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SAIIIMTHBIE PEAKIIMA B BOBOBO-PU30BUAJIBHOM CUMBUO3E:
MHAYKIINUA U CYIIPECCUT"
(00630p)

K.A. UBAHOBA, B.E. IIbITAHOB

PasButue natorennoii undekuun U 6000B0-pU300MATLHOrO CUMOUO3a, NMPU KOTOPOM OakTe-
pUM 3apaXaloT KJIeTKH 0000BbIX pacTeHHil, IMeeT MHOTO 0OmMX 4YepT. CUrHajabHble MOJIEKYJ]bI, KOTO-
PbIMH OOMEHMBAIOTCS CUMOMOTHYECKHE NMAPTHEPHI, HMEIOT CXOICTBO C (PUTOAJEKCHHAMH M SJIMCHTOPA-
MH, NPOAYUMPYIOMUMHCS NpPH nartoreHHoi mHpexnuuu. O6a mpouecca cONpPOBOKIAOTCA MHIYKLMEd 3a-
HMIUTHBIX PEAKUMil CO CTOPOHbI PACTEHUSA-XO35MHA, OAHAKO B ciyyae 0000BO-pU300MILHOTO CHMOMO3a
TaKasi MHAYKUHUS CTPOTO Peryjiupyercsi, 4T0 mo3poJisieT copMupoBaTh CHMOHOTHYECKHiA KiyOeHeK. I1pu
3TOM KOHTPOJIMPYETCS M KOJHYECTBO KJIYOEHbKOB, MOCKOJBKY MX (DOPMHPOBAHHE — IHEPro3aTpPaTHbI
npouecc, U B GOJNBIIMHCTBE CIydyaeB WH()EKUMs NMpPephiBAeTCS HA PAaHHMX cTagusax. MccienoBaHust Mo-
JIEKYJISIPHO-TEHETHYECKUX MEXAHHU3MOB PAa3BUTHS 0000BO-PH300MAILHOTO CMMOMO32a M NMATOTEHHOH WMH-
(exumn BhISIBIIIN, 4TO B X0Je IBOJIONMA 000O0BbIE PACTEHHS ATANTHPOBAJM IS YCTAHOBJIEHHS CHMOHO-
32 C PU300MAMM PEUENTOpPbI, MPUCTIOCODIEHHbIE M3HAYAIBHO Il BOCHPUATHS MMKOPU3HON MHbeKIuu,
npuYeM CXOXKHe PeenTopbl YYACTBYIOT B PACNO3HABAHNM NATOT€HOB M MHIYKIMHM 3aIUTHOTO OTBETA.
Bbu10 BbISIBIEHO, YTO pU300MH UCTOJb3YIOT cucTeMbl cekpenun III u IV Tuna (T3SS u T4SS), koro-
pble y MATOTeHHBIX OAKTEpHWil CIyXKAaT [ JOCTABKM BHpPYJEHTHbIX (aKTOpoB B KiIeTKH xo3sieB. Ilpu
arom ObuLI0 moka3ano, uro T3SS cnocodna k He3zaBucumoii or Nod-dakTopa aKTHBALMH CHUTHAJBHOI
TPaHCIYKUMHA, NPUBOIANIEH K Pa3BUTHIO KiIy0eHbKa. Pa3inyHble MOBEPXHOCTHDBIE MOIMCAXAPHIBI (IK30-
NOJIHCAXAPH/IB, JTMIONOIMCAXAPHABI M NUKINYECKHE B-TJIOKAHBI) HCTOIB3YIOTCS KaK PU300MSIMH, TAaK
NATOTeHHBIMA OAKTEPHSMH Uil CYNPeCCHH 3aIMTHBIX peakuuii pacrenmii. Ilox peiicTBHeM aHTHMHK-

poonbix NCR menTunos (upctenH-0oratele menTuabl) Oakrepud HeoOpatumo muddepenmmpyrorcs B
0akTepousbl B KIyOeHbKaX HEKOTOPBIX 000OBBIX pPacTEeHMIl.

KimoueBbie ciioBa: Kiy0eHbK00Opa3oBaHue, 3amuTHbie peakiun, Nod-(akTopbl, XUTHHOBBIE
0JIITOCAaXapubl, MOBEPXHOCTHbIE moJMcaxapuabl, audgepenuuposka Oakrepuiti, NCR mentumpl,
BacA, cucremsi cekpenun T3SS n T4SS, naTorenbi.

B3aumoneiicTBue ¢ Ki1yOeHbKOBBIMU OAaKTEPUSIMU UIPaAeT UCKIIIOUYUTEIb-
HO BaXXHYIO pOJib B XXM3HU 0000BBIX pacTeHuid. Crieliuduka 3TUX B3aMMOJEICT-
BUI 3aKJII0YaeTCs B BOSBHMKHOBEHUU Y CUMOMOTUYECKMX MAPTHEPOB HOBBIX MPU-
3HAKOB, KOTOPBIX HET y UX CBOOOTHOXMBYIIMX (POPM M KOTOpbIe 00ECIEUUBAIOT
KayeCTBEHHOEe M3MEHEHME amaNnTUBHOIO MOTEeHLMada MapTHepoB. biarogapst atum
B3aIMOJEHCTBUSIM PACTEHMSI CITIOCOOHBI BbKMBATh HAa OEIHBIX a30TOM ITOYBaXx.

