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Cnmcok 0CHOBHBIX MCIIOJIb3YyeMbIX COKpAaIlleH U

ANOVA — analysis of variance — nucriepcHOHHBIN aHAIH3,

BAC — bacterial artificial chromosome — nckyccTBennas 6akTepuaabHast
XpOMOCOMa;

CO - chitooligosaccharide — xuto-onurocaxapun;

CSP — common symbiotic pathway — o0rmii cMMOHMOTHYECKHUI (CUTHATBHBIH)
Iy Th;

EMS — ethyl methanesulfonate — stunmeTancynb(oHar;
LCO - lipochitooligosaccharide — numo-xurto-onurocaxapus;

LysM-RLK — LysM-containing receptor-like kinase — perentop-noao0Has KnHasa
¢ LysM-nomenamu;

RACE — rapid amplification of cDNA ends — ObicTpas amruirdukanys KOHIIOB
kJIHK;

Rlv — Rhizobium leguminosarum bv. viciae;
SD — standard deviation — ctanmapTHOE OTKIIOHCHHE;

TILLING — targeting induced local lesions in genomes — nmorck WHAYIUPOBAHHBIX
JIOKJIbHBIX HAPYILICHUHN B TEHOMAX;

AM — apOycKysipHas MUKOPH3a,
rJIHK — renomuas /JJHK;

k/IHK — xogupyromas /JHK;

KOE — xonoHneo0Opasyronme eIuHulIb;

[IL{P — monmuMepasHas LenHas peakiusi.



BBenenue

bynyun MPUKPETIEHHBIMU OpraHu3Mamy, pacTeHus BBIHY X ICHBI
NpUCHOCA0IMBAaTECA K HW3MEHEHHUSIM YCIOBUM B MECTe MPOU3pacTaHUsl.
CyliecTBEeHHOE aJaNTHBHOE MPEUMYLIECTBO PACTEHUSAM JAET KOOMNEpALMS
(cuMOM03) € MHUKpPOOpPraHM3MaMy, OOHUTAIOIIMMU B OKpYXKaloIllel cpene, B
ocobenHoctn B TmouBe |[TuxonoBuu, IIpoopoB, 2003]. brmaromaps oOumHio
pPELEnTOPOB HAa MOBEPXHOCTH KIIETOK, B YaCTHOCTH, YHUKAJIBHBIX PELEHTOPHBIX
kuHa3 u3 cemencra LysM-RLK, pacteHuss uMeOT BO3MOXXHOCTh BOCIIPUHUMATH
HIMPOKUM CHEKTP CHUTHAJIOB, MOCTYNAlOUMX OT TOYBEHHOM MHUKPODIOpPHI,
OTJIMYaTh IMOJIE3HBIX CUMOHMOHTOB OT MAaTOrN€HOB W TOHKO PEryJUpOBaTh CBOU

OMOJIOTUYECKHE OTBCThI, TCM CaMbIM oOecrnieunBasg ceOe BBDKHBAHHC [ShIU,

Bleecker, 2001].

bob6osrie pactenus (cem. Fabaceae), B unciie KOTOPBIX MHOKECTBO LIEHHBIX JJIs
CEJIbCKOTO XO3SIMCTBAa BHJIOB, CIIOCOOHBI YCTAHABIMBATh IIMPOKHA CHEKTP
MYTYQJIUCTUYECKUX CHUMOMO30B C MPEICTABUTEISIMH MOYBEHHOTO MHKPOOHOMA.
[Tomumo apOyCKyIsIpHOM MUKOPH3bl M accolMaluid ¢ OakTepusMu pusochepsl,
JUIS HUX XapaKTepeH YHUKaJIbHBIH CHUMOMO3 C KIIyOCHBKOBBIMU OaKTEpHSIMH W3
rpynmnel pu3o0uii, KOTOpbIe CHAOXKAIOT PACTEHHE a30TOM, (PUKCHUPOBAHHBIM W3

atmocdeps! [ Tuxonosuuy, [Iposopos, 2009].

I'opox moceBnoit (Pisum sativum L.), npencraButens cemeiictBa Fabaceae,
SBJIIETCSI TIOMCTUHE YHHUKAJIbHBIM MOJEIbHBIM OOBEKTOM, COYETAIOIIMM B cele
JIOJITYIO MCTOPUIO U3YYEHHUs U OOJbIIOE MpaKTUYECKOe 3HaueHue. bynyun ogHuM
U3 MEPBBIX OKYJIBTYPEHHBIX PACTEHUI B HCTOPUH YEJIOBEUECTBA, OH JIO0 CUX IOP HE
yTpaTWil ~ BAXKHOCTM B  KA4yeCTBE  KIIOUYEBOrO  KOMIIOHEHTa  MHUPOBOMU
CEJIbCKOXO3sTCTBEHHOM mpakTuku [Borisov u ap., 2004; Kocrepun, 2015a]. K
COKaJICHUIO, B HACTOSIIEE BPEMSI TOPOX MPAKTUYECKU HE 3aTPOHYT HOBEHIIUMU
METOJAMH  MOJIEKYJSIpHOM OWOJOTrMU, YTO CTaBUT €ro B OJUH pSg C
pPETHOHATBLHBIMHU «KYJIbTypaMu-cupoTamu» (aHri. orphan crops) [Kulaeva u np.,
2017]. Tak, HecMOTps Ha 3HAYMTEIBHBIM MPOrpecc B 00JACTU BBISBICHUS
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CUMOHMOTHYECKHX TCHOB M HAJIMYUE OOITUPHBIX KOJUICKIIMH MyTaHTOB, HE(PEKTHBIX
M0 Pa3JUYHBIM CTaIUAM CUMOHO3a ¢ pU300MsIMU U/ WM TpubaMu apOyCKYJISIpHON
MUKOPH3BI, 00bEM 3HAHUI O MPOTEKAHUU CUMOMOTHYECKHX MPOIIECCOB Yy TOpoxa
KaTacTpO(UICCKU YCTYIAeT CBEJACHUAM, HAKOTUICHHBIM I MOJICTHHBIX 000OBBIX
pacTeHmii. ['eHOM ropoxa BBHUIY €ro OOJBIIOTO pa3Mepa W HACHIIIEHHOCTH
NPOTSHKEHHBIMU  TIOBTOPSAIOIIUMUCS TIOCTIEIOBATEIbHOCTIMU 10 CHUX TOp He
CCKBCHHPOBAaH B JIOJDKHOM KadecTBe, a WMCIOIIMEeCs Ha JJaHHBIH MOMEHT
TPAHCKPUIITOMHBbIE COOPKH B OOJBIIMHCTBE CBOEM Y3KOCIHEIUATU3UPOBAHBI
(kacaroTcsi OTHETbHBIX OpPraHOB Ha OMNPEACNEHHBIX CTAAUSIX pa3BUTHS U B
onpenenéHubix ycnoBusax) [Alves-Carvalho u ap., 2015; Franssen u ap., 2011;
Sudheesh u np., 2015; Zhukov u ap., 2015]. Ilpu 3TOoM TOpOX OONATACT PSIIOM
YHHUKAJIbHBIX OCOOEHHOCTEH, KOTOpbIE TOMNPOCTY HEBO3MOXXHO H3YYUTh Ha
yIoOHBIX MOJIENSIX Hamoao0ue JonepHsl cinaboyceuénnoin (Medicago truncatula
Gaertn.). OnHOM M3 TakuX OCOOECHHOCTEH SBISETCS (PEHOMEH «a(raHCKOIro»
¢eHoTHna: CIIOCOOHOCTh HEKOTOpPHIX (OopM Topoxa, MNPOUCXOIAUINX U3
Adrannucrana, BCTymatb B CUMOWO3 JIUIIb C OTJACIBHBIMH PEIKUMHU IITaMMaMU
pu300Mii,  KOTOpbIE  OTJIMYAIOTCS  JOTIOJHHUTEIBHBIMA  MOIUPUKAIUSIMHA

CUMOMOTHYECKON CHUTHAIbHOM Moiekynbl [Davis, Evans, Johnston, 1988; Lie,
1978; Lie, 1984].

«Adranckuit» ¢peHoTun ObUT BIiepBbie 00HAPYKEH Yy pacTenuil u3 [lepenneit Azuu,
TPAJAMIIMOHHO CUUTAIOIIUXCS «IPUMUTHBHBIMU» COpPTaMH, OJU3KUMHU K JHKOMY
npeaKy KyiabTypHoro ropoxa [['oBopoB, 1928]. YuuteiBas 3TOT (hakT, usyueHue
JAHHOTO SIBJICHUS MOJKET TMPOJMTh CBET Ha DBOJIONHMIO TOopoXa H €ro
CUMOMOTHYECKUX OTHOIIEHUH ¢ puzobusamu. C Jpyrol CTOPOHBI, TMPHU3HAK
«adraHckoi» CcnernuUUIHOCTH MOXKET OBITh U TMO3AHUM  SBOJIIOIMOHHBIM
PUOOPETCHUEM, BBI3BAHHBIM YHUKAJIBHBIMA OCOOCHHOCTSMHU CpEIbl OOMTaHUSI.
Kak Ob1 TO HM OBUIO, M3y4EeHHE AITOTO MPU3HAKA M €ro TeHETUYECKUX OCHOB
MPEJICTABISACTCS MHTEPECHON M BaXKHOM HAy4yHOU 3ajayei, CriocoOHOM 000oraTuTh
Halll 3HaHUSA O (YHIAMCHTAIBHBIX TPUHIIAIIAX B3aUMOJICHCTBUS PACTCHHH W

OaxTepwii.



HcTopust oTkpbITUs «adraHcKkoro» (heHOTHIIa HACUUTHIBAET yke Ooznee 80-TH JeT,
HO BCE IMOMBITKM YCTAHOBHUTH JAETEPMUHAHT ATOTO MpHU3HAKA 1O CHUX IOp HE
YBEHUYAJUCh YCIIEXOM, XOTSI OMPEIEIEHHBIN IPOrpecc B 3TON 001acTH BCE ke ObLT
JIOCTUTHYT. M3BECTHO, YTO 3a MpOSBICHUE MOA0OHOrO (eHoTuna y ropoxa
OTBEYAeT EIWHCTBEHHbIM TeH SYymZ2, JuUisi KOTOpPOro YyCTAaHOBJIEHAa TOYKa
nokamm3anun B reHome [Kozik u ap., 1995; Kozik, 1996; Lie, 1984]. K
COXAJICHUIO, JAaHHBIH PETHOH COAEPKUT HECKOJBKO BECbMa CXOJHBIX IO
MOCIIEZIOBATEILHOCTH TE€HOB PEHENTOPHBIX KHWHA3, BO3HHUKIIMX, OYEBHUIHO, B
npolecce JApeBHEH MYJIbTUIUIMKAIMK TPEJKOBOTO T€HAa, U B OTCYTCTBHUE
JOCTAaTOYHBIX 3HAaHWM O TeHoMe paboTa ¢ HUMHU OKa3bIBACTCS BEChbMa
3aTpyaHUTEeNbHON. CyIIeCTBEHHBIM TMPEMSITCTBHEM Ha MyTH HCCen0BaTeNnel
TaK)K€ CTaJ0 OTCYTCTBHE aHajlora «araHckoW» CHEHU(PUUYHOCTH Yy JpYrHx

MOJICJIbHBIX 00OO0BBIX PACTEHUH.

Panee oOHapyeHHbIE y TOpoXa IreHbI-KaHAUAAThl Ha posib Sym2 — Sym37 u K1,
KOJUPYIOIIME pelenTopHsle KuHa3bl u3 cemencrBa LysM-RLK, — He
MPOJIEMOHCTPUPOBAIIM CBSI3U € MposiBIIeHHEM «adranckoro» ¢enorumna [Zhukov u
ap., 2008]. Opnako B mporecce pabOThl ¢ HHUMH ObUla  BBISBJICHA
MOCJIEIOBATEILHOCTh, TMOTEHIIMATLHO COOTBETCTBYIOIIAS paHEe HEU3BECTHOMY
redy LysM-RLK ropoxa. M3ydenne naHHOTO reéHa W MPOBEpPKA THUIOTE3BI O €ro
TOXXJIECTBEHHOCTU TE€HY SYM2 SBIsSETCS TEMOW JaHHOTO JHUCCEPTAIMOHHOTO

HCCIIEIOBAHHUSL.

HEJIbIO nuccepranmoHHON paOOThI SBISETCS MOJEKYJISAPHO-OMOJOTUYECKAsT U
TCHETHYECKasl XapaKTePUCTHKA PaHee HEM3BECTHOTO TeHa ropoxa moceBHoro LykX,
KaHIUJaTa Ha poJib SYM2, W YCTaHOBIEHHWE €ro (YHKIMH B KIyOCHBKOBOM

cuMOuo3e.
B pamkax mocTaBieHHOM 11enu Ob1u chopMynupoBansl cienytome 3AJJAUYN:

1. Or6op nuHUI TOpOXa, SIBJISIONMIMXCS MCTOYHMKAMH HOBBIX aygienet Sym2, Ha

OCHOBE (DEHOTUITUYECKOTrO aHau3a 00pa31oB u3 Kosuiekuu BUP.



2. AHaiM3 yyacTKa TIE€HOMa TIOpOXa, COOTBETCTBYIOIIETO M3BECTHOW TOYKE

JIoOKanu3anuu Symz2.

3. MonekysspHO-TeHeTHUECKas XapaKTepUCTHKA paHee Hen3BecTHOro rena LykX,

HaWJICHHOTO B pailoHE JIOKAIU3aluu Sym2.,

4. AHaiu3 ajyieNbHBIX BapuaHTOB TeHa LykX y cepuu nHMHUH, KOHTPACTHBIX IO
NPOSIBJICHUIO TIPHU3HAKA 00pa3oBaHMs KIyOeHbKOB ¢ NOAX mTamMmaMu pu300Mid

(IPOSIBIISIFOIIMX MIUPOKYIO U Y3KYIO CHEIU(PUIHOCTH CUMON03a).

5. ITorck MyTaHTHBIX JIMHUH, HECYIIIUX 3aMEHBI B ITOCIIe0BaTeIbHOCTH TeHa LykX,
npu nomou Merona TILLING, u xapaktepuctuka HX CHMOHOTHYECKOTO

dbeHoTurmna.

6. Tect Ha ayuTeM3M BBISBJICHHBIX MyTalMii B reHe LYKX u mpupoaHbIX ayiesnei

Sym2, onpenensironux y3Kyr cnenuduuHOCTh CUMOHO03a.



I'maBa 1. QOco0eHHOCTH MYTYQJUCTHYECKHX CHUMOMO30B pacTeHUil U
MHMKPOOPIraHU3MOB (0030p JIMTepPaTyphl)

1.1. SIBiaenue cuMOMO03a

CrmocoOHOCTh K QIanTHBHO  3HAYMMBIM  B3aWMOJICHCTBHUSM  SIBJISICTCS
HEOTHEMJIEMBIM CBOMCTBOM BCE€X KHUBBIX oOpranu3moB. OnHa oOecreyuBaer
BEDKMBAHUE OTICIBHBIX BHJIOB M (OPMUPOBAHHWE PA3TUYHBIX I10 CIOKHOCTH
OMOJIOTMYEeCKUX Cc000IIecTB. B pe3ynbrare moJ0OHBIX B3aUMOJICUCTBUUA MEXKIY
OpraHM3MaMH 3a4acTyl0 BO3HHUKAIOT TECHbIE M CTAOWIbHBIC aCCOIMAIINH,

NOJIyYMBIINE HA3BAHUE CUMONO30B.

SIBneHue cuMOmMo3a BIepBbIe ObLIO OOHAPYKEHO MBEHIAPCKUM YUEHBIM CUMOHOM
[IBennenepom (Simon Schwendener) B 1877 r npu wW3y4YeHHWW ITUIIAHHUKOB,
KOTOpBIE TMPEACTABISAIOT COOOM KOMIUIEKCHBIE OpIraHU3Mbl, COCTOSIIIME W3
Bojopociu u rpuba [Auenko-CrenanoBa, Hemuena, Urnarenko, 2014]. Ognako
caM TEPMHUH «CUMOMO3» BBEN B ynoTpeOinenue B 1879 r Hemenkuili OOTaHUK H
mukpoOuosior I'enpux AHTOH ne bapu, KoTOpblli ompeaenun ero Kak
«COBMECTHYIO JKM3Hb PA3HOMMEHHBIX (T.€. OTHOCSIIMUXCA K pPa3HbIM BHUIaM)
opranu3zmoBy [[IpoBopos, 2014]. Ctonb mmpokasi TpakKTOBKa TEpMHUHY ObLTa JaHa
HE cllyyailHO: TakuM 00pa3oM e bapu mocrtapaincs 3a0CTpUTh BHUMAaHUE Ha TOM,
YTO OTHOLIEHUS MEXKIY COXKUTEIbCTBYIOUIMMU OPraHU3MaMH MOTYT ObITh OUY€Hb
pa3HBIMU IO XapakTepy, OT B3aUMOBBITOAHBIX 0 aHTaroHucruyeckux. e bapm
nojapasziensii cuMOMO3 Ha TpPU OCHOBHBIE KaTE€ropuu: MyTyaiausM (CUMOHO3,
BBITOJHBIN NIl BCEX YYaCTHUKOB), KOMMEHCAIM3M (CMMOMO3, BBITOJHBIA MJis
OJIHMX YYaCTHUKOB M HEUTPaJbHBIN IJI1 IPYTMX) U aHTAarOHU3M, WJIM Mapa3uTU3M
(cumMOMO3, BBITOAHBIA 1JI1 OJHUX YYaCTHUKOB WM HEBBITOAHBIA NSl pyrux). llpu
3TOM YX€ B €ro paboTax OTMEUYaeTcsi, YTO MPOBECTH YETKYIO I'PAHULY MEXIY

TUMHU KaTETOPUSIMU 3a4acTyIO HE y/aéTcsl.

Bo3moxxHO, MMEHHO mMOM00HAsT HEONPEACIEHHOCTh MpHUBEIa K TOMY, 4YTO B
NOCJIEAYIONIME CTO C€ JIMIIHUM JIET TIOHSTHE CUMOMO3a HEOJHOKPATHO

nepecMaTpmuBaIoCb, TO CyXKasiCb OO OJHOIO JIMIOb MYyTyaJli3dMa, TO, HAIIPOTHUB,
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pacMpssch W BKIOYas B Ce0s, B YaCTHOCTH, KPATKOBPEMEHHBbIE OTHOIICHUS
(xumanyectBo) [Martin, 2014; Martin, Schwab, 2012]. B nacrosiueii padote moj

CUMOMO30M Oy/IeT IOHUMAThCS COBOKYITHOCTh SIBJIEHUH, MpeJIoKeHHas e bapu.

3HaueHHe CcUMOHMO3a B JKMBOM MPUPOJE CIOXKHO IMEPEOLCHUTh. IDTO CTaJo
O4YEBHUJIHO emé B Havyajle XX BEKa, KOrJa pPyCCKUE wuccienoBarenu AHIpen
CepreeBuuy ®@amunupiH 1 Koncrantun CepreeBud MepexKOBCKUI 3aroBOPUITH O
BOKHOCTH CHMOMOTHYECKHUX OTHOIICHUH JUIsi TPOTPECCHBHON  HBOJIIOITUHU
OpPraHUYECKOTO MHUpPA, TEM CaMbIM BIIEPBBIC BBIIBHHYB THIIOTE3y O CUMOHOTEHE3Ee
KaKk (yHIaMEHTaJbHOM SBOJIIOIMOHHOM MexaHu3sMe [MepexkoBckuii, 1909;
®amunbH, 1907]. UX naen noayduin JOJKHOE pa3BUTHE JIUIIb CITYCTS nodTH 60
jger Omaromaps pabotam Jlunn Maprynuc (Caran), KoTopas TpelcTaBHiia
yOenuTenpHble  IUTOJIOTUYECKHME W OWOXMMHYECKHE  JOKa3aTelbCTBa
MPOUCXOXKJICHUE JSYKAPUOTHYCCKUX TIUIACTHI W MHUTOXOHIPHA OT JPEBHHX
CUMOMOTHYECKHUX BHYTPHUKJIETOUHBIX OaxTepuit (umanoOakTepuit u
npoteobakTepuii, coorBercTBeHH0) [McFadden, 1999; Sagan, 1967]. B nacrosiiee
BpeMs HM3BECTHO, YTO B HCTOPWHU KU3HHM Ha 3emiie MOJ0O0HBIE IHIAOCHUMOWO3HI
BO3HHMKAJIM HEOJHOKPATHO: TaK, IUIACTU[IbI, BIIEPBbIC MOSIBUBIIMECS Yy OOIIEro
npeaka TriIayko(UTOB, KpacHbIX M 3€JIEHBIX BOJOPOCIEH, BIOCIEACTBUU
NpUOOpETAIUCh W JPYTUMHU TPYIINAMH JYKapUOT TOCPEACTBOM BTOPUYHOTO,

TPETHYHOTO U Ja)Ke YeTBEPTHUHOro sHpocumoOno3a [Bhattacharya, Yoon, Hackett,
2004].

He Menee BaxHBIM, 4YeM BO3HHKHOBEHHE JYKApUOTHUECKOW  KIIETKH,
HBOJIIOIIMOHHBIM COOBITUEM CTajdl BBIXOJA pacTeHWl Ha cymry, (aKTHYECKH
NOJIOKMBIIMN HAayaJlo OCBOEGHHUS CYHUIM MHOTOKJIETOYHBIMHU OpraHU3MaMHu.
[TokazaHo, 4TO caMmble paHHHE OTambl NPUCTOCOOJIEHUS PACTCHW K HOBBIM
yCIOBUSIM OOWTaHUS BO MHOTOM 3aBUCETM OT HUX CcUMOMO3a C Tpubdamu
apOyCKYJISIpPHOH MHKOPHU3BI, KOTOPYIO M B HacTosIiee BpeMs (HOPMHUPYIOT OKOJIO
90% nazemubix pactenuil [Parniske, 2008; Remy u ap., 1994]. Mukopu3sy taxxe

OPUHATO  CUMTATh  HBOJIIOIMOHHOW  MPEAIIECTBEHHUIIEH  Apyrux, Oojee
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CHeI_II/I(bI/I‘-IHBIX CUMOHO30B C MHKPOOpPpranndMamM, 3a4acCTyro H€O6XOI[I/IMBIX

pacTeHHMIO I BhDKUBaHuUA (cM. pasaen 1.3.1).

[Mupora pacnpocTpaHeHus cCUMOHMO30B OOYCIIOBJI€HA TEM, YTO IMOAABISAIOLNICE
OOJBIIMHCTBO OPTraHU3MOB HE CHOCOOHO K JJIUTEILHOMY CaMOCTOSITEIIbBHOMY
CYIIECTBOBAaHMI0O B  aOMOTHMYECKOM  cpele, W  3TO  BBIHYXKJAeT  HX
B3aUMOJECHUCTBOBAThL JIpyr ¢ apyroMm [TuxonoBuuy, IIpoBopos, 2009]. Ilpu stom
HanOoJIee MPEANOYTUTETHLHON (HOPMO B3aUMOJEHCTBUS OKA3bIBAETCS MYTyaJIU3M,
TaK Kak OH MPUHOCHUT BBITOJly BCEM MapTHEpPaM M TEM CaMbIM HUBEIUPYET
OTpULATEIbHBIM  A(DPEKT MEKBUIOBOM U  BHYTPUBUIOBOM KOHKYPEHIIUHU.
HeynuButenbHO, 4TO Aake aBTOTPO(HbIE IHaHOOAKTEpUH, 00JIaJat0IUe BHICOKON
CTENIEHBI0O aBTOHOMHOCTH, MPOSBIISIOT CKJIOHHOCTh K ()OPMHUPOBAHUIO CUMOHO30B
C BechMa IMUPOKUM KpyroM xoszsieB [Douglas, 1994; Hirsch, 2004; TuxonoBuy,
[IpoBopoB, 2009]. OueBugHO, YTO CTpaTerusi CUMOMOTHMYECKHX ajanTaluid
SBJIIETCSI HE MEHEE, a BO3MOXHO, U 00Jiee pacpoCTpaHEHHON B KUBOM MpUpPOJIE,
YyeM CTpaTerusi WHIWBUAYAJIbHBIX (aBTOOMOTHMYECKUX) ajanTanuid, U Tpedyer

noApoOHOro U BcecTopoHHero uzydenus [[IpoBopoB, MeuibHUKOB, 2007].

1.1.1. «IKOHOMHKA» CHMOMO032

Belmie yxe roBOpPHIIOCH O TOM, YTO MPOBECTH TPAHUILY MEXKY Pa3HbIMHU THUIIAMU
cuMOMO3a OBIBAa€T HEMPOCTO, M3-32 YEro Ja)k€ MOKET BO3HUKATh IYTAaHUIA B
onpeaeneHusaX. AmMepukanckuii anproyor Pansg JIproun (Ralph Lewin) nactanBain
HA  TPUMEHEHUH  KOJMYECTBEHHOTO  TMOAXOAa  JUIsl  pa3TpaHudCHUS
MYTYaJTUCTHYCCKUX W AHTArOHUCTUYCCKUX CHMOMO30B; B YAaCTHOCTH, OH
npeaiarayi CpaBHUBATh U3MEHEHUE YUCIICHHOCTH MOyl A (6e3 cuMOMOHTOR)
u Ab (B accoumaruu ¢ cuMOuonTom). Ilpu stom JIbtoun oOparan BHUMaHUE Ha
TO, YTO CHUMOMOTHYECKHE CHCTEMBbI CJCAyeT paccMaTpuBaTh B JHUHAMHKE,
MOCKOJIbKY B 3aBHCHMOCTU OT YCJIOBHUH PAaBHOBECHE B HUX MOXET CIIBUTAThCS, B
pe3yibTaTe dYero OJlHa W Ta e accoluanus OyJIeT CTaHOBUTHCA JIMOO
MYTaJIMCTHYECKOH, nub0 mapasutuueckoi [Lewin, 1982]. leiicTBuresbHoO,

MOTI00HBIE CIBUTH MOYKHO HAOJIONATh TayKe B CAHUTAPHOM CUMOMO03€ y phIO, Koraa
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YUCTUJIBIIMKU BMECTO MAPa3UTOB HAYMHAIOT MPEUMYIIECTBEHHO MOENATh CJINU3b U
yemyiikn kiaueHta [Cheney, Coté, 2005], omHako B CTOJb HErIyOOKO
WHTEIPUPOBAHHOM CHCTEME 3TO HE MPHUBOAMUT K cepbE3HOMY yuiepOy. B ciyuae
0oJyiee TECHOro 3HAOCMMOMO03a, KOTJa OJUH CHUMOMOHT MOCENSeTCS B TKaHAX H
KJIETKAaX JPYyroro, CABUT B CTOPOHY Mapa3UTHU3Ma CIOCOOCH HAHECTH OpraHU3MY-
XO035MHY CYIIECTBEHHBIN BpEI, OCOOCHHO YYHTHIBasi TOT (aKT, YTO MHOTHE
NM0I00HBIE CUMOMO3bI SBIISIIOTCS «IKOJIOTHYECKU OOJIUTaTHBIMHUY, T.€. KU3HEHHO
BOKHBIMHU B KOHKPETHBIX YCJIOBHIX oOuTanus. CaMm 1o cebe MyTyaausM, COTIacHO
HBOJIIOLIMOHHOW TEOPHUH, NTPABWIIBHEE HA3BIBATH «B3AMMHOM JKCILTyaTallUEN», MpU
KOTOPOM Ka)blii MapTHEP CTPEMHUTCS MaKCUMU3UPOBATh COOCTBEHHYIO BHITOY U
MHUHUMM3HpOBaTh 3atpatbl [Herre u np., 1999]. Hepenko B wH3HAYaIBHO
MYTYaJTUCTUYECKUX HSHIOCUMOMO3aX BO3HHUKAIOT TaK HAa3bIBAEMBIE <« KYIUKI)
(anri. cheaters) win «0e30uaeTHUKM (aHTI1. free-riders), kKoTopbie «0OMaHBIBAIOT
napTHépa, MacKUpysch 1oja 3G(PEKTUBHBIX CUMOMOHTOB, WJIM COMPOBOXKIAA TEX
Ipy MPOHUKHOBEHWU B TKAHM WIM KJIETKH XO35IMHA, HO B JICUCTBUTEIHHOCTU
BBICTYNIAIOT B POJIM KOMMEHCAJIOB uiu naxe mnapasutoB [Ferriere u ap., 2002;
Porter, Simms, 2014; Sachs, Simms, 2006]; mpu 3ToM ¢ yBeIMUYECHHEM YHCIA
CUMOMOTUYECKUX TApTHEPOB B OJHOM aCCOIMAIIMM BEPOSTHOCTh BOSHUKHOBEHMS
«KymukoB» Takke mosbimaercs [Kiers, Heijden Van Der, 2006]. Ilo »toi
NPUYUHE B HHAOCUMOUOTHYECKUX acCCOIMAlMAX HaOMoMaeTca TEHACHIUS K
Y)KECTOUCHHUIO KOHTPOJISI CUMOMO3a Ha BCEX CTaAUSX B3aUMOJCHUCTBUS U

MOBBIIIEHUIO CIENU(PUIHOCTH MpU BRIOOpE MapTHEPA ¢ 00EUX CTOPOH.

DHAOCUMOMOTUYECKUE aCCOLMAIMM  PACIPOCTPAaHEHbl TMOBCEMECTHO; B POJIU
X03€B JII MHUKPOCKOIMYECKHX OSHIOCUMOHMOHTOB CIIOCOOHBI  BBICTYIATh
MPEJACTABUTENIN BCEX SYKAPHUOTHUECCKUX ApcTB. OMHUMH 13 Hanbosee N3yUYeHHBIX
HHJOCUMOMOTHYECKUX CUCTEM, UMEIOIINUX BaXKHOCTh Kak JJIsi OMoc(epsl B 1EIOM,
TaK " JJIS CEIbCKOXO3IMCTBEHHOM NEITEIbHOCTH YEJIOBEKA, SIBISIOTCS aCCOIUAIlNN

pacTEeHU ¢ MUKPOOPraHU3MaMHU.
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1.2. PacTuTeibHO-MHUKPOOHBbIE CUMOMOTHYECKHE CHCTEMbl KaK MpUMep
BBICOKOMHTEIPHPOBAHHOI0 JHAOCUMON03a

PacteHust SBIAIOTCS NMPUKPEIIIEHHBIMYI HETTOABMKHBIMA OpPTraHU3MaMH, U3-3a Yero
OHHU BBIHYXJICHBI TIPUCIIOCA0IMBATHCS K YCIOBHUSIM CBOETO MECTa MPOU3PACTAHUS.
B HOpMe pacTeHHs OJHOBPEMEHHO HCHBITHIBAIOT MHOXKECTBO Pa3HOCTOPOHHHX
BO3JICHCTBUI OT pasMUYHBIX aOMOTHYECKMX W OMOTHUYECKUX (HaKTOPOB Cpepl,
MI03TOMY B TIPOIIECCE IBOJIONNHN Y HUX Pa3BUIIMCH CIIOKHBIC CUTHAJIBHBIE CHCTEMBI
JUIS  pacro3HaBaHHWsl d3TUX (PAKTOpPOB M  aJE€KBAaTHOIO OTBETa Ha HUX.
MuKpoOpraHu3Mbl, MOCTOSTHHO TPUCYTCTBYIOIIUME B CpE/e, SBISIOTCS OIHUM H3
BOKHEUIUX  (AKTOpOB, BIMSIONIMX HA  OJKU3Hb  pacTeHus. MHorue
MUKPOOPTaHU3MBbI, B3aUMOJICHCTBYIOIINE C PACTEHUSIMH, TMPOSIBISIIOT CBOWCTBA
MAaTOTE€HOB, YTHETasi pPOCT U CHUXKas IJI0J0BUTOCTh. OHAKO CYIIECTBYET HEMAJIO
MIOJIC3HBIX MHKPOOPTAHU3MOB, BCTYHAIOMINX C PACTCHUSIMH B MYTYaJIHCTHYCCKUI
cum6buo3 [Hirsch, 2004]. BeccriopHbIM NPEeUMYIIECTBOM PACTCHHUH SIBISIETCS UX
criocoOHOCTh K (OTOCUHTE3Y (0OYCIIOBIIEHHAs] OpraHeiUlaMH CUMOHMOTHYECKOTO
MPOUCXOXKICHUSA), TOCKOIBKY TMPOAYIHPYEMblE HWMH COCIUHEHHS YTIiepoja
CIIy’)KaT CYIIECTBEHHBIM CTUMYJIOM K KOOIEpAaIlMu [JIsi Pa3IMYHBIX MHKPOOOB,
KOTOpBhIE B3aMEH O00€CleYnBalOT NapTHEpPA HEJOCTAIONUMHU MHTATEIHHBIMU
BEI[ECTBAMM, 3aIUIIAIOT OT MaToreHoB M (utodaros. MHorga takue cumMOUO3bI
nepepacTaloT B OYEHb TECHBIE W JIOJITOBPEMEHHBIE aCCOIMAIIMU, TIPU KOTOPBIX
napTHEPHl TMPUOOPETAIOT HOBBIE, HE CBOWCTBEHHBIE WM paHEe KauecTsa,
MOMOTAIOIINE B BBDKUBAHUU M 00ECTICUUBAIOIITNE MPEUMYIIECTBA B KOHKYPEHTHON
ooprOe. IlogoOHbIE acconuanuu TpPeOYIOT TMPUBICYEHUS MHOTOCTaAMMHBIX
IpOrpaMM Pa3BUTHS, MPOTEKAIOIINUX I10J] COBMECTHBIM KOHTPOJIEM CHMOHMOHTOB

Onaroyapst IepeKpECTHOM PEryJIsIIUU UX TEHOB.

VcTopusi pa3BUTHsI CyXONYTHBIX PACTEHHWH C caMOro Hadaja ObUIa Hepa3pbIBHO
CBs3aHa ¢ rpubamu apOyckyisipHoi mukopusbsl (AM) u3 otaena Glomeromycota
[Malloch, 1980]. B mporecce apOycKyJIspHO-MHKOPHU3HOTO CHMOHO3a TpHOHBIC
rudbl TPOHUKAIOT B KJICTKH KOpHS, 00pa3ys B HHX CIIOKHBIC JPEBOBHUIHBIC
CTPYKTYpbI, — apOyCKyJbl, — KOTOpbIC CJIyXaT JJjsi OOMEHa MHTaTeIbHBIMU
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BenecTBaMu Mexxy cumOnontamu [Gutjahr, Parniske, 2013; Harrison, 1997]. lns
AM-rpuboB cHUMOMO3 SIBJISETCSA OOJMTaTHBIM: BHE PAaCTEHUS OHU CYIICCTBYIOT
JIMIIB B (pOpME MOKOAIIMXCS Crop. PacTeHHsIM, TITaBHBIM 00pa30M HCITOJIb3YFOIIAM
AM kak wuctouHuk ¢ocdaroB, cuMOMO3 He TpedyeTcs IS  YCIEIIHOTO
MIPOXOJKJICHUSI OHTOT'CHE3a, OJHAKO OH HEOOXOJUM JIJIsi BBDKUBAHHUS B THUITHYHBIX
JUIS  JTAaHHOTO PAacTCHUs YCIOBHUAX oOWTaHus (IpHUMEp  «IKOJOTHYCCKOU
obnuratHocTHY) [SMith, Read, 2010]. Haunbonee Baxkna AM 1jis IepEBIHUCTHIX U
KyCTapHUKOBBIX (POpPM, a TaKKe JJIl PaCTEHUH CO CJIab0 Pa3BHTHIMH KOPHEBBIMHU

BOJIOCKAMH W HH3KOW TMOTJIOTUTEIBHONH crocoOHOCThI0 KopHed [Gianinazzi-

Pearson, 1996].

Ananu3 ctpyktypbl 18S pPHK mnokazan, uro Glomeromycota mnpeacTaBisitoT
c000i1 MOHO(UIETUYHYIO TPYIILY, IPOU3OLIEALIYIO OT 00LIEero mpeaka okono 450
MJIH. JIET Ha3aJ, YTO COBIAJAET CO BPEMEHEM BBIXO/A MEPBbIX PACTEHUI HA CYILy
[Parniske, 2008; Remy u ap., 1994]. Uckonaemple Haxonku u3 IlloTmanaum,
JaTUPyEMbIE PAaHHUM JE€BOHOM, CBUIETEILCTBYIOT O TOM, UYTO Y€ B TO BpeMs
CTPOEHUE MHUKOPHU3HBIX I'PUOOB MPAKTUYECKH HE OTIMYAIOCh OT COBPEMEHHOIO
[Dotzler, Krings, Taylor, 2006; Remy u ap., 1994]. Huskas cnenuduyHOCTb,
nposiBiisieMas TJIOMEPOMUKOTAMHM B OTHOLIEHWM PACTEHUN-XO35€B, clernaa
apOyCKYJISIPHYIO MHKOPHU3y YHUBEPCAJIbHBIM HWCTOYHHUKOM TpeajanTaiui Jyis
Pa3BUTHS MHOKECTBA JPYTUX TUIOB PACTUTEIBHO-MUKPOOHOTO CHUMOMO03a, TaKUX
KaK KJIyOCHBKOBBII cUMOMO3 Mexay 0000BbIMU pacTeHusiMu (ceM. Fabaceae) u
azorukcupyronmmu Oaktepusmu  (pusodusimu) [Kistner, Parniske, 2002]. B
HACTOsIIIee BpeMsl MOKA3aHO, YTO YACTh F€HOB, 33/ICHCTBOBAHHBIX B YCTAHOBJICHUU
cumOmo3a ¢ rpudbamu AM, y 0000BBIX JOTOJHUTEIHHO BOBJICUYCHA B PETYJISIIUIO
KITyOEHBKOBOTO CUMOMO03a, GOPMUPYS TaK HA3BIBAEMbBIA OOIINNA CUMOMOTHYECKHUI
curHasibHbIi myTh (aHria. Common Symbiotic Pathway nin Common Symbiotic
Signaling Pathway) [Gobbato, 2015; Limpens, Bisseling, 2003; Parniske, 2008].
CxoncTtBo TmpolieccoB 00pa3oBaHUsl a30THUKCUPYIOMUX KIyOeHbkoB U AM
BbIpaKkaeTcsd eumE€ M B TOM, YTO B OOOUX CIIydasiX NEPBUYHONW CUTHAIBHOMN

MOHCKYJIOﬁ BBICTYIIACT JIUIIO-XHUTO-OJIUIOCaxapumu, BI)II[CJ'ISICMI)IIZ
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MUKPOCUMOMOHTOM M BOCIPHHHMAEMbI pernentopamu pacteHus (Myc-daktop B
ciyuae AM u Nod-dakrop B ciydae KiyOeHbKOBOro cumomuosa) [Geurts,
Bisseling, 2002; Maillet u ap., 2011; Oldroyd, 2001] (puc.1l). Curaansl XHTHHOBOM
IPUPOJIBI PACTIPOCTPAHECHBI Yy TpHOOB, HO, KaK MPaBHWIO, HE XapaKTEePHBI IS
Oaktepuii. MHTEpecHO, uTOo 1y TpuboB AM moOKa3aHO HaIWYue COOCTBEHHBIX
PHAOCUMOUOHTOB — TPAMIIOJIOKUTEIBHBIX W TPaMOTPUIIATCIBHBIX OaKTepuH,
KOJIOHU3UpYIomuX rpubHbeie rudsl [Artursson, Finlay, Jansson, 2006; Barea u p.,
2005; Bianciotto u mp., 2003; Bianciotto u np., 2004; Bonfante, Anca, 2009].
Takum o00pa3oM, B MPONUIOM TPUOBI MOTJIM CTaTh HEMOCPEACTBEHHBIMU
MOCTABIIUKAMU TIOJIC3HBIX OaKTepHii B TKAaHM KOPHS pPACTCHUA-XO35SMHA, a
OaKkTepuy UMEIM BO3MOXHOCTh IOJYYHUTh HEOOXOJUMBbIE I CHUMOHMO3a C
pacTEHUsSIMU TE€HBl OT CBOMX TPUOHBIX MNAPTHEPOB MYyTEM TOPU3OHTAIBHOTO

nepenoca [IIposopos, IlITapk, Honrux, 2016].
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Pucynok 1. Ba3oBasi ctpykrypa moJiekyiabl Myc-dakropa (A) u Nod-pakropa (B). bBykBamu R 0603HaueHbI
TIOJIO’KEHHS] BOBMOXKHBIX 3aMECTUTEIIEH.

B mnocnenHee BpeMsi IOBBILICHHBIA HHTEPEC MCCIEAOBATENIENM BO BCEM MHUPE

BBI3BIBAIOT TaK HA3bIBACMBIC 3HI[O(1)I/ITHBI€ MHUKPOOPIraHU3MbI, WJIHU C-)H)IO(l)I/ITBI,

15



KOTOPBIC MPOHUKAIOT B TKAHW PACTEHHS M CYIICCTBYIOT TaM JJIUTEILHOE BPeMsl, HO
HE HAHOCIT XO3SMHY BHJAMMOTO Bpela (Kak TNaToreHbl) U HEe (OPMHUPYIOT
CIICMAIM3UPOBAHHBIX CTPYKTYpP (Kak azoTdukcupyromue Oaktepun) [Compant,
Clément, Sessitsch, 2010; Partida-Martinez, Heil, 2011]. IToka3ano, 4To MHOTHE
SHJIO(PHUTHI CIMOCOOHBI MPUHOCHUTH PACTCHHUIO OIPEIACICHHYIO TOJIb3Yy, BBIICIISS
POCT-CTUMYJIMPYIONIUE W 3allUTHBIC MOJICKYJbl, a TaKKe BBICTYNAas B POJIH
TPAHCHOPTEPOB TMHUTATEIBHBIX BEIICCTB W3 OKPYXKAMOIIEH Cpeibl B KICTKH
pactenust [Santoyo wu gap., 2016; White u ap., 2018]. B otmmmume or
CUMOMOTHYECKHX W HEKOTOPBIX MMATOTCHHBIX OaKTepHii, OHH, MO-BHIAMOMY, HE
UMCIOT CTPOTOM CIeNU(PUIHOCTH K XO35MHY, HO BCTYIAIOT C PaCTCHUSIMHU B OoJjiee
CTaOMIIbHBIE AaCCOIMAIH, YeM CBOOOJHOKUBYIIHE ACCOIMATHBHBIE MHKPOOBI
puso— u dumochepsr [Partida-Martinez, Heil, 2011; Santoyo u np., 2016].
['eHeTHUYECKHUE MEXaHU3MbI KOHTPOJIS MPOHUKHOBCHHS, IPUCYTCTBUS U TEPEIaun

HA0(UTOB €1E TOIBKO NMPEACTOUT paciIn(PpoBaTh.

