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Puc sBnsieTcs BaXHeWLen NULLEBOV KynbTypour ANS HaceneHus 3eMHOro Lwapa u Kynstueupyetca 6onee ge-
CATV BekoB. Ero nopaxaloT pasnuyHble BUpYCHbIe, rpubkoBble 1 BakTepuansHble 6onesHun, 13 KoTopbix Hambonee
onacHbIM siBnsieTcs GakTepuanbHbI OXOr, KOTOPbIV Bbi3biBaeTcst baktepuen Xanthomonas oryzae pv. oryzae (Xoo0).
Hanbonee addekTBHBIM CNocobomM 60pbObl ¢ HakTepuanbHbIM OXXOTOM ABMASETCS UCMOMb30BaHNE YCTONYMBBIX CO-
PTOB COBMECTHO C ONTMMAarbHbIMU arpoTEXHUYECKMMU MeTogamu. 3a nocrneaHne rogbl B MMpe NpoBeaeHb! O0LWMpHbIe
reHeTM4eckne N reHoMHble UccrneaoBaHus A BbIACHEHUS MOMEKYNSIPHOrO MexaHnama peakuum puca Ha Xoo. B pe-
3ynbraTe ANUTENbHbLIX UCCNeqoBaHUn yyeHbiMy n3 KOro-BoctouHon Asum 6bino naeHTMdmnumMpoBaHo 42 pasnmyHbIX
reHa yCTon4mBoCTM K GakTepuanbHOMY OXOry, U3 HUX 9 BblAeneHbl U KNOHUMPOBaHbl. B HAacToALWMI MOMEHT JOCTYMHbI
MnosiHble NocneaoBaTeNlbHOCTM FTeHOMOB ABYX Pa3HbIX NOABMAOB puca japonica v indica n Tpex pasHbix pac Bo3byau-
Tensa 6aktepuansHoro oxora. CrieqoBatenbHO, B3aMMOLENCTBNE MEXAY pacTeHUsIMU pyuca U X00 MOXET ObITb pac-
LIMEPOBAHO 1 NO3BONUT NMOHATL MEPbl MPOTUBOAENCTBUSA XO35MHA, TaKMe KaK BPOXAEHHbIN UMMYHUTET U UMMYHUTET,
onocpeaoBaHHbIN reHoM R. ®YHKLMOHAmNbHbIN aHanu3 reHoB YyCTOMYMBOCTM MOXET AaTb KIHOY K Pa3BUTUIO LLIMPOKOTO
cnekTpa v AnUTenbHOW YCTOMYMBOCTU K BakTepunansHoMy oxory. bbin oxapakTepusoBaH psf reHOB Pe3rCTEHTHOCTM
(R) 1 poaocTBEHHbBIX MM rEHOB aBUPYNEHTHOCTN N 3(PdEKTOPHBLIX FEHOB BUPYNEHTHOCTW. B aaHHOM 0630pe Ha ocHoBe
ony6nMKoBaHHbIX MCCNEeAoBaHNUI NpeacTaBneHbl NocneaHne JOCTUXKEHUS B M3yYeHUN B3aMMOAENCTBUSE MeXay pac-
TEHUSIMU puca 1 NaToreHoM Yepes reHbl R 1 nx npodykTbl. Takke obCcyxaarTcsa cTpaTernn cenekumm Ans Co3gaHns
COPTOB C ANUTENBbHOM U LUMPOKON YCTONYMBOCTBIO K Xanthomonas oryzae.

Knrodesnle cnoea: puc, copm, ceHomur, bakmepuarnbHbll 0xoe, Xanthomonas oryzae pv. oryzae, ycmoul4u-
80ocmb, Xa 2eHbl.
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nucmees, 8bi3bisaemMomy Xanthomonas oryzae pv. Oryzae (0630p) // S3epHogoe xo3satcmeo Poccuu. 2022. T. 14. Ne 2.
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Rice is the most important food crop for the world population and has been cultivated for more than 10 centuries.
It is affected by various viral, fungal and bacterial diseases, the most harmful of which is leaf blight, which is caused by
the bacterium Xanthomonas oryzae pv. oryzae (Xoo). The most effective way to combat leaf blight is to use resistant
varieties together with good agro-technical methods. In recent years, there has been carried out an extensive genetic
and genomic study to identify the molecular mechanism of rice reaction to Xoo. As a result of long-term study by the
Southeast Asian farmers there were identified 42 different leaf blight resistance genes, 9 of which were isolated and
cloned. Currently, complete genome sequences are available for two different rice subspecies ‘Japonica’ and ‘Indica’
and three different races of the leaf blight pathogen. Therefore, there can be estimated an interaction between rice and
Xoo, which will allow establishing host responses such as innate immunity and R gene-mediated immunity. Functional
analysis of resistance genes may provide clues to the development of a broad spectrum and long-term resistance to
leaf blight. There has been characterized a number of resistance (R) genes and related avirulence genes and effector
virulence genes. This review, based on published works has presented the latest advances in the study of correlation
between rice and the pathogen through R genes and their products. There has been also discussed breeding strate-
gies in order to develop varieties with long-term and broad resistance to Xanthomonas oryzae.

Keywords: rice, variety, genotype, leaf blight, Xanthomonas oryzae pv. oryzae, resistance, Xa genes.

BBepeHune. Puc (Oryza sativa L.) agnaeTca oc-
HOBHbIM MPOAYKTOM NUTaHWA ANA MAITINOHOB Jt0-
fen B Mupe, ocobeHHo B tOxHoM 1 tOro-Boctou-
HOM A3Mn, a Takxe B Tponuyeckon JlaTuHcKom
AmepuKe, UTO AenaeT ero BTOpoW No notpebne-
HWNIO 3N1aKOBOW KynbTypoin. Ha ero gonto npuxo-

antca 35-60% Kanopui, MCNONb30BaHUE puca
B a3MaTCKMX CTpaHax cocTaBnseTt 6onee 90%, no-
sToMy B A3um ero 6osblie NoTpebnAaT 1 Npouns-
BOAAT. YTOObI YOOBNETBOPUTL PACTYLIUIN CNpOC
noutu 5,0 mapp notpebutenen, kK 2030 r. cTpaHam,
BblpalyMBaOWMM PUC, MPULETCA NPOU3BOAMUTb
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Ha 40% 6onbLue puca (Khush et al,, 2005). OgHako
€ro NPou3BOACTBY CUJIbHO MPEenATCTBYIOT 6ones-
HU, BbI3blBaeMble NMaTOreHHbIMK rprubamu, bakTe-
puaMx 1 BUpPYycamu; Hanbonee omacHbIM U3 HUX
ABnAeTcA 6bakTepuranbHbIi oxor nnctbes (bO), Bbl-
3bIBaeMbIl Xanthomonas oryzae pv. oryzae (Xoo)
(cM. pUCYHOK).