OcHoBO#l ISt (YHKUIMOHUPOBAHUS 0000BO-pPU300MATBHOIO CUMOMO03a
clyXaT uMmerlidecss y pu3oouil reHbl azotdukcauuu (nod, nol u noe) (1), Ha
obOecreyeHre aKTMBHOU pabOThl KOTOPBIX MPSIMO WM KOCBEHHO HaIpaBJIeHO
(byHKLIMOHUPOBaHNWE BCEX OCTAJbHBIX KOMIIOHEHTOB CUMOMOTUYECKON CHCTe-
Mbl. B cumOuo3e Mexay 0000BBIMU PACTEHUSIMU U KIIyOEHBKOBBIMM OaKTepus-
MM JOCTUIaeTCsl COMpPSKeHUE ABYX T100abHBIX OMOXMMMUYECKUX MPOLECCOB —
azordukcanuy 1 (HOTOCHMHTE3a, Oyarogapsi YeMy HOpMaju3yeTcsl a30THO-YIJIe-
POIHBIN OaaHC PACTUTEIBLHOIO OpraHU3Ma.

CumMO103 GO00OBBIX pacTeHU C KIIyOEHbKOBBIMU OAKTEpUSIMM — OJIHA
U3 Haubosee 3(h@EKTUBHBIX CHUCTEM OMOJOTMYECKON a3oTdUKcalMu, HMerollas
OrPOMHOE 3KOJIOTMYECKOE U TpaKTU4YecKoe 3HayeHue. Boicokass 3¢h¢heKTUBHOCTh
OCHOBaHa Ha CJIOXHOHN CTPYKType KIIyOeHbKOB, 00pa3ylolIuXcsl B pe3yjbTare co-
BMECTHOM peaju3aliy MapTHepaMM crienudUUeckux s cuMOMo3a MporpamMmm
pazButus. KiryOeHbKM BBIMOTHSIIOT KOMIUIEKC B3aMMOCBSI3aHHBIX (DYHKIIMiA, obec-

" Pabora ¢duHaHCOBO moanaepxkaHa MUHMCTEPCTBOM oOpa3oBaHusi U Hayku ([ocygapcTBeHHBIN KOHTPaKT
16.552.11.7085, cornamenue 8109), rpantom Ilpesunenra PO (HILI-4603.2014.4), Poccuiickum donnom dyH-
JIaMEHTAJIbHBIX uccnenoBanuii (14-04-00383).
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MEYMBAIOIINX 3KOJOTUUYECKYIO HUIIY JUIST pa3MeIleHMsT pU300uii, CTPYKTYPHYIO
OCHOBY IJIT oOMEHa ITapTHEpOB MeTaboIMTaMM, a TakKKe UIST KOHTPOIS Ham
YUCIIEHHOCTBIO M (PM3MOIOTMIECKOM aKTUBHOCTBIO OaKTEpHIiA.

dopmupoBaHre 6000BO-pU300UAILHOIO CMMOMO03a TPEACTABIIIET CO00it
MHOTOCTYIEHYAaThI Mpolecc, B KOTOPOM OakTepralibHasi UHMEKIIMS CTPOro KOH-
TPOJIUPYETCsS pacTeHUEM-XO3IMHOM. JleTaln 3TOoro mpoiecca ObLIM paccMOTpe-
HbI TOCTATOYHO MOAPOOHO CO CTOPOHBI Kak Makpo- (2-5), TaK U MUKPOCUMOU-
oHrta (6-8).

OnHako HEeIOCTaTOYHO M3YUYEHHBIM OCTAeTCsl BOIIPOC, Kacarolluiics Tpa-
HULBI MEXAY MYTYATUCTUYECKMMU UM aHTAarOHUCTUYECKUMM OTHOLIEHMSIMU MPU
¢dopMupoBaHun 0000BO-PHU300MAIBHOIO CMMOMO3a. DTHU OTHOIICHUS IIPEACTaB-
JITIOT cO0OM cHCTeMy MYJIbTU(MYHKIMOHATBHBIX BO3MOXHOCTEH, M Jaxe He-
OoJplIe M3MEHEHMsT OajlaHca BHYTPHM YKa3aHHBIX MPOIIECCOB MPUBOMST K B3a-
uMHOMY mnepexony. COBMECTUMOCTb MEXIy pacTeHHEeM M MUKPOOPraHM3MOM B
cuM0Ouo3e obecrieurBaeTcs Oarogapsi HEIpepbIBHOMY OOMEHY crieliu(pUIHbBIMU
CUTHAJIbHBIMU MoJjieKynamu. [Ipuyem pacTeHue BbICTyMaeT 3AeCh TOMUHUPYIO-
IIMM TTapTHEPOM, BbIOMpAsi JIUIIb BHITOAHBIX ce0e Ha TEKYIIU MOMEHT CUMOU-
OHTOB, YTO PE3KO KOHTPACTUPYET C MATOTeHHBIMU B3aMMOIEHCTBUSIMM, TOEe MUK-
POOpraHu3M MPOBOLIMPYET PEAKLUIO PACTEHUSI.