1.3. KoHTpoJ,b cHM0HO03a CO CTOPOHBI YYACTHHKOB

JlnuTensHas COBMECTHAs SBOJIONHMS MPHBENa K TOMY, YTO y PACTEHUN BO3ZHUKIH
2 PEKTUBHBIE MEXaHU3MBbI KOHTPOJISI IPUCYTCTBUS MUKPOOPTAHU3MOB B KJIETKAX U
TKaHsAX. Tak, Tpolecc pa3BUTHS JAPEBHEUIIETO pPacTUTEIHLHO-MHUKPOOHOTO
cuMOmno03a, apOyCKYIISIPHOW MHUKOPH3bI, HAYMHACTCS C «MOJICKYJIIPHOTO JHAIOra)
MEXJIy CHMOMOHTaMH, IEJIbI0 KOTOPOTO SIBIISIETCS B3aWMHOE pacliO3HABaHMUE.
PacTeHne cexpeTHupyeT CTPUTOIAKTOHBI, — TOPMOHBI KAPOTHHOUIHOMN MPHUPOJIBI, —
KOTOpPBIE MHIYIUPYIOT TpopacTaHue TpuOHbIX criop u BetBieHue rud [Akiyama,
Matsuzaki, Hayashi, 2005; Besserer u ap., 2006]. B orBer rpu® BbIIeIseT
COOCTBCHHBIC  CHUTHAJbHBIC  MOJCKYJbl  XHUTO-OJMITO— W JIAIO-XHTO-
OJINTOCAaXapuJAHOU MPUPOJIbI, MOJyYUBIIHE OO0Iee HazBaHue Myc-¢pakTopoB (OT
aHri. mycorrhization — obpasoBanue mukopussl) [Maillet u ap., 2011] (puc.l).
Myc-dakTop BOCIpPUHUMAETCS PELENTOPAMU PACTCHUS U3 CEMEHCTBAa PEIenTop-
nof00HbIx kuHa3 ¢ LysM-nomenamu (LysM-RLK; ot anri. LysM-containing

receptor-like kinase). Ha ceroansiHuii neHb y psiia pacTeHui (TOMAaT, pHC,
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Parasponia, mrorepHa, JISIJIBEHEI) BBISIBICHO HECKOJIBKO KaHIMIATOB Ha POJIb
JAHHBIX PELENTOPOB, OJIHAKO €IWHON M OOUIENPU3HAHHON CXEMbl BOCHPHSITHS
Myc-dakropa moka uto He cymectByeT [Buendia u ap., 2016; Camp Den u np.,
2011; Carotenuto u ap., 2017; Miyata u ap., 2014; Zhang u ap., 2015]. U3BecTHO,
yro LysM-RLK npunumaror yyactue B perieniuu 0akTepuaaibHbIX CUTHAIOB MPU
yCTaHOBJIEHUH 0000BO-pr300HaIbHOTO cumMOmMo3a (cM. pazaen 1.3.1), oTBeuas 3a
crenuPpuIHOCT, CUMOUMOTHYECKOro B3auMozehcTBuss [Limpens u gp., 2003].
Ckopee Bcero, moo0HyI0 poiib OHU UTparoT U npu AM cumbuoze. Emé omanm
dakTopoM KOHTPOJIS CHEHUPUIHOCTH AM MOTYT CIYXKUTh (PU3UKO-XUMHUECKHE
CBOMCTBA KJIETOYHOM CTEHKH paCTEHUs, BaXKHBIE sl 00pa30BaHUs alpecCOpPUEB —
mupdepeHupoBaHHOl  (GopMbl  TPUOHBIX  TH(, MNpeAHA3HAYEHHOW  JJiA
MPUKPEIUICHUS] K MOBEPXHOCTU KOpHA. [lokazaHo, 4TO B OTCYTCTBHUE KOPHEBBIX
skccynatroB AM-rpubsr Gigaspora gigantea u Gigaspora margarita oopa3syroT
anmnpeccopuy Ha M30JIMPOBAHHOM KIIETOYHOW CTEHKE MOpKOBHM naukoil (Daucus
carota), cBoero oOBIYHOIO pacTEeHUSA-X03dMHA, HO He CBEKIBI (Beta vulgaris), e
SBIIAIONIEHCS X03anHOM Jutsl naHHbIX rpuboB [Nagahashi, Douds, 1997]. Baxwuyto
poJIb TpU UHAYKIUMU (HOPMHUPOBAHUS AMIMPECCOPUEB TAKKE UIPAIOT MOHOMEPHI
KyTHHA, OCHOBHOT'O KOMIIOHEHTA PACTUTEIBHBIX KYTUKYJ, IPUUEM 3TO XapaKTEPHO
HE TOJIBKO JIJIT MUKOPU3HBIX, HO M JIJIsl TATOTEHHBIX TPUOOB B ooMuIieToB [Wang u
ap., 2012b]; cyns mo Bcemy, peakius Ha KyTHH OTHOCHTCS K HanOoJiee NPEeBHUM

MEXaHHM3MaM pacTUTEILHO-TPHOHBIX B3anMoaekcTBuii [Gutjahr, Parniske, 2013].

Bcenen 3a Bocnipusatuem Myc-hakTopa 1 puKperieHueM Tud K KIETOYHOU CTCHKE
aKTUBHPYETCSl CUTHAIBHBIM Kackag OOniero cuMOMOTHYECKOTO MyTH, KOTOPBIN Y
0000BBIX pacTEHUMN TaK)Ke BOBJICUEH B pa3BUTHE CUMOMO03a OOOOBBIX pacTEHUM C
azorukcupyronmmu Oaktepusimu [Limpens, Bisseling, 2003]. IToapo6Ho 3ToT

yTh OyJET paCCMOTPEH B pa3jieie, MOCBAIIEHHOM KIyOEHbKOBOMY CUMOHO3Y.

MuKopr3y MPUHATO CYUTATh KIACCHYECKHM IMPUMEPOM MYTYaIUCTHUECKOIO
cuMOMO3a, B  KOTOPOM  pAcCTeHHUE CTPOrO  KOHTPOJMPYET  TMOBEACHUE

MUKPOCUMOHMOHTA, PETYJIHPYS POCT TPUOHBIX THU( B KIETKAX DIHICPMUCA,
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Nepexo]l K BETBIECHUIO, 00pa3oBaHue apOyCKyJl U UX JAETPaJaliio B COOTBETCTBUU
CO CBOUM (PM3HUOJOTUUECKUM COCTOSIHUEM (Hampumep, NoTpedHOCThIO B dhochope)
u cramueit passutus [Gianinazzi-Pearson, 1996; Parniske, 2008; Smith, Smith,
2015]. OnHako B JuTEepaType MOXKHO BCTPETUTHh COOOINCHUS O HEUTPATHLHOM HIIH
Jaxe HeraTuBHOM 3 ¢deKTe MUKOPHU3bI Ha POCT PacTeHHs, IPU KOTOPOM 3aTPaThI
pacTeHus Ha CMMOHMO3 HE TOKPBIBAIOT TOJYy4YeHHYIO Bbiroay [Bougher, Grove,
Malajczuk, 1990; Jones, Smith, 2004; Koide, 1985; Modjo, Hendrix, 1986]. Kak
MPaBUJIO, TAKUE OTKIIOHEHUS HOCST CIy4YalHbIA WM BPEMEHHBIA XapakTep; OHHU
CBSI3aHBI C OCOOCHHOCTSIMU Pa3BUTHS PACTEHUS W/WIM yciaoBusMH oOuTanus. K
npuMepy, IMOKa3aHO, YTO NpU paHHEM OOpa30BaHUM MHUKOPHU3bl Ha CTaJlUu
IPOPOCTKA BHITOAA OT CMMOMO3a 3a4acTyl0 HE MPEBBIIIACT 3aTPAThI, MOCKOJIBKY
OCHOBHBIM IMMOCTABIIUKOM MMUTATEIbHBIX BEIIECTB JJI1 PACTEHUS B 3TOT MEPUO]T BCE
emé sBisieTcs 3amac u3 ceMmenu [Bethlenfalvay, Brown, Pacovsky, 1982; Koide,
1985]. B nogo6HOM citydae yriiepo/i, MOTPaYeHHBIH Ha Pa3BUTHE Iprda, BBHITOIHEES
ObLIO OBl MyCTUTh HA MOBBILIEHUE KU3HECITIOCOOHOCTH CaMOr0 PacTEHUs, OJHAKO B
JOJITOCPOYHOM MEPCIEKTUBE 3TOT BPEMEHHbBI HEraTUBHBIN 3P EKT, KaK MpaBuilo,

HHUBCIINPYCTCA.

Emé omuum ¢dakTopoM, CIABHUTaOIMM MyTajJucTUYeckoe paBHOBecue AM B
CTOPOHY Tapa3uTU3Ma, MOTYT OBITh yCIIOBUS CPENbl, B YACTHOCTH, MTUTATEIbHBIN
COCTaB TIOYBBI, YTO OCOOCHHO BaXKHO I CEJIbCKOXO3SMCTBEHHBIX PACTCHUH.
BHecenne MuHEpalbHBIX yAOOpeHUi, B 0COOEHHOCTH (¢ocdaToB, Ienaer
MUKOPHU3Y M30BITOYHOM, OJHAKO, HECMOTPS Ha KOHTPOJh KOJOHHU3AIMH CO
CTOPOHBI PaCTeHHS, B OTJCIBHBIX CIy4asXx OMoMacca MUKOPU3bI HE YMEHbBIIIACTCS
BIUIOTh JI0 OYCHb BBICOKMX KOHIEHTpaiui ocdopa [Graham, Drouillard, Hodge,
1996; Johnson, 1993]. Kpome Toro, ymoOpeHHs BIHMSIOT Ha COCTaB T'PUOHOTO
MIOYBEHHOTO COOOIIECTBA: SKCIIEPUMEHTHI MOKa3bIBAIOT, YTO TPHOBI, MOTyYaOIIHe
MPEUMYIIECTBO B YyJIOOPEHHBIX IOYBaX, MOTYT ObITh MeHee 3(h(HEKTUBHBIMU
MYTYaJUCTHICCKUMH CUMOHMOHTAMH, 4YeM TpUOBI M3 OOBIYHBIX II0YB, KyJaa HE
BHOCWJIMCH ynoOpenus [Johnson, 1993]. D¢dbdekTuBHOCTh MUKOPH3BI 3aBHCUT U OT

COYEeTaHUsI TCHOTHIIOB CHMOMOTHYCCKHX MapTHEPOB; Tak, rpuObl Rhizoctonia
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solani u Armillaria mellea BeicTynaror B poiu MyTyalIHCTOB MpH OOpa30BaHHUU
OPXHUJIHBIX MHKOPU3, HO JUII MHOTHX JAPEBECHBIX W TPABSHHUCTBHIX PaCTECHHIA

SIBIIIIOTCS ONIACHBIMU TTaToreHamu [Leake, 1994].

HecmoTpst Ha mUpoKoe pacmpocTpaHeHHe, cUMOHU03 ¢ Tpudbamu AM 10 cux mop
W3Y4YeH CpaBHUTEIHLHO HEIMOJHO, B OTIMYHE OT Oojee Mojomoro u Oosee
crenuPpuIHOr0 KIyOEHBKOBOTO CHMOMO3a OOOOBBIX pACTCHHH M pU300UH,
BO3HUKIIEro Ha ero ocHoBe [Kistner, Parniske, 2002; Parniske, 2008]. Ero
yIOOCTBO ISl HCCIICOBATENCH 3aKII0YAETCs B €r0 (PaKyJIbTaTUBHOCTH, a TAK)KE B
JETKOCTH KYJIBTUBHPOBAHUS MHUKPOCHUMOMOHTOB — OaKkTepuil W3 ceMelcTBa
Rhizobiaceae — BHe cuMOMoTHYecKOW cucTeMbl. [l KITyOeHBKOBOTO CHMOHMO3a
XapakTepHa  OTHOCHTEIHHO  BBICOKAas  CHENU(PUIHOCTh,  OOYCJIOBIICHHAs
HCOOXOJMMOCTBIO TECHOW TIeHETHYeCKONH uHTerpauuu mnaptHEpoB [Schultze,
Kondorosi, 1998; Wang u np., 2012a]. B pesynbrate KOOPAUHHUPOBAHHOU
OKCIIPECCHH TEHOB O0OMX CHMOMOHTOB WHHIIMUPYETCS MpOrpaMMa pPa3BUTHS
MPUHITUITHAIHFHO HOBOTO OpraHa pacTeHHs — a30TPUKCHUPYIOIIETO KiryoeHbKa. [Ipn
TOM CHHXPOHHU3HPYIOTCS OMOXUMHUYECKHE MPOIECCHl CHMOMOHTOB, 3aITyCKaIOTCS
CTCIIMATN3UPOBAHHBIC TyTH AUPQPEPESHIIMPOBKU KIIETOK pacTeHUs U OakTepuil, a
Takke MOAUPUITUPYIOTCS 3alUTHBIC PEaKIUM PACTCHHS, B pe3yjibTaTe dYero
CTAaHOBHUTCS BO3MOXKHBIM 00Jie€ TECHOE B3aMMOJICHCTBUE C OaKTEPUsSIMU C
OJTHOBPEMEHHBIM COXPAHEHHWEM KOHTPOJsl Hajx Mukpocumouontom [Caetano-
Anolles, Gresshoff, 1991; Limpens, Bisseling, 2003; Popp, Ott, 2011]. Huxke
OyZIer pacCMOTpPEH TPOIECC YCTAHOBICHHS KIyOCHHKOBOIO CHMOHMO3a U

MEPEUNCIICHBI 33/ICICTBOBAHHBIE B HEM T'€HBI.

1.3.1. KnyGeHbKoBbIii cuMOH03 6000BBIX pacTeHui

A30T, BXOJSIIMNA B COCTaB Han0o0Jiee BAXKHBIX OMOJIOTMYECKUX MOJICKYJI, — OCJIKOB
U HYKJICHMHOBBIX KHUCIOT, — HEOOXOIUM Il BCEX JKUBBIX CHUCTEM Ha TUIAHETE.
Hecmotrpss Ha TO, urto MoJekyIsapHbld a30T (N,) SBISETCS OCHOBHBIM
KOMITOHEHTOM aTMOC(ephl, Ype3BblUaliHAs XUMHUUYECKas WHEPTHOCTH JICNIAeT €ro

HEIOCTYIHBIM JUIS TOJABJISIONIETO OOJBIIMHCTBA oprann3MoB [Downie, 2014].
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Bob6oBbie pacTeHus crocoOHBI pacTu B CyOcTpare 0e3 HMCTOYHHMKOB CBSI3aHHOTO
azora Omaromaps CUMOHMO3Yy C KIYOCHBKOBBIMH  OaKTEpHUSMH, KOTOpPbHIC
OCYIIECTBISIOT T.H. «(UKCALUI0» aTMOC(epHOro as3oTa, MEPEeBOJsS €ro B
JOCTYIIHYIO Ul pacTeHuit GpopMy ¢ momorpio pepmenta Hutporenassl [Downie,
2014; Vance, 2001]. CymiecTByeT U APYrod THI a30THUKCHUPYIOIIETO CUMOMO03a —
AKTUHOPH3HBIN cUMOM03, GOPMHUPYEMBI a30T(HUKCUPYIOMUMHA aKTHHOMHIICTAMH
pona Frankia u mnpencraButensiMu 8 ceMEHCTB «HEOOOOBBIX» JIBYIOJIBHBIX
pacrennii (Betulaceae, Casuarinaceae, Myricaceae, Elaeagnaceae, Rhamnaceae,
Rosaceae, Coriariaceae, Datiscaceae) [Pawlowski, Bisseling, 1996; Pawlowski,
Demchenko, 2012; Wall, 2000]. CtpykTypHO ¥ (yHKIHOHAIBHO 3TOT CUMOHO3 BO
MHOTOM IOJ00CH KJIyOCHHKOBOMY, M Tak)Ke aKTHBHO wu3ydaercs [Pawlowski,
Demchenko, 2012; Provorov, Borisov, Tikhonovich, 2002]. Oanako ocHOBHOE
BHUMAaHHE UCCJENOBaTeNeH, WHTEPECYIOMMNXCS Mpo0iaeMoil OHOJOTHYECKON
a30T(uKcalu, COCPeIOTOYEHO UMEHHO Ha 0000BO-pU300MaIbHOM CUMOHNO3€, U
Ha TO €CTh PSAJ OOBEKTUBHBIX MPUYHMH. Bo-mepBbIX, cpenu OOOOBBIX pacTeHUU
HEMaJI0O BaXXKHBIX CEIBCKOXO3SIMCTBEHHBIX KYJIbTYP, BRIPAIIMBAEMBIX B Pa3IMYHBIX
KIIMMaTUYeCKUX Moscax. B Hacrosiiee BpeMs B MHPOBOM CEIBCKOM XO3SIMCTBE
HAOJIOMAEeTCsl TIOCTETICHHBIA TEepPeX0]] OT «WHTEHCUBHOTO» 3emilelieNiusl (aHTJL
intensive agriculture), OCHOBaHHOTO Ha TPUMEHEHUU OOJBIIOTO KOJIUYECTBA
MUHEpaIbHBIX yI0OpeHuii (B T.4. a30THBIX), K IIAANIEMY «aJallTUBHOMY» (QHTIL
sustainable agriculture) 3emiienenuio, MOpPEANOJArarleMy MaKCHUMalbHOE
UCTIONIb30BaHNE OWOJIOTUYECKOTO TMOTEHIMANa TMOYB C COXpPaHCHHEM U JIaxe
noBbIIIeHHEeM uX muiogopoaus [Bhardwaj u mp., 2014; Celik, Ortas, Kilic, 2004].
boGoBeie pacteHus, cnocoOHble K 3(PPEKTUBHOMY HCIONB30BAHUIO TOJE3HOU
MOYBCHHOM  MHUKPOQUIOPHl  BBUIY CBOEH BBICOKOM W  Pa3HOCTOPOHHEH
CUMOHMOTHYECKON aKTUBHOCTH, YK€ celyac B HauOOJbIIed CTENEHH OTBEYAIOT
TpeboBaHUsIM afganTuBHOro 3emuenenus [ Tuxonosuy, [IpoBopos, 2009]. B cBsizu ¢
OTUM TIOHMMaHHE MEXaHW3MOB (opmupoBaHusi OOOOBBIMH  PACTECHUSMU
B3aMMOBBITOJHBIX CHMOMO30B TIO3BOJIUT CO37[aBaTh KOMILJIEMEHTApPHBIC TIapbl

CUMOMOHTOB, TpPH B3aUMOJACHCTBUU KOTOPBIX OHOJOTHYECKasl a30TPUKCALIUS
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Oyner nambosee >h(HEKTUBHON, a B MEPCIEKTHUBE — JaXXe BHEIPSTH MOJ0OHBIE

CUMOMOTHYCCKHE CHCTEMBI B HEOOOOBEBIE CEIIBLCKOXO03SHCTBEHHEIC KYJIbTYPBbI

[Charpentier, Oldroyd, 2010; Oldroyd, Dixon, 2014; Rogers, Oldroyd, 2014].

Bo-BTophix, Onaromapss TECHOM B3aUMHOW MHTETpanuu MapTHEPOB 0O0OOBO-
pu300UaIbHBIA CHMOMO3 MPEACTABISIECT COOON YHUKATBHYIO MOJCIb JJIsl U3yUeHUs
B3aMMOJICHCTBHSI MEXKIy PACTEHUSIMH U MHUKPOOPTaHW3MAaMH Ha TE€HETHYECKOM
ypoBHe. B npezgenax cemeiictBa 6060BbIE MOKHO OOHAPYKUTH Pa3IMUHbIE (POPMBI
CUMOMOTHYECKHUX CTPYKTYP, OTPAKAIOIIMX SBOITIOIUOHHYIO UCTOPUIO TPYMIIBL OT
NPUMHUTHUBHBIX 3aMKHYTBIX «HUTEH (UKcaUm», MPOU3BOTHBIX WHOEKIIMOHHBIX
Hutel (moacemerictBo Ceasalpinioidae), 10 npoABUHYTHIX KIyOSHBKOB, IS
KOTOPBIX XapaKTepHa CII0KHAs TOMOJIOTHS, a Takxke AuddepeHnrais OakTepuii B
crienuanu3upoBanubie  GopMbl — OakTepouasl (moacemeiictBo Papilionoidea)
[Sprent, 2007; Sprent, Ardley, James, 2013]. MimeHHO 5TH KIyOCHBKH, Kak
MPUHIIMITHAIBHO HOBBIE OpraHbl, 00pa30BaHHbIE MyTEM TECHOM MHTETpaIluu JABYX
CaMOCTOSATEILHBIX OPTaHW3MOB, MPEACTABISIIOT HAWOONBIIWNA HHTEPEC C TOUYKH

3peHUs F€eHETUKHA CUMONO03a.

1.3.1.1. Pa3BuTHe CHMOMOTHYECKOI0 KJIYy0eHbKA

Pa3BuTue KiyOeHbKAa TNPENCTaBIsAE€T COOOM CIIOXKHBIM MPOLECC, KOTOPbIN
TPaJIWLMOHHO TOJpa3feNsieTcss Ha TpU [JVIABHBIX CTaguM: NpernH(EKIHIo,
KOJIOHM3ALUIO0 KOpHs/Mop(doreHe3 KiryOeHbKa U HEMOCPEACTBEHHO a30T(UKCAIIHIO.
Ha mnepBoil craguu NpPOUCXOOUT B3aUMHOE pACIO3HABAHHE CUMOMOTHYECKHX
naptaépoB. [log Bo3gelicTBUEM  BBIACISIEMBIX pacTeHUEM  (hJIaBOHOUIOB
aKTUBHPYIOTCA OakTepualibHble nod-TeHbl, oTBevarone 3a cuure3 Nod-dakropa —
IJIABHOW CUTHAJIBHOM MOJIEKYJBI PU300Mi, KOTOpash UrpaeT KIIOYEBYIO pOJib B
uaeHtudukanu mMukpocumouonta [Geurts, Bisseling, 2002; Perret, Staehelin,
Broughton, 2000; Schultze, Kondorosi, 1998; Spaink, 1995] (puc.l). Ilocie
ycnemHoro  BocmpusitThs  Nod-gaktopa B pacTeHHWH  3alyCKaeTcs  JiBa
napajyiebHbIX TMpoIecca: MPOHUKHOBEHHWE OaKTepuii B KOPHEBOW BOJIOCOK

MOCPEJICTBOM TaK Ha3blBaeMOW HHQPEKIIMOHHON HUTH u auddepeHImpoBKa
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KITyOCHbKa M3 KJIETOK KOpPbl KOpHA. MH(DEKImoHHas HUTHh MPEACTaBISIET COOOM
CHEIUATU3UPOBAHHYIO CTPYKTYpPY, OOpa30BaHHYIO BISTYMBAHUEM KJIETOYHOM
MeMOpaHbl pacTeHusi. OHa BBICTIAaHA PACTUTENBHOM KJIETOUYHOW CTEHKOW U
3aroJHEHa MAaTPUKCOM, B CUHTE3€ KOTOPOro MPUHUMAIOT yyacTue o0a cuMOHUOHTA
[Perret, Staehelin, Broughton, 2000]. HWudekunonHas HUTh IOCTEIECHHO
MPOPACTAET B KJIIETKY KOPHEBOI'O BOJIOCKA U Jajiee B KIETKU KOPBI, T/I€ B 3TO BPEMs
dbopmupyeTcsi  KIyOeHbKOBBIM mpumopauil. VMmenHo Ha cragum  pocTa
WHOEKITMOHHOW HUTH TPOSBISETCS CTPOTas CHCIMU(PUIHOCTh KIyOEHBKOBOTO
cuMOmo3a: ecnu OakTepus, coOuparomascs NPOHUKHYTH B KOpPEHb, OyIeT
pacleHeHa pacTeHHEeM KaK «HEeNoAXoAsmias», pocT WH(GEKIMOHHOW HUTH
npepBércs, u Kiyoenék He oOpasyercs [Downie, Walker, 1999; Philip-
Hollingsworth, Dazzo, Hollingsworth, 1997].

BaxxHelmuM sTanomM pa3BUTHsI KIIyO€HbKa SIBIIIETCS MpeBpalleHue OakTepuil BO
BHYTPUKJIETOYHBIX CHUMOMOHTOB B XOJi¢ Ipoliecca, MOAOOHOTO HHAOLUTO3Y.
JluctanbHbld KOHEl MHPEKIIMOHHON HUTU 00pa3zyeT CTPYKTYphI MOJl Ha3BaHUEM
MH(EKIMOHHbIE KAaIlIM, KOTOpPbhIE BBICBOOOXKIAIOT MEMOpaHHBIE BE3UKYIIbI,
colaepkamye OakTepuil, B  LUTOINIa3My KIETOK pacteHus. [loxuHyB
MH(PEKIMOHHYIO HUTh, PU300UU CITYCTS HEKOTOPOE BpeMsl TPaHCPOPMHUPYIOTCS B
oaktepouabl [Oke, Long, 1999]. Ilo cpaBHEHHIO €O CBOOOIHOXHMBYIIUMHU
OakTepussMu, OaKTEpOWJBI MMEIOT YyBEIWYCHHBIH pa3smep (B 3-7 pa3) u Oolee
CJIIOKHYIO (pOopMy, KOTOpasi MOXKET OBbITh OKPYTJIOW, JTOMACTHOM, TPYIIEBUIHON U
Y-o0pasznoii. [locne nannoit nudpepeHIMpPOBKN B KIETKaX OaKTepuil HAUMHACTCS
AKTUBHBIA CUHTE3 HUTPOr€Ha3bl U JIPYruX (PEpMEHTOB, BOBJICUEHHBIX B MPOLECC

onosornveckoit azordukcaruu [Brewin, 1998].

baktepouspl 3akaOueHBl B MEMOpAaHHBIC OPraHEJIONOJ00HBIE CTPYKTYPHI,
UMEHYeMbIE CUMOMOCOMaMH, KOTOPBIC SBISIOTCS TPOU3BOAHBIMU BE3HKYII,
OTIHOYKOBBIBAIOIIMXCSI OT MH(peKunoHHo Hutu. [lepubakTepousiHas memOpaHa,
OKpY>Karolass OaKTepOUIbl, CIYKUT aKTUBHBIM «HUHTEpPeiicom» KIyOeHBKOBOIO

cumOuo3a, Onarojaps KOTOpPOMY MapTHEPHI OCYIIECTBISIIOT B3aUMHBIA OOMEH
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metabonmuramu  [Brewin, 1998; Mylona, Pawlowski, Bisseling, 1995].
PacTuTenbHble KJIETKH, COJEp)Kallue CHUMOHWOCOMBI, TakKKe IOABEPTaIOTCS
riyOokol AuQQepeHInpoBKe: B HUX TIOBBIIIACTCS COJEpKaHUEe MEMOpPaHHBIX
ctpyktyp (OIIP m komriekca [oibmKH), KOTOpbIE YYacTBYIOT B CHHTE3€
nepubakTepouHOM MeMOpaHbl. MHorue Oenkd, CBS3aHHBIE C a30T(HUKCAIUEH,
TaKhe Kak JIETTeMOTrJIO0MH (JIEroryioOnH) U KiyOeHEK-criennpuuHbie U30(QOPMBI
(epMEHTOB a30THOTO U YIJIEPOTHOIO OOMEHa, CHHTE3UPYIOTCS B KiieTke de novo B
XOJl¢  TOBBIIICHHWS  TPAHCKPUIIIMOHHOM  aKTUBHOCTHM,  CBSI3aHHOW ¢
MOJIUTUTONIM3AICH U JeKOHIeHcaeit xpomatraa [Brewin, 1991; Brewin, 1998;

Mergaert u ap., 2006].

Kny6enék crnocobeH k cTaOuabHOMY MOJAECPKAHUIO CBOEH CTPYKTYpbI B TE€UECHUE
JUINTEIBLHOTO BPEMEHH; BMECTE C TEM, CPOK >KM3HH OTAEJIBHBIX KIyOSHbKOB JaXKe Yy
OJTHOJIETHHX OOOOBBIX OOBIYHO MEHBILE, YEM Yy BCEro pacrteHus. Jlerpamauus
KIyOeHbKa HayuMHaeTcs ¢ IpeoOpa3oBaHMs CUMOMOCOM B JIMTHYECKUE
KOMIApTMEHTBI, YTO TIO3BOJIAET PACTCHHSIM yTUIU3UPOBATh BECh  a30T,
HakoruieHHbIM B Oaktepounax [TuxonoBuu, IlpoBopos, 2009]. Ha mnpumepe
nroriepHbl oceBHor (Medicago sativa L.) mokasaHo, 4To Imepes Jerpaaaiucii B
OazanbHOM yacTh KiIyOeHbka (QopMupyercs ocobas 30Ha, B KOTOpPOH
HeudepeHpoBaHHbIe OAaKTEPUU BBIXOASIT B PACTUTEIBHYIO IHMTOIIA3MYy H
aAKTUBHO Pa3MHOXKAIOTCS B HEM, HE MPEBpAIAsACh MPU 3TOM B OaKTEPOUIbl U HE
¢bukcupys azor. BrocnenctBum npu OTMUPAHMM KIyO€HbKa 3TOT MyJ OakTepHii
CIMHOBPEMEHHO BBICBOOOXKIaeTcs B mouBy [Timmers u ap., 2000]. Takum
o0Opa3oM, Jierpaianus KIyOeHbKa MPeACTaBIAeT COO0OM KOHTPOIUPYEMBINA U YETKO
CKOOPAMHHUPOBAHHBIN MPOLECC, YTO JAa€T OCHOBAHUE BBIIEIUTH €€ B OTAEIBHYIO,

3aBEPIIAOIIYIO CTAUI0 CUMONO03a.

OnucanHas BBIINIC TpOrpaMMa pPa3BUTUA KIyOCHbKA XapakTepHa TOJBKO IS
000O0BBIX, OTHOCAIMXCS K Tak HaspiBaeMou IRL-kmage, mim «kname Oe3
WHBEPTUPOBaHHOTO moBTOpay» (aHra. inverted repeat-lacking) mnoacemericTBa

Papilionoidea, Takux kak ropox, JonepHa u kiesep. OHM (HOPMHUPYIOT Tak
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Ha3bIBacMble HEIETEPMHHUPOBAHHBIE KIIyOCHbKH, KOTOPbIE CUMTAIOTCS Hauboiiee
ABOJIIOIIMOHHO MPOJABUHYTHIMU [Brewin, 1991; Mergaert u ap., 2006; Remigi u
ap., 2016]. [Ins HegeTepMHHHPOBAHHBIX KIYOEHBKOB XapaKTEpHO HaJIU4YHe
CTaOMJIbHOM anMKadbHOM MEPHUCTEMBbI, OOECreUYMBaIoNeld MOCTOSHHBIN POCT, U
4yE€TKOEe TMOJpa3/ielieHue Ha THUCTOJIOTMYECKUE 30HBI, C OTAENbHOM, MOCTOSHHO
OOHOBIIIEMON 30HOM (ukcanmuu aTtMocpepHoro aszoTa. PuzoOum B Takux
KIIyOeHbKaxX MpEeTepIieBal0T HeoOpaTUMyo IU(GHEPEeHIIMPOBKY B OaKTEpOUIbI U
y)K€ He CIOCOOHBI BEPHYTHCS K CBOOOJHOKHUBYIIEMY COCTOSHHIO. boOoBbIe
Harmojooue Qacoiu u JSIABEHIIA 00pa3yroT 0oyiee MPOCThIE JETEPMUHUPOBAHHBIE
KIIyOCHbKH, y KOTOPBIX alnMKajibHasi MEpPUCTEMa CYIIECTBYET JUIIb B TEUCHUE
HECKOJIbKMX JIHEH, 30Ha (UKCallMKd a30Ta HE WMEET YETKMX THUCTOJOTHYECKHX
I'paHuIl, a KJIETKH, coJieprKaliue OaKTepouibl, epeMexarTcs
HEeMH(UIIMPOBAHHBIMU KJIETKaMU. bakTepuu B JETEPMUHUPOBAHHBIX KIIYOCHBKaX
npeTepneBaroT ciiadyo odbpatumyro nuddhepeHInpOBKY, KaK MPaBUiI0, COXPAHSIOT
CBOM OOBIYHBIN pa3Mep M CHOCOOHOCTh K pa3smMHOkeHHIO [Franssen u ap., 1992;

Mergaert u ap., 2006] (puc.2).

A\

Pucynok 2. CxeMa CTpOeHHUS HeAeTePMHUHUPOBAHHOIO (A) M JeTepMUHUPOBAHHOTO (B) Kiy0eHbKa 6000BBIX
pactenuii. PuMmckumu mudpaMn 0603HaueHBI THCTOJIOTHYECKHE 30HBI HEICTEPMHHHUPOBAHHOTO KiyOeHpka: | —
ctabmibHas anukanbHas mepuctema; |l — 3oma nudekmum; 11-111 — mpomexyrounas 30Ha (nHTEp30HA); |1l — 30HA
aKTUBHOH (ukcannu a3ota; IV — 30Ha cTapeHus.
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Cronb cliokHaAs CUMOMOTHYECKAs] CHCTeMa, MPU3BAaHHAS OCYIIECTBIATH MPOIIECC
Ouonornyeckor azordukcanuu, TpeOdyeT KOOPAMHUPOBAHHOIO B3aUMOJEHCTBUS
MOAXOJAIIMX MAPTHEPOB. ITO B3aUMOJICUCTBUE CTAHOBUTCA BO3MOKHBIM
Osarosiapsi MOCTOSTHHOMY OOMEHY crelM(pUIECKUMHA MOJIEKYJIIPHBIMU CUTHAJIaMH,
MEXaHHU3M KOTOPOTrO BO MHOT'OM JIO CHX IOP OCTAETCs HEM3BECTHBIM. JlanbpHelime
paszzmensl  OymyT TOCBSIICHBI HaWOojiee W3YYCHHBIM PAaHHUM  CTaausiM
YCTaHOBJIEHHS] 6000BO-pHU300MaTLHOTO CUMON03a, BO BPEMsI KOTOPBIX IIPOUCXOJIAT

KIIFOYCBBIC CO6BITI/I$I, O6€CH€‘-II/IBaIOH_II/I€ B3aMMHOC paClIO3HaBaHUC CHUMOHOHTOB.

1.3.1.2. B3aumHoe pacno3HaBaHHe YYACTHUKOB KJIY0eHbKOBOI0 CHMOHO03a

Kak u B ciiyqae ¢ AM, nepBbIM 3TarioM YCTaHOBJIEHUSI KIIyOEHBKOBOTO CUMOHMO3a
SIBJIICTCSI BBIZICIICHUE PACTCHHEM MOJICKYJl XEMOATTPAKTAHTOB, BOCITPHHUMAEMBIX
MUKPOCUMOMOHTOM. BBUIO MOKa3aHO, YTO KIYOCHBKOBBIE OAKTEPHUH MPOSIBISIOT
MOJIOKUTEIIBHBI XEeMOTAKCUC B OTBET Ha caxapa W OPTraHWYECKHE KHUCIIOTHI, a
TaK)Xe MOJIEKYJIbI (DTaBOHOMIHON MpUpo/bl. [locinenHne MOXHO cuuTaTh Hauboee
paHHUMU (PakTopaMu CHEUPUIYHOCTH CHUMOMO3a, MOCKOJBKY Y Pa3HBIX BHJIOB
0000BBIX Ha0Op CeKpeTHpyeMbIX (raBoHOMIOB paszmudeH [Andrews, Andrews,
2017; Wang u nip., 2012a]; B HEKOTOPBIX Ciay4asx (IaBOHOMUJIBI HE aKTUBUPYIOT, a,
HAMpOTHUB, TMOJABIAIOT CUMOUOTHYECKHE peakuuu Oaktepuil [Djordjevic u np.,

1987; Firmin u ap., 1986; Peters, Long, 1988].

@d1aBOHOU Bl OKA3bIBAIOT HETOCPEACTBEHHOE BJIMSHUE Ha PETYJISTOPHBINA OEIOK
puzobuit  nodD, KoOTOpeIA  mpuoOpeTraeT  CIMOCOOHOCTh  AKTUBHPOBATH
TPaHCKpHIIKIO OakTepuanbHoro nod-omepona (ot anri.  nodulation —
Kki1yoenbkooOpaszoBanue) [Schultze, Kondorosi, 1998; Wang u ap., 2012a]. Xots B
HACTOSIIIEe BPEMsSI HET MPSIMBIX CBUACTEIBCTB B3aMMOJEUCTBHS Mexay nodD u
MoOJIeKyJTaMH (pJIAaBOHOMIOB, M3BECTHO, YTO MEpPeHOC TeHa N0dD mexay mraMMaMu
pU300Huii COCOOCH M3MEHUTH XO3SMCKYIO CHCHU(GUIHOCTD IITaMMa-pPeIUITUeHTa,
ClieJlaB €ro BOCIPHHMYMBBIM K HOBOMY cOCTaBy (uaBoHoua0B [Broughton,
Jabbouri, Perret, 2000; Peck, Fisher, Long, 2006]; tak, ren nodD1 u3 u3BecTHOrO

CBOEH CMMOMOTHYECKOH «Hepa3bopunBocThiO» mmTaMma Rhizobium sp. NGR234
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MO3BOJMJ ~ PACHIMPUTh  KPYr  MOTEHUIUANBbHBIX  X035€B B  HOpPME
y3Kocnenuanmuposaddoro mramma R. leguminosarum bv. trifolii ANU843
[Bender, 1988]. Iloka3aHo, 4YTO MHOTHE BHIbBI PHU300MI O00JIATAIOT Cpa3y
HECKOJIbKUMHU TOMOJIOTHYHBIMK Bapuantamu reHa NodD, koTopsle, MO-BUANMOMY,

IO3BOJIAIOT MM BOCHPHHHMMAThH HMIUPOKHi criekTp ¢uraBonoumoB [Mulligan, Long,

1989; Schultze, Kondorosi, 1998].

B  pesymbrate  3kcmpeccud — nod-T€HOB  CHHTE3UPYIOTCS  JIMIIO-XUTO-
OJIUTOCaxapuJHbIE CHUTHAJIBHBIE MOJEKYJbl, Tak Ha3biBaeMble Nod-(hakTopsl,
KOTOpBIE  WIparOT  KIIOYEBYKD  poJib B  ClHEeUU(UUECKOM  y3HABaHUU

MUKPOCUMOMOHTA PACTEHUEM-XO35IUHOM.

1.3.1.2.1.Nod-¢axkTop
Mounekyna Nod-dakropa npeacraBisieT coOod Lenodyky u3 3-5 ocTaTkoB N-

aneTui-D-Tiroko3aMuHa, COCIUHEHHBIX [3-1,4-CBsi3pl0, € OCTAaTKOM JKHPHOMU
KHCJIOTHI Ha HepenynupyromeM konre [Geurts, Bisseling, 2002; Oldroyd, 2001]
(puc.l, puc.3). buocuHTe3 JNUITO-XUTO-0JIMTOCAXapuaIHOW OCHOBBI Nod-dakropa
(LCO, ot anru. lipochitooligosaccharide) katamusupyercs MpOIyKTaMU T'€HOB
nodA, nodB u nodC, obmumu g Bcex pu3oduii [Demont u ap., 1993; Dénarié,
Debellé, Promé, 1996]. benox nodC, Oynyan N-aneTui-
TIIIOKO3aMUHUIITpaHChepa3oi, OCYIIECTBISET CUHTE3 XUTUHOBBIX OJUTOMEPOB U
KOHTPOJIMPYET JJIMHY OCHOBHOM IIENTH MOJIEKYH (KOTOpas MOYKET UMETh 3HAUCHUE
JUIS CENU(PUIHOCTH B3aMMOJCUCTBUS ¢ MakpocumMOmoHTOM) [Geremia um Jp.,
1994]. Hepeayuupyromuii KOHEI[ OJMTOCaXapHIHOW MOJIEKYJIbI IOJBEpracTcs
JlealleTWIIMPOBAaHUIO C moMolplo Oenka nodB [John u ap., 1993], a 3arem
AIMJIMPYETCS TI0 COOTBETCTBYIOIIEMY TMOJIOKEHHUIO TI0]1 BO3/IecTBUEM Oenka nodA

[Atkinson u ap., 1994].

Pazmuunsa mexny Nod-dakropamu pasHbIX BHUIIOB M JaXKe€ IITAMMOB OakTepui,
BIUSIOIINE Ha OHOJIOTMYECKYIO AKTUBHOCTh U XO3SIMCKYIO CHEUU(PUUHOCTD,
nocturatotes 3a cu€t moaupukannii LCO-0CHOBBI MOJIEKYJIbI — TaK Ha3bIBAEMOTO
«aexopa» [Broughton, Jabbouri, Perret, 2000; Perret, Staehelin, Broughton, 2000].
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Tak, OCTaTOK HPHOW KHCIOTHI MOXET UMETh Pa3IUYHYIO JUTMHY M KOJHYECTBO
HEHACBHIIIICHHBIX CBsi3el, a 00a koHna LCO moryt HecT Ha cebe pa3IudHble
3aMecTUTeNM:  cysibdartHble, (Qyko3wibHbIe, O-aleTWIbHBIE ©  JIPyTHE
dbyukiuonanpHbie rpymmnsl [Ardourel u ap., 1994] (puc.3). g ocyliiecTBICHUs
takux Momubukammii LCO 'y puzoOuili wuMeeTcsl YHUKAJIbHBIA HaboOp
JOTIOJTHATEIBHBIX NOd-reHOB, BXOASIINX B cocTaB nod-omnepoHa Hapsay ¢ NOdABC
[Demont u ap., 1993]. K npumepy, reast nodH, nodG, nodP u nodQ umerotcs
TonbKo y Oaktepuii Buna Sinorhizobium meliloti [Ehrhardt u np., 1995; Lerouge u
ap., 1990; Schwedock u np., 1994]. I'ersr nodH, nodP u nodQ ocymectBistor O-
cyibhaTUpOBaHUE PEAYIUPYIONIETo TepMuHaAIbHOTO KoHIa LCO, a mpoayKT reHa
nodG, SBISIOMIUICS  TOMOJOTOM  JIETHAPOTEHAa3 W KETOAIWJIPEAyKTa3,
MIPE/IIOJIOKUTETPHO BOBJICUYEH B CHHTE3 alMJIBHOW MM HA HEPEAYIUPYIOIIEM
koHre. Kak pesynbrat, Nod-dakrop yHUKaIbHOW CTPYKTYpPBI, CHHTE3HPYEMBIH
UMEHHO  JIaHHBIM  BHJIOM  MHUKPOOPraHWU3Ma, SBISETCS  JCTCPMHUHAHTOMN
crienn(UIHOCTH B YCTAHOBJICHHWH cumOmo3a Mexay S. meliloti u mronepHoi.
[TogoOHbIM k€ 00pa3oM ompeAensieTcss CrnenupuuHOCT, B3aUMOJICHCTBUS
pu3o0uii, Hecymux reH NOAX, ¢ Tak Ha3bIBaeMBbIMU «adraHcKUMu» (HopMamu

ropoxa nmocesHoro [Davis, Evans, Johnston, 1988; Firmin u ap., 1993] (cM. paznaen

1.4.1).

1.3.1.2.2. Bocnpusitue Nod-dpaxkTopa

HawnbGonee pannue Qusnonorudeckue U MOPQOJIOTHUCCKUE PEAKIUN pacTeHUS,
aHAJIOTUYHBIC PEAKIUSIM Ha TMPHUCYTCTBHUE B pu3ocdepe KIyOeHbKOBBIX OaKTepui,
MO>KHO BBI3BaTh MyTEM J00ABIICHUS MUKOMOJISPHBIX KOHIICHTPAIIUH OYHUIIEHHOTO
Nod-dakropa [Ovtsyna u ap., 2005]. IIpu stom Nod-hakTop MOKET HE HMEThH
«JIEeKOpay, XapaKTEepPHOTO NI CHMOMOHTOB JJAHHOTO BUJ1a O00OBBIX, OJTHAKO B 3TOM
cillydae pa3BuTHe cuMOHO3a OyAeT MpepBaHO Ha HadalbHBIX dTanax [Ardourel u
ap., 1994; Walker, Viprey, Downie, 2000]. B¢c€ 9T0 cBUIETENBCTBYET O HATUINH Y
OO00OBBIX CJIOKHOM CHCTEMBI CIEIU(PUUIESCKUX PEIENTOPOB, BOCHPHHUMAIOIINX

CUTHAJIbHYIO MOJIEKYJTY PU300Uii B HECKOJIBKO ATAIOB.
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Sinorhizobium meliloti Bradyrhizobium japonicum
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C D Rhizobium leguminosarum
nodX*

Rhizobium leguminosarum

Pucynok 3. Bapuautsl Nod-dakropa, cekperupyemMble pasHbBIMH BHIAMHM U IITAMMaMHU pu3oduii. 3enéHoit
pamkoii (D) Bernenena Moaudukanus (aleTHINPOBaHKE TI0 PeIYLHPYIOLIEMY KOHIY), 00yCIOBICHHAS HATUYUEM Y
Gakrepun rena nodX.

bonee necaru neT Hazaa myTEM MCCIEIOBAHUS MYTaHTOB, MEe(DEKTHBIX MO PAaHHUM
CTaausM CcUMOMO3a, Yy psla MOJECIbHBIX OOOOBBIX pPACTCHUI OBLIM BBISBICHBI
OpTOJIOTHYHBIE TeHbl, Koaupytomue penentopsl kK Nod-pakropy: NFR1 u NFR5 y
msanBenia  smorckoro (Lotus japonicus (Regel) K.Larsen), NFP u LYK3 y
JroniepHbl  craboyceuénnor (Medicago truncatula Gaertn.), Syml0 u Sym37 y
ropoxa moceBHoro (Pisum sativum L.) [Arrighi, 2006; Limpens u ap., 2003;
Madsen u ap., 2003; Radutoiu, 2003; Smit u np., 2007; Zhukov u ap., 2008].
[IpoaykTaMu BBINICTIEPEUUCICHHBIX T€HOB SIBJISIFOTCS PELENTOP-TIOA00HbIE KHHA3BI
¢ LysM-nomenamu, unun LysM-RLK. LysM-momensl BcTpewaroTcsi BO MHOTHX
OeyKkax Kak 2YKapuoT, TaK U MPOKAPUOT, U BBHITIOJHSIOT (DYHKIIUIO CBSI3bIBAHUS
TIIMKaH-COAEPIKAIIMX JTUTraHa0B (TaKUX, KaKk XUTHH U ero mpou3soaHsie) [Ohnuma

u 1p., 2008]. OHU COCTOAT M3 HECKOJBKUX HEOOJIBIIMX MOTHUBOB, OT 44 10 65
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AMUHOKHUCJIOTHBIX OCTAaTKOB — TakK HaspiBaeMblx LysM-motuBoB, wnmm LysM-
monyier (ot anri. lysin motif — nusuHOBBI MoTHB) [Bateman, Bycroft, 2000;
Buist u ap., 2008]. Kaxneiit LysM-moaynbs umeeT Paof-BTOPUUHYIO CTPYKTYPY,
IZle JIB€ O-CIUPATIU PACIOJNOKEHBI [0 OJHY CTOPOHY OT aHTHUIApPAJUIENIbHBIX [3-
cinoéB. Kak npaBuino, B 6enke LysM-Monynu pa3zieneHsl KOpPOTKMMU ceficepaMu,

OoraTeIMH CEpUHOM, TPEOHHMHOM M acraparmHoM [ Visweswaran u zp., 2014].