CvmMmnTombl 6akTepuanbHOro oXora JIMCTbEB,
Bbl3BaHHOro Xanthomonas oryzae pv. Oryzae
Symptoms of bacterial leaf blight, caused
by Xanthomonas oryzae pv. Oryzae

bakTepuanbHbI OXKOI ABNAETCA OQHON U3 OC-
HOBHbIX 60J1€3HEN NMNCTbEB PAaCTEHUI PUCA, Bbl3bl-
BaA notepu ypoxas Ha 20-30%. B 1884 r. anoH-
ckme pepmepbl, BbipalyMBatoLie pUc, NepsbiMu
3ameTunm 6onesHb. MNocne 3Toro 6051€3Hb NOABU-
Nacb TaKXe B pa3nnyHbix YacTax Asum, ABCTpanuu,
NatnHckon Amepukn, Adpukm n CLLIA. B HekoTo-
pbiX YacTAX MUpa GaKTepuranbHbIA OXOr INCTHEB
cenvac nepepacTaeT B SN1AemMuUIo, NPy STOM noTe-
pv ypoxaa moryT coctaBnAatb 50%. Ha cerogHaAw-
HUI feHb 6aKTepuranbHbIA OXOT LIMPOKO pacnpo-
CTpPaHeH MpPaKTUYeCKU BO BCEX PUCOBOAYECKUX
cTpaHax mupa (Jiang et al., 2020).

BakTepumanbHbii oxor (BO) — aTo cocyaucToe
3aboneBaHue, NpuBoAsLLee K MOABIEHUIO »Ke-
TOBaTO-CepbIX UK Benbix MopaeHUn BAONb K-
nok. Bo3bygutenb 6onesHM NpoHMKaeT B opra-
HU3M XO3fMHa Yepe3 rmaatofbl, yCTbMLa U paHbl
Ha KOPHAX VN INCTbAX, YTO BbI3blBAET yBALAHUE
NNCTbEB 1 BNUAET Ha npouecchl GOTOCMHTE3A.
EQVMHCTBEHHBIM NCTOUYHMKOM 3apaXkeHnsa nNpu ne-
peHoce B cBOGOAHbIE PernoHbl ABAAeTca UHOU-
LMPOBaHHbIN CeMeHHOW MaTepuan. bakTepun
MOFYT COXpPaHATbCA KaK B 3HAOCMEpPMe 3epHa,
Tak 1 B pucoBon wenyxe. [1pn 3Tom CpoKmM coxpa-
HeHuA GaKTepuin KonebnoTca OT ABYX MecALeB
[0 roga. Ha He3HauuTenbHble pacCcTOAHUA BO3-
MOKEeH rnepeHoC BO30yanTens 3apakeHHbIM pac-
TUTENbHBIM MaTepuasioM, COIOMOM 1 MONOBOW,
CaMOCEBOM puCa, X03aeBamMu-copHakamu. Kpome
TOro, pPacnpoCTpaHeHne MNPOUCXOQUT BETPOM,
LOX[eM, HO NperMyLLeCTBEHHO BOAOW ANA Opo-
LWeHna 1 Npu HaBogHeHuAX. CylecTByeT MHeHne
0 BO3MOXKHOCTM NepeHoca Bo3byaunTensa 6aktepu-
aNbHOro OKora HacekoMbimU. [lokazaHo, YTo Knon
Leptocorsia acuta Thun. ABnAeTCA NepPeHOCUYNKOM
GakTepun.

B nonesbix ycnoBuAx CMMMTOMbI MPOABMA-
totcA B dase KylleHua, a 3aboneBaeMocTb yBe-
NMYNBAETCA NO Mepe POCTa pacTeHuin, JocTuras
Makcumyma B a3y LBeTeHuA. Taxenoe TeueHune
6051e3HYM, BO3HMKalOWeEe Ha CTagun KyLLEHWsA,
MOKET NPUBOANTDb K YAaCTUYHOW WU MOSTHOWN -
6enn ypoxasn. Y 3apaKeHHOro pacTeHus MosB-
NATCA He3penble 3epHa, U3-3a Yero nNpu U3ro-

TOBJIEHUN Kpynbl obpasyeTcs 6Gonblue CeuKu.
MoTepa yporkaa MOKa3bIBAET, UTO CEPbE3HOCTD 3a-
6oneBaHMA 3aBUCUT OT MHOTUX GAKTOPOB, BKIIO-
yasa BOCMPUUMUMBOCTb XO3AMHA, CTaguM pPoOCTa
1 6naronpuATHbIE YCNOBMA OKpYy»KatoLlen cpeabl
[NA BO3HVMKHOBEHUA 6onesHun. TpebytoTca cTpaTe-
run ana npefoTBpaLleHns yulepba B pesynbraTe
NHPEKLMN 1 YMEHBLUEHUS YMcna cilyyaeB 3abo-
NeBaHUs, KOTOPOE MOXET NepepacTy B SMMAEMMIIO
(Yogesh and Dharminder, 2017).