B mocnennue rombl 3HAYUTENbHBIE YCIIEXM B MCCIEIOBAHUSX MOJIEKY-
JIIPHO-TEHETUYECKIX MEXaHW3MOB, JIEKAIINX B OCHOBE Pa3BUTHSI O0OOOBO-pHU30-
OMaTbHOTO CMMOMO3a, TTOKa3ajid, YTO B XOJAE SBOIOINM KaK pacTeHUs, TaK W
pPU300MU UCIIOIb30BAIA BJEMEHThl MOJIEKYJISPHON «MallWHbl», 00ecreurBao-
1eil B3aMMOAEHCTBME pacTeHUU ¢ maToreHamu Uisi (DOPMUPOBAHUSI MYTyasld-
cTUYecKoro cumbuosa. Tak, ObUIO ITOKa3aHO, YTO PU300OMU HCHOJB3YIOT IS
uHAYKIMKY uHbpekunn Nod-(aKTopbl, UMEIOLIMEe CXOACTBO C XUTUHOBBIMU OJIU-
rocaxapungamu (XQO), a y pacTeHus, B CBOIO ouepelb, B y3HaBaHue Nod-dak-
TOPOB BOBJIEYCHBI PELENTOPHI, OOJagalolIe OOJBIINM CXOACTBOM C PELEITO-
pOM, pacrio3HawIMM XUTUH (9), XOTS cieayeT 3aMeTUThb, YTO B TIOC/IEIHEE BpeMsl
MOSBWINCH JAaHHBIE O TOM, YTO pelenTopbl K Nod-hakropaM 3BOJIIOLOHUPO-
BaJIM Ha OCHOBE pelenTopa K MUKOopu3HbIM XO, a He pelenTopa K MnaroreHaM
(10). ¥ 6060BbIX pactenuii, npuHamiexamue K kiage IRLC (Inverted Repeat-
Lacking Clade), B HeoOpatumoli auddepeHIUPOBKe OakTepuii B OaAKTEPOUIBI
YYacTBYIOT aHTMMUKPOOHBIE TEINTUIbI, TPUYEM CO CTOPOHBI PU300MI BaxkKHYIO
poJb B MX BOCIIpUSTHM urpaeT 6esiok bacA (11). Eile onHUM npUMEpOM MOXET
ObITb McToNb30BaHUE puszodusMu cucteM cexkpeuuu III u IV tuna (T3SS u
T4SS), KoTOophle Y MaTOTEHHBIX OAKTePUU CIIYKAaT JJII TOCTAaBKM B KJIETKM XO3SI-
€B BUPYJEHTHBIX ¢pakTopoB (12) npu aktuBauuu mHdekuuu (13). B ycnemrHom
pPa3BUTUM PU300MATBbHOM MHGEKIMU, KaK W MPU Pa3BUTUM MAaTOT€HHOM, Bax-
HYIO POJIb UTPAIOT pas3ardyHble TOBEPXHOCTHBIE Moaucaxapuabl (8).

TeMm He MeHee, HECMOTpPSl Ha pa3IMUHbIE MEXaHU3MblI, KOTOpbIE PU30-
OMU TIPUMEHSIOT UISI CYNpPECCHUM 3alllUTHBIX peaKkiMii CO CTOPOHBI OOOOBBIX
pacTeHMi, MocleqHre CITOCOOHBI BOCIIPMHMMATH PU300MII B KayecTBE ITaToOre-
HOB, MOCKOJIbKY Aaxe Ipu (popMupoBaHUU 3PDPEKTUBHOIO CUMOMO3a MEXIY
0000BBEIMM pPACTEHUSIMU W PU300MSIMU JTUKOTO THUTIA OTMEUYAEeTCsT TIpephIBaHMNE
OOJBIIMHCTBA MHUIIMMPOBAHHBIX MH(PEKIINI, M JINIITh NX HE3HAUNTEIbHAS YacTh
3aBeplraeTcsd popMupoBaHueM 3(pGeKTUBHBIX KIIyoeHbKOB. HabmomaemMblili de-
HOMEH M3BECTeH KaK aBTOpEryjsiMsl KiyoeHbkooOpazoBaHusl (14) u cxoneH ¢
MPOSIBICHUSIMM peaKkliMy TUIIePUyBCTBUTEIBbHOCTH, Pa3BUBAIONICICS MPU IaTo-
reHHoi atake (15). MccnemoBaHusi MHOTOUYMCIEHHBIX MYTaHTOB OOOOBBIX pac-
TEHUI, OJIOKUPOBAHHBIX HAa PA3HBIX CTAAMSIX Pa3BUTUS KIyOeHbKa, IOKa3alo,
YTO JaXke eIWHUYHAs MyTalldsl B TeHOMe 000OBOTO PacTeHUs] MOXET MPUBOIUTD
K MHAYKUWA 3alMTHBIX Peakluil co cTOpoHbl pacteHus (16, 17). Dro cBume-
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TEJIBCTBYET O TOM, YTO PACTEHUE CTPOTO KOHTPOJIUPYET pa3BUTHE MHOEKIUU U
HapylieHre B pabOTe CUCTEMBI PETYISIIAN TPUBOAUT K IPEKPAIIeHUIO pa3BU-
THS TIOJTHOLIEHHOTO KJIyOSHBKA.

