥ COPTOB MOACOTHEUHUKA, YYBCTBU-
TEJILHBIX K 3apa3uxe, ObLI OOHapyKeH IIpeKaeBpe-
MEHHBIN CTOI-KOMIOH B reHe Or7, MPpUBOISIINMA K OT-
CYTCTBUIO TPaHCMEMOPaAHHOTO U KWHA3HOTO IOMEHa
Y KOIMPYEMOIO 3TUM T'€HOM OejiKa. ¥ COpPTOB IIOMI-
COJTHEUYHMKA, YCTOMYNBEIX K pace F 3apasmxu, Takoit
MpeXaeBpeMEeHHBIN CTOM-KOMOH B reHe Or7 OTCyT-
CTBYET, TaKUM 00Opa3oM, y Hux reH Or7 KogupyeTt
MOJTHOPA3MEpPHBIN pelenNTOPHEIN Oelok. Pacrenms
®U3UOJIOTUS PACTEHUN Ne 5
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MOICOIHEYHNKA C ITOJIHOpa3dMepHBIM Oeinkom Or7
OBUIM YCTOMYMBBI K 3apak€HMIO 3apa3uXoil: y HUX
HabJrogascs 610K Ha 3Tarle YCTaHOBJICHUSI COSIMHE -
HUS C IPOBOIIIEl cucTeMoil mapa3uTa. BaxHo oT-
METUTH, 4TO peuienitop Or7 obanaeT 3HaYUTEIbHBIM
CXOJCTBOM IIO MOCJIEIOBATEABHOCTU C “UMMYHHBIM”
penenrropoM XA2l pmca, HalIMdnle KOTOPOTO OO0y-
CJIaBJIMBaeT YCTOMUMBOCTD K OaKTepUaJIbHOMY I1aTO-
reHy Xanthomonas oryzae pv. oryzae. PenenropHas
kuHaza XA21 puca y3HaeT 3(PeKTOPHBIN TENTHII,
npoayuupyemsiii X. oryzae, npuBOASIINMIA K aKTUBa-
LU UIMMYHHOTO OTBETa Y paCTeHUSI-X035IMHA 1 (pop-
MUPOBAaHUIO YCTOMYMBOCTHU K uTonaroreHy [35].
MHuTtepecHo, yTO mponyluupyeMblii X. oryzae nmentum,
Ha3BaHHbII RaxX (required for activation of XA21-me-
diated immunity X) cxoxX IT0 IOCJIEAOBATEIBHOCTUA C
nentuaHbIM ropMoHoM PSY1 pesyxoBunku Arabidopsis
thaliana, oTHOCSIIMMCS K TPYIIIe CyJIb(haTUPOBAHHBIX
pEerynaaTOpPHBIX NenTruaoB [35]. MoxXHO mpemIrono-
XUTh, 4TO 0e10K Or7 Takke GYHKIIMOHUPYET IO CXO-
KeMy IIPUHLIAITY U MOXET y4acTBOBAaTh B pELICIILINU
TUITOTETUYECKOTO CyIb(haTUPOBAHHOTO MHEeNTHAA —
¢dakTOpa aBUPYJIECHTHOCTHU, BBIICISIEMOIO 3apa3uxoi
M 3aITyCKaIOIero UMMYHHBIN OTBET Y TTOICOJTHEYHM~
Ka (puc. 1). Takoro pona peakiiuy OTHOCST K TaK Ha-
3pIBaeMoMY 3PP eKTOp-UHAYLIUPYEMOMY UMMYHUTE -
Ty (effector-triggered immunity), KOTOpPBIi JEXKUT B
OCHOBE NpMHIIMNA “TeH-Ha-TeH IIPU B3auMOIeii-
CTBUM pacTeHuii ¢ puromaroreHamu [36]. OgHako, K
HACTOSILIEMY BpEeMEHM MEXaHM3M ACUCTBUSI pellell-
TOpHOI KMHa3bl Or7 IIOOCOIHEYHMKA OCTAaeTCS He
W3YYEHHBIM, U €€ JIUTaH]I BbISIBJICH HE ObLI.

Huns nokyca OrSII (System II resistance), onpene-
JISTIOIIIETO YCTOMYMBOCTh K pacaM 3apasuxu F u G,
Tak>Xe ObLIU TIPOBeIeHBI pabOTHI MO KAPTUPOBAHUIO
[37, 38]. DTOT JIOKYC OBUI ITOJYYE€H OT YCTONYMBOIA
nHOpemHoM mHMUKM oacoirtHeynnka PHSC1102, co-
3gaHHOli KoMmmaHueit Pioneer Hi-Bred International
(CIIA) B 2008 1. [37]. OH OBLT KapTUPOBaH Ha 4eT-
BEpPTOM XpOMOCOME TofcoiaHeuHuKa. Jlokyc OrSII
orpeesisieT yCTOMYMBOCTh K 3apa3uxe Ha aTtare ¢op-
MUpOBaHUs (PYHKIIMOHAJIBHOM TayCTOPUM: Y YCTOMYUM-
BBIX PACTeHUI IPOMCXOIUT YCTAHOBJIEHE KOHTAKTa C
MPOBOJSAIIEH CUCTeMOI X03siMHa, (hOPMUPYIOTCS KITy-
OEHbKM, 13 KOTOPHBIX Pa3BUBAIOTCS II00ETM, OCTaHAB-
JMBaonirecs B ganbHelnieM pa3putuu [38]. ['mcro-
JIOTUYECKU I aHAJIU3 TTO3BOJINJI BBISIBUTh HAKOTIICHUE
(EeHONBHBIX COeAMHEHMI B KiIyOeHbKaX, (DOpMUpye-
MBIX 3apa3uXoil Ha KOPHSIX YCTOMYMBO JIMHUU, YTO, T10
MHEHUIO aBTOPOB, MOXET OO0yCJaBIUBaThb OCTAaHOBKY
pocTa pacTeHMs-IIapa3uTa Ha KOPHSIX YCTOMUMBEIX
dopm [38]. OmHAKO, MOJIEKYIISIPHYIO TIPUPOIY ITeHa
OrSI1I v MmexaHU3M ero JeiicTBusl B (hopMUpoOBaHUU
YCTOMYMBOCTH K 3apa3uxe elle IPeACTOUT BhISIBUT.