Mepbl 60pbbbl ¢ BO BKtoyatloT B cebA MeTo-
Obl KyNbTMBUPOBAHWA, XUMNYECKAA 1 Guonoru-
UECKUN KOHTPOJ/b, MPOrHO3MpoOBaHue 60ne3Hn
1, UTO Hanbosiee BaXKHO, FEHETMYECKYI0 YCTONYN-
BOCTb X03AMHa. [locKonbKy Hanbonee 3¢ppekTns-
HbIX XMMMYeCcKux cpencts 60pbbbl NoKa He cyLe-
CTBYET, NCMOJSIb30BaHNE COPTOB, HeCYLMX reHbl
YCTOMYMBOCTN, cumnTaeTca Hambonee sdpdekTus-
HbIM M 3Konormyeckn 6e3omnacHbIM Cnocobom
60pbbbI ¢ 6oNe3HbIO. bONBWNHCTBO MCCNefoBaTe-
nel 3aMHTEPECOBaHbl B UCMOb30BaHMM COPTOB,
yctonumsbix K BO, 1 31a uenb, 6e3ycnosHo, fo-
CTVXKUMA MPY YCIOBUM HANUYKXA NPOCTON cTpaTe-
rmmn naeHTdrKaumm reHoB ycTonumsocTn. Y puca
OCHOBHbIM crocobom 60pbbbl ¢ bakTepranbHbIM
OKOrOM JINCTbEB ABMAETCA YCTOMUYMBOCTb, OOY-
CNOBJIEHHAA OJHUM FEHOM, HO C TeYeHWeM Bpe-
MEHMW CTPYKTYpPa BUPYEHTHOCTX MAaTOreHOB W3-
MeHMWNacb, YTO HEWTPann3oBaNiio YCTOMUYMBOCTb
X03AIMHa. Ero MoXHO oTCcpounTb, KOMOMHMPYA He-
CKOJIbKO reHOB (MMpaMnaNpPoBaHEe FreHOB), KOTO-
pble 0becneuyrBaloT YCTONUMBOCTb K MHOMXECTBY
natoreHoB. [MMpammaupoBaHWe TreHOB MOKa3bl-
BaeT 6onee ANUTENbHYIO YCTONYMBOCTb FEHOTU-
MOB MO CPaBHEHMIO C OObIYHBIM IeICTBEM FEHOB,
YTO yKasblBaeT Ha KOMMJeMeHTapHoe B3aunMo-
fdencrteue R-reHoB. VX xapakTtepuctvka u Hanu-
yrve TECHO CBA3AHHbIX MAPKEPOB 3HAUUTESIbHO
obneryat cosfaHue HoBbix coptoB (Yogesh and
Dharminder, 2017).

eHbl yCTONYMBOCTN KO MHOFM MaToOreHam Xo-
powo naeHTndULMpPOBaHbl y puca. Ha cerogHsAw-
HWU AEHb Y KYNbTYPHOIO pUca 1 ero AUKNX copo-
andein nageHtudnumnpoBaHo 6onee 40 pasnnyUHbIX
reHoB YCTONYMBOCTW, NPUAAIOLWNX YCTONUYNBOCTb
K pa3finyHbIM Wtammam. bonee Tpetn 3Tnx reHoB
HOCAT peLeccMBHbIN XapakTep (xa5, xa8, xal3,
xal9, xa20, xa24, xa28, xa31 n xa32), a 6 U3 HUX
KnoHunpoBaHbl (Xal, xa5, xal3, Xa21, Xa26 v Xa27).
Cpenu Bcex reHoB ycTonumBocTu K BO Tpn 13 Hux
3aperncTprMpoBaHbl U KapTUPOBaHbI Ha XPOMO-
come 6. PaznuyHble Tunbl 6eNKOB KOAMpYyOTCA
3TUMW reHamu, Hanpumep, Xal KogupyeT Hykre-
oTua-ceasbiBalownin  6enok LRR, peueccusHbIi
reH xa5 koanpyet y-cyobeauHuLy TpaHCKpunum-
OHHOro ¢aKkTopa, Xa27 KoaupyeT HOBbIN GENOK,
peLeccrBHbIN reH xal3 koaupyeTt 6enok nnasma-
TYeckon membpaHbl. Takum 06pa3om, Xoo nume-
eT pa3Hoobpa3sHbIli MexaHn3M B3avMOAeNCTBUA
BHYTPU Buga-xo3anHa. CoueTaHne reHoB YCTOW-
UMBOCTU B COpPTax MO3BONMT MOAy4nuTb ry6o-
Kue 3HaHWA O MaToreHe U NPUBEAET K Pa3BUTMIO
YCTOMNUYMBOCTU COPTOB K BaKTEPUASIBHOMY OXOTY.
BonbWMHCTBO reHOB YCTOMUYMBOCTY ObiNn MAEH-
TuduumpoaHbl y coptos O. sativa ssp. indica v Bu-
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poB aukoro puca: O. longistaminata, O. rufipogon,
O. officinalis n O. minuta, a HekoTopble y O. sativa
Ssp. japonica.

PesynbraTbl n o6cyxaeHune. Xanthomonas
oryzae pv.oryzae (X00) ABNAeTCA NpeAcTaBuUTENEM
rpamoTpuuaTenbHbix npoteobaktepuin. OH npo-
JOJKaeT pacT B COCYAMCTON CUCTEME KCUNeMbl
[0 Tex nop, Noka OHa He 3aKynoputca 6aktepu-
aNbHbIMW KNeTKaMu 1 BHEKIETOUYHbIM Noscaxa-
puaom KcaHTaHom. CyllecTByeT HeCKOMbKO pac,
KoTopble ceKpeTupytT pacocneumduyHble 3¢-
bekTopbl B KCunemy, Bbi3blBafd WHAMBUAYaNb-
Hylo peakuuio u uHbekuuio. baktepun Takxe
BbICBOOOXAAOT paKTopbl, KOTOpble CBA3bIBAIOT
N aKTMBUPYIOT TPaHCKPUMLUMIO FeHOB, aKTUBM-
pyOLWKMX peakumio Pe3nCTeHTHOCTM, WU3BECTHbIX
Kak reHbl pe3ucteHTHocTU (R) (Hutin et al,, 2015).
QaKTopbl, aKTMBMPYIOLME FeHbl YCTONYMBOCTM
K X0O, n3BecTHbl Kak GaKTopbl aBUPYSIEHTHOCTH,
KoTopble onpepenAlT cneymduyHOCTb XO03Au-
Ha MOCPEACTBOM MEXIEeHHbIX B3aMOAENCTBUN,
CHVXaa BUPYNEHTHOCTb MaToreHa no mepe Toro,
Kak OHM pPacrno3HalTCA XO3AWHOM. [10CKONbKY
Kakpaa paca Xoo npoayuupyet YyHUKasbHble
bakTopbl BMPYNEHTHOCTU K aBUPYNEHTHOCTH,
reHbl R 3BonoymoHMpoBanu, uTobbI Obecne-
YNTb YCTOMYMBOCTb K OTAeNIbHbIM pacam Xoo.
MN3BecTHO, UTO B3anmoaencTema 6akTepuin c pac-
TEHUAMW onpefenaAlTca reHamn CBepXYyBCTBU-
TeNbHOro OTBeTa U MaTOreHHOCTW. 3HaUNTeNbHbIe
ycunusa 6binv npeanpuHATHI 4NA ngeHTuduKaumm
reHoB, Y4YacTBYIOLWMX B MaTtoreHe3e X00, U MOHU-
MaHMA PonM NPOAYKTOB reHoB B npouecce 60-
ne3Hwu (Jiang et al., 2020).

