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BOBOBO-PU30BUAJBHBIA CUMBHO3:
HEKOTOPBIE COBPEMEHHBIE 3HAHUA

©2017r. A.K.TI'nsabko, A. A. Uinenko, H. B. ®niunnoBa

DedepanvHoe 20Ccy0apcmeenHoe DI0OAHCEMHOe VUPeHCOeHUE HAYKU
«Cubupckuil uncmumym guzuonocuu u OUOXUMUU PACMEHUL
Cubupcroeo omoenenusi Poccutickoii akaoemuu Hayky

(Upxymcxk, Poccus)

OO0001ICHBI JaHHBIC JTUTEPATYphl O posin 6000Bo-pusoduansHoro cum6buosa (BPC) u mpuseneHa
KpaTkasi UCTOpHsS (QYHIAMEHTaJbHOTO M3YYCHHS 3TOTO YHHKAJbHOTO OHOJIOTHYECKOTO SIBICHHMSI.
Onmcanbl  OCOOGHHOCTH  O0pa3oBaHMS  KOPHEBBIX  KIYOCHBKOB  JETCPMHUHAHTHOTO U
HeleTepMUHAHTHOTO THITOB. OcBermaeTcs (u3nonorndeckas pois puzoduansHoro Nod-gakTopa B
MTOJTABJICHUH 3aIIUTHOIN cHCTeMBl 00OOBOTO PACTEHHS M POIIb MMMYHHBEIX cucTeM pacteHus (MTI u
ETI) B puzobOnamsHOW wHekmun u ¢opmupoBanuu BPC. OmnucwiBaioTCs CHTHAIBHBIC CHCTEMBI
06000BOTO pacTeHUS (Ca**, NO-currasnas, HAJI®H-okcHia3Has) ¥ HX KOMIIOHCHTHI (AKTHBHbIC
¢opMBI  KHCTIOpOJAa W a30Ta) W Jpyrde CHUTHANBHBIE MOJEKYJBI, y4YacTBYIOIIHE W
B3auMojeiicTBytomue mnpu ycraHosiaenun BPC. IlomuepkuBaetcs HEOOXOAMMOCTh HU3yUYCHHS

JIOKJILHON M CHCTEMHOH YyCTOWYHMBOCTH O00O0BOTO pacTeHUs! K pu300HaIbHON HHPEKIHH.

KiroueBbie ciioBa:

cemeticmeo  Rhizobiaceae,

b606o6vie pacmenus (Fabaceae), 606060-

pu30duUanvLHbLI  cuMbU03, KopHesvle KiyOenvku, Nod-paxmop, ummynHvle
2+

cucmemvl pacmenus (MTI, ETI), Ca”", H,0, NO, camuyunosas xucioma,

JIOKANbHASL U CUCTEMHASL YCTNOUMUBOCHTD

Bbobogrie pacrenus (Fabaceae), nacunTsr-
Baronue Oosiee 1500 BHIOB, COCTaBIISIOT OOJIb-
IIYIO TPYIIIY MOKPBITOCEMSHHBIX W 3HAYUTEIBHYIO
YacTh KOPMOBBIX W TMUIIEBBIX KYJIBTYP, BHIPAIIH-
BaeMbIX B Mupe. OHM KynbTHBHpYIOTCS Ha 12-15%
MaxOTHOW 3eMJIM Ha IUIaHETe W JaloT Ooyiee uem
25% MHUpOBOro MPOU3BOJCTBA ypOXKas, YTO CO-
CTaBJSIET €XKerogHo 247 MUJUIMOHOB TOHH 3€pHa
(Graham, Vance, 2003). I'maBHast ux 0COOEHHOCTh
— CHOCOOHOCTh BOCCTAHABIUBATH AaTMOCQHEPHBIN
a3oT, Onaromapsi CUMOMOTHYECKOW acCOIMAIUU C
MMOYBEHHBIMUA KJIYOCHBKOBBIMH OaKTEpUSIMU Ce-
meiictBa Rhizobiaceae (puzobusimu). DTO CBOW-
CTBO TI03BOJISECT BHIpaluBaTh 000OBBIE Ha jaedu-
IUTHBIX IO a30Ty MOYBAX, TEM CaMbIM SKOHOMHUTh
JIOPOTOCTOSIIIIUE A30THBIC YAOOPEHUS U TMPeNoT-
BpalllaTh 3arps3HEHUE BOJHBIX MCTOYHUKOB BPEJ-