Or .2 — €11Ie OIVH JIOKYC YCTOMYMBOCTH K 3apa-
3UXe, KOTOPHI ObI KAPTUPOBAH Y MOJCOJTHEYHUKA.
Or pep» TOKATTM30BAH HA YETBEPTON XpOMOCOME B 00J1a -
CcTH, oxBarbiBaromeil 1.38 MJIH I1.H., W BKITIOYAOIICH
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41 anHoTUpOBaHHBIH reH [39]. Cpeau HUX BBISIBICHO
JIeBSITh TEHOB, KOAUPYIOIINX KMHA3bI, a TAKXKe 11ECTh
TCHOB, KOAVPYIOIINX MaJjible OEJIKM TEIUIOBOTO III0Ka.
B npenemax aToro yuyacrka oOHapyKeH KJIacTep I€HOB,
KOIMPYIOIINX PeleNTOP-NMoJ00HbIE OENIKHN, COIep-
xauiue nomMeHbl LRR, HO JuIIeHHbIe LUTOILIa3Ma-
TUYECKOI0 KMHA3HOIO MTOMEHA, a TaKXKe PeleITop-
MOoT0OHEBIE OEJIKU, HEe coaepKaIllne SKCTPAKIETOUHO -
ro JoMeHa, HO C OMHUM WIX 0oJiee KMHA3HBIM JIOMe-
HoM. 1o MHEHMIO aBTOPOB, 3TU I'€HBI MOTYT SIBJISITh-
csl KaHAuJaTaMu Ha poJib reHa Orp,,,. biavxaimmu
TOMOJIOTaMU KMHa3, 3aKOJUPOBaHHBIX B 00JIaCTH JIOKY-
ca Orp,pp, Y IPYTUX PACTEHUI SIBJISTIOTCSL PELIENITOP-T10-
noonwie 0exkm u3 rpynitel FERONIA u npyrue perern-
TOpPHBIE KWHAa3bl C MAaJEKTUH-TIONOOHBIM IOMEHOM
[39]. Jlokyc Orp,,,, OOyClIaBIMBAIOIINI YCTOMYUBOCTD K
3apas3uxe, ObUI MOJIy4eH IIPY CKPEIIMBAHUU C TUKAM
TIpeaKoM TMoacojiHeuHuKa, Helianthus debilis subsp.
tardiflorus, v BBeicH B TUHUIO IIOJCOJTHEYHMKA, Ha-
3panHyo DEB2, ycToitunByio K TpeM pacaM 3apa3n-
xu — E, Fu G [26, 39]. YcroitunBocTth K O. cumana,
omnpenesnsieMasi JoKycoM Ory,,,, 00yCIOBIeHa Hapy-
IIEHEM NMPOHUKHOBEHUS 3apa3svxy B TKAaHU KOPHSI
pacTeHMsI-X03sIMHA, TaK , Kak U B ciydae Or7-omocpe-
JIOBAHHOM YCTOMYMBOCTU. B OOJBIIMHCTBE Cy4yaes,
KaK ObUIO MOKa3aHO C ITOMOIIBIO TMCTOJIOTMYECKOTO
aHajr3a, poCT KopelllKa 3apa3uxyd OCTaHABIUBAJICS B
KOpe KOpHSI XO3sIMHA YW HE TMPOHUKAI B SHAOASPMY
[39]. 1o npenmnonoxeHno aBTOPOB, TaKasi OCTAHOB-
Ka B QOPMHUPOBAHUU TAYCTOPUU MOXKET OBITh CBSI3a-
Ha ¢ 00pa30oBaHMUEM U3OJISIHMOHHOTO CJIOST U3 KJIETOK
KOpBI BOKPYT TKaHeW I1apa3uTa, yTOMIIeHUueM Kile-
TOUYHBIX CTEHOK KJIETOK KOPbI 1 HAKOIUIEHUEM B HUX
cybeprHa, WM Ke C BblIeJeHUEM KJIeTKaMU TIOICO-
HeYHMKa (DEHOJIBHBIX BEIIECTB, TOKCUYHBIX IJIST 3apa-
3UXHU, TTOCKOJIBKY TTIOJI0OHBIE TTPOILIECChI OBUIM OTMEYe-
HBI Y JUISI APYTUX CIy4aeB YCTOMUYMBOCTHU K 3apasuxe,
OIMMCAHHBIX B IuTeparype [39].

BBIABJIEHHME QTL-JIOKYCOB,
ACCOLIMMPOBAHHLIX C
YCTOMYUBOCTbIO MMOACOJHEYHUKA
K 3APA3UXE, U CBA3AHHBIX C HUMHA
T'EHOB-KAHAMNIATOB

B pabote Louarn ¢ coant. [40] ObU1a mpoBeneHa
MaciTabHast paboTa 1o KapTUPOBAHMUIO B TEHOME IO/~
coimHeyHrKa QTL-10KycoB, onpeaesssoluX yCTOMIr-
BOCTb K 3apa3uxe. ABTOpHI ucnoiab3oBanu 101 pekoM-
OMHAHTHYI0O WHOpPETHYIO JWHUIO ITOICOTHECUYHNKA,
MOJIyYEHHYIO OT IOTOMKOB CKPEIIUBAHUS MEXIY PO-
mutenbckumu guHussMu HA89 u LR1 (cama nmuHMs
LR1 m3HavagpbHO OBLIA TTOJy4eHA OT MEXBUIOBOIO
rubpuna H. annuus v tukopacryiuero Buna H. debilis)
[40]. JaHHBIe MTHOPETHBIC IMHUN ObLIM OXapaKTepU-
30BaHBI 110 TIPM3HaKaM YCTOMYMBOCTH K pacaM Fu G
3apa3uxu. B KadyecTBe mokazaTesieii YCTOMYMBOCTHU
aBTOPHI OLICHWBAJIM HECKOJILKO MapaMeTPOB, CBUIC-
TEJILCTBYIOIIMX 00 YCTOMYMBOCTU Ha Pa3HbIX CTaIMSIX
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Pa3BUTHS MIApa3UTU3MA: JOMIO “HECOBMECTUMBIX IIPH-
KpemieHnii” (incompatible attachments), IIposiBiIsTIO-
IIMXCS BU3yaJlbHO B BHUIE IIOTEMHEHUII B 001acTuU
KOHTAaKTa KOpelllKa 3apa3uxy U KOPHS paCTeHUSI-X0-
3sIMHa B cJlydae aKTUBAllMM YCTOMYMBOCTHU Ha 3Talle
pa3BUTUsI TAayCTOPUH; HOJIO HEKPOTU3MPOBAHHBIX
KJ1yOeHBbKOB, 00Opa3yIOIIMXCSI TPY BKIIIOYEHU U MeXa-
HU3MOB YCTOMYMBOCTH YK€ MOCJE Pa3BUTHUS raycTo-
pMU; YCTAaHOBJIEHWE KOHTAKTa MPOBOMASIIUX CUCTEM
rapasuTa u Xo3siiHa 1 ¢opMUpoOBaHUE KIyOeHbKa, a
TaK>Ke YHCJIO TTOSIBUBIIMXCSI HAI3€MHbBIX ITOOETOB 3a-
pa3uxu B MOJEBBIX 3KCIIepuMeHTax. Pomurtenbckue
GOPMBI pa3IIaInuCh MO JI0JIe BBISIBJIECHHBIX “HECOB-
MECTUMBIX TIPUKPETIJICHUI ’: MX TIPOIECHT OB BBITIIE
ymHim LR1 (46.51%) o cpaBHeHMIO ¢ TmHKIeir HA89
(3.51%), 4TO CBUIETENLCTBYET O OOJBIIECH YCTOMIM-
BOCTH K 3apasuxe auHun LR1, mpu aToM oGpa3oBa-
HUSI HEKPOTU3MPOBAHHBIX KITIyOEHHKOB HE OBLIN OT-
MeYeHO y obenx pomutenbekux auHuii [40]. MHTe-
pecHo, yto misg JuHuu LR1 paHee GbUIO MoOKa3aHO
3aKyIMOpUBaHUE COCYIOB KCUJIEMbl MOACOTHEUHUKA
KaJIJI030M B pe3y/abTaTe MOBBIIIEHHONH 3KCIpeccuu
reHa CMHTa3bl KaJsto3bl HaGSL I B 06J1acT KOHTaKTa
c rayctopueii 3apa3uxu [22]. Cpeny peKOMOMHAHTHIX
MHOPEIHBIX JIMHUM MOICOJHEYHUKA OBLIU BBISIBJIC-
HbI IMHUU C BBICOKUM MPOLIEHTOM “HECOBMECTUMBIX
npukperieHuii” (>50%), a Takke IMHUM, 0Opa3yIo-
1€ HEKPOTU3UPOBAHHBIE KIIYOEHBKU C YaCTOTOM
50—60%, 94TO CBUACTEALCTBYET O HAIMYUU Y HUX Me-
XaHU3MOB YCTOMYMBOCTU K 3apa3uxe, MHPOSBIISIO-
IIUXCS Ha Pa3HBIX CTaAusaX mapasuTtu3ma. Bcero B
JTaHHOM HcciegoBaHNN 06110 BeIgBIeHO 17 QTL-10-
KYCOB, OIIpeIeIISTIONINX YCTOMINBOCTh K pacaMm Fu G
3apasuxu 0. cumana, pacipeie/IeHHbIX MO IEBSITU
XpoMocoMaM moAcojHedHnKa. Cpean BO3MOXHEBIX
TeHOB-KaHIUIATOB, KojoKaan3oBaHHbIX ¢ QTL, aB-
TOPHI BBIOCIISIIOT T'eH, Koaupymoomuii 6emok NBS-
LRR (nucleotide-binding site leucine-rich repeat,
NLR), paHee oxapakTepu3oBaHHbII B padote [31].
DTOT T'eH oKa3aJjcsl KoJoKaJIn30oBaH ¢ JiokycoM QTL
Ha XpoMocoMe 15, KoTophlii onpeneisieT MOBbIIIEeH-
HOE YUCJIO “HECOBMECTUMBIX IMPUKPEIUICHUN” MpHu
3apaxeHuu pacoii F. Kpome Toro, cpeay BO3MOXHBIX
TeHOB-KaHINAATOB aBTOPhI OTMEYAIOT TAKXKE TPH Te-
Ha, Komupytomux 6enku CC-NBS-LRR (coiled-coil
NLR), xonmokamm3zoBaHHbIe ¢ ToKycamu QTL, koTopnie
OIpPENEIISTIOT YCTOMYMBOCTD K 3apa3nxe Ha pa3HBIX CTa-
IHUSIX pa3BUTHS: 1) CITOCOOHOCTH K MOMABICHUIO POCTa
raycropuu packl F B ciryqae QTL Ha xpomocome 15, 2)
CITOCOOHOCTH K MOAABJICHMIO POCTa KIIyOeHbKa Pachl
F B cyyae QTL Ha xpoMocome 17, 3) cCHIKeHMe ynrciia
HaJ3eMHBIX MOOEroB 3apa3vxu B MOJIEBBIX IKCIEPU-
MeHToB B ciydae QTL Ha xpomocome 13) [40]. Takum
obpazoM, reHsl, koaupytoime NBS-LRR 1 CC-NBS-
LRR, MoryT ObITh 3aeiiCTBOBaHbI B (DOPMUPOBAHUY
YCTOMYMBOCTHM K 3apa3uxe KakK Ha CTaJuM YCTAaHOBJIE-
HMS KOHTAKTa TayCTOPUM C MPOBOASIIIEH CUCTEMOI
MOJICOTHEYHNKA, TaK M Ha CTaIuM Pa3BUTHUS KIIy-
OeHbKa. Yuactue 6enkoB NLR B ycTaHoBiaeHUM pa-