[eHeTMYeCKMA aHanu3 MHOTMX B3aMMogen-
CTBWI pacTeHWi 1N NaTOreHoB NokKasan, YTo pacTe-
HMA YaCTO copepaT OAMH NOKYC, KOTOPbIN Mpu-
JaeT yCTOMYMBOCTb MPOTMB KOMMJIEMEHTapHOro
reHa aBUPYNeHTHOCTU. [eHeTnKa YCTOMUYMBOCTU
K GakTepranbHOMy OXOry BrepBble Obina u3sy-
yeHa B AnoHuu n IRRI, 3aTem nocnegosanu Wpu-
JTanka, WHgna, Kutan n gp. Okono 42 reHos
yctonumsoct K BO 6bn ngeHTMduLMpoBaHbl
B Ky/IbTYPHbIX COpTax, MyTaHTax 1 AUKMX Buax
puca. OHM 6bIIM KaPTUPOBAHbI B GONbLUNHCTBE
13 ABeHaguaTm XPOMOCOM puca. MHorve reHbl
obecneunBaloT MOHYI M pacocneunduueckyto
yctonumsocTb K bO (Hutin et al., 2015). lNockonbKy
6aKTepuranbHble pacbl UMeOT TEHAEHLMIO NOCTO-
AHHO M3MEHATbCA NOA BIAHNEM NCKYCCTBEHHOTO
N ecTecTBEHHOro otbopa, HeobxoaMmo nccnepo-
BaTb HOBbIe reHbl yctonumsocTy K bO ana 6opbbbl
C 3BOJIOLMOHNPOBABLUMIMI Pacamu.

leH Xal 6bin npeHTuduumposaH Sakaguchi
(1967) n3 coptoB puca Kogyoku u Javald. d1o
npugaBano AMOHCKAM COpPTaM BbICOKWIA YpO-
BeHb cneuundunyeckon ycrtonumsoctu. C Tex nop
Xal WrpoKo NCNOMb3YIOT B ANOHCKOW cenekunm
puca, oH sABnAeTCcA Hambonee pacnpocTpaHeH-
HbiM B fAinoHuw. MNo3xe 6bina paspaboTaHa reHe-
TUYeCKasa KapTa BbICOKOro paspelueHua gna Xal
C ucrnonb3oBaHvem nonynauun F, n mapkepos
RFLP (Yoshimura et al., 1996). bbiio o6Hapy»xe-
HO, uTo TpU Mapkepa (XNpb235, XNpb264 n C600)
Ha Xpomocome 4 TecHO cuenneHbl ¢ Xal, a gpyron

Mapkep RFLP U08 750 Haxogunca Ha pacCToAHUM
1,5 cm oT Hero.

leH Xa2 6bin BoiaBneH Sakaguchi (1967) y co-
pTa puca Tetep. 3TOT reH 6bin KAPTUPOBAH Ha XPO-
Mocome 4, OH cuenneH ¢ Xal C 4YaCTOTON peKoM-
6uHaumnm 2-16% (Yoshimura et al., 1996). len Xa2
NOKaNM3yeTca Mexay [ABYyMA MapKepamu, OX-
BaTbIBALOLWMMK 06/1acTb pPa3mMepoM MPUMEPHO
190 T.Nn.H.

leH Xa3 6bin onpepeneH y copta nNoaBu-
Ha japonica Wase Aikoku 3. OH 6bin1 KapTupo-
BaH Ha AJIMHHOM nneye XpomMocombl 11 n TecHo
CBAA3aH C ApYrvM reHom yctonumsocTtn K bO Xa4
(Yoshimura et al., 1996), a Takxe ¢ Xa26. Ana xa-
PaKTeEPUCTUKN reHa Xa3 oH 6bl1 TOUHO KapTupo-
BaH C MCNONb30BaHMEM MONyNALMK, Cerpernpy-
owWwen TONbKO AN OQHOrO reHa yCTOMYMBOCTH,
1 MapKepoB, NOyYeHHbIX OT Xa26.

leHbl Xa4 v xa5 6bInn NaeHTUPULNPOBAHDI
Petpisitetal.(1977). JoM1HaHTHbIV reH Xa4, nMmeto-
wuinca y coptos TKM6, IRBB4, naet yctonunsoctb
K dununnuHckon pace 1. [eH Xa4 6bin nokanuso-
BaH mexay mapkepamu G181 n L1044 Ha paccTo-
AHUKM 4,4 n 3,8 cm cooTBeTcTBeHHO (Wang et al.,
2001).

Y ob6pasua IRBB5 BbisiBieH peueccuBHbIN
reH xa5 B XpoMocome 5, KoTopblil obecrneyrBaeTt
YCTOMUYMBOCTb K GUAUMNUHCKUM pacam 1, 2,3 1 5.
Bbina paspaboTtaHa reHeTMyecKas KapTa BblCOKO-
ro paspelleHns XPOMOCOMHOW 0651acTu, B KOTO-
POV HaxofuTCA reH xas, B uHTepsane 0,5 cm gnu-
Hon 70 T.N.H. mexay mapkepamu RS7 n RM611
(Blair et al., 2003).

[eH Xa6 6bin noeHTUPUUNPOBaAH B XPOMOCO-
me 11 y copTa Zenith, oH 6bin cuenneH c reHom
Xa4 c BennunHom KpoccuHroeepa 26%.

Ha OununnunHax y obpasua DZ78 6bin Hain-
NeH OOMUHaHTHbIN reH Xa7 (Sidhu et al.,, 1978).
3HaueHue pekombuHaumm 8,8% 6bino onpepene-
HO Mexay reHamu Xa7 n G1091, pacnonoeHHbl-
Mn Ha 107,5 cm B XpoMocome 6.

PeueccnBHbIn TeH xa8, obecneunBaloLNA
YCTONUMBOCTb KOSIEKLMOHHbIX Ppopm puca, ob-
HapyeH y obpasua Pl 231128. OH HaxoauTcA
Ha Xxpomocome 7 mexay AByma SSR-mapkepamu:
RM21044 n RM21045 B anana3oHe 7,0 n 9,9 cm.
B sTolh 06nacT Haxo[ATCA TakXkKe TPUW reHa, KoTo-
pble OTBEYAlOT 3a peakLnio pacTeHUI Ha Pasnny-
Hble CTpecchl.