Nod-dpakTopsl M XMTHUHOBBIE OJMTrocaxapupgbl. Hekoro-
pble aHAJIOIMU MEXIY pa3BUTHMEM CUMOMO3a W TaToreHesa MpPOCIEKUBAIOTCS
yX€ Ha caMbIX paHHUX CTaAMsIX, KOTJA pacTeHUs] aKTUBMPYIOT HOd-TeHbI PU30-
Ouli cUTHaJIaMH, CXOAHBIMU C (PIIABOHOMAHBIMU (pUTOATEKCMHAMU (HAIpUMED,
MueoauH cou Glycine max L., nu3atuH ropoxa Pisum sativum L.). Boigensto-
muecs Tpyd 3TOM JIMIIOXUTOOJMIrocaxapuiibl, HasbiBaemble Nod-dakropamu,
WMEIOT CTPYKTYPHOE CXOICTBO ¢ aiucutopaMn — XO, TTPOM3BOITHBIMU KIIETOU-
HBIX CTEHOK TPHOOB, BBHI3BIBAIOIIMMM AKTHUBAIWIO 3allIUTHBIX peaKUHWii BO MHO-
rux pacteHusx. XO ciayxar NpUMEpPOM IaTOreH-acCOLMUPOBAHHBIX MOJEKY-
JISPHBIX MAaTTEPHOB, MPUBOMAAIIMX K BKIIOUEHWIO 3alIMTHBIX peaklMil B OTBET
Ha MpoHUKHOBeHWe TaroreHoB (18, 19). Tem He MeHee, B TO BpeMsl KaK CHUM-
onoTnueckue (pakTophbl, KaK IPaBUJIO, BKIIOUAIOT YETHIPE WJIM ISITh OCTATKOB
N-aneTrITIioKo3aMiHa, Hanboee aKTUBHBIE SJIMCUTOPHI XUTWHA WMEIOT 0O0JIhb-
1LIyIO CTeIeHb nmojuMepusauu. Tak, ucciaegoBaHus Ha puce (Oryza sativa L.) u
Arabidopsis thaliana (L.) Heynh mokazanu, uto XO ¢ 1IeCTbIO-BOCEMbIO OCTaT-
KamMu N-aleTuraoko3aMuHa 0ojiee aKTUBHO BJIMSIOT Ha 9KCIPECCUIO TEHOB U
apyrue otrBeThl, yueM Te XO, uTo MMEIOT OT Tpex Ho NsTu octatkoB (20, 21).
Kpome Toro, cylinecTByIOT 3HAUMTENbHbIC PA3IMuusl B aKTUBHBIX KOHILIEHTpALM-
SIX 3TUX MoJieKyJ. Nod-¢hakTopbl MOTYT ObITh aKTHBHBI MPU KOHIIEHTPALUU 10
10-13 M, Torma xak BO MHOTHMX MCCJIEIOBAHUAX OTBETHBIX PEAKLMI Ha NEMCTBUE
XO npumMeHsoT KoHIeHTpauuio ot 109 o 106 M (22).

B BocmpusiTHe pacTeHMEM 3THUX CTPYKTYPHO CXOIHBIX TJIMKAHOB BOBIIE-
YeHBI pEleNTOP-TIOMO0HBIE KMHA3Kl ¢ LysM-MOTHBaMMU BO BHEKJIETOUHBIX IO-
MeHaxX. LysM-MOTHMBEI, KaK IIOJIaraioT, MPEICTaBISTIOT COOO0M yJaCcTKU IIJIST CBS-
3bIBaHMSI BELIECTB, comepxKaliux N-alleTUINIIOKo3aMuH. B xome sBosonuu pac-
TeHuil XO, O4YEeBUIHO, CIYXWIM WMMYHOTE€HHBIMM MAaTTepHAMHU, aKTUBUPYIO-
UMM OenkoBbli LysM peuentop, BbI3biBasi TEM CaMbIM y PacTEeHUS WMMYH-
HBIIl OTBET U OCTAHOBKY MH(eKLIUU. BUOXMMUYECKNiT MOTeHIMAl PaCTUTEIbHO-
ro 6enka LysM c Tex mop, BeposSITHO, OJIArOIPUSTCTBOBAJI 3BOIIOLIMM PELICITOPA,
BocrpuHuMamplero yxke He XO, a Nod-dakTtopsl U COAEHCTBYIOIIETO PU300M-
aJbHOM MHGEeKKU mpu cumourose (23).

HenaBHo ¢ ucnonb3oBaHueM XumepHbIx reHoB AfCERKI (xonupyet pe-
HenTop K XuTuHy y A. thaliana) n LiNFRI (kogupyeT OAWH U3 PELENTOPOB K
Nod-dakTopy y Lotus japonicus (Regel.) K. Larsen 0bUIO MoKa3aHO, YTO He-
CKOJIbKO aMWHOKMCJIOTHBIX 3aMeH B KMHA3HOM JOMEHE pelenTopa XWTHHA
AtCERK1 3amyckaioT CUTHaJbHBIA KacKaj, NPUBOAMIINIA K (HOPMUPOBAHUIO
CUMOMOTHYECKNX KIIyOCHBKOB y MyTaHTa Afi'], HEeCyIllero MyTallMio B OMHOM U3
KOMITIOHEeHTOB pelientopa K Nod-dakrtopy (9).

B 1o xe BpemMs Nod-dakTopbl caMyd MOTYT aKTHUBMPOBATb 3allIUTHbIE
CUTHaJIbHbIe KacKanpl, Takue Kak LjNFRI-3aBrcuMas 3KCIpeccusi HEKOTOPbIX
3alIUTHBIX TeHOB B L. japonicus (9) m rubenb KIETOK B JMUCTBSIX Nicotiana
benthamiana Domin B OTBET Ha CBEpPX3KCIPECCHUIO Maphbl pelentopoB K Nod-
(akropam (24). Tem He MeHee, uHayKuusi Nod-akropaMu OOJIBIIMHCTBA Te-
HOB, CBSI3aHHBIX C aKTHUBAIIMEH 3allIUTHBIX peakIlnii, BO BpeMs CUMOMO3a HOCHUT
BPEMEHHBbII XapaKTep WM COBCeM OTCYTCTBYeT (9, 25-27).