Aopec ona xoppecnonoenyuu. I'nsabko AHaronuii KoHcran-
THHOBUY, CHOMPCKUil MHCTUTYT (GU3HOIOTUM U OHOXMMHHU
pactenuii CO PAH, a/s 317, yn. JlepmonroBa, 132, UpkyTck,
664033, Poccusi;

e-mail: akglyanko@sifibr.irk.ru

HBIM MHUHEPAJIbHBIM a30TOM. DTH PACTEHHS 4YacTo
UCTIONB3YIOTCS Kak cuaeparthl (3eieHoe ynoope-
HUE) ISl YIy4IIeHUsT a30THOTO TUIOJIOPOJIHSI, XU-
MHUYECKUX MU (uzndeckux cBodcTB mouskl (LLles-
gyk, 1979). K 0000BBIM OTHOCATCS OCHOBHBIE
KOPMOBBIE M TPOJIOBOJIBCTBEHHBIE KYIBTYPHI: COSl,
ropox, KjeBep, JirolepHa, Mamr (000bI), HYT (Ty-
peukuil ropoumek) u apyrue. B nmomonmHenme k
MPO/IOBOJICTBEHHBIM M KOPMOBBIM  KYJIbTypam,
takue 0000BbIe Kak cos (Glycine max L. Merr.) u
nonramusi (Pongamia pinnata L.), paccmarpusa-
IOTCSl KaK BO3MOYKHBIE MCTOYHHKH OMOJIOTMYECKO-
TO TOIUIMBA BCIJICJCTBUE BBICOKOTO COJIEPIKAHUS B
ux cemeHax Macna (Scott et al., 2008).

OO0muii ypoBeHb OMOJOTUYECKON a30T(UK-
caruu Ha ruaHete 3emuts coctasiser 175-320 muH
T a30Ta B TOJ, a WUCIOJB30BAaHHE B CEIILCKOM XO-
3s1iicTBe MUHEpanbHbIX yaoopenuit 110-140 mmu T
B rox (Cumopora u nip., 2006). OgHaKo MOKPEITHE
MOTPEOHOCTH CEILCKOTO XO34WCTBAa B JAeduinTe
a30Ta B TMOYBaX 3a CYET MPOU3BOJICTBA MHUHEPAIIb-
HBIX YI0OpEHUH HepalMOHAIBLHO B BUAY OOJIBIIMX
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9Hepro3arpaTr Ha HUX MPOM3BOACTBO, MOITOMY IIO-
BEITIICHUE 3(PPEKTUBHOCTH TIpoliecca OmooTHde-
CKOH a30T(HKCaIliH, TIaBHBIM 00pa3oM 3a CYET
CUMOMOTHYECKOW a30Tdukcanuu OOOOBBIX KYJb-
TYp, COCTABIAET OAHY U3 BAXKHBIX CTPATETHYECKUX
3amad Ononorndeckoit Hayku (Murmyctus, 1972).

B cemeiictBo Rhizobiaceae Bxomsar rpam-
OTpHUIIATeNbHbIE OaKTEpPUH M3 PA3IUYHBIX POJOB:
Rhizobium, Azorhizobium, Allorhizobium,
Bradyrhizobium, Mezorhizobium u Sinorhizobium.
®opmHpoBaTE MYTYaJHCTHYECKHE ACCOLMAINU C
HEOOOOBBIMH JIDEBECHBIMH M KyCTapHUKOBBIMH
pacTeHUsIMU (HAaIpUMep, OJbXOH W OOJEMUXOM)
MOTYT TaKKe TpaM-TIOJIOKHUTENIbHbIE MOYBEHHbIC
azordukcupyronme O6akrepun poma Frankia (ce-
meiicTBo Actinomycetes). DTu mo4BeHHbIE OaKTe-
pUM B OTJIHYME OT PU300WiA (UKCHPYIOT aTMO-
chepHbIil a30T B IOYBE B CBOOOHOM COCTOSIHUH, a
IIpY [IPOHMKHOBEHUHU B TKAHU KOPHEW JPEBECHBIX
pacTeHnid OHH, TOAOOHO pHU300HIM, O00OpPazyIOT
KOpHEBBIE KIIYOCHBKH, B KOTOPBIX IPOHCXOIHUT
BOCCTaHOBJIeHUE aTtMocgepHoro N, 10 aMMOHWUS,
UCIIOJI3YEMOTO pacTeHHeM J/Jisi CHHTe3a aMHUHO-
KHUCIIOT, Oenka 1 Ipyrux N-copepKalux coeHe-
Huil (Mumryctus, llluneankoBa, 1973).