PeueccrBHbIN reH xa9 6bi1 HalAeH Y COPTOB
Khao Lay Nhay n Sateng. OH cuenneH c reHom
Xa6 B xpomocome 11 €O 3HaUeHnem KPOCCUHIoBe-
pa 5,9%.

leH XalO 6bin mpeHTMPMUMpPOBaH Yy copTa
puca Cas 209. 370T Iokyc Xa 10 6bin ngeHTUGULNK-
pOBaH Ha AJIMHHOM nyieye xpomocombl 11 puca
mexxkay RFLP-mapkepamu RG103 (83 cm) n RG1109
(91,4 cm) (Ramalingam et al., 2003).

leH Xa 11 6bin ngeHTndunumposaH Ogawa et al.
(1986). OH npupaet crneundryeckylo ycTonyu-
BOCTb obpasuyoB 17156, T7147, T7133 n H75304
K AnoHckuM pacam 1B, II, IIA v V. 3ToT reH 6bin
KapTMpoBaH Mexay nokycamu RM347 (2,0 cm)
n KUX11 (1,0 cM) Ha BIMHHOM nleye XpoOMOCO-
mbl 3 (Goto et al., 2009).
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JOMVWHaHTHBIN  reH  Xal2  KOHTponupo-
BaNn yctonumBoctb copTtoB Kogyoku un Javalé
K pace V 6akTepuanbHoOro oxora B lHgoHesuu.

lfeH xal3 Obin BriepBble OOHApPYXeH Yy Co-
pTa puca BJ1, n nmeHHO 3TOT reH obecneynBaeT
YCTOMUYMBOCTb K CaMOW BUPYNeHTHOW GUAnnnuH-
CKOW pace 6. leH 6bIN TOYHO KapTUpoOBaH B 0O-
NacTy MeHee 4 CM Ha AJIMHHOM Mjieye XpOMOCOo-
Mbl 8 (Sanchez et al., 1999).

lfeH Xal4, noeHTMGUUNPOBAHHBIA M3 COpTa
Taichung Native 1, aABnAaeTcAa AJOMUHAHTHBIM FEHOM
YCTOMUMBOCTM K GUIMMNUHCKON pace 5 1 pacno-
JIOXEH Ha XpoMocoMe 4,

Cepus n3 peBaAtu reHos (xals, Xalé, Xal7,
Xal8, xal9, xa20, xa26, Xa27 v xa28) 6bina nony-
YyeHa C nomoublo MyTareHe3a. Ob6pasubl 1menu
pa3nuyHble YPOBHMN 1 CMEKTPbl Pe3UCTEHTHOCTM
K 6akTepuanbHomy oxory. B inoHumn y myTtaHTa
copTa M41 obHapy»eH reH xal5, y copta Tetep -
Xa16, Asominori — Xal7, Toyonishiki - Xa18, IR24 —
Xal9 v Xa20. 9Tv reHbl He Oblnn anfiefibHbIMU C pa-
Hee N3BEeCTHbIMY peLeCcCUBHbIMY reHamun xas, xas,
nxals.

Bbin HampeH obpasel appuKaHCKOro AMKOro
Buga Oryza barthii, KoTopbin ycTONuMB KO BCEM
pacam bO B HANN. BbIACHWNOCH, YTO OH NOA06EH
TakoBomy y Oryza longistaminata, koTopbiii 6611
YCTOMUMB KO BCEM LIECTV GUAMNMUHCKUM pacam
(Khush et al., 1990). YcTOMUnBOCTb Yy HUX KOHTpPO-
nvpoBanacb reHoM Xa21, NoKann30oBaHHbIM B NH-
TepBane 8,3 cM Ha xpomocome 11, a pusnueckun
pa3mep 3Ton 06nacTu paBeH npumepHo 800 T.M.H.

Ewe oauH reH yctonumsoctn K bO, Xa22, 6bin
ob6HapyxeH B cTapofaBHem copTte Zhachanglong
(ZCL) w3 npoBuHUUKM KOHbHaAHL Ha toro-3anage
Kntaa. OH nokasan BbICOKAA YPOBEHb YCTONYN-
BOCTU K 16 13 17 ncnbiTaHHbIX wtammos bO (Lin
et al., 1996). l'eH 6bIn HeanneneH nokycam Xal, Xa2,
Xa4 v Xal4, Ho 6bI10 OGHapyXeHO, UTO OH CLe-
nneH ¢ Xa4. TOT reH KapTMpoOBaH Ha ANVHHOM
nneye xpomocombl 11 1 nokann3oBaH B HebOMb-
wom ¢pparmeHTe pasmepom 100 T.n.H.

leH Xa23 6bin KapTupoBaH y obpasua AMKoro
puca O. rufipogon (CBB23) Ha xpomocome 11 B 06-
nactm 0,4 cm mexgy mapkepamu Lj138 n A83B4,
dur3nueckoe paccTofHre mexay KOTOpbiMU CO-
ctaBndAeT 49,8 T.n.H. OH KOHTpONMpyeT YyCTONYu-
BOCTb K MHAOHE3NNCKMUM pacam.

[eH pe3ncTeHTHOCTM Xa24 6bin HalnaeH y 06-
pa3ua DV86. OH 6bia1 TOUYHO KapTUPOBaH Ha ¢ppar-
MmeHTe [HK gnuHom 71 T.N.H. B OJIMHHOM nJe-
ye XPOMOCOMbI 2 C MCMONIb30BaHNEM MapKepoB
RM482 n RM138 Ha pacctoaHum 8,0 n 0,9 cm
oT Hux. OH onpepenaeT yCTONYMBOCTb K Ppunun-
NMUHCKKMM pacam 4, 6 1 10, a TakXe KUTaNCKUM
pacam Zhe 173, JL691 n KS-1-21.