Ha ocHoBaHMM MOJyYEeHHBIX JaHHBIX ObL1a BBIABMHYTA T'MIIOTE3a, YTO B
Mpoliecce 3BOMIOLUMU 111 (OPMUPOBAHUS CUMOMOTMYECKUX OTHOLIEHWH ¢ 0O-
OOBBIMU PACTEHUSIMU PU300MU HUCIMOJb30BAIM HUX CIIOCOOHOCTH TMOCPEACTBOM
perieniTopa, comepxaiiero LysM-MOTHUBBI, paclio3HaBaTh MUKPOOPTaHM3MBI Yepe3
Bocnpusitie XO, moauduiimporaB nocienHue B Nod-dakTopbl, CTpyKTypa KO-
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TOPBIX (HaJMuMe pa3HOOOpa3HbIX 3aMECTUTEJIEi) MO3BOJIMUIa 00ECTIEYUTh BbICO-
Ky10 crielii(pUIHOCTb B3aumMoaeicTBusi. OgHaKo HeJaBHO TMPOBEASHHbIN (UIo-
TeHeTUYEeCKUi aHaliu3 TeHOB, Koaupytolmx peuentopbl K XO um Nod-dak-
TOpaMm, MoKaszaj, YTO TeHbl PELENTOPOB K IOCACIHUM Yy OOOOBBIX pacTEHUI
3BOJIIOLIMOHUPOBAIM HE U3 T'eHa MpeakoBoro peuenropa K XO, a U3 MpeaKoBo-
ro peuenropa K MUKOPUM3HbIM XuTooaurocaxapuaam (10).

Nod-pakTopbl MHULIMUPYIOT HadyajJbHble 3Tanbl (OPMHMPOBAHUS CHUM-
OMOTUYECKOTO KIyOeHbKa: nedopMallMi U CKPyYMBaHUE KOPHEBBLIX BOJOCKOB, a
TakXKe WHAYKIIMIO KJIETOYHBIX HeJIeHU B Kope KOpHS. s MOsIBICHUS TOJTHO-
LIEHHOro KJIyOeHbKa HeOoOXOOMMO MajibHeilllee MNpOABUXKEHUE PU300Mii BLIIyOb
KOpHs1 Oyarogapsi o00pa3oBaHUI0 MH(PEKLIMOHHONW HUTH, a 3aTeéM UX BBICBOOOX-
JEHUE B LIMTOIIa3My PACTUTENbHBIX KJIETOK ¢ mocieaytolei nuddepeHIIMpoB-
Kot B OakTepouanl U (opMupoBaHUMEM cHUMOMOcOM. OUeBUAHO, YTO Ha BCEX
OIMCAHHBIX BBIIIE 3TaNax pU300MU MOABEPraloTCs Yrpo3e ObITh BOCIIPUHATHIMU
pacTeHueM B KauecTBe MaTOreHOB, ITO3TOMY HEYIMBUTEILHO, YTO B XOIE 2BO-
JIIoLMKU OakTepun cosnaiu 3G PeKTUBHBIE CUCTEMBI, ITO3BOJISIONINE UM U30eraTh
3alIUTHBIX peakluii pacTeHus. K TakuMm cucteMaM MOXHO OTHECTH CHMHTE3 pas-
HOOOpa3HbIX TOBEPXHOCTHBIX MOJIMCAXapUa0B, CUCTEMbI CEKPELIMU U T.II.

IToBepXHOCTHBIE KOMIOHEHTH pu300uMii. K MOBepXHOCTHBIM
KOMIIOHEHTaM PU300Uii, KOTOpble MPUHMMAIOT aKTUBHOE yyacThe B MOIUbU-
KallMy U CYNPECCUM 3allUTHBIX peakuuil y 6000BbIX paCTeHUI, MPUHITO OTHO-
CUTb pasjMyHbIe IOJMcaxapuibl, TaKKMe KaK 5K30MoJrcaxapuibl, JUIIONOIMCa-
XapuIbl, KalCyJsIpHbIe MoJKrcaxapuabl, HIUKIMYECKUE TIIOKaHbl, HAIMYME KOTO-
PBIX XapakKTepHO IS T'paMOTpulLaTelbHbIX OakTepuil (8). M3 MOBEPXHOCTHBIX
KOMITOHEHTOB pU300Mii Haubojee M3yyeH KUCIbIi 3k3ononucaxapu (BIIC 1),
WIM CyKLIMHOTIOKaH (28). ¥ puzobuii mouepHsl (Sinorhizobium meliloti) cuntes
BIIC 1 xourtponupyercst Gonee dyeM 20 exo-reHaMM, pacIlOJIOKCHHBIMM Ha
O6sbleil Meraruia3Mujie. bblIo MOKa3aHO, UYTO MYTaHT exoY, y KOTOpOro He
MPOAYLUPYETCS CYKIIMHOIIMKAH, XapaKTepU3yeTCs HeCOCOOHOCTbIO WHUIIMU-
poBaTh (opMUpOBaHME WHGEKLUMOHHBIX HUTEH. MyTaHT exoZ, MpoayLMpYIO-
IIMA HealueTUIMPOBAHHBIN CYKIIMHOIJIMKAH, (hOpMUPOBA a30T(hUKCUPYIOLIVE
KJyOeHbKM, HO B XOJ€ Pa3BUTUS BTUX KIYOEHBKOB HabJiomajach 3aaepkka
WHULMALIMA WM pocTa WH(EKIMOHHbIX HUTei. [l myraHTa exoH, mpomyuu-
pytomiero He(GYHKIIMOHAJIBHBIM BBICOKOMOJIEKYISIPHBIM CYKIMHOTIUKAH 0e3
CYKIIMHUJIA, XapaKTepHa abopTanns WHOEKIIMOHHBIX HHUTE B KOPHEBBIX BO-
Jockax. B To xxe Bpemsi CBEpXIPOMYKIIMSI CYKIIMHOITIMKAaHA MPUBOAMIA K IOTe-
pe CMOCOOHOCTH PpU300MI KOJOHU3MPOBATh CKPYYEHHBbIE BOJOCKU. OUEeBUIHO,
YTO CYKUMHOIJIMKAH UIpaeT BaXXHYIO POJib B MOJABJIEHUU 3alUTHBIX peakiluit
pacTeHus, BBI3BIBAEMBIX PU300HaTbHON MHMpeKIHen (29).