JIEBEJAEBA u np.

COCITeM(PUIHON YCTOMIMBOCTU OBLIO ITOKA3aHO pa-
Hee JJ1sl B3aMMOOTHOIIIEHU BUTHBI U TTOpaXkalolero
€e pacTeHus-Tlapasuta CTpuru Striga gesnerioides
[41]. YcToitamBocTh BUTHEI copta B301 K otipeneneH-
HBIM pacaM CTPUTHU 3aBHCEJIa OT HATMYMS (PyHKIINO-
HaJIbHOTO TpoayKTa reHa RSG3-301, Kogupyoliero
oenok NLR, — BuIKITIOUEHHE 3TOTO TeHA ITPUBOINIO
K TTOTepH YCTOMYMBOCTU. [Ipn 3TOM y YCTOMYMBOTO
CcOpTa BUTHBI MTPOMCXOIWJI OJIOK Ha 3Tare yCTaHOBJe-
HUSI COSIMHEHMS IPOBOISIIINX CUCTEM CTPUTHU U pacTe-
HUSI-XO3sIMHA, a TakKe HaOMomanach peakiysl CBEpX-
YYBCTBUTEJIbBHOCTU B ME€CTE KOHTaKTa 1, KaK CJIeICTBIE,
HEKpO3 TKaHel pacTeHusI-TrapasnTta [41].

CexBeHUpOBaHWE TeHOMa TTOACOJHEeYHUKa [42],
HaKOIUIeHUE MaHHbIX 00 OMHOHYKJIEOTUAHBIX MOJIH-
MopdHbIX Jokycax (SNP, single nucleotide polymor-
phism) y pasiuyHbBIX TUHUNA U COPTOB B HEAAaBHEM
BpEMEHU MO3BOJWIM TIPOBECTU TMOTHOT€HOMHbIN
nouck acconuanuii (GWAS, genome wide associa-
tion study) 151 npr3HaKa YCTOWUYMBOCTH K 3apa3uxe.
B uccnenosanum Calderéon-Gonzalez ¢ coaBt. [43] B
aHanm3 ObUIM B3ATHI 104 IMHUM MOICONTHEYHHUKA C
Pa3JIMYHBIM YPOBHEM YCTOMUYUBOCTU K TPEM MOITYJIsI-
usMm O. cumana: K ionyJsiuuu pacsl F, coGpaHHoIi B
HMcnanuu (Tak Ha3piBaeMasi paca Fgy (oT Guadalqui-
vir Valley, nonivuHa peku I'Bananksusup), pacbl Egg,
cobpaHHoli Bo @paHuuu, u pacsl Gy, COOpaHHOI B
Typuuu. B aToM uccnenoBaHUM Haubosiee 3HauMble
accoluallim ¢ MpPU3HAKOM YCTOMYMBOCTHU K 3apa3uxe
ObuUT OOHapyxXeHbl st SNP, pacrosoXeHHBIX B
JIBYX y4acCTKaX TPEeThei XpOMOCOMBI MOJACOTHEYHUKA.
IlepBEIit y9acToK, AJIWHONM 5.2 MJIH I1.H., BKJIIOYAIO-
muit SNP, accoumupoBaHHBIE C YCTOMYUBOCTBIO K
pacaM E u F 3apa3uxu, conepxai psii TeHOB, KOIUPY-
IOIIMX OEJIKU-TPAaHCTIOPTEPHI M IEPEHOCUYMKHU, B YACT-
HOCTH, TpaHcmnoptep caxapoB ceMmeiictBa SWEET,
TPpaHCKPUIIIUOHHBIE (hakTophl n3 cemeiictB C3H u
AS2-1.OB, a Takkxe psim npyrux 6eskoB. Bropoii yua-
CTOK, INIMHOM 6.7 MJIH I1.H., BKIoyas SNP, accoru-
UpOBaHHbIE C yCTOHUMBOCTHIO K pace F. BaxxHo oT-
METHUTbh, YTO PaHEE C MOMOIIIBIO METOJOB MO3UIIUOH-
HOTO KapTUPOBaHUS B TEJIOMEPHOM y4acTKe TpeTbeit
XPOMOCOMBI ObLT JJoKanu3oBaH reH Or5 [30], HO 00-
nacte Jokaym3anuu Or5, mo manHbIM Calderdn-
Gonzalez ¢ coast. [43], nexana 3a mpeaejamMu y4acT-
KOB TPETbeil XpOMOCOMbI, KOTOPbI€ ObLIN aCCOLUMU-
pOBaHbl C MPU3HAKOM YCTOMYMBOCTU K 3apas3uxe.
Kpome Toro, panee Imerovski ¢ coaBT. [44] MeTomOM
TeHEeTUUYECKOTO KapTUPOBaHUS BBISIBUI B IIpeneiax
TpeTheil XpOMOCOMBI TaK:Ke ABa JIOKyca, or3. I mor3.2,
oIpeAesIiolIue YCTOMYMBOCTh K 3apa3uxe (OLieHU-
BaJjlach yCTOMYMBOCTE K pace G u3 Cepobun). Kak or-
medaeT Calderén-Gonzalez ¢ coaBT. [43], 3Th TOKy-
Chl HAXOJSITCS KaK pa3 BOJIM3U TeX YYaCTKOB TpeTbheit
XPOMOCOMBI, KOTOpbie TOKa3zajau HauboJjee 3HaYu-
MbI€ acCOLMAIIMU C TIPU3HAKOM YCTOMYMBOCTU B UX
nccienosanuu. Kpome toro, Akhtouch ¢ coasnrt. [45]
TakKXe paHee KapTUPOBaJIv OJUH U3 JIOKYCOB YCTOM-
YUBOCTH K pace F, HaciemyeMoil Kak pelieCCUBHBIN
®UBNOJIOTHS PACTEHUN Ne 5