Xa25, BOMVHAHTHBIN reH YyCTOMUYMBOCTY, Obin
NaeHTMOUUMPOBAH Y COMaKNOHaIbHOTO MyTaH-
Ta Minghui 63, nuHUKW-BOCCTaHOBUTENA pAAa
rmbépuaoB  puca, LWUPOKO  KYNbTUBUPYEMbIX
B Kutae (Amante-Bordeos et al., 1992). OH obe-
CneyrBaeT YyCTOMUYMBOCTb K GUANMNMUHCKON pace
9 Kak Ha CTagum NPOPOCTKOB, TaK U B3POC/bIX
pacteHuin. [eH HaxoauTCA B TEPMUHaNbHOW 06na-
CTV ANVHHOTO MNJie4a XPOMOCOMbl 4 Mex<ay ABYMA

SSR-mapkepamn RM6748 n RM1153 Ha paccTtos-
H1UM 9,3 1 3,0 CM COOTBETCTBEHHO.

leH Xa26 HanpeH y dununnuHckoro copTta Nep
Bha Bong, ero nokanusauua He onpegeneHa. 31oT
reH nokasasn yMmepeHHyH yCTOMUYMBOCTb K pacam 1,
2 n 3 n 5. [lanbHenwee nccnegoBaHue nokasano,
yTo Xa26 ABNAETCA TEM e reHOM, UTo 1 Xa3.

InAa pacwuvpenuna nyna reHopoHAA ycTonum-
BbIXx K BO o6pa3uos B VIPPU B KoHue 1980-x IT.
6blna NpPoBeAeHa WNpoKas rmbpuansaunm ¢ an-
KMMW BuUgamun Ana nepefayn reHoB pPe3nCTeHT-
HocTu. HoBbI NOKyc yctonumsocTn Xa27 6bin
BblA€NIeH M3 MOTOMCTBA MEXBUAOBbLIX FMOpu-
pos O. sativa (IR31917-45-3-2) n O. minuta (acc.
101141) (Amante-Bordeos et al., 1992). Ten Xa27
OGHapyXeH B npefenax reHeTUYeckoro WHTep-
Bana 0,052 cm Ha ANMMHHOM Mjieye XPOMOCOMbI
6 mexay mapkepamn M964 n M1197.

Y copra Lota Sail 6bin peLeccrBHbI reH yCTol-
UMBOCTU K pace 2, KOTOPbIN pacLLensianca He3aBu-
1Mo OT Xa10 v 6611 0603HauUeH Kak xa28.

ELwe oguH AOMWHAHTHBIN reH, Xa29, Obin naeH-
TMPUUMPOBaH B NUHUN puca «B5», nonyyeHHow
oT cKkpelymBaHua ¢ Oryza officinalis nocpegcTsom
nHTporpeccnn. OH oKazanca BblICOKOYCTONYMBbIM
K Oypoi unKkagke, 6eIOCNUHHON UuKagke n 6ak-
TepuanbHOMYy OXory. [eH YCTONYMBOCTN HaxoauT-
ca B obnactm 1,3 cm, Ha xpomocome 1.

HoBasa 3apogbiweBad nnasma yCToMYMBOCTU
puca k BO ot gukoro Buga puca O. rufipogon 6bina
naeHTnduunpoBaHa n o6o3HayeHa Kak reH Xa30
(Jin et al., 2007). leH 6bin KapTUPOBAH Ha AJIH-
HOM nineye xpomocombl 11. MoneKkynAapHbIi Map-
Kep 03STS pacnonokeH oT Hero Ha reHeTUYeCKoMm
pacctoAaHumn 2,0 cm.

lfeH Xa31 yctonumeoctn kK bO 6bin BbiABNEH
B Zhachanglong (ZCL), pernoHanbHOM copTe puca
13 nposuHuMn KOHbHaHb Ha toro-3anage KuTas,
KOTOPbI UMEET BbICOKNIN YPOBEHb YCTONUNBOCTU.
AHanu3 reHeTNYeCKOoro CLenyieHnsa U TOYHOe Kap-
TUpPOBaHMe nokanusosanu Xa31 B npegenax reHe-
THUYecKkoro pacctoaHna 0,2 cm mexay AByMA Map-
kepamn G235 n C600 Ha KOHUE AJIMHHOIO nieva
Xpomocombl 4. Jlokyc Xa31 nmeeT OSIMHY OKOMO
100 T.M.H.

Ewe oanH ren yctonumsoctu Kk bO 3 gukoro
puca (Oryza australiensis) nonyuuna nHTporpec-
cvBHaA nuHna C4064, KoTopas OKasanacb yCcTom-
ynBOM K 7 Wwtammam. leH 6bin1 0603HaueH Kak Xa32
N KapTUPOBaH B UHTepBare 2,0 cM, prlaHKNpOBaH-
HoM aBymA SSR-mapkepamn RM2064 n RM6293
Ha AIMHHOM nnieye xpomocombl 11 (Zheng et al.,
2009).

PeueccuBHbI reH yctonumeoctn K bO Xa33
6bl1 MAEHTMOULMPOBAH Y copTa puca «Ba7». TeH
Obl1 JIOKaNM30BaH Ha AJIVHHOM rMjleye XPOMOCO-
Mbl 6, TAe HaxodAaATCcA ABa APYrMX AOMUHAHTHbIX
reHa (Xa7 v Xa27). Hecmotpsa Ha To uTo Xa/ n xa33
nmenn obwme mapkepbl, oba nokasanu pasHoe
JencTBue reHoB 1 He 3aBrcenn oT CTagun pocTa
(Korinsak et al., 2009).

VIHOnnckue wccnepoBaTenyt Hawnu HOBbIN
OOMUWHAHTHBIN FeH YCTOMUYMBOCTU K TPeM LITam-
mam natoreHa bO y Oryza nivara v Takxe 0603Ha-
ynnn ero Kak Xa33. OH pacnonoXeH Ha XpPOMO-
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come 7 mexay mapkepamu RM21004 n RM21177
Ha reHeTUYyeCcKoM paccTtoAHun 2,0 n 4,5 cM OT HUX.
MexxBugosoe ckpewmBaHue wmexgy O. nivara
(IRGC105710) n Bocnpummumsbim coptoMm TN no-
3BOJIMNO NEepeHeCTn 3TOT reH B KyNbTYPHbIA BUA.
TO pasHble reHbl.

Tanckun copt puca Pin Kaset (PK) nmen Bbico-
K1 YpOoBeHb ycTonumBocTu K bO. leH ycTtonumso-
cTn Xa34 cuenneH ¢ mapkepom RM224 Ha xpomo-
come 11 (Korinsak et al., 2009). 31oT Xe reH Xa34
0o6HapyxeH B VHAMM y ABYX MHTPOrpeccuBHbIX
nnHun  (IR65483-118-25-31-7-1-5-B n IR65483-
141-2-4-4-2-5-B), nonyyeHHbIx oT rmbpuga IR56 X
O. brachyantha, koTopble NOKa3anu ycToMYnBOCTb
K 16 nsonatam bO (Ram et al., 2010).