B skcniepumenTax K.M. Jones ¢ coaBt. (30) mpyu MHOKYJISILIMY pacCTeHUM
Medicago truncatula Gaertn. MyTaHTHBIM 1ITaMMOM exoY (S. meliloti) HaGm0-
JaJICsT TIOBBIIICHHBIM YPOBEHb SKCIIPECCUM TEHOB, aKTUBHUPYIOIINXCS TIPU pa3-
BUTUHU 3aIIUTHBIX PeakKIINii, TT0 CPAaBHEHUIO ¢ KOHTPOJBHBIM ITamMmmMoM. HamGo-
Jiee aKTUBHO SKCIPECCUPOBAIMCH TeHbl, Koaupytouue 6enok SH20 u sHpo-1,4-
B-TirokaHazy, npenynpexaarole MHGUIIMPOBAaHUE MAaTOTeHHBIMM Ipubamu, a
Takxke OeJIOK, MPEeMSITCTBYIOIINI KIETOYHOIH THOesu.

JIutononucaxapuabl pu300Mii TaKXKe MOTYT IMONABIATDH 3alllUTHBIE pe-
aKuMu (HarpuMep, CUHTE3 aKTUBHBIX (opM Kuciopoaa B pacTteHusx) (31-
33), a aumnonojucaxapuaHble MyTaHTbl YaCTO HE CIIOCOOHBI BCTYMaTh B CUM-
o6uo3 (34-37).

PacteHue MoxXeT BIMSTH Ha COCTaB JIMIIONOJMCAXapUIOB, BbI3bIBAsT X
monudukauu. Y Rhizobium sp. NGR234 (1utaMM ¢ LIMPOKOU XO3SIMCKOM CIie-
LHUGUUHOCTBIO, CIIOCOOHBIN (POPMUPOBATH KITYOEHBKU Y OOJIBIIOTO Kpyra 6000-
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BbIX) (paBOHOMABLI BBHI3LIBAIOT M3MEHEHHUsSI B paMHO3HOM Q-aHTUIE€HE, OTHO-
BpPEMEHHO MHAYLMPYS IKCIIPEeCCUI0 reHOB KilybeHbKooOpasoBaHus (38, 39).

BaxxubIMU 1719 pa3BUTUSI CMMOMO3a KOMITIOHEHTAMU TIOBEPXHOCTH PU30-
Ouli, BOBJIEYEHHBIMU B AUAJIOr C 3aLUIMTHBIMU CUCTEMaMU PacTEeHMH, OKa3aluCh
TaKKe UKIMYECKUE [B-TITI0KaHBI, KOTOPhIE MOIYT COCTaBIsATh 10 20 % cyxoii
macchl Ki1eTok (40). OHM UrparoT BaXXHYIO POJib B aganTalydy 0aKTEpOUIOB K HO-
BBIM (PM3MOJIOTUIECKUM YCIIOBUSIM, TTOBBIIIAS OCMOTHUYECKYIO CTAOMIILHOCTD KJIe-
ToK (41). HapymieHue cuHTe3a 3Tux ImokaHoB, Kak u DIIC 1, BeI3pIBacMoe My-
TalUsIMU B TeHaX ndv, IpUBOIUT K (POPMUPOBAHUIO TICEBAOKIYOEHBKOB (42, 43).

CucteMsl ceKpel U MHOrme OaKTepUaTbHBIC MATOTEHBI KMBOT-
HBIX U pacTeHuil ucnonb3yioT cuctemy cekpeuuu III tuna (T3SS), odbpazoBas-
LIYIOCSI B XOJ€ SBOJIOLMM U3 XIYTUKOBOM cUCTeMbl OakTepuil (44), mist goc-
TaBKM pa3IMYHBIX O€JIKOB (4acTO Ha3biBaeMbIX 3¢(deKTopaMu) B CBOUX XO3S5I€B
(45). Takue cucrteMbl CeKpeLMM, OYEBUIHO, MOTYT MIPaTh BaXKHYIO POJb U B
CTAaHOBJICHMN CMMOMO3a y ONpeeIeHHBIX BUIOB pru3oouit. CHHTEe3 KOMITOHEH-
ToB T3SS u addekTopoB, KOTOpbIe OHA BBIAESET, peTyJupyercs ¢hJaBOHOU-
JaMU Y TpaHCKpUNUMOHHBIM akTuBaTopoM NodD. T3SS Obina getaabHO oxa-
paktepuszoBaHa y 1utamma USDAI10 Bradyrhizobium japonicum, 1tamma
MAFF303099 Mesorhizobium loti, uitamma CNPAF512 Rhizobium etli, Rhizobium
sp. NGR234, mmrammoB HH103 u USDA257 Sinorhizobium fredii (12).