ToM 70 2023



MOJIEKYJISAPHO-TEHETUYECKUWE OCHOBBI YCTOMYMBOCTU MOACOTHEYHUKA

MIpuU3HaK, 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 yIad0Ch 00-
Hapy>XKUTb CXOXHNE YYaCTKM B TEHOME TMOJICOTHEYHM -
Ka, OTBETCTBEHHBIE 3a (hOpPMHPOBAHME MpHU3HAKA
ycToiiunBoCcTH K 3apasuxe. Kpome Toro, Calderén-
Gonzalez ¢ coaBT. [43] TakxKe BBISIBUIIU DS aCCOLIM-
aluii IpM3HaKa yCTOMYMBOCTH K 3apa3uxe u ¢ SNP
Ha apyrux xpomocomax: 5, 10, 13, 15 u 16 [43]. Taxk,
psimoM ¢ SNP Ha xpomocoMme 16, meMOHCTPHUPYIOIITIM
3HAYMMYIO aCCOLIMALIMIO C TIPU3HAKOM YCTOMUUBOCTU K
pace G, oOHapyXeH IeH, KOIUPYIOLIN 3TUICH-3aBU-
CUMBII TpaHCKPUITLIMOHHBIN hakTop ERF114.

Boree netanpHOE n3ydeHne GpyHKIIAN TeHOB-KaHI -
JIaTOB, PACIIOJIOXEHHbBIX B 00/IACTSIX TeHOMA, BBISIBJICH-
HbIX ¢ ToMo1Ibio GWAS B padore Calderon-Gonzalez ¢
coaBnT. [43], MO3BOMUT JyYIlle MOHSITH MOJIEKYISIP-
HBIE OCHOBBI B3aMMOJCICTBUS ITOACOJHEYHUKA C
3apa3uxoil.

BbIAAIBJIEHWE T’EHOB, OTTIPENEJIAIOLIMX
YCTONMYUBOCTD ITOACOJITHEYHHKA K
3APA3UXE, C IIOMOIIBIO METOJ0OB
TPAHCKPUIITOMHOI'O AHAJIM3A

IIpu cpaBHeHUM NPOMUIST SKCIPECCUU TEHOB
YCTOMUYMBOTO U UYYBCTBUTEIBHOTO K 3apa3rxe COPTOB
MOACOJIHEYHNKA B paboTre Sisou ¢ coaBT. [46] ObLIH
BBISIBJIEHBI TeHBI, TU(dhepeHInaTIbHO IKCIIPECCUpPY-
IOIIIMECS ITIPY B3aUMOIEAICTBUM C 3apa3uxoil. ABTOPHI
aHaAJIM3UPOBAIU TIPODUIU SIKCIIPECCUU TEHOB 10 BO3-
NEeWCTBUS 3apa3uxu U Ha IMAThIN JeHb Mocie “3apaxe-
HUs1” 3apa3uxoii (HaHeCeHMST Ha KOPHU ITOACOJIHEYHM -
Ka ceMsIH 3apa3uxu, MpeaBapuTeSIbHO CTEPUIN30BaH-
HbIX M oOpaboranHeix GR24 — cuHTETHMYEeCKMM
aHaJIOTOM CTPUTOJIAKTOHOB 11 UHAYKIIMU TIpopac-
TaHUs ceMsiH). B paboTe cpaBHUBaJIM YyBCTBUTEb-
HbI1 copT (‘D.Y.3’) 1 yCTOMYMBEIIL K 3apa3uxe COPT
nonconHeyHuka (‘EMEK3’), y koToporo mpoucxomun
OJIOK pa3BUTHSI TayCTOPUU B KJIETKaX KOPbI KOPHSI B
CBSI3U ¢ ux JurHuukaimeii. Cpenu nuddepeHimaib-
HO DKCIIPECCUPYIOIIMXCS TEHOB ObLIM BbISIBIEHBI Te-
HbI, JIJIs1 KOTOPBIX paHee ObLIO MOKa3aHOo ydyacTue B
OTBETE Ha 3apaXkeHue MaToreHamMu. DTO reHbl, KOAUPY-
torme PB-1,3-sHnonmokaHasy, B-mirokaHasy U 9TUICH-
3aBUCUMBIN TpaHCKpUMiMoHHbIN (daktop ERF4. B
YaCTHOCTH, Y YCTOMUMBOTO K 3apa3uxe copTa HabIto-
nIajach MOHWXKEHHasI sKcrnpeccus reHa ERF4. g
A. thaliana ObUIO NOKa3aHO, YTO MyTallMsl B TI'eHE
ERF4 o0ycnaBinuBaja yCTOMIMBOCTD K Tpudy Fusarium
0Xysporum, TOTJla KaK CBEPX?KCIIPECCUS ITOTO IreHa
BBI3bIBAJIa TOJABJIECHNE BKCIPECCUU TEHOB, 3aneii-
CTBOBAHHLIX B OTBeTe Ha cTpecc [47]. ¥V ycToiunBOToO
K 3apa3uxe copTa MOACOJHEYHUKA Takxke Obljia yBe-
JINYeHa 9KCIIpecCusi FTeHOB, KONUPYIOIIMNX (hepPMEHThI
B-mmokaHasbl, paspyniamoine B-riroKaHbl — KOM-
MOHEHTHI KJIETOYHOM CTeHKHU pacTeHuit. I1penmoia-
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raeTcsi, 4To [3-mIoKaHa3bl PACTEHUSI-X03sIMHA MOTYT
pa3pylliaTh KJISTOUYHbIC CTEHKHM 3apa3uxu, 4To MpH-
BOOUT K BBICBOOOXIECHMIO 3(PPEKTOPHBIX MOJCKYI,
3aMyCcKalollnX MMMYHHBIE PEaKIIMA B KOPHE TOICOJI-
HEYHHMKa, B YaCTHOCTH, HAKOITJICHUE IUTHUHA U IPYTUX
(EHOJILHBIX COEAMHEHU B MECTE IIPOHUKHOBEHUS I1a-
pasuTa. B pe3ynbrare 3TOT0 3apasmnxe He yIaeTcs ycTa-
HOBUTb COEAUHEHUE C COCYAUCTON CUCTEMOI X035 -
Ha, 4YTO ITPUBOIUT K HEKPO3y TKaHeil mapasura [46].