Cnegyowmn reH, Xa35, nokasan BbICOKUIA Ypo-
BEHb YCTOMUYMBOCTU purca K 6baKTepranbHOMY OXo-
ry. OH 6bin ngeHTdMLUMpoBaH y obpasua ANKOro
Buga puca Oryza minuta (IRGC101133), KoTopbli
6b1 cKpelyeH ¢ coptom IR24 (Guo et al, 2010).
bnarogapa reHetnueckomy aHanu3y Nokyc Xa3s
6bIn KapTMpoBaH B xpomocome 11 u Haxogwunca
Ha pacctosaHun 0,7 cm oT Mapkepa RM6293 c ogHom
cTopoHbl 1 1,1 cm oT mapkepa RM7654 ¢ gpyroi.

YuyeHble BbIABUAY, UYTO y 0bpa3ua puca C4059
COOEPXNTCA TeH YCTOMUYMBOCTU K bGakTepuasb-
HOMYy oOory Xa36. JTOT reH Obl1 KapTMpOBaH
Ha AJIMHHOM nJieye xpomocombl 11, oxBaTbiBa-
follem obnactb pasmepom 4,5 CM, OKPY>KEHHYIO
Mapkepamu RM224 1 RM2136 (Miao et al., 2010).

Ob6pasey O. nivara (IRGC 81825) oka3sancAa
YCTOMYMBbIM KO BCemM cemu natotunam bO, pac-
npoctpaHeHHbIM B CeBepHon MHann. MNMonynauua
F,, nonyuyeHHas B pesysibTaTe CKPELLVIBAHNA MeX-
ay PR114 wn O. nivara, pacwennanacb B COOTHO-
weHnn 3:1 — yCcTon4mBble: BOCMPUNMUMBbBIE pac-
TEHWA, YKa3biBalLWeM Ha TO, YTO YCTOMYMBOCTb
obecneuynBaeTcss OOHWM LOMUHAHTHBbIM TEHOM.
M3yueHne HacnepoBaHMA MO3BOIMIO HAHECTU
reH, o603HaueHHbIN Kak Xa38, Ha KapTy XpOMOCo-
Mbl 4 (INIMHHOE Mneyo), oxBaTblBalOLWMA 06/1acTb
npuoénusntensHo 38,4 T.n.H. (Zhang., 2007).

WHTporpeccnBHaa nuHma puca FF329, no-
NlyYeHHasa B pe3yfnbTaTe CKpelwuBaHWA [OHOpa
PSBRC66 (P66) 1 peunnveHta Huang-Hua-Zhan
(HHZ), semoHCTprpoBana yCTomunBoCTb LMPOKO-
ro cnekTpa AencTamna K 14 GuannnmuHCKAM 1 cemu
KUTalickum natotunam. MpeHTndurumpoBaHHbIN
reH, pacnosioXeHHbIN Ha Xxpomocome 11, 6bin Ho-
BbIM U 0603HaueH Kak Xa39. TouHoe KapTupoBa-
Hue noKyca Xa39 no3Bonunio NOMeCTUTb reH B UH-
TepBan 97,4 T.n.H., GNaHKNPOBAHHbBIN MapKepamm
RM26985 1 DM13.

BbekkpoccHaa nMHMA OT CKpelwmBaHNUA COpTa
japonica Junam ¢ nuHuen indica IR65482-7-216-
1-2 6bina ycTOMUMBa KO BCEM KOPEWMCKMM pacam
BO. YcTonumBoCTb KOHTPONANPYETCA FEHOM YCTOM-
4yMBOCTU, 0603HAYEHHbIM Kak Xa40, KOTopbIiA Obin
cerpermpoBaH ¢ Mapkepamu RM27320 w ID55.
Ha ocHoBe ¢u3mnyeckolt KapTbl japonica reH Xa40
6bIn onpeaeneH B 0651acTb pa3mepom NPUMEPHO
80 T.n.H. Ha xpomocome 11.

Hutin et al. (2015) npoBenu CKPUHUHT KONeK-
unun 13 169 o6pasLoB prca 1 naeHTnGULNpPoBa-
N1 annenb, KOTOPbI 6bI1 0603HauveH Xa41, npu-

JaloLWmin yCTONYNBOCTb K MOMOBUHE NCMbITYEMbIX
wTtammoB BO, nmetowwmx pasnuyHoe reorpadpurye-
cKkoe npouncxoxgeHue (Hutin et al., 2015).

HoBbI MyTaHT nof Ha3BaHnem «XM14», ycTon-
YKMBBbIN KO BCeM ANOHCKMM pacam bO, 6bin nonyyeH
nytem o6paboTkn copta IR24. l'eH, ngeHTUPULUK-
poBaHHbIi B XM 14, 6611 0603HaueH Kak xa42 (Lee
et al,, 2005). Monynauma F, XM14 x IR24 sacHo no-
Kasarna pacuiensieHve B COOTHoweHum 1 ycTonuu-
BbIli: 3 BOCMPUUMUMBBIX, YKa3blBas Ha KOHTPOJIb
YCTOMUYMBOCTU pPeLeCcCUBHbIM TE€HOM, KOTOPbIN
pacnosnioXeH HeflaneKko oT LLleHTPOMepPbl XPOMOCO-
Mbl 3 mexay mapkepammn KGC3_16.1 n RM15189.

Hanbonee 6GnaronpuATHbIMKM AN Pa3BUTUS
BO aBnAlTCA panioHbl C KAC/IOM NOYBOW, BbICO-
KUM YPOBHEM FPYHTOBbIX BOA, MOBbILIEHHOWN TeM-
nepatypon (24-30 °C). MNoTeHUManbHbIMK apeana-
MW aKKnumaTtusaumm Ha Tepputopun PO asnatotca
CeBepHbliin KaBka3, KpacHogapckuia u MprMmopckinia
KpasA — OCHOBHble pucoceiolime panoHbl Poccun.
B HacToAawmn MOMEHT nccnegoBaHU NoO BbisiBIIE-
Huto bO B Halen cTpaHe He NPoBOANAN, N N3BECT-
HbIX COPTOB, YCTOMUYMBLIX K 3TOMY MATOreHy, HeT.
CyLwiecTByeT BepOATHOCTb MOABMIEHNA 3TOro 3a-
6oneBaHuA B Poccuy, nostomy Heobxoaumbl nC-
ClefoBaHMA MO BbIABIEHUIO TEHOB YCTOMUYNBOCTYU
K BO B copTax MecTHOW cenekuun 1 B obpasuax
rMOPVAHOrO NPOUCXOXKAEHUA OT CKPELLMBaHNA OT-
€YeCTBEHHbIX COPTOB C AOHOpPaMM uaeHTUdULU-
pOBaHHbIX reHoB Xa. 9TO MO3BOSIMT BOBpeMsA cpe-
arvpoBaTb Ha BO3HYKLLYIO OMAaCHOCTb.