HenaBHo 6b110 mokazaHo (13), yTo wtamMM aukoro tvna Bradyrhizobium
elkanii USDAG61 dopMupyer Kiiy0eHBKM HE TOJILKO Ha pacTeHusix copra G. max
JUKOTO TUIa, HO U Ha obpasie Enl282, KoTophlit HECET MyTallUIO MO TeHy Afil,
KOJIMPYIOIIEMY OJMH M3 KOMIIOHEHTOB penernropa K Nod-gaktopy. B 10 Xe
BpeMsl MYTaHT C JIe(eKTOM MO TeHaM, KOAMPYIOLIUM KoMmIoHeHThl T3SS, He
OBLT CIIOCOOEH 00pa30BBIBATh KIIYOEHbKM Ha MYTAaHTHBIX pacTeHUsSIX. MyTaHT-
Heli mtamMmM BEnodC, HecnocoOHbII mpomyuupoBaTh Nod-(aKTophl, Takxke
¢dopmupoBa KJIyOeHbKM Ha MYTAaHTHBIX pPacTeHMSIX. bblIO IokKa3aHO, UTO B OT-
CYTCTBHE WHHIIMAIIMA CUTHAIBHON TpaHcaykKium Nod-dakTtopom, Bemyllei K
(opMmMpoOBaHNIO CUMOMOTHUYECKOTO KITyOeHBKA, aKTHBAIIMS TIPOVCXOINT Ha dTare
dyHkmonupoBaHus reHoB pacteHuii ENOD40 n NIN. D10 CBUAETEIBCTBYET O
ToM, uro T3SS cnocobHa K He3aBucumoil oT Nod-gaxkropa akTUBallMM CUT-
HaJlbHOM TpaHCAYKLIMM, IIPUBOMMIICHA K pPa3BUTUIO KIyO€HbKA, XOTS TOYHBIA
MEXaHU3M I0Ka ocTaeTcsl Heu3BecTHhIM (13).

OnpenesieHHYIO pojib B Pa3BUTUU CUMOUMOTUYECKUX KIYOEHbKOB WMIPaeT
U Tak HazblBaemasi cuctema cekpeumu IV tumna (T4SS), KoTopasi 3BOIOLMOHU-
poBajia Ha OCHOBe CHCTeMbl KOHbBIoTammu (46). T4SS Toxe aKTUBHpPYETCS TIpU
B3aUMOJEUCTBUU (hJIABOHOUJIOB C TPAHCKPUIILIMOHHBIM akTuBatopoM NodD,
onHako B omiMuMe oT T3SS B manbHeilel peryasuvdu 3aieiicTBOBaHa IBYX-
komnioHeHTHas (VirA u VirG) cucrema (12).

Takum ob6pazoM, misi goCTaBKM 3((EKTOPOB, KOTOPHIE CIIOCOOCTBYIOT
Pa3BUTUIO CUMOMOTHYECKHX OTHOIICHUI, HEKOTOPHIE PM300MM B XONIE IBOJIIO-
UV HAYIMJINCh MCIIOJIB30BaTh CUCTEMBI CeKpeIi, OOecIeunBalOIINe Yy TaTo-
TeHHBIX OaKTepuil Tiepenady (aKTOpOB BUPYJICHTHOCTH B KIIETKU XO3SICB.

KoHTpodb cO CTOpOHB pacTeHUs 3a pa3BUTUEM HUH-
¢dexuuu. PacteHre KOHTPOJUPYET YMCIO YYACTKOB MH(MEKIWUU, HaIlpaBIeHUE
€€ PacIpoOCTpaHEHMSI U KOJIMYECTBO OOPA3yIOIIMXCSl B Pe3yJIbTaTe 3TOro KiyOeHb-
KOB TIOTOMYy, 4TO WX (OpMHpOBaHWE W (YHKIIMOHUPOBAHWE — HOCTATOYHO
9HEPro3aTpaTHbIi Mpolecc. XOTs PU300UU XOPOIIO afalTUPOBaHbI K ACHCTBUIO
3alUUTHBIX CUCTEM XO3s5MHaA, TOJbKO HeOoJbllias H0Js OakTepuil crmocoOHa
obecneynTh MHPUUMPOBAHUE C IMOCAEAYIOUIMM IOSBICHUEM KIyOeHBKOB, TaK
KakK OOJIBIIMHCTBO WHGEKIMOHHBIX HUTEH abOpTUPYEeTCS B SMUIAECPMUCE WU
kope. B ciydyae cumbuosza Rhizobium meliloti—niouepHa Medicago sativa L. Obl-
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JIA BBIABJICHBI YYaCTKW WHGEKINHU, B KOTOPBIX HAOMIOMAeTCs TOJHBIM HEKpPO3
OakTepuaJIbHbIX U pacTUTeNbHbIX KieToK (15). MHbIMM clloBaMM, pacTeHUe-
XO35/MH OTpaHMYMBaeT Pa3BUTUE 3HAYMUTEJSbHON 4YaCTM WHMEKUMOHHBIX HUTEM
32 CYET OTBETOB, CXOAHBIX C peaKklMell TMnepYyBCTBUTEIbHOCTH.

KocBeHHBIM 10Ka3aTebCTBOM BO3MOXKHOM POJM aKTUBHBIX (POPM KU-
cJopoja B Peryasiudu pa3BUTUS MHGPEKIIMOHHONW HUTHM CIYXUT UAEHTU(DUKA-
1M KJIETOYHBIX Nepokcuaas (47, 48) u nokanusauus JUIIOKCUTEHA3HOTIO aH-
TUTeHa B MaTpukce UWH@eknuoHHo Hutu (49). Kpome TOro, nmamuH-
oKcuaasa, KoTopas MOXET TeHepupoBaTh MEPEeKUCh BOAOPOAA U BBI3bIBATH Ie-
pPEKpPECTHOE CBsI3bIBAaHME OEJKOB B MEXKJIETOYHOM MaTpuKce, MACHTUGhUIU-
poBaHa B KJyOeHbkax ropoxa (P. sativum) v, O4eBUIHO, MIPUCYTCTBYET B MaT-
pukce MHGEKUMOHHBIX HUTel (50).

