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PaccMOTpeHBI COBpEMCHHBIE JaHHBIC MO0 MOJIEKYJISIPHONH OpraHM3alliH, TEHETHYECKON apXHUTEKType,
(DYHKIIUH ¥ 3BOJIIOLIMKA I'€HOB YCTOMUMBOCTH (T€HOB R) pacTeHMIA, 00YCIOBIMBAIOIIMX HHIYKIMIO 3aIlUT-
HBIX PEaKIuil pH MOPaKEHNH (UTONATOrEHHBIMH OpraHu3MaMu. B HacTosiiee BpeMsi KIIOHHPOBAHO 00-
nee 30 reHOB YCTONYMBOCTH M3 Pa3HBIX BUIOB OJHOMOJIBHBIX M ABYIOJIBHEIX pacTeHuii. Komupyemble 5Tu-
MU TeHaMH OEJIKH MMPSIMO MJIM KOCBEHHO PAaClO3HAIOT CHeHU(UUECKUE IeTEPMHUHAHTHI aBUPYJICHTHOCTH
(bUTONATOreHHBIX OPTraHU3MOB M MHAYIIUPYIOT HaYadbHBIC 3TAllbl CHTHAILHOTO KacKaaa(oB), IPUBOIIIIC-
IO K YCTOWYMBOCTH. '€HbI YCTOMUYMBOCTH 3aHUMAIOT 3HAUUTEIBHYIO JTOJ0 T€HOMA pacTEeHHS U JaIlle BCero
MPEICTABCHBI TECHO CBSI3AHHBIMH T€HHBIMU CEMEHCTBAMH. DBOIIOIMS TCHOB R TIPOUCXOJHUT MOCPEACTBOM
AYIUTMKAIUMK, HEOKBHUBAJICHTHOI'O KPOCCHMHI'OBEPpA U KOHBCPCHUU. HeKOTOpLIe KJIaCChI TCHOB yCTOﬁ‘lHBOCTH
pacTeHn#, BO3MOKHO, UMEIOT 0O0IIee DBOJIOIMOHHOE MPOMCXOXKICHHE ¢ T€HAMH, KOHTPOIUPYIOIINMU
BpO)KI[eHHLIﬁ UMMYHUTET )KUBOTHBIX, B I[peBHefIIHeM MEXaHU3MCE 3allIUTHhI.

Pactenust ABJISAIOTCS MOTCHIMAIBLHBIMH XO035CBa-
MH MHOTOYHCIICHHBIX BHPYCOB, MUKPOOPTaHU3MOB,
0eCIMO3BOHOYHBIX JKUBOTHBIX M JaXKe JIPYTHX pacre-
HUH, TBITAIOIIUXCS BHEIPUTHCS B PACTUTEIIbHBIC
TKaHW ¥ UX HUCIOJIb30BaTh. B CBSI3U ¢ 3THM CI10c00-
HOCTB TPOTHBOCTOSATH aTaKe MAaTOrCHOB BayKHA IS
pPacTUTEIBHOTO OpraHu3Ma. B oTimMuue oT Mmo3BO-
HOYHBIX XMBOTHBIX PACTECHUS JIMIICHBI aHTUTEI U
CIIOCOOHOCTH K (paromuTo3y, HE UMEIOT KPOBEHOC-
HOW CHCTEMBI U TYMOPAJIBbHBIX (DaKTOPOB UMMYHHUTE-
Ta. B3amMeH 3TOro kaxmas pacTUTEIIbHAs KJeTKa
JIOJDKHA 00JIaaTh COPMUPOBAHHOM 3apaHee W/WiH
nHIynmpyeMoi 3amuroit (Walbot, 1985).

I'eneTryeckuil aHaau3 B3aMMOOTHOIICHUM pacTe-
HUI U (UTOMAroreHHbIX OPraHU3MOB YacTo OOHAPY-
JKMBACT BBICOKOCIICITU(PHUECKOE B3aUMOJICHCTBHE,
Ha3bIBacMOE B3aHMMOJICHCTBHEM ‘‘TeH-Ha-TeH”. Bmep-
BbIe ero BeisiBHI B 1940-X romax amepukaHckuid ¢u-
tonatojor ®nop (Flor, 1971) ns B3aumoaelicTBus
pacTeHuil JTbHA ¢ BO30YIUTENIEM PyKaBUMHBI TPHOOM
Melampsora lini. 3apaxas pa3Hble cOpTa JIbHa pas-
JIUYHBIMUA OHMOTHIIAMH BO30YIUTENS, OH OOHAPYXKUIL,
YTO HAOJIIOJAaEMbIC JIAHHBIE XOPOIIO OOBICHSIIOTCS
MIPEATIONIOKEHUEM, YTO KaKJOMY T'€HY yCTONYHMBOC-
TH pacTeHHs], UMEIOIEMY JIOMUHAHTHBIA aJuielb YcC-
TOMYUBOCTH, COOTBETCTBYET KOMIUIUMEHTAPHBIA Te€H
rpuba, UMCIOIINIA JJOMHUHAHTHBINA aJUIe)Ib aBHPYJICHT-
HocTh. TakuM 00pa3om, Ipy B3aMMOJICHCTBUH T'eH-Ha-
T'eH YCTOMYMBOCTh PACTCHUH SBISETCS Crieruduyec-
KOW ¥ MHIYIIUPYETCS TOT/Ia, KOTa MPOTyKThI TCHOB

YCTOMYMBOCTH PACTHTEIBHOIO OPraHU3Ma PacIo3Ha-
IOT HPOAYKTHI T'€HOB, OINPEACISIONINX aBUPYJIEHT-
HOCTb (bUTOINATOreHa. B JambHEHIeM 3TO Mpeamoo-
JKeHHEe OBbLIO MOATBEPIKICHO I MHOTHX JOPYTHX I1aTO-
CUCTEM, BKIIIOYAIOIINX CaMbIX Pa3IHYHBIX PAaCTECHUII-
X035€B M IIaTOI'CHOB, IPEJCTABICHHBIX BUPYCAMH,
OakTepusaMu, TpudaMy, HeMaTOAaMH, HaCEKOMBIMU
1 gaxe 1BeTkoBbIMU pactenusmu (Flor, 1971).

OO1enpuHATEIME 0003HAYCHHUAMHU SBIISIIOTCS R
JUISL TOMAHAHTHOM aJUIelId I'eHa YCTOMYHMBOCTH pac-
TeHUS U Avr 1 TOMUHAHTHOU aJJIE]IN aBUPYJICHT-
HOCTH (DUTOIIATOTEHHOIO OPraHu3Ma, a COOTBETCT-
BYIOIIME OEJIKOBBIE MPOAYKTHI I'€HOB 0003HAYaroT
kak R n Avr. CxemMaTuuecKHd MOCIEACTBUSA B3aWMO-
IEHCTBUS T'eH-Ha-TeH IMoKa3aHbl B Ta0II. 1.

Ta6muua 1. YcroiuuBocTs (Y) U BocpuuMUuBOCTH (B)
COPTOB WJIM JIMHUM PacCTCHUSI-XO3SMHA MPH B3aUMOJIEHC-
TBHUHU T€H-HA-T€H C PUTONATOTEHHBIM OPTaHU3MOM

CeHOTHI 'enotun pacTeHus-xo3suHa
naToreHa RiR Rirs R Fs
AvriAvr, v v v B
Avriavr, vy v B B
avriAvr, v B v B
avriavr; B B B B
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[Tocne unenTHdUKAIMHA TEHOB YCTOWYMBOCTH Me-
TOJIaMH KJIACCHUECKON TeHETHMKH BO3HHMK BOIPOC, Ka-
KHEe 6CJIKI/I HUMH KOJUPYIOTCA. B TSUCHUC NJIUTCIBHO-
o BpCMCHH (bI/ITOI/IMMYHOJ'IOI‘I/I MOTJIX BBICKA34aTh
TOJIKO YMO3PHTEIIbHBIE COOOPaXKEHHUS 110 STOMY I10-
Boay. OHAKO CHUTyallHMsl Pa3suTEIbHO M3MEHHIIACh C
Haydana 1990-x rogos. K HacrosiiieMmy BpeMeHH Ha-
OJII0IaeTCsl 3HAYUTENBHBIA MPOrpecc B MOHUMAHUU
(DYHKIIMH ITPOAYKTOB F€HOB R, M XOTS B 3TOH 00JIaCTH
0CTaeTCs ele MHOTO HESICHBIX BOIPOCOB, HAKOILICH-
HBIC JaHHBIC MTO3BOJISAIOT CHCNIATh Ba)KHBIE 0000IIIe-
HUS M BBICKa3aTh OOOCHOBAHHBIC IIPEIITONIOMXKCHUS.
Lens HacTosiero 0063opa — 0000IIEHHE COBPEMEH-
HBIX CBEJCHUN OTHOCHUTEIBHO MOJICKYJISIPHOW Opra-
HU3alUH, QYHKIUHA U 9BOIIOLMH [€HOB YCTONYMBOC-
TH PACTEHUM.

KJIACChI TEHOB YCTOMUYMBOCTH
PACTEHMU 1 OCOBEHHOCTH
KOIMPYEMBIX MU BEJIKOB

®UTOMATOreHHBIE OPraHU3MBI 00JIaJaI0T OO0Jb-
IIHM Pa3HOOOpa3sHeM >KM3HEHHBIX CTpATErnil U Me-
XaHU3MOB MTATOT€HHOCTH, HO, KaK HHU YIUBUTEILHO,
TeHbl R KOOUPYIOT CPaBHUTEILHO HEOOBIIOE YKCIIO
TUIIOB OENKOB ¢ OOIIMMU KOHCEPBATHBHBIMH aMUHO-
KHCJIOTHBEIMH MOTHMBaMH. B 9HCIio Takux OOIIMX CTPYK-
TYPHBIX TEM BXOIAT CAMT CBSI3BIBAHUSA HYKJIEOTHIOB
(nucleotide-binding site, NBS), oboraiieHHbIi JIeHIH-
HoM noBTOp (leucine-rich repeat, LRR), o6macth ¢ ro-
MOJIOTHEH ITUTOILIA3MATHYECKAM TOMEHAM PELIEIITOp-
Horo Oenka Toll Drosophila n penienTopa nHTEpIICH-
kuHa-1 miexormraromux (Toll/Interleukin-1 receptor,
TIR), cynepcrupanbsHast ctpykTypa (coiled-coil struc-
ture, CC), TpancMeMOpaHHbIH AoMeH (transmembrane
domain, TM) 1 JOMEH CEpUH/TPEOHUHCIIENU(DUICCKON
MIPOTEMHKHHA3KI (Serine/threonine protein kinase do-
main, PK).

Ha ocHOBaHHH NPHUCYTCTBYIOIINX AMHHOKHCIOT-
HBIX IIOCJIEIOBATEILHOCTEH KOIUPYEMBIX OCIIKOB
BBIICIISIOT HECKOJIBKO KJIaccoB TeHOB R. OgHako B
9TOM BOIIPOCE HET YCTOSIBIIEHCS KIACCHU(DHUKAIVH, H
pasHble aBTOPHI BeIACHAOT oT maTH (Hammond-Ko-
sack, Jones J., 1997; Baker et al., 1997; Martin, 1999,
Dangl, Jones J., 2001) mo Bocemu (Hulbert et al., 2001)
KJIaCCOB T€HOB YCTOMUYMBOCTH pacTeHuil. B Hactos-
meM 0030pe R-TeHBI PACTEHHMH IOApa3zelieHbl Ha
ceMb KjaaccoB. HekoTopble KIOHMpPOBAaHHBLIE T'€HBI
YCTOMYMBOCTH PACTEHUH M MX pacupefelcHHe II0
KJIaccaM IpHBeAeHHI B Ta0a. 2 (MOPSIIOK U HyMepa-
U KJIaCCOB SIBJISIIOTCS IIPOM3BOILHBIMI). MoJteky-
JIIpHAs OpraHu3aIys W IpearojaraeMasi JIOKaaIn3a-
st OEJKOBEIX IPOIYKTOB STHX T€HOB CXEMATHUYECKH
n300pakeHsbl Ha puc. 1.

BonpmMHCTBO O€NIKOB, KOAUPYEMBIX KIOHUPO-
BaHHBIMH K HACTOSIIEMY BPEMCHU T'€HAMH YCTOWYH-
BOCTH, JIOKQJIM30BaHbI B IIUTOILIA3ME, XOTS OHH MOTYT
OBITH aCCOLIMMPOBAHEI C KJIETOYHOM MEMOpaHOH ue-
pe3 npyrue oenku (Boyes et al., 1998) nu ObITH 3as1K0-
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pennbiME B Hel (Xiao et al., 2001). [{uromnaszmaru-
yeckre OeNKH KOAUPYIOTCS MEPBbIMU MATHIO Kilacca-
MU TE€HOB YCTOHYHMBOCTH W3 CEMH, MPHUBEICHHBIX B
Tabn. 2. 3a UCKIIOUYCHUEM NPOAYKTOB T'e€HOB Hm
(cM. HmpKe), 3T R-0€IKu pacio3HaroT MPOIYKThl KOM-
IUTMMEHTAPHBIX T€HOB aBUPYJECHTHOCTH (BUTOIATO-
TCHHBIX OPraHU3MOB BHYTPH KJICTKH PAaCTEHHS, YTO
MMOKa3aHO B HEKOTOPBIX CIyYasX HEMOCPEICTBEHHO
(Gopalan et al., 1996). IlpucyTcTBue OEIKOB — MpO-
JYKTOB T€HOB aBUPYJICHTHOCTH B IIMTOILIa3ME KIIET-
KW PacTeHHsI OYEBUJIHO TSI BUPYCHBIX TTATOTCHOB; (hH-
TONATOr€HHbIE OAKTEPHH BBOIAT CBOM OEJIKU B KJIETKY
pacTeHUA-X03IMHA TIOCPEIICTBOM CHCTEMbI CEKPEINU
tuna Il (Lahaye, Bonas, 2001). OnHako R-reHbl, KO-
PYIOIME IHUTOIIA3MATHUSCKUE OCNKH, OMPEACIISIIOT
TaKke AVr-3aBHCUMYIO0 YCTOMYMBOCTH K IpuOaM, He-
MarojgaM M HaceKoMbIM (Tabi. 2). Kakum oGpasom
STH OPTraHM3MbI JIOCTABIISIOT CBOU OCJIKU BHYTPb
KJIETOK pPaCTCHHMIA, TIOKa COBEPIIEHHO HESICHO.

JIBa ocTaBIIMXCA KJIacca T€HOB YCTOMYMBOCTU KO-
IAPYIOT O€JIKH, UMEIOIINE BHEKJIETOYHBIE TOMEHEI
oOoraleHHbIX JIEHIIMHOM HOBTOPOB. OHU B3aUMO-
JEUCTBYIOT ¢ Avr-OelkamMu (PUTONATOT€HHBLIX Opra-
HHU3MOB, BBIJICISEMBIMH BO BHEKJIETOYHOE IIPOCT-
paHCTBO.

Knace 1. I'eHBI yCTOMYHMBOCTH, KOAHPYIOIIHE
HC-toxcunpemykrazy

B atot ximace Bxoaar rensl Hml n Hm2 KyKypy3bl,
00YCIIOBIMBAIOIINE YCTOMYMBOCTL K pace 1 rpuba
Cochliobolus carbonum (Multani et al., 1998) (puc. 1, a).
OHM OTIIMYAIOTCS OT OCTAJTBHBIX TEHOB YCTOWYHBOC-
TH T€M, 9TO HE yYacTBYIOT BO B3aMMOJCWCTBUU IO
TUTy Te€H-Ha-TEeH, T. €. JUIS UX JIEHCTBHS HET HE00XO-
JTUMOCTH B DKCIIpeccrur TeHOB Avr. 1o 3Toi mpudnte
HEKOTOPBIC CIICIIHAIUCTHI HE OTHOCAT ITH TCHBI K
guciy reHoB R pactennii (Martin, 1999; Dangl, Jones J.,
2001). Tem He MeHee Hm-TeHBI SABISIOTCS XOPOIIO
W3YYCHHBIMU, UMEIOT JPEBHEE ABOJIIOIMOHHOE TPO-
HCXOXKIICHUE, TTOBCEMECTHO PacIpOCTPAHEHBI Y 371a-
KOB (CM. HIDKE) U HE MMEIOT HUKAKOTO JPYroro oye-
BHJTHOTO (hD€HOTHUTTUYECKOTO IMPOSBIICHUS, KPOME Kak
3almTa OT (PUTOMATOTeHHOTO Tpuba (MpUyYeM OHU
AKCIPECCUPYIOTCS 00 3apaKeHUs, KaK U JApyrue re-
HBbI YCTOWUYMBOCTH). BerencTBre 3Toro s UX BKITIO-
4aro B HACTOSIIUK 0030p, HE MPETCHIYS, OJTHAKO, Ha
TO, 9YTO TAKOU MOJIXO/I SBISETCS OECCIIOPHBIM.