Kpowme Toro, B HemaBHeM uccnegoBannu Huang ¢
coaBT. [48] ObUI IIpOBEeASCH TPAHCKPUIITOMHEBIN aHa-
JIU3 NPOPOCTKOB IOACOTHeYHUKa auHuu HZ2399,
ycToiiumBoii K pace F 3apasuxmu, 1Mo cpaBHEHHWIO C
KOHTPOJIbHON JIMHUEH, He 00Jajarolleii YyCTOMYMBO-
CThIO. B 31011 paboTe ObLUIM ITPOaHAIM3UPOBAHBI CAMbIE
paHHUE ATarbl B3aMMOACHCTBUS ITOACOJIHEYHMKA C 3a-
pas3uxoii: oT 4 1o 72 4 Mocjie BHECEHUS CEMSTH 3apa3uxu
K IIPOPOCTKaM ITOICOJIHEYHNKA. B mpopocTkax ycToii-
YMBOM JIMHUM aBTOPHI BHISIBUIN YBEIMUYECHUE YPOBHEM
BKCIPEeCCU TeHOB, OTBETCTBEHHBIX 3a B3aMMOJCIH-
CTBUE pacTeHUil ¢ (puronaToreHaMu, OMOCUHTE3 (e-
HUJI-IIPOITIAHOMIHBIX coennHeHnit, MAP-kuHa3HbIIT
CUTHAJIMHT, TOPMOHAJbHbBI CUTHAJIWHT, OMOCUHTE3
¢GJIaBOHOUIOB U MEPOKCHUAA3HYIO aKTUBHOCThL. Cpe-
Il TEHOB C IOBBIIIIEHHO aKTUBHOCTBIO B IIPOPOCT-
Kax yCTOMYMBOU TUHUHU TTOACOTHEYHUKA aBTOPbI BbI-
JIeIWIM TPU IT'eHa, YBeIMUYeHUE YPOBHS DKCIPECCUU
KOTOPBIX OBIT0 TTOATBEepKAeHO ¢ ToMonrsio OT-TTLH P
B peasibHOM BpeMeHu: 4CL2 (reH 4-kymapaT:CoA
JIMTa3bl, y9aCTBYIOIIEH B OMOCHUHTE3¢ (DEHMI-TIPOIIa-
HoumHbIX coenuHeHuii), E£DSI (Enhanced Disease
Susceptibility 1, konupymoluii 6eJI0K, y4acTBYIOLIUA
B MUMMYHHOM CHMTHaJIbHOM IIyTH, OIIOCPEIOBAaHHOM
BHYTPUKJIETOYHBIMA UMMYHHBIMM peniernrtopamMua NLR
(nucleotide-binding/leucine-rich-repeat)), a Takxe
reH TGA3 (Konupyioiuii TpaHCKPUIIIIUOHHBIN (aK-
TOP, OIOCPEAYIOIINI aKTUBAIIMIO 3KCIIPECCUU T€HOB
B OTBET Ha JEMCTBUE CaIULWIOBOM KUCIOTHI). [lo
MHEHUIO aBTOPOB, 3TU I'€HBI MOT'YT UTPaTh KIIIOUEBYIO
poJib B (DOPMUPOBAHUU YCTOMYMBOCTH ITOACOTHEU-
HUKa K 3apa3uxe [48]. OqgHako, i1 HTOHUMaHUST Me-
XaHM3MOB YCTOMYMBOCTH K 3apasuxe, HeOOXOIMMO
TakK>Ke 3HaHME TOro, Ha KaKOM MMEHHO 3Tarle Ipu 3a-
paxkeHuu ycroituuBoil iuHun HZ2399 nabnonaercs
0JI0K pa3BUTHS ITapa3uTa.

3AKJIFOUEHHME

BonblIMHCTBO OnMUCaHHBIX (OPM YCTOMYMBOCTU
MOJCOJHEYHMKA K 3apa3nuXxe OTHOCUTCS K TaK Ha3bl-
BaeMoii “BepTUKaIbHOI” yCTOMYMBOCTU, (POPMUDPY-
fol1efics TI0 OTHOILLIEHHWIO K OTpeaeieHHbIM pacaM 3a-
pasuxu. Takasi yCTOHUMBOCTb pa3BUBAETCS MO Mexa-
HU3MY, U3BECTHOMY KaK “T€H-Ha-TeH’, OCHOBAaHHOMY
Ha B3aUMOJEMCTBUM MEXIY MPOIYKTaMU1 T'eHa YCTOM-
YUBOCTU XO3SMHA U T€Ha aBUPYJEHTHOCTU PaCTeHUSI-
napasuta. Kak 66110 IToKa3aHO ISl Pa3JIMYHbIX TPUME-
POB B3aMMOEICTBUS pacTeHuli ¢ (pUTOMaToreHaMu, 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 a¢-
dexTopHOrO O€eKa (huTOIaTOreHa pelernTopoM pacTe-
HUSI-XO3sIMHA 3aIlyCKaeT TaK Ha3bIBaeMBbIi CIIe -
yecKuii 3} ¢heKTOp-0IoCpeIOBAHHBIA HNMMYHUTET
(ETI), Bkouarouii pa3BUTHE peakiud CBEPXUyB-
CTBUTEJIBHOCTU 1 (DOPMUPOBAHNE CUCTEMHOM YCTOM~
YUBOCTH K puTonaroreny [36].