HecMoTpsi Ha IOBOJIBHO IIMPOKOE PACHpPOCTPAaHEHUE B KUBOM MHpPE, TOJIBKO Y
pactenuid LysM-nomMeHbl BXOAST B CTPYKTYpy O€NKOB, OOJIafaronuxX KHHA3HOU
akTuBHOCTHIO — LYSM-RLK [Bensmihen, Billy de, Gough, 2011]. Cuuraetcs, 4to
nepBoHadyabHON QyHKuuend LysM-RLK Obl10 BOCIIpUSATHE CUTHABHBIX MOJIEKYJI
Ha OCHOBE XMTHHA, IPOU3BOJIMMBIX MATOI€HHBIMH MUKPOOPTaHU3MAaMHU, B MIEPBYIO
oyepenb rpudaMu (Tak HassiBaeMbix MAMP (anri. microbe-associated molecular
pattern — monekynspHbIA TaTTEpH, XapaKTEepHBIM sl MUKpoOoB) mwinun PAMP
(amrm.  pathogen-associated molecular pattern — MosekyIsApHBI TaTTEpPH,
XapaKTepHbIN 11 natoreHoB)) [Nakagawa u ap., 2011]. B HacTosimee BpeMs 3Ty
(GYHKIHIO TPOJOJDKAET BBIMONHATH, Hanmpumep, kuHaza CERKI1 y Arabidopsis
thaliana. Ha ocHoBe aHamM3a MUKPOCHHTCHHHM T'CHOMHBIX  YYacTKOB,
¢nankupyronmx reibl LysM-RLK y 6000BbIX 1 HEOOOOBBIX PACTEHMI, MOYKHO
npeanoiaratb, YTO BCE 3TU I'€Hbl MMEIM €IMHOTo oluiero mpeaka [Zhu u np.,
2006]. Cuwmraercs, uto y ©0000Beix reHbl LysM-RLK  mperepnenu
JIOTIOTHUTEbHBIE IYMJIUKAMKA C TOCHEAyIomeld auBepcuuKanmen, d9to u
OpUBEI0 K  BO3HUKHOBEHHIO  CUMOMOTHMYECKMX  PELENTOpPHBIX  KHUHa3,

BOCIIPUHUMAIOLIMX CUTHAJBI pu3oouit [Zhang u ap., 2007].

VYyactue LysM-RLK B ycraHoBieHUM KITyOCHHKOBOTO CMMOMO3a BIEPBBIC OBLIO
ycTaHoBJieHO Ha npumepe reHoB JsiaBeHna NFR1 u NFRS, MyTtanuu B KOTOpBIX
NPUBOAWIM K TOMY, YTO PAacTeHHE TepecTtaBasio pearupoBath Ha Nod-daktop
[Madsen wu gap., 2003; Radutoiu, 2003]. HemaBHO OBUIO TIOKa3aHO M
HernocpeacTBeHHoe B3aumoeiicteue 6enkoB NFR1 u NFRS ¢ monekynamu Nod-

daktopa [Broghammer u np., 2012]. Iloznuee rewwi, optomoruunbie NFR1 u
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NFRS, 6sumn oOHapysxensr y M. truncatula (LYK3 u NFP, cootBercTBenHO) 1 P.
sativum (Sym37 u Syml10, cooTBeTCTBEHHO). AHaJIM3 MYTAaHTOB IO 3TUM T'€HaM
nokaszaji, 4to BocmpusTHe Nod-(daktopa y ropoxa M JIOIEpPHBI, MO-BHINMOMY,
IPOUCXOAUT CIOKHEE, YeM Y JIsiABEHIa; Tak, a1 MyTaHTtoB lyk3 u sym37 ObLio
XapaKTepHO YCIEIIHOE TPOHUKHOBCHHE OaKTeprii B KOPHEBOH BOJIOCOK C
MOCIIEAYIONUM OJIOKOM pocTa MHPEKIIMOHHON HUTH, B OTJIMYUE OT MOJHOTO OJI0Ka
uHbeknnd y MyTanToB JsaBeHia mo reny NFR1 — opromory LYK3 u Sym37 [Smit
u 1p., 2007; Zhukov u ap., 2008]. Dt maHHBIE 71 TOPOXA U JIOIEPHBI TOBOPST B
MOJIb3Y TaK Ha3bIBAEMOW «JIBypeLenTOpHON Monenu» BocrupusaTus Nod-hakTopa,
KOTOpasi BIEpBhIe ObLIa mpemnokeHa Oosee 20-tu et Hasan [Albrecht, Geurts,
Bisseling, 1999; Ardourel u ap., 1994]. CornacHo naHHod Mojenu, y 000OBBIX
pacTeHui CyIeCTBYET JiBa pa3HbIX THra perentopoB kK Nod-dakropy. «Peunentop
y3HaBaHUS» 3allyCKaeT CaMbleé pPAaHHHUE pEaKIMd PACTEHHs Ha TPUCYTCTBUE
MUKPOCUMOHMOHTA; OH 00JaJJaeT BHICOKUM CPOJCTBOM K Mosiekysne Nod-dakropa,
HO HE TMpeabsABIsAeT O0coObIXx TpeboBaHuil Kk €€ crpykType. «Penenrop
MIPOHUKHOBEHUS» KOHTPOJIUPYET MPOHUKHOBEHUE OAKTEpH B KJIETKH KOPHEBBIX
BOJIOCKOB pacTeHHusi; OH pacrmo3HaT «zaekop» Nod-dakTopa, OTBeuas, TaKUM

obOpasom, 3a crielupuIHOCTH CUMOHO03a.

Baxno otrmeruth, uto y MINFP u PsSyml0, sBnstomuxcs «peuentopamu
y3HAaBaHUS», OTCYTCTBYET CaMOCTOATENIbHAs KWHA3Hasg AaKTHUBHOCTb, T.€. OHHU
criocOOHBI (hYHKITMOHUPOBATH TOJBKO B KOMIUIEKCE C aKTUBHOM KMHA30M, KOTOpas
umeercsa, B udactHoctd, y MtLYK3 u PsSym37 [Broghammer u ap., 2012;
Nakagawa wu gap., 2011]. Ha ocHoBe BCEro BBIIIECKA3aHHOTO MOXHO
NPE/MONI0KNUTh, YTO «PEIENTOpPhl y3HaBaHUsA» BocnpuHuMaoT Nod-dakrop, a
3aTeM O00pa3yloT KOMIUIEKC C aKTUBHOM KWHA30U, (QopMupys «perentop
MPOHUKHOBEHUS»; JEUCTBUTEIBHO, 00pa3oBaHUE MMOAOOHOr0 KOMIUIEKCA OBLIO
npoaeMoHcTpupoBanHo st 6eakoB MINFP u MtLYK3 [Pietraszewska-Bogiel u
ap., 2013]. Tlpu 3TOM, COTJIaCHO J@HHBIM CEKBEHHUPOBAHHUS, T€HOMBI OOOOBBIX
MoryT cozepxath 0osiee 10 renoB LysM-RLK, o0nanaromumx BEICOKUM CXOJCTBOM

C BBINICONUCAHHBIMU. Takum oOpaszoM, obmas cxema peunenuuu Nod-hakTopa
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MOXET OBITh ropasgo 3alyTaHHeC, 4YCM MNpCACTABIIIOCH pPaHbIOC, W HMCTb

CYIMICCTBCHHLIC pa3/iniKs y pa3HbIX BUJOB U JaXKC ITIOJBHUIO0B 000OBEIX.

['oBOps 0 pacrmo3HaBaHWM PACTEHHUEM MHKPOOHBIX CHTHAJOB, HEJIb3s HE
YIOMSIHYTh O BaXHOCTH OTIUYMS MYTYaIHUCTUUYECKUX CUMOUOHTOB OT IMapa3UTOB.
M3BectHo, uro xwuroojurocaxapuabl (CO, ot amri. chitooligosaccharide) wu
NEeNTUAOTINKAHBI, CTPYKTYPHO CXOJHbIe ¢ cuMOuoTumdueckumu Nod— um Myc—
dakTopaMu, CTUMYIHMPYIOT 3allUTHBIE PEAKIMU PACTEHHS, TaK KakK SBISIOTCA
PAMP 1 cBHIETENBCTBYIOT O NPUCYTCTBHHM B Cpel€ NOTEHLHAIBHO OIMACHBIX
Oaktepuit u rpudoB [Carotenuto u ap., 2017; Kelly, Radutoiu, Stougaard, 2017;
Miyata u ap., 2014; Nakagawa u ap., 2011]. Takum oOpa3zoM, pacTeHUE AOIKHO
o0nanaTh CHOCOOHOCTBIO pa3iInyaTh OJM3KHE IO CTPYKTYpPE MOJEKYJbl IS
3aIlycKa NMPUHIUIHAIBHO pPa3HbIX OMOJIOTMYECKHUX OTBETOB. MemOpanHast LysM-
RLK LYR3, oOuapyxennas y M.truncatula, mposBiasier kpaiitHe BBICOKYIO
cnerupuyHocTh k cumbuotnyeckum LCO (kak Nod-, Tak u Myc-hakTopam),
a¢dextuBHO orTmmyas ux or CO; B 3KCHEPUMEHTaX CPOJACTBO JAHHOTO Oelika K
LCO 60 B 200 pa3 Beime, yem k CO [Fliegmann u ap., 2013; Malkov u ap.,
2016]. ITpu stom, mogodHo NFP, LYR3 mMmeeT HeakTUBHBIM KMHA3HBIN JTOMEH, H,
CIIeIOBAaTEIbHO,  JIOJDKHA  OOpa3oBbIBaTh  KOMIUIEKC ~ C  HOPMAJIbHO
GYHKIMOHUPYIONIEH KMHA30M JUIsl YCIEIIHON Tepeladyl curHaia. beuto mokasaHo,
yto LYR3 ¢usuuecku B3aumopeiictByer ¢ kuHazon LYK3, dopmupys
MeMOpaHHbI KOMIUIEKC, OpHUY€éM dSPPEKTUBHOCTh TAaKOTO B3aUMOACHCTBUS
0Ka3ajJ0Ch TOpa3lo BbIIE, YeM Mpu (OPMUPOBAHHMU AHAIOTMYHOTO KOMILJIEKCA
Mexay LYK3 wu NFP [Fliegmann u ap., 2016]. BaxHo oTMeTUTH, 4YTO
dbopmupoBanue komruiekca mexay LYK3 u LYR3 napymaercs B mpucyTCTBUH
LCO, T1.e. UMeeT MECTO HEraTMBHas PEryJslus JaHHOIO MPOLEcca JUIaHIOM
LYR3. Bcé BelmeckazaHHoe no3BoOJisieT mpenmnonararb, yto LYR3 B HOopme
Memaer ¢GopMupoBaHnui0 crabuiapHOro kKomruiekca NFP-LYK3, xkortopsrit
CIOCOOEH TPOBOLIUPOBATH HECBOEBPEMEHHBIE PEAKIMU PACTEHHUS B OTCYTCTBHE

cumOnornueckoro curHana. Ilosenmenue B cpene LCO 3actaBiaser LYR3
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CBSI3BIBATHCS C HUM, T€M CaMbIM BbICBOOOXmass kmHazy LYK3 u3 xommiekca u

MO3BOJIAA el B3auMoaecTtBoBaTh ¢ NFP.

[IpuBenénusiec AaHHBIC YKAa3bIBAIOT Ha TO, 4TOo perentopam kK Nod-dakropy
HEOOXOJMMO OCYIIECTBISTh CIOKHBIE B3aMMOJICHCTBHS IPYr C JIPYIrOM H C
COOTBETCTBYIOIIUMH  JIMTAHIAMHU  JJII ~ TOHKOM  PErysiuu  Tepeaadu
CUMOMOTHYECKHX CUTHAJIOB, YTO TMPEAINOIaraeT WX OCOOYI0 MPOCTPaHCTBEHHYIO
OpraHu3aluio B MeMOpaHe KJeTKd. M3BecTHO, 4TO B KIIETKaX MIICKOMUTAIOIINX
KITFOUEBBIMA TOYKAMU B3aUMOJIEHCTBUS ¢ MUKPOOAMH M BUPYCAMH SBJISIOTCS TaK
Ha3bIBaeMbIC JIMMMUIHBIC PadThl (OT aHrI. raft — miaoT) — CTPYKTypHUpPOBAaHHBIE U
IJIOTHO YMAaKOBAaHHBIE yYacTKHM MeMOpaHbl, OOOTaméHHbIC COUHTOIMIUIAMH U
crepoiamu [Lingwood, Simons, 2010; Pike, 2006]. ITogoGHbIe 00pa3oBaHus ObLIH
OOHapy>KeHbl W y pacTeHUW, MpUUYEM B PACTUTENBHBIX padTax HaOIIOHaeTCS
AKKyMYJISIUS OCOOBIX OCIKOB-PEMOPHHOB, YHHUKAIBHBIX JUISI PaCTUTEIHLHOTO
napctBa [Bhat u np., 2005; Jarsch, Ott, 2011; Kierszniowska, Seiwert, Schulze,
2009]. PemopuHBI BCTpEUarOTCS Yy BCEX HA3EMHBIX pACTCHHN, BKJIFOYAs
MAMTOPOTHUKH M MXHU; OHU XapaKTEPHU3YIOTCS KOHCEPBATUBHBIM C-TEepMUHAITBHBIM
pEeruoHOM U KpaiiHe BapuaOenbHbIM N-TE€pMUHAIBHBIM pPETHOHOM. bbiIo
MOKa3aHO, YTO PEMOPHHBI TMPUHUMAIOT HEMOCPEACTBEHHOE ydYacTHE BO
B3aUMOJICHCTBHSAX C MUKPOOPTaHU3MaMH, B TOM YHCJIe CHMOMOTHYECKUMHU [Jarsch,
Ott, 2011; Raffaecle u nap., 2007]. Tak, pemopun SymREMI1 M.truncatula
cenuQpUIHO HHIYIIUPYETCS B MPOIECCEe YCTAHOBIEHUS KIIyOSHPKOBOTO CHMONO3a,
JOKanu3ysch B MeMmOpaHne mHpeximonHoi Hutu u cumbuocom [Lefebvre u np.,
2010]. Kpome Toro, SymREMI1 B3aumMoneHCTByeT 1O MEHBIICH Mepe ¢ Tpems
pelenTOPHBIMU KUHA3aMu, yuacTBytomuMu B cumonose: NFP, LYK3 u DMI2 (cm.
pasgen 1.3.1.1). Poap peMopHHOB, TakuM O0Opa3oM, MOKET COCTOSNTH B
CBOCOOPA3HOM «PEKPYTHPOBAHUU» CUMOMOTHYECKHX PEIENTOPOB M BKIIIOUEHUHU
UX B cocTaB cTabmibHBIX padToB [Jarsch, Ott, 2011]. B psae padot coobimaetcst 00
Y4aCTUU B PETYJISLHNH KIIYOEHBKOBOTO CUMOMO03a U APYTUX MEMOpPaHHBIX OEJIKOB —
¢baotunmuHoB, B wactHocTH, MtFLOT4, kotopelii B mpouecce pu3oOUaIbHOM

I/IH(I)GKI_II/II/I IepeMeHIacTCsd Ha KOHYHK KOPHCBOI'O BOJIOCKA, KOJOKAJIM3YsACh C
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LYK3 [Haney, Long, 2010]; mpu stom mpoucxomut mMmmobOmmm3anus LYK3
[Fliegmann wu gap., 2016]. CormacHo mpeaaoKEHHOW MOJEIH, IEePBUYHAS
ummoOmmm3aiuss LYK3 B HECKONBKMX TOYEUHBIX CalTax KOPHEBOTO BOJIOCKA
HEraTHBHO BJIMSET Ha ero GyHKIHIO, nocie yero eauHuunbil LYK3 aktuBupyercs
JUISL  JanbHEHIIed TpaHCAYKIMM CUTHala; TEM CaMbIM MpPeJoTBpallaeTcs
MHOXECTBeHHas MHpeKus B ogHou kietke [Haney u mp., 2011]. Dra rumoresa

TaK)Ke€ XOpOUIO coryacyercsi ¢ npeanosaraemoit ponbto LYR3 kak Omokxartopa

LYKS.

[Tocne Bocnpusatus Nod-dakTopa paHHUM PElENTOPOM CHUTHAII MepenaéTes mo Tak
Ha3eiBaeMoMmy OOmemy cumoOuoTrueckomy myTtu (anria. Common Symbiotic
Pathway, CSP; cm. puc.4), KOMIIOHCHTbI KOTOPOTO y4acTBYIOT B OOpa30BaHUH H
KJIyO€HBKOBOTO CMMOMO3a, U acCOLMallMU ¢ MUKOpU3HBbIMU rpubamu. Cuuraercs,
YTO TEHbl, U3HAYAIBHO BOBJICUEHHBIE B (DOPMUPOBAHME MHUKOPHU3BL, Y OOOOBBIX
BIIOCJIEJICTBUM OBLIM PEKPYTUPOBAHBI JJIsl B3aUMOJEHCTBUS C pu3oOusmu. llpu
ATOM KJTtoueBble KOMITOHEHTHI CSP 00HapyXHBaroTCS YK€ Y XapOBBIX BOAOPOCIIEH
(Charales), uTo cBHIETENBLCTBYET O JIPEBHOCTH ATOI'O CHUTHAJIBHOIO KacKajaa U €ro

HEpa3pbIBHOW CBSI3U C UCTOPHUEH pa3BUTHUSI CYXOIYTHBIX pacTeHuil [Delaux u ap.,

2015].

1.3.1.3. OOmuii cuMOMOTHYECKHMIA CUTHAJIBHBIN MyTh

[lepBeim kommoHeHTOM CSP sBusiercss peuentopHas LRR-kunaza (oT aHruL
Leucine-Rich Repeats — netitiua-6oraTeie moBTOpHI). Y L. jJaponicus eé komupyer
ren SYymRK (Symbiotic Receptor Kinase — cumOroTHueckas perenTopHas KuHasa),
y M. truncatula — DMI2 (Doesn’t Make Infection — «He 0Opa3yeT HHPEKIIUIO»), Y
M. sativa — NORK (NOdulation Receptor Kinase — perenropHas KuHasa
KI1yOeHbpKoOOpa3oBanus), y P. sativum — Sym19 [Endre u np., 2002; Stracke u ap.,
2002]. Jluramn moast 5TOW PEUENTOPHON KHHA3bl B HACTOSIIEE BpPEMsS OCTAéTCs
HEU3BECTHBIM (BEPOATHO, OHA BBICTYIAET B POJIM KO-pelenTopa s OJHOW WU
Heckonbkux crenuduunbix LysM-RLK), ogHako mokaszano, uro y M. truncatula

e€ KHUHAa3HBIA JOMEH B3aUMOJAEUCTBYET € 3-ruApokcu-3-mermiriaytapuil CoA-
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peaykrazoit 1 (HMGRI1), ywacTByromeii B MNpOAYKUMH MEBajJOHATa —
MpEIIECTBEHHMKAa MHOTHUX BTOPUYHBIX MecceHmkepoB [Kevel u np., 2007]. ITlo-
BuaumMomy, uMeHHo HMGRI npuHamiexut OCHOBHAs poOjb B AaKTHUBAIUU
HIDKEJIeKAIMX ATAllOB CUTHAJILHOTO KacKaja, XOTs M3BecTHO, 4yTo SymRK/DMI2
CIIOCOOHBI B3aMMOJICMCTBOBAaTH emié ¢ psajgoM OenkoB, Takumu kak JIHK-
cesi3eiBatonuii 6eok ARID, SymREMI1 u SymRK-cBszannas E3-nuraza (SIE3)
[Lefebvre u ap., 2010; Yuan u nap., 2012; Zhu u ap., 2008]. [IpumedaTenpHO, YTO
romosorn SymRK y NOKpPBITOCEMEHHBIX PAaCTEHUH MOTYT UMETh YKOPOUYEHHYIO
dbopMy, OTIMYAIONIYIOCS TIO JJIMHE W CTPYKTYype BHEKJICTOYHOTO aoMeHa. [lpwm
9TOM yKOpoueHHbIH BapuanT SymRK puca cnocobeH BOCCTaHaBJIMBATh
obOpazoBanre AM y MyTaHTOB SYmrK JIsIBEHIIa, OJTHAKO I B3aUMOJICHCTBHUS ITHX
MYTaHTOB C pHU300UsIMHU Tpedyercss ¢dopma C IOJHOPA3MEPHBIM BHEKJIECTOUYHBIM

nomenoM [Markmann, Giczey, Parniske, 2008].

Ha cnenyromem sTame pa3BUTHA KIyO€HBKOBOTO M MHUKOPHU3HOTO CcHUMOMO3a B
MEePUHYKJICAPHON 00JIacTH KJIETKM KOPHEBOTO BOJIOCKA BO3HHKAIOT TakK
Ha3bIBACMbBIC KAJBIIUEBBIC OCIWIUIANNNA («CTAlKW»), CBI3aHHBIE C TIEPUOINIHBIM
BBICBOOOKIeHHEM HoHOB Ca”* U3 memno (sHIomIasMatuueckoit cetn) [Wais u ap.,
2000]. HeoOxoauMbIMKM ydacTHUKaMH 3TOTO Tporecca y L. japonicus seistorces
nBa katuoHHbIX KaHana, CASTOR u POLLUX, Haxonsmuxcsi BO BHYTpEHHEU
meMmOpane sapa. ¥ M. truncatula posis oboux kaHanoB Oep€T Ha cebs OpTOJIOT
POLLUX, o6emoxk DMII, a y P.sativum — Gemox Sym8 [Edwards u nap., 2007;
Imaizumi-Anraku u gap., 2005; Oldroyd, Downie, 2008]. JlaHHbIC KaHAJbI
SBIISFOTCS ~ KIMA-CTICIU(PUYHBIMA, W,  [O-BUAUMOMY,  KOMIICHCHUPYIOT
JIETOJIIPU3AIINIO SJIEPHOM MEMOpaHbl, BO3HMKAIONIYIO TPU JIBIKCHHHM KaJbIUs
[Parniske, 2008]. [Tomumo HEUX, B MpoIecCe T€HEPAIMK KaIbIIUEBbIX OCLMJUISIIAN
JOJDKHBI ~ NPUHUMATh  ydacTHE  HEMOCPEJICTBCHHO  KajbI[MEBBIC  KaHAJbI,
BbIcBOOOXJarone Kanbiuii u3 D[P u snepHoit 000n04Yku B HyKjIeoIUiazMy, U
aKTUBHBIC KaJIBIIMEBBIC HACOCHI/CUMIIOPTEPHI, CIIOCOOHBIC 3aKadaTh KaJbIHH
obpatHo B aemno. [Ipupoma cMMOMOTHYECKHX KaJbIIMEBBIX KAaHAJIOB O CHX ITOP

OCTaETCs HCHSBGCTHOﬁ, OIHAKO IIPCAIIOJOXKUTCIIbHAA JIOKAJIM3allu:d K&HBHHGBOﬁ
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MOJICKYJIIPHON MAIIMHEPUU TO3BOJIMIIA HACHTH(PUIIUPOBATh KAIBIIMEBBIA HACOC
kak MCAS, kanpuueByto ATd-a3zy u3 cemeiictBa SERCA [Capoen u ap., 2011].
CornacHo mpeioxeHHoW Maremarndeckord monenu, DMIT/CASTOR-POLLUX
MOTYT BBICTYIIaTh B pOJIM AKTHUBATOPOB THUIIOTETUYECKUX YYBCTBUTEIBHBIX K
HaIpPSHKEHUIO KaJbLIMEBBIX KAHAJIOB 3a CUET JEHOJIApU3AlMK MEeMOpaHbl MOHAMU

kamus [Granqvist u ap., 2012].

[Toka3aHo, 4YTO /111 BOSHUKHOBEHUS KAJIbIMEBBIX OCUUJUISILIUI TaKKE HEOOXOANMBI
TPU KOMIIOHEHTA siiepHOil nopsel, — Hykieonopruasl NUP8S, NUP133 u NENA, —
XOTS MEXaHW3M MX ydacTus B HacTogilee Bpems HesceH [Groth u np., 2010;
Kanamori u ap., 2006; Saito u ap., 2007]. Bo3moxxHO, OHU 00pa3yr0T KOMILIEKC,

HOBBOJI}IIOHII/Iﬁ nepcaaBaTb CUrHall OT KJIETOYHOM MGM6paHBI K MCM6paH€ sapa.

KanbiiueBble OCHWUISALMM ~ CIAYKAT CUTHAJIOM, KOTOPBIM BOCHIPUHUMAETCS
KaJIbLIUI/KaTbMOIYJIMH-3aBUCUMON CcepUH-TpeoHnHOBOM kuHa3oil (CCaMK y L.
japonicus, DMI3 y M. truncatula). JlaHHbIii O€OK SBISCTCS TJABHBIM
pPEryJATOPOM CHUMOMOTHYECKOTO CHUTHAJIBHOTO KacKa/la, aKTUBAIMU KOTOPOTO
JIOCTaTOYHO [IJIsl 3aIlycKa Iporecca KiIyOeHbKOOOpa3oBaHUS WM MHUKOPHU3AIUU
Jla)ke B OTCYTCTBUE BhINIenexamux curdaioB [Gleason u ap., 2006; Lévy u np.,

2004; Mitra u mp., 2004].
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Nod-darTop

»
i MemBpaHHbIi MtNFP = LjNFR5 = PsSym10
QEQT MtLYK3 = PsSym37 =jNFR1

& I s I MtDMI2 = LjSymRK = PsSym19
o X Y
I MtDMI1 = LjCASTOR/LjPOLLUX =PsSym8&
% MtDMI3 = LjCCaMK = PsSym9
MembpaHa s MtIPD3 =1jCYCLOPS = PsSym33
KOPHEBOIO I MtSUNN = LjHAR1 = PsSym29
BONOCKA :
MeBanoHaTMAn
k'.‘ WHOW MecceHaKep
Apepnaa
membpaHa
] — Crebens
4 \ :
DMI1 ﬂ /
"‘.‘.‘ ‘.‘" . ) Hykneonoputel NUPSS, CLE-RS1,
W \ / NUP133, NENA CLE-RS2

ABTOpErynALWA |
rnyBeHbroobpazoBaHuA

MNopaeneHne akTMBHOCT

A
¥

NSP2 NSP1

dochopunupoBaHue

Passutue

AKTMBALMA TDAHCKPHIMLAM HOAY/TMHOB KnvﬁeHbKa
[ T T T T T T T T T T

Pucynok 4. Cxema OOmero cumonoruyeckoro curHajabHoro mytu (CSP) Ha mnpumepe JIOUepPHBI
craboyceuénnoii (Medicago truncatula). Bo Bpe3ke mnpuBeneHbl W3BECTHbIE OPTOJOTH Yy JISIABEHIIA STIOHCKOTO
(Lotus japonicus; xpacubiii mpudt) u ropoxa mocesHoro (Pisum sativum; cunuit mpudr). JonogHUTEIbHYIO
nH(OpMALIUIO CM. B TEKCTE.

CCaMK/DMI3  cBmwiBaetcsi ¢ CYCLOPS/IPD3 -  cyOctpatom  ams
dbochoprmpoBanus, Ybsi TOYHas (QyHKIMS Hew3BecTHa. MytanTel cyclops y L.
japonicus AeMOHCTPHPYIOT OJIOK pa3BUTHS MH(DEKIIMOHHONW HHUTH M armapara
MIPOHUKHOBEHUSI TIPU KITyOEHHKOBOM M MHKOPWU3HOM CHMOMO3€, COOTBETCTBEHHO
[Parniske, 2008; Yano u ap., 2008]. [Ipu 3TOM HauyajgbHbBIE dTalbl OpraHoreHe3a
KJIyOeHbKa y TaKUX MYTaHTOB He cTpagatoT, uto aenaeT CYCLOPS cBoeobpa3zHoit
«TOYKOU OM(ypKalnn», B KOTOPOH PACXOATCS CUTHATIBHBIC ITyTH, OTBETCTBCHHBIC
3a KOHTpPOJIb OakTepualbHOW WHGEKIMN U KIyOeHbKooOpa3oBaHus. BaxHo
OTMETUTh, 4TO y MyTaHToB ipd3 M. truncatula cremens mposiBicHus peHOTHIIA
3aBHCHUT OT TEHETUYeCKOro (oHA, UYTO CBHJIETEIBCTBYET O YaCTUYHON
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u30piTouHocT IPD3 1 Hanuuuu TOMOJHUTENHFHOTO YYaCTHUKA CUTHAIBHOTO MyTH

co cxoxel pyuknueit [Horvath u np., 2011].

Kommiekc CCaMK/DMI3 + CYCLOPS/IPD3 IPEINON0KUTEIHHO
dochopunupyer NSP2 (ot anrn. Nodulation Signalling Pathway — curnanbHbi
nyTh KiIyOeHbKoOOpa3oBaHMs), TPaHCKPUIIMOHHBIN (akTop cemeiictBa GRAS
[Kal6 u mp., 2005; Smit u nap., 2005]. [Ipexae cuutanock, uro NSP2 sBusercs
KITyOCeHEK-cienmu(pUIHBIM (PaKTOPOM, OJHAKO BIOCIEACTBUU OBLIO IMOKA3aHO €T0
yuactue U B AM-cumOuno3ze. MyTaHTbl NSP2 AEMOHCTPUPYIOT CHUXKEHHBIE TEMIIBI
MUKOpPH3allUM KOpPHS W3-3a HapymieHuil B AM-acCOUMUPOBAHHOM CUTHAJIbHOM
kackane [Lauressergues u nap., 2012; Maillet u ap., 2011]. U3BectHO, uto NSP2 1
NSPI, emé€ oauH KiIyOeHEK-cIeUPUUHBIA TPAHCKPUIIIIUOHHBIN  (akTop,
YYacTBYIOT B PEryJSIIUA CHUHTE3a CTPUTOJIAKTOHOB, KOTOPHIE MOTYT BBICTYIIATh B
POJIM pAaCTUTEIBHBIX CUTHAJIOB, BOCIIPUHUMAaEMbIX rpuboM [Liu u np., 2011]. Ilpu
sToM NSP1, no-Bugumomy, He OKa3bIBaeT BIUSIHUS HA AM-cuMOM03 1 HEOOX0AUM

UCKIIFOUUTENBHO Uil KIyOeHbKkooOpa3zoBaHuss W Nod-(akTOpHOro CHUTHaJIMHIA

[Catoira u ap., 2000].

NSP1 wu NSP2 o00pa3yioT reTrepoAyIlsieKC, CIOCOOHBIM CBS3BIBATBCA C
npoMotopamu  Nod-pakTop-uHAyLUpYEMBIX TIeHOB. biaromaps axkTUBHOCTH
komruiekca NSP1 + NSP2 mnoBblliaercst 3KCIpeccusi TEHOB PaHHUX HOAYJWHOB
ENOD40, ENODI11, ENODI12, ENODS, perynupyromux pocT HHPEKIHMOHHON
HuTH 1 hopmupoBanue KiydoenrkoBoro npumopaus [Albrecht, Geurts, Bisseling,
1999; Kalé6 u ap., 2005; Smit u ap., 2005]. Ilomumo 3TOro, UHAYUUPYETCS
tpanckpunuusa reHoB  NIN u  ERN1, xomupyromux JOonoJHUTENbHBIE
TPAHCKPUIILMOHHbIE  (DAKTOPbI, KOTOpbIE OTBEYAIOT 32 BPEMEHHYIO U
MPOCTPAHCTBEHHYIO KOOPAMHALIMIO ATAloB pa3BUTUA KiyOeHbka [Borisov u p.,
2003; Marsh u ap., 2007; Middleton u np., 2007; Schauser u ap., 1999]. Ocobyto
BaxHOCTh uMeeT ¢aktop NIN (ot amrm. Nodule Inception — 3apoxnenue
KIyOeHbKa), KOTophlid siBisercss BTOpbiM (mocie CCaMK) 1eHTpalibHbIM

pETyIsITOpOM  KIIyOCHbKOOOpa3OBaHMs, Wrpasi KIIOYEBYHD poOJb Kak B
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AMHUAEPMAIbHBIX (MH(GEKINN), TaK U B KOPTHUKAIBHBIX (OpraHoreHese KiyOeHbKa)

nmponeccax.

Crnenu¢puyable TPaHCKPUILIMOHHBIE (PaKTOphl ObUTM OOHApyXeHbl U s AM-
cuMburo3a. RAM1 HeoO6xoauM yKe Ha CaMbIX paHHUX CTAMSAX KOJOHHU3AIMH KOPHS
rprOOM, MOCKOJBKY TPHU B3aUMOJCUCTBUH ¢ MyTaHTaMH MO JaHHOMY T€Hy T'pHO
wioxo ¢GopMHUpyeT TUPOMOJUU — OpPraHbl MNPUKPEIUICHUS K PACTUTEIHHOMY
smuaepmucy [Gobbato u np., 2012]. Moxno ckazath, uyto (yHkmuu RAMI u
NSP1 mnapamienbHbl OpU yCTAaHOBJIEHWHU, COOTBETCTBEHHO, MHUKOPU3HOTO WIH
KIIyOeHbKOBOTO  cumOmo3a. RAMI1  aktuBupyer  skcmpeccuto  RAM2Z,
YUacTBYIOIIETO B CHHTE3€ KyTHHA, KOTOPBIH CIOCOOCTBYET (OPMHUPOBAHUIO
ruponoguii (Wang et al., 2012). MurepecHo, uto mis RAMI, kak u ans NSPI,
nokaszaHo B3aumojeiictsue ¢ NSP2. Takum oOpazom, umeHHO NSP2 MoxeT ObITh
nociaeaHuM  KomnoHeHToM CSP, omnpenensiommMm — AalbHEWINEE pPa3BUTHE
cumbuoruueckoro orsera [Oldroyd, 2013]. He uckmroueno, uro NSP2 crnocoben

BOCIIPUHUMATL CUTHAJI OT «IIO3OHHX» CHMOHMOTHYECKHUX peucuToOpOB HaHOI[O6I/Ie

LYKS.

Emé omHMM BaXHBIM CHTHAJIBHBIM  TIPOIIECCOM TIpH  (POPMUPOBAHUHU
KIIyOCHHKOBOTO ~ CHUMOMO3a  SIBJIISIETCS TaK  Ha3biBaeMas  aBTOPETYJISIUs
KITyOeHpKkooOpa3zoBanus. CUHMTaeTCs, 4YTO PACTEHHE PETyJIUPYET KOJIUYECTBO
KITyOCHBKOB, BOCTPUHHMMAs BHEIIHHUE W BHYTPEHHUE CHUTHaIbl. (OCHOBHBIM
BHEIITHUM CUTHAJIOM CIYXXUT MH(POpPMAIIUS O COJIEP>KaHUN HUTPATOB B MOYBE, B TO
BpeMsi KaK BHYTPEHHUE CHUTHAJIBI MPEACTABISAIOT COOOM CHCTEMY «OOpaTHOM
CBSI3M» MEXAY KOpHEM U TMMOOeroMm, HamnpaBlIeHHYIO Ha I[IO/JaBIIEHHE pOCTa
U30BITOYHBIX KIyOeHbKOB. OHA COCTOMT U3 JIBYX CHUTHAJIOB — «BOCXOJISIIETOY,
HaMpaBJICHHOTO U3 KOPHSA B TMo0er u Tepenaromero uH@opMaiuo o
OakTepraibHOW WH(EKINU, U «HUCXOJAIIETO», KOTOPBIM CHCTEMHO OJOKUpPYET
JanpHelInee — KIyOeHhKOOOpa3oBaHWE  MPH  JOCTIKEHHUH  ONTHUMAJIbHOIO
konnyecTBa KiyoeHpkoB [Caetano-Anolles, Gresshoff, 1991; Ferguson u np.,

2010]. IMToka3aHO, 4TO POJIb BOCXOMSIIETO0 CHUTHAJa MIPArOT KOPOTKHE MEITHIbI
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cemeiictBa CLE, CLE-RS1 u CLE-RS2, Bocnpunumaemsie cneruduunoir LRR-
kunazori (HAR1 y L. japonicus, SUNN y M. truncatula, Sym29 y P. sativum) B
crebne [Krusell u np., 2002; Mortier u ap., 2010; Nishimura u ap., 2002; Okamoto
u ap., 2009; Schnabel u mgp., 2005]. Tpauckpunuuonusii ¢akrop NIN, oaun u3
BAXHEHIINX PETYIATOPOB KIyOE€HBKOBOTO CHMOMO03a, IMOBBIIAET 3SKCIPECCHIO
reHoB CLE, TeM caMbiM ycunuBas BOCXOJSIIMI CHUTHAlI MO Mepe 0Opa3oBaHUs
HOBBIX KIIYO€HBKOB. 3a cuéT HUcXxoasuero curnana aktuBHocTh NIN nogasisiercs,
YTO TMPUBOAUT K CHCTEMHOMY OJIOKY KIyO€HbKOOOpa30BaHUS M TMO3BOJIAET

COXpaHSTh KOJUYECTBO KIyOCHHKOB Ha HEOOXOIMMOM YypOBHE [Soyano u Ap.,

2014].

XOTsl BOCHpUATHE OaKTEpUaJbHBIX CUTHAJIOB SIBJISIETCSl CaMOil paHHEM craauen
cuMOH03a, U BCE JAlbHEWIINE ATalbl CUTHAJIBHOTO KacKajla Ha IMEpBBIA B3I
JUIIEHBl CHEMU(GUIHOCTH B OTHOIICHUH CUMOMOTHYECKOTO MapTHEPA, MOKa3aHo,
YTO pelENTOPHbIE KMHA3bl, 00ECIEUNBAIOIINE pACIIO3HABAHNE MUKPOCUMONOHTOB,
UTPAIOT BAXKHYIO POJb M Ha MO3JHUX ATanax KiIyOeHbKooOpa3oBaHus. Tak, reH
DMI2, momuMo ydacTusi B BOCHPHUSITHH PAaHHUX CHMOMOTHYECKHX CHTHAJIOB,
HeoO0XouM enl€ U Juid HopMaJlbHOTO (popmupoBaHus cumoOuocom [Limpens u 1p.,
2005]. TTokazaHo, 4TO MPH CHIKEHUM €TI0 JKCIPECCUU Y JIIOIEPHBI 00pa3yrOTCs
CTPYKTYPBI, CXOJIHbIE C CUMOMOTHUYECKUMHU CTPYKTYPaMU MPUMUTUBHBIX O0OOBBIX:
pocT MHPEKIIMOHHON HUTH HE MPEKpaIaeTcsi BHYTPH KIyOeHbKa, U OaKTepuu He
BBICBOOOXKIAIOTCA M3 HEE B IUTOINIA3My pPACTHUTENbHBIX KieTok. [lpu »ToMm
dbukcanuu azora Takke He mnpoucxomauT. Jlng rema NFP  Takke Oblia
IPOJAEMOHCTPUPOBAHA SKCIPECCHS KaK HA PaHHUX dTamax CMMOMO3a, B KJIETKax
SMUIEPMHUCA, TaK M Ha MO3AHUX, B 30HE KIyOeHbKOBOTO Iipumopaus [Rival u ap.,
2012]. DOkcnpeccuss NFP He mpekpaiiaercs W B 3pejoM KiIyOeHbKe, TIe OHa
cocpenoroueHa B 3oHe mHpeknuu [Bensmihen, Billy de, Gough, 2011]. Takum
oOpa3zoMm, crnenuduyueckre CHUTHAIbI, COOOIAIOIINE PACTEHUI0  BAXKHYIO
uHQOpMAIIMI0O O MHUKPOCMMOMOHTax, MOTYT IOCTynaTb OT OakTepuil Ha

MPOTSHKEHUHU BCETO Tpoliecca cuMOuo3a.
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1.4. Topox moceBHoii (Pisum sativum L.) kak MoaeJdbHbIH 00BEKT A
M3Y4YeHHs] FTeHeTHKH KJIY0OeHbKOBOI0 CHMOMO03a.

['opox OTHOCHTCA K IPEBHEM Ipynne KyJIbTYPHBIX PACTECHUM, MPOUCXOASANIUX W3
OJIMYKHEBOCTOYHOI'O IEHTPa JTOMECTHUKAIlMM, W TO0 Cel JEHb BXOJUT B YMCIIO
BAKHEHIIINX MHUPOBBIX CEIBCKOXO3SIMCTBEHHBIX KYJIbTYp. ['Opox OBUT OKYJIbTYpEH
npuonusutenbHo 10000 jmetr Hazaa, U COBMECTHO C JAPYrUMU OOOOBBIMHU CTall
BAXHOW COCTAaBJISIIOIICH palMOHa paHHUX LUBWiIM3auui bivxkHero Bocrtoka u

CpenuzemaoMopbs [Smykal u mp., 2011].

PanHee OKyJnbTypuBaHHE, IIUPOKOE PACOPOCTPAHEHHE, CIOCOOHOCTh K
rUOpUIM3ak W pa3HooOpazue (HopM 3aTPpyAHSIOT CHUCTEMATHKy Topoxa, W B
HACTOSIIIIEe BpeMs Ha 3Ty MpobiieMy HE CyIIeCTBYeT eauHoro B3risna [Kocrepus,
2015b]. CornacHo omHOM M3 MOCICAHHMX OMyOJIMKOBAHHBIX KJIACCHU(pUKAIUN, POJI
Pisum coctout u3 nByx Buaos, P. fulvum Sibth. & Sm., u P. sativum L., npu sTom
HOCJICIHUIM TIOJpa3eiseTcss Ha JBa MOJBUAA: KYyJIbTYPHBIH Topox P. sativum
subsp. sativum u mumkyro ¢opmy P. sativum subsp. elatius (M. Bieb.) Asch. &
Graebn [Nesbitt, 2003]. ITonynsauu P. elatius B HacTosiiee BpeMsi BCTpEeYarOTCs
o Bcemy Cpenn3eMHOMOPCKOMY OacceiiHy, B TO BpeMs Kak pacupocTtpaHenue P.
fulvum orpanndeno biamwxkuaum Bocrokom (JleBant). Hepenko B kauecTBe TPETHETO
CaMOCTOSTEIILHOTO BUA BbiaesieTcs Take P. abyssinicum A. Br. — He3aBrCHMO
OKYNIbTYPEHHBIH SHAeMUK Memena n Dpuonnu, KOTOPHI paHee OMUCHIBAICA KaK

noasup P. sativum [Kocrepun, 2015b].

Co BpeMEH OTKpBITUS 3aKOHOB HacleACTBEHHOCTH ['peropom Mennenem B 1866
rojly TOpOX CUHTAETCS KJIACCHUYECKUM MOJCIBHBIM OOBEKTOM TCHETHKH, B TOM
YUCJIe U TeHEeTUKU cuMOMO030B. [IpenmMyiiecTBamMu ropoxa sIBISIOTCS OJTHOJETHUMN
YKW3HEHHBIN ITUKJI, CAMOOIIBIJICHHE M OTHOCUTEIBLHO HEOOJIBIIIOE YHCIIO XPOMOCOM,
OJIHAKO €My TakKKe NPUCYIl W pAd HEJOCTaTKOB, KOTOpPbIE CYILIECTBEHHO
3aTOPMO3WJIM TEMITbl T€HETUYECKUX HCCIEOBAaHUM JaHHOTO 0oO0BekTa. llepBbiM
CEepbE3HBIM TMPEMSATCTBUEM IS TeHETHKOB CTajo0 TO, YTO XPOMOCOMBI TOpoxa
MMEIOT JIOBOJIBHO MEJIKUN pasmep U OelHbl MOP(OJTOTHUECKUMHU OCOOCHHOCTSIMU

[Hall, Parker, Ellis, 1997; Koctepun, 2015a]. IIpu 3ToM pasmep reHoma ropoxa
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BEChbMa BEJIMK: OH COCTaBJseT mpubansutensHo 4.3 — 4.45 ['6, u cyliecTBEHHYIO
ero u4acth (50-60%) 3aHUMalOT TOPOTSKEHHBIE MOOWIbHBIE  3JIEMEHTHI
(TpaHCcTO30HBI), B OCHOBHOM M3 cemelictB Ty3/gypsy m Ogre [Macas, Neumann,
Navratilova, 2007; Stacey u ap., 2006]. Bkyre ¢ HU3KOH CIOCOOHOCTHIO rOpoXa K
reHeTHYeCcKo TpaHchopMmaluu 3TO MOOYIUIIO HccienoBaTeneid B Hadane 90-x
roioB XX BeKa 00paTUThCS K 0oJiee yIOOHBIM MOJIETBHBIM OOBEKTaM: JISIBECHITY
smoHckomy [Handberg, Stougaard, 1992] u mronepre cnaboyceuéunoii [Barker u
ap., 1990]. Tem He meHee, Onaromaps CEIbCKOXO3SMCTBEHHOM IIEHHOCTH ropoxa

MCCIIEIOBAHUS HA HEM ITPOJOJDKAOT MPOBOJAUTHCS U IO CEU JICHb.