Bupynenrnocts C. carbonum paca 1 onpezaenser-
csa Ouocunte3oM HC-TOKCHMHA — LMKINYECKOIO TET-
panenituga (Panaccione et al., 1992; Walton, 1996).
ToKCHH SBISIETCS €IMHCTBEHHBIM I€TEPMUHAHTOM
BHUPYJICHTHOCTH Tpuba: omotwrbl C. carbonum, KOTO-
peic He npoayuupyoT HC-TokcHH, uMeloT ciiadyio
BupysentHocTh (Panaccione et al., 1992). I1oka He 10
KOHIIA TIOHATHO, KakuM o0pa3zom HC-TOKCHH 03BO-
JIeT TpUOy KOJOHH30BaTh BOCIPHUMYHUBBLIC JTUHUN
KyKypy3bl. Ero Tokcuueckuit 3¢ pexkT mposiBisieTcs
B MHTHOMPOBAHHMH JCalleTUIa3bl THCTOHOB, ITO3TOMY
MpeAIojaraeTcs, 4To TaKuM 00pa3oM HapyIIaeTcs
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Knacc gggylzﬂg Pacrenue ITatoren T'eu Avr (6)5 J%?ae }II{HOCTH Ccruika
1 *Hml, K I'pud Cochliobolus carbonum HC-rokcunpenyk- |Johal, Briggs, 1992;
*Hm2 YRYPY32  \paca 1 - Taza Multani et al., 1998
N Tabax Bupyc TabauHoit MO3auKH ]I;WTMHHKa?’a Whitham et al., 1994
M AM Ellis et al., 1997
Jlen I'pub Melampsora lini
2a L6 AL6 TIR-NBS-LRR Lawrence et al., 1995
Parker et al., 1997,
RPPS Arabidonsis |Tout P » avrPp3 Baker et al., 1997
RPPI-WsA, |Arabidopsis |I'pub Peronospora parasitica
WsB. -WsC H. g Botella et al., 1998
I'pub Peronospora parasiti-
RPPS/HRT ca, BUpyc Mopuuarcroctn  |H. 1 Cooleay et al., 2000
TypHerca
Arabidopsis |baxrepus Pseudomonas Mindrinos et al., 1994;
RPS2 syringae pv. tomato avrRpt2 Caicedo et al., 1999
bakrepus Pseudomonas avrRpml,
RPM1 syringae pv. maculicola avrB Grant et al., 1995
. - - Williamson, 1999;
Hemarona Globodera palli- CC-NBS-LRR > >
Gpa2/Rxl |Kaprodens |, 4, BEpyc Kaprodens X H. 1. }/9219119 der Voort et al..
Hemarona Meloidogyne 1 .
2 Mi-1.2 Tomar incognita, Tist Macrosiphum |H. n. %ﬁ%%?;lsz;?ﬁblg%%’
euphorbiae
Milal I'pud Blumeria graminis AvrMlal Zhou et al., 2001
Sumenn £ hordei
Mia6 - Sp. orael AvwMla6 Halterman et al., 2001
Xal Puc ong:ep gg')gcrz;zztflgmonas avrXal Yoshimura et al., 1998
RPI-D Kykypyza  |['pub Puccinia sorghi H. 1. NBS-LRR Collins et al., 1999
I'pub Fusarium oxysporum Orietal., 1997,
2 Tomar f. sp. lycopersici paca 2 H. n. Simons et al., 1998
Pto Tomar Loh, Martin, 1995
Lycopersi-
3 con hirsutum | PAKTEPIS Pseudomonas avrPio PK . _
LhirPto var. glabra- |SYrngae pv. lomato Riely, Martin, 2001
tum
RPWS. I I'pudk1 Erysiphe cichora-
4 RPW8. 2’ Arabidopsis |cearum, E. crusiferarum, E. |H. n. CC-TM Xiao et al., 2001
: orontii v Oidium lycopersici
Caietal., 1997;
5 |*Hs"! |Cgexna H%Ma;l(;{[a Heterodera H. 1. ? Williamson, 1999;
scnacitn Hulbertetal., 2001
Cf-2, Cf-4 Avr2, .
6 Cr. 5 Cr g |Tomar I'pu6 Cladosporium fulvum |Avr4, LRR-TM De Wit, Joosten, 1999
’ Avr5, Avr9
7 |Xa-21 Puc baxrepus Xanthomonas |y - LRR-TM-PK  |Song et al., 1995

oryzae pv. oryzae

IIpumeuanwe. H. 1. - Her nanubIx.
* DTH reHbl He y9acTBYIOT BO B3aHMOJICHCTBHY T'€H-Ha-TeH.
** DTOT reH KOAUPYET YHUKAIbHBIN OEJI0K, BO3MOXHO, cozepxariuii pernod LRR.
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WHIYKIUS TeHOB 3aIiuThl pacteHuii (Brosch et al.,
1995).

BoJIBIIMHCTBO TEHOTHUITOB KYKYpY3bl 00J1a1aeT yc-
ToitunBoCThIO K C. carbonum paca 1. IlomHyto ycToii-
YUBOCTh oOecrieunBaeT red Hml, red Hm2 o0ecrieun-
BaeT YaCTUYHYIO YCTOWYMBOCThH B3POCIIBIX PACTCHUMN
(Multani et al., 1998). Knouuposanue Hml BBISIBUIIO,
yto oH komupyer HAJI®-H-3aBucumyro HC-Toxcun-
peayKTa3y, KOTopas MHAKTHBUPYeT TOKCHH (Johal,
Briggs, 1992). BeposiTHO, aHAJIOTMYHBIMU CBOMCTBA-
MU oOnagaer reH HmZ2, KOTOpbIi SBISETCS MYTUTHKA-
et reda Hml (Multani et al., 1998).

V psaga BOCOpUUMYHBEIX JIMHAKM KyKypy3bl Hapy-
meHue PYHKIUU 3THX '€HOB 00YCIIOBJICHO BCTABKOMH
B 3K30HE 4 reHa Hml, KoTopas uMeeT XapaKTepHCTH-
KM TPaHCIIO3MPYIOMIETO dJIeMeHTa (dTa BCTaBKa Ha-
3Bana "Drone”), u neiaeunueir oOmIUPHON 00MaCcTH
Ha 3’-xoHIe reHa Hm2. OgHako apyrue BOCIPHIMYH-
BBIC JIMHUU KYKYPY3bl HE BBISBJISIOT HU IIPUCYTCTBHS
Drone, HH 1ejiennd, U MOJICKYJIIpHAS TIPUPOIa Hapy-
HIeHusT QYHKIUA Hm-reHOB Y HHUX OCTAeTCs HEU3Be-
ctHo# (Multani et al., 1998).

Kuace 2. I'enbl ycTOHYMBOCTH, KOAUPYIOIIKE Oel-
KH C CaliTOM CBSI3bIBAHUSA HYKJICOTHJIOB U PETHOHOM
oOoraieHHbBIX JIeHnuHoM oBTOpoB (NBS-LRR)

I'eHbl yCTOMYMBOCTH, KOJUPYIOIIME OCNKH C caid-
TOM CBsI3bIBaHUA HyKJeoTus0B (NBS) m permonom
oborameHHbIx JieknHoM oBTopoB (LRR) (puc. 1, 6),
SIBJISTFOTCSI HAN0OJIee MHOTOYHCIEHHBIMU CPEIU KII0-
HUPOBAHHBIX K HACTOSIIEMY BpEMEHU T€HOB yCTOM-
YMBOCTHU PACTCHUM.

Caiitel cBs3pIBaHUs HykIeoTunoB (NBS) mpucyr-
ctBYIOT B AT®- u I'T®-cBsa3piBalonX OCKax M
HaWJCHBI y YICHOB MHOI'UMX OEJIKOBEIX CEMEICTB
(Traut, 1994; Hamm, Gilchrist, 1996). lomensr NBS
0CJIKOB — TIPOAYKTOB I'€HOB YCTOHYMBOCTH PaCcTCHUM
XapaKTEepU3YIOTCS HECKOJBKUMHU BBICOKO KOHCEpBa-
THBHBIMA aMHUHOKHCIIOTHBIMH MOTHBaMHM, BKITFOYas
cBs3pIBaroNyI0 ¢ocdar nermo (P-meriaro) u KuHa3-
Hble caifiTel (Meyers et al., 1999; Holub, 2001).

B cropony kapOOKCHIIBHOTO KOHIA TIO OTHOIIE-
HUIO K CalTy CBS3BIBAHHUS HYKJICOTHIOB Oeaku R 3T0-
TO KJ1acca UMEIOT 00J1acTh OOOTANICHHBIX JICHITMHOM
nmoBTopoB (LRR). TOT m1OMEH COCTOWT U3 HEMOIHBIX
IIOBTOPOB, COASPKAIUX 23 min 24 aMUHOKHCIIOTEL,
MOPSIIOK PACTIONOKEHUSI KOTOPBIX BBISIBISIET XOPO-
1Iee COOTBETCTBUE KOHCEHCYCY ITUTOILIa3MaTHIECKO-
ro LRR (Jones D., Jones J., 1996; Hammond-Kosack,
Jones J., 1997). ®akTtuveckoe YUCIO TIOBTOPOB BaphbH-
PyeT Kak MEXIy pa3HbIMH T'€HAMU YCTOWYHUBOCTH,
TaKk ¥ MKy WIEHAMHU OJIHOTO T'€HHOTO CeMEHNCTBa, U
B THIMMYHOM citydae coctasisier ot 10 qo 40 (Holub,
2001).

Kiracc NBS-LRR MoxHO pa3menuTs Ha JBa MOJI-
KJIacca B 3aBUCHMOCTH OT CTPYKTYpPHOH OCOOCHHOCTH
NH,-tepMuHanbpHOM o6nactu OenkoB (puc. 1, 0). MHuo-
rue unensl NBS-LRR kiacca reHoB ycTOMUMBOCTH
KOAMPYIOT aMHHOTEPMHUHAIBHBIE JIOMEHBI C TOMOJIO-
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FHEH MUTOIIA3MATHYECKUM OOJIACTSIM PELEITOPHOIO
oenka Toll Drosophila n penientopa unTepIeiikuHa-1
MJICKOIIMTAIOIIUX. DTOT JTOMEH OelkoB R Owu1 000-
3naueH kak TIR (Baker et al., 1997; Meyers et al.,
1999; Dangl, Jones J., 2001).

Jlo cpaBHUTENHHO HETABHETO BPEMEHH Ba)KHOM
CTPYKTYPHOH OCOOCHHOCTBIO YJICHOB BTOPOTO IIOJI-
kiacca NBS-LRR reHoB cunTtanyu Halu4due Ha aMu-
HOTEPMUHAJILHOM KOHIIe Oejika JIEHIIMHOBOW 3a-
crexku (leucine zipper) (Hammond-Kosack, Jones J.,
1997). OgHako 0Ka3ajaoCh, YTO IJIsI OOJIBIIMHCTBA
YICHOB JIAHHOTO TOJIKJIAcCa XapaKTEePHBIM SIBIISIETCS
(hopMHpOBaHNE HA aMUHHOM KOHIIE CYTIepCIHpaTb-
ot crpykrypsl (CC) (Pan et al., 2000a), xoropas
MIPEJICTABIISIET COOON COMep X alue OT JABYX IO IISATH
crupaleil y3ibl, UMEIoIue Crenu(puIecKyo yrma-
KOBKY aMWHOKHCJIOT Ha TOBEPXHOCTH pasjiesia CIH-
panb-crimpais (Lupas, 1997). JleHnnHOBBIE 3aCTEXK-
KM — YaCTHBIN CiIy4ail 3TOro oOIero CTpyKTypHOTO
snemenrta (Young, 2000; Hulbert et al., 2001). Bepo-
satHO, Tpyma CC-NB-LRR-TeHOB COCTOUT M3 MHO-
JKeCcTBa CyOCEMENCTB, BapbHPYIOIINX TI0 pa3Mepy U JIo-
Kan3aliK cynepcnupaisHoro gomena (Dangl, Jones J.,
2001). Psg reHOB 3TOrO e MOJAKIACCA KOAMPYIOT
OCJIKM, HE HMEIOIIME OIPe/IeSIEHHOTO JOMEHa Ha
aMUHOTEPMUHAILHOM KOHIIEe. Bo BeskoM citydae ajist
HHUX HE COOOIIaeTcs 0 KaKkou-Tn00 TOMOJIOTHH TIO-
cnenoBatenbHOCTH NH,-okoHwanust Oenka, u 'omy0
(Holub, 2001) onpenenser nx kak NBS-LRR-6enku,
HE UMEIOIINE TPETHETO I0MEHA.

IT5H ¢ coasr. (Pan et al., 2000a) 5T 1Ba MoAKIIacca
NBS-LRR-reHOB Ha3bIBalOT COOTBETCTBEHHO ‘T 'pyIi-
ma I” u “T'pynma 117, a Meiiepc ¢ coast. (Meyers et al.,
1999), Anr (Young, 2000) u I'onyo (Holub, 2001) -
kak “TIR” u “ne-TIR” NBS-LRR-rens!.

Iomxnacc TIR-NBS-LRR y Arabidopsis cocraBnser
okoso 60% Bcex reHoB ycroiumBocTr NBS-LRR-kmac-
ca (Dangl, Jones J., 2001). meerca oH Takke IO
KpaifHeil Mepe y OJHOrO roJIOCEMSIHHOTO pacTeHMsl
(Pinus) (Meyers et al., 1999). OaHako JaHHBIA TOA-
KJIACC TCHOB YCTOMYMBOCTH IIOKA HE OBLI BBISBJICH Y
snakoB (Ellis et al., 2000; Pan et al., 2000a). Oxxunae-
MO€ CEKBEHHPOBAaHHE I'€HOMA PHCa IOKaXeT, JICHCT-
BHUTEILHO JIH Yy 371aK0B HeT noakiacca TIR-NBS-LRR
(Jones J., 2001). Eciau 3T0 moATBEpAUTCS, TO OCTACT-
¢ HEM3BECTHBIM, sIBiIsieTcs I oTcyTcTBue TIR-mon-
KJIacca OCOOCHHOCTBIO BCEX OJIHOJOJIBHBIX HJIH TOJIb-
ko Poaceae.

BaxxHOIT 0COOCHHOCTBIO SKCIIPECCHU T€HOB R, KO-
aupyromux oenku ¢ gomeHamu TIR-NBS-LRR, sB-
JseTcs TOT (pakT, YTo MO KpakHell Mepe HEeKOTOPhIC
M3 HHUX Jal0T Hayayo Oojiee YeM OJHOMY TPaHCKPHII-
Ty IOCPEACTBOM ajJbTEPHATUBHOIO CIUIaMicHHra. Tak,
KOHTPOJUPYIOMNUNA YCTOHYHUBOCTh K BHPYCY Tabady-
HOM Mo3auku red N Tabaka JaeT Hayajo ABYM TpaHC-
KpHUIITaM, a ajuiedab L6 MyIbTHAJISIBHOTO JIOKyca
npHa L maer Hadaro yetbipeM MPHK (Lawrence et al.,
1995; Ellis et al., 1997; Ayliffe et al., 1999; Dinesh-Ku-
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mar, Baker, 2000). @yHKIUS pa3HBIX TPAHCKPHUIITOB U
HX BEPOATHBIX OCITKOBBIX MPOJIYKTOB JO CHX TOP OC-
TaeTCs HEM3BECTHOW, HO MU3yYCHHUE MOJICKYJISIPHBIX
0COOEHHOCTEH 3KCIpeccHr reHa Ttabaka /N IIoKasao,
YTO HAJJICKANIUHN CIUIAMCHHT U HEOOXOIUMOE COOT-
HOIIICHHE TPAHCKPHIITOB B TCUCHHUE IATOJOTHYCCKO-
ro Ipoliecca UrparoT KIIOYEBYIO POJIb B YCTOMYHBO-
ctu (Dinesh-Kumar, Baker, 2000).

3acmy:xuBaroT Takke ynomuHaHus NBS-LRR-re-
HBI, 00YCIIOBIMBAIOIINE NBOHHYIO crielu(puKy pac-
no3HaBanus. Hampumep, ren RPMI Arabidopsis obec-
MeYMBaeT YCTOMYMBOCTh K INTaMMaM P. syringae pv.
maculicola, KOTOpBIE YKCIPECCUPYIOT JIIOOOH U3 IBYX
HETOMOJIOTHYHBIX AVr-reHOB, avrB wumm avrRpml
(Grant et al., 1995). UHTEepeCHO OTMETHUTh, UTO Y COU
pacro3HaBaHUe 3THX K€ ABYX IPOAYKTOB HEPOICT-
BEHHBIX T'€HOB AVr BKIIIOYAET WM JBE Pa3IudHbIC
aJIeJI OJHOTO T€Ha YCTOHYMBOCTH, WJIM JIBA TECHO
cBs3aHHbIX R-TeHa (Ashfield et al., 1995). IIpoxykr
reHa Mi-1.2 tomara oOyciaoBiauBaeT 3P(HEKTUBHYIO
YCTOWYMBOCTh OJHOBPEMEHHO K Ta/UIOBOW HEMAaToJe
Meloidogyne incognita n xaptrodensnoit tie Macro-
siphum euphorbiae (Williamson, 1999).

HmMeroTcs ciydan pacrno3HaBaHus (pUTOHATOrEH-
HBIX OPraHHW3MOB U3 JIOCTATOYHO JAJIEKUX TaKCOHO-
MHUYECKUX TPYIII TECHO CBS3aHHBIMH F€HAMHU OJHOTO
KJIaCTEpU30BaHHOro ceMeiicTtBa. Tak, ren kaprode-
11 Cpa2, 00yCIOBIMBAIONINN YCTOMYHUBOCTh K HEKO-
TOPBIM H30JI5ITaM IMCTOBOM KapTogeIbHOH HeMaro-
1l Globodera pallida, hw3ndeckn ovueHb TECHO CBsI3aH
¢ TeHOM Rx/, KOTOpPBII 00YCIIOBIMBACT YCTOMYHUBOCTh
K Bupycy kaprodens X (Milliamson, 1999). Benku
Gpa2 u RxI BBICOKONMOJOOHBI 10 aMHHOKHUCIOTHOM
nocienosarensHocTd (Van der Voort et al., 1999).
B coctas nokyca RPPS8 Arabidopsis, 00ycaoBiIuBaro-
IIEr0 YCTOWYMBOCTE K TpuOy Peronospora parasitica,
BXOAUT reH HRT, KOTOphIA OmpenessieT yCTOWYH-
BOCTh K BUPYCY MopiuuHucTocTd TypHenca (Cooleya
et al., 2000).

Kaacc 3. ['eHBI yCTOMYMBOCTH, KOAMPYIOIINE BHYT-
PHUKJICTOYHBIC CEPUH/TPECOHMHCTICIIM(DUISCKIE TPO-
TEUHKHHA3bI

K stomy kmaccy oTHocuTCs reH Pfo Tomara, KOTo-
pBI 00YCIOBINBAET YCTOMUYHMBOCTD K IITAMMAM (-
TOIMATOTeHHOM Oaktepun Pseudomonas syringae pv.
tomato, dKCIpeccupytonum rel avrPro (Martin et al.,
1993). Pto xogupyeT CepuH/TpeOHHUHCHCIU(pUIeC-
KYIO TIPOTEMHKHWHA3y, CIIOCOOHYIO0 K aBTodochopu-
suposanuio (Loh, Martin, 1995) (puc. 1, B). benok Pto
OTHOCHTCS K TOMY JK€ KJIAcCy MPOTCHHKUHA3, YTO U
[MUATOILIA3MAaTHYCCKUI JTOMEH IPOIYKTa I'eHa CaMo-
HecoBMecTuMocT SRK y Brassica, dakTop mepena-
Yy CcHTrHaNoB MiekonuTamomux Raf, kunHaza pelle
Drosophila n wunaza IRAK denoseka (Shelton,
Wasserman, 1993; Braun, Walker, 1996; Cao et al.,
1996; Stein et al., 1996; Hammond-Kosack, Jones,
1997).
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Mytarene3 Pto-copepkaliero TomaTa BBISIBUI
NBS-LRR-reH, Prf, kotopbiii TpeOyercs mins GyHK-
monupoBanus Pro (Salmeron et al., 1996). I'en PrfHe
OTpeNeNsieT caM 1o ce0e YCTOWYMBOCTh K KaKOMY-
100 yCTaHOBJIEHHOMY mMaToreHy. DyHKIIMOHATHHEIC
oTHoIIeHUs Mexay Oenkamu Prf u Pto Hem3BecTHBI.