TonbKo 111 OMHOTO JIOKYCa IToAcoIHeYHuKa, Or7,
OBLI KJIOHUPOBAH I'e¢H, OTBETCTBEHHBII 32 POPMUPO-
BaHMe YCTOMYMBOCTH K 3apasuxe [34]. UM okazaics
IeH, KOOUPYIOIIUIA pelieNTOPHYIO KMHA3Y C JISHIIH-
OorarbIMM MOBTOpPaMM, MMEIOIIYI0 BBICOKOE CXOII-
CTBO C paHee oxapaKTepu30BaHHBIM UMMYHHEBIM pe-
nenropoMm puca XA21 [34, 35]. Iasa apyrux JIOKyCOB
YCTOMYMBOCTU OBLIM OIPEIEICHBI BEPOSITHHIE T€HBI-
KaHIWAAThl, KOJIOKAJIM30BaHHbBIE ¢ HUMU. Tak, B 00j1a-
ctu jiokyca Orp,,, ObUTH TeHbI, KOIUPYIOLIWE PeLenTop-
MOIOOHbBIE OEIKN — JIMIIIEHHBIE SKCTPAKJIETOYHOTO 10~
MeHa OeJIKM C OMHUM WIM 00Jiee KUHAa3HbIM JOMEHOM,
a Takxke 6enku ¢ gjoMeHaMu LRR, nuiieHHbIe IUTO-
IUIa3MaTU4IeCcKoro KuHa3Horo momeHa [39]. Takwue
pelenTop-nogoOoHbIe OeJIKM MOTryT padoTaTbh B pe-
LIEITOPHBIX KOMIUIEKCAX U OCYILIECTBISATh PELEHIIAIO
3¢ HEeKTOPHBIX OCIIKOB, BBIACIISIEMBIX pacTeHUWN ITa-
pasutoM. Kpome Toro, mis psga QTL-1oKycoB non-
COJIHEUHMKA OblJIa IOKa3aHa KOJIOKAJIM3allusl C TeHa-
mn, KonupyromnMu oenkn NLR [40], mpencraBisio-
IIMMU CcO0O0i KII0OYeBble MMMYHHBIE PELENTOPbI,
y3Hatwolue 3¢hheKTopHble 0eIKN (UTOMATOTeHOB U
3aIryCcKaloue CnenuduIecKnii UMMYHHBIII OTBET B
OpraHmsMe pacTeHUs-xo3siMHa. bojee Toro, ObLIO
OTMEUEHO, 4TO JIOKyCc Or5 Takke KOJIOKaJIM30BaH C
reHoM, KomupyromnM 6emok NLR [31]. DTtn nanHBIC
MOATBEPXKAAIOT TIPEAMNOJOXEHNE O TOM, YTO TEHBI,
MPOIYKTHI KOTOPBIX 3aIeiCTBOBAHHBIE B PELICIILINU
3¢ HEeKTOPHBIX OCIKOB 3apa3nXxy M 3aITyCcKe CIICIIN-
durYecKOoro UMMYHUTETA, SIBJISIOTCS KJIIOYEBBIMU pe-
TyJIsITOpaMH “BepTUKAIbHOI”’ YCTOMYMBOCTH TOJ-
COJIHEUHMKA, (hOPMUPYIOIIEHCS K OIpeneIeHHBIM
pacam 3apa3uxu. Y onrucaHHBIX GOPM MOACOTHEUHM -
Ka, YCTOMYMBOCTb KOTOPBIX, KaK MPEIrojaracTcs,
MOXKET ONpPEeIe/SITbCS TeHaM1 TaKX UMMYHHBIX pe-
LEeTTOPOB, Y3HAIOIMNX 3(PPEKTOPHBIC OCJIKU 3apa3u-
X1, HaOII0MaeTCsl pa3BUTUE YCTOMUYMBOCTU Ha 3TaIle
pocTa TayCTOPMM B TKAHSIX KOPHSX MOACOJIHEYHHKA
IO ee IMIPUKpeTICHUs K IPOBOISIIEH CUCTEME pacTe-
HuUsi-xo3siuHa (puc. 1). Takum o6pa3zomM, UMEHHO Ha
9TOM 3Talle, BEPOSITHO, IIPOUCXOIUT CIIeIN(PUIECKOe
pacrio3HaBaHue 3(P(EKTOPHBIX MOJIEKYJI 3apa3suxu,
CITOCOOHBIX MHAYIIUPOBATh UMMYHUTET B OpraHU3Me
pacTeHUSI-XO3sIMHA.

HccnenoBaHne TpaHCKPUIITOMOB U IIPOTEOMOB
pa3HBIX pac 3apa3uxy IOACOJHEUYHOM Ha 3Talle ee
IIpopacTaHusl B KOPEHb PACTCHUSI-X035IMHA JOJIKHO
COCOOCTBOBATH ITOJTYYEHUIO HOBBIX JaHHBIX O MOJIe-
KyJISIpHOM TIprpoae 3PdeKTOPHBIX OSITKOB 3apa3xu

1 CIIOCOOCTBOBaTh Oosice ITTyOOKOMY HOHMMAaHUIO
MeXaHU3MOB YCTOMUYMBOCTHY MOICOJHEYHMKA K 3apa-
3UXe, a TAKXKe pa3pad0TKe HOBBIX CLTOCOO0B OOPHOBI C
9TUM Napa3uTUUYECKUM paCTEHUEM.

Pa6GoTa BEITIOTHEHA TIpU TTOmaepXXKe MUHUCTEP-
CTBa HayKM M BbBICIIero obpaszoBaHust Poccuiickoit
Ddenepauny B COOTBETCTBUU ¢ JoroBopoM Ne 075-15-
2022-322 ot 22.04.2022 o mpemocTaBjIeHUU I'PaHTa B
dopme cyocnanii u3 ¢enaeparbHOro oromkera Poc-
cuiickoii @enepauuu. ['paHT OBLT MpenoOCTaBIeH Ha
TOCYIapCTBEHHYIO TTOMIEPKKY CO3MaHUs M Pa3BUTHS
HayuHoro ieHTpa MUpOBOTo ypOBHS “ATpOTEeXHOJIO-
UM Oyay1iero”.

ABTopbl OnaromapHnl HomyeBoii Mpune Ebre-
HbEBHE 3a LIECHHbIE 3aMeYaHus U 00CyXIeH1Ee MaTe-
pHaja B Xo4e IMOATOTOBKH PYKOITHUCH.

ABTOpBI 3agBJISIIOT 00 OTCYTCTBUM KOHMIUKTA
nHTepecoB. HacTosiias ctaTbsi HE COIEPXKUT KaKUX-
JINOO UCClieNOBaHUM C ydacTUEM IO U SKUBOTHBIX
B KaUeCTBE OOBEKTOB.

CIIMCOK JIMTEPATYPbI

1. Velasco L., Pérez-Vich B., Ferndndez-Martinez J.M. Re-
search on resistance to sunflower broomrape: an inte-
grated vision // OCL. 2016.
https://doi.org/10.1051/0cl/2016002

2. Xamusanckuii B.A. icTopus ceeKIINMU TTOICOTHEYHN -
Ka B Poccun Ha ycToitumBOCTS K 3apa3uxe // Maciaud-
Hble KyJbTypbl. HayyHo-TexHMYeckuii OroJUIeTeHb
Bcepoccuiickoro HayYHO-MCCIEIOBaTEIbCKOTO WH-
CTUTYyTa MacauYHbIX KyabTyp. 2020. T. 3. C. 147.
https://doi.org/10.25230/2412-608X-2020-3-183-147-156

3. Aumonosa T.C., Cmpenvnuxos E.A., uemas C.3., Ye-
arocmHuxkosea T.A. PazHooOpa3ue ¢opM 3apa3uxu Ha
noacoaHeYyHNKe Ha 1ore Poccum // 3ammra 1 KapaH-
TiH pactenuii. 2014. T. 11. C. 45.

4. Ammonosa T.C., Apacaanosa H.M., Cayxosa C.JI.,
Heebop M.B. K Borpocy 0 3aCOpeHHOCTH TOJIei B pe-
ruoHax P® cemenamu 3apasuxu (Orobanche Cumana
Wallr.) — obiauraTHOro mnapasmura MOACOJTHEYHUKA //
BecTHUK poccHIACKOI CeTbCKOXO3SIMCTBEHHOM HAYKH.
2022.T.4.C.29.
https://doi.org/10.31857/2500-2082/2022/4/29-32

5. Pérez-Vich B., Velasco L., Rich P.J., Ejeta G. Marker-as-
sisted and physiology-based breeding for resistance to
root parasitic Orobanchaceae // Parasitic Orobancha-
ceae / Eds. Joel D., Gressel J., Musselman L. Berlin,
Heidelberg: Springer. 2013. P. 369.
https://doi.org/10.1007/978-3-642-38146-1_21

6. Vranceanu A.V., Tudor V.A., Stoenescu FM., Pirvu N.
Virulence groups of Orobanche cumana Wallr.[root pa-
rasite], differential hosts and resistance sources and
genes in sunflower // Proc. 9" Int. Sunflower Conf.,
Torremolinos, Malaga (Spain), 8—13 June 1980. Min-
isterio de Agricultura, Servicio de Publicaciones Agrar-
ias, 1981.