N3ydyeHne TEHETHKH CEIbCKOXO3SIMCTBEHHBIX KYJBTYp HEPa3pbIBHO CBS3aHO C
MMEHEM BBIJAIOIIErocs poccuickoro yuénoro Hukonas MBanosuua BasuiioBa. B
20-x tomax XX BeKka OH TEPBBIM B MHPE 3aroBOpUil O HEOOXOJAUMOCTH
NPUHUIUNHAIBHO HOBBIX, HAay4YHO OOOCHOBAHHBIX TMOJXOJIOB K CEJICKIIHH,
HaMnpaBJICHHBIX Ha YCKOPEHHOE CO3/IaHUE CBEPXIPOU3BOJUTEIBHBIX COPTOB.
OnHMM M3 BaXKHEMIIMX IIAaroB B JAHHOM HalpaBJieHUW BaBWioB cunTan uydyeHue
MUPOBBIX T'€HETUYECKUX PECypCOB KYJIbBTYPHBIX pAacTEHUM U HX JUKHUX
poactBeHHMKOB [Bumnsikoa, 2012]. B 1920-40x romax moja pyKOBOJICTBOM
BaBuioBa (4 3a4acTyro ¢ €ro HEMOCPEACTBEHHBIM y4acTHEM) ObUIM OpraHU30BaHbI
MHOTOYHMCJICHHBIE SKCIEAUIMA B Pa3JIMUYHbIE TOYKM 3EMHOrO IlIapa C IEIbI0
M3y4eHHs W cOOpa CEJICKIIMOHHOIO MaTepHana, a TakKe IIOMCKa IIEHTPOB
IF€HETUYECKOr0 pa3HooOpa3us KyJbTYpPHBIX pacTeHuil (koTopble BaBuios
OTOXACCTBISUI C IeHTpaMHu OKyinbTypuBaHus) [['onuapos, 2014; Kocrtepun,
2015b]. OOGHapyxeHHbIC T€HETHYECKHE BapHaIldH, CBS3aHHBIC C Pa3IUYHBIMU
YCIIOBUSIMHM TIPOU3PACTaHUS W CIOCOOaMH BO3JEIbIBAHUS, JOJDKHBI OBLIA CTaTh

HCHHBIM MCTOYHHUKOM ITIOJIC3HBIX IIPU3HAKOB IJIA 6YILYH_ICI>'I CCJIICKIIHMH.

OmarM W3 MHOTOUYHCICHHBIX COPAaTHHKOB M TocienoBaTenei BaBumoBa ObLI
Jleonun HMmnareeBud ['0BOpOB, [0Jroe BpeMs 3aHUMABIIMN  JTOJKHOCTH
3aBEYIONIEr0 OTIEIOM 3€pHO0000BBIX KyJIbTyp Bceecoroznoro WuctutyTa

PacrenueBonctea (BUP). Wnen BasunoBa ['0BOpOB aKTHMBHO MNPUMEHST K
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0000BBIM KyJbTypaM, Bblienssd cpend HUX OcHOBHYW it CCCP — ropox.
O600mass martepuansl, coOpaHHble B HKcnenuuusx BaswioBa mno biamxzemy
Boctoky, T'oBopoB mmmer crateio «l'opox Adranucrana. K mpobreme
MPOUCXOXKJIEHUS KYJIbTYPHOIO TOpOXa», MaTepHalibl KOTOPOM BOILLIM B COOPHUK
«3emuienenbueckuii Adgranucrany, Bpimeamui B 1929 rogy [BaBuiio, bykunuu,
1929; T'oBopoB, 1928]. B nanHoil cratbe ['0BOpOB ma€T wucUeprbIBaIOLIEE
OoTaHUYECKOE, MOpPQoJIOTUYECKOe U reorpaguyeckoe OMMUCaHuE
nepeHea3snaTckux (GopM ropoxa, OoTMeuas BBICOKOE pa3HOOOpasue MPU3HAKOB,
CKOHIICHTPUPOBAHHBIX B A3TOM peruoHe. B uwmcne npouero I['oBopoB Takke
BIIEpBbIE OOpallaeT BHUMaHHE Ha OCOOBIM XapakTep B3aUMOJCHCTBUA C
KITyOCHbKOBBIMU OaKTepUsAMH, NPHUCYLUIUHA HEKOTOpPhIM TopoxaM AdraHuctaHa
[ToBopoB, 1928]. BrmocieacTBum 3Ta Tema Mojdyduiia pa3Butue B padore 3.I.
PasymoBckoii. [IpoananusupoBaB nopsimka 30-tu o6pasnoB u3 xoswieknuun BUP,
PazymoBckasi oOHapyxujia psii TEHOTUIIOB TOpOXa, MPEUMYIIECTBEHHO U3
Adranucrana, IeMOHCTPUPYIOIIUX TOJHYIO WA YaCTUYHYIO HECIOCOOHOCTH
o0pa3oBbBIBaTh CHUMOUO3 ¢ OakTepusiMd B TouBax JIeHMHrpajckoil o06iacTu
[PazymoBckasa, 1937]. K coxanenuto, B AajdbHEUIIEM 3TO HaNpaBICHUE HE
nonyuynno B CCCP  [mOmKHOTO pa3BUTHUS, OTYACTU H3-3a YCTAHOBJIECHUSA
«MuuyprHCKO arpoOHOJIOTMK» B KAauyecTBE JOMHUHUPYIOUIEH MapajaurMbl

COBETCKOM OMOJIOTHYECKON HAYKH.

HHTepec k ropoxam, «yCTOWYUBBIM K 3apaKEHUIO» KIyOEHbKOBBIMH OaKTEpPUSMU,
o611 BO3pokaAEH B 1970-x — 1980-x romax T.A. Lie, koTopblii Hayasl U3y4aTh TOPOX
u3 Adra"ucTana u Apyrux CTpaH LEHTPa F€HETUYECKOT0 pa3Hoo0pasus B TOUCKAX
IIPUPOIHBIX BapHalliii TeHOB, BOBICUEHHBIX B cuMOno3 [Lie, 1971; Lie, 1978; Lie,
Timmermans, Ladizinski, 1982; Lie, Timmermans, 1983]. Ou oOHapyxui
HECKOJIbKO TE€HOTHUIIOB, MPOSIBISIOMUX JAePEKThl KIyOeHbKOOOpa30BaHUS WIU
azoTdukcanuu npu B3aUMOJICHCTBUH co ITaMMaMH pr300Hii,
pacnpoctpanéunbiMu B EBporie. [Ipu 3TOM OHM BCTynanau B HOpMaibHbINA CUMOMO3
CO IITaMMaMH, BBIICJICHHBIMU W3 TouB Typuuu, M3pawis u psga Japyrux

OJIM)KHEBOCTOYHBIX CTpaH. ['eneTnueckue ACTCPMHUHAHTBI, OTBCYAKOIIHNC 3a
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MPOSIBJICHHE ATUX MPU3HAKOB, MOTYYHIN Ha3BaHue SYymMl (TemmepaTypo3aBHCHMOE
KJIyOeHbKoOOpa3oBaHue co mramMmmamu u3 EBporibl y ropoxa nunuu Iran) u Sym2
(oOmast ycTOMYMBOCTh K 3apakeHHI0 mrTamMmMamu u3 EBpombr). B ckpemmBanusx
o0a JeTepMUHaHTa BeM ce0sl KaKk MEHICIEBCKHUE TeHBI, TIPX 3TOM SYyM1 mposBIisit
JIOMUHAHTHBIE, a SYM2 — pelecCuBHbIE CBOWCTBA. DTU TEHbl CTAM TMEPBBIMU

CUMOHMOTHYCCKHMH TeHAMH, OITMCAaHHBIMK y 0000BbIX [Lie, 1984].

['en Sym?2 BrocnencTBuu ObLT KapTUPOBAH B rpyIine cueryieHus | reaoma ropoxa,
pSIOM C JIOKYCOM JIEITEMOTJIOOMHA, B COCTaBE KJacTepa, COAEPIKAILEro psia
npyrux sym-reHoB [Kozik wu ap., 1996]. KaptupoBanue Syml He
OPEINPUHUMAIIOCH;, BBISICHWJIOCH, YTO OH TPEACTABIACT COOOH ayuIeIbHYIO
Bapuaiuio rena Sym2. Kaxymuecss NpoTHBOpeYHsi B XapakTepe MPOsIBICHUS
npu3HakoB Syml u Sym2 B henotume 66 0OBSICHEHBI TEM, YTO SYM2 BenéT ceds
KaK IOMHUHAHTHBIM WM PEHECCHUBHBIA JETEPMUHAHT B 3aBUCHUMOCTH OT CBOICTB

mramma 0aKTepHii, ¢ KOTOpbIM B3auMoeicTByet pactenue [Kozik u ap., 1995].

B nuteparype geHOMEH yCTOMYMBOCTU OTIEIbHBIX JIMHHMM ropoxa u3 Ilepenneit
A3uM K 3apakeHHUI0 pU300MsSMU MHOIZIA Ha3bIBalOT «adraHCKuM» (DEHOTHUIIOM, a
alyieNb reHa SYmM2, KOHTPOJIUPYIOIIYIO JaHHBIA MPU3HAK, — «a(TraHCKOI» ajieIbio
(Sym2") [Geurts u mp., 1997; XKykos u mp., 2008]. Bobmas 4acTh W3BECTHBIX
JUHUM ¢ «adraHcKum» (PEHOTHUIIOM JICUCTBUTENILHO MPOUCXOAUT U3 AdraHucTana,
OJIHAKO CIEAyeT UMETh B BHUJY, UTO IPU3HAK HE UMEET CTPOToi reorpaduueckoi
OPUBS3KM: TOpPOX, MpOU3pacTalolMii Ha Tepputopun AdraHucraHa, He
o0s3aTeNbHO OyAeT HMMETh «araHckuil» (eHotur, U HaoOOpoT, 0Opa3Lbl ¢
«adraHckuM» (QeHOTHNOM OOHApPYKMBAIOTCA B TOM YHCIE W 3a MpeaeiaMu

Adranucrana.

VY mramMmoB OakTepuii, CHOCOOHBIX K B3aMMOJICHCTBHIO KaK C «EBPOIMECHCKIMUY,
TaK u ¢ 0osiee n30UpaTeNbHBIMU «a(TAaHCKUMI JTUHUSMU TOPOXa, ObLIT OOHAPYKEH
JOTIOJIHUTEIbHBIN nod-TeH, monyunBmini Ha3Banue NOdX [Davis, Evans, Johnston,
1988; Firmin u np., 1993]. /lanublii ren kogupyeT ¢hepMeHT areTmiTpancdepasy,

KOTOpasi OCYIIECTBIISIET creuUuIHOe aleTUIupoBanue MoJsiekysbl Nod-dakTopa
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10 peayHHUpYoIIeMy KoHIly B mojoxxeHun C-6 (puc.3, D). TUIOBBIM ImITaMMOM,
BCTYNAIOIUM B CUMOMO3 C «apraHCKuMmu» (GopMamMHu ropoxa, CUMTaeTCs LITaMM
Rhizobium leguminosarum TOM, BeineneHnbii w3 nouB Typuwm [Firmin u ap.,
1993]. Ctout oT™MeTHTh, uTO TeH NOUX MOXKET OBITH (PYHKIIHOHAIBHO 3aMEIIEH Ha
rei nodZ or Bradirhizobium japonicus. Ten nodZ  xommpyer
dykosuntpancdepasy, Kortopas (yKO3WIHPYET PEAyLHUPOBAHHBIN KOHEI[ JIHIO-
xuToonurocaxapuaa. Ilpu 3TOM  JOCTOBEpHBIX OTJIWYUH B  KOJUYECTBE,
Mopdosioruu U QYHKITMOHAILHOCTH MEXy KiIyOeHbKaMH, 00pa3oBaHHbIME NOUX-
mraMMmamu B NodZ-mrammamu, He HaOrogaercs [Ovtsyna u ap., 1998; Ovtsyna u
ap., 2000]. Takum oOpazom, ¢ykKo3wiIbHas TpyIa B TMpolecce HUHPEKIUH H
KJIIyO€HbKOOOpa30BaHUsl KOMIICHCUPYET OTJIWYHYIO OT He€ alleTUIIBHYIO TPyMIy, a,
cienoBareabHo, TpeboBaHus K cTpykType Nod-akTopa y «adranckoro» ropoxa

HE SIBJISIIOTCS a0COJIFOTHO CTPpOIMHU.

1.4.1. «HeynoBuMblii» ren Sym2

[TockonbKy JIJIs1 YCHEIHOTO B3aMMOJEHCTBUS C «a(praHCKUM» TOPOXOM PU300USIM
TpebyeTcss ocobasi momudukams moJekyinsl Nod-dakTopa, omocpenoBaHHas
rerom NOdX wau NOdZ, cripaBeUTMBO OBLIO MPEAIOIOKHUTh, UTO TeH SYM2 KaKuM-
TO 00pa3oM CBsi3aH C pereniueld OaKTepUaTbHOTO CHTHAla, a €ro W3y4YeHHE
CIIOCOOHO TIPOJUTH CBET HA MEXaHU3Mbl CHEIMUPUYHOCTH KITyOSHBKOBOTO
cumbuo3a. B 2003 roay Ha mozenbHOM pacteHur M. truncatula Obur m3yden
T'CHOMHBIN PEerroH, CHHTEHHBIH peruony Sym2 y ropoxa [Limpens u mp., 2003].
BoeIsicHUIIOCh, 4YTO JaHHBI pPEruoH coaepk uT kiactep TreHoB LysM-RLK,
HazBaHHbIX MILYK1-MtLYK?7. Jlns mpoaykta tena LYK3 Opuio mokazaHo
HEIOCPEAICTBEHHOE ywyacTHe B mpouecce Bocnpusatus Nod-gpakropa u
nocieaywmemM ¢GopMupoBaHud UHQEKUUMOHHOW HUTH [Smit u ap., 2007].
BnocnenctBun  yHHUBEpCcalbHOCTh ~ MeXaHu3Ma  penenuuu  Nod-dakTopa
nocpenactBoM cumonorndecknx LysM-RLK Obpima moaTBepklieHa Ha mpuMepe
JsIIBENia SMOHCKOro M ropoxa (cm. pasgen 1.3.1.2.2). Ilpu 3ToM OTCyTCTBHE Y
JIpYruX BUAOB O00OBBIX (DEHOTHIIA, TOJAOOHOTO «aPTraHCKOMY», HE IO3BOJIUIIO

OOHApY>KUTh Y HUX UCTUHHBIN OPTOJIOT SYym2.
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B 2008 rony B.A.JKykoB ¢ coaBTOpamMu onucai y ropoxa nepBble peaibHble TE€HbI-
KaHAuAaThl Ha poib Sym2 [Zhukov u ap., 2008]. Ckpununr oudmuorexku kJIHK
KOpHEH ropoxa ¢ HCII0JIb30BaHKEM 30H/1a Ha ocHoBe mocienoBatensHocTr LNFR1
MO3BOJIWJI BBIABUTH JBa TPAHCKPUNTA, OTHOCSIIMXCS K pPa3HbIM, XOTS U
roMoJOTHYHBIM TeHaMm, obOo3HaueHHBIM K10 u KI1. JlaHHbIe TEeHBI OBLIH
JOKaJIM30BaHbl B rpymme cremwieans | TeHoma ropoxa (permoH Sym?2),
MPOJIEMOHCTPUPOBAB MPU ITOM TECHOE CLEIUICHUE JIPYT C JIPYyroM. BhIACHUIIOCH,
yto reH K10 roxxnectBenen reny PSSym37, koTopsiil paHee ObLT OMUCAH MO ABYM
MyTaHTaM, TIOJIYYCHHBIM Ha pa3sHoM reHetndeckoM ¢one: RisNod4 wa nuHUM
Finale u K24 na nmuauun Rondo [Borisov u ap., 2007; Jacobsen, 1984; Postma,
Jacobsen, Feenstra, 1988]. IIpu srom ObuTO MOKa3aHo, uTto y JuHUU RisNod4
MyTalusi MPUBOJUT K 3aMEHE aMHHOKHCIIOTHI B PEHENTOPHOM JIOMEHE Oelka
Sym37, a y K24 — B kunHa3HOM jgomeHe. MHTepecHO, YTO MYTaHTHBIN (PEHOTHIT
muann RisNod4 okazaioch BO3MOXHBIM cymnpeccupoBaTh NOAX-comepikanm
ITaMMOM puU300Uii, YTO Ha TOT MOMEHT cienano Sym37 Haubosiee BEpOSITHBIM
KaHaugaToM Ha poib  Sym2  (puc. 5). K coxaneHuto, mnpu aHanm3e
MOCJIEIOBATEILHOCTH JJAHHOTO T€HA Y pAlia «apraHCKUX» JIMHUN Topoxa He ObLIOo
BBISIBICHO HHMKAKMX XapaKTePHBIX 4YepT, OJHO3HAYHO OTIMYAOMMX €€ OT
MOCNe0BaTeIbHOCTH  SYM37 «EBpPOMEHCKUX» JIMHUH; TO JKE€ camMoe ObLIo
cupaBennuBo u s reHa K1. ITosxke Li ¢ coaBTopamu cBsizaiiv HaOJFOJaeMbIi
nosmMophu3M Sym37 co crmocoOHOCTHIO pacTeHUs BOCIpUHUMATh Nod-(haKTops ¢
pa3HOM CTPYKTYpOW OCTaTKa >KUPHOM KHCJIOTBl HAa HEPENYLUPYIOIIEM KOHIE
MOJICKYJIBI, B CHHTE3¢ KOTOporo ydactByeT rer NOAE [Li m ap., 2011]. Dro
CBUIETEIBCTBYET O TOM, YTO Y TOpOXa JOJDKHO OBITh Kak MHHUMYM JBa
«mo3nHux» peunentopa kK Nod-dakropy: Sym37 u Sym?2, B3auMOACHCTBYIOIIHX,
COOTBETCTBEHHO, C HEPEAYIUPYIOIMINM M PEAYIHUPYIONIUM KOHIIAMH CHUTHAJIBHOU
MouteKyJbl. @yHkiuu reHa K1 Ha JaHHBI MOMEHT OKOHYATEILHO HE OMPECIICHHI,
XOTS TIPEATONAraeTcsi, 4YTo €ro MPOAYKT MOXET padoTaTh Ha CaMbIX PaHHUX
sranax BocnpusaTuss Nod-dakropa, q0 BoBiedeHus Syml0 wid napajjienbHO C

HUM, BO3MOKHO, BeimoHsAs ¢yHkimoo MtLYR3 [Kirienko u np., 2018]. Takum
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o0pa3oM, MEXaHW3M pACIO3HABaHUS Aa30T(QUKCUPYIOUIETO0 MHUKPOCHMOUOHTA Y
ropoxa, Mmo-BUJANMOMY, SIBIISIETCS OOJIEe CIIOKHBIM M BKITIOYAET OOJIbIIIE TEHOB, YeM
y JPYTrUX MOJENbHBIX OOOOBBIX, M MPEACTABISECT HMHTEPEC IS HCCIECTOBAHUS.
HannHast nuccepTalMoHHas padoTa TMOCBANIEHA OOHAPY)KCHHIO M HM3YyYCHHUIO
HeusBecTHOro panee reHa LysM-RLK ropoxa, Hazsannoro LykX (ot LysM Kinase
eXclusive). B xoje mpoBenéHHOr0 MCCIICIOBaHHS YIAIOCh IMOKa3ath, 4To LYkX
NPUHUMAET yJacTHe B KIyOEHBKOBOM CHMOHO3e, IEMOHCTPUPYS MPHU 3TOM BECH

KOMITJIEKC TMPU3HAKOB, XapaKTEPHBIHN JIs «HEYJIOBUMOTO» TeHa Sym2,

Sym37
PeuenTopHbIN gomeH KWHasHbIM foMmeH
A A
4 A\ s I

RisNod4 K24 ¢

Mut Wt

Pucynok 5. ®eHoTuNbLI MyTanToB 1o reny Sym37 (Mut) u ucxoansix unnii (Wt) mocie unokyasimun NodX"
IITAMMOM pu300uii. YEPHBIMU CTpEJIKaMH OTMEYCHBI MECTa BBI3BAaHHBIX MyTallUed aMUHOKHCIOTHBIX 3aMEH B
6enke Sym37 y usmamu RisNod4 (peuenrtopubiii jgomen Oenka) u K24 (kuHa3HbIi JgoMeH Oenka).
A — cynpeccus mMyraTHOro (enoruna muaun RisSN0d4 npu Bzaumoneiicteuu ¢ nodX™ mrammom pusobuii. B —
OTCYTCTBHE CYNPECCHH MyTaHTHOTo (eHoTuna auHuu K24 mpu B3aumoseiictum ¢ nodX' mramMmoM pu3oOuii.
®dororpaduu mode3Ho npenoctaBieHs JKykoBeM B.A.
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I'naBa 2. MarepuaJjbl 1 METObI

2.1.PacTuTeJIbHBII MaTepHaJl

B pabote ucnonp3oBaics ps COPTOB U T€HETUYECKUX JIMHUN TOpOXa MOCEBHOTO
(Pisum sativum L.) u3 KoJuleKnuu Ja0OpaTOPUH TEHETHKH PAaCTUTEIBHO-
MUKpOOHBIX B3auMozeiicTBuii BHUU cenbckox034iiCTBEHHOM MUKpPOOHOJIOTrUU
(Cankr-IlerepOypr, Poccust) (tabm. 1). [Touck MOMOJHUTENBHBIX JUHUNA TOpoxa,
IPOSIBIISIIONMX «adraHckuil» (GeHoTun, mnpoBoawiica Ha Mmartepuaine Kosekuuu
MHUPOBBIX TI'€HETHYECKHUX PECYpCOB KyibTypHbIX pactenuidi BHP (Cankr-
[TerepOypr, Poccus), m006e3HO mpenocTaBieHHOM  1.0.H.  Maprapurtoi
AdanacbeBHOM  BumHsakoBol, 3aB. OTAEIOM  TEHETHYECKHX  PECYPCOB
3epHO0000BBIX KyiIbTyp BUP, u k.6.H. Enenoii BukropoBHoii CeMEHOBOM,
KypatopoMm Kosutekiuu ropoxa (tabn. 1 Ilpunoxkenus). Copt Caméor ObLI
m00e3H0 TpeaocTaBieH AokTopoMm Aoxaenbxaduaom benmaxmanu (Abdelhafid
Bendahmane), 3am. aupektopa URGV (Unité de Recherche en Génomique
Végétale, Tynysa, ®panrus). Jluaun ropoxa P. fulvum 701 m P. sativum ssp.
elatius WL2123 mo0e3no mnpenoctaBieHbl 1.0.H. OjeroMm DHreiabCOBHYEM

Kocrepunsim (MLul", HoBocubupck, Poccus).
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Tadauna 1. Jluauu ropoxa MoceBHOTO, UCIIOJIb30BAaHHBIE B padoTe.

Ha3Banue no xkarajory Crpana HpOﬂBJmeMbmu
BHUUCXM MPOUCXOKICHUSA CHMbE A
(enorun
84 VY36ekucran «adranckuii»
cv. Iran Wpan «adranckuii»
K-6047-2 - «adranckuii»
NGB2150 Adranucran «adranckuii»
Caméor OpaHuus «EBPOIEUCKUIN»
Finale Kanama «EBPOITCHCKUI
Frisson OpaHuus «EBPOIEUCKUIN»
NGB1238 - «EBPOMEHCKUIN
Rondo Hunepnanasi «EBPONECUCKUID
SGE - «EBPOMEHUCKUIN
Sparkle CIIA «EBPOTICHCKUII»

2.1.1. YcoBus BereTauuu pacTeHui

B rmerHuii mepumoa pacTEeHUs BBIPAIMBAINCH B BETETAIMOHHBIX JOMHKAX B
YCIIOBUSIX, COOTBETCTBYIOIIMX KJIMMary B gaHHoOM peruone (Cankt-IlerepOypr,
Jlenunrpaackass obnacte). B oceHHe-3uMHUN mepuod, a Takxke Mpu
HEOOXOJMMOCTH  COOJIOICHUSI O0COOOM YHCTOTHI DKCIIEPUMEHTa, pPACTCHUs
BhIpamuBayich B purorponax Votsch Industrietechnik VB 1014 (I'epmanus) npu

3aJJaHHBIX YCIIOBUAX!
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® JIcHB/HOYH — 16/8 yacos;

e Ttemmeparypa —21°C;

® OTHOCHUTEJbHAs BIAKHOCTh BO3ayxa — /9%);

e ocBeléHHOCTh — 38000 Jrokc.
CemeHa TIpeABAapHUTEIBHO CTEPUIM30BAIUCh  KOHIIEHTPUPOBAHHOW  CEPHOMU
kuciaoroit (H,SO,) B Teuenne 10-15 MuH., ociie 4ero MATHKPATHO MPOMBIBAINCH
JTUCTUWITUPOBAaHHON BojioM. CTepuIM30BaHHBIE CEMEHA MPOpalIMBAINCh Ha
yamkax [leTpu, 3aMoMHEHHBIX CTEPUILHBIM BEPMUKYJIUTOM, B TEYCHHE 3-X CYTOK
npu 28°C, 3aTeM MPOPOCTKU BBICAXKUBAIUCH B COCY/bI. JJI KpyImHOMacCIITaOHBIX
OMBITOB B BETCTAIMOHHBIX JOMHKAX CTEPWIM3aldsI W TPEIBAPUTEIHLHOEC

IpopamuBaHuec CEMSIH HC IIPOBOANIINCE.

Pactenusi BeIpamMBaInCh B cOCyJax 00bEMOM 2 JI, 3alOJHEHHBIX CTEPUIbHBIM
neckoMm. JlJist TOCTUKEHHS CTEPUIIBHOCTH MIECOK BMECTE C COCYJIaMH MPOKAIUBAJICS
B CyX0kapo4yHoM Ikady B TeueHue 2-x yacoB mpu 200°C. Ilpu mocaake cemsiH B
CyOCTpaT BHOCHJIOCH MHHEpaibHOe nuTaHue (Tadn.2), mo 150 Mi pactBopa Ha
onuH cocyl. Ecnu TpeboBanock MpoBeCTH aHAIN3 CUMOMOTHYECKUX MPU3HAKOB U
adPekTUBHOCTH KITyOCHBKOOOpAa30BaHMsI, a30T B BHUJEC HUTpaTa aMMOHHS K

IUTATEJILHOMY PAacTBOPY HE 100aBIISIICS.
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Taoauna 2. CoctaB MUHEPAIBHOTO MUTAHUSA JIJIs1 PACTEHUI.

Kommnonenr Konuenrpanus Kommnonent Konuentpanus,
pacTBopa MT/J1 pacTBopa MT/T
MgSO, * 7H,0 1000 KI 0,5
K,HPO, 1000 CuSQO, 0,4

*

Ca3(POy), 200 A'igSHi ‘g3 0,3
NH4NO; 600 ZnS0O, * 7H,0 0,2
NaFe-EDTA 10 CoCl, * 6H,0 0,2
MHKPO3JIECMCHTBI NaCl 0,2
HsBO; 5 NiSO, 0,2
(NH4),Mo00, 5 MnSQO, 0,2
KBr 0,6 Li,SO, 0,2

Jna nonydenust TubpugoB F; cemeHa poAMTENbCKUX JIMHUN BBICA)KUBAJIUCH B
COCY/Ibl, 3aIlOJIHEHHBIE KOMMepyeckuM rpyHToM Terra Vitae (mpousBoguTens —
3A0 «MHIII «®apt», Poccus). CkpeunuBaHus OCYIIECTBISUIUCh HA CTaJluU
OyToHM3aUMHU. MaHUNYJISALUMK TPOU3BOAMWINCH MUHIETAMH, CTEPHIIN30BAHHBIMU
STUJIOBBIM CIIUPTOM. M3 MaTEpUHCKUX LIBETKOB, IPENApUPOBAHHBIX HA CTaauU
OyTOHOB, YAQJSJIUCh HE3peNble THIUMHKHU. 3aTeéM MbUIbIA OTLIIOBCKUX ILIBETKOB

HaHOCHJIaCh Ha PBUIbLC IICCTHKA MAaTCPHUHCKUX ILIBCTKOB.

2.2. baxkTrepuaJbHBIi MaTepuaJ

B oskcmepuMeHTax, MNPEANoJaraiofx aHajiu3 KIyOeHbKOOOpa3OBaHUS, IS
WHOKY/ISIUK  PAacTeHHH Tropoxa HMCIIOJb30BalnuCh mTamMMmbl Buaa Rhizobium
leguminosarum u3 KoJUIeKIMK JTAOOPATOPUH TC€HETUKH PACTHTEIBHO-MHKPOOHBIX
B3aumoneiicteuii  BHUM  cenbckoxoszsiicTBeHHOM — MukpoOuonorun  (CaHKT-

[TerepOypr, Poccus):

e IlIrtamm R. leguminosarum bv. viciae RCAM 1026 (= CIAM1026),
BIIEpBbIE BhIICNIeHHBIN B KycTaHaiickom paitone Kazaxcrana u3 kiryOeHbKOB
Otnuyaercs BBICOKOM

ropoxa copra «PameHcknii TT».
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KOHKYPEHTOCTIOCOOHOCThIO U 3((EKTUBHOCTHIO KOJOHU3AIMHU PACTEHHUS.
Ucnonszyercs Bo BHUMCXM B kadecTBe MoJelbHOro mramma. He
cnocobeH  3apaxarb  «adraHckue»  QGopmbel  ropoxa. Obmagaer
YCTOMYUBOCTBIO K CTPENITOMULIVHY.

e Illtamm R. leguminosarum bv. viciae RCAM 1026 gusA, sBIsAOIIUICS
nepuBatoM mTamma RIV RCAM1026 ¢ KOHCTHTYTMBHOW JKCHpeccHei
penopTepHoro rena gusA (6erta-Tmokyponuaasa). [lomyden Bo BHUMCXM.

e Illtamm R. leguminosarum bv. viciae Al, BmepBble BbIICICHHBINA B
JlenuHrpaackoi 00IacTH M3 KIYOCHBKOB «a(raHcKoi» JIMHHUU TOpoXa.
Xapakrepu3yeTcs HanmuueM reHa NOdX u moBeimeHHOHN npoayknuei Nod-
dakTopa.

e IlltTamm R. leguminosarum bv. viciae TOM, MozenapHBIH IITaMM,
umeronuii red NOdX. BriepBoie ObLT BBIJIEICH W3 IMOYB TypIMK U ONKCaH Kak

3¢ HEeKTUBHBIN CUMOMOHT «adraHCKUX» GopM ropoxa.

2.2.1. YcjaoBus KyJbTUBAUMHU ODaKTepuUii

[lITamMmbl KyJIbTUBUPOBATUCH HAa TBEPABIX cpenax TY u Ne 79 (tabn. 3,4) B
TepMmocTare npu Temneparype 28°C B TeueHwe Tpex OHeu. B ciaydae mramma
RCAMI1026 B cpemy nobGasusuics crpentomuinud (100 Mxr/mo); B ciydae
mraMMoB Al m TOM aHTHOMOTHKH B cpeay He n00aBisiavch. VHOKyIsIus
pacTeHH MpPOW3BOAMIACE BOJHOM CyCHEH3WEH OakTepuid: KyJlbTypa («ra3oH») ¢
onHou vamku Ilerpu pecycnenanpoBaiachk B 1 11 CTEpUIBHON JUCTUIIMPOBAHHOMN
BOJIbI (KoHeuHoe conepxkanne KOE/Ma — He MeHee 10% u MOJTYYEHHBIA PacTBOP
BHOCWJICSI TIPU TIOCAJIKE PACTEHUM MapajuieIbHO ¢ MUHEpaJbHbIM MHUTaHUEM, IO

100 M1 HaA cocyn 00BeMOM 2 JI.
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Taouauna 3. CoctaB nutatenbHOM cpeanl TY.

KomrioHeHTsI cpeasbl

Konnentparus, /i

Tpunrton 5
JpOXKKEBOM IKCTPAKT 3
CacCl, 0.5
Arap 15

pH 7.0-7.2

Tadauua 4. CoctaB nutarenbHol cpenbl Ne79.

KommoHeHTBI CpPCIbI

KonnenTparus, r/n

K,HPO, 0.5
MgSO,*7H,0 0.2
NaCl 0.1

CaCO; CIIEIbI
Hpox:KeBOil SKCTPAKT 0.4
ManHuT 10
Arap 15

pH 7.0-7.2

[Tpu pabote co mrrammom Escherichia coli DH10B, conepskamnum BAC-mnazmuny

co BctaBkoii Psa-B-Cam 446P4, xynbTuBaiusi mpoBoauiack Ha TBEpI0i cpene LB

(Tabn. 5) B TepmocTare nipu Temmeparype 37°C (cm. paszaen 3.3).
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Taoauna S. CoctaB nutaTenbHOM cpeanl LB.

KomnoneHTs! cpeibl Konnentpanus, r/n
Tpunrton 10
JpOXKKEBOM IKCTPAKT 5
NaCl 10
Arap 15

pH 7.0-7.2

2.3. MoJiekyJasipHO-0H0JIOTHYeCKIe METOIbI

2.3.1. Boigenenne JJHK u3 pacTuresibHOro MaTepuasia

I'enomuas JIHK ropoxa Beimensuiack ¢ nomotnpio 0ydhepa CTAB (mo [Rogers,
Bendich, 1985]; momuduimposano). B npobupky ¢ miockum gHOM 00BEMOM 1,5
MJI BHOCWJICS OMOJIOTUUECKUNA MaTepuall (OAWH JIUCT WM IPWIMCTHUK Maccoit ~ 30
mr), pobasisiock 700 mxn 2x Oydepa CTAB u 3-4 cTepuIbHBIX CTEKJISHHBIX
mapvka. Marepuan TOMOTEHU3UpOBajics Ha ycraHoBke Fastprep-24 (MP
Biomedicals, CIIIA), nmocie yero uHKyOupoBajics Ha BojasiHOM Oane mpu 65°C B
teuenue 1-1,5 gacoB. 3areM B nmpobupky godasisock 700 Mk xjgopodopma, Bes
CMECh MepeMeNInBaIach Ha BOPTEKCe U HEeHTpU(yruponaitach B TeueHue 10 MUHyT
npu 16,873 g. Bepxuss ¢pakuus nepeHocwsiach B YHUCTYH0 NPOOUPKY, U
npeapl Ay stan noTopsuicss emé€ 1-2 pasa. Ilocne ouepegHoro mnepeHoca
BEpXHEl (pakiuu B HOBYHO MPOOMPKY Tyna ke gobasismioch 750 Mk 96%
sranona u 20 mxan SM NaCl. Copepxumoe MNPOOMPKH TNEPEMEITNBAIOCH
NepeBOPAYNBAHUEM, TTOCTIE YETO CMeCh eHTpudyrupoBanach B TedeHue 10 MUHYT
npu 16,873 g. CynepHaTtaHT ciuBajcs, a K ocaaky aoOasisuioch 500 mxi 70%
stanona. [Ipoba mepememmBanach Ha BopTekce, reHTpudyrupobanach (10 MunyT,
16,873 g), u cnupt ciuBajicsa. 3areM npoba uHKyOupoBanack npu 37°C 1o
MOJIHOTO HcnapeHus: octaTkoB crnupta (~ 30 munyT), u ocagok JHK pactBopsics
B 20-30 Mk 6ydepa TE (pH = 8.0). KauectBo Beinenenust JIHK onenuBanocs npu

noMoIM 3JiekTpodopesa B 1% araposHom rene ¢ jgo0aBieHUEM OPOMHUCTOTO
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TUAMS. B 3aBUCUMOCTH OT KOHIIGHTPAITUU MUCXOTHOW MPOOBI, IS MOCTIETYIOIIIX
MOJIEKyJIsipHO-Ononornueckux — omnepauuii  JIHK  pasBogunace  ouunineHHOU

JIEMOHU3UPOBAHHOM BOJI01 B 5-10 pas.

2.3.2. Boigenenne PHK u3 pacrurenbHoro Mmarepuadna

Hns Beigenenuss PHK ropoxa pactutenbHbll maTepuan (MHOKYJIHWPOBAaHHbBIC
KOpPHH) TPEJIBAPUTEIHHO MOJBEprayicsi 3aMOPO3KE B >KMJIKOM a30Te, MOCIJIE Yero
pacTupaicsi MECTUKOM B CTYIKE B MPUCYTCTBUM XKUIKOTo azorta. llepen pabortoit
BCE MHCTPYMEHTHI OBbUIM NpOCTEpHIIN30BaHbl mpokanuBanuem npu 200°C B
CyXOXKapo4yHoM Ikady B TedeHHe JByX u4acoB. IIpouenypa BbijeneHUs
ocyiecTBsutach npu nomomu Habopa NucleoSpin miRNA (Macherey-Nagel,
['epMaHusi) MO TPOTOKOIY, PEKOMEHIOBAHHOMY MpoU3BOAUTENEM. BoineneHHas
PHK nononnutensHo noasepranack 0opadotke JIHKa3zo0it (RQ1 DNAse, Promega,
CIIA) nns ynanenus u3 npod6 ocratkoB /JJHK. Konnenrtpauus nonyyennoit PHK
onpenemnsuiach Ha ¢uoopumerpe Qubit 3 (Thermo Fisher Scientific, CIIA).
Kpatkocpounoe xpanenue npod PHK ocymectsisinocs npu -20 °C, nonrocpoytoe

—mpu -70 °C.

2.3.3. IIpoBenenue nojsumepasHoii nemnoi peakuuu (INHP)

Amvmmndukanus neneBsix ¢pparmentoB JIHK ocymecTBisiiack B TepMOIMKIEpax
iCycler (Bio-Rad, CIIIA), Dyad (Bio-Rad, CIIIA) u Personal Cycler Biotron1999
(Biometra, I'epmanusi). B peaknuu ucnonbsizoBanics Habop ScreenMix-HS (3A0
«EBporen», Poccus), Bce KOMIIOHEHTHI CMENIMBAJINCh B COOTHOIICHUH,
pekoMeHayeMoM Tpom3BoAuTeneM. CTaHIApTHBIE YCIOBHUS PEAKIMH  OBLUIH

CIEAYIOIIUMU:

1. IlpenBapurenvHas neHatypauus: 95°C, 5 MuH.
2. Avmudukanuys B TedeHue 35 1MUKIIOB:
a) aenarypamus — 95°C, 30 cek.
b) omxkur mpaiimepoB — t°0oTx (TemmepaTypa OTXKUIa, OmpeaciseMas B

3aBUCHUMOCTH OT Taphl npaiimepon), 30 cek.
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C) anonranus (cuHTe3 1eneBoro ¢pparmenta JJHK) — 72°C, t anonranun
(Bpemsi AJIOHTAllMU PACCUUTHIBAIIOCH HMCXOJS W3 JJIMHBI 1EJIEBOrO
dbparmenTa; 45 cex. Ha 1000 bp)

3. Oxonuanue cuntesza JJHK: 72°C, 5 muH.

[Ipaiimepsl, HCTOIB30BaHHBIE B paboTe, mpuBeAeHbl B Tadn. 2 Ilpunoxenus.
Juzaiin npaiiMepoB ocyiiecTBisics B mporpamme PrimerSelect (DNAstar, CLLIA).
KauecTBO mpaiiMepoB [OMOJHUTENBHO TMPOBEPSIIOCH Ha OHJAWH-CepBHCE

OligocCalc (http://biotools.nubic.northwestern.edu/OligoCalc.html).

Paznenenne ammmduumpoBanusix pparmentoB JJHK mposogumnocs npu nomormu
anektpodopeza B 1% arapozHoMm rene ¢ go0aBieHUEM OpPOMHUCTOTO ATUIUS.
Busyanuzanusi pesynbrara 3JekTpodopesa NpoBOAMIACH HAa aBTOMATHUYECKOM
tpancwmomuHatope Universal hood II (Bio-Rad, CIIIA) u mnporpammsl

nokymeHTupoBanus rejeit Quantity One (Bio-Rad, CIIA).

2.3.4. PeCcTpUKIMOHHBIH aHAJIN3

Jlns ompeneseHus jokaam3anuu reHa LykX mpousBoamiics KocerperamroHHBIH
aHam3 MapkepoB tuna CAPS, mpencraBisromux coboi ydacTku reHoB LykX u
Sym37, na BwiOopke pactenuii F2 (SGE Fix'-1x1238). AmnenpHbie COCTOSHUS
MapKepoOB OMNpPEEsIUCh MyTeM 00paboTKu aMIUTU(PUIIMPOBAHHBIX (PAarMEHTOB
JHK cnenmuduynoil snponykneazoir pectpukuuu BsuRI(Haelll) mpousBoactsa

Fermentas (JIutsa).

Jns ocylIecTBIEHUSI PECTPUKIMM PEAKIIMOHHAS CMECh BBbIIEpPKUBANACh IPU
temneparype 37°C B teduenue 1,5 yacoB. Pe3ynbpTarbl BU3YalU3UPOBAIUCH MHPH

MOMOILH ANEKTPOOpeTHIECcKOro pasaeneHus B 3% arapo3HoM rene.

2.3.5. CexBenupoBanue amnjaupuunpoBanubix pparmentos [IHK

AmvmmudunmpoBannbsie ¢pparmentsl [JHK moaBeprammch ouncTke mpu momornu
cmecu (epmenToB dk30HYKieassl | (Exol) m menounor ¢ocdarassl KpeBeTkH
(Shrimp alkaline phosphatase, SAP) (Thermo Scientific, CILIA) no npoTtokouty,

pexoMeHyeMoMy Tpou3BoauTesnieM. OuwnieHHble (PparMeHThl CEKBEHUPOBAINCH
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Ha npubope ABI Prism3500xL (Applied Biosystems, CIIA) B ILlentpe
KOJUIEKTHBHOTO TIOJIb30BaHUsI HAYYHBIM 000pynoBaHueM «I €HOMHBIE TEXHOJIOTHH,
nporeomMuka u kietounas ouonorusy» BHUMCXM. Buzyanuzanus u oOpaboTka

JTAHHBIX CEKBEHUPOBAHMS OCYIIECTBISIACH C MoMollbio mporpamm Vector NTI

Advance 11 (Thermofisher Scientific, CILIA) u MEGA v.7 [Kumar u np., 2008].

2.3.6. Cunre3 k/IHK u npoBenenne RACE ITLP

[lepBas nens k/IHK cunte3upoBanace Ha marpuue totaibHo PHK (cm. paspen
2.3.2) c¢ wucnonb3oBanueM Habopa kJIHK Mint (BAO «EBporen», Poccus) B
COOTBETCTBUM C IPOTOKOJIOM IpousBoauTens. Amiumduxanus koHuoB kJIHK
rera LykX ocymectBisuiack ¢ ucmosib3oBaHueM Habopa mpaiimepoB Mint RACE
(BAO «EBporen», Poccus) B COOTBETCTBUM C TPOTOKOJIOM IPOU3BOAMUTEIIS.
['eHocnienuduunble  mpaiMepbl,  CKOHCTpyupoBaHHble  ansi  nested-T1LIP

(«BroxxenHo» I1LP), npueaens! B Tad:1. 2 [TpunoxeHus.

2.3.7. llpoenenue IIP B peasibHoM Bpemenu (rtIILP)

PHK (cm. paszen 2.3.2) ObL1a MpEABAPUTEILHO oOpaboTaHa
ne3okcupuodonykieazoi (RQI DNAse, Promega, CIIIA) nnst ynanenust u3 mpo0
octatkoB JIHK. Omnpenenenune konuentpaunn PHK  mpoBommiocs Ha
dbmroopumerpe Qubit 3 (Thermo Fisher Scientific, CIIIA). IlepBas nens x/IHK
OblJla CUHTE3UpPOBaHA C HCMoJb3oBaHUeM Habopa RevertAid First Strand cDNA
Synthesis Kit (Thermo Fisher Scientific, CIIIA) B cOOTBETCTBHH C MPOTOKOJIOM
npousBogurend. I[P B pexumMe peambHOrO BpEMEHM NPOBOAWIACH B
apromatudyeckom amiuugukarope C1000Thermal Cycler, coBmeménHom c
ontuueckuM moxayineMm CFX96TM Real-Time System (Bio—Rad Laboratories,
CIIA), ¢ ucnons3oBanueM kommepueckoro Habopa qPCRmix-HS SYBR (3A0
«EBporen», Poccus). AHanu3 SKCIpecCMM T'€HOB OCYHIECTBISICS B TPEX
TEXHUYECKUX M TPEX OMOJOTUYECKUX IMOBTOPHOCTAX. YCIOBHS aMIUTM(UKALNN

(cm. paznen 2.3.3) ObuTH CJICTYIOINMU:

a) neHarypanus — 95°C, 30 cexk.

b) omxkur npaiimepos — 58°C, 30 cexk.
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¢) snonranus — 72°C, 30 cek.
dnyopeceHIus MHTEPKAJIUPYIOLIETO KpacuTes SYBR Green I
perucTpupoBaiach B KOHIE Kaxjaoro uukna npu 72°C. KonnyecTBeHHas OLICHKA
HKCIIPECCUU  aHAIU3UPYEeMOro TeHa  MPOBOAWIACH C  HMCIHOJIb30BAaHUEM
nporpammuoro obOecneuenns Bio—Rad CFX Manager 3.1. B kauectBe
pedepeHCHBIX TeHOB ObuTM Hcnoib3oBaHbl reHbl GAPDH (GapCl) m Actin2
[Czechowski u ap., 2005].