HenaBHO OBLT KIIOHUPOBAH €II€ OJWH T'€H 3TOTO
Kiacca, LhirPto, w3 qukoro Buaa tomarta Lycopersicon
hirsutum var. glabratum, KOTOpBIA Takxke 00YCIIOBIIH-
BaeT avrPto-3aBUCUMYIO0 YCTOWYHMBOCTh K Pseudomo-
nas syringae pv. tomato. 1ot reH umeetr 97%-Hy1o
romorstoruto ¢ Pto (Riely, Martin, 2001).

Kaacc 4. ['eHbl ycTOWYMBOCTH, KOAUPYIOIIHE Oe-
KH C CyHepCHMpaNbHBIM U TPaHCMEMOPAHHBIM JOMe-
Hamu (CC-TM)

DTOT KJIACcC T€HOB YCTOHYMBOCTH PaCTECHUI OBLI
BbIsIBIIEH TOIBKO B 2001 r., 1 B HEM IOKa M3BECTEH
€IUHCTBEHHEIN JIOKyc RPWS Arabidopsis, 00yciaoB-
JIMBAIOUIUW IUPOKUNA CHEKTP YCTOMUHUBOCTH K MYy4-
HUCTOH poce (Bo3Oymutenu Erysiphe cichoracearum,
E. cruciferarum, E. orontii n Oidium lycopersici) (Xiao
etal., 1997, 2001). DTOT JIOKYC COIEPKHT JIBa JOMHHAHT-
HBIX TeHa, RPWS8.1 m RPWS.2, mmeromux 50%-Hyto
WJICHTUYHOCTh aMHHOKHUCIIOT. Kaxknpiii U3 HUX o0yc-
JIOBJIMBAET IIUPOKUN CHEKTP YCTONYMBOCTU M KOJIH-
pyeT HeOONbIION, 3aAKOPEHHLINH B MeMOpaHe OeJIoK
¢ TpeArnojaraéMbIMU CyHEpCIUPAIbHBIM W TpaHC-
MEMOpaHHBIM JIOMCHAMH U OTCYTCTBYIOIIEH TOMOJIO-
ruei K IpyruM U3BecTHBIM Oenkam (Xiao et al., 2001;
Jones J., 2001) (puc. 1, 1).

Kaace 5. Ten cBeibl Hs 177!

Ten HsI”°' 06ycioBiHBaeT yCTONYMBOCTD
CBEKJIBI K LIUCTOBOUM Hemaroue Heterodera schachtii
(Cai et al., 1997). Kak cuutanu nepBoHa4ajIbHO, 3TOT
T'eH KOJUpYyeT OeIOK ¢ TpaHCMEMOpPaHHBIM JJOMEHOM
¥ BHCKJICTOYHBIM PETHOHOM, BKIIOYAIOIINM O0OTa-
IIICHHBIC JICHIIMHOM TIOBTOPBI, XOTS U OUY€Hb HEOOBIY-
HBIE 110 COCTaBy aMMHOKHCIIOT. OJJHAKO JajIbHEHIIINIA
aHaJu3 MOCTAaBUJ 0] COMHEHHE TaKOW BBIBOJ, U
3TOT TeH MpeJIaraeTcsl pacCMaTpUBaTh KaK MEepPBbIN
YJIeH HOBOT'O KJIacca I'eHOB R, KOJAMPYIOIIMHA IUTO-
mia3marudeckue oenku (puc. 1, o) (Ellis, Jones D.,
1998; Hulbert et al., 2001).

Kaacc 6. ['eHbI ycTOWYMBOCTH, KOAUPYIOIIHE Oe-
K{ C PETHOHOM OOOTaIlIeHHBIX JIEHIIMHOM ITOBTOPOB U
TpancMeMOpaHHbIM 1oMeHOM (LRR-TM)

K sromy kmaccy mpuHajyie:xxar reasl Tomarta Cf,
00YCIIOBIIMBAIOIIME YCTOMYHUBOCTh K (DUTOIATOrCH-
nomy rpudy Cladosporium fulvum. Bee rensr Cf opra-
HU30BaHBI B J[BAa HECBS3aHHBIX MYJbTUTCHHBIX JIOKY-
ca, Cf~4/Cf-9 u Cf~2/Cf~5 (Hammond-Kosack, Jones J.,
1996). Kogupyembie O€IKH COAEp;KaT PErHOHbLI BHE-
KJICTOYHBIX OOOTAIICHHBIX JICHIIMHOM IOBTOPOB CO
cpemHel MIMHON 24 aMUHOKHCIOTBI, KOTOPHIC BBISB-
JIAIOT XOpOIlee COOTBETCTBUE BHEIUTOILIA3MATHYC-
ckoMy LRR-KoHCEHCYCy, U TpaHCMEMOpaHHbIE JOME-
uel (Jones D., Jones J., 1996; Hammond-Kosack, Jones
J., 1997) (puc. 1, e).
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Kaacc 7. 'eHbl yCTOHYHBOCTH, KOAUPYIOLIUE OCI-
KH C PETHOHOM OOOTaICHHBIX JICHIIMHOM MTOBTOPOB,
TPaHCMEMOpPAaHHBIM U TIPOTCHHKUHA3HBIM JIOMEHAMH
(LRR-TM-PK)

EAVHCTBEHHBIM M3BECTHBIM K HACTOSILEMY Bpe-
MEHH T€HOM YCTOHYHMBOCTH B 3TOM Kjlacce SIBJISIETCS
red puca Xa2l, oOyCIOBIMBAIOIIMKA YCTOHYUBOCTh K
mTamMmamMm Oakrepuun Xanthomonas oryzae pv. oryzae.
Xa2l xogupyer O€lOK, UMEIOIIMI BHELMTOILIa3Ma-
tnueckue LRR, TpancMeMOpaHHBIA PErMOH M BHYT-
PUKJIETOYHBIA IOMEH CEPUH/TpEeOHHHCHEUprIec-
Ko mpoTenHknHa3eI (Song et al., 1995) (puc. 1, x).

Xa2l sBASETCS WIEHOM MYJBTUTEHHOTO CeMEUCT-
Ba, B COCTaB KOTOPOTO BXOJIHWT €IIe OJIUH (BYHKIIHO-
HaJIBHBIN T€H yCTOHYMBOCTH, Xa2lD. B ortnuune ot
reHa Xa2l ren Xa2lD o0yclOBIMBAacT TOJbKO Yac-
THYHYIO YCTOMYHBOCTH K Xanthomonas oryzae pv.
oryzae. Hykneotuanas mocieaoBaTreiabHOCTh Xa2lD
OTIIMYAETCS TEM, YTO COJIEP’KUT BCTABKY PETPOTPaH-
CII0O30HA, KOTOPHIA BBOJUT B IMOCJIEIOBATEIHHOCTD
Xa2lD npexneBpeMeHHBIH TEPMUHUPYIOIINKA KOIOH
cpazy mocie obnactu koaupoBaHus nomeHa LRR; B
pe3yabTaTe 3TOT T€H KOJAUPYET YCECUCHHBIM OEIOK,
MMEIOIIMHA CUTHAIBHBIN nenTua 1 JoMeH LRR, Ho u-
IICHHBIA TPAaHCMEMOPAHHOTO W KMHA3HOTO JIOMEHOB
(Song et al., 1997). BnoinHe BeposTHO, 4TO OEJIOK
Xa21D sensercs BHekiIeTouHEIM (Wang et al., 1998).
Hecmotps Ha To uTo Oermok Xa21D umeeT mocraTod-
HO YHHKAJIBHOE CTPOCHHE Cpelld OCIKOB — MPOAYK-
TOB T€HOB yCTOMYHMBOCTH, BEPOATHO, €T0 BCE-TaKU
cleayeT paccMaTpuBaTh Kak BUIOM3MEHEHHOTO Wiie-
Ha kimacca LRR-TM-PR, a He kak mpemcraBuTENs
HOBOTO Kjlacca OEJTKOB — IMPOJIyKTOB IT'€HOB YCTOWYH-
BOCTH, 4TO MpeyIaraior aejaaTh BaHr ¢ coast. (Wang
et al., 1998).

HHTepecHO OTMETHTh, YTO ObLI KJIIOHUpOBaH Xal,
BTOPOM I'eH YCTOMYMBOCTH pHca K ITaMMam Xanthomo-
nas oryzae pv. oryzae, U B oTimune ot Xa2l HaiieHo,
yto oH Kogupyer NBS-LRR (umromnnasmarndeckuii)
oemok (Yoshimura et al., 1998). Takum oOpa3om, 4to-
OBl pacro3HaBaTh OJIMH M TOT € BHJ[ MaToreHa (HO
MPOIYKTHI PA3JIMUHBIX TEHOB AVr), B pHCE UCIIOJb3Y-
IOTCS JIBa HEPOJICTBEHHBIX Kilacca R-OenkoB.

[NOTEHLINMAJIBHBIE ®YHKIMU
JOMEHOB BEJIKOB R

ITockonbKy reHsl R 1 Avr 4alie BCETO SBIISIOTCS
JOMHUHAHTHBIMH, TO caMasi IIPOCTas MOJEKYJISIpHas
HHTEPIIPETALs B3aMMOIEHCTBHS I'eH-Ha-T€H COCTO-
UT B TOM, YTO MPOAYKT reHa R CBSA3BIBAETCA C IIPO-
JIYKTOM KOMIUTUMEHTApHOT'O TeéHa AVr Kak perern-
TOp C JIMTAaHAOM M Jajiee HHAYIUPYET KacKa CUrHa-
JIOB, TIPUBOISAIINM K aKTHBAIIUH 3AI[UTHOTO OTKIIMKA
(Ji et al., 1998). Takas Touka 3peHHs ObLiIa PACIPOCT-
paHeHa JI0 HEJIaBHETO BPEMEHH, OJJHAKO HaKaILUTUBAlO-
muecsa JaHHBIC ITOKa3bIBAKOT, YTO 6C.HKI/I R MOI'yT
SIBJISITHCSL TIEPBUYHBIMH PELETITOPAMH JIJIsI OEJIKOB Avr
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[LAMPAU

TOJIBKO B HEKOTOPBIX IATOCHUCTEMaX; IS JIPYTUX
CJIy4aeB YCTaHOBJICHO OTCYTCTBHE IIPSIMOIO B3aMMO-
nericteusa R-Avr.

Henocpencteennoe ¢u3nyeckoe B3aMMOJICHUCT-
BHE OBLIO TIOKa3aHo Ayt 0enkoB Pto m LhirPto u kom-
mMMeHTapHoro Avr-nerepmunanra avrPto (Scofield
et al., 1996; Tang et al., 1996; Riely, Martin, 2001), a
TaKXKe JJI MPOAYKTOB T'€Ha YCTOMYHMBOCTH pHCa K
MUPUKYJIApU03y Pi-ta M KOMIDIAMEHTApHOTO TIeHa
aBupyseHTHOCTH Avr-Pita tpuba Magnaporthe grisea
(=Piricularia oryzae) (Martin, 1999).

B T0 xe Bpemst uMeroTCsl yOeauTelIbHbIE TaHHBIC,
TMOKa3bIBAIOIIE OTCYTCTBHE HETOCPEACTBEHHOTO B3a-
MMOJICHCTBHS TPOMyKTOB reHoB R u Avr. Mccnenona-
HUE JIMHUW TOMAaTa, YCTOWYMBBIX M BOCIIPUMMYHBBIX
K JKcIIpeccupytromieMy reH Avr9 mrammy rpuda Cla-
dosporium fulvum, BBISIBUIIO CAWT CBS3bIBAHUS C BbI-
COKHM CPOJICTBOM ISl TenTHaa Avr9 B Tuta3marnyde-
CKOMl MeMOpaHe KJIETOK PacTeHHUH HE3aBHUCHMO OT
Hayuusl Wil oTcyTeTBus reHa Cf-9 (Kooman-Gers-
mann et al., 1996). OTcyTcTBHE HEMOCPEACTBEHHOTO
B3aumojeicteus 6enka Cf-9 ¢ Avr9 Owbuto moj-
TBepKJeHO B HefaBHer padote (Luderer et al., 2001).
Taxkum obOpazom, Oenok Cf-9 He sBisAeTCS TIEpBUY-
HBIM PELEenTOpOM i Oenka Avr9, W, BEepOsATHO, 1O
KpaifHell Mepe Tpu OCNIKOBBbIE MOJICKYJIBI HEOOXOIH-
MBI I MHAYKIMH, 00yCIIOBIeHHON TeHoM Cf-9 ycToii-
yuocTH (De Wit, Joosten, 1999). Dto npenmnoaoxeHue
HEJABHO TOJYYMJIO DKCIEPUMEHTAIBHOE TOJATBEPIK-
JICHHE: C WCIIOJIh30BaHNEM TPAHCTCHHBIX PACTCHUH Ta-
Oaka (B aToM pacreHud TeH Cf-9 (yHKIIMOHAIBHBIA 1
BBI3BIBACT AVI9-3aBHCHMYIO PEAKI[HI0 YCTOMYHMBOC-
TH) OBLIO ompenaeneHo, uro Oemok Cf-9 ¢yHKIIMOHH-
pyeT B T€TEPOMYJIETUMEPHOM aCCOIMUPOBAHHOM C
MeMOpanoii kommiekce (Rivasa et al., 2002). Takum
00pa3oM, MPOAYKTHEI '€HOB YCTOMYHMBOCTH, IO BCEH
BUJINIMOCTH, JIEHCTBYIOT B OCITKOBBIX KOMIUIEKCAX, U
MMEHHO KOMIUICKCHI SIBJISIFOTCS TTOJIHOIIGHHBIMHU De-
nenrropamu (Dangl, Jones J., 2001). KornentyansHyto
OCHOBY JICHCTBHSI TaKUX KOMILICKCOB TPEACTABIISICT
“rumote3a crpaka” (guard hypothesis), B cooTBeTCT-
BUU ¢ KOTOpOH Oenkn R hmsndeckn acconmupoBaHbl
B KJICTKaX pacTeHHUH ¢ OCIKaMU-MUIIICHSIMHU I Avr-
0CITKOB (PUTOMIATOTCHHBIX OPTAHU3MOB, SIBJISTFOIIIUXCS
s¢pekropamu 6osae3nu (Dangl, Jones J., 2001; Re-
nier et al., 2002). Korga 0emok Avr Ha IOBEPXHOCTH
WIA BHYTPH KIJIETKH YCTOWYMBOTO PACTCHHS-XO35H-
Ha, MMEIOIETO COOTBETCTBYIOIIMIA T'eH R, B3aUMO-
JIEHCTBYET C MUIIEHBIO, 00pPa3yIOIMUNCS KOMIUIEKC
pacro3Haercsi 6eIkoM R, KOTOpPBIH aKTUBUPYET pe-
aKIuy ycronyuBocTd. [Ipu 3TOM MOXKET Pe3Ko BO3-
pacTaTh CpPOACTBO KOMILIEKCa OEJI0K pacTteHus/Oe-
70K Avr k 6enky R (puc. 2, a). B pamkax maHHoii Mo-
JIeJIM BO3MOXKEH M Jpyroil cueHapuii — 0ellok R
MOKET OBITh CBSA3aH C HEKOTOPBLIM OCJIKOM/OCIKaMHM
pacTeHHs: KOHCTHUTYTHBHO, HO BBICBOOOXKIAETCS ITPH
NpUCOeIMHEHNN Oenka Avr, 9TO IPUBOIUT K €ro aK-
TUBAITMH M K TIOCIITYFOIEH MHIYKIMU 3allUTHBIX Pe-
aknui (puc. 2, 6) (Dangl, Jones J., 2001). [Toka eme
Ne 3
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HeT yOeIUTeNIbHbIX JAaHHBIX, MO3BOJIIOIINX OINpele-
JIMTh, KaKasi U3 3TUX BO3MOXHOCTEH siBisieTcst Oosee
BEPOSITHOM.

XoTs “rumores3a cTpaka” HE UMEET MPSIMBIX JKC-
MMePUMCHTAJIBHBIX JIOKA3aTeIbCTB, OHA ITO3BOJISCT
OOBSICHUTH HEKOTOpEIC (haKThl, HAIIPUMEP OTCYTCT-
BHE TIPSMOTO B3auMojeicTBus O0enmkoB Cf-9 u Avr9
(6enmok Cf-9 sBmgercs “crpaxkem’ OelKa-MUIICHH
JUTSI ITPOAYLIAPYEMOIO IIaTOreHOM IenTuaa Avr9) i
HEOOXOAMMOCTh B MPOAYKTE reHa Prf nis (yHKIHO-
uupoBaHus Oenxa Pto (Oemok Prf sBisercs “crpa-
’keM” TIpOTEHMHKWHA3Bl Pto, KOTOpyIO aTakyeT mpo-
JIYKT pUTONATOreHHOM OakTepun 6eaok avrPto).

B moboM ciydae, mocKoJbKy Oenku R wurparot
POJIb PELEOTOPOB, PACHO3HAIOIIMX CIIENU(DUYCCKUX
OCNKOBBIX MHApTHEPOB (HE3aBHCHMO OT TOrO, 3TO
Avr-0eNKy, WK 3T0 OCIIKH PACTCHUS, WIH KOMILIEKC
Oenka(oB) pacTeHHUS ¢ OeIKOM AVr), SKCIIPECCHS Tre-
HOB R JI0JDKHA TIPOUCXOAUTH 00 3apakeHus (hurora-
TOT€HHBIM OPraHM3MOM, TaK KaK OHHU JOJLKHEI OBITh
3apaHee TOTOBBI OOHAPYKHUTh aTaky. Kpome Toro,
HET HUKAKUX AIPHOPHBLIX IPUYMH [IJIS TOTO, YTOOBI
AKCIPECCHs TEHOB YCTOMYMBOCTH BO3pacTalia nocie
3apakeHMs PaCTEeHHsS (PUTOMATOINEHHBIM OPIraHU3-
MOM. DTH OPEIOI0KEHUS ObUIM IIOATBEPIKICHBI
quis rena aeHa L6 (Ellis et al, 1997), rena N tabaka
(Dinesh-Kumar, Baker, 2000), TpaHCKpPHITOB I'€HOB
cnoxHoro Jiokyca Rpl-D xykypy3ssl (Collins et al.,
1999) u nns rena puca Pi-ta (Bryan et al., 2000). Hc-
KIIIOUEHHUEM sIBJIIeTCs TeH puca Xal (00yCIIOBIMBaIO-
IIHM YCTOMYMBOCTE K INTamMmaM Oaktepuii Xanthomo-
nas oryzae pv. oryzae, SKCIIpecCUpyIonmm rel AvrXal ).
B omimune oT KOHCTUTYTHUBHOM 3KCIIPECCHM APYTHUX I'e-
HOB YCTOMUYHMBOCTH PACTEHUI SKCIIPECCHUS JAHHOIO T'eHa
HHAYLUpYyeTcs: 3apakenueM Oakrtepusmu (Y oshimura
et al., 1998).