7. Ferndndez-Martinez J.M., Pérez-Vich B., Velasco L.
Sunflower Broomrape (Orobanche cumana Wallr.) //
Sunflower / Eds. Martinez-Force E., Dunford N.T.,

®U3NOJOTUI PACTEHUM TtoM70 Ne5 2023



10.

12.

13.

15.

16.

17.

18.

19.

MOJIEKYJISAPHO-TEHETUYECKUWE OCHOBBI YCTOMYMBOCTU MOACOTHEYHUKA

Salas J.J. AOCS Press, 2015. P. 129.
https://doi.org/10.1016/B978-1-893997-94-3.50011-8

Joel D.M., Chaudhuri S.K., Plakhine D., Ziadna H.,
Steffens J.C. Dehydrocostus lactone is exuded from
sunflower roots and stimulates germination of the root
parasite Orobanche cumana // Phytochemistry. 2011.
V. 72. P. 624.
https://doi.org/10.1016/j.phytochem.2011.01.037

Yoneyama K., Xie XiaoNan, Kisugi T., Nomura T.,
Sekimoto H., Yokota T., Yoneyama K. Characterization
of strigolactones exuded by Asteraceae plants // Plant
Growth Regul. 2011. V. 65. P. 495.
https://doi.org/10.1007/s10725-011-9620-z

Bharti N., Tripathi S., Bhatla S.C. Photomodulation of
strigolactone biosynthesis and accumulation during
sunflower seedling growth // Plant Signal Behav. 2015.
V. 10: €¢1049792.
https://doi.org/10.1080/15592324.2015.1049792

. Raupp EM., Spring O. New Sesquiterpene Lactones

from Sunflower Root Exudate as Germination Stimu-
lants for Orobanche cumana // J. Agric. Food Chem.
2013. V. 61. P. 10481.
https://doi.org/10.1021/jf402392¢

Ueno K. Furumoto T., Umeda S., Mizutani M., Takikawa H.,
Batchvarova R., Sugimoto Y. Heliolactone, a non-ses-
quiterpene lactone germination stimulant for root par-
asitic weeds from sunflower // Phytochemistry. 2014.
V. 108. P. 122.
https://doi.org/10.1016/j.phytochem.2014.09.018

Thorogood C.J., Hiscock S.J. Compatibility interactions
at the cellular level provide the basis for host specificity
in the parasitic plant Orobanche // New Phytol. 2010.
V. 186. P. 571.
https://doi.org/10.1111/j.1469-8137.2009.03173.x

. Goyet V., Wada S., Cui S., Wakatake T., Shirasu K.,

Montiel G., Simier P., Yoshida S. Haustorium Inducing
Factors for Parasitic Orobanchaceae // Front. Plant
Sci. 2019. V. 10. P. 1056.
https://doi.org/10.3389/fpls.2019.01056

Ferndndez-Aparicio M., Masi M., Cimmino A., Evidente A.
Effects of Benzoquinones on Radicles of Orobanche
and Phelipanche Species // Plants. 2021. V. 10. P. 746.
https://doi.org/10.3390/plants10040746

Rispail N., Dita M.A., Gonzdlez-Verdejo C., Pérez-de-
Lugque A., Castillejo M.A., Prats E., Romdn B., Jorrin J.,
Rubiales D. Plant resistance to parasitic plants: molec-
ular approaches to an old foe // New Phytol. 2007.
V. 173. P. 703.
https://doi.org/10.1111/j.1469-8137.2007.01980.x

Rodriguez-Ojeda M.I., Ferndndez-Martinez J.M., Velas-
co L., Pérez-Vich B. Extent of cross-fertilization in Oro-
banche cumana Wallr. // Biol Plant. 2013. V. 57. P. 559.
https://doi.org/10.1007/s10535-012-0301-1

Honiges A., Wegmann K., Ardelean A. Orobanche resis-
tance in sunflower // Helia. 2008. V. 31. P. 1.
https://doi.org/10.2298 /HEL0849001 H

Serghini K., Pérez de Luque A., Castejon-Murioz M.,
Garcia-Torres L., Jorrin J.V. Sunflower (Helianthus an-
nuus L.) response to broomrape (Orobanche cernua
Loefl.) parasitism: induced synthesis and excretion of
7-hydroxylated simple coumarins // J. Exp. Bot. 2001.

OU3HUOJOTUA PACTEHUM  Tom 70  Ne 5 2023

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

459

V. 52. P. 2227.
https://doi.org/10.1093 /jexbot/52.364.2227

Antonova T.S., Terborg S.J. The role of peroxidase in the
resistance of sunflower against Orobanche cumana in
Russia // Weed Research. 1996. V. 36. P. 113.
https://doi.org/10.1111/j.1365-3180.1996.tb01807.x

Echevarria-Zomerio S., Pérez-de-Luque A., Jorrin J.,
Maldonado A.M. Pre-haustorial resistance to broom-
rape (Orobanche cumana) in sunflower (Helianthus an-
nuus): cytochemical studies // J. Exp. Bot. 2006. V. 57.
P. 4189.

https://doi.org/10.1093/jxb/erl 195

Letousey P., de Zélicourt A., Vieira Dos Santos C.,
Thoiron S., Monteau F., Simier P., Thalouarn P., Dela-
vault P. Molecular analysis of resistance mechanisms to
Orobanche cumana in sunflower // Plant Pathol. 2007.
V. 56. P. 536.
https://doi.org/10.1111/j.1365-3059.2007.01575.x

bBypaos B.B., Kocmwk C.B. bypaos B.B., Kocmwk C.B.
HacnenoBaHue ycToifuMBOCTM K MECTHOM pace 3apa-
3uxu (Orobanche cumana Wallr.) y rionconHedyHuka //
Teneruka. 1976. T. 12. C. 44.

https://doi.org/10.25230/2412-608X-2022-3-191-9-13

Tloeopaeuykuii b.K., Tewene 5.5. O6 UMMyHUTETE 1O -
conHeuyHuKa K 3apasuxe // I'eneruka. 1975. T. 11.
C. 18.

Pacureanu-Joita M., Veronesi C., Raranciuc S., Stanciu D.
Parasite-host plant interaction of Orobanche cumana
Wallr. (Orobanche cernua Loefl) with Helianthus annu-
us // Proc. 16th Int. Sunflower Conf., Fargo, ND, USA,
Aug. 29—Sept. 2. 2004. P. 171.