OTKpBITHE KIYOCHBKOBBIX OakTepuid Kak
CUMOMOTHYECKUX MapTHEPOB OOOOBBIX pacTECHUMA
NPUXOAUTCS Ha cepeuHy W KoHen 19-ro crone-
Ths. B 3TOM 0c00ast poitk MPUHAIEKUT TAaKUM 3a-
PYOEXKHBIM M OTEYeCTBEHHBIM yueHBbIM Kak: JK.-b.
Byccenro, O. Jlaxman, I'. I'enppurens, M. beii-
epuHk, M. Boponun, C. Bunorpaackuii, . Ilps-
HUIIHUKOB ¥ 1p. (Mumyctun, IlunpHuKOBa,
1968). IlpumeuaTtenpHo, uTo emie B Hadayie 20-To
Beka ObUIO OOHAapYXEHO OJOKMPOBAaHUE WU TOP-
MOJKEHHUE TpoIecca CHMOMOTHYECKON a3oTdukca-
MU 0000BBIME PAaCTEHUSMH NIPH HATMYUH B TIOYBE
JIOCTAaTOYHBIX KOJHMYECTB YCBAHBAEMOTO PACTCHH-
eM muHepanbpHOrO a3zota (Fred, Graul, 1916). D10
CBUJIETENLCTBYET O O000BO-PH300MATBHOM CHM-
0mo3e Kak BO3MOXKHOM «aBapuUHHON CHCTEME,
(GYHKIMOHUPYIOMIEH B AKCTPEMAaJbHBIX YCIIOBHUSX
— IpY HEJJOCTATKE B [TOYBE JIOCTYIHOTO PACTCHHUSAM
MUHEPaJILHOTO a30Ta.

B HacTosimee BpeMmsi C MOMOIIBIO XHUMHYE-
CKOTr0 MyTareHe3a CO3JaHbl MYTaHThl OO0OOBBIX
pacTeHuil (HampuMmep, ropoxa), oOIagaroNTue pas-
HOU CIIOCOOHOCTHIO K (HOPMHUPOBAHUIO KITyOEHBKOB
Ha KOpHSX: OecKIyOEHBKOBBIE, CYNEpPKIyOeHbKO-
BbIe W THnepkiyoeHpkoBeie (CumopoBa u p.,
2006; 2010). Cpean HMX ecTh MYTaHTHl HEUyB-
CTBHUTENBHBIE K BBICOKMM J103aM IOYBEHHBIX HHT-
paToB, HEOJWHAKOBO BIMSIOMIME HA HAKOIJICHHE
a30Ta B pacTEHUsIX M NPOLYyKTHBHOCTH 3epHa (Cu-
JIopoBa u ap., 2010). Llutupyemblie aBTOPHI 1€Nal0T

3aKIII0YEHUE, YTO MOJy4YeHHbIC (GOpMBI (JUHHN)
ropoxa He YCTYMaloT KOMMEPYECKHM I10 MPOIYK-
TUBHOCTH, HO 3HAYHUTEIILHO MPEBOCXOST HX IO
HaKOIIJICHUIO MacChl KOPHEBOM M HAJ3EMHON YaCTH
pacTeHus U COJCPIKAHUIO B HUX a30Ta. DTO JIeaeT
Takue (OpPMBI MEePCIICKTUBHBIME JUIS TPUMEHEHUS
UX B KayecTBE CHACPATOB, MOJOKUTENBHBIH 3(¢-
(EKT OT KOTOPBIX BBIPAKEH B IMOCIEACHCTBUH.
Kpome Toro, oHu npeacTaBisitOT 1EHHbIA T'€HETH-
YEeCKHMH MaTepuall Jilsl BBIBEJICHUS HOBBIX BBICOKO-
MPOAYKTHBHBIX KOMMepueckux o0paszuoB (Cumo-
posa, Llymnsrii, 1999).