[Tocne pacmo3HaBanus 6eoK R, BEposITHO, IPsIMO
WM KOCBCHHO 3aIyCKaeT KacKaz(bl) CUTHAIIOB, KOTO-
pble HHULIMUPYIOT 3aIlUTHBIE peakiuy pactenus. [Ipu
HMHIYKIUHM YCTOMYMBOCTH IPOUCXOMUT LIENbIA Psi OHo-
XUMHYECKHUX U MOJEKYISIPHBIX COOBITHH, BKIIOYAIO-
IUX, B YACTHOCTH, IIOTOK MOHOB KaJbIHs, 00pa3oBa-
HUE€ PEaKTHUBHBIX (JOPM KHCIOPOAAa M OKCHAA a30Ta
(“okucIMTENBHAS BCIBIIMIKA' ), aKTHBAIMIO KAaCKaJlOB
MUTOTE€HAKTUBHUPYEMBIX IPOTEUHKHUHA3, IIEPEIpO-
rPaMMHPOBAHNE TPAHCKPHIIIUKN - AKTHBAIIAIO “T€HOB
3aIIUTHI”, KOTOPBhIE 00ECIICYMBAIOT OMOCUHTE3 Cajlu-
[WIOBOM KMCIIOTBI, aKTUBALMIO (DEHMIIIIPOIIAHOMIHOIO
IyTH OMOCHHTE3a (DEHOJIOB, JIMTHU(PHUKALIMIO U YKPEII-
JICHUE KJIETOYHOH CTEHKH, 00pa30BaHKE aHTUMHKPOO-
HBIX COEIMHEHHH, CHHTE3 MHTHOUTOPOB THAPOIATHYE-
cKuX (PEPMEHTOB MHMKPOOPraHH3MOB U APYTHX Tak
Ha3bIBAEMBIX CBS3aHHBLIX C ITATOT€HE30M OCIKOB
(Jones J., 1996; Jabs et al., 1997; Ligternik et al., 1997;
Piedras et al., 1998; Felix et al., 1999; Romesis et al.,
1999; Dangl, Jones J., 2001). O4yenp yacTo 3aKIHOYH-
TEIbHBIM COOBITHEM 3aI[UTHOTO OTKIHKA SIBIIIETCS
OBICTpast rHOeiTh HH(PHUIIMPOBAHHBIX KJICTOK, HAa3bIBa-
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eMas peakiueli cBepxuyBcTBuTeIbHOCTH (Lam et al.,
2001). OgHako HYKHO OTMETHUTb, YTO YCTOMYHUBOCTh
HE BCET/Ia CBSI3aHA CO CBEPXUYBCTBHUTEIILHON THOEITBIO
KJIETOK PACTCHHH, U JI0 CHX TIOP OCTACTCs HESICHBIM, SIB-
JSIETCS I PEAKIMsl CBEPXUIyBCTBUTEIILHOCTH TPOTrPaM-
MHPOBAaHHBIM 3aKOHOMEPHBIM HMCXOJIOM WM TOJBKO
JIUIIb CITyYalHBIM HEYJIAuHBIM CIICJCTBHEM 3all[UT-
HBIX peakiwii (Jones J., 1996).

OOyciioBiieHHass reHaMud R yCTOMYMBOCThL HaKIa-
JbIBAETCS Ha OMOXMMMYECKHE ITyTH OCHOBHOH (0a3o-
BOM) YCTOMYHMBOCTH pacTeHHi. ba3oBas yCTOMYMBOCTH
B TOM WJIA MHOM CTEICHH OTPaHWYMBACT POCT MaTore-
HA IMOCIE YCIENIHOIo 3apaKeHHs B OTCYTCTBUU I'€HOB
YCTOMYMBOCTH M HE JOIyCKaeT OBICTpOI rHOeNr 3apa-
’KEHHOI'0 BOCHPHHUMYHBOro pactenus. CylecTBOBa-
Hue 0a30BOM YCTOMYMBOCTH JOKA3BIBACTCS HATUYHEM
MYTaHTOB, KOTOPBIE MMEIOT 00Jice BOCIIPUMMYMBBINA K
BHPYJIECHTHOMY IATOreHy (EHOTHII, YEM POIUTEIIb-
ckue dopmbl (Glazebrook et al., 1997; Glazebrook,
2001; Dangl, Jones J., 2001). I'eneTnyeckuii aHamu3
9TUX MYTAHTOB TIO3BOJIMJI OINPECIUTh HEKOTOpPhIC Te-
HETHUYECKHUE JIOKYChI, HEOOXOUMBIE it 0a30BOM 3a-
muthl (Glazebrook et al., 1997; Glazebrook, 2001).
[TockonbKy psiJi TAaKUX JIOKYCOB HEOOXOAUM W IS
(hyHKIIMM OTJICNTLHBIX TEHOB R, TO TIPE/ICTABIISCTCS Be-
POSITHBIM, YTO CHCTEMBbI 0a30BOI U cHEIU(HUCCKOM
3aIIUTBl MOTYT TiepekpbiBathecs (Dangl, Jones J.,
2001). IToka ocTaeTcst HESICHBIM, KaKFe IMEHHO U3 3a-
IIMTHBIX peakiuidi OOYCIIOBJICHBI TEHOM R, a KaKue
CBOHCTBEHHBI 0a30BOM ycTOWMYMBOCTH. B0O3MOXKHO,
YTO OJHOM U3 (PYHKIMI (WK JJaKe OCHOBHOM (DYHKIIH-
eif) reHOB YCTOMYHBOCTH SIBJISIETCS1 Oosiee ObICTpas U
a(hdeKTHBHAS aKTUBAILAS MCEXaHHU3MOB 3aIllUTBI, WI-
paromux posib U B 0a3oBoi ycroiuuBoctu (Dangl,
Jones J., 2001).

Takum oOpa3zoM, JOMEHBI OEIKOB — MPOIAYKTOB
TEHOB YCTONYMBOCTH JIOJDKHBI 00ECIICUMBAThH CIICIIH-
(bryeckoe pacrio3HaBaHUE TEX WM WHBIX JCTCPMHUHAH-
TOB ¥ Ha4aJIbHBIC TAITbl TSHEPAIIMH CUTHANA, 3aITyCKa-
FOIIETO 3alUTHBIA 0TBeT. CBOeoOpa3ue reHoB R pac-
TEHHH COCTOUT B MOJU(PYHKIIMOHATLHOCTH JIOMCHOB
X OCJTKOBBIX TPOJYKTOB — HEBO3MOXKHO CJIENIaTh
0000I1IeHHE OTHOCHTEIILHO CHCHM(PUISCKON (QYHKIUH
JUTSL K&KJIOTO B OT/ICIBHOCTH M3 JIOMEHOB OEJIKOB —
MPOJIyKTOB TEHOB ycToWuuBOCTH pacteHuit (Hulbert
etal., 2001).

Cneyughuueckoe pacnosuasanue

B Oenkax — MpoayKTax I'€HOB YCTOWYHMBOCTH,
HMEIOIIMX JTOMEH OOOTaIlleHHBIX JCHIIMHOM IIOBTO-
poB (LRR), IMEHHO OH, Kak IOJararT, UrpaeT Bax-
HYIO pOJIb B pacloO3HaBaHUU. B MONB3y 3TOro cBHie-
TEJILCTBYET TOT (hakT, uro moMeH LRR dyHKIInOHM-
pyeT KakK calT B3aMMOJIEHCTBHS OelIOK-0eloK,
CBS3BIBAHMS IEOTUA-IUTaH U B3aUMOIEHCTBUS Oe-
JIOK-YIJIEBOJ] Y Pa3HOOOpa3HBIX OenkoB (Suzuki et al.,
1990; Kobe, Deisenhofer, 1994; Jones D., Jones J.,
1996; Kajava, 1998).
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Homen LRR Baxen st ¢pyHkimu R-OenkoB pac-
tenui. Tak, HekoTopble anmenu reHoB RPS2 u RPM 1
¢ 3aMEHaMH OTJICTbHBIX aMUHOKUCIIOT B jomeHe LRR
Oonpllie He 00ecneunBaloT ycrouuBocth (Mindrinos
et al., 1994; Grant et al., 1995). B HEeCKONBKHX CayJasx
MOKa3aHo, YTO Bapuarys aMuHOKHCIOT B LRR Hero-
CPEIICTBEHHO KOPPEJIMPYeT ¢ HOBOW crienuduaHOC-
Tht0 pacnio3HaBanus (Thomas et al., 1998; Ellis et al.,
1999). 3ameHa anaHWHa Ha CEPUH B MOJOXKEHUU 918
B pernone LRR Genka puca Pi-ta (oboramieHHbIi ei-
IIMHOM PETHOH ATOT0 Oellka UMEEeT 0COOYI0 CTPYKTY-
Py TOBTOPOB) TPHUBOJWT K TIOTEPE YCTOWYMBOCTH
(Bryan et al., 2000).

Basknble pe3ynbTaThl JUIsl IOHUMAaHMS cHelubuy-
HOCTU I'eHOB R OBbUIM MHOJYYEHBI P aHAIM3E ajlle-
neti rena L npHa (Ellis et al., 1999). Tak, 6enxu L6 u
L11, xotopsie SBAAIOTCA HUACHTHYHBIMU B PETHO-
Hax TIR u NBS, paszmmuarorcs 33 aMMHOKHCIOTaAMH B
LRR. D10 yKa3pIBaeT HA TO, UTO PA3IUUNSI MEKIY
crnenupuKkaMu ycTtoiuuBoctd L6 u LI] BbI3BaHBI
pasnmmuusmMu uMeHHo B obOnactsx LRR (Ellis et al.,
1997). OOMeHBI MEXAY aUICHSAMU i1 Vilro U aHaJIu3
TPAaHCTEHHBIX PACTEHHM TaK)Ke YyKa3bIBalOT Ha
Ba)XKHOCTh Bapuanuu LRR B paznuuusax crenupuki.
HccaenoBanne XUMEpHBIX reHoB L2/L10 mokasaio,
YTO THOpHUI, COAEp KAl AaMHHOTEPMHUHAILHYIO
oOmacte rena L2 u kapOokcurepMmuHambHble LRR
reda LI10, umeer LI0-cueunduky. AHAIOTHYHO

TPaHCTEHHOE pacTeHue, coJieprkariee
aMUHOTEPMUHAILHYIO TIOJIOBMHY TeHa LI0 w
kapOokcutepmuHasibabie LRR rena L2, umeer L2-
crienupuKy pacro3HaBaHuA JIETEPMUHAHTOB

aBupynentHoctH narorena (Ellis et al., 1997).

JleTtanbHbI cpaBHUTENbHBIN aHanu3 6enkos Cf-4
u Cf-9 no3BonuII BEIIBUThH AMUHOKHCIIOTBI, OTBETCT-
BEHHBIC 3a crnenuduky pacno3HaBanus. Creruduu-
HOCTh Ocnka Cf-9 MOIHOCTHIO 3aBUCUT OT aMUHOKHC-
JIOT, KOTOPBIE COJICPIKATCS B PETHOHE JOMEHa o0ora-
IIEHHBIX JICHIIMHOM IIOBTOPOB, OXBAaTBIBAIOIIEM OT
10-ro go 18-ro LRR. Cnemuduunocrs Cf-4 onpene-
JIICTCS aMUHOKHUCIIOTHBIMH OCTATKaMH, PacIOJIOKCH-
HBIMH B PETHOHE JJOMEHA OOOTalllCHHBIX JICHIIMHOM TI0-
BTOpOB, oxBaThIBaromeM oT 11-ro 1o 14-ro LRR u B
16-m LRR, a Taxxe Bo pumankupyroniem LRR-momen
peruone (Van der Hoorn et al., 2001; Wulff et al., 2001).

Opmnako B LRR-coaepxamux Oenkax R cnenmdu-
Ka pacro3HaBaHMs 3aBUCUT U OT JAPYTHX JOMEHOB.
Tak, amnenu L6 u L7 npHA pa3IuYarOTCsS TONBKO IO
KOJMPYIOIIMM TIOCIIEeI0BATEILHOCTSM aMHHOTEPMU-
HajgbHOro peruona TIR. Takum oOpa3oM, OIUMOp-
(u3M B 3TOH 00IIaCTH, a TaKKe B IPYTUX aMUHOTEP-
MUHAJIBHBIX TIOCIEI0BATEIHHOCTAX OENKka TOXKE BO3-
nerictByeT Ha criennduanocts ycroruuBoctH (Ellis
etal., 1999).

benok Pto TomaTta BOOOIE HE MMEET peruoHa
LRR. Tem He MeHee, Kak TTOKa3aHO, OH CBS3BIBACTCS
¢ TpoIyKTOM reHa avrPto Pseudomonas syringae He-
nocpeactseHHo (Scofield et al., 1996; Tang et al.,
1996).

JKYPHAJI OBILEN BUOJIOT U

[HAMPAU

Hnoykyus xackaoa cuenanos

V 6enkoB NBS-LRR-kmacca B MHUIMHPOBAHHE
CUTHAJIOB BOBJICUCHBI, HAUOOJIee BEPOSITHO, CAMT CBSI-
3piBaHns Hykieotnaa w/wnn nomed TIR (B TIR-mog-
kiacce). IlpucyTcTBue caiita CBS3BIBaHHUS HYKJICOTH-
noB (NBS), xoTOpblii HalJIeH B MHOI'OYHCICHHBIX
Oenkax, csa3piBaronuX AT® u ['TO (Traut, 1994),
HaBOJUT Ha MBICIIb, 4TO, XOTs Oenku R He o0magaror
aKTUBHOCTBHIO IPOTCHHKUHA3BI, OHU MOI'YT aKTHUBH-
pOBaTh Ipyrue KuHa3bl WK G-O€NIKH, XOTS IIOKa HET
OMOXMMUYECKHX JOKa3aTelbCcTB Toro, uro NBS B
oenkax R pacrenuii nerictBurenbHO cBs3biBacT ATD
nimn I'T® u ocraercs HESICHBIM, KaK U KaKOM M3 3THX

eotnioB cBs3biBacTes (Hammond-Kosack, Jones J.,
1997; Dangl, Jones J., 2001). MyTtareHe3 aMUHOKHC-
JIOT, JJI KOTOPBIX HM3BECTHO, YTO OHH TPEOYIOTCSA
JUUIS CBSI3BIBAHMS HYKJICOTHAA, HapyIlIlaeT (hyHKIHIO
6enxoB R (Salmeron et al., 1996).

BecbMa HHTPHUTYIOIIMM OKa3ajics (DaKT, 4TO CaMT
CBSI3BIBAHUST HYKJIEOTHIOB R-0€/IKOB pacTeHuii MMeeT
HauOobIIee o00ue gomeHaM NBS addexropoB ru-
oenn knerku 0enkoB CED-4 nemaron u Apaf-1 mieko-
MUATAIOIINX, KOTOPHIC aKTUBUPYIOT BOBJICUCHHEBIC B
armonto3 npoteassl CED-3 u caspase-9 cooTBerct-
BenHo (Chinnaiyan et al., 1997; Li et al., 1997; Van der
Biezen, Jones J., 1998). IToguepkuBas 3Ty romoso-
ruio, JoMeH NBS 0OekoB pacTeHuii 4acTo Ha3bIBAIOT
JomMeHoM NB-ARC (4roObl BEIABHHYTH Ha IEPBBIA
IJ1aH pas3feisieMble Moa00us 3Toi 00JaCTH ¢ Yello-
BeueckuM Apaf-1, R-Oenkamu pacreHuii n Oenkamu
CED-4 memaron) (Van der Biezen, Jones J., 1998; Ellis
et al., 2002; Dangl, Jones J., 2001). OxHoli o0IIeH,
XOTSI ¥ HE CTPOTO0 YHHMBEPCAIBLHON, 0COOEHHOCTHIO
¢ynakuun NBS-LRR-6enkoB pacrenuil  sBisieTcs
CBEPXUYBCTBHUTEIIbHASI THOETHh KJICTKH B Yy4acTKe 3a-
paXkeHUs B TECYCHHE PEAKIUA YCTONIMBOCTH. DYyHK-
IMUOHAIBHOE TOJ00MEe MEXIYy 3THM OTBETOM M aIloll-
To30M KUBOTHEIX (Lam et al., 2001) u cTpykTypHOE
nogooue goMeHoB NBS y R-0enkoB pacrenuii u 6ei-
k0B CED-4 u Apaf-1 nopaxaer.

[Topa3uTenbHBIM SIBIISIETCS TAKKE CTPYKTYPHOE TO-
nobue Mexay BHyTpukiaerounbiMd NBS-LRR-0Oeka-
MU pacTeHuii U BHyTpukierouHsiMd NBS-LRR-6enka-
Mu mitekonuramonmx (6enkamu Nod). B reHome ue-
JoBeKa uMeeTcs okojo 30 reHoB Nod, NMpOIyKTHI
KOTOPBIX, BEPOSATHO, UTPAIOT POJIb BO BPOIKICHHOM
HMMYHUTETE KaK BHYTPHKICTOYHBIC PEICHTOPEL,
00YCJIOBIIMBAIOIIME PACIO3HABAHHE KOHCEPBATUBHBIX
JIMTAaHJI0B MHUKPOOHBIX IIATOTCHOB THIIA JIMITOIIOJIMCAXa-
puyioB Oaktepuii (Inohara et al., 2001; Ogura et al., 2001).
Benxu Nod omocpegoBaHHO aKTHBHPYIOT (DakTop
TpaHckpuru NF-«kB.