2.3.8. Anaan3 BAC-6u01u0TeKkH ropoxa noceBHOro

B pabote ucnonp3oBaiack TeHOMHas OuOIMoTeKa ropoxa nocesuoro Psa-B-Cam,
npenocrasisieMass LleHTpom reHomHbIX pecypcoB pacteHuil (French Plant
Genomic Resource Center, INRA — CNRGV), Tyny3a, ®@panuus, Ha IIaTHOU
ocHoBe. OcHoBHas wuH(popmamuss O OMOIMOTEKE JOCTyNMHA IO CCBUIKE:

https://cnrgv.toulouse.inra.fr/library/genomic resource/Psa-B-Cam.

Hnst ckpunuara BAC-0u6nanoTekn ObUTH CKOHCTPYUPOBAHBI Maphl MpaniMepoB K
nocnenoBareiabHocTsAIM TeHoB K1, Sym37 wm LykX (tabnm. 2 Ilpunoxenwus).
CKpHUHHMHT OCYIIIECTBIISIICS MOCTABIIUKOM YCIYTH METOJ0M KosmuecTBeHHou [T1[P
(qPCR) c¢ wucnonszoBanuem myinoB BAC-JJHK, ammiuduimpoBaHHbIX Mpu

nomoiu JIHK-nonumepassl Phi29, u mpaiimepoB k reHam UHTEpeEca.

2.3.9. Boigesienue BAC-mia3muabl U3 KyJbTypbl 0aKTepHuid

Hnsa  Beimenenus BAC-mmasmuasl w3 kioHa Psa-B-Cam 446P4  Gaktepuwm
BhIpaIuBainchk Ha cpene LB (cm. paszmen 2.2.1) ¢ moOaBieHHeM aHTHOMOTHKA
xynopamdenukona (36 MKr/mi) B TeueHue 16 yacoB. BeineneHue nmpoBOAMIIOCH C
nomombto Habopa QIAprep Spin Miniprep Kit (Quigen, I'epmanusi) mo

IMPOTOKOJIY, pPCKOMCHAOBAHHOMY ITPOU3BOAUTCIICM.

2.3.10. ITouck mytanToB no reny LykX ¢ momombio merona TILLING

[Touck mytanToB mo reHy LykX ocymiecTBisuics ¢ TPUMEHEHHWEM METOAUKH
TILLING (ot anrn. Targeting Induced Local Lesions in Genomes — mouck
WHAYIUPOBAHHBIX JIOKAJIBHBIX HApymIEHWH B TEHOMAax), COBMEIIAONIEH

KJ1aCCUYECKUI MYTaI_[HOHHBII;‘I aHaJiIn3 € COBPCMCHHBIMHA criocodaMy TOYHOT'O
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BBISIBJICHUSI HYKJICOTHIHBIX 3aMEH B ONPENIEIEHHOM JIOKYyce. bblia ncnosib3oBaHa
kosutekiusi EMS-myTanToB ropoxa copra Caméor, 10CTynHasi HA KOMMEPUYECKOU
ocHoBe B Ortnene wu3ydenumss reHomuku pacteHuit (Unité de Recherche en
Génomique Végétale, URGV) HannonanbHOro WHCTUTYTA
cenbckoxo3stiicTBeHHbIX — HuccnenoBanuid  (INRA), Ospu, ®pannumsa. [ns
CKPUHHHMHTA KOJUICKIIMM K IocienoBaTebHoCcTH TreHa LykX Obputm momoOpaHbl
napsl IpaiiMepoB, OXBATHIBAIOIIME YYAaCTKU C HauOONbIIEH BEPOSTHOCTHIO
Bo3HUKHOBeHUs cTOM-KoJI0HOB (UAG, UGA, UAA). OcHOBHOE BHUMaHHE OBLIO
COCPEIOTOYEHO Ha yYacTKe T'eHa, KOAUPYIOIIEM pPElENnTOPHYI0 4acTh Oelika; CM.

tab. 2 [Ipunoxenus.

W3 BBISBIIGHHBIX MYTAHTHBIX CEMEW B JajIbHEHINYI0 paboTy OBUIM B3ATHI TE, Y
KOTOpPBIX BbI3BaHHAas MyTallMed 3aMeHa aMHHOKHCJIOTHI HuMela HauOOJIbIINe
IIAHCHI MOBJIUSTH Ha (QYHKIMIO Oeska (corjacHo npenackazanusiM aaroputma SIFT

(http://sift.bii.a-star.edu.sg/)).

Hanuure mytanuu y pacTeHUl OTOOPAHHBIX MYTAHTHBIX CEMEH MOATBEPKIAIOCH
nytéM [I[P-ammindukanum Hy>XKHOro (pparmMeHTa reHa ¢ IOMOUIbI0 TeX e
paiMepoB, 4yTO UCnonb30BAIUCH Al TILLING-CkpuHHMHTAa, U MOCIEAYIOIIETO
CEKBEHUPOBAaHUE aMIUIUPUIIMPOBaHHBIX ¢parMeHToB. Boinenenune JHK wu
CEeKBEHUpOBaHUE (hparMeHTa MHTEpeca OCYLIECTBISUIUCH METOJaMH, OTMCAHHBIMU
B pazzaenax 2.3.1 u 2.3.5, COOTBETCTBEHHO. AHAIN3y CUMOMOTHYECKOTO (PeHOTHIIa
HOJBEPTalNCh TMOTOMKH pACTEHHIA, HECYIIMX MyTaHTHyr amienb LykX B

TrOMO3UT'OTHOM COCTOSAHHH.

2.4. Mukpockonus

Jlns ananusa (eHoTHra MyTaHToB 1o reHy LykX pacTeHust BbIpamiuBajinch B
necke, Kak omucaHo B paznene 2.1.1, ¢ mobaBieHHEM CYCNEH3UHM KYJIbTYpPbI
puzobuit mramma RCAM1026 gusA. Ha cpoke 4 Henenu mocie MHOKYJISALHMH C
Ka)XJIOTO PacTeHUs] COOMPAIOCH MO 5 OTPE3KOB KOpHEH JIMHOM 2-2,5 ¢M, OTCTYIIUB

MPUMEPHO 2 CM OT OCHOBAaHUSA KOPHSA U MO 2 CM OT KOHYHUKOB (€CiH 3TO OBbLIO
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BO3MOXHO). OTpe3kn KOpHEHl OKpallMBalINCh B Te4eHUE 18 yacoB B pacTBope,
npeacTasisonieM coboit S0mM Na-docdatueiit 6ydbep (pH 7.0), comeprkamuii
0.1% Tpurtona, SmM K3zFe(CNg) (kpacHoit kpossiHoi comm), SmM KyFe(CNg)
(Okénroit  kpoBsiHOW comu) u  0.02%  5-Opomo-4-xyopo-3-unHmponaui-b-D-
TIIIOKYpOHOBOM Kuc0Thl (X-glc). 3areM oKkpalleHHbIe OTPE3KU PacCKiIaJblBAIUCh
Ha TpeIMeTHbIe CTEKIA (M0 5 OTPEe3KOB HA CTEKJIO), U MPOBOJWICS MOJACYET T.H.
WH(PEKIMOHHBIX COOBITUH (clydaeB (OPMUPOBAHUS MHUKPOKOJIOHHMM B HU3THOE
KOPHEBOT'O BOJOCKA M HAadallbHbIX ATAllOB MPOHUKHOBEHUS OAaKTEpPHl B KOPHEBOM
BOJIOCOK) B 20-tu mosisix 3peHus npu 100-kpatHoMm yBenumueHuHn. OTAEIBHO
npoBoamwiIack porocréMka kopHed npu 40-kpatHoM yBenuueHu (oT 15 mgo 20
moJiell 3peHHsl Ha KOpPEHb, B 3aBUCUMOCTH OT JJIMHBI M KayecTBa KOPHSA) IS

IMOCJICAYIOMICTO oJcyéra CKPYUYCHHBIX KOPHCBBIX BOJIOCKOB.

2.5. KoMmnboTepHbIil aHAJN3 JaHHBIX

B paboTte nmpuMeHsIIUCH ClieyIonue IporpaMmbl U online-cepBUCHI:

[Tporpamma MEGA v. 6, v.7 (https://www.megasoftware.net/) u online-cepBucsl

Multalignment (http://bioinfo.genopole-toulouse.prd.fr/multalin/multalin.html) u

Clustal Omega (https://www.ebi.ac.uk/Tools/msa/clustalo/) npumensuucy s

MHOKECTBEHHOTO  BBIPABHUBAHUS  HYKJICOTHIHBIX WM  aMHHOKHCJIOTHBIX
nocienoarenbHocTed. Ilporpamma MEGA v. 6, v.7 wu online-cepBuc

EMBOSSTranseq (http://www.ebi.ac.uk/emboss/transeq/) npuMeHsTUCH IS

TPAHCIAILUU HYKJICOTHIHBIX MOCACIOBATCIIBHOCTEH B aMHMHOKUCIOTHBIE IN Silico u
OCTPOCHHS  (DUIIOTEHETHYECKUX JIEPEBHEB HA OCHOBE HYKJICOTHAHBIX U
AMHUHOKHCJIOTHBIX I10CJIEN0BATEILHOCTEH.

Yrtunura Primer Select u3 MIPOTPaAaMMHOTO maketa  DNAStar

(https://www.dnastar.com/) u online-cepuc Oligonucleotide Properties Calculator

(http://www.basic.northwestern.edu/biotools/oligocalc.html)  nmpumensmcs s

KOHCTPYUPOBAHUA npaﬁMepOB, HCIIOJIb30BAHHBIX IIpH aMHJ'II/I(l)I/IKaL[I/II/I Ppa3INYHbIX

(bpaFMeHTOB T'CHOB Iopoxa 1 ux MnoCJICAYOIICTO CCKBCHUPOBAHU .

59


https://www.megasoftware.net/
http://bioinfo.genopole-toulouse.prd.fr/multalin/multalin.html
https://www.ebi.ac.uk/Tools/msa/clustalo/
http://www.ebi.ac.uk/emboss/transeq/
https://www.dnastar.com/
http://www.basic.northwestern.edu/biotools/oligocalc.html

Online-ceppuc  NCBI BLAST wuchnonb3oBajicss JUIs  MOMCKAa  HM3BECTHBIX
nocJjeaoBaTeIbHOCTEN BHYTpU reHOMHOM BeTaBku BAC-kiiona Psa-B-Cam 446P4.
Online-cepsuc Promoter 2.0 Prediction Server

(http://www.cbs.dtu.dk/services/Promoter/)  ucmoip3oBajcs O IOMCKa

BO3MOJKHOT'O IIpoMoTopa rera LykX.

[Tporpamma SigmaStat 2.0 nmpumeHsiiach A 00paOOTKH JAHHBIX TPU aHAJIHU3E
KOJIMYECTBEHHBIX TPU3HAKOB y Pa3IUYHBIX JIMHUN TOpoxa, KaK TO: KOJUYECTBO
KITyOCHBKOB, OOpa30BaBIIMXCS TPH HHOKYJISIIMA TEMH WJIM WHBIMH IITaMMaMHU
pu300uii, YpOBEHb SKCIPECCHH T'E€HOB, KOJUYECTBO HH(PEKIMOHHBIX COOBITHI,
KOJIMYECTBO CKPYUYEHHBIX KOPHEBBIX BOJIOCKOB. Mcmonb3oBancs oaHO()aKTOPHBIN
mucriepcuonnblii ananu3z (ANOVA), Kputepuit Kpackena-Yoimca (paHroBBIi
ANOVA) wmun U-xpurtepuii ManHa-YuTHH (B ClydasX, KOTJa JaHHBIC HE
MOIYUHSIIUCH HOPMAJIBHOMY PAacHpeIeICHUIO I 00bEM BBIOOPKU OBLI CIUIIKOM
Mar).

[Tporpammusiii maket VectorNTI Advance 11 (Invitrogen, CIIIA) ucnons3oBaics
JUTS aHAJIM3a TaHHBIX CEKBEHUPOBAHUA.

Jlnst o6paboTku nmaHHbIX cekBeHupoBaHusi BAC-BctaBku Psa-B-Cam 446P4

ucroias3oBancs anroput™ SPAdes 3.9.1 [Bankevich u ap., 2012].
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I'naBa 3. Pe3yabTarsl

3.1.0100p HOBBLIX IeHeTHYeCKHUX JHHUH Topoxa, NMPOSIBJIAIIIMX NPU3HAK
«a@raickoro» ¢eHorumna

OpHUM U3 HETOCTATKOB MPEABIAYIINX PaOOT, HAPABJICHHBIX HA TIOUCK TeHa Sym2,
OBLJIO UCIOJIb30BAaHUE OrPAHUYEHHOTO YHMcla «a(raHCKuxX» JIMHUM C BBICOKOM
TEHETUYECKON OJIHOPOJHOCTBIO; K MpPUMEPYy, BCE€ OHU 00Jafanyd OJNHAKOBBIM
JUTIEITFHBIM COCTOSTHUEM T€HOB PELENITOPHBIX KnHA3 SYyM37 u K. 3To MOXKeT ObITh
CBA3aHO C TEM, 4YTO HCIOJb30BaHHbIE JIMHUU  SBISAIOTCA  OJU3KUMU
POACTBEHHUKAMHU WM JaXE MOTOMKAMH OJHOM MCXOJHOM T'€HETHUYECKOW JIMHUMU.
Jlnst yBenuueHus: pazMepa BeIOOpKH «adranckuxy» JTMHUM u3 KommeKkIuu 3epHOBBIX
6060BbIX KynbTyp BUP (Cankt-IletepOypr) Obu10 3akazano 124 obpasiia ropoxa,
NPOUCXOSIINX W3 Pa3IUYHBIX pernoHoB [lepemnelt Asum (JMHHH JIFOOE3HO
npenoctariensl kK.0.H. E.B. CeménoBoit) (cMm. Tadn. 1 Ilpunoxenus). B nerHuit
nepuoAa 2011 roma ObUT MOCTABJIEH MOJEBOM BEreTallMOHHBIN OIBIT, IPU3BAHHBIN
ONPENENIUTh CUMOUOTHYECKUN (EHOTUN JaHHBIX 00pas3noB. CemeHa ObUIH
BBICAXKEHBI B COCY/IbI C TIECKOM B JIByX BAPUAHTAX U MHOKYJIUPOBAHBI 1160 NOAX"
(A1), 6o nodX (RCAMI1026) mrammom pusobuii. Ilociae deThpéx Hemenb
BETeTaIMU JIJIsl KaKI0ro o0pasiia MpoBOAWIACh BU3YyabHasl KAYECTBEHHAs OIICHKA
ky6enpko00pasoBanus ¢ NOdX " u nodX™ mrammom. ITo pe3ysbTaTaM ombITa ObLIO
otoOpaHo 5 o0pasioB, HEe 00pa3oBaBIIUX KIYOEHBKH TPHU B3aUMOJICUCTBUHU C
nodX  mrammMom RCAMI1026, HO NPOAECMOHCTPUPOBABIINX HOPMAJIbHOE

Ki1yOeHbpKkooOpa3oBaHue co mramMmmoM Al (tab:. 6).

61



Tadauna 6. O6pasusl u3 koweknuun BUP, He oOpaszoBaBmime KIyOCHBKH TPH WHOKYIISITUN
nodX™ rmrraMMoM pHU300HiA

Kox-Bo kiry0enbkoB, | Koi-Bo ki1y0eHbKOB,
00pa30BaHHbIX CO 00pa30BaHHBIXCO
Mecto
Ne B karasiore BUP ITAMMOM ITAMMOM
. . MPOUCXO0KIEHUS
R. leguminosarum R. leguminosarum
RCAM1026 (nodX’) Al (nodX"), m+SD
K-1878 0 58,0+5,8 Adranucran
K-3374 0 61,6+7,9 Typxkmenus
K-3821 0 65,6+4,9 Tamxukucrad
K-4901 0 50,8+3,5 V30ekucran
K-6559 0 75,4+8.9 Adranucran
K-6566 0 94,2+6,2 Adranucran

3.1.1. Tect Ha ajlJIe/IU3M JIETEPMUHAHT CHMOMOTHYECKOT0 (heHOTHTIA Y HOBBIX
U PaHee U3BECTHBIX «a(PpraHCKux» JIMHUIL.

YroObl n0Ka3aTh, YTO CHUMOMOTHYECKHMH (HEHOTUIT 00pa3loB, OTOOPAaHHBIX W3
kosutekuuu BUP, onpenenseTcss TeM ke reHETHYECKUM JETEPMUHAHTOM, YTO U Y
paHee M3BECTHBIX «a(raHCKUX» JUHUMI, ObLI IPOBEAEH TecT Ha aenu3M. CemeHa
F1, mogy4yeHHbIE OT CKpEUIMBAaHUS U3BECTHBIX «a(raHCKUX» JUHUN ¢ oOpa3uaMu
BUP, oToOpaHHBIMH B BBIIIEONUCAHHOM BEreTallMOHHOM OIIBITE, BBHICRXKUBAJIU B
COCYIbl CO CTEpPWJIbHBIM TE€CKOM W HWHOKYJIMPOBAIM pPHU300MSIMHU IITaMma
RCAM1026 (cm. pasmen 2.2). Hapsay ¢ ruOpumaMu B TeX K€ YCIOBHUAX OBLIH
MOCAKEHBl CEMEHa POJUTENhCKUX JIMHUNA. B Kaxaelii cocyn ¢ rubpugamu
JOTIOJTHUTENBHO BbICAXXKHUBAJIOCh JABa ceMmeHu JuHUM Finale (Xapakrepusyercs
«EBpOMEUCKUM» (PEHOTUIIOM) Ul MOATBEPKACHHS YCIEUIHOCTH WHOKYJISIUU.
CornacHo rUnoTe3e, CUMOMOTHYECKHE (EHOTUIBI THUOPUAOB M POIUTEIBCKUX

JIMHUM HE JOJIDKHBI ObBLIN pas3andaTbCida, €CJIM OHH 06YCJ'IOBJ'ICHBI HN3MCHCHHEM

MIoCJIACA0BATCIbHOCTH OAHOI'O K TOI'O XK€ I'CHA.

[Tocne 4-x Henenb BereTallMd y BCEX pAcCTEHUW OBLI MPOU3BENEH TMOACUET

o0Opa3oBaBIIUXCS KITyOCHBKOB. bbuTo Moka3zaHo, 4to TuOpuasl Fi, kKak u pacTeHus
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POAMTEIBCKUX JIMHUM, HE 00pa3yroT KIyOSHBKOB IMPH B3aMMOACHUCTBUH ¢ NOOX™
mraMmmoM RCAM1026. B To xe BpeMmst pacteHust iuHun Finale oOpa3oBbiBaiu B
ITUX YCJIOBHSX B cpeHeM 0koJ10 40 kiTyOEHBKOB Ha pacTeHHE; CM. Tad. 7.

Tabauua 7. Pe3ynbraThl TecTa Ha ajuIeIU3M JCTEPMUHAHT CUMOHOTHYECKOro (eHoruma y
paHee U3BECTHBIX «aTraHCKUX» JTUHUN U 00pa31oB U3 koJutekiuu BIP

CpK,

1 2
3 4 5 | Cp | K1 | K2 SD

NGB2150 0 0 0 0 0 0 43 40 41,542,121

6047-2 0 0 0 0 0 0 17 49 33+22,627

K-1878 0 0 0 0 _ 0 57 _ 57

K-4901 0 0 0 0 0 0 36 41 38,5+3,536

K-6559 0 0 0 0 _ 0 59 _ 59

K-3374 0 0 0 0 0 0 51 _ 51

K-3821 0 0 0 0 0 0 54 _ 54

I'uopuab F;
2150xK-6559 |0 0 0 0 _ 0 40 39 39,5+0,707

6047-2xK-6559 | 0 0 0 0 _ 0 49 47 48+1,414
6047-2xK-1878 | 0 0 0 0 _ 0 56 16 36+28,284
K-4901x6047-2 | 0 0 0 60 39 49,5+14,849

K-6559xK-1878 | 0 0 0 0 0 0 43 44 43,5+0,707

K-3821x2150 |0 0 0 0 34 20 27+9,899

K-3374x2150 |0 0 0 0 0 16 62 39+32,527

[Tosicuenus x Tabnuue 7: mudpset 1-5 B manke Tabaumbl 0003Ha4al0T HOMEP PAaCTEHUs B COCY/IE;
K — xonrtponbHbie pactenust nunuu Finale; Cp u CpK — cpennue 3HaveHHss 00pa30BaHHBIX
KITyOE€HBKOB I aHAIM3UPYEMbBIX U KOHTPOJIbHBIX PACTEHHM, COOTBETCTBEHHO.

N3 pe3ynpTaToB TecTa Ha ajuleIM3M CleQyeT, 4TO (PEeHOTHUIl HOBBIX U paHee
U3BECTHBIX «a(TraHCKHX» JMHUH TOpoXa OMpeneseTcss OJHUM H TEeM XKe
TCeHETUYECKUM  JIETEPMHHAHTOM. Takum  obOpasom, HAM  yJaJloCh
UJAEHTU(GUIMPOBATH HOBbIE UCTOUYHUKH «araHCKON» ajienau reHa Symz2: oopasiibl
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K-1878, K-3374, K-3821, K-4901, K-6559 (nanee 1878, 3374, 3821, 4901, 6559,
COOTBETCTBEHHO). BhIsiBlieHHbIE 00pa3iibl ObLIM BKIIOYEHBI B JAJIbHEHIIYIO paboTy

Hapsay C pPaHEE U3BECTHBIMU JINHUSIMM.

3.2.00napyxenune HoBoro reia LysM-RLK ropoxa.

Panee B pabore, mocsaméHHoi wucciaenoBanuro TeHoB LysM-RLK ropoxa,
npUHUMaIUX ydactue B penentuu Nod-gakxtopa [Zhukov u ap., 2008], Obut
OOHapy)XeH (parMeHT HEHM3BECTHOIO T€HAa, MPEANOJIOKUTEIBHO  TaKkKe
koaupyromero RLK. [lanubeiii ¢gparment, obo3HaueHHbli kak LykX (ot aHrm.
LysM kinase eXclusive) [Sulima u np., 2017], 6bu1 cay4aiiHO aMILTHQHUIIPOBAH Yy
JuHuU Topoxa Frisson ¢ momoipio cielupuYHbIX TpaiMepoB, MOJA0O0PAHHBIX K
nocjeaoBaTeIbHOCTH nepBoro 3k30Ha reHa K1, B xome TP ¢ Oonee Msrkumu
ycioBusimMu.  [lo-Bugumomy, rteH K1 nunum Frisson #HMeeT yHUKAIbHYIO
HYKJICOTUJIHYIO 3aMEHy B CailTeé OTKHUra OJHOTO U3 TMpalMepoB, U OTO
BOCTIPEISATCTBOBAIO €r0 HOpMajdbHOW aMruiuukanui. CHUKEHHE TeMIIepaTypbl
OTXUTa MPUBEJIO K 00pa30BaHUIO MPOAYKTA, COOTBETCTBYIOIIETO IPYIrOMY reHy, He
apistoniemycst K/, Ho moxoxemy Ha Hero. CeKBEeHHPOBaHHE MOKa3alio, YTO Ha
ypOBHE MEepBOro 3k30Ha parMeHT LYKX neiCTBUTEIEHO JEMOHCTPHPYET BHICOKOE
cxonctBo ¢ reHamu K1 wm Sym37, omHako B MOCIENOBATEILHOCTH HWHTPOHA,
CJICYIOIErO 3a ATHUM 3K30HOM, HAOIIOMAIOTCS CYIICCTBECHHBIC OTIIMYMs (puc. 6).
YroObl BBISICHUTB, COOTBETCTBYET JIM moyiokeHue reHa LykX B reHome ropoxa
paHee ycTaHOBJICHHOMY mojoxxkeHuto Sym2 [Kozik u ap., 1996], 6b11 npoBenéH
KocerperanuoHHbii anamu3 reHoB LykX u Sym37 (paHee yke JIOKaJIU30BAaHHOTO B
peruone Sym2) na BbeiOOpke F(SGE Fix-1xNGB1238), ucnosnp3oBaBiiciicss B
naboparopur ISl KapTUPOBAaHUS JPYTHMX CHMOMOTHYECKHMX TE€HOB ropoxa. B
npenenax 40 mnpoaHamu3upoBaHHBIX pacteHudt F, remsr LykX wu  Sym37
NPOJEMOHCTPUPOBAIM IMOJHOE CIEIUICHHe Jpyr ¢ apyrom (tadm. 8.), dro

COTJIaCyeTCs ¢ THIIOTe301 0 pacnoyiokeHnn LYkX B paiioHe okamuzauu Sym?2.
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K1 2150

K1 Finale
LykX Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1l Finale
LyEx_Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1 Finale
LykX Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1l Finale
LyEx_Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1 Finale
LyEX_Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1 Finale
LykX Frisson
Sym37 2150
Sym37 Finale

K1 2150

Kl Finale
LyEx_Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1 Finale
LykX Frisson
Sym37 2150
Sym37 Finale

K1 2150

K1l Finale
LyEX_Frisson
Sym37 2150
Sym37 Finale

Pucynok 6. CpasBuenue mnocienoBarenabnocru LykX Frisson ¢ mociemoBarenbnocrsimu remoB K1l u
NGB2150 wu

Sym37auHuii

CATGTGAATGTATTGGAGGTGAGTTCTTAGGACATGTGTTTGAATATACAACAAAGAAAG
CATGTGAATGTATTGGAGGTGAGTTCTTAGGACATGTGTTTGAATATACAACAAAGAAAG
CATGTGACTGTATTGGAGGTGAATTCTTGGGACATGTGTTTGAATACACAGCAAATGAAR

CATGTGAATGTATTGGAGGTGAATTTCTTGGGCATGTGTTTGAATACACTGCAAATGAAG
CATGTGAATGTATTGGAGGTGAATTTCTTGGGCATGTGTTTGAATACACTGCAAATGAAG
khkkhkhkkhkkhk khkkhkrkkhkkkkkhkhkkhkhkkkkx K*k * kk kkkkkkAkkhkhkkhkkkhkk kK * Kk kK * %

GAGATACTTATGATTTGATTGCAAATAATTATTATGTAAGTTTGACAACTGTTGAGCTTT
GAGATACTTATGATTTGATTGCAAATAATTATTATGTAAGTTTGACTAGTGTTGAGCTTT
GAGATACTTATGATTTGATTGCAAATTCTTATTATGCAAGTTTGACTTCAGTTCAAGTTT)
GTGATACTTATGATTTAATTGCAAATACCTATTATGCAAGCTTAACAACTGTTGAGGTTT
GCGATACTTATGATTTAATTGCAAATACCTATTATGCAAGCTTAACAACTGTTGAGGTTT
Kk khkAkKkAkAkhkAAk AKXk Ak Ak Ak hkkkhk Ak kK kkhkKkkhkkhkkk kkk kK kK * Kk Kk K * K Kk
TGAAGAAGTTTAACAGCTATGATCCAAATCATATACCTGCTAAGGCTAAGGTTAATGTTA|
TGAAGAAGTTTAACAGCTATGATCCAAATCATATACCTGCTAAGGCTAAGGTTAATGTTA|
TGCAAAAGTTCAATAGTTATCATCCAAATCATATACCTGCTAAAGCTAAGGTTAATGTCA
TGAAAAAGTACAACAGCTATGATCCAAATCATATACCTGTCAAAGCTAAGGTTAATGTCA|
TGAAAAAGTACAACAGCTATGATCCAAATCATATACCTGTCAAAGCTAAGGTTAATGTCA|
**k k kk kK * Kk kk kkk khkkhkkhkhkkhkrkkhkhkkhkhkkkhkrKk *k Ak kkkhkkrkkkhkkkkkx K
CTGTCAATTGTTCTTGTGGGAATAGCCAGATTTCAAAAGATTATGGCTTGTTTGTTACTT
CTGTGAATTGTTCTTGTGGGAATAGCCAGATTTCAAAAGATTATGGCTTGTTTGTTACTT
CTGTGAATTGTTCTTGTGGGAATAGCCAGATTTCAAAGGATTATGGCTTGTTTATTACTT)
CTGTTAATTGTTCTTGTGGGAACAGCCAGATTTCAAAAGACTATGGGCTATTTATCACCT
CTGTTAATTGTTCTTGTGGGAACAGCCAGATTTCAAAAGACTATGGGCTATTTATCACCT
KAk k KAAKRKAIAAAAAAAA XA K, *hkA hkhkhhkk krkhkkhkhk *x **x *kk,*% * kkk k kK X
ATCCGTTAAGGTCTACGGATTCTCTTGAGAAGATTGCGAACGAGTCGAAACTTGATGAAG
ATCCGTTAAGGTCTACGGATTCTCTTGAGAAGATTGCGAACGAGTCGAAACTTGATGAAG
ATCCGTTAAGGTCTACGGATTCTCTTGAAAAGATTGCGAACGCGTTTAAACTTGATGAAG
ATCCACTTAGGCCTAGGGATACTCTTGAGAAGATTGCAAGACATTCTAAACTTGATGAAG
IATCCACTTAGGCCTAGGGATACTCTTGAGAAGATTGCAAGACATTCTAATCTTGATGAAG
kkkk ok kkk Kkkhkk KKKk Khhkhkhkkkk Kkkhkhkhkkkxkk K * kk kkkKkkkkkkk
GGTTGATACAGAATTTCAACCCTGATGTCAATTTCAGTAGAGGAAGTGGGATAGTGTTCA|
GGTTGATACAGAATTTCAACCCTGATGTCAATTTCAGTAGAGGAAGTGGGATAGTGTTCA|
GGTTGATACAGAATTTCAATCCTGACGTCTATTTCAGCAAAGGGAGTGGGATAGTGTTCA
GAGTAATACAAAGTTACAATTTGGGTGTCAATTTCAGCAAAGGCAGCGGGGTAGTGTTCT
GAGTAATACAAAGTTACAATTTGGGTGTCAATTTCAGCAAAGGCAGCGGGGTAGTGTTCT

* * kkkkk ok kk kkk * *xkk kkhkkrkkkk kK kkk kk kkk Kkhkkkkkkx

khkkhkk Kkhkkhkkkkhkkkhkkkkkikk Kk kk Kk * kK * ok *
CTATG----GTATGAATTGTGACGGCTT-CGCTTAAAAGC-TATTTTTAACTTTGCAG
CTATG----GTATGAATTGTGACGACTT-CGCTTAAAAGT-TATTTTTAACTTTGCAGRK

CTGTGTTTGATACAAATGGTTGGATCTTACGCT--GACGCATGTTGTCA--CTTACAGH

CTTTGAT--GTACAGATCA-AAAGTATTGGGTATAAATATAT-CTGTTAG---AGTATAT
CTTTGAT--GTACAGATCA-GAAGTATTGGGTATAAATATAT-CTGTTAG---AGTATAT
*k kK * % * % **k K * * ok Kk * kK
RV NNEE NV NV NN CI NN MR NEU VNSNS NC TAAGTA-—-ACT--TTGATTATCTCAC
RV V.V NNEE/NE VNV NNCH NN M NRCU VNN RINC TAAGTA--ACT--TTGATTATCTCAC
[@.v.v.V-Veler-Nor- Vg v Ve gipifeleyyifeyv.-Ueey ¥ Cle GTTGGTA- -ACT - -TTGAATGTCTCAC

TCAA-TG---AATAAATTACTCTACCAACTGCGATTGGCACAAATGGTTGGGCATTCCAC
TCAA-TG---AATAAATTACTCTACCAACTGCGATTGGCACAAATGGTTGGGCATTCCAC

* Kk kK * k% *k  Kx * * * * * X * ok * K Kk * * K Kk

Finale. Y&pHeiMEH mnpAMOYroJbHUKAMH  BBIICIICHBI

COOTBETCTBYIOLIUE DK30HAM.
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Ta6auua 8. Kocerperanus mapkepos Sym37 u LykX

pacifnm Sym37 | LykX pacifnnn Sym37 | LykX pacifﬂnﬂ Sym37 | LykX
LA A 14 |C C 27 |c C
2 |© C 15 |C C 8 |A A
3 |C C 16 | A A 29 |B B
4 |A A 17 |C C 30 |A A
5 |A A 18 |C C 31 |c c
< B B 19 A A 32 B B
oA A 20 |A A 33 |A A
o C 21 |B B 3% A A
° |B B 22 |C C 35 | C c
Sl ¢ C 23 |C C 36 | C c
11 A A 24 C C 37 C C
12 |C C 25 | C C 38 |C c
Sl - B 26 |C C 39 |B B

[Mosicuenus k Tabnuue 8: A — obo3HaueHHe ayuienu, npuHaanekamei muaun SGE Fix'-1; B —

ob6o3HaueHue amienu, npuHapiexkamied suann NGB1238; C — 0603HaveHHe reTepo3UroTHI.

Takum 00pa3om, MOJIyYCHHBIC JaHHBIC SBUJIMCh OCHOBAHHEM JIJISi PAaCCMOTPEHUS
LykX B kadecTBe HOBOTO MEPCIIEKTUBHOTO KaHAMIaTa Ha posib SYym2. Bmecre ¢ Tem
CTaJI0 OYEBUIHO, YTO TE€HOMHBIN pPErHoH SYyM2, moJ00HO CUHTEHHOMY PErHOHY
LYK1-LYK?7 y mouepnsl crnaboyceuénnorr (Medicago truncatula), Bxmrouaer B
ce0s1 HecKoIbKO (TI0 KpaifHe mepe, Tpu) opToorudHbiX TeHoB LysM-RLK. Jlns
YCTAHOBJICHHUSI TIOJHOM MocienoBaTebHOCTH TeHa LykX, a Takke BepOSTHOTO

oOHapy>KeHHsI JPYrMX TEHOB-KaHAWJATOB Ha pob SYyM2, OBLIO PEIICHO

oOpaTtuThcs K ckpunuary BAC-0u0amoTekn ropoxa moceBHOTO.
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3.3.Cxkpununr BAC-0u0.1u0TeKu ropoxa noceBHOro

BAC-tnaamuaa (ot anri. Bacterial Artificial Chromosome — ucKyccTBeHHas
OakTepuantbHasl XpOMOCOMa) MPEACTaBIsAET cOO0H BEKTOp Ha OCHOBE F-mmazMuisi
(mmasmuael peprribHOocTH) EScherichia coli, comepxkamuii kpynayro (150-350
kbp) BcraBky uyskepomuoit JIHK [Shizuya, Kouros-Mehr, 2001]. Bakrepus ¢
BHeApEéHHOW BAC-mma3mMuionl  ABISIETCA  CaMOPETyJHUPYIOIIEHCS  CUCTEMOM
aMIUTM(UKAIK, TTO3BOJIAIONICH TOJIepKUBaTh, HapadaThIBaTh W  H3YyYaTh
¢parmentel JIHK, kmonwpoBanHble B mminazmMuay. BAC-O0mbamoreku — 3TO
KOJUICKIIMY OaKTEePHAIbHBIX KIOHOB, HecymuxXx BAC-mmasMunsl ¢ pparMeHTamMu

I'CHOMaA 3YKAPHOTHYCCKOT'O OpraHnu3Ma.

B nHacTtosiee BpeMsi CKpUHUHT reHOMHBIX BAC-0u0a1oTeK ¢ 1enbio GU3n4eckoro
KapTUPOBAHUS, MO3UIMOHHOTO KJIOHUPOBAaHUS WJIM T'€HOMHOI'O CEKBEHUPOBAHUS
JUIS  BBICIIMX OJYKapHOT TPEBpPATHICA B PYTHHHYIO MPOLEAYPY, CTaBIIYIO
JOCTYNHOM Onarojiapsi HLIMPOKOMY PacHpOCTPAHEHUIO METOJOB CEKBEHHUPOBAHUS
«HoBoro mokosieHus» (aHri. Next-Generation Sequencing, NGS). B nannoit
paboTe wmcmoib30Bagach reHOMHass OMOIMoTeka ropoxa moceBHoro Psa-B-Cam,
npefocTaBiisieMas Ha IUIATHOM OcHOBE LIEHTpOM T'€HOMHBIX pecypcoB pacTEHUM
(French Plant Genomic Resource Center, INRA — CNRGYV), Tyny3a, ®panius
(cMm. paznmen 2.3.8).

Jns ckpununra BAC-6u6mmorekn merogom [P B peanbHOM BpemeHu ObuiH
CKOHCTPYHPOBAHBI Maphl IPaMEPOB K MociieoBaTeIbHOCTSIM reHoB K1 u Sym37,
a TaKKe K IMOCIeI0BAaTeIbHOCTH HM3BECTHOTO ydacTtka rena LykX (tabm. 2
[Mpunoxenus). AHaIU3 KaXI0W U3 ATHX Tap MpaiMepoB yKa3all Ha eTUHCTBEHHBIN

BAC-knon Psa-B-Cam 446P4, copepxamiuii, TakuMm oOpa3oM, cpa3y TpU TeHa

LysM-RLK.

I'parumer reHomHOM  BctaBku  BAC-knona  Psa-B-Cam  446P4  Obumn
CEKBEHHPOBAHbl C HCIIOJIb30BAaHUEM CTaHAApPTHBIX mnpaiimepoB T7 m Ml3rev.
CpaBHeHME TIOJYyYEHHBIX IMOCJIEOBaTeIbHOCTEH ¢ 0a30i  HYKJICOTHUIHBIX

nocnenoBareapbHocTelt NCBI (www.ncbi.nlm.nih.gov) mo amroputmy BLASTN
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MO3BOJINJIO BBISIBUTH, YTO C OJHOW CTOPOHBI BCTaBKa OrpaHHuYeHa (PparMeHTOM
KpynHoro Tpancno3oHa u3 cemeiictea OGRE, a ¢ npyroii — nocien0BaTenbHOCThIO
reHa LysM-RLK (mocsne nmoiHoro ceKBeHUpOBaHUS BCTABKU BBIICHHIIOCH, YTO OHA
npuHaekuT reny LykX). [TonHoe cekBeHMpOBaHHWE TCHOMHON BCTaBKH KIJIOHA
Psa-B-Cam 446P4 ocymectBismioce B INRA — CNRGV Ha reHomMHOM
cekBeHatope  GS  Junior  (Roche), pabotaromem 1m0  MPHUHIMILY
MUPOCEKBEHUPOBAHUS; B 00IIEH CIOKHOCTU ObLIO TostydeHo 11697 npouteHuit co
cpenneri  mmuHoMt 500 bp. IlepBoHauanmbHas cOOpKa, OCYIIECTBICHHAS
MOCTABIIMKOM YCIYI'M TIpU TOMOINM Mporpammbi-accembnepa Newbler 2.6
(Roche), nana mects KOHTUTOB OoOmIeH AmuHOM okojo 120 000 bp. Jlns moucka
M3BECTHBIX IOCJIEIOBATEIFHOCTEH TOpOXa IIOCEBHOTO IMIOJIyYE€HHbIE KOHTHUTH
CpPaBHUBAJIUCH C 0a30¥ JaHHBIX IOCJIEAOBATEILHOCTEN Tropoxa, JOCTYIMHOW Ha
cepBepe NCBI, no anroputmy BLASTN. Beu10 BBISBIECHO HATUYUE TPAHCIIO30HOB,
OTHOCAIUXCS mpenMmymiecTBeHHO K kimaccam OGRE, Ty3-type, Tyl-like u
Ty3/Gypsy-like, a Takke TMOJHBIX IOCICIOBATEIBHOCTEH TPEX TI'EHOB
peunentopubix kmHa3 — Sym37, K1 u LykX. Ilo3ke pa3BUTHE HHCTPYMEHTOB
O1onH(pOpPMaTUKU MO3BOJIMIO COOPaTh «CHIPHIE» MPOUTEHUs 0oJjiee KaueCTBEHHO.
C momormpio anroputMa SPAdes 3.9.1 Obuio mosnydeHo Tpu KoHTHra (puc. 7),
MOKPBIBAIOUIMX MPAKTHYECKHM BCIO T'€HOMHYIO BcTaBKy Psa-B-Cam 446P4.

HOCJIe,Z[OBaTeJIBHOCTI/I KOHTUT'OB ceiuac HaxXoAATCs B HY6HH‘1HOM AOCTYIIC B 0aze

naaaeix NCBI mox Homepom MF185734.

Ps-B-Cam BAC-446P4

B AA A A Sym37 K1 LykX

[ ! |
[esoo [13060 [rosee [26000 [32s00 [z9000 [a5500 [52000 [sesea [6s000 [71500 [ze000 84500 91000 197500 104600 110500

= - E Kontur 1 ? Kontur 2 Kontur 3

Pucynok 7. T'enomuasi BAC-BcraBka Psa-B-Cam 446P4. T'enst Sym37, K1 u LykX o6o3HaueHbl 3enEHBIMU
NpsIMOYroNbHUKAaMH. KpacHble TNPSIMOYrOJIBHUKM O0O3HAYAIOT PACIOJIOKEHHE MOOWIBHBIX T'CHETHYECKUX
aneMeHTOB: A — dparmentsl TpaHcno3oHoB tuna OGRE, B — ¢parments Tpancnoszonos tumna Cyclops-2, C —
(bparMeHThI peTpoTpaHcno30HoB Tuna TYy3 (wunocTpanus u3z Sulima et al., 2017).

C MIOMOIIBIO pOrpaMMbl ORF Finder

(http://www.ncbi.nlm.nih.gov/gorf/gorf.html) Obi1a BBIsBICHA MO3UIKS HaHOOJIEE

BEPOSITHOTO CTapTOBOTO KOJMOHA reHa LYkX, a Takke OIpeneneHo OTCYTCTBHE
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MIPEXKIEBPEMEHHBIX CTOM-KOJIOHOB, MPEMSATCTBYIONINX CHHTE3Y MOJTHOPA3MEPHOTO
dbyHkIoHanpHOro npoaykra. Oxasanoch, uto rerbl K1 m LykX pacmonoxeHb
OueHb OJW3KO JApYyTr K JPYyry, M PACCTOSHHE MEXAYy CTONm-KogoHoM K/ u
BEpOATHBIM cTapToBbIM Koj0HOM ATG rena LykX cocraBisier Bcero 531 bp (1o
JTaHHBIM U1 JuHAA Topoxa Caméor, MCIOJB30BaBIICHCS I TPUTOTOBJICHHUS
BAC-6ubmotexn). Tem He Mmenee, online-mporpamma Promoter 2.0 Prediction
Server mokasaia BO3MOXKHOCTh CYIIIECTBOBAaHHUS B TIpeJeiiax JaHHOW 00JacTH
(GYHKIIMOHAJIBHOTO 3YKapUOTUYECKOTO MPOMOTOPA, TTO3BOJISIONIETO OCYIIECTBISTh
IKCITPECCUIO HIDKEIeXKAIero reHa. [Tozxe MOCTIEI0BATEIBHOCTD,
cootBercTByromas k/JIHK LykX, Obuta oOHapykeHa Cpely NAaHHBIX HECKOJIbKUX
TPAHCKPUTITOMHBIX COOPOK, IMOJTYYEHHBIX ISl a30TPUKCHPYIONINX KIyOCHHKOB
ropoxa [Alves-Carvalho u ap., 2015; Sudheesh u ap., 2015; Zhukov u ap., 2015].
[Ipu sTOM B cOOpKax TPaHCKPUIITOMOB, COOTBETCTBYIOIIUX JIPYTUM TKaHIM

pacrtenus, mocienoBareabHOCTh LykX He 0OHapykuBaercs.

OxoHUaTeIbHOE TOATBEpKIACHUE (pakTa Haauuus sKkcrpeccun rena LykX Obuia
MOJy4YeHO C TOMOIIbI0 Meroda komumuectBeHHou IIIIP. Jlnmga ananumsa
UCTIOJIB30BAJICSI MaTepHajl pacTeHUH JIMHUK Frisson: 60koBbIe KOPHHU, COOpaHHBIE C
HEUHOKYJIMPOBAHHBIX PACTEHHUM BO3pacta 2 HeAenu; KIyOeHbKU, COOpaHHbIE Ha
cpokax 2, 4 u 6 Henenb nocjae UHOKYISAIuu mrammoM puzoouit RCAM1026; u
JUCThSI, COOpaHHbIE C HMHOKYJUPOBAHHBIX M HEWHOKYJIHWPOBAHHBIX PpPaCTEHUUN
BO3pacTta 2 Henenu. Pe3ynbrarhl mpeacTaBieHbl Ha pUC. §: BUIHO, YTO CUJIbHEE
Bcero LykX skcmpeccupyeTcs B HEMHOKYJIMPOBAHHBIX KOPHSIX, B TO BPeMs Kak B
KJIIyOE€HbKaX YPOBEHb €ro 3KCIPECCHUU CHIDKACTCS 10 OJM3KUX K HYJII0 3HAYCHUM,
HEMHOTO TIOBBIASCH HA Cpoke 4 Henenu. B Ham3emMHOIM YacTu pacTeHus (JIMCThA)
tpaHckpunius LykX npakthdecku He aeTekTupyercs. IlaTTepH skcmpeccuw,
TaKUM 00pa3oM, YKa3bIBacT Ha BeposATHOEe ydacThe reHa LykX B paHHuX 3Tamax

YCTaHOBJICHHSI KIIyOEHbKOBOT'O CUMOHO3a.
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Pucynok 8. Dxcmpeccuss rena LykX B kopHsix, KiyOeHbKaX U JHCTBSIX ropoxa. YPOBEHb 3KCIPECCUU
M3MEPSIICST OTHOCUTENBHO pedepeHcHbix reHoB GAPDH u Actin2. OaunakoBbie OyKBbBI YKa3bIBalOT Ha OTCYTCTBUE
JIOCTOBEPHBIX pa3nuyuii B ypoBHsx skcmpeccuu (oguodakropusiii ANOVA, P<0,05). MHTepBansl MOKa3bIBAOT
CTaHJapTHOE OTKJIOHCHHUE.