B Ouonoruyeckoil Hayke HakomieH OOJb-
moi o0beM HayyHOW wH(popmanuu o 0000BO-
pu3oOuanpHON (UKcauu aTMOC(HEPHOTO a30Ta ¢
Pa3IMYHbIX HAYYHBIX HOSI/I].[Hﬁi (1)I/I3I/IOJIOFI/I‘ICCKI/IX,
OMOXMMUYECKUX, TEHETHYeCKuX, Mopdorormye-
CKHX, arpOHOMHYECKMX H Ipyrux (Mwunryctus,
[MMunsuukosa, 1968; 1973; Djordjevic et al., 1987;
Rolfe, Gresshoff, 1988; Brewin, 1991; Hirsch,
1992; Franssen et al., 1992; Spaink, 1995; Denarie,
Debelle, 1996; BopoOwbeB, 1998; Long, 2001;
Ferguson, Mathesius, 2003; Gage, 2004; Cunopo-
Ba u 1p., 2006; Oldroyd, Downie, 2008; TuxoHo-
Bud, IIpoBopos, 2009; Kpyrosa, 2009; Ferguson et
al., 2010; Oldroyd et al., 2011; IIpoBopos, Bopo-
obeB, 2012 u nap.). HakomuieHHsle HaydHBIE pe-
3yNBTAaThl O MeXaHu3MaxX 0000BO-pHU300HUATHHOTO
cuMOMO03a MO3BOJISIFOT B HACTOSIIEE BPEMS CTaBUTh
BOMPOC O BO3MOXXHOCTH KOHCTPYHWPOBAHHS a30T-
(ukcupytomiero ammapara (Ha OCHOBE CUMON03a) y
npyrux (He 000OBBIX) pacTeHHid, B TMEPBYIO Oue-
penb y xnebnbix 3makoB (Charpentier, Oldroyd,
2010; Beatty, Good, 2011).