ITomumo OenkoB Nod cHCTeMBbI BPOXKICHHOI'O HM-
MYHHTETa JKHBOTHBIX HCIIOJNB3YIOT COACPIKAIIHE
BHCKJICTOYHBIC JIOMEHBI OOOTAIICHHBIX JICHIIMHOM
IIOBTOPOB PELIENTOPHI, Ha3biBaeMble Toll-1momoOHEI-
mu perenropamu wim TLR (Toll-like receptors). I'o-
Mojiorusi fomeHa TIR GenkoB - MpoayKTOB IT'€HOB yc-
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torunBocTH pacteHnit  TIR-NBS-LRR-mogkmacca
KOMIIOHEHTaM CUTHAIBHEIX mmyTeir Toll Drosophila u
IL-1R (peuenrtopa mHTEpicHKHHA-1) MIIEKOIIUTAIO-
IIUX ITO3BOJISICT MPEAIIONIOKHUTh B ITIOA00ME MEXaHH3-
MOB IIyTel Ilepeaun CUrHajla. Perentophbl BpOXKIeH-
HOM MMMYHHOH peaKlUM MIICKOIUTAIONIUX U Droso-
phila conpsbkeHbl ¢ BHYyTPEHHUMH CHUTHAJIAaMH THOETH
KJIETKH, KUHA3HBIM KackajoM W MacCUBOM 3(PQeKTo-
POB, KOTOPBIE aKTHBUPYIOTCSI HA YPOBHE TPAHCKPHII-
mun (Lemaitre et al., 1996; Williams et al., 1997;
Medzhitov et al., 1997; Rock et al., 1998; Aderem,
Ulevitch, 2000; Medzhitov, Janeway, 2000). B resome
yeJoBeKa cojepKuTcs okono 15-20 renoB TLR
(Dangl, Jones J., 2001).

benku TLR >XWBOTHBIX OMOCPEIOBAHHO AKTHUBHU-
PYIOT (DaKTOpPBI TPAHCKPHIIMH CyIepceMelicTBa
rel/NF-xB u HyxnaroTcs B mpoTenHknHazax pelle y
Drosophila u IRAK y 4yenoBeka, KOTOpbIE IMEIOT BbI-
COKYIO0 roMojioruro kuHaze Pto Ttomara (Hashimoto
etal., 1988; Wasserman, 1993; Galindo et al., 1995;
Morisato, Anderson, 1995; O'Neill, 1995; Hammond-
Kosack, Jones J., 1997; O'Neill, Greene, 1998; Medzhi-
tov, Janeway, 2000). C y4eToM roMoJIOrHH IOCJIeI0Ba-
TEJIBHOCTEH U POACTBEHHBIX (PYHKIMHA 3THX OCIKOB
HACEKOMOTr0, IMO3BOHOYHOIr'0 JKMBOTHOI'O M PACTEHHUS
MO>KHO IMPEION0KUTh, YTO MPOAYKTHI WieHoB TIR-
MOJKIAcCa T€HOB YCTOHYMBOCTH PACTCHUA MOTYT
(YHKIIMOHUPOBATh AaHAIIOTUYHBIM 00pa3oM.

OmHako, HECMOTPS Ha CTPYKTYPHbIE IMOAOOHS
mexay TIR-Oemxamu u TLR, a Taxke mexay Pto u
knHazamu IRAK wu pelle, ckonpko-HUOYIL TIPSIMBIE
JIOKA3aTEeNIbCTBA CXOJICTBA IyTel Iepeaadynd CUTHAJIOB
IOKa OTCYTCTBYIOT. Ilonckm B 0a3aX HaHHBIX JKC-
MPECCUPYIOIIUXCS TTOCIEA0BATEIFHOCTEH pacTeHHM
HE BBIIBHJIM I'€HBI C IOJ00MEM IeHaM >KMBOTHEIX, KO-
JUPYIOIIAM KOMIIOHEHThI HHUCXO/IAIIETO IIOTOKA Iie-
pemaun cur"ana TLR (Martin, 1999). Bo3MoxkHoO,
poib Takux 3((PEKTOPOB MOTYT BBIIOIHATE OCJNIKH,
KOJIMPYEMbIE BBIABICHHBEIMU y Arabidopsis yceueH-
HBIMH TCHaMH, KOIUPYIOIIMMH TOJBKO JTOMEHBI
NBS-CC u NBS-TIR (Meyers et al., 1999; Dangl,
Jones J., 2001; Jones J., 2001). Kpome 3Toro, mogo0-
HBIMH 3G (EKTOpaMH HUCXOIIIETO IyTH Iepeaayun
CUTHAJIOB MOTYT OBITh YIOMSHYTHIC BEIIIC YCECUCH-
Hble TpoaykThl TIR-NBS-LRR-reHos (Hampumep,
reHoB N U L), KOTOpBIE SBJISIOTCS PE3yIbTaTOM allb-
TEPHATUBHOI'O CIUIaicHHTra. Takke BO3MOXHO, YTO
nomenbl TIR u NBS GenkoB R pacrenuit MmoryT BbI-
MOJIHATHh HOBBIC (DYHKIIMH, JCTAIH KOTOPHIX IIOKA He-
H3BECTHBL

B nepenaye CUrHAIOB YCTOMYMBOCTH NPUHUMACT
yuactre 1 jjoMeH LRR. CriibHOE JI0Ka3aTesibCTBO 3TO-
My OBUIO TIOJTyYeHO B HUCCIIEIOBaHUSX TeHa RPSS Ara-
bidopsis, B koropoMm MyTanus B TperbeM LRR mogas-
JisTa YCTOMYMBOCTh K Pa3HBIM MAaTOTeHaM, 00YCIIOB-
JieHHyr0 MHorumu TeHamu R (Warren et al., 1998). Ha
OCHOBE 3THX PE3yJIbTATOB OBUIO MPEAIOIOKEHO, UTO
MyTamus B perrone LRR MoxeT BIUSTL Ha KOMIIOHEH-
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ThI MeTaOOJIMYECKUX ITyTEH, OOIIUX JUIT MHOTHUX TCHOB
YCTOWYHMBOCTH, ¥ TAKUM 00pa3oM UHTEphHEprupoBaTh ¢
Ba)XHBIMH IIIaraM¥ TIepeiaqyd CUTHAJIOB. JIF0OOMbBITHO,
YTO MyTalus B APYroM KapOokcutepmuHaibHOM LRR
ATOTO XK€ OeKa crienupUIecKd U3MEHSIET Paclo3Ha-
BaHue Oenka AvrPphB, HO He ycTOIUMBOCTE, 00YCITOB-
JICHHYI0 Apyrumu reHamu R (Warren et al., 1998). Ta-
kM obpazom, nomeH LRR Genka RPS5, mo-Buanmo-
My, (QYHKIIMOHHPYET KaK B pacro3HaBaHWH, TaK U B
rnepegadye CUTHAJIOB, MOJAOOHO MPOTEHMHKWHA3ZHOMY
nomeny Pto.

ITockoneky Pto u Xa2l gBngroTCs MpOTEMHKUHA-
3amu (Sessa et al., 1998), To oueBHIHA UX POJIb B MHU-
LMAalMKY CUTHaja yepe3 pochopuaupoBanue OCIKOB.
Ilo xpaiiHedt Mepe KMHA3HAs aKTUBHOCTH Pto, mo-BU-
JIUMOMY, TpeOyeTcs JUIs €€ POk B 0OJIC3HEYCTONYH-
BocTH. ITockoyibky Pto BBICOKOTOMOJIOTHYHA KHHA-
3am pelle Drosophila n IRAK uenoBeka, He0OX0I1-
MbBIM 11 00yciioBieHHONW Oenxkamu TLR mepemaun
CUTHAJIOB (CM. BBIIIE), TO KHHa3a Pto MOXKET BBIIIOJ-
HATH MOJ00HYI0 (DYHKIHIO, T. €. aKTHBUPOBATH (haK-
TOp(BI) TPAHCKPHIIITHH.

C ucrnosb30BaHUEM IPOXKKEH OBUIO BBISBJICHO,
yTo Pto B3aMMOJENCTBYET C HECKOJIBLKUMH O€JIKaMU
pacTenmii, Ha3BaHHBIMU Pti (Pto interacting); u Oenku
Ptil (cepun/TpeonuHcnenuduyecKkas IPOTCHHKUHA-
3a), a Takxke Pti4, -5 u -6 onpeneneHbl Kak cybcTpa-
TBI ochopunupoBanus aias Pto (Zhou et al., 1995;
Ji et al., 1998). ITokazano, uro Ptil yuacTByeT B pas-
BUTHH PEAKIIMM CBEPXUyBCTBUTEIBHOCTH (Zhou et al.,
1995). IIponykT rena Ptil moxeT (ochopuaupo-
BaThCcsA Pto U cmocoOeH k aBTO(ochopUInpoBaHuIO,
HO He MoxeT (pochopunupoBars Pto. [TosTomy mpo-
TUHKWHA3HBIA KacKaj, WHUIIMUPOBAHHBIA (hochopu-
nupoBanueM Ptil xunazoit Pto, MoxxeT OBITh OJHUM
W3 HUCXOMSIIMX IMOTOKOB CUTHAJILHOTO ImyTH. Kak Hu
CTpaHHO, HO Oeyok Ptil He B3auMomelcTByeT ¢ Oel-
kamu Pti4, -5 u -6; Bo3MOKHO, Pto MOXKET akKTHBUPO-
BaTh OJTHOBPEMEHHO HECKOJIBKO Pa3HBIX MyTeH mepe-
naun curaaios (Ji et al., 1998).

Bbenku Pti4, -5 u -6, 110 Bcel BUIUMOCTH, SBIISIOTCS
(hakropamMu TpaHCKpUNIMK U cBs3biBalOT GCC-00Kke
IIMC-3JIEMEHTa, KOTOPBIA MPUCYTCTBYET B IMPOMOTOPE
MHOTHX T'€HOB, aKTHBHPYEMBIX IPH IaTOreHe3e, Io-
BPEXKJIECHHH, B OTBET Ha 00pabOTKYy ITHIIEHOM, Kac-
MOHOBOM M CalluIMIoBOM kucioTamu (Martin, 1999).
Taxum 00pa3zoM, >TU OCIKU SIBJISIOTCS IEPBBIM IIPH-
MEPOM BO3MOXKHOM MPSIMOM CBS3H MEXKIY T€HOM R U
SKCIIPECCUEN CBSI3aHHBIX C 3alIUTON T€HOB.

Crnenmyer y4ecTtb, yTo Pto i1 (hyHKIIMOHUPOBAHUS
nyxaaercs B NBS-LRR-6enke Prf (cMm. Beime). Ponb
9TOrO OeNika B MHIYKIIMH CHTHAJIHLHOTO KacKaja MoKa
HEW3BECTHA.

IIpsimoe m0Ka3aTEILCTBO POJIM KMHA3HOTO JIOME-
Ha B MHIYKIMH CHTHaja 3allUThl ObLIO IOJYUYCHO B
HEJABHO BEIIOJHEHHOH paboTe Mo oOMeHy JOMeHa-
mu OenkoB puca Xa2l m BRI1, TpancMemOpanHOM
LRR-kuHa30#, KoTOpast HEOOX0AUMa IS BOCIIPHSI-
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tus opaccunocreponioB (He et al., 2000). B stoii pa-
0oTe OBLI CKOHCTPYHPOBAH XHMEPHBIA I'€H, B KOTO-
pPOM JTOMEH O0OOTaIIeHHBIX JICHIIMHOM TIOBTOPOB O€JI-
ka BRIl ObUI CIUT ¢ IPOTEMHKHUHA3HLIM JTOMEHOM
Xa2l. B ciy4ae ¢hyHKIMOHAILHOTO XHMEPHOT'O IeHa
00paboTKa OpacCUHOCTEPOUAOM aKTHBHPOBAJIa 3a-
IIUTHBIC PEAKIIHH.

s 6enkxoB Tomata Cf B OTCYTCTBUU OYEBUIHBIX
CHUTHAJIBHBIX JOMEHOB MOJIEKYJISPHBIE MAPTHEPHI IIe-
pellauyd CUTHAJIOB OCTAal0TCsA Heus3BecTHhIMU. Kak
OBLII0O OTMEYEHO BEIIIE, BEPOSITHO, YTO II0 MCHB-
el Mepe TPU MOJIEKYJIbl OciKa HEOOXOIUMBI I
Cf-00yCIOBICHHON peleniuy Avr-JCTePMUHAHTOB U
MHAYKIUH noToka curHaios (De Wit, Joosten, 1999;
Rivasa et al., 2002), aHaIOTHYHO TPEXKOMIIOHEHTHO-
MY PELCHTOPHOMY KOMIUIEKCY, KOIUPYEMOMY CeMEM-
ctBoM reHOB CLAVATA, peryaupyroieMy pa3BUTHE
Arabidopsis (Clark et al., 1995, 1997; Becraft, 1998).

Homenvl ¢ HeuzsecmHoll hyHKyuetl

CymnepcripaibHble TOMEHBI, BEPOSITHO, 00Jerya-
FOT TOMO- WJIM TeTeporMepr3anuio 6einkoB R, xors
Ha TaKyI0 POJIb ITHX JIOMECHOB HET HUKAKHX JKCIICPH-
MEHTAJIbHBIX yKa3zaHui. Kpome Toro, y GeikoB Jio-
kyca RPWS8 Arabidopsis (RPWS.1 u RPW8.2), koto-
peIe coaepkar ¢aktudecku Toibko aomeH CC, oH
BITOJTHE YCIICIITHO 0OECIIeUMBACT paclio3HaBaHUe (hak-
TOpa aBUPYJICHTHOCTH, OOILETO JII MHOTHX BO30Y/IH-
TEJIe MyYHHCTON POCHI, U MHUIMHUPYET 3allUTHBIC Pe-
akiuu (Xiao et al., 2001). AnbTepHaTUBHO OH MOXKET
WUTpaTh BCIIOMOTATENHLHYIO POJib, O0erdast (pyHKIIHO-
HUPOBAHME JIPYTUX MOJIEKYJ, KOTOpbIe 00YCIOBIHBA-
FOT PAcTo3HABAHWE W WHIYKIMIO CUTHAILHOTO Kacka-
na. IlToka ocobGeHHOCTH (DYHKIIMOHUPOBAHUS 3THUX
OEJIKOB OCTAIOTCS IOBOJIBHO 3araJOYHBIMU.

I'ennr ycrottumBoctn NBS-LRR-kimacca xogupyror
TaKKE KOHCEPBATUBHBIN T'UAPO(POOHBIN JTOMEH MEX-
JIy CalTOM CBSI3bIBAHHMSI HYKJICOTHIOB M PETHOHOM
o0oramieHHbIX JEHIIMHOM [TOBTOPOB, (DYHKIMS KOTO-
poro HensBectHa (Hammond-Kosack, Jones J., 1997).

I'EHOMHAA OPI'AHU3ALINA,
MHOI'OOBPA3UE U 5BOJIIOLINA EHOB
YCTOMYUBOCTHU PACTEHUU

JIOKyChI T€HOB YCTOMYMBOCTH PACTCHUM HMEIOT
pa3IUYHYI0 TEHOMHYIO opraHuzaiuto. OHM MOTYT
MIPE/ICTABIIATh COOOW €TUHCTBEHHBIN Ie€H C MHOYKECT-
BOM ajlIeliel, KaXIblii U3 KOTOPBIX OOECIeUMBacT
Pa3IMUHYIO CHEIU(UKY pacro3HaBaHus. [10100HbIM
00pa3oM OpraHu30BaH JOKYC L JIbHA: TOJILKO OJHA
u3 13 wmm Gonpiero uncia L-crieruduk k Melampsora
lini mpucytcTByeT B oTaeneHoi ymHuM (Pryor, Ellis,
1993).

I'en R MOXeT CylIeCTBOBaTh KaK I'eH, KOTOPBIU
MIPUCYTCTBYET B YCTOMUUBBIX JIMHUSX, HO OTCYTCTBY-
€T B BOCIIPMUMUUBELIX. Tak oprann3oBaHbl reHbl RPS2
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u RPM1 Arabidopsis (Hammond-Kosack, Jones J.,
1997) u Xal puca (Yoshimura et al., 1998).

Opnrako y OOJBIIMHCTBA TEHOB YCTOWYHMBOCTH,
JIOKyC R BKIJIOYaeT TaHJCMHBIC MacCHBBI OJM3KO-
POJICTBEHHBIX TOMOJIOTOB C Pa3JIMYAFOIIAMUCS CIIe-
UGUKAMHA PacIIO3HABAHUS WM HEPYHKITMOHATLHBIX
(Martin et al., 1993; Jones D. et al., 1994; Dixon et al.,
1996; Song et al., 1995, 1997; Ori et al., 1997; Jia et al.,
1997; Parniske et al., 1997). Hanpumep, jokyc jpHa M,
00YCITOBITUBAONINK 7 crieM(UK yCTOMINBOCTH K OHO-
THMAaM BO30YIUTENs paBUMHBI M. [ini, COCTOUT TIO
MeHbIel Mepe u3 15 renos (Pryor, Ellis, 1993; Ellis
et al., 1997). Kak knactepu3oBaHHbIC TEHHBIC CEMEH-
cTBa opraHu3oBaHbl Bce renbl Tomara Cf (De Wit,
Joosten, 1999). Jlokyc Kykypy3sl Rpl ¢ 14 cnenudu-
KaMH pacrio3HaBaHUS BO30YIUTENS pPrKaBUMHBI Puc-
cinia sorghi WMeeT aHAJOTUYHYIO OpTraHU3aIUIO
(Hulbert, 1997). Ilpu xioHupoBaHUH (DYHKIIMOHAIIL-
HOTO reHa Rpl-D 3Toro Jiokyca ObLTH BBISBIICHBI BO-
ceMb He(pyHKIHOHAIBHEIX romosioros (Collins et al.,
1999). Jlokyc Tomara /2, 00yCIIOBIMBAIOLIUI YCTOM-
YUBOCTH K pace 2 MOYBEHHOTO Tpubda Fusarium oxy-
sporum f. sp. lycopersici, uMeeT ceMb I'€HOB, U3 KO-
TOPBIX TOJHKO OJIMH 00ECTICUMBAET YCTOWYMBOCTH
(Simons et al., 1998).

PasHble 3KOTHITBI TUKOPACTYIIMX PacTEHHH OJHO-
T'O BHJIa MOTYT COJIEpXKaTh Pa3HOE YUCIIO TEHOB B I'0O-
MOJIOTUYHBIX JIOKyCax TEHOB YCTOWYMBOCTH. JIBa
MOJTHBIX TarutoTUNa (Habopa reHOB B CIIOKHOM JIOKY-
ce) nokyca RPP5 (ycToWuuBOoCTh K Peronospora pa-
rasitica), conepxkaiiero TIR-NBS-LRR-rens y Ara-
bidopsis, HeaaBHO ObUI MOTHOCTBIO CEKBEHUPOBAHBI
u npoananu3uposansl (Noel et al., 1999). [leBsaTs re-
HOB HaWJeHBl B yCTOMYMBOM ramioture Landsberg
erecta (Ler-0) u BoceMb TEHOB HaliJIcHBI B BOCIIPUUM-
YiBOM (HE MMeroleM (YHKIIMOHAILHBIX TeHOB RPPJ)
ramnorune Columbia (Col-0). Tonbko oguH IreH B
Ler, xak npeacka3pIBacTCs, KOAUPYET MOTHYIO JJTH-
Hy reHa RPP5. B rammotumnie Col-0 B 3TOM J0OKYyCe
JIBa TGHa MOTYT KOJIMPOBATh OCIIKH, 00YCIOBINBAIO-
nwe RPP4-criemuduky ycroiunBoctd (Bevan et al.,
1998). Jlpyrue coaepkaT IpekKIeBPEeMEHHEIC TCPMH-
HUPYIOIIHE KOIOHBI, OTCYTCTBYIOIIHE WHHUIIMATOPHBIC
KOJIOHBI WJIH PETPOTPAHCIIO30HOBHIE BCTABKH.