3.4.0nmncanne HOBOTO TeHa ropoxa LykX, koqupywmero LysM-RLK

[TockombKy mociienoBaresbHOCTH Beex Tpex reHoB LysM-RLK, Haxomsmmxcs B
peruoHe Sym2, NeMOHCTPUPYIOT OYEBHIHOE CXOJICTBO MEXIy COOOi, BHauaie
9K30H-UHTPOHHAsT CTPYKTypa reHa LykX Oblaa pasmeueHa MO aHAJIOTMU C paHee
YCTaHOBJICHHBIMU CTpykTypamu reHoB Sym37 u K1. Ha ocHoBe 3TOi uepHOBOU
pa3sMeTku  ObUITM  CKOHCTPYMPOBAHBI  TpaiiMepbl O aMIuMpUKauu
nocinenoBareabHoctd LYkX wa k/IHK muoum Caméor. C momorupio ITLP u
CEKBEHUPOBAHMS  yNajJochb  WACHTU(GUUMPOBATH  MOJHYIO  KOJHUPYIOUIYIO
nocjenoBareabHOCTh TeHa LykX; 5°— u 3’— Hexomupyromme obmactu kJJHK LykX
ot mosydeHel ~ MetogoM  RACE-IIIIP.  CpaBHeHue  koaupyrouien
MOCJIEIOBATEIBHOCTH C TIOCJIEJOBATENIbHOCTbI0 T€HOMHOM KOIHH, BBISIBIEHHON
MIpU CEKBEHUPOBAHUM BCcTaBKU BAC-KIIOHA, TO3BOJIMIIO OKOHYATEIbHO YCTAHOBUTD
9K30H-UHTPOHHYIO CTPYKTYypy reHa LykX, koropas OoJjbllle BCEro HalOMHHAET

TakoByl0 y TeHa Sym37, ¢ 12-1o0 sxk3oHamu u 11-10 uatponamu (puc 9, A). Tlomnas
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nocienoBaredbHOCTh reHa LykX muamm Caméor memoHupoBaHa B 0a3y JaHHBIX

GenBank moxg Homepom MF135533.

LykX

637 34 5 153 176 93 91 152 95 178 102 165

- \/ \/ TGA

A 102 93 104 223 80 75 84 82 110

3=

LykX

l:-:-:.:l 1 ]
SP \Lyle LysM2 Ly5M3/ TMD KD

B Y

PucyHok 9. Jx30H-UHTpOHHas cTpykTypa rena LykX (A) u qoMeHHasi CTPYKTYpa COOTBETCTBYIOLIETO €My
6eaka (B). B wactu A 3k30HBI 0603HAYEHBI TIPSIMOYTOILHUKAMH, HHTPOHBI — OTpe3kamu. [{udppaMu ykazan pasmep
yuacTkoB B bp. I[BeTa COOTBETCTBYIOT I[BETaM OENKOBBIX JOMEHOB B yacTH B. SP — curHanbmerit mentun (signal
peptide); LysM1-3 — LysM-moaynu penentopHoro gomeHa; RD — peuenrtopusiii gomen (receptor domain); TMD —
TpaHcMeMOpaHHbiii qomen (transmembrane domain); KD — kunasueiii jomen (Kinase domain) (wutoctpanust u3
Sulima et al., 2017).

benox LykX cocTouT u3 penentopHoro JoMeHa, BKIIOYAIOMIEro Tpu T.H. LysM-
MOJyJIsl, TpPaHCMEMOpaHHOrO JIOMGHa W KWHa3HOro jgomeHa (puc 9, B).
MHO»eCcTBEHHOE BbIpaBHUBAHWE aMUHOKUCIIOTHBIX MociienoBarenbHoctet LykX u
LysM-RLK npyrux opranu3moB (B yacTHOCTH, knuHa3 rpymmsl LYK M. truncatula)
noka3zajo, yto LykX o0samaer HanboabIMM cXoacTBOM ¢ Oeiakamu M. truncatula
LYK4, LYKI1 u LYKS. Ilpu noctpoennu (puiaoreHeTH4ecKoro apeBa mo MeToay
npucoenuHenus coceaeit (neighbor-joining) LykX u LYK4 momanu B rpymmy,
otaensHyto oT Kl wm Sym37, xotopele, B CBOIO O4Y€pedb, OKa3aIUCh
crpynnupoBanabiMa ¢ LYK2 n LYK3 M. truncatula u NFR1 nsaBena simoHckoro
Lotus japonicus (puc. 10). HMHTepecHO, 4YTO NpH HE3aBHCHMOM CPaBHCHHH
JIOMEHOB pelenTopHas 4acTh MpeAIoJiaragMoro Oenka LykX
MPOJIEMOHCTPUPOBATA CXOACTBO C PEIENTOPHBIMU YaCTSIMH CUMOMOTHYECKHUX

kuHa3 M. truncatula u L. japonicus, B To BpeMs KaKk KMHA3HBIA TOMEH OKa3aJcs
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OoJee MOXOXK Ha «HECUMOMOTHYECKHE)» KHHA3bI, UTPAIONINE POJh B 3AIUTHHIX
peakuusax pactenus (puc. 11). Bosmoxkno, ¢ynkmms reHa LYykX cBs3zana c
aKTUBAIlMCH W/WJIM TIOMABJICHHEM MEXaHW3MOB, CXOJHBIX C 3alUTHBIMH

PCaKIUAMHU PACTCHUA B OTBCT HA IIPUCYTCTBUC IIATOT'CHOB.

MILYK3
61
MILYK2

LjNFR1

MiLYK4

MILYK1

MLLYKS

MLLYKé

MILYK7

AtCERK1

LJEPR3

AILYKS

100

LiNFRS

100
MINFP

100

01

Pucynok 10. @uioreHeruyeckoe JApeBO, TMOCTPOEHHOE MO0 PpPe3yJabTATaM CPaBHEHHS] MOJHBIX
aAMHHOKHCJOTHBIX nocjenoBarensnocreii LysM-RLK ropoxa u3 pernona Sym2, LysM-RLK u3 cunTennoro
LYK-peruona renoma M.truncatula u romosaornunbix LysM-RLK L.japonicus u Arabidopsis thaliana. L{sera
BETBEH COOTBETCTBYIOT: 3€JEHBINA — ropoxy nocesHomy (PS), kpacueii — M.truncatula (Mt), cunuit — L.japonicus
(L)), onmuekossiii — A.thaliana (At). JlepeBo mocTpoeHO MO MeTOy MPHUCOSAMHEHHs coceneii (neighbor-joining),
Tpe/oaras, YT0 HyKJICOTHIHBIC 3aMEHbI MoaIuHstoTes Moenu Jlxxykca-Kanrtopa. Byrctpamn nposouics mpu 500
nosTopenusx (wuroctpanus u3 Sulima et al., 2017).
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Pucynok 11. ®duiioreHernyeckoe JpeBo, MOCTPOEHHOE MO pe3yJbTaTaM CpaBHeHUsi peuenTopHbix (A) u
kuHa3HbIX (B) nomenoB LysM-RLK ropoxa u3 permona Sym2, LysM-RLK wu3 cunrennoro LYK-pernona
resoma M.truncatula u romosnormunsix LysM-RLK L.japonicus u Arabidopsis thaliana. ns nosicHenuii cm.

puc.10.
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JlonoJIHUTENBHO TOJIHAs TocienoBaTenbHOCTh Psa-B-Cam 446P4 cpaBHuBanach ¢

LYK-pernonom M.truncatula (MtGEA v. 3.0; https://mtgea.noble.org/v3/) mo

anroputmy BLAST. beuto mokazano, uto reH Sym37 B 1eIOM JIEHCTBUTEIIBHO
obsamaeT HauOONBIIMM CXOACTBOM ¢ TeHoMm LYK3 mrorepHsl, B TOM uuclie Ha
YPOBHE BBIIIEIEKAIIETO YYaCTKA, MPEIINOJIIOKHUTEIBHO COAEPKAIIET0 MPOMOTOP.
[Ipu sToM ero »k30HBI 2, 3 U 6-8 Takke JIEMOHCTPUPYIOT CXOJCTBO C
cooTBeTcTByomuMHU dKk30HamMu LYK2 (cm. puc. 1 Tlpunoxenus). Tns LykX n K1
MaTTEPH CXOACTBA C TEHAMH JIIOIEPHBI OKazajcs Oojee Mo3anmyHbIM: Tak, y Kl
9K30HBI 6-8 1 10 MOX0KKM OAHOBPEMEHHO Ha COOTBETCTBYIOIINE 3K30HBI LYK2 u
LYKS, a 5x30H 9 mox0 UCKIIOYNTEILHO Ha 3k30H 9 LYK2. Dk30Hb1 6-8, 10 1 11
LykX moxokm Ha COOTBeTCTByomue 3k30HbI LYK4, oxHako HanOOJIBIIHM
cxonctBoM ¢ LykX Ha ypoBHe cemu 3k30HOB (6-11) oOmamaet TpaHCKpUOHpyeMast
MOCJIEIOBATEIBHOCTh JIIOIIEPHBI C HEU3BECTHOM (yHKIMEH, o00o3HAYCHHAs
Mtr.51442.1.S1 at, xoropas Taxke Haxomutcst B LYK-pernone (puc. 12). Baxxno
OTMETHUTb, YTO TMEPBHIA IK30H (COOTBETCTBYIOIIUI PELIENITOPHOMY JOMEHY OeiKa)
IPOJIEMOHCTPUPOBAJ BbICOKOE earnHo00pas3ue (He Huxe 80% cXO0aCTBa) Kak cpeau

I'CHOB OJJHOI'O BH A (FOpOX& NN J'II-OI.IGpHI)I), TaK U MCKy 'TCHAaMH PAa3HBIX BUIOB.

Jlanaple HAOMIOACHUS MOATBEPAMIIM paHEe YCTAHOBICHHYIO OPTOJOTHIO MEXIY
Sym37 u LYK3 [Zhukov u ap., 2008]. ITpu stom mms K1 u LykX omHo3HauHO
OTIPEJICIUTh OPTOJIOTH Yy JIIOLIEPHBI OKa3aJoCh HEBO3MOXKHO. TakuMm o0pazom,

CIIpaBCAJIMBO CYUTATh 3T I'CHBI YHUKAJIIbHBIMU I'CHAMHA IOpOXa.
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[RBDD meLyks (TP PRI 1eLvk2
1400 |72600

LOCKED Y
% PEPHRD Mtr.51442.1.51 at ==} 55 PIDRTHRYD MeLvks L]
|se600 |52800 |s5600 |57200 |59400 63860 |66600

Pucynok 12. CpaBHenue nocienosareibHocTH TeHa LykX ¢ mocienoBarenbnoctsio LY K-pernona B renome
M.truncatula. 3enénoit pamkoii oTmeueHa TpaHCKpuOMpyeMas mociemoBatenbHocTh Mtr.51442.1.S1 at,
JIEMOHCTpHpYIOIIas Haubombiee cxoacTBo ¢ LykX.

3.4.1. BapuabeabHOCTh TIepBOro J3k30Ha reHa LykX koppeaupyer ¢
NposiBjieHreM crieuu(PuIHOCTH CHMOM03a.

CorylacHO WMEIOMIEHCS THUIOTe3¢, HYKICOTHUIAHBIC 3aMEHbI B TeHE Sym2 vy
«a(raHcKux» Ppa3HOBUJHOCTEH TOpoxXa NPUBOISAT K H3MEHEHUIO CTPYKTYpHI
KOAMpYeMOro Oesika, Kotopast oTpaxaercs Ha ero GpyHkuuu. [lockonabky peub uaér
0 pa3NUYHbIX peakUusX pacTeHus Ha cTpykTypy Nod-¢akropa, Oemnok Sym2,
CKOpee BCEro, y4yacTBYeT B HEMOCPEACTBEHHOM CBSI3bIBAHUM OaKTEepUAIbHOM
CUTHAJIbBHOM MOJIEKYJIbI M Tepefadye CHUrHaja HIDKEIekKaluM KOMIOHEHTaM
CUTHAJIBHOTO KacKaja, T.€. SIBJISIETCS CUMMOMOTMYECKOM pelenToOpHOM KuHa3zou. B
TaKOM cilyyae HauOoJjee LeraecooOpa3HO MCKaTh 3HAYalllue 3aMEHbl B y4YacTKe,
KOJIUPYIOILIEM PEIeNTOPHBIN JoMeH Oenka. Y reHoB cuMOunotudeckux LysM-RLK

0000BBIX TAKOW y4aCTOK COOTBETCTBYET IIEPBOMY IK30HY.

JIJis TIpOBEpKH JaHHOW THIOTE3bl IMOCIICAOBATEILHOCTH IMEepBOro sk30Ha LykX
OBLITM CEKBEHMPOBAHBI Yy JIMHUM ropoxa ¢ «adraHckum» (EHOTHUIIOM, a TaKXKe y
psna JUHUN C «eBpPONCHCKUMY» (DEHOTHUIIOM (HE MPEABSIBISIONINX IOBBIIMICHHBIX
TpeboBanuii k cTpykrype Nod-hakropa), UMEIOMMXCS B KOJUICKIIUU JTAOOPATOPUH.

B PE3YJIbTATC BbBIpABHUBAHUS IMOJTYUCHHBIX HYKJIICOTUIHBIX HOCHeHOBaTeHBHOCTef/i
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OB OOHAPYKEHBI TOYKOBBIE 3aMEHBI, XapaKTEePHBIC MCKIIFOUUTEILHO JIJIST JIMHUMI
Cc «adraHckum» (GEHOTUTIOM (KOPPEIUPYIOIUE C TPOSBICHHEM «a(TaHCKOTO
dbenotuna). IlomoOHONW KOppESIMU MEXKIYy aUICTbHBIM COCTOSHHEM U
nposiBliecHHeM «adranckoro» (eHoTuna He ObLIO BBISABJICHO JIsi TeHOB Sym37 u

K1, paccmaTpuBaBIIMXCS B KaUeCTBE KaHAUAATOB Ha POJIb SYM2 mpex/ie.

Ipu 06aBIeHNH B BRIGOPKY «a(raHCKMX» JTHHHIT, OTOOPAHHBIX B XOJI€ MOJIEBOTO
onbiTa 2011 r. (cM. paznmen 3.1), okazanock, 4YTO y IBYX M3 HUX MEPBbIN AK30H I'eHa
LykX Hec€T yHUKanbHBIE TOYKOBBIC 3aMCHBI, HE XapakTepHbIE HU UL
«EBPOTEUCKUX», HU JUIS APYTHX «apraHcKux» JuHHUHA (Ta0s.9). DTH IuHUKA ObLTH
Ha3BaHbl «TAHKUKCKUMI», [0 MECTY MPOUCXOKACHUS TuHUU 3821, koTopast Obuia

oOHapy»XeHa MepBOH.

1 o

HOCKOJ’H)KY BO BCEX NPOBCJACHHBIX OKCIICPUMECHTAX 06pa3u1)1 BUP MPOACMOHCTPUPOBAJIN TOMO3UT'OTHOCTD 1O
N3y4a€MbIM I'€HaM, aBTOp Ccu€1 BO3MOKHBIM JUIIA y}IO6CTBa H3JIOKCHUA HA3bIBATh UX JIMHUAMH», UMEA, OJTHAKO, B
BUY, YTO IJIA HUX HE IPOBOJMNIIOCH LEJICHAIIPABICHHOI'O BBIBEICHNUA B YUCTYIO JIMHUIO l'IyTéM WHIIYXTa.
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Tab6auma 9. AMUHOKHCIOTHBIE 3aMeHbl B Oenke LYKX, xapakrepHble I JUHHIA TOpoxa ¢
pa3HOU CrenU(PUIHOCTHIO CUMOMO03a

H03I/IIIH$[ 3aMeHBI B 0ejIKe
JIunus ropoxa 44 45 75 76
NGB2150 R Y R D
K-6883 (84) R Y R D
6047-2 R Y R D
cv. Iran R Y R D
K-1878 R Y R D
K-4901 R Y R D
K-6559 R Y R D
K-3374 Q N P A
K-3821 Q N P A
Caméor Q N R A
Finale Q N R A
SGE Q N R A
P.fulvum 701 Q N R A

[Mosicuenust k Tabmure 9: 3eEHBIM IBETOM BBIJCIICHBI JIMHUU C «adraHckoi» amienbio LykX,
KPACHBIM — C «EBPOICHCKON aJlIeNbl0, CHHUM — C «Ta/DKUKCKOID aliesblo, )KEIThIM — JTHHUS P.
fulvum 701 (c «eBpomeiickoii» amnensto LykX). Pamkoii BblIeleHBl JIMHHM C  y3KOH
crerupUIHOCTHI0 cCMMOMO03a («adranckum» heHoturnom) (tabnuia u3z Sulima et al., 2019).

BbIsIBIIEHHbIE HYKJICOTHAHBIE 3aMEHbl TNMPUBOIAT K 3aMeHe OAHOW (B ciydae
«TAJKUKCKUX» JIMHHUIA) 1100 TpEX (B cllydae OCTaIbHBIX «a(raHCKUX» JIMHUM)
AMHHOKHCIIOT Ha ypoBHe Koaupyemoro Oenka (1a6m.9). Ilpum stom y
«TAIKUKCKUX» JIMHUM TMpPOUCXOoauT 3ameHa R75P — apruHumH 3amemiaercs
MPOJIMHOM, KOTOPBIM  XapaKTEPU3YEeTCs  MOBBIIMICHHONW  KOH(MOPMAIMOHHON
KECTKOCTHIO, CIIOCOOHON OKa3bIBaTh CYIIECTBEHHOE BIUSHHUE HAa BTOPUYHYIO
CTpYKTypy Oenka. BaXHO OTMETUTBb, 4YTO BCE€ 3TH XapaKTEPHbIE 3aMEHBI
cocpenoTtodeHsl B nepBoM LysM-monyse, 4To KOCBEHHO YKa3bIBAE€T Ha BaXXHOCTH

MMEHHO 3TOr0 MOAYJISA JUIsl PyHKIMOHUPOBAaHUS O€iKa y ropoxa.

Takum o0Opa3oMm, BBISICHWIOCH, YTO B MpeAeNiaX JUHHUM ropoxa, MpOsBIISIOLINX
NOBBIIIICHHBIE TpeOoBaHus K cTpykType Nod-dakrtopa, ren LykX mpuHuMaeT nBa
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XAapaKTCPHBIX aAJJICJABHBIX COCTOSHHA, OTPAXKAIMNUXCA Ha aMHWHOKHCIOTHOM

COCTaBC KOAUPYEMOT'O Oenka.

3.4.2. UccnenoBanne ydacTka Mexay renavm K1 m LykX y JauHuii ¢ pa3Hoii
cnenu(PUIHOCTHI0 CMMOHKO03A.

Hebombioit pasmep yuacTka, pasaensiomero reubl K1 u LykX, Hatonkayn Hac Ha
MBICJIb O BEPOSATHON OImMMOKe cOOpkM KoHTWTA. [ moAaTBEp)KICHUS UIMHBI U
MOCIICZIOBATEIHbHOCTH  JIAaHHOTO  y4acTKa OH ObUI  aMIDIUUIIMPOBaH |
CEKBEHHUPOBAH C IMOMOIIBIO MpaiMepoB, Moj00paHHBIX K 3’—koHiy reHa Kl
(mpsimoit) m 5’—xoHiy reHa LykX (oOpartwsriii). [Ipu BH3yanu3anmuu TpOITyKTOB
aMIUTU(UKAIIMKY B arapo3HOM Tejie 0Ka3aJioch, YTO y «adraHCKUX» JTUHUN JaHHBIHN
y4acTOK 3aMETHO [JIMHHEE, YeM Y «TQDKUKCKUX» M  «EBPOIECUCKUXY.
CexkBeHHUpOBaHUE TOKA3aJI0, YTO YYACTOK MEX]Yy CTOIM-KOJOHOM K/ U CTapTOBBIM
komoHoM LYkX oOmamaeT 0COOCHHOCTSAMH, YHUKAJIBHBIMH JUIS KOKIOH U3 TPEX

TPYIII — «aTaHCKOI», «EBPOTCHCKON» U «TaKUKCKOM» (puc.13).

HauGonpmyro qmny (748 bp) 1aHHBIA y4acTOK MMEET y pacTeHHUN «araHCKON»
rpynmbel.  Ilpy 3ToOM OH He HecéT B cebe HHUKAaKUX OCMBICIEHHBIX
nocjeIoBaTeIbHOCTEH, 3a uckiroueHueMm ¢pparmentoB k/IHK renoB K1 u LykX. V
«EBPOMENCKUX» JIMHUU JJIMHA JAHHOTO ydacTka MeHblue (531 bp); no-suaumomy,
3leCh HMeJa MeCTO JeJelus UeHTpaibHoro ¢parmenta. Haxonen, y
«TADKUKCKUX» JIMHAM JaHHBINA y9aCTOK JIOCTUTAET B JUIMHY 592 bp u HecéT B cede
MOCJIEIOBATEILHOCTH, MTOX0XKHUE HAa MOCIEA0BATEIbBHOCTU U3 CUHTEHHOI'O PErnoHa
5 xpomocomsr M. truncatula (mo manaeiM MtGEA v. 3.0). BaxxHo oTMETUTh, YTO
OH CYILECTBEHHO OTJIMYAETCS OT COOTBETCTBYIOIIMX YYACTKOB «EBPOIMEUCKUX» U
«araHckux» JMHUH, KOTOpBIE, 3a HMCKIIOYEHUEM JENCHHH Y «EBPOMEUCKUX)»

JIUHUW, UAECHTUYHBI IPYT APYTY.
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1 10 20 30 40 50 60 7o 80 90 100 110 120 130

| I

HGB2150_K1-LykX TGAAGGTTCTTTTTGCCAGATTGAATCATGTTTGT TAGTARRRCTGARCTAGTTGGGARGTTTTTTACTGTGT TCARAGARATGGTCAGAAGGTCCTAGATTTCATARAGACATCCTGTARTTATTTTTA
SGE_K1-LykX TGARGGTTCTTTTTGCCAGATTGAATCATGTTTGTTAGTARARCTGARCTAGTTGGGARGTTTTTTACTGTGT TCARAGARATGGTCAGARGGTCCTAGATTTCATARAGACATCCTGTAATTATTTTTA
3821_K1-Lyk¥ TGARGGTTCTTTGTGCCAGATTGAATGATGTTTGT TA---ARARCTGARCTAGTTGGGARGTTGTA-ACACTGARGTACARTTTGTARRAAAGA----AGATTCCARCTAGARAT--TGATAGTCTTACAG
Consensus TGARGGTTCTTTETGCCAGATTGARTCATGTTTGTTAgtaARACTGAACTAGT TGGGAAGTTETELACLg TGt LcaRagHaaTGgtcAgARGgt cct AGATTLCAL aaAGACATec TGLaAL TaTTEEEa

131 140 150 160 170 180 190 200 210 220 230 240 250 260

| |
HGB2160_K1-LykX GTGARGTTGTARCTGACAGAAGAAGCGAGTAGTTTTATARACTTCTGTATTTTATCAGAATGCARTTTTGGACTTTATACATACARARCARACTTTAGCTATTCTACTARTTATGATARATAGTARATAT
SGE_K1-LykX GTGAAGTTGTAAL

3821 _Kl-LykX CTTATGATGTGAAT ACTTTATTTTTRCTTTCAR= === = e ARTGT
Consensus gTgHalLTGTAACk casssaseassenssstsssrsssasssasssssesssesssssssssseststtssstaseasssassssssasss actbba, . b.b,cb. . 88000000 00sseasss aat.t

261 270 280 290 300 310 320 330 340 350 360 EFLL 380 390

1 1

HGB2150_K1-LykX TCTTAATATTCGCACTGTCTATTGATCTTCCARTTCTCTCCACTARCTTATTATTARARGCCCATTARCTGTARCATTTARAGTTTATTCARCAGTAACACTGAAGTACARTTTGTATATARGTGTTTTT
SGE_K1-LykX ACTGARGTACARTTTGTATATARGTGTTTTT
3621 _Ki-Lyk¥ ACATARGATAARGAACTAGATA---——---———-I GTTCTTTCCTAGACC-—————————————————— ARCATACACATTAATA-———————————————-| ACTAATGAGGTTAGTTTATTAACGARATATT
Consensus ,c.baa,ab..g.act...bdcessescsssss L2230 . TR T EELIRRT. T L N - PR ACTgAabtacaabt TeTATabHaGEgE TETT

391 400 410 420 430 440 450 460 q70 480 430 500 510 520

| I

NGB2150_K1-LykX TCAACATGARGACARCAGATAATGCAAARATAGTARCAGTTTTARTTAGGCATATTCGGTACTTATATTCTTARTAGTGATTTGGTTTGTTTTTTCCGTCAGAATATTTGGTACTTATATTCTTARTAGT
SGE_K1-LykX -CARCATGAAGACAACAGATAATGCAAAAATAGTARCAGTTTTARTTAGGCATATTCGGTACTTATATTCTTARTAGTGATTTGGTTTGTTTTTTCCGTCAGAATATTTGGTACTTATATTCTTARTAGT
3821_Ki-Lyk¥ TCGTATTTTTTACARATTARTTTTATGTTTTTGTTTCTGTARRAACTTTACCAC-———m—m= CATTTCCCGARGGAGGGGATTTGGTTTGTTTTTTCCGTCAGAATATTTGGTACTTATATTCTTARTAGT
Consensus LCaacaTgaagACAAcagAtaaTgcaaaaaTaGTaaCaGTeEtbARETagglatattegptaltTaTabtebbaataGEGATTTGGTTTGTTTTTTCCGTCAGAATATTTGGTACTTATATTCTTAATAGT

521 530 540 550 560 570 580 590 600 610 G20 630 B4 650

| I

HGB2150_K1-Lyk¥ GATACARGAACATTCTCTGACATTTTCAGTATATGAATGARTTATTTAGTARCATGTCARCTCTTATTCCARCCARCCATTACARTGCTCCCTCCACATTCTCTAGTCARRCATGCATTCATARCATCTA
SGE_K1-LykX GATACARGAACATTCTTTGACATTTTCAGTATATGARTGARTTATTTAGTARCATGTCAACTCTTATTCCARCCARCCATTACARCGTTCCCTCCACATTCTCTAGTCARACATGCATTCCTARCATCTA
3821_Ki-LykX GATACARGARCATTCTTTGACATTTTCAGTATATGARTGARTTATTTAGTAGCATGTCARCTCTTATTCTARCCARCCATTACARCGTTCCCTCCACATTCTCTAGTCARRCATGCATTCCTARCATCTA
Consensus GATACARGAACATTCTLTGACATTTTCAGTATATGARTGARTTATTTAGTAACATGTCARCTCTTATTCcARCCARCCATTACARCGLTCCCTCCACATTCTCTAGTCARARCATGCATTCCTARCATCTA

651 31:11] 670 680 690 00 710 20 730 740 750 754
1

1
NGB2150_K1-LykX AARGGTGTGCATTTCARTTTACATTCACARARCARACTCTTTCTTTGCTTCTTATTTTCCCTCAGCAGCCATTTTCATTTTCTCTCTTTCTTATTGACGAAATG
SGE_K1-LykX AAAGGTGTGCATATCARTTTACATTCACARAACARACTCTTTCTTTGCTTCTTATTTTCCCTCAGCAGCCATTTTCATTTTCTCTCTTTCTTATTGACTARATG
3821_Ki-LykX AARAGGTGTGCATATCARTTTACATTCACARARCARACTCTTTCTTTGCTTCTTATTTTCTCTCAGCAGCCATTTTCATTTTCTCTCTTTCTTATTGACTAAATG
Consensus ARAGGTGTGCATaTCARTTTACATTCACARAACARACTCTTTCTTTGCTTCTTATTTTCcCTCAGCAGCCATTTTCATTTTCTCTCTTTCTTATTGACLARATG

Pucynok 13. BolpaBHHBaHHE y4aCTKOB MeKay crom-koaoHoM rena K1 (TGA) u cTapToBBIM KOJOHOM IreHa
LykX (ATG) y auHuii ropoxa ¢ pa3Hoii cnenupuynocrsio cumonoza. NGB2150 — «adranckasy» nunus, SGE —
«eBponeickas» MuHus, 3821 — «TafKUKCKashH) JIMHUA.

[TonyueHHbIE TaHHBIE CBUAETEIBCTBYIOT O TOM, YTO JBE IPYMIbI C MOBBIIICHHON
M30UpaTENbHOCTBI0 K MHKPOCUMOUOHTY — «adraHcKas» M «TaDKUKCKasy —
chOpMHUPOBATUCh, HE3aBUCUMO JIpyr oOT Jpyra. llpu 5ToM HEOHO3HAYHBIH
XapakTep  JIaHHBIX,  OOYCIJIOBJICHHBIA, CpeId  MpOYero,  Cly4alHbIMU
TUOPUIN3AIMOHHBIMU COOBITUSIMH B XOJIE DBOJIIOIIMM W PACIPOCTPAHEHHUS BUIA
ropox IMOCEBHOM, HE MO3BOJSET YCTAHOBUThH MPUMEPHOE BpPeMs BO3HUKHOBEHUS
ATUX TPYNN OTHOCUTENBHO JAPYT Jpyra U OTHOCHUTEJIBHO HIMPOKOCTECHUPUIHBIX
«eBpornenckux» (opMm. beccriopHbIM SIBIIsSIETCA JUIIL TO, YTO «EBPOMEHCKYIO» U
«Ta/DKUKCKyIo» aienn LykX oTmuuaer npyr OoT Apyra MeEHbIee KOJUYECTBO
HYKJICOTUJIHBIX 3aMEH, YEeM «EBpOINEHUCKyr» u «adranckywo» (puc. 14);
CJIeI0OBaTENbHO, «adraHcKash ajulellb MOXET CUMTaThcs Oojiee JIpeBHEN, 4Yem
«TaJpDKMKCKas». Bompoc o ToMm, Kkakoe aienbHoe coctostHme  LykX
(koppenupytolee K MUPOKOW WU y3KOW CHenu(dUIHOCTHI0O CUMONO03a) CIemyeT
CUUTATh MEPBUYHBIM, ITOKA OCTAETCSI OTKPBITHIM, OJTHAKO CEKBEHUPOBAHUE TTIEPBOTO
sk30Ha LYkKX y nByX AMKHX POACTBEHHHMKOB ropoxa moceBHoro, P. sativum ssp.
elatius WL2123 u P. fulvum 701, mokasaio, 4ro OHM 00JIaAalOT THUIIHYHOM

«EBPOTECHCKOW» aJulenbl0 JaHHOro reHa (tadm. 9). Takum oOpa3om, HpH3HAK
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IIMPOKON «EBPOMEICKOI» Cen(PUIHOCTU CIIEyeT CUUTATh 10 KpailHel Mepe He
MeHee JIPEBHUM, 4Ye€M IMPHU3HAK Y3KOM cHeuu(pUYHOCTH, CBONCTBEHHBIN

«araHCKUM» B «TaDKUKCKUMY (popMam.

LykXTj LykXTj
QN PA
CAA AAT CCT GCT
LykXEu LykXEu
QN RA
CAA AAT CGT GCT
LykXAf LykXAf
RY RD
CGA TAT CGT GAT

Pucynok 14. AMHMHOKHCIIOTHBIE 3aMeHbl, XapakTepHble 1ias Geaka LykX suuuii ropoxa ¢ pa3sHoii
cnenupUIHOCTbI0O cMMOMO03a, U COOTBETCTBYIOIIME UM KOAOHBI. A — moszurms LysM1 44-45 B — mozumus
LysM1 75-76. Eu — «eBponeiickuii» Bapuant; Af — «adranckuit» BapuanT; Tj — «TaDKUKCKHUIT» BAPHAHT; KPACHBIM
[[BETOM BBII€JICHBI HYKJICOTH/IbI, IPUBOJISIIIE K 3aMEHE aMHUHOKHCIIOTHI.

3.5. Mouck mytanToB no reny LykX ¢ npumenenuem merona TILLING.

Hanuume anienbHBIX COCTOSIHUHM, YETKO KOPPETUPYIOMUX C IPOSBICHUEM
MOBBINICHHON M30MPATEIbHOCTH K MHUKPOCHMOMOHTY, CTaJI0 BECKUM JIOBOJIOM B
MOJIb3Y TOXKIeCTBeHHOCTH TeHoB LYykX wm Sym2. OmgHako i yCTaHOBJICHHUS
¢bynkuuii rena LykX 1enecoodpa3Ho ObLIO MOJTYYUTh MYTaHTHI 110 JAHHOMY T€HY 1
U3YYUTh UX CUMOMOTHYECKUU deHoTun. Jjist 3Toro pemeHo ObII0 00paTUThCS K
meroay TILLING (aurn. Targeting Induced Local Lesions in Genomes — mouck
WHYIIMPOBAHHBIX JIOKAJIIBHBIX HAPYIICHUN B TEHOMAaX), B OCHOBE KOTOPOTO JICKHUT
npuHIKI «oOpatHoi» renetuku [Sulima, Zhukov, 2015]. Meton mno3Bosisier

MIPOBOAUTH TMOUCK JIMHUWA, HECYIIMX MYTAIlUM B KOHKPETHOM TI'€HE C W3BECTHOU
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MOCIIE0BATEIBHOCTHIO (MMPUHIUI «OT T€HOTUIA K (DEHOTHILY»); TaKuM 00paszom,
OH WJEaJIbHO MOJXOAWJI JJIs BBIIOJHEHUs MOCTaBICHHOM 3afauu. B paGote Oblia
UCIIOJIb30BaHa KoyuleKiu EMS-myTaHTOB ropoxa mnoceBHoro jauHuu Caméor,
JOCTyNHAsi Ha KOMMepYecKoil ocHoBe B OTiene U3y4eHHs] TEHOMHUKU pacTeHUM
(Unit¢é de Recherche en Génomique Végétale) HarmonaapHOro HHCTHTYTa

CEIBCKOXO03sIICTBEHHBIX uccienoBannil (INRA), @pannus.

B kadecTtBe mepBoro i3Tama pabOThl B COOTBETCTBUM C PEKOMEHIAIMSIMU
NOCTaBUIMKA YCIAYyrd OBUIM  CKOHCTPYHpOBaHbl  mnpaimepsl aiusa  IILP-
aMIUTU(UKALIMY 1IeJIEBBIX (DPAarMEHTOB T'€HA U UX MOCIEAYIOIETO CEKBEHUPOBAHMUS
Ha npuOope Illumina. [Tockonabky u3BecTHo, uro EMS-myTarenes npuBoguT K
Bo3HUKHOBeHHUIO TpaH3unmii (3ameH C Ha T u G Ha A) [Mure-Beuromos, 2010], u3
Bcero Habopa CKOHCTPYMPOBAHHBIX TMpaiiMepoB ObUIM OTOOpaHbl Te, YTO
MO3BOJISUTM  aMIUTM(DUIIMPOBATh YYACTKH, COJEpKallhe HanOoJIblIee KOJIMYECTBO
nocienoBatenbHocTel Buga CGA, CAG u CAA, myTtanus B KOTOPhIX CIOCOOHA
IPUBECTH K paHHEMY O0pa3oBaHHMIO CTOm-KoioHa (puc. 15). OnrtumanbHbIC
YCJIOBUSI PEaKIMKU JJis1 BBIOpaHHBIX MpaliMepoB (4 mapel) ¢ n1o0aBiIeHHEM Ha 5'—
KOHIIe cTaHjapTHoro anantepa Illumina mnonbupanuchk TecTHpOBaHHWEM Ha

renomuoi JIHK nmuann Caméor.

B pesynbTare CKpUHUHTAa KOJUJICKUMH OBbUIM BBISIBIEHbI MYTAHTHBIE CEMBbH,
HECyIIHe MyTaluu B nociiefoBatesibHocT TeHa LykX. Beero Obuto oOHapyxeHO
23 MyTauu, TpU M3 KOTOPHIX HAXOAWJUCh B NpEJeNax WHTPOHOB, a €wE TpH
SBISUTICh CUHOHHUMHYHBIMH W HE TPHUBOAWIM K 3aMEHE aMHUHOKHCIOTHI B
nocienoareabHocTH Oenka (Tabn. 10). Bompeku oxugaHusM, HH OJHA U3
OOHapy>KEHHbIX MYTallUd HE MPHUBOJAWIA K MPEKICBPEMEHHOMY OOpa30BaHUIO

CTOIT-KOJOHA.
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Pucynox 15. IlogGop mnpaiiMepoB /[JjIsi NOMCKa MyTauMii B TeHe

LykX

CGA

CAG

CAA "

Il

—>

<~

Til.1

Til.2

Til.5

[

LykX mo wmeroxy TILLING.

IocnenoBarenbHOoCcTh TeHa LYKX mpenmcraBieHa cxemMaTHYHO, Kak Ha puc. 8. BepTHKaNIbHBIMH JTHHUSIMH
o6o3nauens! caiitei CGA (kpacubie), CAG (3enénbie) 1 CAA (rony0sie). [lapsr npaitmepor (Til.1, Til.2, Til.5,
Til.6) 0603HaYCHBI IBETHBIMHU CTPEIKAMH BHU3Y PUCYHKA. JJOMONHUTEIBHO cM. Tabi.2 TIpuinokeHus.

Taoauuna 10. Pesynbrars! moucka myrantoB o reny LykX merogom TILLING

Mo3unmsi, | Mo3unmsi, | Ilo3mums, Tun IIpornos
wT Mut rJHK k/IHK 0eJioK Cembst MYyTalHUH IS)I FT
C T 266 266 P8IL 1427 MHCCEHC damaging
G A 286 286 E96K 1955 MHCCEHC tolerated
Til | G A 296 296 G99E 1645 MUCCEHC damaging
1 |G A 346 346 Al116T 1212 MHCCEHC tolerated
G A 361 361 Al121T 539 MHCCEHC damaging
G A 369 369 L123L 2520 CHUHOHHM. -
Til | G A 1468 945 L315L 2266 CUHOHHM. -
2 | C T 1216 WHTPOH - 841 UHTpOHHAA | -
C T 1512 989 A330V 1480 MUCCEHC damaging
C T 1640 1037 A346V 998 MUCCEHC damaging
.| C T 1658 1055 A352V 832 MHCCEHC tolerated
T5|| G A 1514 991 E331K 676 MHCCEHC tolerated
G A 1542 WHTPOH - 963 WHTpOHHAs | -
G A 1639 1036 A346T 2543 MHCCEHC damaging
G A 1822 1144 E382K 1362 MHCCEHC damaging
C T 660 WHTPOH - 2287 WHTpOHHAs | -
C T 769 667 P223S 2251 MHCCEHC tolerated
G A 484 484 D162N 1043 MHCCEHC tolerated
Til | G A 515 515 R172K 1870 MHCCEHC tolerated
6 |G A 541 541 A181T 810 MHCCEHC tolerated
G A 565 565 G189R 1631 MHCCEHC tolerated
G A 607 607 G203R 1215 MHCCEHC damaging
G A 637 637 D213N 1263 crutaiicunr | tolerated

[Mosicaenust k Tabmure 10: B rpade «IIporno3 SIFT» ykazan npeamonaraeMsrii 3 GexT MyTanun

Ha QYHKIIHMIO KoaupyeMoro Oenka: Bpeansiid (damaging) wiu HelitpanbHbii (tolerated). B rpade

«CeMbs» KUPHBIM IIPU(TOM BbIIEIEHBl HOMEpAa MYTAHTHBIX CEMei,

NaJIbHEUINUN aHaIu3.
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s nponomxenus pabotsl B URGV INRA Obutn 3aka3zanbl ceMeHa pacTeHUi u3 8
MYTaHTHBIX CEMEH, MyTalluh Yy KOTOPBIX, COTJIACHO MPEICKa3aHUI0 AIrOpUTMa
SIFT [Kumar, Henikoff, Ng, 2009], ¢ HanOonbmieli BepOATHOCTHIO TPHUBOIAT K
HapyleHUuo (QyHKIUU KoJaupyemoro Oenka. J[OmoJHUTEIbHBIM 3TanoM padoTh
CTaJI0 BBISICHEHHE aIEIbHOTO COCTOSHUSI T'eHa MHTepeca (MyTaHTHas ajliefb,
aJyiedb JUKOrO TUIA, WIM TETEPO3UroTa) y MOJYyYEeHHBIX pacTteHui. [[ns storo
npumensiiack [NIP-ammnudukanus HyxHOTo (hparMeHTa reHa ¢ MOMOUIBIO TeX Ke
npaiimepoB, 4yto ucnoiab3oBamuck Wil TILLING-ckpuHuHra, W MOCIEAYIOLIEe
CEeKBEHHPOBAHUE aMIUTU(PHUIIMPOBAHHBIX ()parMeHTOB (B CIIydae reTepO3UroThl Ha
XpoMaTorpaMMax B CaliTe MyTalluM HaOJrojaincs 4ETKUM ABOMHOMN MHK; CM. PHC.
16). B pesynbraTe BBIACHWIOCH, YTO B MyTaHTHOW cembe 1480 HHM OIHO U3
MOJYYCHHBIX PACTCHUIH HE HECET MyTaHTHYIO ajuteib reHa LykX Hu B ToMO-, HU B
IeTePO3UrOTHOM COCTOSIHUM. OJTa CeMbs ObUIM MCKIIOUYEHA U3 JajbHeien
paboTel. B kaxoil U3 OCTaBIIMXCS CEMEN MPHCYTCTBOBAIM PACTEHHSI, HECYIIHE
MYTaHTHYIO aJUleJlb T'€Ha HWHTEepeca B TOMO3UTOTHOM COCTOSIHUMM. OHU ObLIH

Pa3MHOKCHBI AJI ITOCJICAYIOIICTO aHalIn3a.

G 6 6 AT T T CTSA AT TTOCTTGTA AT ATWMNU A AT ARTCATG G AC
1380]

6 6 6 ATTT CTA AT ITTCTTGT AT AT A AT ACAT G G AC
286 287 255 283250 231 292 230 234 255 236 237 256 239 300 501 302 303 304 505 306 30T 508 S03 S0 SH B12 M3 B4 M5 H6 T B8 B3

Pucynok 16. Ilpumep rereposurorbl mo reny LykX cpexm myrantoB TILLING. YépHas crpenka oTmevaer
JIBOMHOM NHK B MecTe BapuabenbHOro Hykineorunaa. [Ipusenénnas xpoMaTorpaMma OTHOCHTCS K PACTEHHIO JIMHUU
1362.
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3.6.0nucanne cumonoTnyeckoro penoruna myranron lykX.

Cpean pacTeHuM BceX MYTAHTHBIX CEMEW HaOMIOAaINCh pa3iudHble Ie(PEKTHI
HAJ3€MHOW YacTH, KaK TO: KapJIMKOBOCTb, XJIOPO3, AaHOMAJIUU PA3BUTHUS 1[BETKA U
000a. OpHako NPOSBICHUE MAHHBIX MNPU3HAKOB HUKAK HE KOPPEIUPOBAIO C
aJJIeIbHBIM COCTOSIHUEM IeHa MHTEpeca U ObLJIO BBI3BAHO, MO-BUAUMOMY, APYTUMU
MyTalsIMA, TPHUCYTCTBYIOIIMMU B WX TeHOMe (W3BecTHO, 4to npu EMS-
MyTareHe3e 4acToTa HYKJICOTHIHBIX 3aMEH COCTaBiseT npuMepHo 10 Ha reH, u
Kaxnaoe pacteHue u3 M2 Hecér npumepHo 720 myrtanuii Ha reHoMm [Greene u ap.,
2003; Till u mp., 2003]). Takum obpa3om, rer LYkX, BeposiTHee Bcero, He BIHASET

Ha Ppa3BUTHUC H&I[SCMHOfI YaCTH paCTCHU.