OrpomMHOe 0OIICONOIOTHYECKOE U XO3sH-
CTBEHHOE  3HaueHHe  OakTepuil  ceMmelcTBa
Rhizobiaceae mpuBiekaeT K HCCIIEIOBAHHIO 3TOM
MpoOJIeMbl CIIEIHAIMCTOB PA3InYHOTO MPOGUIIST —
OT arpOXMMHKOB M ()U3HOJIOTOB PACTEHHU 1O MO-
JEKYJSIPHBIX OMOJIOrOB M TeHEeTHKOB. [Ipumepom
IIUPOKOTO O0OOINEHUST PE3YyJIbTaTOB HCCIIE0BA-
HUH 1O 3TON mpoOieMe CIyXHUT KOJUIEKTHBHAs
moHorpadus: «Rhizobiaceae. MonekynspHas 6uo-
jorusi OGaxkTepuii, B3aMMOAECHCTBYIOIMINX C pacTe-
HUsAMWY, BeImeAmas B cBeT B 2002 roxy B m3za-
tenbetBe «buonT, (C.-IletepOypr, 567 c). Kuura
ABJISIETCS. TIEPEBOJIOM OPHUTHMHAJIBHOTO H3AaHUS
«The Rhizobiaceae. Molecular biology of model
plant-associated bacteria» (u3natenbctBo «Kluwer
Acad. Press», 1998). [Ilpyrum mpumepoM B 3TOM
acrekre sBisieTcss MoHorpadus coTpyaHuKkoB Bee-
POCCHUICKOTO HMHCTUTYTa CEIbCKOXO3SIHCTBEHHOUN
mukpoouonorun H.A IlpoBoposa nu H.1. BopoOs-
eBa «[eHeTMUecKne OCHOBBI JBOJIIOIIMU PACTH-
TeIpbHO-MHKpOOHOTO cuMmbOmoza» (C.-IlerepOypr,
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Wndopuasurarop, 2012, 400 c.). Knura npeacras-
nsieT co00i CBOJKY COBPEMEHHBIX 3HAHHMA O 3aKO-
HOMEPHOCTSIX YCTaHOBJIEHUS MYTYyaJHCTUYECKUX
B3aUMOOTHOILICHHH MEXAYy PACTUTEIbHBIMA |
MHKPOOHBIMH OpraHH3MaMH C aHaJIU30M U 0000-
IIEHUEM Hay4yHbIX JJaHHBIX O T€HETH4eCKuX, (u-
3MOJIOTHUECKUX, OMOXMMHYECKHX, Mopdosoruye-
CKUX, DKOJIOTMYECKUX MU JPYTUX OCOOCHHOCTSX
PaCTUTEIBPHO-MUKPOOHBIX COOOIIECTB. 3HAYUTEITb-
HOE MeCTOo B MoOHOrpaduu yzaemnsercss 0000BO-
puzobuansaomMy cum6ouosy (BPC) ¢ paccmorpenu-
€M TaKHMX BOIPOCOB KaK OHTOI€HE3 U PeryJsLus
pa3BUTHUS KIIYOCHBKOB, CIIENN(UIHOCTD, CUTHAIb-
HbIE B3aUMOJACUCTBHS W MeTabonnveckas HHTe-
rpanust (I'msiupko, 2014a). CyliecTBeHHBIN BKIa] B
M3ydeHNe CUMOMOTHYECKOW a30T(UKCAITUN BHECITH
coTpyaHukn MHCTUTYTa LHUTOJOTMHA W TCHETHKH
Cubupckoro otnenenus PAH (HoBocuGupck)
(Cupoposa, 1981; lywmusrit u ap., 1991). Cpenn
W3IaHUH, BBILIEIINX HA IIOCTCOBETCKOM IIPO-
CTpaHCTBE B TOCJICIHUE TOJbI, 3aCIyXKHBAaeT BHU-
MaHMA (QyHIAMEHTANbHAs YETBIPEXTOMHAs MOHO-
rpadust «buomorndeckas ¢uKcamus azoTa», BbI-
nymieHHass MHCTUTYTOM (QU3HONIOTMH pacTeHHH |
renetukn HAH VYkpaunsl B coapyxkecTBe C Jipy-
rumu yupexnenusmu (Kues: Jloroc, 2010-2011,
2014). B »oroii cBoake mpoIecc a30T(HUKCAUN
aHATM3UPYETCS ¢ MEKIUCUUILTMHAPHBIX TO3UIIHIA:
OTIeNbHBIE  TOMa  IOCBAIIEHBI  (hU3HOJIOTO-
OMOXUMHYECKUM, MUKPOOHOJIOTHIECKUM aclieKTaM
0000B0O-pr300MANTEHOTO CMMON03a B PaCTUTENHHO-
MHUKPOOHBIX acCOLMAINA, a TaKXKe BOIIPOCaM I'eHe-
tukn  azotdukcaryu (Komp u gap., 2010-2011,
2014). B uacTHOCTH, Cpeau IEePCHEKTUBHBIX
HaNpaBJICHUH, TMO3BOJSIONMIMX pPENIaTh CIOXKHBIC
MPOOJIEMBI TIOBBITIIEHUST 3PPEKTUBHOCTH (PYHKIIH-
OHHPOBAHHSA PACTUTEIHHO-MUKPOOHBIX CHMOHO-
30B, aBTOPBl PACCMATPHUBAIOT TPAHCIIO30HOBHIH
MyTareHes.

Ocobennocmu  obpazosanusn
K1yOeHbK0o8 y 60006b1X pacmeHull

KopHeeblx

KopHeBble kiTyOCHBKM — TJIaBHAsi DKOJIOTH-
yeckas, (U3HOIOro-OnoxumMuyeckass Huma y 0o-
00BBIX JUTsl prkcanyu a30Ta U QyHKIIMOHUPOBAHUS
cumbuosa. Puzobumn cnocoOHbI K (OPMHUPOBAHHIO
a30T(QUKCUPYIOIUX KIyOSHHKOB Ha ONpeaeseH-
HBIX BUJaX 000OBBIX U KiIacCU(UIHUPYIOTCS HA JBE
TPYIIIBI: OBICTPOpACTyIINE  Pa3HOBHIHOCTH
(Rhizobium) u MeIJICHHOPACTYIIHE
(Bradyrhizobium). HWudekuus xiryOeHbKOBBIMU
6akrepusiMu Rhizobium xapakrepHa, kak mpaBuio,
JUTSL OTPAaHUYEHHBIX BUJIOB OOOOBBIX PACTEHUH, X0-
TS UMEIOTCSI ITAMMBI C IIUPOKUM KPYTOM XO35€B.
Tak, uaeHTHQUIUPOBAHBI CIIEAYIOIINE MIEPEKPECT-
Hble MHOKYIsIMOHHBIE Tpymmbl: Rhizobium (Rh.)