Panee ObUTO0 TIPOBEZICHO KIIOHUPOBAHUE B 3TUX JKE
ramtotunax Arabidopsis nokyca RPPS (Taxxke orpe-
JISIISIIOIIETO YCTOMYUBOCTE K Peronospora parasitica)
(McDowell et al., 1998). I'amnotun RPPS B ycTOWYM-
BOM Ler-0 copepskut (hyHKIMOHAIBHBINA TeH RPPS-Ler
1 He(pYHKUHMOHAIBHBIH Tomojor, RPH8A. Hampo-
THB, ppS-nokyc B BocupuuMurBoM Col-0 comepikut
€MHCTBEHHBIM XMMEPHBIA TE€H, KOTOPHIA, BEPOSTHO,
SIBJISIETCS TIPOJYKTOM HEPABHOTO KPOCCHHTOBEpPA
MEX 1y iepeakoBbiMu reHamu RPPS-Ler u RPHSA.

HpHBCI{CHHBIe MIPUMEPLI ITOKA3bIBAIOT HAJINYUC B
JIOKyCax I'CHOB YCTOﬁqHBOCTH MaCCHUBOB HC(bYHK]_[I/IO-
HaJIbHBIX TEHOB WJIM T'€HOB C HEU3BECTHOU q)YHKL[I/I-
ell. OHI/I MOT'YT OGCCHCT—II/IBaTB CpeacTBa noaacpixa-
Ne 3
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T'EHBI VCTOMUYMBOCTU PACTEHUM

HHs OJIArONPHUATHBIX TaIJIOTHIIOB ¢ MHOYKECTBEHHBI-
MM crenu(puKaMyd HIA MOTYT CIYKUTh PE3€PBOM
pa3HoOOpa3us IMOCICAOBATEIBHOCTEH NI TeHepa-
MM HOBBIX CHEM(UK PACIIO3HABAHMS IIPH MEKICH-
HOM OOMEHE IOCJIe/IOBAaTeALHOCTAMU. Henb3s Tak-
’K€ UCKITFOUMTh, UTO 10 KpaHEeH Mepe HEKOTOPhIE M3
HUX SIBJISIFOTCS IOJIHOLIGHHBIMU reHaMu R, 00ycCIioB-
JINBAFOIITUMH YCTOMYHMBOCTh K HEBBIABJICHHBIM I1aTO-
reHaM.

B oTaensHBIX 0071aCTSIX reHOMa reHbl YCTOHYMBO-
CTH KJIacTepHu3yloTcs Ooyiee cBOOOAHO, pacroiiara-
sCh B IpeAeiax 1-2 caHTHMMOIpaHHI APYT OT JIpyra
(Michelmore, 1995; Dixon et al., 1996). Takue “mera-
KJ1acTepbl” MOTYT OBITH OTPOMHBI, OXBATHIBATH MIJLIAO-
HBI TIap a30THCTHIX OCHOBAHUW U COCTOSITH U3 MHO-
’KeCTB TocleaoBarebHocTe R-renoB. Hanpumep, y
Arabidopsis nmeercs maccuB NBS-LRR-nocnenoBa-
TeIbHOCTEH Ha xpoMocoMe IV, oxBaThIBarOIIUi
4.6 MUIITMOHA TIap HYKJIEOTHIOB; BTOPOM MerakiacTep
Ha xpomocoMme V BkiouaeT okojo 30 NBS-LRR-no-
CJIEJI0OBAaTEILHOCTEM B pervuoHe 4.5 MWIIHOHA map
HykiaeotunoB (Bevan et al., 1998; Mayer et al., 1999;
Young, 2000).

VY canarta uMeeTcs TJIaBHBIH KjacTep I'€HOB yC-
ToiunBOCTH (Major resistance gene cluster), KOTOpbIi
OXBaThIBACT PCTHUOH IIPOTSAXKCHHOCTBIO 110 MeHBHIeﬁ
Mepe 3.5 MUUIHOHA T1ap HyKJIeOoTHIOB. B aToM Kiac-
Tepe BBISBICHBI IMPUMEPHO 32 IMOCIEA0BATEIHLHOCTH,
xomupyrone NBS-LRR-Oenku, B ToM 4wnciie TeH
Dm3 ycTOMYMBOCTH K BO30YIUTENIO JIOKHOH MYYHH-
cToil pocel rpudy Bremia lactucae (Meyers et al.,
1998a, b; Shen et al., 2002). MuTepBaasl MEXIY I10-
caepoBatenpHOCTIMH NBS-LRR B Kitacrepe cocraB-
JITFOT 110 MeHbIei Mepe 150 ThIC. map HyKJICOTHIOB,
H B 3THX IIPOMEXKYTKaX, BEPOITHO, OTCYTCTBYIOT
(hyHKIIMOHATBLHBIC TEHHI.

[TonHoe cexBeHupoBanue reHoMa Arabidopsis
MO3BOJIMJIO MOJYYUTh OTBET HA BOIMPOC, CKOJIBKO KE
Te€HOB yCTOM4MBOCTH, B yacTHOCTH NBS-LRR-moce-
JIOBATEIILHOCTEH, MOYKET COJIEPIKAThCS y OJTHOTO pac-
tenus (The Arabidopsis..., 2000; Jones J., 2001; Dangl,
Jones J., 2001). Bruto BeiaBiaeHO 0K0J0 150 reHOB ¢
romoiorueii NBS-LRR-kmaccy reHoB R, HepaBHO-
MEpHO pachpe/eICHHbIX MEXIy Xpomocomamu. U3
Hux npumepro 60% cocrtaBnsroT TIR-NBS-LRR
u 40% — CC-NBS-LRR. 13 s3tux NBS-LRR-resos
nMmeeTcs 46 OMMHOYHBIX TOMOJIOTOB, 25 IYIIETOB,
7 TOKYCOB ¢ TpeMsl KOIHSIMH, OTACIIbHBIE JIOKYCHI C
YETBIPHMS, TIATHIO, CEMBIO, BOCEMBIO U JCBATHIO T'c-
HaMH, a TaK)Xe CIIOXHBIM Kimactep RPP7, uMeronui
14 xormii (Jones J., 2001; Dangl, Jones J., 2001).

Cpemu NBS-LRR-renoB OblIN BBISBIEHBEI M HEO-
KUIAaHHBIC TOCIeAOBaTeIbHOCTH. Tak, /Ba reHa Ko-
nupyior momuMmo TIR-NBS-LRR eme u momen
WRKY, a ogun TIR-NBS-LRR-ren nomumo WRKY
KOJIUPYET elle U KuHa3Hbli qomeH (Jones J., 2001;
Dangl, Jones J., 2001). JTomer WRKY, no-Bumimomy,
00yCIIOBITMBAET CITIOCOOHOCTH OEITKOB CBSI3LIBATHCS C
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JIHK. CymnepcemetictBo 6enmxoB WRKY npencraps-
eT cuneunduyecKue I pacTeHUM (PaKTOPhI TPaHC-
KPHUIIHH, KOTOPbIE aKTHBHUPYIOTCS (TPaHCKPHIILIH-
OHHO) B X0JI¢ HEKOTOPBIX PEAKIHMH YCTOMUNBOCTH K
3aboneBanusm (Eulgem et al., 2000).

Kpome NBS-LRR-reHoB BbIsiBICHO O0jiece 50 re-
HOB IPOTEMHKHHA3 C BBICOKOM romosorueii Pfo, oko-
10 30 re”oB, HanoMuHaOWKX reHbl Cf U KOOUPYIo-
mux Oenku ¢ BHeKIeTOYHBIMH LRR U KopoTkumu
[IMTOIIIa3MaTHYECKUMH JOMEHaMH, B 174 romoiora
rena Xa2l, KOOAPYIOWUX PELENTOPIIONO0HEIE MPO-
TenHKHHa3bl ¢ BHeKIeTouHBIME LRR (Jones J., 2001;
Dangl, Jones J., 2001). meeTcs Takxe Oosee yem
30 reHoB, couepkanIux Tojabko moMeHbl TIR mmm mo-
MeHbl TIR, cBsi3aHHBIE C TOMEHAMM C HEM3BECTHOM
¢ynkuueii (Fluhr, 2001).

CKOJIbKO T€HOB M3 BCETO ATOT0 MAacCHBa SIBIISIOT-
Csl TeHAaMH YCTOWYMBOCTH, TIOKa Hem3BecTHO. Cremyer
TaKXe ydYecTb, UYTO OBII CEKBEHHUPOBAH TCHOM
TOJILKO OAHOro 3kotumna Arabidopsis (Columbia).
B To e BpeMs U3BECTHO, YTO PsiJl FTEHOB YCTOMYUBO-
CTH MOKET MPUCYTCTBOBATH B OJHUX DKOTHIIAX W OT-
CYTCTBOBAaTh B JIPYTUX, & YACJIO TCHOB B CJIOJKHBIX JIO-
Kycax Takke pasindaercs Mexy skortunamu (Dangl,
Jones, 2001).

Ipoucxooicoenue eenos ycmouuueocmu pacmenul

BriosiHe BEpOSITHO, UTO I'€Hbl YCTOMYMBOCTH pac-
TEHUM Pa3HBIX KIJIACCOB MMEIOT PA3JIMYHOE IMPOUC-
XOKICHUE.

B pamkax mcciemoBaHus BO3MOKHOTO 3BOIIOIH-
OHHOT'O TIPOUCXOXKICHMS TeHOB Hml n Hm2 KyKypy3bl
Mantanu ¢ coaBt. (Multani et al., 1998) mpoBepuiu,
nMeertcs i Hm-xoaupyeMas yCTOMYUBOCTh UCKITIO-
YUTENTLHO Y KYKYPY3bl WM €10 00JIaIAt0T U IPyTHE BU-
16l pactenuil. [lopasutensHo, HO yuacTku JIHK ¢ BbI-
COKOH CTEIEeHbI0 TOMOJIOTUH K TeHy Hm [ KyKypy3sl
ObLIM HaWJCHBI Y BCEX MPOAHAIM3UPOBAHHBIX PacTe-
HUW, B YaCTHOCTH y pHUCa, MIICHUIIbI, TYMEHS, OBCA,
copro. IIpenckazanHble T€HHBIE TPOIYKTHI pHca U
ssuMeHs uMeroT Oojee yeM 70%-HYH0 T'OMOJIOTHIO
MPOAYKTY TeHa Hml KyKypy3bl 110 aMUHOKHUCIIOTHO-
My coctaBy (Multani et al., 1998). Takas BbICOKas
KOHCEPBAaTUBHOCTh IMOCJIEI0BATEIFHOCTH TO3BOJISET
ITPEJIITOJIOKHUTD BBITIOJTHEHHE OJTHOM W TOM ke (hyHK-
IIMH. ABTOPBI BBICKA3AJIM IPEATIONOKEHNUE, YTO TEeH
Hm saBnsiercs IpeBHUM F'€HOM YCTOMYMBOCTH OJHO-
JIOJTBHBIX PACTEHUH, KOTOPBIA ONpEAesieT yCTONYIH-
BOCTbh K Tpribam, BeleistonuM HC-ToKCHH WM po/I-
CTBEHHBIE €My IMUKJINYECKHE TETPANeNTHIHBIE TOK-
CHUHBI.

Hwmeromuecs: maHAbBIe HABOIAT HA MBICHB, YTO Ha-
nboJIee BEpOSTHBIE MIPEAKHU, 110 KpalHEH Mepe HEKO-
TOPBIX KJIACCOB R-T€HOB, KOAMPOBATIN HEOOXOIUMBIC
JUIS. HOPMAJIbHOT'O POCTA MM Pa3BUTHS PacTCHHN Oell-
KH, YIaCTBYIOIIME B DHIOTCHHBIX CHCTEMaX PacIio3Ha-
BaHUWS W/WJIM TIepeiade CUTHAIIOB. B mob3y Takoro
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IIPEITOJIOKEHHS TOBOPHT TO, YTO 3HAYMTEIHLHOE YHC-
JI0 OCJIKOB MIICKOIUTAOIINX, APOMOKEH M HACEKO-
MBIX, POACTBEHHBIX R-OelkaM pacTeHui, ympaBiser
SHIOTEHHOM IMepenadyel CUrHAJIOB, Pa3BUTHEM W/UIH
kiaeTounoit aaresueit (Hammond-Kosack, Jones J.,
1997).

Psn OenxoB pacrenmii, mogoOHBIX R-Oenky puca
Xa2l, taxxke nmeror crpykrypy LRR-TM-PK. Onu
koaupytorcst reHamu ERECTA w CLAVATA y Arabi-
dopsis, SERK y MopkoBu u TeHoM BRI y Arabidopsis,
KOJUPYIOIIUM PEIenTop OpPacCHHOCTEPOUIOB. DTH
OcnKu onpeneisaoT (GopMy H pa3Mep PaCTHTEIbHBIX
opranos (Torii et al., 1996; Hammond-Kosack, Jones J.,
1997; Schmidt et al., 1997). benku ERECTA u
CLAVATA, kxak mojararmT, y4acTBYIOT B MEXKKIIe-
TOYHOM CBSI3U C y4acTHEM BHEKJIETOYHOIO JINTaH[a.
Bo3Moxxno, uro Xa2l Obl1 “MOOMIN30BaH” PHCOM
st ooHapysxkenus nmatoreHos (Ellis, Jones D., 1998).

Jomensl LRR, TIR u NBS sBistrorcst oOmmmu 11st
JKUBOTHBIX M PACTCHHUH ‘‘CTPOMTEILHBIMU OJOKaMu™
OEJIKOB, KOTOphIE 3aJeCTBOBAHBI BO BPOXKIECHHOMN
WMMYHHOW PEaKIMU Ha dTalle pacrio3HABaHUSI JeTep-
MUHAHTOB MMAaTOT€HA W WHUIMUPOBAHUS 3aIIUTHOTO
orimka (Fluhr, 2001). C yyetom 3TOrO, a TaKxke
YHOMSIHYTOH BBIIIE CTPYKTYPHOW TOMOJIOTHH MEXTY
NBS-LRR-knaccom R-6enkoB u NBS-LRR-0enka-
Mu Nod Miekonurarpmux, ydactus oenkos TLR xu-
BOTHBIX B 3aIIUTHBIX PEAKIUAX U (DYHKIIMOHATBHOTO
MoT00WsT MEXTy aronTO30M JKUBOTHBIX M PeaKIuen
CBEPXYYBCTBUTEIHLHOCTH PACTEHUH, MOXKHO TPEIIO-
JIOXUTh, uTO TeHbl R pactenuii (NBS-LRR-kmacca) n
TEHBI, BOBJICUCHHbBIC B UMMYHHUTET JKUBOTHBIX, HIME-
10T 00IIee IBOTIOIMOHHOE MPOUCXOXKICHUE B OUCHB
IpeBHeM MexaHu3Me 3amuthel (Jones D., Jones J.,
1996; Taylor, 1998; Fluhr, 2001). Takas BO3MOX-
HOCTb CBHJICTENILCTBYET 00 YIAMBUTECIILHOM CIUHCTBE
’KUBOU TIPUPOJBI, IO KpaliHel Mepe Ha YPOBHE JIBYX
OCHOBHBIX TPy 3yKapUOTHIECKUX OPTaHU3MOB.

Kpome 00mux ¢ >KMBOTHBIMH CTPYKTYPHBIX 3JIc-
MEHTOB y pacTeHuii B cocTaB 0OeiakoB R Moryr Bxo-
muth momensl PK u CC. B xo7¢e 3BOIIOIIMOHHOTO pa3-
BHUTHS OPraHU3MOB 3TH OJIOKH JOCTaTOYHO CBOOOIHO
KOMOUHUPYIOT MEXAY COOO0MH, SBIISAACH JOBOILHO He-
3aBHCHMBIMHU ¢THHUIIAMHU.

Kak 6pm10 ormeueno Beime, TIR-NBS-LRR,
BEpOSATHO, OTCYTCTBYIOT B Poaceae. Hamportus, He-
TIR-NBS-LRR-1niociie1oBaTeILHOCTH HaWAEHBI BO
BCEX IIPOBEPEHHBIX BUAX ITOKPHITOCEMEHHBIX pac-
TeHui. O0bsacHAS 3TH GakThl, [I9H ¢ coaBT.
(Pan et al., 2000a) oOpaTuIy BHUMAHHE HA TO, YTO
TIR-NBS-LRR-1ocireioBaTelI-HOCTh HalijeHa y Pinus.
DTO MO3BOJIMIIO UM TIPEJIOKUTH MOJIENb, B KOTOPOI
OOIIHIA TIPESIOK MOKPHITOCEMEHHBIX M TOJIOCEMEHHBIX
pacTeHuit comepxkan ob6a Tuna NBS-LRR-nocneso-
BaTEJILHOCTH, & COBPEMEHHBIC TPaBhbl YTPAaTHIIN TIO/I-
kimacc TIR-NBS-LRR nocne museprennuu. Kak u
MOYeMy 3TO MOIJIO Mpom30uTH? Ecim MexaHW3MEL,
MOTI00HBIC HEAKBUBAJICHTHOMY KPOCCHHTOBEPY HIIH
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CIyYalHBIM yTpaTaM IeHOB, MOTYT OOBSICHHUTH y.a-
JIeHHE HEeOOJBIINX I'€HHBIX CEMEHUCTB, TO IJIS OTCYT-
CTBHS HMEIOIIEHCS, MO-BUINMOMY, yV BceX Metazoa
nocienoBarenbHocTH TIR B reHomax Poaceae (wmu
BCEX OJIHOMOJIBHEIX PACTCHHIA) MPEIIOKUTE KaKOH-
TO MEXaHH3M II0Ka He IIPEACTABISACTCS BO3MOXKHBIM.