CrnocoOHOCTh MYTAaHTOB BCTYNaThb B  a30T(QUKCUPYIOIIMKA CUMOHO3 ObLIa
OpoBEpeHa MpH MOMOUIM HHOKYJSILIMM PacTEHUH IITaMMOM  OOBIYHOTO
MUKpocuMOuoHTa ropoxa Rhizobium leguminosarum bv. viciae RCAM1026,
COJEpIKaIIUM PENOPTEPHBIA IreH JUSA, KOTOPBIM KOHTPOJIMPYET CUHTE3 (epMEHTa
B-rmrokypoHHaa3bl (3TO OBUIO BaXKHO JJIs JalbHEHIINMX, OoJjiee JieTalbHbIX
UCCJENOBAaHUM MyTaHTHOTo ¢eHoTuna). Iloacuér o00pa3oBaHHBIX KIyOEHBKOB
IIPOBOJMJICS HA JIBYX CpPOKax — 2 W 4 HEIEenu IOCJIe MHOKYJISLMH; B KAayeCTBE

KOHTPOJISI UCITOJIB30BAINCH PACTEHUS JUKOr0 TuIa auHun Cameor,

Bce wmyrantel lykX Ha o0ouMx cpokax NpOJEMOHCTPUPOBAIM CHUKCHHOE
KOJIMYECTBO KIIYOCHBKOB MO CPABHEHUIO C JUKUM THIIOM, XOTS BBIPaKEHHOCTh
pa3IMYui BapbUpOBAJIA B 3aBUCUMOCTH OT KOHKPETHOM MYTaHTHOM cembu. [lpu
3TOM OTJEJIbHbIE PACTEHUSI BHYTPH MYTAHTHON CEMbU HEPEIKO JEMOHCTPUPOBAIN
3HAYUTENbHBIN Pa30opoC KOJIMUecTBa 00pa30BaHHBIX KIyOeHBKOB (puc. 16, Tadm. 3
[Tpunosxxkenusi), B 0COOEHHOCTU Ha cpoke 2 Henenu. MHTepecHO, 4To KiIIyOeHbKHU
MYTaHTHBIX PACTCHUH 3a4acTyl0 HMMEJIM HECKOJIBKO BEpXyHIeK («poraThiii»
dbeHoTun), 4ro OBUIO HEXApaKTEPHO ISl KIYOEHbKOB pPACTEHUU NIUKOTO THUIA.
[TomoGHBIM (heHOTHTT MOXKET HAOIIOAThCS B ClTydae HeJI0CTaTKa pPru300Hii B OYBE

500041 HapyH_ICHI/II\/’I CI/IM6I/1033_, BbI3BAHHLIX MYyTallUAMHU B PACTUTCIIbHBIX I'CHAX.
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Pucynok 17. KonuuecTBo KiIy0GeHbKOB, 00pPa30BaHHbLIX MyTaHTamMu 1o reHy LykX npum wHOKyJIsiimm
mrammoM RCAM1026 Ha cpoke 2 neaesm (A) u 4 wexenmu (B). HTepBasbl MOKa3bIBalOT CTAHAAPTHOE
otkionenne. Ha cpoke 2 Hemenu MOCTOBepHBI pasnuums Mexay aukuMm tamoM (WT) u myrantamu 539 u 1427
(panroeeiii ANOVA, P<0,05). Ha cpoke 4 Hememu pasiudusi MEKIY THKHM THIOM H KaXIbIM H3 MYTAHTOB
craructiyecku gocroBepsl (ogHodaktopusiiit ANOVA, P<0,05). JlocToBepHBIE OTAMYHS OTMEYECHBI 3BE30UKAMH.

Mukpockonuyeckuid aHanu3 (peHoTrIia MyTaHTOB MPOBOAMIA Ha Cpoke 4 Helenu
nocyie WHOKyysiuu. s mpoBepku BiusiHMS MyTanuu B reHe LykX Ha cambie
paHHUE OJTambl pPa3BUTHS CUMOMO3a, MPEALIECTBYIOUIME HEMNOCPEICTBEHHON
uH(peKuu, ObUl TMPOU3BEAEH TNOJCYET CKPYUYEHHBIX KOPHEBBIX BOJOCKOB Y
MYTaHTOB MU pacTE€HUN TUKOTo Tuma. JlJig Kaxaoro pacTeHus: ObLI CHOENaH pAf
(OTOCHUMKOB MOBEPXHOCTH KOpHEH mpu 40-KpaTHOM YBEJIMYEHUHU, IO KOTOPHIM
BIIOCJEACTBUM W  INpoM3BOAMWICA moacu€r. Jlamee g KaKIOro U3

MPOAHATIM3UPOBAHHBIX PACTEHUI OIPEAEISIIOCh OTHOIICHHE OOIIEro KOJIUYECTBa
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BOJIOCKOB, HOPMAJIW30BAaHHOIO MO KOJMYECTBY IHOJIEW 3pEHUs, K MPOLEHTY
CKpPYUYEHHBIX BOJOCKOB (puc. 18, Tabin. 4 Ilpunoxenus). 3 ananusa cieayer, 4to
yeTelpe MyTaHta — 998, 1362, 1427 u 1215 — 1o OTHOCUTENBHOMY KOJIHYECTBY
CKPYUYEHHBIX BOJIOCKOB HE OTJIMYAIOTCS OT JMKOTO TUIIA, B TO BPEMs KaK MYTaHTbI
2543, 539 u 1645 neMOHCTpUPYIOT T€ WJIM HWHBIC OTJIMYHUS OT JUKOrO THUIMA IO
JaHHOMYy mnpusHaky. Tak, JuHuA 2543 xapakTepu3yeTcsi MOBBIIICHHBIM
KOJIMYECTBOM KOPHEBBIX BOJOCKOB IPU CHMKEHHOM TIpOlleHTe cKpyuuBaHus. [Ipu
3TOM y JAaHHOW JUHHUH HaOMI0AaroTCs AePEKThl B caMoil MOPGOIOTUN KOPHEBBIX
BOJIOCKOB: OHHM 3a4acTyl0 YKOPOYEHHbIE W  B3JyBIIMECS Ha KOHIAX,
HaroMHUHAIKe 1o GopMe TeHHUCHYIO pakeTKy (puc. 19). ITo-Bumumomy, n3-3a
ATUX Ee(PEKTOB BOJOCKU HE CIIOCOOHBI HOPMAJIBHO CKPYUYMBATHCS, UTO, KaK OyJeT
NOKa3aHO HWXKE, OTpa)kaeTcsl U Ha OoJiee MO3IHUX dTanax cumounosa. BaxHo, 4ro
auHuA 998 MMeeT BBI3BAHHYI0 MyTAallMEl AMUHOKHUCIOTHYIO 3aMEHY B TOM K€
caiite (A346) oenka LykX, uto u 2543 (cm. Tabn. 10), HO MO KOJIUYECTBY
CKpPY4YMBaHUI KOPHEBBIX BOJIOCKOB HE OTIMYAETCS OT AMKOTO TUMa. Y nuHuu 1645
MOBBIIIEHO O00Illee KOJIMYECTBO KOPHEBBIX BOJIOCKOB Ha (DOHE YMEHBIIEHHOMN
JUIMHBI KOPHEH, [P 3TOM MPOLEHT CKPYYMBAaHUM TAaKOW K€, KAK y JUKOIO THUIIA.
Hakonen, nunust 539 neMoHCTpupyeT YBEIMYEHHE U OOIIEro KOJIMYecTBa
KOPHEBBIX BOJIOCKOB, M MPOLIEHTa CKPYYMBAHUHN MO CPABHEHMIO C JTUKUM THUIIOM.
JlanHast TUHUS TaK)Ke XapaKTepHU3yeTcs BhIPAKEHHBIMHU Je(eKTaMH Haa3eMHOU
YacTH, TAKUMH KaK KapJIMKOBOCTb M HACJEACTBEHHBIN XJIOPO3. YBEIMUYECHHUE YHCIIA
KOPHEBBIX BOJIOCKOB U TOBBIIIEHHAs BOCIPUUMYHMBOCTh K PU300USM MOTYT OBITh
IPOSIBJICHUSIMU CHCTEMHOW pPEAKLMUH, NMPU3BAHHOW KOMIIEHCHPOBATh HapyLICHUS
pa3BuTHs pacteHus. TakuM 00pa3om, cripaBeIIMBO TOBOPUTh, YTO MyTalusl B T€HE
LykX He mnpHBOAMT K HApYIICHHIO HAYalbHBIX JTallOB YCTAHOBIICHUS
KITyO€HBKOBOTO CUMOMO03a, 8 OTIMYMs HEKOTOPbIX MyTaHToB lykX oT mukoro Tuma
0OyCJIOBJIEHbI MPUCYTCTBUEM B UX F€HOME JOMOJHUTENbHBIX MYTallMi, Kak U B

ciaydae ¢ neexraMu HaJ3eMHON YacTH.
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Pucynox 18. CooTHomeHHe 00IIEero KOJHYECTBA KOPHEBBIX BOJOCKOB K MNpoueHTY (%) CKpY4YeHHBIX
KOPHEBBIX BOJIOCKOB Y MyTaHTOB 1o reny LykX. [ToscHenus cM. B Tekcte U Tabi. 4 TIpHuiioKeHus.

Janee sl KakI0ro MyTaHTa IOACYHUTHIBAJIOCH KOJMYECTBO TAaK HA3BIBAEMBIX
MH(EKIMOHHBIX COOBITUI — paHHUX 3TANOB MH(QEKUHUU, HAYMHAS OT 00pa30oBaHUs
MHUKPOKOJIOHUM B HU3rMO€ CKPY4YEHHOTO KOPHEBOTO BOJIOCKA M 3aKaHYMBAas
MIPOHUKHOBEHUEM MH(EKIIMOHHOW HUTU B KJIETKU KOpPbI KOpHs. [Tpu s3TOM Mexay
CTaAUSMU HE JENAJIIOCh pa3JIM4uid HW3-3a CJIO0XKHOCTEW C HWHTEpIpETalueH
uzo0pakenus. Bce wmyrtantel lykX, 3a wuckmoueHneM 2543 (cM. BbIIe),
MPOJIEMOHCTPUPOBAIIN JOCTOBEPHO MOBBIIEHHOE YUCIO UHPEKIIMOHHBIX COOBITUI
M0 CPABHEHMIO C pacTeHusMH nukoro tuma (puc. 20, tadn. S5 [punoxenus). [lpu
TOM Yy MYTaHTOB, B OTJIMYUE OT PACTEHUM AUKOTO TUIA, UHPEKIUOHHBIE COOBITHS
pacmpenensyuch MO JJIMHE KOPHS HEpPaBHOMEPHO, 3adacTyro oOpasys
MHO’KECTBEHHBIE CKomieHus. HalOmronenue cTpyKTypbl HH(EKIIMOHHBIX HUTEH,
npousBoauBiieecs npu 100— u 200—kpaTHOM yBETWYEHUH, MO3BOJIMIO BBISIBUTH
MHOTOYUCJICHHBIE ~AaHOMAQJIWM B HUX CTPOEHUM  (YTOJLIEHUS, B3IyTHS,

«METIKOBUIHBIE CTPYKTYPBI»), KOTOpBIE, MO-BUANMOMY, OTpaKajld HapYyIICHHUE
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HOpPMAaJbHOTO MpoTeKaHus OakrepuansHoil nHpekuu (puc. 21). IIpu stom B Tex
cllyyasix, KOrJa HHTb pa3BUBalach HOPMalbHO, HWH(EKIUs NPUBOIWIA K

(hOpMHUPOBAHUIO 3pEITbIX (PYHKITMOHABHBIX KITYOSHBKOB.

Ha ocHOBe MONy4eHHBIX JaHHBIX MOXHO CIeNaTh BBIBOJA, YTO MYTalusi B I'CHE
LykX He BauseT Ha caMble paHHUE OITalbl KIYOCHHKOBOTO CHMOHMO3a,
Ipernoiararomux padboTy «pelenTopoB y3HaBaHus». B To jxe BpeMs xapakTepHbIe
0COOCHHOCTH (eHOTHUIIA, OOIIHE JJIsI OONBITUHCTBA MYTAHTOB, MPOSIBIISIFOTCS JIUIIH
Ha OoJyiee TO3MHUX CTaIMsIX, BO BPEMs KOTOPBIX TMOAKIIOYAIOTCS «PEIETTOPBI
NPOHUKHOBEHUS», YTO TOJHOCTHIO COOTBETCTBYET TMIIOTE3€ O POJM reHa Sym2 B

KIIyOCHBKOBOM cHUMOMO3e (puc. 22).

Pucynok 19. Hapymenust Mop¢010ruu KOpHeBbIX BOJIOCKOB y JUHUM 2543, UEpHBIMU CTpEKaMU OTMEYEHBI
B3/yTHs Ha KOHLAX BOJOCKOB. JIunelika — 0,1 Mm.
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Pucynok 20. KojndecTBo MH(EKIMMOHHBIX COOBITHI Y MYTaHTOB Mo reHy LykX mo cpaBHeHHIO ¢ JMKHM
Tnom (WT) Ha cpoke 4 Hexeau MOC/Ie HHOKYJISIIUU. VIHTEpBabl TOKA3bIBAIOT CTAHAAPTHYIO OIMUOKY. Pazimuuust
JOCTOBEPHBI MEXIy AWKAM THIIOM M BCEMH MYTaHTaMH, 3a HCKIIIOYeHHeM 2543 (oTMedeHO 3BE3MOYKaMM)
(paurossiit ANOVA, P<0,05)
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Pucynok 21. Anomanuu pa3Butus uHpekunonnbix Huteii (MH) y myranToB no reny LykX. A — H nukoro
quna; B-G — MH myranToB. UEpHBIMH CTpEIKaMH OTMEYEHBI YTOJIIEHHS M «MEIIKOBHIHBIE CTPYKTYpBI» Ha
uHpekroHHeIX HUTAX. Jlnneiika: A,B,C,D,F,G — 0,1 mm, E — 0,05mMm.
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Pucynok 22. CxemaTHyHOe M300pakeHHe CTaAUil pa3BUTHS CMMOMO03a, HAPYIIEHHBIX Y MYTAHTOB IO IeHYy
LykX. 3HakoM «+» OTMEUEHBI CTa(1H, IPOTEKAIOIINE HOPMATBHO. 3HAKOM «—» OTMEUYCHBI HAPYIICHHBIC CTA/INU.

3.7.Tect Ha a/IJ1eJIM3M HHAYIMPOBAHHOI MyTanmuu B reHe LykKX u mpupoaHbIX
ajtesieil rena Sym?2

[Ipynumas BO  BHUMAaHHME  TPYAOEMKOCTb  MPOLIEAYpPbl  I€HETUYECKOH
TpaHcopMali TopoXa, a TakKe ero KpalHe HU3KYI0 CIOCOOHOCTh K
pereHepanuy, B KauecTBe OKOHYATEILHOTO MOATBEp K AeHus poiu rera LykX u ero
COOTBETCTBHS TeHy SYyMZ2 ObUIO PEIICeHO MPOBECTH KOMIUIEMEHTAIIMOHHBIN aHAN3
BBISIBICHHBIX MYTaHTOB C HauOoyiee XapakTepHbIM (EHOTUIIOM U PACTEHUH,
HEeCyIIMX pasianunbie amienu LykX aukoro tuma («eBpomeicKyo», «apraHCKyo»
U «TaDKUKCKYIo»). CoriacHO BBIJIBUHYTOW Trumote3e, B ciydae, eciau LykX
JIEUCTBUTENILHO SBJIACTCS TEHOM SYM2 U ompenenseT Crenu@uaHocTh cuMOno3a,
rudpubl Fi, moslydeHHbIE OT CKpEUIMBaHUS PACTEHUN C A1E(PEKTHBIM (MyTaHTHBIM)
reioM IlykX w pactenumii ¢ BbIcOKOCHCIIM(PUUHBIMU  «aTaHCKHUMW»  HJIH
«TaDKUKCKUMK»  amtensMu  LYkX, [omkHBI ObUM  00pa3oBaTh CHHIKEHHOE
KOJIMYECTBO KJIIYOCHBKOB MPU B3aMMOJCHCTBHHU ¢ NOAX™ 1mTaMMoM pu300Hii, B TO
BpeMs KaKk y THOPHIOB MEXIy MYTaHTAMH M «EBPOMEHCKUMI» JUHUSMU

OKHJIAJI0Ch KIIyOeHbKOOOpa3oBaHue, 01M3Koe K HOPMaJIbHOMY.

Jlns  ckpemmBaHusi Oblla  oroOpana MyrtanTHas JswmHus  lykX 1645,
POJIEMOHCTPUpPOBaBIIAs HauOosiee sApkUM (QeHoTun (COOTHOIIEHHE Yucia
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WHDEKITMOHHBIX COOBITHI C YHCIOM OOpPa30BaHHBIX 3PEIbIX KITyOCHBKOB) BKYIIE C
BBICOKOM TIJIOJJOBUTOCTHIO U JKU3HECHOCOOHOCTHhIO. B  KkauectBe nHMHHM C
«eBporeiickoit» amtensto LykX Obuta B3sita muHEs Caméor, SIBISIOIIASICS
ucxomgHori s wmyrtantoB lykX. B kadectBe Hocuteneli «adraHckoity u
«TaJDKUKCKOM» amneieil Obutn B3gThl JIMHUU NGB2150 u 3821, cOOTBETCTBEHHO.
Bcero 6wu10 mosrydero 5 rubpumHbix cemsiH 1645xCaméor, 5 THOPUAHBIX CEMSH
1645x3821 u 11 rtubpumnaeix cemsH 1645x2150. Kiy6enbkooOpa3oBaHue
THOPUZIOB W HCXOJIHBIX POAWTEIBCKUX JIMHWA TIPOBEPSIOCh B CTaHAAPTHOM
DKCIIEPUMEHTE, ONMUCAaHHOM B pazaene 2.1.1, npw WHOKYJSIIIUU IITaMMOM
RCAMI1026. Iloacuér oOpa3zoBaBIIUXCS KIyOEHBKOB MPOBOAMIICA Ha cpoke 4

HCICJIHN ITOCJIC MHOKYJIALNHA.

Pacrenus nuaum Cameéor oOpazoBanu B cpeaneM (m+SD) 49,3+14,0 kiryOeHBbKOB,
pactenus 1645 — 21,68+9,8 ximyOeHbkoB, a pactenus auauit NGB2150 u 3821 — 0
KIIyOCHbKOB, UYTO  COOTBETCTBOBAJIO  BBIABHHYTOM  rumoteze. [ uOpuabl
1645xCaméor  MPOAEMOHCTPUPOBAIM  HOpPMaldbHOE  KIyOeHbKOOOpa3oBaHUE,
JIOCTOBEPHO HE OTJIMYaBLIEecs OT KiyOeHbkooOpa3zoBanusa y auHuu Caméor. B To
ke Bpems rubpunsl 1645x3821 u 1645x2150 oOpaszoBanu 3HAYUTEIHHO
CHM)KEHHOE YHMCIJIO KIYOEHBKOB, KOTOPOE B OOJBIIMHCTBE CIIy4aeB HE MPEBBIIIAIO
10-Tu mTYK Ha pacTeHUE, a B CpeHEM cocTaBiisio 4,2+3,3 u 4,94+4,2 kiIyOEeHBKOB,
cooTBeTcTBeHHO (puc.23). Takum oOpa3om, MOJyUYECHHbIE JAHHBIE TIOJITBEPKIAIOT

W3HAYaJIbHYIO THIIOTE3Y O TOXACCTBEHHOCTH Sym2 u LykX.
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Pucynok 23. Pe3yibTaThl KOMIIJIEMEHTAIIMOHHOTO aHAJIM3Aa MEKIY JIMHMEi ropoxa 1645, MyTaHTHOIi 10 reHy
LykX, 1 mpupoaHBIMU BapuanusMU ropoxa, AeMOHCTPUPYIOIIMMH PA3JINYHYI0 cnenupUYHOCTH cUMOHO03a.
NGB2150 — «adranckas» munus; K-3821(3821) — «ramxukckasy nuaus; Caméor — «eBporeiickasy JTHHUSL.
VHTepBabl TOKAa3bIBAIOT CTAHAAPTHOE OTKIOHEHHE. OIMHAKOBBIC OYKBBI YKa3bIBalOT Ha OTCYTCTBHE JOCTOBEPHBIX
paznuumii B ypoBasix skcnpeccuu (panrossiiit ANOVA, P<0,05).

3.8.0uenka moanmMopguzMa nepBoro 3k3oHa rena LykX

B pamMkax oTneiapHOTO HampaBiICHHUS HCCIEAOBAHUHN MOCIIEI0BATEILHOCTD MIEPBOTO
9k30Ha LYykX (cooTBeTcTByIOIas pelHENTOPHOMY JIOMEHY Oenika) Oblia
CCKBCHHUPOBaHA Ha BBIOOPKE JIMHUKA TOpOXa C pa3HBIM reorpaduuecKum
npoucxoxaeHueM (cM. Tabim. 6 [punoxenus). Hapsaay ¢ LykX B aToT aHanu3 ObLiu

BKJIFOUEHBI U TIOCIIEIOBATEILHOCTH MEPBBIX SK30HOB reHoB Sym37 u K1.

Hyxneoruansle nocneaoBaTeabHOCTH BblpaBHUBAMM 10 anroputMy ClustalW, u Ha
OCHOBE TIOJNyUYEHHBIX pE3YyJbTaTOB CTPOMJIHM (PUIIOTCHETUYECKHE JIePEBBS,
MPEICTABIIAIONINE TAIUIOTUIIBI KCCIIEIOBAHHBIX T€HOB (CM. puc. 2-4 Tlpunoxxenus).
BrocnencTtBum  3TM TamioTUIBI  OBUTM  MOATBEPXKACHBI  CPAaBHEHUEM
COOTBETCTBYIOIIMX  aMHHOKHCIOTHBIX  MOcjeaoBarenbHocTel  (tabm.  11).
Okaszanoch, 4To u3 TpEX reHoB LYKX sBasercs HamOosiee mOIMMOP(HBIM: B

MOCJIEIOBATEIPHOCTH ~ KOJAUpyeMoro Oenka oOHapyxuBaeTcss 16 calToB
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noyimMopdu3Ma, Ha OCHOBE KOTOPBIX BCsSI BBIOOpKA nenuTcs Ha 13 rpynm, npudém
7 W3 HUX TPEICTaBICHbl  YHUKAIBHBIMH  IOCIEAOBATEIBHOCTSAMU  C
JIOTIOJTHUTEITFHBIMU 3aMEHAMU; BO3MOXKHO, CYIIECTBYIOT W jpyrue amenu LykX,
HE TIPEJICTABJICHHBIC B UCITOJI30BaHHOM BhIOOpKE. [Ipn 3TOM «adranckue» amnenn
LykX, BkIrO4€HHBIC B BBIOOPKY, OOBCIMHUIMCH B COOCTBECHHYIO OTIACIBHYIO
rariorpynmy, a «TaDKAKCKHE» TONald B YHHKAJIbHBIC TaIUIOTPYMIBI H3-3a
HAJIMYUS JIONOJHUTENBHBIX 3aMeH. Sym37, HampoTHB, OKa3alcsi HanMCHEe
U3MEHYUBBIM: TI0 AMHUHOKHCIIOTHOM IOCJIEIOBATEILHOCTH OH TOJpa3AesisieTcsl Ha
IIECTh TAIUIOTUIIOB, OOBEAMHEHHBIX B JBE Ooiybmiue Tpynmbl. MHTEpecHo, d9To
Ronghui Li ¢ coaBropamu B padore 2011 roxma [Li u ap., 2011] cBs3anu Te xe
caMbleé TaIuIorpymnmbl CO CIHOCOOHOCTBHIO TOpoxa OOpa3oBBIBaTh KIIYOEHBKH CO
HITaMMaM# pU300ui, JePEKTHBIMH 110 reHy NOJE, KOTOpBIi BIHMSET HAa CTPYKTYPY

OCTaTKa >KMPHOU KUCJIOTHI Ha HepeayupyoieM konie Nod-dakropa.

I'en K Taxxe pasfensercss Ha JIBE€ OCHOBHBIE TI'PYIIIBI TAILUIOTUIIOB, KOTOPBHIE,
YUUTHIBAsI HENABHO TIOKA3aHHYI0 BAaXKHOCTh A3TOT0 Te€HAa IJs KIyOEHbKOBOIO
cumOmnosza [Kirienko u ap., 2018], Takxke MOryT NpeacTaBisiTb H30(POPMBI
penenTopoB, paznuyaromuecs 1no apduHHocTH K auraday. [lo-Buaumomy, cTomib
CIIOXHasi CHUCTEMa BapHaOEIbHBIX PEUENTOPOB HY)XHA TOPOXY HJisi TOHKOM U
CBOEBPEMEHHOM MOJICTPOMKU TMOJ| MOCTOSHHO MEHSIOIUXCS MUKPOCHUMOHOHTOB,

OT/IMYAIOMINXCA LII)GI’)BI;-I“IElI\/'IHO JTa0MJILHBIM T€HOMOM.
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Taoauua 11. INammotunsr LysM-RLK ropoxa (1o penentopHomMy 10MEHY)

K1
13 31 38 45 46 48 49 50 55 61 65 81 90 104 | 105 | 124 | 181
Al F L \ P T K Y | D S F E T T S N
A2 F L | A T K Y | D S F D T T T N
A3 F L Vv P T K Y | D S F E T A T |
A4 F L V/I P T K N/S Y | N S F/S E | T S/T N
A5 F L \ P T K N Y | D R F D T T S N
B1 L | Vv S N T T F L D R F E T T S N
B2 L | \ S N T T F L D R F E T T S N
K1 005 F | | A T K S Y | D S F E T T T |
K1019 F | Vv S N T T F | D R F E T T T K
K1 074 F L \ P T K N Y | D S F E T T T N
K1 085 L | \ S N T T F L D R F E T A S N
K1 1238 L | Vv S N T T F L D R F E T T T N 158Q:R | 172S:F
K1 2150 F L \ P T K N Y | D S S E T T T N
Sym37
43 45 56 60 83 131 | 141 | 181 | 184 | 205
A0 B S L S | F A S K |
Al E L Vv S | B A S K |
A2 H S L S | F A S K |
BO Q S Vv IF Vv Y V/A R K Vv
B1 Q S Vv F Vv Y Vv R N \Y
Sym37 005 | Q S Vv S | F A R K \Y | 26V:L |
LykX
9 13 16 18 23 42 a4 45 75 76 82 86 111 134 142 184
A L L Vv F K L Q N R A F Vv T S A F
B F Vv Vv F K K Q N R A F | T S | S
C L L IF S K K Q N R A S | S S | S
D L \ F F K K Q N R A F | T G A S
E L L F S K K Q N R A S | S S A S
F L L \ F K K R Y R D F \' T S | S
LykX 039 L L Vv F K K Q N P A F | T S A S 128V:F |
LykX 063 L L F S Q K Q N R A S | T S S
LykX 074 L Vv B S K K Q N R A S | T S | S 135H:D
LykX 082 L L F S Q K Q N R A S | T G A S 1911:M
LykX 085 L L Vv F K K Q N P A IF | T S | S
LykX 089 L L F S K K Q N R A S | S S | S
LykX 093 L L Vv F K L Q S R A IF | T S A S 5F:L 183A:T

[Tosicuenust k Tabuuue 11: uncna 0003HAYAIOT MO3ULIUIO0 AMUHOKHUCIIOTHI B TIOCJIEJ0BATEIbHOCTH
COOTBETCTBYIOLIEr0o Oenka. B neBoM cronbue OykBamu 00O3HA4YEHbI TPYIIBI FAlIOTUIIOB, Kak
nokaszaHo Ha puc. 2-4 [Ipunoxxenus. L{Beta 0603Ha4ar0T GyHKIIMOHAIBHBIE YACTH PELIENTOPHOTO

noMmeHa (cM. puc. 9B).
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I'naBa 4. O0cy:xxnenue

Bocrnpusitue GakTepuaabHOTO CHUTHANA SIBISIETCS OJHUM W3 KIFOUEBBIX STAIloB
YCTaHOBJICHUSI KITyOCHBKOBOTO CMMOMO03a, UMEIOIIMM OOJBIIYI0 IKOJIOTHYECKYIO
3HAYUMOCTG. JlaHHBIE, TOTyYeHHBIC HA MOJIEIBHBIX O0BEKTAX, CBUCTEIHCTBYIOT O
HaTuunu y OOOOBBIX PACTCHHWIA CJIOKHOH MHOTOKOMITOHEHTHOM CHCTEMBI
pelenTopoB, paboTaIONIMX MO MPUHIKUITY 3aMUPAOIIUX MTUPTOB MEXaHUYECKOTO
3aMKa: CHUMOMO3 Ha4yHETCS JMIIb B TOM Cllydyae, €CIH Bce «OOpOIKI
OaKTEepHAIBHOTO «KIt0Ya» — 0coOeHHOCTH jekopa Nod-dakropa — OKaxyTcs

MOoAXOAAIMMHA K KOHKPCTHBIM PCUCIITOPAM.

["opox moceBHOM JaBHO 00paTuiI Ha ce0sl BHUMaHKUE UCCIIeI0BaTeNe YHUKAIbHBIM
CBOMCTBOM, BBIPAKEHHBIM B TPEABSIBICHUU TOBBIIMIEHHBIX TpeOOBaHUN K
CTPYKTYpE CUTHAJIBHON MOJIEKYJIbl — TaK Ha3bIBA€MbIM «a(raHCKUM» (DEHOTHIIOM.
HUuTtepec k 3TOMYy (DEHOMEHY IIOMOI OTKPBITh MPHUHIMIIBI B3aUMOJEUCTBUS
0000BBIX pacTeHMd U pu300Uid, OJHAKO MOJEKYJISPHBIE OCHOBBI Camoro
«aranckoro» (eHOTUIIAa JOJITr0€ BpPEMsl OCTABAINCH HEU3BECTHBIMU. 3a BpeMs,
Opoule/iee ¢ MOMEHTa ONMCaHUsA TreHa SYm2, AeTepMUHaHTa «araHCKOT0»
dbeHoTuma, y ropoxa OBUIO OOHAPYKEHO Cpa3y HECKOJIbKO MOIXOAIINX
KaHIUJAaTOB Ha €ro pojb. Bce OHM JEHCTBUTENBHO OKa3ajluCh BOBJICYCHBI B
peuenuuto Nod-hakTopa, 0JHAKO HU OJIMH U3 HUX HE MOATBEPAUI CBOETO BIMSHUS
Ha «adra"Hckuil» ¢enotun. Jlume ceiyac, mocie OOHAPYKEHHS W OMHMCAHUS
HOBOTO Te€Ha perenTopHoi KuHa3bl LYkX, MOXHO ¢ yBEpEHHOCTBIO TOBOPHUTH, YTO

«HEYJIOBUMBIN» TeH SYM2 HAKOHEII-TO IMOHMaH.

Bce nanHble, MoMy4eHHbIE K HACTOSIIEMY MOMEHTY, CBUJIETENbCTBYIOT B IOJIb3Y
toro, 4to LYkX — 31O neiicTBuTENbHO SYM2, mpu 3TOM HET HU OJHOrO (hakra,
IpOTUBOpEYAIlero 3Toi runorese. [loTeHIManbHbBIM apryMeHTOM MPOTHB MOXKET
CUHTATHCS OTCYTCTBHE B KMHA3HOM aomeHe Oenka LykX Tak HazpiBaemoro YAQ-
MOTHBA, O0S3aTEILHOTO MJs CUMOMOTHYECKHX pELENTOPHBIX KWHA3 y JisaBela
(Lotus japonicus), ogHako y pacTeHH# ¢ HEICTCPMUHHPOBAHHBIMH KITyOCHbKaMHU
MPOLIECC YCTAHOBJICHUSI CUMOKO03a, BUANMO, TPOTEKAET MHAYE, HEXKEIN Y PaCTeHUI
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C JCTepMUHUPOBAHHBIMH KIyOeHbKaMH (K KOTOpBIM oTHOcHTcs L.japonicus). Ha
npumepe TILLING-mMyTaHTOB IMOKa3aHO, 4TO NpOAYKT rena LykX mpuHumaer
HEMOCPEAICTBEHHOE yYacTHe B KIIyOCHHKOOOPa30BaHUU U pabOTaeT MMEHHO Ha TeX

CTaJUsIX, TJIe TIpe/IIonaraeTcsl yuactue Symz2.,

Ha ocHoBe cOOCTBEHHBIX JaHHBIX M pe3yiabTaToB padoThl Li ¢ komteramu [Li u
np., 2011] B HacTosel AUCCepTalMU MPEIJI0KEHA MOJIENb, OAPa3yMeBarOIIas
HAJIMYUE Y TOpOXa Cpazy ABYX «MO3AHHX» perentopoB k Nod-daktopy, — Sym37
u Sym2, — KOTOpbl€ B3aUMOJEHUCTBYIOT C IPOTHUBOIOJIOKHBIMU KOHLAMU

MOJICKYJIBI, TIPOSIBJISAS CHCIM(DUIHOCTH K COOTBETCTBYIOIIEMY JIeKOpY (pHc. 24).

Nod-¢pakTop

‘{uu‘
3 —k— -

é )
% x

3a NnycK cMMbMOTHUYECKOrO OTBETA

PucyHnok 24. F'unorernyeckasi Mojie/ib pacno3sHaBanusi crpykrypsl Nod-gakropa penenTopHbIMU KHHA3AMH
ropoxa. Ha nepBom stane uuskocneruduunsiii penenrop (Syml0) cesseiBaetcs ¢ Nod-hakropoM u 3asskopuBaeT
ero Ha memOpane. 3atrem Nod-aktop mpenbssisercs perentopam Sym37 u Sym2 (LykX), cnenuduunsie x
CTPYKTYpe, COOTBETCTBEHHO, HEPEAYLUPYIOLIET0 H PeAyLUPYIOMEro KOHIOB Moyekynsl. Ecimn u Sym37, u Sym2
yenenrHo cBsokyTesi ¢ Nod-(hakTopom, akTHBHPYIOTCS HHKEIISKAIIHE KOMITOHEHTBI CHMOUOTHYECKOTO CHTHATIBHOTO
Kackaza.

Y nopaBnsoomero OOJNBIIMHCTBA COBPEMEHHBIX KYJIBTYpHBIX COPTOB U
pa3HOBUIHOCTEH TOpoxa, He obOiamaronmx «adranckoi» crenupuIHOCTHIO,
peuentop Sym2 HEe pacrno3HAaET AOMOJHUTENbHBIA JIEKOP PEeIyLIUPYIOLIEro KOHIA
MOJIEKYJIbI, OAHAKO Sym37 oOcCTaércsi MOJHOCTHbIO (YHKIHMOHAIBHBIM, O YéM
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CBUJCTEIbCTBYET aHAIU3 €ro MmoiauMopdusma: BCE BBIIBICHHOE pa3HOOOpas3me
rarjIoTUIOB TMpEICTaBIsieT co0OM BapHaHTHI, CBSA3aHHBIE C OCOOCHHOCTSIMU
BOCTIPUATHSL CTPYKTYPBhI OCTAaTKa UPHON KHUCIOTHl Ha HEPEAYILHPYIOIMIEM KOHIIE
Nod-dakropa. B cBsi3u ¢ 3tuM npumedareiacH ¢heHoTum JuHuE ropoxa RisNod4,
MyTaHTHOH 1o reny Sym37. JlaHHas JnUHHS B HOpPME XapaKTepuzyercs
HapyIICHHBIM KIyOeHbKOOOpa3zoBaHHEM, OJHAKO €& (HEHOTUI MOXKET OBbITh
CYNpECCHPOBaH MITaMMOM, cojepkamum reH NodX. He uckimodeno, 4to MyTtamus
B Sym37, KoTopas 3aTparMBaeT pELENTOPHBIM TOMEH Oelika, W3MEHSET ero

CTPYKTYPY TaKuM 00pa3oM, 4TO OH CTAHOBUTCS (DYHKIIMOHATLHOM 3aMeHOM Sym2.

Baxno, uro maus Sym37 y Medicago truncatula m3secten optosor — LYK3, B TO
BpeMss kak LykX, mo-BuaumMoMy, SBISCTCS YHHUKAJIbHBIM TE€HOM TOpOXa, HE
UMCIOIIMM ~ HacTosmiero oprojora y M. truncatula. Tlpu stom aHamu3
IIOCJICIOBATEIPHOCTH TIEpBOTr0 SKk30HA reHoB LYkX m Sym37 ma BhIOOpKEe M3 90
TCHOTHUIIOB TOPOXa Pa3IMYHOTO TMPOMCXOXAEHHUs Mokasan, uto LykX Bechbma
nomumopden. B pabdore Sulima et al., 2017 aBropam ynamnoch BBIIBUTH 13
raruIOTUIIOB ATOTO T€HA, OJIUH M3 KOTOPHIX COOTBETCTBYET «a(TaHCKOW» allJIeNH, U
emé aBa 0OJAalOT MPU3HAKAMH «TAPKUKCKOW» aJljIeNid, HO HE TOMajaiT B
CIMHYIO TPYIIY H3-3a JOMOJHHUTEIbHBIX 3aMeH. M3menuwmBocTh LYKX Moxer
UMETh 3HAYEHUE JIJISl DBOJIONHMU CUMOMOTUYECKHX CHCTEM TropoxXa, OCOOCHHO B
CBETE€ HOBBIX B3TJISIJIOB Ha MPOUCXOXAeHUE «adraHckoro» (enorumna. [o
HEJJABHETO BPEMEHU OTOT TpPHU3HAK OBUIO TMPUHATO CYUTATh NPUMHUTHBHBIM,
CBOMCTBEHHBIM APEeBHUM (OpMaM Topoxa WIH Jaxke OOIIMM MpeKaM ropoxa c
JIpyrumMu OOOOBBIMH, OJHAKO B JaHHOW paboTe MOKa3aHO, YTO CPEId JTUKHUX
POJICTBEHHHKOB ropoxa moceBHoro, Pisum fulvum wu P. sativum ssp. elatius,
UMECIOTCS (OPMBI ¢ HU3KOCTICIIM(DUYIHON «eBpoTercKoi» amtenpio reHa LykX. Do
Ta€T OCHOBAaHMS CYHMTATh «adraHcKuil» (QEHOTHN NPOABUHYTHIM aJlallTHBHBIM
npu3zHakoM. WHTepecHO, UYTO «Ta/pKUKCKas ajuiellb, OYEeBUIHO, BO3HHUKIA W3
«EBPONENCKOW» HE3aBUCUMO OT «a(raHcKoib» ajienu, Mpyu 3aMeHe HYKJIEeOTHAa B
OJIHOM M TOM K€ y4yacTke reHa Sym2 (cooTBeTcTBYytoleM nepsomy LysM-monyito

PELIENTOPHON 4YacTH Oejika). ITO MOKET rOBOpHUTH O TOM, uTo LYkX sBasieTcs
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CBOEr0 poJa «reHOM 3amaca», KOTOPBIM B HOPME IIOABEPKEH HEUTPaIbHOM
HBOJIIOLIMM M HE UTPAET ONPEIEIIAIOIEH poJId B YCTAHOBJIEHUU CUMOMO03a, HO IIpH
W3MEHEHUH YCJIOBHH (B YaCTHOCTH, MUKPOOHOIO OKPY>KE€HHSI) MOXKET MPOSIBIAThH
ce0s B KauecTBE JOMOJHUTEIBHOIO (pakTopa creuupuyHOCTH 1id Oosiee TOHKOM
CEJIEKIIMM CUMOMOTHYECKHUX MapTHEPOB. He nckitoueHo, 4To y ropoxa, paBHO Kak
U y JApyrux OO0OOBBIX, MMEETCS HECKOJIbKO MOJOOHBIX TE€HOB: CBOEOOpa3Has
«pe3epBHas 000iiMay, pearupyrouas Ha CTPEMUTEIbHbIE U3MEHEHUS JTAOUIBHOTO
TeHOMa  MHKPOCUMOHMOHTOB. JlanHbie IreHbl  JOJDKHBI OCTaBaThCs
(GYHKIIMOHATBHBIMUA, W TPH OSTOM O00JaJaTh MNOTEHUIMATIOM ISl yBEJTUYCHHS
cnenpUUHOCTH cUMOMO03a 3a CUET U3MEHEHUsI CTPYKTYpPBI Kogupyemoro Oenka. B
3aBUCUMOCTH OT KOHKPETHBIX YCJIOBHI cpefpl 0ojiee BBITOJHOM Jisi pacTeHUs
MOJKET OKa3aTbCsl KaK CTPATErusl «ociaabiaeHusi OAUTEIbHOCTHY (HAmpuMep, eciiu
JOCTYNHBIX OakTepuil B Cpelie HEMHOTO, & UHBIX MCTOYHUKOB a30Ta HET), TaK U
MOBBIIICHUE U30MPATEILHOCTH K MOTEHIIMAIBHOMY CUMOMOTHYECKOMY NapTHEPY
(B ciy4yae BBICOKOM KOHKYPEHLIMH CpeAd IITAMMOB pHU300MA UM HaJIWYUsSA
«CUMOMOTUYECKUX  KYJIUMKOB»). Bo3MOkHO, 4TOo Takue  (QIyKTyaluu
CHEeLM(PUUHOCTH BO3MOXKHO HAOIIOAaTh Jake «B peajbHOM BPEMEHW», Onarojaps
CBUJCTEIbCTBAM JIEHCTBUS OTOOpa, COXPAHUBIIMMCS B IOCIEAOBATEIBHOCTAX
JIHK pacrenus. Tak, BblcOKas BapuaOeIbHOCTh «EBPONEHCKHX» ayjieneil (He
3aTparMBaromas, MeX TeM, CalT, OTIMYAIoMMA HX OT «araHCKux» u
«TAJKUKCKUX») MOXET CBHUJETEIbCTBOBATH 00 OTOOpE B MOJb3Yy PaCUIMPEHHS
cnenuuyHOoCcTH. B TO k€ BpeMs «adraHCKue» alljieNd JEMOHCTPUPYIOT OoJblliee
eAMHOOOpa3ue, 4YTO YKa3blBa€T Ha JIEWCTBHE CTaOMIM3HPYIOUIEro 0TOopa,
COXPAHSIOIIEr0 BO3HUKIIYIO KOT/AAa-TO BBICOKOCIEHU(PUUHYIO CUMOMOTHYECKYIO
cucremy. Ilpu 3TOM OTCyTCTBHE pa3HOOOpasus cpenu «araHcKux» ajuienei
BKYII€ C MX CHJIbHBIM OTJIMYHEM OT 0O0Jee pPaclpOCTPAHEHHBIX «EBPOMEUCKUX)»
TOBOPUT 00 DSBOJIONMOHHOW JPEBHOCTUM JIAaHHOTO aJJIEIbHOTO BAapUAHTA,

COXpPaHUBIIIETOCS JI0 HAIIIMX JIHEH B BUJIE CBOCOOPA3HOTO PETUKTA.
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3akJIroueHue

N3ydeHne MOJEKyISIpHBIX MEXaHHU3MOB YCTAHOBJICHHSI BHICOKOMHTEIPUPOBAHHBIX
HH/I0CUMOMO030B MEXJly PAaCTCHUSIMHU U MHUKPOOPraHM3MAMU HE TOJBKO BHOCHUT
3HAYUTENbHBIN BKJIA B ()yHIaMEHTAIbHYIO HAyKy, HO TAK)KE€ UMEET HEOCIIOPUMYIO
PAKTUYECKYIO ILIEHHOCTh. Tak, cIocOOHOCTh OOOOBBIX pacTEHUW BCTYIATh B
aPeKTUBHbIE CUMOMOTHYECKHE OTHOLICHUS ¢ a30THUKCUPYIONTUMH OaKTepUSIMU
(pr300MsAMH) AKTHBHO HCIIOJIB3YETCSI B CEIIbCKOM XO3AWCTBE JUIsl MOBBIIICHUS
YPO’KaHOCTM MHOTMX ULEHHBIX O000OBBIX KyJbTyp. B pamkax mnepcrnekTUBHON
KOHLEMNINH «aJalTUBHOIO 3EMIICIENNS», MPEANOaraoneil MakCUMaJIbHO MOJTHOE
UCIIOJIb30BaHUE MHUKPOOHOJIOTMYECKOT0 MOTEHIMala MOYB, HUCCIEI0BATENN BCETO
MHUpa aKTHBHO M3Y4alOT MOJEKYJSPHbIE MEXaHU3Mbl '€HETUUECKON HHTErpalluy,
JeXalllie B OCHOBE CUMOHMO30B MEX1y O00OBBIMH pacTEHUSIMUA U pu3odusmu. Mx
yCWIMSI HampaBi€Hbl, B YaCTHOCTH, Ha CO3JaHUE BbICOKO3(P(PEKTHUBHBIX
KOMIUIEMEHTapHbIX Iap CUMOMOHTOB, a TakXKe IEepPeHOca CTOJIb IIOJIE3HOTO
CBOICTBA, KOUM SBISIETCS Koomepauus ¢ OakTepusMu-a3oTPUKcaTOpaMu, Ha

HEe000OBBIC KYJIBTYPhI, B OCOOCHHOCTH 3J1aKH.