Crpaterum cenekuyuv Ha YCTOMYMBOCTb
K 6akTepuanbHomy oxory. lcnonb3oBaHue
YCTOMUYMBOCTU pPaCTEHUIA-X03AeB OObIYHO ABNA-
eTcsA Hambornee 6/1aronpUATHON TaKTUKOW GOpb-
6bl ¢ 6onesHAMM NO SKOHOMUYECKMM U SKOMO-
rMyeckMm npuuymMHam. MapKepHaa cenekuus
(MAS) n reHeTnueckaa TpaHcpopmauua ABNA-
I0TCA [BYMA OCHOBHbIMU MOAXOAAMU K UCMOSb-
30BaHMIO R-reHoB B nporpaMmmax ceneKkumm
pacteHunin. OfgHaKko pa3sHornacusa no nosogy 6es-
OMacHOCTM MULLEBbIX MPOAYKTOB 1 OrpaHnYeHUs
perynnmpoBaHuA B HEKOTOPbIX CTPaHax cepbe3HOo
3aTPYyAHUIY NPVMEHEHNE TeHeTUYECKN MOandu-
LuMpoBaHHbIX coptoB. MAS, cBob6oaHbI OT Mo-
NNTUYECKMX BOMPOCOB U COLMaNbHbIX Npobrnem,
6onee WMPOKO MCNONb3yeTca CcenekuroHepamu.
MupamungnpoBaHue reHoB R, yCTOMUMBBIX K pas-
JINYHBIM pacam NaToOreHa, C NOMOLLbIO CTpaTernii
ceneKkuMv C UCMONb30BaHNEM MapKepoB ABNAET-
cA oueHb 3PpPEKTUBHBIM CMOCOOOM AOCTMXKEHWNSA
LUMPOKOW YCTOMUYMBOCTU, B TO BPEMA KaK UCNOMb-
30BaHMe opHoro R reHa m aganTtauma Bo3byau-
TeNA YacTo NPMBOAAT K NOTepe Pe3nCTEHTHOCTM
3a KopoTKkuin nepuop (Jiang et al., 2020).

YaLue Bcero ceneKkLMoHepbl puca NCnosb3ytoT
reHol Xa5, Xaz, Xa13, Xa21 v Xa23 n3-3a cpaBHU-
TesIbHO OOoJlee LWPOKOro CreKkTpa yCTONYMBOCTM.
MpamnanpoBaHHble MIMHUN 1 TUOPUALI NPOABNSA-
nun 60nbLY YCTOMUYMBOCTb K LWUTaMMaM X00, Yem
NIMHUX C OANHOYHBbIMW reHamu. [ockonbKky Xa23
NpoABAAET CaMyl0 LUIMPOKYI0 YCTONYMBOCTb, €ro
YacTo NCMONb3YT OTAENbHO UM BMECTE C ApYru-
MW reHamu R npoTrB NUpuKynaprosa pruca u/mnm
6ypon umkagku (Hutin et al., 2015).
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TouyHOe KapTMpoBaHMe paHee MaeHTUGULN-
POBaHHbIX JIOKYCOB YCTONYMBOCTM obneryaer mnx
NCMoNb30BaHWe B MPOrpammax cenekumm puca.
Co3faHve MOYTU W3O0reHHbIX NMHUA 1 Yepeno-
BaHVe reHoB R mMoxeT cHM3UTb paBneHue otbo-
pa Ha naToreHbl 1 MakCMMasnbHO YBEINYUTb NPo-
LOOJKUTENbHOCTb KM3HU TEHOB YCTONYMBOCTM.
MynbTUAnHNK, copepallne pasHble reHbl R, Tak-
Xe MoryT obecneunTb LUMPOKYIO Y ANUTENbHYIO
YCTOMUMBOCTb K 6ONE3HAM.

3aknoueHne. bakTepuanbHoe nopaxeHue
NNCTbEB ABMAETCA OOHMM W3 CaMbIX pPa3pyLu-

Hble NoTepyn yporkaa puca. Pa3nnuyHble cTtpaTtermm
60pbbbI C 3TUM 3ab05eBaHNeM He Bcerga 3ddek-
TMBHbl. OgHaKo cO3faHue YCTOMYMBbLIX COPTOB
puca ana 6opbbbl C HMM MpPeacTaBAseTCA Hau-
6onee 3KOHOMUYHBIM NOAXOAOM. B mocTukeHMm
3Tol Uenun 60/bly Ponb MUrpatT cefeKkunoHe-
pbl. PazHoobpasve vmeloLenca 3apoAbllLEBON
nnasmMbl Ype3BblYaNHO LieHHO. [To3ToMy BCe 60nb-
e KONINEKLUMOHHOIo MaTepurana, BKIoYaa guKkme
BuAabl Oryza, AOMKHO ObITb N3yYeHO B MOKCKax re-
HOTUMOB, YCTOMUYMBBLIX NPOTMB GaKTepuanbHOro
oxora.
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Kputepun aBTopcTBa. ABTOPbI CTaTby NOATBEPKAAIOT, YTO MMEIOT Ha CTaTblO PaBHbIE NpaBa U HeCyT
paBHYIO OTBETCTBEHHOCTb 3a nnarvar.

KoHdnuKT nHTepecoB. ABTOpbI 3asBMAIOT 06 OTCYTCTBUM KOH(NNKTA NHTEPECOB.

ABTopckuin Bknaa. Koctbines N.M.— nonck n aHanus nigpopmauun; Kocteines MN.U., Yeptkosa H.I" —
MOAroTOBKa PYKOMUCH.

Bce aBTOpbI NpoYynTanu n ogo6punm oKoH4YaTenbHbIA BapuaHT PyKOMUcu.