T'eHBI YCTOMYHMBOCTH ABOIIOLMOHUPYIOT U JAUBEP-
TUPYIOT Oojiee OBICTPO, YeM OCTAJIBHOIN I'€HOM pac-
TeHui. B To ke BpeMs MeXIy ceMelcTBaMu pacTe-
HUH HAOJIIOAIOTCS PA3IMYKs B CKOPOCTH 3BOJIIOIUU
renoB R. Hanpumep, y Solanaceae, HecMOTps Ha BH-
JI000pazoBaHue, BBIIBIICHBI KOHCEPBAaTHBHEBIC CHHTE-
HUYECKHE MECTOIIOJIOKEHHUSI TOMOJIOTHYHBIX I'€HOB R,
XOTS TIPH MEKBHIOBBIX CPaBHEHUSIX B pojne Lycoper-
sicon 4acTO BBISBJISIOTCS HyJIEBbIC ajuiesM (YTpPaThl
redoB) (Pan et al., 2000b).

VY 351aKOB T€HETHYECKHE JIOKYChI, COJEpKallne
Ipe/rosaracMple TeHbl YCTOMYUBOCTH SIUMEHS, pUca
u morapa (Setaria italica), He OOHAPYKHBAIOTCS B
CHHTEHUYHBIX PErHOHAX TI'EHOMOB, XOTS THOPAIOK
(hIAHKUPYIONINX MapKepOB SBISICTCS KOHCEPBATHB-
HeIM (Ronald, 1998). ITouck R-nomoOHBIX (pparMeH-
toB NBS-LRR-Kkmacca B reHomax pwuca, STIMEHSI U
IMICTHUHHUKA IT0Ka3ajJ CYIIECTBOBAHHUE CMEIIaHHBIX
KIIACTEPOB, KAXK/bIM M3 KOTOPHIX BKJIKOYAN 110 MEHb-
e Mepe IBa BHICOKOHECXOAHBIX R-TOJO0OHBIX T'eHa
U OOIIMPHYI0 BHYTPHUBHIOBYIO BapHallMIO B YHCIIE
KOITUI YJIEHOB T'€HHBIX CEMEHCTB Y KOHKPETHBIX BH-
noB (Leister et al., 1998). B artoii ke paboTe MEXBH-
JIOBBIE HCCIACHOBAaHUSA R-IIOIOOHBIX I'€HOB YacTo II0-
Ka3bIBaId HECHUHTCHHYECKHE MECTOIOJIOKEHUS Ha
FEHETHYECKON KapTe, XOTS TECHEIN KOJLIMHEAapHBIH
MOPSAAOK M CHHTEHHUS — OTIMYUTEIbHAS 4YepTa I
OonpHCTBA TeHOB 371aKoB (Devos, Gale, 1997).

®dakT 60s1€€ OBICTPOU PBONIOIUU TEHOB R 371aKOB
corjacyercs ¢ yrparoit umu TIR-mocnemoBaTensHOC-
. OOBbACHEHHE MEXaHU3Ma dTOTO SBJICHUSI Opocaer
BBI30B CIIELMATMCTaM B OOJIACTH SBOJIIOIIMHM pacTe-
HUH.

HNHTepecHBIe pe3ylbTaThl OBLUIM IMOJIYYEHBI TIPH
M3YYCHUN TEHETHUYECKOTO COCTOSIHHS JoKyca RPM1 y
Arabidopsis thaliana n panca (Brassica napus). 3T0T
TeH OTCYTCTBYET Y BOCHPHUUMYHBBIX pacTeHwid Arabi-
dopsis (rpm1-null pacrenus). Y HUX J0Kyc rpml-null
COJICP)KHT CErMEHT M3 98 map HyKJICOTHIOB HEU3Be-
ctHOTO TIporicxokaeHus (Grant et al., 1998). 13 parica
ObUT KJIOHUPOBAHHI J1Ba romosiora RPM 1, koaupyto-
mye OCNKHM C HICHTHYHOCTBIO aMHHOKHCIOT 81%.
Komnmuneapnocts reHos, ¢uaHkupyrommx RPMI,
KOHcepBaTuBHA y B. napus n Arabidopsis. Y nuBu-
TEIbHO, HO OBLIM OOHApY’>KEHBI UETHIPE JOTOJIHH-
TENBHBIX JIOKyca Y B. napus, B KOTOPBIX (DIaHKUPYIO-
UKA Mapkep coxpansiercsi, Ho RPMI OTCyTCTBYeT.
Otu rpmi-null-nokycel B. napus He UMEIOT HUKAKOI'O
00HApYKUBAEMOTO TOJ00US HYKJICOTHIIOB rpm I -null
amnenu Arabidopsis. ABTOpBI pabOThI cAeNalN BbI-
BOJI, YT0 RPM 1 >BOIIOIIMOHHO TOSBHIICS TIEpend JIH-
Beprenuueit Brassicaceae u B rpml-null-noxycax Obu1
No 3
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yJlaJIeH HE3aBHCUMO B POOCIOBHBIX Brassica n Ara-
bidopsis (Grant et al., 1998). Bospact ameneit RPM!
u rpmI-null onenmsaercs B 10° ner (Stahl et al., 1999).

Hakomner, npeBHelIee MpoucxokIeHue (C coxpa-
HEHHMEM JApEeBHEH crenu(UKUd paclio3HaBaHUs), Kak
CUMTaIOT, uMeeT reH Tomarta Pro (Riely, Martin,
2001).

Deontoyus cenemuyeckoll Opeanu3ayul 2eHo8
YCMOUUUBOCIU U 2eHepayusl HOBbIX CHeYUPUK
6 10Kycax R-eenos

MHorue naToreHbl pacTeHUH BBISBIISIOT BBICOKYIO
YacTOTy MyTallUii OT aBUPYJIEHTHOCTH K BHPYJIEHTHO-
CTH, YTO IMO3BOJISCT UM M30€KaTh PACIIO3HABAHMS U
00X0MTh O0YCIIOBICHHYIO KOHKPETHBIM T€HOM R yC-
TOHYMBOCTB. I1OCKOJIEKY €CTEeCTBEHHBII 0TOOp OyneT
0JIaroNpUsATCTBOBATh HAKOIUICHUIO STHX BHUPYJICHT-
HBIX OMOTHITOB, PACTCHHUS JOJDKHBI pa3BUBATh HOBBIC
BapHaHThl R-0€JIKOB, KOTOPEIE MOT'YT OOHAPYKUTh
WA WU3MEHCHHBIN NIETEPMUHAHT AVr, WIH JIpyTOU
kommoneHT natorena (Keen, 1990; Michelmore, 1995;
Crate, Pink, 1996). Takum 00pa3oM, CYUTAETCS, YTO
U3MEHUYMBOCTh T€HOB R M AVvr SBJSCTCS OTpaKCHUEM
KODBOJIIOLINK PAaCTCHHUN M Tapa3sHTUYCCKUX OPraHu3-
MOB, MOMYJIIPHOH MeTadOpoH I KOTOPOH B (hUTO-
UMMYHOJIOTHH SBJISICTCS BBIPAKCHHE “TOHKH BOOPY-
keruid” (arms races) (Stahl, Bishop, 2000; Rausher,
20001).

Kak mymmumnupoBaHHbIe, TaK M OJJMHOYHBIC TCHBI
YCTOMYMBOCTH MOTYT pa3BUBATh HOBBIC BapHUAHTHI
CHEIU(PHUK YCTOWYUBOCTH C TIOMOIIBIO TOYKOBBIX MY-
Talui, BCTABKU U YJAJICHUS TPAHCIIO30HOB (pHC. 3, a).
CeKkBEHUPOBaHHBIC AJUICIU IeHa L JIbHA IPOUCXOIAT
ot obmero nepeakosoro rena (Ellis et al., 1997).
B npoxykrax amieneit paccesHbl pazinyuus OTIAEThb-
HBIX aMHHOKHCIIOT, KOTOPbIE MOIJIH IPOMCXOINTH B
pe3yJibTaTe HAKOILICHHUSI TOYKOBBIX MYyTallUii B TIOCIIE-
noBatenbHocTH JIHK. Yacth 3TOM Bapualiid MOXKET
OBITH 00YCIIOBIICHA “‘CIIC/TaMK”’, OCTABJICHHBIMU TpaHC-
no3upyrommmMu 3aemMenramu (Lawrence et al., 1995;
Ellis et al., 1997).

TecHas knactepuzalisi MHOTHX T'€HOB YCTONYH-
BOCTH, BEPOSITHO, BO3HHUKJIA M3-32 HAYaJIbHOW JTYTUTH-
Kallii TeHOMHOTO CETMEHTa, KOTOPBIA HEC MPEIIKO-
BBl TeH. JTO OBUIO JOCTHTHYTO KPOCCHHTOBEPOM
MEXITy TOMOJIOTHYHBIMHU ITOCIICIOBATCILHOCTAMU B
HETOMOJIOTHYHBIX TOJIOKEHHSIX, BO3MOXKHO, O0JIer-
YCHHBIM CYIIIECTBOBAHHEM CBSI3aHHBIX IOBTOPSIO-
muxcs 3aeMeHToB (puc. 3, 0). Tak, BEICOKO TOMOJIO-
THYECKHE TOCIIE0BATEILHOCTA TEHOB CYIIECTBYIOT
B JIOKycax JbHa L (IIpocToi JTOKyc) U M (CIIOKHBIH
J0Kyc). BeposTHo, mopropstromuecs cTpykTypbl JJHK,
OKpYKaroIIye JOKyC M, HO OTCYTCTBYIOIIME B 00JIaCTH
nokyca [, momorim ayrvkaiun reHoB Jiokyca M (Ellis
et al., 1995). CyiecTBoBaHMe ABYX ITOYTH UACHTHYHBIX
reHoB Cf-2 ¢ OTMHAKOBOMW CTICTU(IMIHOCTHIO pacIio3Ha-
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BaHUs, BEPOSTHO, CBUJICTEIILCTBYET O HEJABHO IPO-
m3omenie nymmkanun (Dixon et al., 1996).

OcHOBHBIM (haKTOPOM 3BOJIIOLHUKA F€HOB yCTOM-
YUBOCTH CUMTACTCS IIEPECOPTHPOBKA IIOCIIEI0BA-
TEJILHOCTH MEHOTHYECKOH PEKOMOMHAIIUEH, IIPOTe-
KaloIIel MOCPECTBOM HEIKBHUBAJIEHTHOI'O KPOCCHH-
roeepa u kouBepcuu (Pryor, Ellis, 1993; Jones J.,
1996; Hammond-Kosack, Jones J., 1997; Meyers et al.,
1998a, b; Michelmore, Meyers, 1998; Ronald, 1998; Si-
mons et al., 1998; Thomas et al., 1998; Caicedo et al.,
1999; Ellis et al., 1999; Parniske et al., 1999a, b).

Kora reHpl yCTOHYMBOCTH CYIIECTBYIOT KaK KJia-
CTEpBI MMOBTOPSIFOIINUXCSI TEHOB, BO3MOKHBI JIBA AJTb-
TEepPHATHBHBIX OOMEHa IOoCjeIoBaTeIbHOCTAMU. [1pu
HKBHBAJICHTHOM OOMEHE TEpBBI I'eH B KOMIUICKCE
MOYET PEKOMOMHHUPOBATh TOJILKO C IEPBBIM T€HOM B
TOMOJIOTUYHOM KOMIUJIEKCE, BTOPO T€H CO BTOPBIM
roMoJIoTOM, U T. 1. [Ipn HEedKBUBaATIEHTHOM OOMEHE
KQXIBIH T€H B TOCJICIOBATCIIbHOCTH MOXKET PEKOM-
OMHHUPOBATH C JIFOOBIM JIDYTUM T€HOM B TOMOJIOTHY-
noM komiuiekce (Ellis et al., 2000). HeskuBaneHT-
HBII KPOCCHHTOBEP MMEET CYIICCTBEHHOE 3HAUYCHHE
B TEHEpalu TMOJIMMOpP(HU3Ma I'eHOB YCTOWYHUBOCTH
pacTeHUi, ¥ MPOCTOE MPEJCTABICHUE O TaHJICMHBIX
KJIacTepax R-T€HOB, B KOTOPHIX MEPBBIM I'eH B OJHOM
rarmioTuIie HauboJiee POJICTBEH MEPBOMY K€ TEHY B
TOMOJIOTUYHOM TaIUIOTUTIE | T. 1., HE TIOATBEPKIACT-
Csl pe3yJIbTaTaMH CEKBEHUPOBAHHSI TaIIOTUIIOB JIO-
Kyca RPP5 w3 nByx sxkotunos Arabidopsis. I'arnortu-
Bl MOTYT COJIEPKaTh Pa3IMIHOE YKCIIO TEHOB, U CTE-
MIeHb TIOZI00MS TIOCIIEAOBATEIIFHOCTH MEXIy TeHaMHU
pa3HBIX TalUIOTUIIOB HE 00S3aTelbHO OTpaKkaeT MX
¢dmryeckoe nmojokenre B kiaactepe (Noel et al., 1999).
AHaNorn4Ho B JIoKyce Dm3 canarta OJM3KOPOJICTBEH-
HBIC T10 ITOCIICIOBATEIIBHOCTH TOMOJIOTH (PH3HUYSCKH
OTJAJICHBI IPYT OT JIPyTa, YTO CBUIETEIBCTBYET O JI0-
CTaTOYHO CJIOXHBIX TCHETUYECKUX IEePErpyHITUpOB-
kax (Meyers et al., 1998b).

Kax sKkBUBaleHTHBIN, TaK U HEIKBUBAJICHTHBIN
KPOCCHHTOBEP MOKET MPOUCXOJUTh B TIPOMEXKYTKAX
MEXJIy T€HaMH, TIPUBOSI K HOBBIM COYCTaHMSIM CIIe-
MUK, a TakKe BHYTPH KOAMPYIOUUX TOCIETI0BA-
TENBHOCTEH, MPUBOJI K 00pa30BaHUI0 XUMEPHBIX Te-
HOB (Collins et al., 1999). Bo3amoxHbIe cOOBITHS CXe-
MaTU4YeCKH N300pa’keHbl Ha pUC. 3, B-11.

SKCHepI/IMCHTaIIBHLIe JaHHBIC CBUACTCIILCTBYIOT
0 TOM, YTO ITOJOOHBIE COOBITUS AEHCTBUTECIBHO IIPO-
HCXOIAT. ITO MOKA3aHO I JJOKYCOB Rpl KyKypy3bl
(Hulbert, 1997), RPP8 (McDowell et al., 1998), RPP1
(Botella et al., 1998) u RPP5 (Noel et al., 1999) Arabi-
dopsis. AHaIM3 I0CIIEIOBATEIbLHOCTEH, OOIUX I
renoB Cf (Parniske et al., 1997), Tak:ke yKa3bIBaeT,
9TO OOMEH IMPOUCXOIUT MEXAY reHamu. Mmerorcs
MpeABAPUTEIBHBIC JTIOKAa3aTEIbLCTBA OOMEHa IOCIIe-
JIOBATEIBHOCTAMH Mexny TreHamu Cf HEpOJCTBCH-
HBIX JT0KycoB (Parniske, Jones J., 1999a, b).

YyuTeiBass BepOsATHBIE (DYHKIIUU JOMEHOB Oe€i-
KOB — ITPOJYKTOB T€HOB YCTOMUMBOCTH, MOKHO OKH-
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JaTh, YTO MOIUMOP(dH3M OyaeT HAOIIOJAThC MPEXK-
JIe BCEr0 B OOJIACTH JTOMEHOB, UIPAIOIIUX OCHOBHYIO
POJIb B PACHO3HABAHMH, IIOCKOIBKY UMEHHO OHU OYIyT
MOABEPIKEHBI IEUCTBHIO 0TOOpa. JIJId comep Kaliux
perrod LRR 0OenkoB nMerompecs: JaHHbIE TOATBEPK-
JAIOT ATO IpeanoiaoxeHue. [Ipu 3ToM pa3iaudus BbI-
paxaroTCs Kak B 3aMEHaX OTICIBHBIX aMUHOKHUCIIOT,
TaK U B MOAM(UKAIIMU JUIMHBI Bcero peruoHa LRR.
[ToBTOpstOmIasics CTPYKTypa OOOTallleHHBIX JICHITH-
HOM IIOBTOPOB 00JIer4acT BHYTPUTCHHYIO M MEXKICH-
HYI0 PEKOMOHMHAIIMIO, ITOCKOJIBKY OOJIerdacT OImmoOou-
HOE CIIapUBaHKME CECTPHHCKUX XPOMATH]I IIPH MEHO3¢ U
TOHKHE CTPYKTYPHBIC IEPECTPOMKU B IpeieaxX I'eHa
(Ronald, 1998).

BbonemuacTBO amieneit L y JbHA COACPKHUT ABa
MPSAMBIX MOBTOpeHus u3 450 map OCHOBaHUH B PETHO-
He, kogupyromieM obaacte LRR. Oxgnako amens L2
COJICPXKUT YETHIPE TIOBTOPSIOIINECS €IUHHUIIBI B 00-
mactu LRR, u cexBenupoBanuem JIHK nokazano,
YTO JAyOJUpPOBaHKME BO3HUKIIO Yepe3 HEPaBHBIA BHYT-
PUTE€HHBIH OOMEH, KOTOPBIM MPUBEN K IOSBICHHIO
YeThIpeX KOMHUK OT MPEAIIeCTBeHHUKA C ABYMS KOTHSI-
mu (Ellis et al., 1997, 1999). I'eant B nokyce Cf2/5
TOMaTa TIOJBEPTIINCH COOBITHAM JEIECIH/BCTaBKH,
BKITIOYAIOIIAM OT/ICTBHBIC €IMHUIIBI 00OTaIeHHBIX
neiruaoM oBTOpoB (Thomas et al., 1997; Dixon et
al., 1998). IIpuMepsl OyIUIMKALMK MTOCIEI0BATEILHO-
CTel, KOJUPYIOIUX OTAENbHbIE 00OTallleHHbIE JICH-
IIMHOM TOBTOpPBI, nMetoTcst Takke Yy NBS-LRR renos
Arabidopsis (Ellis et al., 1999; Noel et al., 1999).