BakHbIM 3TanoM Ha MyTH K 3TOW aMOMITMO3HOMW 1I€JIM JIOJKHO CTaTh MOHUMAaHUE
MIPOIIECCOB, JISKAIINX B OCHOBE BBICOKOH crielU(PUIHOCTH 6000BO-PU300HAIBHOTO
cuMOuro3a. B CBSI3U ¢ 3TUM BecbMa MHTEPECHYIO MOJIEb MPECTABIISIIOT COO0OM Tak
Ha3blBaeMble «a(raHckue» (opMbl TOpoxa IOCEBHOTO, OJHOM W3 HaumboJjee
pacnpocTpaHEHHBIX M JAPEeBHUX  O0OOBBIX  KynbTyp.  lloBbllieHHas
M30UPATEIBHOCTh K MHUKPOCUMOUOHTY, CBONCTBEHHas «araHCKUM» JIMHUSIM
ropoxa, sIBJII€TCS YHUKAJIBHOU cpei 0000BBIX, U MOTOMY JJIsl €€ U3YUCHHS HEJb35
MPUBJICYb TPAAUIIMOHHBIE MOJIENIbHBIE OOBEKThl HAMOJA00ME JIIOUEPHBI WU
nsaseHna. Ilpu sToM cam ropox oOsamaer psaOM HEraTUBHBIX CBOMCTB, U
3HAUWTEIbHAS YacTh COBPEMEHHBIX METOJIOB MOJICKYJISIPHOM OHOJIOTUH U
OrouH(OpPMATUKK HE ONTUMM3UPOBaHA sl pabOThl ¢ HUM. BOo MHOrOM MMEHHO
nodToMy (peHoMeH «adraHckoro» (peHoTura, OTKpbeIThIA Oojee 80-Tu JeT Ha3ad u

0e3 MMPCYBCIIMUCHUA MOJIOKUBILMK Hadajao BCEM I[EU'II)HGfIHIPIM HCCICA0OBAaHUAM
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MEXaHU3MOB 0000BO-pH300MANBHOTO CHUMOMO3a, N0 CHX TMOp OCTaBaJCs
IPAKTUYECKH HEU3YUEHHBIM, a €ro MOJEKYJISpHbIE OCHOBbl — HESCHBIMHU.
['eHeTnyeckuil AeTepMUHAHT JAAHHOTO MPHU3HAKA, MOJYYMBIIUNA Ha3BaHHE Sym2,
(akTUYEeCKU CYIIECTBOBAJ JUIIb «HA OyMare» — He ObUIO M3BECTHO HHU €ro
HYKJIEOTH/IHOH MOCJIEIOBATEIbHOCTH, HU (QYHKIIUU KOJUPYEMOro UM oOenka. Xots
B cepeanne 90-x romoB Sym2 Obul YCIHEIIHO KapTUPOBaH B TpyMIe crerieHus |
reHOMa TopoxXa, OH MpPOJOJDKANl YCKOJIb3aTh OT HCCIENOBATENC: PErvoH €ro
JOKaJU3alMK OKa3ajcsl KIaCTepPOM OPTOJIOTUYHBIX I€HOB, 00J1aJal0MIUX CXOJHOU
MOCIIEIOBATEIBHOCTRIO, M TPEIBIAYIUE TOMBITKA BBISIBUTH CPEAM HUX TEHBI-

KaHJIUJAThl HA POJIb SYM2 HE YBEHYAIHUCh YCIIEXOM.

B nanHoil paboTe BMECTO «TOUEYHOTO» MOJAXO0Ja, HAIEJICHHOTO Ha BBISBICHUE
WHIUBUYAIbHBIX TE€HOB, JUIA TMOoucka Sym2 pemeHo Obul0 MPUMEHUTH
MaciITaOHbIE METOJIbI, TAKWE KaK aHaJIW3 MPUPOJHONW HM3MEHUHMBOCTH TOpoOXa C
UCIIOJIb30BAaHUEM MaTrepuaja TeHEeTUYECKUX KOJUIeKIui, ckpuHuHr BAC-
oubmorexu renoMa ropoxa u TILLING myTaHTOB no TeHy uHTEpeca. ITo, cpeau
MPOYEro, IMO3BOJUIO OOOMTH TPYIHOCTHU, BBI3BAHHBIE OTCYTCTBHEM Yy TOpoXa
CEKBEHHUPOBAHHOTO T'€HOMa M €ro HHU3KOM CIIOCOOHOCTBIO K T'€HETHYECKOU
Tpancopmanmu. B pe3ynpTaTe B pernoHe Jokaauzanud SYm2 aBTopaM yaaioch
0OHapy»uTh HOBBI TeH LYKX, KoTopwlid, Kak OBLJIO IMOKa3aHO B XOJE €ro
BCECTOPOHHETO HW3Y4YeHUs, 00JIalaeT BCEMU CBOMCTBAMH, MOCTYJIUPOBABITUMUCS
it Sym2. B MOJHOM COOTBETCTBHHM C paHee BbICKa3aHHBIMH THIoTe3aMu, LykX
OTHOCHUTCSL K TpyIne reHoB, koaupyronmx LysM-RLK — pernentopHbie KuHa3HI,
UTPAIOIIKE KIIOUEBYIO POJIb B BOCIPUSATUU CUMOMOTHYECKUX CUTHAJIOB PU300MIA.
AnnenbHbIC  COCTOSIHUS, BbIABICHHbIE Uit LYykX, u€Tko KoppeiaupyooT ¢
MPOSIBJICHUEM TPU3HAKA MOBBIIICHHOW M30MPATEILHOCTH K PU300MSIM U MPUBOIST
K aMUHOKHCJIOTHBIM 3aMeHaM B ()YHKIIMOHAJIBHOM JOMEHE KOIUPYEeMOro Oelka.
HakoHel, MyTaHTBI 110 3TOMY I'€HY, BbISIBIEHHbIE ¢ moMolibio Meroga TILLING,
o0Jlalal0T HApYUIEHUSIMH HMMEHHO TeX CTaauil cumMOMo3a, Ha KOTOPHIX
MPOSIBIISAETCS «araHCKUily PEeHOTHII, a UX TUOPHUIBI ¢ «apranckumMmy GopmMamu He

BOCCTAaHABIIMBAIOT HOPMAJIbHOE KIyOE€HBKOOOpa30BaHWE TMPHU B3aUMOJEHCTBUU C
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pu3o0usMu, He nMeronumu rera NOdX. [TpuHrMast BO BHUMaHKE BCE TOJydEHHBIC
JaHHBIC, MPABOMEPHO TOBOPUTH O ToxaecTBeHHOcTH LYkX u Sym2 — Ha
CETOIMHSIITHUIN JIeHb BCE CBUJETEIBCTBYET B IOJIB3Y ATOW THIOTE3BI, M CIOXKHO
IPEJICTaBUTh, YTO Oy/IeT OOHAPYKEH IPYTrol reH, KOTOPBIA MOIXOAMI ObI Ha POJIb
Sym2 nyuamre, yem LykX. OmHako 3TO BOBCE HE 3HAUHUT, YTO CIIUCOK PEIEHTOPOB
ropoxa Kk Nod-¢pakTtopy nepecTaHeT MOMOJHATHCA. YXKE ceddac OYeBUIHO, UYTO
cuctema pacrnosnaBanus Nod-akTopa y ropoxa yCTpoeHa CIoKHEe, YeM y JPYTUx
M3BECTHBIX O0OOBBIX, U BKJIIOYACT B ce0s1 OOJBIIIE KOMIIOHCHTOB C Pa3UYHBIMU

(GyHKIHAMU.

N3yuenue «adranckux» GoOpM MOXKET HMETh OO0JbIIOE 3HAYEHUE U IS
NOHMMAaHHUS HBOJIIOLMU Topoxa. BrepBble MOJOOHBIM HpuU3HAK ObUI ONUCAH Y
ropoxoB u3 llepenneit As3um Bo Bpems skcneauuuii H.M.BaBumoBa, xoTopblii
pasBepuynl B CCCP mmupokomacmiTaOHYyI0 KaMIIaHUIO [0 COXPAaHEHUIO
TEHETUYECKUX PECYPCOB KYJIBTYPHBIX PACTEHMM M HX JHUKUX POJCTBEHHHKOB.
Peruon Adranucrana siBISIETCS OJTHUM U3 IIEHTPOB F€HETUYECKOTO pa3HO00pa3us
ropoxa, KOTOpble HEPEIKO COBNAAAIOT C IIEHTPAMH OKYJIbTYPUBAaHUA. Y UUTHIBAs,
yro OoJyiblIasi 4YacTb COBPEMEHHOIO KyJIbTYPHOIO ToOpoxa He oOjaaaer
MOBBIIIEHHON TpeOOBaTENbHOCThIO K MUKPOCUMOHMOHTY, «adraHcKuil» (eHoTun
NpEeXAE CUUTAICS NPUMUTHBHBIM MPU3HAKOM, MPUCYIIUM JUKUM WU Jaxe
IPEIKOBbIM (hopMaM ropoxa, KOTOPbIH OKa3ajicsl YTPaue€HHbIM MPU UHTPOAYKLIHUU
ropoxa B PErHOHbl C UHBIM COCTaBOM MOYBEHHOW MHUKpoQuopsl. B cBA3M ¢ 3TUM
OOMNBIION WHTEpPEC MPEJCTABISET OTKPHITUE TaK Ha3bIBAEMOM «TaKUKCKOM)
Ipynnbl  JIMHUAWA, TPOSIBISIIOIIMX TMOBBIIIEHHYIO CHEUUM(DPUYHOCTH CUMOHMO3a,
CXOJIHYIO C «a(raHCKoi», HO 00JaaloluX APYTUM aJJIEIbHBIM COCTOSIHUEM I'eHa
LykX. HanHbie duHUM ObLTH OOHApyXeHbI Npu pabore ¢ kosiekiueir BUP, B
KOTOPOH MOJJEPKUBAIOTCS 00pa3libl ropoxa, COOpaHHbIE HAa MPOTSHKEHUH COTHU
JIeT, B TOM 4Hclie «MecTHbIe copTay (landraces) u aukue ¢popmbl. CyliecTBOBaHHE
PEOKUX «TAKUKCKUX» (DOPM 3acCTaBisieT MEPECMOTPETh PaHHHUE MPE/ICTABICHUS
00 3BOJIOLMHU KIIyOEHHKOBOTO CUMOM03a TOPOXa B KOHTEKCTE €ro OKYJIbTYPUBAHUS

N aKTHBHOI'O pPacCIpoOCTpaHCHUA 110 3CEMHOMY Iapy: IIO-BHANMOMY, Y3Kasd
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cnenupuIHOCTh CHMOM03a BO3HUKAIA y TOPOXa HEOJHOKPATHO, PA3HBIMU MYTIMH
U B pa3zHoe BpeMs. JIFoOOMBITHO, YTO y MpeACTaBUTENCH JUKOTO MOJABUAA rOpoxa
Pisum sativum ssp. elatius u Buna P. fulvum oGHapysxeHbI «eBpomelickue) aienu
LykX, yTo 1aéT OCHOBaHMS CUUTATh MOBBIIICHHYIO CIIEIU(PUIHOCTD «a(raHCKUX)»
U «TaLDKUKCKUX» (OpPM Topoxa HE MPUMHUTUBHBIM, a, HAIPOTUB, MPOJIBUHYTHIM
MPU3HAKOM, UMEIOIUM BaXKHOE aJJalITUBHOE 3HAUYCHHE. DTO MOJABOJAUT HAC K OoJiee
rnobasibHOM mpoOieme OanaHca cuMOUOTHYECKUX cucTeM. CrpemuTenbHas
IBOJTIOIUST  OaKTepUH-CHMOMOHTOB MOXET OBITh HampaBlieHa KaK B CTOPOHY
yBenuaeHHs 2 ()EKTUBHOCTH B3aUMOJICUCTBHS C OJJHUM BHIOM-XO3SMHOM, TaK U B
CTOPOHY TIPEOJIOJICHUS PACTHTEIBHBIX MEXaHHU3MOB CIENU(UIHOCTH C IIENBIO
B3aMMOJICUCTBUS C MaKCHMaJIbHO INMHPOKUM KpyroM xo3sieB  (opma
«CUMOMOTHUYECKOTO KYJIbHUYECTBA»). B 3aBUCUMOCTH OT YCIOBUM Cpeibl U Iyja
JIOCTYITHBIX MHUKPOCUMOHMOHTOB JUIsl PACTEHUSI MOXET OBITh BBITOJIHO Kak
CHI)KCHHE, TaK ¥ TIOBBINICHHEC M30MPATETLHOCTH K  MOTCHIIMATBHOMY
cuMOMoTHYecKOoMy napTHEPY. B TO ke BpeMst u3-3a MyTalluii B CUMOMOTHYECKUX
reHaX PAacTeHHE MOXKET yTPaTUTh CIOCOOHOCTHh B3aMMOJICHCTBOBATH CO CBOMMU
OOBIYHBIMA ~MHUKPOCUMOMOHTaMH. B momoOHOW cHTyalluu TPEeuMYyIeCcTBO
MOJIYHatOT T€ OaKTepHH, KOTOphIE HMEIOT MEXaHU3Mbl MPEOJOJeHUsT OJoKa
KITyOCHhKOOOpA30BaHUs, HANpPUMEp, 3a CYET BO3JCHCTBHUS Ha PACTUTCIIBHBIC
perenTopbl, B HOPME HE OKa3bIBAIOIIME 3aMETHOTO BIMSHUS Ha cuMOHo3. B
pe3ynbTaTe BO3HHMKAET HOBas crienuduuHas mapa CMMOMOHTOB, KOTOpasl 3aTeM,
MoTaB B WHBIC YCIOBHS, MOXXET BHOBb YyTPAaTUTh CBOIO cCrenuuuHocTs. B
MEPCIEKTUBE 3HAHHUS O JMHAMHUKE CUMOUOTHYECKOM CHUCTEMBI M O KIIFOUEBBIX
dakTopax, OKa3pIBAOIIMX BJIUSHUE Ha BCE €€ KOMITOHEHTBI, MOTYT IIOMOYb
YIOPABJISTH KITYOSHBKOBBIM CUMOMO30M MYTEM MCKYCCTBEHHOT'O KOHCTPYUPOBAHUS
BBICOKOKOMIUJIEMEHTAPHBIX TMap CUMOHOHTOB, 3(P(GEKTHBHO OCYIIESCTBISIONINX

npoiiecc OMOJIOrMuecKon a30T(PUKCaALUU.
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BbIBOABI

1.

Annenu reHa Sym2, ompenensione y3Ky Cenu(puIHOCTh B3aUMOICHCTBUS
ropoxa MoCEeBHOT0 ¢ pU300UiIMH, OOHAPYKEHBI Y psiia TUHUHN, TPOUCXOISIINUX
u3 Tamxukucrana, Y30ekucrana, Upana, Typkmenncrana u Adranucrana.
I'er LykX sBisiercst HoBbiM reHOM LysM-RLK ropoxa, KOTOpbIii pacIioyioxkeH
B HEMIOCPEICTBEHHOW OJIM30CTH OT paHee BBISIBICHHBIX CUMOMOTUYECKUX F€HOB
Sym37 u K1 B peruone Sym2.

I'en LykX skcmpeccupyeTcss B KOPHAX M KIyOCHbKaxX Ha pPa3HBIX CpOKax
pazButus (2, 4, 6 HeJeIb TTOCIIE UHOKYIISIITUN).

Jlunun Topoxa, MPOSIBISIONIME TMPU3HAK Y3KOW CHEHU(PUYHOCTH CUMOMO3a,
UMCIOT OJIMH U3 JBYX PEAKHX aJlIebHBIX BapuaHTOB LYKX — «adranckuit»y muim
«TQKUKCKUW» — ¢  HECHMHOHUMHWYHBIMM  3aME€HAMU  OTHOCHUTEJIHHO
pacupoCTpaHEHHON «EBPONEUCKOW aJlJIENH.

Myranuu B rene LykX mpuBOIST K HapylieHHIO KIIyOSHBKOBOIO CMMOHO3a Ha
CTaJMM MPOHUKHOBEHUsI OAKTEpHil B KOPHEBOW BOJOCOK M HE 3aTParuBaroT
OoJiee paHHUE U O0JIee TIO3HUE CTAIUM.

Ha ocHOoBaHMu TecTa Ha aJlIeIn3M MPUPOTHBIX ajuiesiel Sym2, onpenemnsomux
y3KYIO CHCHM(PUIHOCTh CHMOMO03a, U UHIYLIIUPOBAHHON MyTaruu B rere LykX,

yCTaHOBJICHA TOKIAECTBEHHOCTh TeHoB LYkX n Sym2.
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IIpunoxkenue

Tao6auna 1. Cnucok o0pa3uoB u3 ko/uiekuuu BUP, yuacTBoBaBmux B 0TO0Ope HOBBIX

HCTOYHHUKOB «a(ranckoi» ajieau Sym?2

Ne B

IIpoucxosxaenue
KaTajore Ha3Banue oopa3ma RCAM1026 | Al RCAM1026 | Al
(mo katanory BUP)
BUP
K-73 Menbkak [Tamup 35 40 + +
K-108 Smyrnense Typuus 78 70 ++ ++
K-188 Maxopr TamuiccTa 73 75 ++ ++
(ITamup)
K-236 Menbkak Adraunucran 74 60 ++ +
K-864 - Kasaxcran 33 50 +/- +
K-958 - V36ekckas CCP 38 40 + +
K-1248 Iepuax TamxukucTan 14 44 +/- +
K-1250 Mecrbiit TamuicTa 70 70 ++ ++
(ITamup)
K-1441 Maxopr Iamup 58 95 + ++
K-1837 MecTtHbIT WNunus 47 80 + ++
K-1852 - [Tanectuna 43 40 + +
K-1878 MyriryHr Adranucran 0 59 - +
1974 MecTHbIH Adranucran 45 40 + +
K-2090 MecTtHbIT WNunus 39 60 +/- +
K-2094 MecTHbIH Apmenus 36 30 +/- +/-
K-2095 MecTHBIH Apmenus 76 60 ++ +
K-2172 - W3paunnb 48 50 + +
K-2182 Mrommk 623 Upan 5 35 -/+ +-
K-2198 - Typuus 40 50 + +
K-2209 - Typuus 78 80 ++ ++
K-2223 - Typuus 66 70 ++ ++
K-2227 - Typuus 84 80 ++ ++
K-2240 - Typiust 47 30 + +/-
K-2248 - Typuns 80 90 ++ ++
K-2258 - Typuus 61 50 + +
K-2262 - Typuus 45 40 + +
K-2309 K93 I'py3us 40 60 + +
K-2478 - Cupus 41 40 + +
K-2489 Topox obbikaonerHbit AsepGaiipran 34 40 +- +
OTOpOJIHBIN
K-2490 - Typuus 40 50 + +
K-2496 - Typrust 38 70 + ++
K-2514 - Cupus 31 60 +/- +
K-2516 Mcemne [Tanectrna 46 60 + +
K-2521 P.s. ssp. syriacum Wzpanie 90 80 ++ ++
K-2524 P. elatius Jlusau 40 50 + +
K-2595 - W3pamib 39 50 + +
K-3208 - Typuus 35 60 + +
K-3244 P. arvense I'py3us 69 70 ++ ++
K-3264 - Typuus 95 60 ++ +
K-3374 - Typxmenus 0 63 = +
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K-3434 - Wnpus, Tuber 80 60 ++ -
K-3567 P.s. ssp. abyssinicum Hener 106 60 s .
Berger
K-3598 Myxyk Mamup 191 70 +++ ++
K-3607 - Mamup 50 90 + ++
K-3785 - I'py3us 67 90 + ++
K-3821 - TamxkukucTan 0 67 - ++
K-3828 - TamKUKUCTAaH 65 100 + +++
K-3829 - Tamxukucran 37 90 + ++
K-3980 P. arvense L. Nel I'py3us 61 40 + +
K-4379 T'opox MecTHBIH Kupruzns 48 40 + +
K-4396 Kapnuk Kupruszus 79 80 ++ ++
K-4650 MecTHbIi ApmeHus 48 50 + +
K-4901 BocTok-55 Y36exucran 0 52 - iz
K-5101 [MomymTaMOOBEI KapIIuK Kupruzns 55 90 + ++
K-5212 - Unnusa 47 60 + +
K-5213 - Wuans 37 30 + +/-
K-5223 - Wupus 76 30 ++ +/-
K-5351 Bombay green Wunus 32 40 +/- +
K-5369 cMech ITakucran 99 70 +++ ++
K-5370 Green Peas IMakucTan 78 60 ++ +
K-5380 Ne35 TTakucran 60 40 + +
K-5411 - Cupus 71 60 ++ +
K-5792 - Adranucran 37 60 + +
K-5804 - Adranucran 40 50 + +
K-5987 BR.2 (1.C. 1626) Wnunns 64 50 + +
K-6069 MecTHBIH Kazaxcran 87 80 ++ ++
K-6143 3uMyromuit I'penus 42 90 + ++
K-6199 MecTHbIi TamKkukucTaH 78 90 ++ ++
K-6201 MecTtHbIT Tamxukucran 51 70 + ++
K-6387 MectHbii TamKkuKUCTaH 69 70 ++ ++
K-6452 Arak Typuus 46 50 + +
K-6458 - Typuus 72 60 ++ +
K-6528 PNZ Wunus 55 90 + ++
K-6559 Menkas nemomka Nel44 Adranucran 0 75 - ++
K-6566* IMemromrka Ne 1091 Ac¢ranucran 0 95 - ++
K-6650 Early 40 days (suger) [Nakucran 47 70 + ++
K-6651 Blue Bantham [Takuctan 66 70 ++ ++
K-6653 Swall ITakuctan 43 60 + +
K-6654 Home Freezer [Makucran 74 60 ++ +
K-6657 cMech ITakuctan 83 50 ++ +
K-6872 - Kazaxcran 48 120 + +++
K-6883 MecTHbIH V30ekucTan 38 100 + +++
K-6982 KapabanbIkckuii yKOCHBIN Kazaxcran 50 50 + +
K-7005 Ne50 Cupus 75 40 ++ +
K-7006 No277 Cupus 40 50 + +
K-7008 No279 Cupus 72 60 ++ +
K-7034 MectHbIi Henan 42 60 + +
K-7163 P-96 JIuBan 43 50 + +
K-7169 - Typrust 57 40 + +
K-7173 - Typuus 91 50 ++ +
K-7328 - Typuus 103 50 +++ +
K-7382 [Ixanmurena I'py3us 60 70 + ++
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K-7648 P.V.774 ITakucran 50 50 + +
K-7653 - I'py3us 38 70 + ++
K-7656 - [Takuctan 47 60 + +
K-7657 - ITakucran >200 >200 +++ +++
K-7786 - Poccus, Jlarecran 35 50 + +
K-7814 Kemuyr Kupruszus 47 50 + +
K-7861 Anma-atuHackuit 340 Kazaxcran 30 50 +/- +
K-7868 Jxunucu I'py3us 68 40 ++ +
K-7879 Ne35297 Typuust 55 40 + +
K-7892 - Typuust 52 40 + +
K-7968 Iepobanu I'py3us >200 100 +++ +++
K-8025 Tendrilled acacia mutant Nnaus 100 80 +++ ++
K-8026 Climbing Uemen 140 80 +++ ++
K-8065 - I'py3us 145 100 +++ +++
K-8067 - I'py3us 43 50 + +
K-8082 Hindukusch Adranucran 41 50 + +
K-8095 F.C.3954 [Makucran 86 50 ++ +
K-8258 AKaMenKuit I'py3us 146 150 +++ +++
K-8327 - I'penust 61 50 + +
K-8446 - Vemen 31 40 +/- +
K-8536 - I'penns 87 60 ++ +
K-8546 P.s. afghanistan Ji-80 Adranucran 66 80 ++ ++
K-8547 P.s. afghanistan Ji-90 Adranucran 137 100 +++ +++
K-8563 NDP-8 Wngust 52 40 + +
K-8645 DMR-7 Wunns 43 30 + +/-
K-9066 g 49206 Cupus 58 70 + ++
K-9135 g 52534 Cupus 40 40 + +
K-9205 Ngzgzgfi‘se Tpews 40 30 + +-
K-9282 MecTtHbIT Tamxukucran 69 60 ++ +
K-9396 Ig 52270 IFPI 3111 Adranucran 17 60 +/- +
K-9398 g 52361 IFPI 3202 Upan 32 50 +/- +

[Tosicuenust k Tabnuue 1: 0oTOOP MPOBOIMIICS 110 KOJUYECTBY KIIYOECHHKOB, 00pa30BaHHBIX MIPU

B3auMoeitcTBuu ¢ NOdX — mrammoM pusobuit RCAM 1026, o cpapHenuto ¢ nodX™ —

mraMmmoM Al. OreHka Ki1yOeHbKOOOpa30BaHusI MPOBOAMIACE KaueCcTBEHHO: 0 = «—»; <10 = «—
/+»; 10-30 = «+/—»; 40—-60 = «+»; 70-90 = «++»; >100 = «+++». 3eJIeHBIM IBETOM BBIIACICHBI

00pa31ibl, BOBICYEHHBIE B JAJbHEHITYIO pa0bOTy (T.€. MPOJAEMOHCTPUPOBABILNE «a(pTaHCKUii»
denortunm).

*: obpazen; K-6566 Obu1 yTepsiH B X0/1€ paOOTHI.
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Taouauna 2. [IpaiiMmepsbl, HCNI0JIb30BaHHBIE B padoTe

“

CAG AAG AAT TGA AGG CTG ACACA

-

y4JacTKa Mexy

0 HOCJICI[OBaTeJIbHOCTb
Ha3Banue npaiimepa (53 Ha3znauenmue
LY KXnspFw1 AAG TGT GTR AWA GGG TGT GAT
LYKXspRv1 CCA ACC ATT TGT ATC AAA CA AMIITHUKALHS
99G_LykX_F2 CCA CAT TCT CTA GTC AAA CAT GC TIEPBOTO SK30HA
LykX_Wh1 Fwl CCC TCA GCA GCC ATT TTC AT LykX
LykX_Wh1 Fw2 CTCTCTTTC TTATTG ACT AAA TG (COOTBETCTBYET
99G_LykX_R1 TCT GTA AGT GAC AAC ATG CG peLenTopHoii
99G_LykX R2 CGT CAG CGT AAG ATC CAA CC yactu Oeska)
99G_LykX_R3 GCA GAA GAT CGA AAG TTG ATG G
K10_fw12 GCT TTC CTT CGG CAG CCATTTTGT | Crpumunr BAC-
OMOINOTEKH
K10_RACE CAT TCA CAT GGG AAT GGA ATG TTG (ren Sym37)
K1 _fw3 GAA TGC TGT TCT GAA GAC AGG Crxpurunr BAC-
OuOIHMOTEKH
K1_rv10 GTC ATC ATC ACA ATC TTC AAA TG (ren K1)
LykX_fwl GTT GAT ACA GAATTT CAATCC TGA C | Cxpunnnr BAC-
OMOINOTEKH
LykX_rvl CCA AAC CTG TTC TGC AAG AGA G (ren LykX)
BAC_End_LykX AGT AGT TAG GTT AGAGTC GGT TT
Cont 1rv GAT TCC ACC ATT GATGTGTGC T
Cont 1 fw (OGRE_End) |  TGA AGT AGT GCA AAC GGA TAA G
Cont 2 rv ATC TGA GTT GAA ATA GCA CGT AC
Cont 2 fw ATG GCG GTG CAT TTC TAA GAG A
Cont 3 rv TAA ACA ACC AAT GCG ATG CTC Coona BAC
Cont 3 fw GCG GAT TTC GCT TGT GTT TGA G ‘;E;‘;‘BKH )
Cont 4 rv CTT GCC TTT CAT TCA AAC ATA CAT
Cont 4 fw GAC TTG ATA GCG ATG GGA ATA AGA
Cont 5 rv GAC ACA AGT CTT CTAATATCT G
Cont 5 fw ATA GTA CAC TCA ATT AGC AAATTG
Cont 6 rv TGA CCA CAT TAG CAA GGA ATA AG
Cont 6 fw GAA CGG CAG TGA TAT CTT ACA A
RealLX_Fw5_Salvation GAT GAC GTT GCC TAT GAG G
RealLX_Rv5_Salvation CTT TCG AAC TCG GTA CTA GG TpoBesienne
RealLX Fw6_Salvation ACACTATTC ATG TGG CAG GC rtrirp
RealLX_Rv6_Salvation TCA CTACCT CTCATATTT CCC
Gapdh_F AAG AAC GACGAACTCACCG ITpoBenenue
Gapdh_R TTG GCA CCA CCC TTC AAA TG MIILIP
PsActin2_real time FW | CTC AGC ACC TTC CAG CAG ATG TG (pedepencHbIe
PsActin2_real time RV | CTT CTT ATC CAT GGC AAC ATAGTTC T'CHBI)
5.1 CAG AAG AAT TGA AGG CTG ACA CA
52 AGT AAA AAT GCA GGC ATG ACATGG T
53 CAC ACACTT TGATTC CAC TTT GAA TpoBeene
371 GCA GAT GAC ACA GCT TGC GAA G RACE-TILIP
3°2 GAG ATC CGA AAG GAC GTC CAA GA
3°3 ATT GAG TCC CAT TGT GGA GCA TGA
K1_End GAG AGC ATG TAC AAG AGA TAATCC | Ammmdukauus
5.1
52

AGT AAA AAT GCAGGCATGACATGGT

renamu K1 u LykX
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TTCCCTACACGACGCTCTTCCGATCT

TillFw GCC TTC AAT TCT TCT GAT GT
Til1RY AGTTCAGACGTGTGCTCTTCCGATCT
ATA AAC AAG CCATAATCCTT
TiloFw TTCCCTACACGACGCTCTTCCGATCT ACT
TCT ATG GCT CTT TCA AC
TiloRy AGTTCAGACGTGTGCTCTTCCGATCT
TAA TAG ACC GTG CCA AAT CC
Til3Ew TTCCCTACACGACGCTCTTCCGATCT TTT
CTC GAT TCATAACCT TA
Til3Ry AGTTCAGACGTGTGCTCTTCCGATCT
ACT CAA TGC TTC ACT ACC TC
Til4Fw TTCCCTACACGACGCTCTTCCGATCT Hlovex wyraTos
TAA CCA AGC TTACTG ATG TT IYKX aeroton
Til4RY AGTTCAGACGTGTGCTCTTCCGATCT TILLING
ACC AAA GTT ACAAGG CTC TT
— TTCCCTACACGACGCTCTTCCGATCT ATT
TGG CAC GGT CTA TTACG
Til5RY AGTTCAGACGTGTGCTCTTCCGATCT CTT
AAG TTT CCG TTG TCC AT
Til6Ew TTCCCTACACGACGCTCTTCCGATCT
AAT CAT ATA CCT GCT AAA GC
Til6RY AGTTCAGACGTGTGCTCTTCCGATCT
CAT TCA AAG TTA CCA ACC TA
— TTCCCTACACGACGCTCTTCCGATCT TTA
CGC TGA CGC ATG TTG TC
Til7Ry AGTTCAGACGTGTGCTCTTCCGATCT
CCA TAG AAG TTT CTT GCT GT
99G K1 F1 GGA GTT GAA AGT GCAATT AAGC AMIUTH(UKAITASA
99G_K1_F2 CGT ATC CCA ACA TGC ATG TCT G [IEPBOTO SK30HA
K1 s oneHkn
99G_K1 R2 GCG AAG CCA TCA CAA TTC ATA CC HPHPOTHOTO
99G_K1 R1 GGA TAC AAA GGA ACATATTCT CC nonuMopduzma
99G_Sym37 FO CAC TAG GAA CAT CCATTC ATT G AMnTHbHKATHS
99G_Sym37 F1 ACATGT CAACTC TTATTG TAG CC MepBOT0 SK30Ha
99G_Sym37 F2 GAA TAG AAA AGC TAG GAA GTG TG Sym37 mis
99G_SYM37 RO CAA GTACTT TTG ATC AGA ACC ACC OLIEHKH
99G_SYM37 _R1 ATT TAC CCA AGT CAC CGC GG NPHUPOIHOTO
99G_SYM37 R2 CTG AAG ATC AAA AGG TGG TGG nosuMopdu3Ma
99G_LykX_F2 CCA CAT TCT CTA GTC AAA CAT GC AMMIHbUKas
99G_LykX_R3 GCA GAA GAT CGA AAG TTG ATG G TEPBOTO 9K30HA
99G_LykX_R2 CGT CAG CGT AAG ATC CAA CC Lyfg Ifg;‘;i‘;‘;”
99G_LykX_R1 TCT GTA AGT GAC AAC ATG CG HomMopdH3Ma
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PsSym37

(2200 4400 6600 |asoe

LOCKED
MULYKA ELE B PIRERPTY rree vz
|59400 61600 53800 |66000 70400 |72600 51400

Pucynok 1. CpaBHenue nocieqoateabHocTeii renos Sym37 (A) u K1 (B) ¢ nocienoBarensnoctsio LYK-
peruoHa B renome M.truncatula.
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Ta6auna 3. KiyoenbkooopazoBanue y mytantoB lykX cnycrs 2 Hemesn (2W) u 4 Heaean
(4w) mocse unokyJasiuu mrammom RCAM1026

539 | 539 | 1215 | 1215 | 1362 | 1362 | 1427 | 1427 | 1645 | 1645 | 2543 | 2543 | 998 | WT | WT
2w | 4w 2W 4w 2W 4w 2W 4w 2W 4w 2W 4w 4w 2W 4w
0 0 2 33 5 23 6 24 8 20 3 26 29 26 43
0 0 7 36 6 6 4 7 0 20 4 27 3 21 53
0 7 4 26 4 10 3 18 18 8 31 13 22 31
7 25 4 34 2 13 3 23 10 8 24 31 18 53
6 27 5 13 21 6 17 5 39
13 47
24 55
29 45
39
46
64
Cp. 31au.£SD
2,6+ | 11,8+ | 44+ | 322+ | 425+ | 13+ 4+ 18+ 4+ | 178+ | 58+ | 25+ 19+ | 1975 | 46,82
358 | 1329 | 182 | 435 | 171 | 628 | 141 | 7,79 | 566 | 449 | 228 | 515 | 1337 | +7,70 | £9,12

[Tosicnenus k Tabnuie 3: B cTONOIIaX YKa3aHO KOJIMYECTBO KIIYOCHHKOB, 00pa30BaBIIMXCS HA
OTJIENbHBIX pacTeHUsIX. MyTaHT 998 aHanu3upoBalics TOJBKO Ha CPOKE 4 HEAEIU U3-3a MaJIoro
KOJIMYCCTBA JOCTYIIHBIX CCMSIH.
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Tab6auna 4. YYér 10 CKPYYEHHBIX KOPHEBBIX BOJIOCKOB Y MyTaHTOB IykX,
HHOKYJIHpoBaHHbIX ITaMmmMomM RCAM1026

Koa-Bo moJeii Cymma Cymma e o Hopwm. % cKp.
3peHus BCeX CKPY4Y€EHHBIX CKp.
998WT 88 1836 175 20,86 1,99 0,09
998M1 98 2158 111 22,02 1,13 0,05
998M2 84 1867 105 22,23 1,25 0,06
998M3 80 1537 95 19,21 1,19 0,06
998M4 83 1873 81 22,57 0,98 0,04
1362WT 84 2134 105 25,4 1,25 0,05
1362M1 90 2155 96 23,94 1,07 0,04
1362M2 86 1847 130 21,48 1,51 0,07
1362M3 94 2165 110 23,03 1,17 0,05
1362M4 98 2598 123 26,51 1,26 0,05
1362M5 80 2047 119 25,59 1,49 0,06
1427TWT 83 2462 103 29,66 1,24 0,04
1427M1 91 1978 122 21,74 1,34 0,06
1427M2 91 2197 140 24,14 1,54 0,06
1427M3 83 1919 129 23,12 1,55 0,07
1427M4 94 2558 164 27,21 1,74 0,06
2543WT 77 1896 89 24,62 1,16 0,05
2543M1 91 2567 95 28,21 1,04 0,04
2543M2 99 3095 103 31,26 1,04 0,03
2543M3 87 3385 56 38,91 0,64 0,02
2543M4 92 3348 94 36,39 1,02 0,03
2543M5 88 2770 92 31,48 1,05 0,03
1645WT 89 2396 101 26,92 1,13 0,04
1645M1 113 4300 203 38,05 1,8 0,05
1645M2 94 3221 166 34,27 1,77 0,05
1645M3 101 3853 193 38,15 1,91 0,05
1645M4 97 4037 209 41,62 2,15 0,05
1645M5 85 2862 203 33,67 2,39 0,07
1215WT1 95 2691 137 28,33 1,44 0,05
1215WT2 95 2442 139 25,71 1,46 0,06
1215M1 96 2695 152 28,07 1,58 0,06
1215M2 102 3463 172 33,95 1,69 0,05
1215M3 93 2911 142 31,3 1,53 0,05
1215M4 96 2846 164 29,65 1,71 0,06
1215M5 95 2580 195 27,16 2,05 0,08
539WT 96 2310 138 24,06 1,44 0,06
539M1 92 3717 225 40,4 2,45 0,06
539M2 91 2513 178 27,62 1,96 0,07
539M3 88 3339 243 37,94 2,76 0,07
539M4 52 1950 154 37,5 2,96 0,08

[TosicHeHus Ta6JII/ILIe 4: 3eJIeHBIM OBCTOM BBIACIICHBI KOHTPOJIbHBIC PACTCHUA JUKOI'0 TUIIA
(J'II/IHI/Iﬂ Caméor, ucxoaHas ajd MyTaHTOB), MOCAaXXCHHBIC BMCCTC C paCTCHUAMUA

COOTBETCTBYIOIIEH MyTAaHTHON CEMBH.
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Ta6auna 5. Yuér HHPeKIMMOHHBIX COOBITHII MPH HHOKYJIAUHA MyTaHTOB lykX mrammom
RCAM1026gusA

539 1215 1362 1427 1645 2543 998 WT
0 16 3 53 46 6 23 5
58 15 4 66 22 6 21 5
1 pacr. 49 5 6 48 32 7 7 8
0 15 5 60 42 4 32 8
0 4 8 58 30 2 9 6
9 9 21 15 52 5 8 0
10 14 22 7 36 3 24 3
2 pacr. 4 8 44 42 16 7 18 0
8 3 23 34 14 7 13 0
3 7 29 125 56 - 6 1
19 40 26 32 17 1 11 6
31 27 33 21 12 0 31 1
3 pacr. 46 31 17 13 31 2 36 3
39 28 8 10 19 5 11 4
50 16 16 27 9 1 10 1
95 17 13 13 37 11 21 6
46 33 14 11 39 6 5 5
4 pacr. 23 21 31 39 55 12 11 1
- 13 7 40 26 16 2 3
- 27 11 36 24 4 6 3
10 16 31 26 1
24 33 24 1 2
5 pacr. 30 24 42 6 4
17 21 18 6 2
21 32 23 4 1
3
4
6 pacr. 2
5
3
Cp.3uau. | 27,22 | 18,04 | 18,68 37,5 30,12 6,17 15,25 3,2
SD 26,37 9,92 11,02 | 27,43 | 13,47 5,63 9,91 2,27
SEr 6,22 1,99 2,2 6,13 2,69 1,15 2,22 0,41
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Taoauna 6. Cnucox o0pa3uoB u3 ko/uiekuuu BUP ¢ pa3ubim reorpadpuueckum
NMPOMCXOKIeHHEeM, 0TOOPAHHBIX JIfA OLleHKHU nojiuMop¢pusma reio LysM-RLK

Ne B H3BecTHBIN pernoH
KaTaJjiore Ne NMPOMCXOKIEeHNS;

BUP COPT/MOABU]Y
K-2429 1 Axup
K-2008 2 Erumer (Pisum jomardii)
K-3429 3 Eruner
K-7051 4 JluBus
K-8093 5 Mapnarackap, "Felefone"
K-6468 6 Cynan
K-7131 7 TyHnuc
K-7584 8 Dduonus
K-1836 9 Adpuka
K-3856 10 CIIIA
K-3855 11 AprenTuHa
K-5012 12 AprenTuna, "Ozo Negro"
K-8261 13 bpasunus, "Long drink"
K-8600 14 -
K-8571 15 Benecyana
K-693 16 Kanana
K-925 17 CIIIA
K-8572 18 CIIIA, "Mayfair"
K-7094 19 Ilepy
K-6464 20 Yuum
K-1982 21 Adranucran
K-3266 23 ApMeHust
K-2514 24 Cupus
K-2595 25 [Tanectuna
K-5493 26 Wpax
K-2182 27 Wpan

K-958 28 TypkMeHHCcTaH
K-1251 29 TamxukucTan
K-7128 30 p. Harectan
K-188 31 [Tamup
K-1250 32 [Tamup
K-3540 33 Snonus
K-3034 34 Anonus
K-8599 35 -
K-8456 36 bypynnu
K-1537 37 Manwxkypust
K-4776 38 0. Caxanux
K-6373 39 Momurosus
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K-5494 40 Momurounust
K-4788 41 Momurounust
K-8702 42 -
K-6063 43 Kazaxcran
K-4662 44 [Tpumopckuit kpaii
K-3273 45 p. Komu
K-6875 46 KpacHosipckuii kpait
K-7700 47 baurnanem
K-7034 48 Henan
K-8543 49 Anrnus, [pu-Jlanka
K-1142 50 Opaniys
K-1865 51 Nunus
K-1866 52 Nunus
K-6545 53 Nunns
K-1929 54 Nnnusa
K-2587 95 ApMeHust
K-1985 56 ['py3us
K-3445 57 Azepbaitmpkan
K-8585 58 ["epmanus
K-5992 59 ABcTpanus
K-8639 60 -
K-1937 61 ABcTpus
K-8431 62 Benrpus?
K-3980 63 ['py3us
K-4650 64 Apmenust
K-2593 65 Kump
K-2175 66 Typuus unu bonrapus
K-2176 67 Uexus
K-8413 68 Benrpus
K-4148 69 OunHIIHINA
K-7826 70 ITonwina
K-6139 71 Anbanus
K-2174 72 bonarapus
K-2006 73 Hanwus (P. arvense v.
guadratum)
K-3970 74 benbrus
K-1022 75 I"epmanus (Pisum jomardii)
K-1027 76 I'epmanus
K-1025 77 ['epmanus
K-1143 78 OpaHuus
K-3140 79 Wcnanus
K-1818 80 Anrnus uinu Uranus
K-1930 81 Wranus
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K-1693 82 AHTIIHS

K-1699 83 AHTIIHS

K-6883 84 Y306ekucTan
K-4170 85 JlaTBust

K-116 86 JlaTBust

K-1815 87 ITen3eHckas 001.
K-3312 88 Kuposckas 00:1.
K-957 89 Bonoroackas 0611
K-3063 90 Jlenunrpanckas oo
K-1685 91 [IBemus

K-3064 92 benopyccus
K-3324 93 VYkpauna, Jlyranckas o0.1.
K-4789 94 VYkpauHa, ,(I)[}6)Jc1)ro6ch1<a;1
K-4108 95 VYkpauna, JIbBoBckast 00.1.
K-3358 96 CaparoBckas 0071.
K-8246 97 -

K-8522 98 Mockaa, "Tporika"
K-8274 99 Opannus, "Vendevil"
K-8638 100 Ounnsaaaus, "Panu"
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PucyHok 2. ®uiioreHeTn4yecKkoe ApeBo, 0Tpakalee BapnuadeIbHOCTh 1 3k30Ha reHa Sym37.
Hazpanns TPYIIIl rartyIOTUIIOB COBIIAAAIOT C Ta6.]'[. 1 1 YHUKaIbHBIE TaIUIOTUIIBI JOITIOJTHUTECIBHO
OTMEYECHBI CEPBIMU pOMGaMI/I. B kadecTBe BHeITHEH Tpynnbl UCTIOJIb30BaHa MOCJIENOBATCIIBHOCTD I'€HA

LYK3 M.truncatula copra Jemalong.
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Pucynok 3. ®uioreHeruyeckoe ApeBo, oTpaskaloiiee papuadeabHocTh 1 3k30Ha rena K1. Haspanus
TPYIIII raryioOTUIIOB COBIIAAAIOT C Ta6J'I. 11. YHUKAIbHbBIE TaIlJIOTHITEI JOIMOJHUTEIIBHO OTMEYCHBI CEPhIMU
pombamu. B kauecTBe BHEIIHEH IPYIINbI HCIIOIb30BaHa MociaenoBaTeabHoCcTh reHa LYK3 M.truncatula

copra Jemalong.
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PucyHok 4. ®uiioreHeTHYECKOE IPEBO, 0TPaKalee BapuadeabHocTh 1 9k30Ha rena LykX.
Hazpanwns TPYIIII raryIOTUIIOB COBIIAAAIOT C Ta6JI. 11. YHUKaIbHBIE TalIOTHIILI JOINIOJITHUTCIBHO
OTMEYEHBI CephIMU poMOaMu. B kadecTBe BHEIIHEH Pyl UCTIOJL30BAHA TIOCIICA0BATEIBHOCTh TeHA

LYK3 M.truncatula copra Jemalong. I'pynina F o0benunsier iuHnu ¢ «apranckum» GEeHOTHIIOM.
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