AudbdepeHuupoBka O6akTepuit B O6axkTepouabl. Hng 6060-
BbIX pacteHuil, npuHamiexamux K kjage IRLC (Inverted Repeat-Lacking
Clade), Ttakux kak ropox (P. sativum), mouepHa (M. truncatula), Buxka (Vicia
sativa L.), XxapakTepHbl SIPKO BbIpak€HHbIe MOPMOJOrHYeCKre U3MEHEHUSI pU-
300uii npu ux auddepeHIUPOBKEe B OaKTepouIbl, KoTopass HeoOparuma. He-
JaBHO OBLJIO MOKa3aHO, YTO KIyOeHeK-creuubUYHbIe [IMCTeMH-00raTble MenTu-
abpl (NCR menTtuael) ciyxaT (akTtopaMM, WHAYLUPYIOIIAMU HEOOpaTUMYIO
auddepeHLnpoBKy 6akrepounoB (51). NCR mentuabsl 6060BbIX pacTeHuit (52)
CXOJHbI C TPYMNIION aHTUMUKPOOHBLIX MENTUIOB — 3(PPEKTOPOB BPOXKIECHHOTO
WUMMYHUTETA KaK y pacTeHMid, Tak U Y XUBOTHBIX (53). Co CTOpOHBI pr300uii B
HeoOpatuMolt auddepeHIMpoBKe OaKTEPOUIOB BaXXKHYIO POJIb MIPAeT OeJIoK
BacA, KoTopblil, BEpOSITHO, y4yacTByeT B M3MEHEHUM COCTaBa CUMOMOCOMHOIA
MeMOpaHbl, obecrieynBas CIUSHUE CEKPETOPHBIX Be3uKyJ, comaepxkaiux NCR
MEenTUAbl, ¢ CUMOMOCOMaMU JIM00 MOAUMMULIMPYET KJIETOYHYIO O0OJIOUKY, Me-
Hss1 BocripuuMmunBocTh OakTepuii K NCR nenrtugam (11). IIpumedarensHo, 4TO
BacA xoHcepBaTUMBEH [Ji1 MHOTMX OakTepuil M HEOoOXoauM ISl MOAAepKaHUs
XpPOHUYECKUX UH(EKIINIA, BbI3bIBAEMbIX, Hanipumep, Brucella abortis u Mycobac-
terium tuberculosis (11). DTo TNopa3uTesIbHbI MPUMEP TOrO, KakK 3JIEMEHTHI,
obecrnieunBaoIIMe MeXaHU3M MHGUIMPOBAHUS Y OaKTepUil, U CUCTEMbl 3alUThI
pacTeHMs] B XOA€ DBOJIOLMM BOBJEKAIUCh B Pa3BUTME CUMOMOTUYECKMX OTHO-
LIIEHU, B pe3yJbTaTe Yero ImosiBujach HeoOpaTtuMasl nuddepeHIrupoBKa 0akTe-
pOMIOB, UMEIOIAsl, BEPOSITHO, SBOJIOLMOHHOE MPEUMYIIECTBO, MOCKOIbKY ObI-
JIO IOKAa3aHO, YTO OHAa BO3HUKAJa B DBOJIIOLIMUA HEOOAHOKpATHO (54).

HMtak, ouyeBUAHO, YTO B IpOLIECCE BBOJIIOLMU PU300MU UCIOJb30BAIU
9JIEMEHTHI TaToreHe3a, a 0000BbIE PACTEHUSI — BJIEMEHThl UMMYHHOM CHCTEMBbI
JJIS1 YCTAHOBJIEHUSI B3aMMOBBITOJAHBIX OTHOIIEHUI, MPUBOASAIIMX K (DOpMUpPOBa-
HUI0O CUMOMOTHYECKUX KIYOEHbKOB B pe3yJbTaTe CYMpPECCUM 3allMTHBIX peak-
uuit pacrenus. Ilpu s3ToM pa3BuTHEe CMMOMO3a HAXOAWUTCS TIOA CTPOIMM KOH-
TPOJIEM CO CTOPOHBI PACTeHWs] M HapyIIeHUs, BBI3bIBAEMBIE €AUHWUIHBIMU MY-
TallUSAMU KaK y PacTeHMS, TaK U Y pU300Uii, CIIOCOOHBI TIPUBOINTD K MHAYKIIAHN
3alIMTHBIX PEaKIIMii CO CTOPOHbI PACTEHUS.
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Abstract

Development of the legume-Rhizobium symbiosis when bacteria infect cells of legume
plants has many similarities with pathogenic infection development. Symbiotic partners exchange
with signal molecules, which have similarities with phytoalexins and elicitors, producing
during pathogenic infection. Both processes are accompanied by the induction of defense reactions
of the host plant; however, induction of these reactions during symbiosis is under strong regulation
that al-lows forming a symbiotic nodule. Number of nodules is also under control, due to the fact
that their formation is energy-intensive process and the most infections are aborted in the early
stages. Studies of molecular-genetic mechanisms of development of the legume- Rhizobium symbiosis
and pathogenic infection revealed that during evolution the legumes adapted receptors
accommodated originally for mycorrhizal infection perception to establish symbiosis with rhizobia,
and similar receptors are used for perception of pathogens and induction of defense response. It was
also shown that bacteria ex-ploit III and IV types of secretion systems (T3SS and T4SS), which
pathogenic bacteria use for de-livery of virulent factors in host cells. It was demonstrated,
that T3SS is able to activation of signal transduction pathway, leading to nodule development,
independently from Nod-factor. Different surface polysaccharides (exopolysaccharides,
lipopolysaccharades and cyclic B-glucans) are used by rhizobia as well as pathogenic bacteria for
suppression of plant defense reactions. In nodules of some legume plants bacteria undergo terminated
differentiation into bacteroids under action of antimicro-bial NCR peptides.

Keywords: nodulation, defense response, Nod-factors, chitin oligosaccharides, surface
polysaccharides, bacterial differentiation, NCR peptides, BacA, secretion systems T3SS and T4SS,
pathogens.
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