[Momumop(hu3M T'€HOB YCTOHYHMBOCTH IOIACPIKH-
BAETCS €CTECTBEHHEIM OTOOPOM, O Ye€M CBHUIETEILCT-
BYET BBICOKOE OTHOIIEHNE HECHHOHMMUYECKUX 3aMEH
HYKJIEOTHIOB (MIPHUBOMAIINX K 3aMEHAM aMHHOKHC-
JIOT) K CHHOHMMUYECKHMM 3aMeHaM (IIpH KOTOPBIX 3a-
MEH aMHMHOKHCIIOT B OelIKaX He MPOUCXOAUT). Y 0OiIb-
IIMHCTBA OEJIKOB 3TO OTHOLIEHHE HAMHOTO MEHBIIIE
€IUHUIIBI, TaK KaK CYIIECTBYIOT (YHKI[HOHAILHEIE
OTpaHMuEHHUs] MIPOTHUB 3aMeH aMHHOKHCI0T. Haobo-
POT, €CIM 3TO OTHOIIEHHE HAMHOI'O IIPEBOCXOIUT €/IH-
HHILY, TO CUATAETCS, YTO €CTECTBEHHEIN OTOOD SBIIA-
€TCs OCHOBHBIM MCTOYHHKOM JMBEPIEHIMN MEXITY Te-
namu (Wang et al., 1998; Stahl, Bishop, 2000; Rausher,
2001). Mmerorcst yoeauTensHbIE JOKA3aTEIbCTBA TO-
ro, 4YTO MHOTHE I'eéHbl YCTOMUYMBOCTU PACTEHHUMN IIOJ-
BEP)KCHBI JIaBJICHUIO 0TOOPa, MOCKOJbKY OTHOIIICHUC
HECMHOHMMHYECCKMX 3aMCH K CHHOHHMHYCCKHM Ha-
MHOTO OOJIbIIEC CIUHMIIBI, IIPUYEM HECHHOHUMUYEC-
KM€ 3aMEHbI COCPEIOTOUYECHbI HMEHHO B TOM 00IacTH
peruona LRR, xoropas, Kak npenmojaraercs, oopa-
IIeHa Hapy)Xy U B3aUMOJEHCTBYET C JUTaHIOM
(Ronald, 1998; Wang et al., 1998; Stahl, Bishop, 2000;
Rausher, 2001). D10, KCTaTH, CIY>KUT JOMNOJHUTEIIb-
HBIM JI0Ka3aTeIbCTBOM BaKHOCTH B IICPBYIO OUYepelb
peruona LRR B crienuduyeckom pacrno3HaBaHHH.

Crnegyer OTMETHTbh, YTO HE BCE T€HbI YCTOWYHBO-
CTH PACTCHHI MPETEPICBAIOT OBICTPYIO 3BOJFOIIHIO.
Tak, BEICOKO KOHCEPBAaTUBHBIMH SIBIISFOTCS, HAIIPH-

XXYPHAJI OBILEN BUOJIOT YU

ILIAMPAM

Mep, RPMI-roMOIOrHYHBIE ITOCIEI0BATEILHOCTH Y
Brassicaceae (Grant et al., 1998) u reust Pto u LhirPto
y BunoB Lycopersicon (Riely, Martin, 2001). Bo3amox-
HO, 3TH I'€HBI PACIIO3HAIOT HEMYTAOEIbHBIE MOJIEKY-
JIbI TIATOTE€HOB, CTAOUIBLHOCTh KOTOPBIX Ba)KHA IS
[aTOreHe3a.

VY Arabidopsis Hanbonee CII0)KHO OpraHW30BaH-
HBI€ I'€HHBIE JIOKYCHI BKIIIOYAIOT MPEXKIE BCEro JIO-
Kycel RPP ycToMYMBOCTH K Ipudy Peronospora para-
Sitica, KOTOPBIA SIBISETCS €CTECTBEHHBIM MATOTCHOM
3TOrO pacTeHus. B To ke Bpemsi OOJIBIIMHCTBO Te-
HOB, ONPEACIIONINX €IMHCTBEHHBIC CIEHU(PUKH
paclio3HaBaHHS W OpPraHU30BaHHBIC B 0Oojiee Ipo-
CThIC JIOKYCHI (Hanmpumep, RPM1) Obun uaeHTU(U-
IUPOBaHBI B JTAOOPATOPHHU C UCIIOL30BaHUEM I1aTore-
HOB, KoTOphIe He ObutH onucaHbl B noje (Ellis et al.,
2000). IToka 0e3 oTBeTa OCTacTCA BOIPOC, BHITEKA-
10T JIM pa3iInyHble 0OCOOEHHOCTH YTHUX I'€HOB U3 (hak-
Ta, YTO IepBas IpyIia MOABEPKEHA KOIBOIOIUH C
MOJICBBIM ITATOIEHOM M BTOpas rpymmna — Het. Henb3s
HCKIIFOYHTh, YTO HEKOTOPBIC I'€Hbl BTOPOM T'PYIIILI
HMEIOT MOKa elle He UACHTU(PUIUPOBAHHBIE (yHK-
LAH, KPOME pacocreiu@uueckoi yCTOHUMBOCTH K
0oJie3HsAM. BO3MOKHO, YTO 3TH TE€HBI ONPEIACIAIOT
YCTOMUMBOCTh K BUAAM IATOI'€HOB, KOTOPEIC Mapasu-
THPYIOT Ha OPYTrUX BHUJAX PacTeHUi (Tak Ha3bIBac-
MYIO YCTOHUUBOCTh HEXO03SMHA).

B 3akmoueHue 3TOro pasjiena ClIeAyeT OTMETUTD,
YTO PaCTEHHS, BO3BMOXKHO, H300PEI CIIELUATH3HPO-
BaHHBIA MEXaHU3M IS MOIAEPIKaHUS OBICTPOH 3BO-
JIIOLUH TE€HOB YCTOMYMBOCTH. JTO KOHTPACTHPYET C
MEXaHU3MOM PacllO3HABaHUSA He-ceOs y MIICKOIUTa-
IOIUX, IPH KOTOPOM K Pa3HOOOPA3HI0 aHTHUTEN MPH-
BOJISIT COMaTHIECKUE COOBITHSI.

[MEPCIIEKTHUBbI

[Topa3uTenbHBIC YCIIEXH B IOHUMAaHUK (DYHKIIHO-
HUPOBAaHUS TE€HOB YCTOMYMBOCTH PACTCHMI, JOCTUT-
HYTBIC B TIOCJEAHEE IECATUIICTHE, TTO3BOJIMIIM OTBE-
TUTh HA HEKOTOPBIC BOIPOCHI, IIOYTH ITOJIBEKA HE Ja-
BaBIIKE ITOKOS PUTOMMMYHOJ0raMm. B To ke Bpems
Ha ypoBHE (DYHIAMEHTAJIBHOI'O ITOHMMAHUS MEXaHM3-
MOB YCTOMYMBOCTH PAaCTEHMI OCTAIOTCS MHOTHE He-
pEIICHHbIC KII0YEBBIC MPOOIeMBl. B BX 4nciio BXO-
JIAT YCTaHOBJICHHE (PYHKIMH JOMEHOB OelKoB R, BEI-
SIBJICHWE TOHKHUX JISTaJIel paclio3HaBaHUS ITPOIYKTOB
TCHOB Avr, WICHTU(DUKAIIUS TCPBUYHBIX KOMIIOHCH-
TOB HHCXOZSIIET0 IIOTOKA CHTHAJIA, YCTaHOBIICHHE
B3aMMOOTHOILIEHUS MEXKIy 0a30BOil M 00YCIIOBJICH-
HOM reHaMu R yCTOMYHMBOCTBIO PAaCTEHUS U MHOTHE
JIpyTHE.

JI1s crieruanycToB B 00JIaCTH TOMYJISIIIMOHHOMN Te-
HETUKW W DBOJIIOIMU OCOOBIM MHTEpec OyayT mpe-
CTaBJIATh HWCCICIOBAHUS IMOJUMOp(HU3Ma TEHOB ycC-
TOWYUBOCTH B TIOMYJISIIUSIX JUKOPACTYIIMX PACTCHHH.
Tonbko Takue MCCIEAOBAHUS MOTYT IMOMOYbL OTBE-
TUTH Ha BOMPOC, YEM BBI3BaHA BBICOKAs CKOPOCTb IBO-
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TEHH YCTOVMUMBOCTN PACTEHUN

JFOIMK TeHOB R, 00YCJIOBJICHA JIM OHA TOJIBKO CHJIb-
HBIM JaBJIEHHEM O0TOOpAa, HAJOKEHHBIM Ha 0a30BYIO
CKOPOCTh MYTHPOBaHHS, WIH TEHBI YCTOHYHUBOCTH,
0COOCHHO PErMOH, KOAMPYIONUI oOoraliecHHbIe k-
IMMHOM IIOBTOPBI, UMCIOT TaKXKC CKJIOHHOCTbH K I'MIIEPD-
MYTHPOBaHMIO. TaKkKe 0XKHIAeT CBOETO OOBACHEHMS
YAMBUTEIILHOE CTPYKTYPHO-(PYHKIIMOHAIBHOE OO0~
Ore MEKIy KOMIIOHEHTAMH CHCTEM BPOXKICHHOI'O M-
MYHHUTETA PACTCHUI U JKUBOTHBIX.

Pemrenne >TUX BOIPOCOB, BEPOSATHO, OTKPOET HO-
BOE IMOHMMAaHHKE IMTPOIIECCOB, JIEXKAIUX B OCHOBE HOP-
MaJIbHOTO POCTa M Pa3BUTHSA PACTCHUM W OpraHh3a-
MY ¥ SBOJIFOIUH HX T'eHOMA.

OnHako M3yYeHHE MEXAHHU3MOB JICHCTBHUS T'C€HOB
YCTOMYHMBOCTH HMEET HE TOJbKO TEOPETHYCCKOS
3HaueHre. C BBIICJICHHUEM I'€HOB YCTOMUMBOCTH pac-
TEHUH OTKPBIBAIOTCS COBEPIICHHO HOBBIE BO3MOXK-
HOCTH KOHCTPYHMPOBAaHHS I'€HOTHIIOB, KOTOPBIE MO-
IyT UMETh JUIUTEIbHYI0 YCTOMYUBOCTh K BPEIHBIM
opranm3MaM. MeToabl I'€HETHYECKOM TpaHchopMa-
LMK TI03BOJIAT IICJICHAIIPABIICHHO BBOJMTH ACTCPMHU-
HAHTHI YCTOMYMBOCTU B HOBBIE COpPTa PAaCTEHUU, MHU-
Hys JJIUTEIbHBIC U HEe Bcerga d(PQPEKTHBHBIC 3TaIlbl
TPATUIIMOHHON CEJIEKIIMH, OCOOCHHO B CITydyac IOIbI-
TOK MEXKBHJOBOTO TiepeHoca reHoB. [Tomumophusm
T€HOB R MO3BOJISET HANESIThCSA HA CO3JaHHE COPTOB
KYJBTYPHBIX PAacTeHHI, KOTOphIe OyAyT cOuYeTaTh
TOMO3HUT'OTHOCTh 110 XO3SHCTBEHHO-IICHHBIM TpH3HA-
KaM M T€HETHYECKHUH IMOJUMOP(U3M I10 FeHaM yCTOM-
YUBOCTH. Takoll MmoAXO[l, KaK MpeICKa3bIBAIOT 3aKO0-
HOMEPHOCTH TTOMYJISIMOHHON T¢HETHKH, OOCCIICYHT
3(pPeKT JOIrOBPEMEHHOIO COXPAHEHUS YCTOMYHUBO-
ctu (Jones J., 2001).

Hakomnen, y:xe He Takoi (haHTACTHUECKOH mpen-
CTaBIISIETCS] MBICTIb, YTO JATbHEHIIICe POHNKHOBCHUE B
MOJICKYJISIPHBIE OCHOBBI CIEIM(DUIHOCTH B3aUMO-
JieicTBHS 0eNTkoB R 1 Avr MO3BOMST CKOHCTPYHUPOBATh
HUCKYCCTBEHHBIC TE€HBI YCTOWYMBOCTH, PAaCIO3HAO-
e HeMyTaOeabHbIe MOJIEKYJIbI TATOTEHOB, UMEIO-
IYe KIIOYEBOE 3HAYEHUE IS MaTOJOTUYECKOTO MPOo-
necca. Ecnmu Takoil mojaxoj yaacTesl peanu3oBaTh, TO
MPaKTUYECKOE 3HAYEHUE ITOT0 HEBO3MOXKHO Iepe-
OIICHUT.
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Plant Resistance Genes: Molecular and Genetic Organisation,
Function and Evolution
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Remarkable progress is achieved now in comprehension of mechanisms that determine functioning of genes
responsible for plants' phytopathogenic resistance (genes R). Cloning of great number of Monocotyledones and
Dicotyledones resistance genes show that most of proteins coded by these genes have conserved amino-acid
motives, which show high homology to amino-acid motives of proteins with well-designated function. Com-
mon structures for most proteins produced by genes R include nucleotide-blinding site (NBS), leucine-rich re-
peat (LRR), site containing homology with the cytoplasmic domains of the Drosophila Toll protein and the
mammalian interleukin-1 receptor (TIR), coiled-coil structure (CC), transmembrane domain (TM), and
serine/threonine proteinkinase domain (PK). They are combined within the basic classes of resistance genes
proteins as follows: TIR-NBS-LRR, CC-NBS-LRR, NBS-LRR, PK, TM-CC, LRR-TM, LRR-TM-PK.
The domains of proteins produced by plant resistance genes cause specific recognition of avirulence genes
products and activate signaling cascade, which gives rise to resistance reaction. Some classes of plant resistance
genes probably have the same evolutionary origin as the genes that control the innate immunity of ancient
animals. The evolution of plant R genes proceeds primarily by duplication and equal or unequal meiotic re-
combination. The research on genes R functioning besides its theoretical value is a matter of considerable prac-
tical interest for construction of plant genotypes resistant against harmful organisms. The progress in compre-
hension of mechanisms responsible for specificity of avirulence determinants in phytopathogenic organisms
recognition makes possible the creation of artificial resistance genes.
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Puc. 1. CxemaTndeckoe M300pakeHUE KICTOYHOH JIOKATU3allMd M MOJICKYJISIPHOW OpraHW3allid  CEMH KJIACCOB
OENKOB-TIPOJTyKTOB T'€HOB yCTOWYMBOCTH pacTeHuii: a — HC-tokcuHpenykraza; 6 — NBS-LRR; B — PK; r — TM-
CC; x — 6enok Hs1”™'; e — TM-LRR; % — PK-TM-LRR. LRR — pPEruoH 00OTaIeHHBIX JICHIIMHOM TOBTOpOB; NBS
— caliT csa3eiBaHus HykieoTu10B; TIR — noMeH ¢ romonoruelt muToruiasMarndeckuM nomeram oenka Toll Droso-
phila n peuentopa unTepneiikuna-1 minekonuraomux; PK — nomen cepun/TpeoHnH-cnenn(puiecKoi MpOTeHHKU-
Ha3bl; CC — cynepcimpanbhbiii qomeH; TM — TpancMeMOpaHHbIH 1oMeH. OTHOCUTENbHBIE pa3Mephl OEIKOB U UX
JIOMEHOB IPOU3BOJIbHBI.
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Puc. 2. /IBa BO3MOXXHBIX MOJICKYJISIPHBIX MEXaHW3Ma WHIYKITMU O00YyCIIOBICHHONW TeHaMH R yCTONYMBOCTH. a —
[Mocne npucoeannenus Oenka Avr kK OEIKY pacTeHUsl pe3KO BO3PACTAeT CPOJICTBO 0OPa30BAHHOTO KOMILIEKCA K
Oesiky R u kak cnencTBre MPOUCXOAUT Paclio3HABAHUE TOCICIHUM OCJIKOM COOBITHSI MaToreHHO# ataku. [Ipu-
KperuieHue Oeska R K 3ToOMy KOMILJIGKCY NPUBOJAUT K aKTHUBAIMM 3alUTHOTO OTBeTa. & — Oelok R KOHCTUTY-
THUBHO CBSI3aH C JIPyTHM OelkoM pacteHus. lIpucoeanHeHne K JaHHOMY KOMIUIEKCY Oenka AVr IPUBOJAUT K OT-
nenenuto Oenka R u ero aktuBaiuy, 9To B KOHEYHOM WUTOT'e WHAYIMPYET 3aIlIUTHBIA OTBEeT. Pro — Gemok pacre-
Husl, R — OSJIOK-IIPOIYKT reHa YCTOWYMBOCTH; AVI — OCIIOK-ITPOJIYKT I'¢Ha aBUPYJICHTHOCTH.



I'enoTun poaurtesnen

R1 1 R1 vmr Rx
a 2
e
R1
5 NNy -
»
Yo — O T
R1 R1 R1
R1 R2 R3 R4 R2 R3
1 S S/ \ /1
B i - >
R OO — e
R4 R5 R6 R1 R5 R6
R1 R2 R3 R4 Rx R3
— ([T -
r § >
(T B - R O .
R4 R5 R6 R1 Ry R6
R1 R2 R3 Ry R6
— o
pa § -
— (I R O T
R4 R5 Re R4 Ry R2 R3

Puc. 3. Bo3aMmoxHbIe TyTH 00pa30BaHUs HOBBIX COUYCTAHWM W HOBBIX BaApHAHTOB TCHOB YCTOMYHMBOCTH pacTe-
HUH. ['eHbl MOKa3aHbl B BHJIE MPSIMOYTOJBHUKOB C pa3inW4HON 3aimuBkod. a — Toueunsie wmytauuu (1) u
BCTaBKa M HETOYHOE yIAJEHHE TPaHCIIO30HOB (2). Pe3ynbTUPYIOMUI TeH MOXKET UMETh CIIelU(UKY pacrio-
3HAaBaHHUs POJUTEIHCKOTO TUMA WM U3MEHEHHYI0. 0 — JlyrirKkanus eTMHCTBEHHOH KOIUH reHa MOCPEICTBOM
HEIKBUBAJICHTHOTO KPOCCHHTOBepa. B — [lepecopTupoBKa T'€HOB YCTOWYMBOCTH B PE3yJbTaTe MEXI'€HHOTO
KpoccuHroBepa. T — [lepecopTupoBKa reHoB yCTOWYHBOCTH M 00pa3oBaHUe HOBBIX CHIEM(UK PacIiO3HABAHHS
B pe3yJbTaTe BHYTPUT€HHOTO KPOCCHHTOBEpa. A — [lepecopTHpoBKa TeHOB yCTOIYMBOCTH, H3MEHEHHE YHCiIa
TeHOB B CJIOKHOM JIOKyce W 0Opa30BaHHE HOBBIX CHEUU(PHK PAaclO3HABAaHHs B pe3yibTaTe BHYTPUTEHHOTO
HEIKBUBAIEHTHOTO KpoccuHroBepa. R1,..., R6 — reHpl yCTOWYMBOCTH POAUTENHCKUX OPraHu3MoB; RX u Ry —
HOBBIE€ BapUaHThI T€HOB YCTOMYMBOCTH.