Velasco L., Perez-Vich B., Yassein A., Jan C., Fernandez-
Martinez J.M. Inheritance of resistance to sunflower
broomrape (Orobanche cumana Wallr.) in an interspecif-
ic cross between Helianthus annuus and Helianthus debi-
lis subsp. tardiflorus // Plant Breeding. 2012. V. 131.
P. 220.
https://doi.org/10.1111/7.1439-0523.2011.01915.x

Pacureanu-Joita M., Raranciuc S., Stanciu D., Sava E.,
Nastase D. Virulence and aggressiveness of sunflower
broomrape (Orobanche cumana Wallr.) populations in
Romania // HELIA. 2009. V. 32. P. 111.
https://doi.org/10.2298 /hel0951111p

Imerovski 1., Dimitrijevi¢ A., Miladinovi¢ D., Dedi¢ B.,
Joci¢ S., Kocis Tubi¢ N., Cveji¢ S. Mapping of a new
gene for resistance to broomrape races higher than F //
Euphytica. 2016. V. 209. P. 281.
https://doi.org/10.1007 /s10681-015-1597-7

Akhtouch B., Murioz-Ruz J., Melero-Vara J.M., Ferndn-
dez-Martinez J.M., Dominguez J. Inheritance of resis-
tance to race F of broomrape in sunflower lines of dif-
ferent origins // Plant Breeding. 2002. V. 121 (3).
P. 266.
https://doi.org/10.1046/j.1439-0523.2002.00701.x

Tang S., Heesacker A., Kishore V.K., Knapp S.J. Genetic
Mapping of the Or5 gene for resistance to Orobanche
race E in sunflower // Crop Sci. 2003. V. 43. P. 1021.
https://doi.org/10.2135/cropsci2003.1021

Radwan O., Gandhi S., Heesacker A., Whitaker B., Tay-
lor C., Plocik A., Kesseli R., Kozik A., Michelmore R.W.,
Knapp S.J. Genetic diversity and genomic distribution
of homologs encoding NBS-LRR disease resistance



460

32.

33.

34.

35.

36.

37.

38.

39.

40.

JIEBEJAEBA u np.

proteins in sunflower // Mol. Genet. Genomics. 2008.
V. 280. P. 111.
https://doi.org/10.1007 /s00438-008-0346-1

van Wersch S., Tian L., Hoy R., Li X. Plant NLRs: The
Whistleblowers of Plant Immunity // Plant Communi-
cations. 2020. V. 1. P. 100016.
https://doi.org/10.1016/j.xplc.2019.100016

Imerovski 1., Imerovski I., Dimitrijevic A., Miladinovi¢ D.,
Dedi¢ B., Joci¢ S., Kovacevi¢ B., Obreht D. Identification
of PCR markers linked to different Or genes in sun-
flower // Plant Breeding. 2013. V. 132. P. 115.
https://doi.org/10.1111 /pbr.12022

Duriez P, Vautrin S., Auriac M.C., Bazerque J., Boniface M.C.,
Callot C., Carreére S., Cauet S., Chabaud M., Gentou F,
Lopez-Sendon M., Paris C., Pegot-Espagnet P., Rous-
seaux J.C., et al. A receptor-like kinase enhances sun-
flower resistance to Orobanche cumana // Nat Plants.
2019. V. 5. P. 1211.

https://doi.org/10.1038 /s41477-019-0556-z

Pruitt R.N., Joe A., Zhang W., Feng W., Stewart V.,
Schwessinger B., Dinneny J. R., Ronald P. C. A microbi-
ally derived tyrosine-sulfated peptide mimics a plant
peptide hormone // New Phytol. 2017. V. 215. P. 725.
https://doi.org/10.1111/nph.14609

Shafikova T.N., Omelichkina Y.V. Molecular—genetic
aspects of plant immunity to phytopathogenic bacteria
and fungi // Rus. J. Plant Physiol. 2015. V. 62. P. 571-
585.

https://doi.org/10.1134/S1021443715050143

Hassan E.S.A.R.S., Hoeft E., Li Z., Tulsieram L. Genet-
ic markers for Orobanche resistance in sunflower (US
Patent Publication US/2008/0178325 Al). 2008.

Martin-Sanz A., Pérez-Vich B., Rueda S., Ferndndez-
Martinez J.M., Velasco L. Characterization of post-
haustorial resistance to sunflower broomrape // Crop
Sci. 2020. V. 60. P. 1188.
https://doi.org/10.1002/csc2.20002

Ferndndez-Aparicio M., Del Moral L., Munos S., Velasco L.,
Peérez-Vich B. Genetic and physiological characteriza-
tion of sunflower resistance provided by the wild-de-
rived OrDeb2 gene against highly virulent races of Oro-
banche cumana Wallr // Theor. Appl. Genet. 2022.
V. 135. P. 501.
https://doi.org/10.1007/s00122-021-03979-9

Louarn J., Boniface M.C., Pouilly N., Velasco L., Pérez-
Vich B., Vincourt P., Murnios S. Sunflower resistance to
broomrape (Orobanche cumana) is controlled by specif-
ic QTLs for different parasitism stages // Front. Plant

41.

42.

43.

44,

45.

46.

47.

48.

®U3NOIOTVI PACTEHUI

Sci. 2016. V. 7. P. 590.
https://doi.org/10.3389/fpls.2016.00590

Li J., Timko M.P. Gene-for-gene resistance in Striga-
cowpea associations // Science. 2009. V. 325. P. 1094.
https://doi.org/10.1126/science.117475

Badouin H., Gouzy J., Grassa C.J., Murat E, Staton S.E.,
Cottret L., Lelandais-Briére C., Owens G.L., Carrére S.,
Mayjonade B., Legrand L., Gill N., Kane N.C., Bowers J.E.,
et al. The sunflower genome provides insights into oil
metabolism, flowering and Asterid evolution // Nature.
2017. V. 546. P. 148.

https://doi.org/10.1038 /nature22380

Calderdn-Gonzdlez A., Pérez-Vich B., Pouilly N., Boni-
face M.C., Louarn J., Velasco L., Murios S. Association
mapping for broomrape resistance in sunflower //
Front. Plant Sci. 2023. V. 13. P. 1056231.
https://doi.org/10.3389/fpls.2022.1056231

Imerovski 1., Dedi¢ B., Cveji¢ S., Miladinovi¢ D., Jocic¢ S.,
Owens G.L., Kocis Tubi¢ N., Rieseberg L.H. BSA-seq
mapping reveals major QTL for broomrape resistance
in four sunflower lines // Mol. Breeding. 2019. V. 39.
P. 41.

https://doi.org/10.1007 /s11032-019-0948-9

Akhtouch B., Akhtouch B., del Moral L., Leon A., Velas-
co L., Ferndndez-Martinez J.M., Pérez-Vich B. Genetic
study of recessive broomrape resistance in sunflower //
Euphytica. 2016. V. 209. P. 419.
https://doi.org/10.1007/s10681-016-1652-z

Sisou D., Tadmor Y., Plakhine D., Ziadna H., Hiibner S.,
Fizenberg H. Biological and transcriptomic characteri-
zation of pre-haustorial resistance to sunflower broom-
rape (Orobanche cumana W.) in sunflowers (Helianthus
annuus) // Plants. 2021. V. 10. P. 1810.
https://doi.org/10.3390/plants10091810

McGrath K.C., Dombrecht B., Manners J.M., Schenk PM.,
Edgar C.1., Maclean D.J., Scheible W.R., Udvardi M .K.,
Kazan K. Repressor- and activator-type ethylene re-
sponse factors functioning in jasmonate signaling and
disease resistance identified via a genome-wide screen
of Arabidopsis transcription factor gene expression //
Plant Physiol. 2005. V. 139. P. 949.
https://doi.org/10.1104/pp.105.068544

Huang Q., Lei Z., Xiang L., Zhang W., Zhang L., Gao Y.
Transcriptomic analysis of sunflower (Helianthus annuus)
roots resistance to Orobanche cumana at the seedling
stage // Horticulturae. 2022. V. 8. P. 701.
https://doi.org/10.3390/horticulturae8080701

ToM 70 Ne 5 2023




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