trifolii (kaeBep kpacHsrit), Rh. leguminosarum (ro-
pox, Buka, uedeBniia), Rh. phaseoli (¢pacoms), Rh.
meliloti (;rouepna, monuuk), Rh. japonicum (cos),

Rh.  lupine  (mommn), Rh. cicer (myr),
Bradyrhizobium  japonicum  (cos,  BHrHa),
Rhizobium spp. (mrammer BR816, NGR234,

MPIK 1030 ¢ mupoKuM KpyroM pacTeHUH-X035€B),
Sinorhizobium fredii (tutamm USDA257 ¢ mmpo-
KAM Kpyrom xo3seB). Xotst Rhizobium sxomsar B
cemeiictBo Rhizobiaceae, koropoe BKIO9aeT u3-
BECTHBIM pacTHTENbHBINA maToren Agrobacterium,
OHH OOBIYHO HE PACCMATPHUBAIOTCS KaK MaTOTEHBI
pacTenns wim mapasuTHele Oaktepun (Djordjevic
et al., 1987). Ongnako pacteHusi, HHOUIUPOBAHHEIE
pU300UsIMHU, HE TEPSAIOT BPOXKACHHBIX CUCTEM 3a-
IIUTHI, KOTOPhIE MOTYT OBITH HAIPaBIIEHBI MTPOTUB
pu300Mii B cilydae HapyIICHHS CHMOMOTHYECKHX
B3aumootHomenuii (I'msaubko, menko, 2017a).

bnaronapst kiyOeHBKY MEXIY OpraHu3MaMH
MPOUCXOAUT OOMEH MHUTATEIHLHBIMH BELICCTBAMMU:
0aKTepUu IOCTABISIIOT PACTEHHUIO BOCCTAHOBIICH-
HBIH a30T (aMMOHHMIi), a pacTeHHE CHaOXaeT uX
yriaeBoaaMu (qUKapOOHOBBIMU KUcToTam#u). [Tocne
TCHETHYECKUX IPeo0pa30oBaHUM M CUTHAJIBHBIX
MIPOLIECCOB C yYacTHEM PacTUTENbHBIX (DIaBOHOU-
JIOB U OaKTepHabHBIX JIMTIOXUTOOIUTOCAXAPHUIIOB
(tax HazpBaeMbIX Nod-(hakTopoB) OakTepuu mpo-
HHUKAIOT B KOPHEBBIE BOJIOCKH Y€pe3 BHOBb CHHTE-
3UpPOBaHHbIC  CIIEHU(PHUUYECKHE  pacTUTEIbHBIC
CTpYKTYyphl — uH(pekunonneie Hutu (infection
threads — ITs), ¢ HHHAIHAIIHEH MEPUCTEMATHYCCKOM
AKTUBHOCTH B KOPTHKAIBHBIX KJIETKAX KOPHS H
oOpazoBaHreM MpUMOpAUs KIyOeHbka. bakrepuu
PasMHOXKAIOTCSI B MH(EKIMOHHBIX HHUTAX KOpPHE-
BBIX BOJIOCKOB U INEPEABHUIalOTCS 10 HUM K KIIET-
KaM PacTEHHS-XO35IMHA C MOMOIIBIO DHOIUTO3a,
00pa3ysl OpraHeJJIONoA00HbIE CTPYKTYPBl — CHM-
OMOCOMEBI, KOTOpbIe IU(PPEPEHITUPYIOTCS B KIIy-
OcHbKEe B OaKTEpOWJbI, TIE MPOUCXOIUT IPOLECC
¢ukcanuu aTMOc(epHOro a3oTa C ydacTuem Oak-
TEPUAIBHOIO HUTPOT'€HA3HOTO (DEPMEHTHOIO0 KOM-
miekca (Kperosuy, 1997).

CymecTByeT ABa OCHOBHBIX Mopdosioruye-
CKHX THIMA KITyOeHBKOB Yy 000O0BBIX: JETEpMUHAHT-
Hblii 1 HeneTrepMmuHaHTHBIN (Hirsch, 1992). Cdop-
MHUPOBaHHBIE HEJETEPMUHAHTHBIE KIIyOCHBKH, Xa-
pakTepHble, HalIpUMeEp, ISl TOpoXa, KIEeBEpa, JIFo-
LEPHbI, UMEIOT LWIMHAPUYIECKYI0 (popmy, mocTo-
SHHYI0O MEPUCTEMY M BKIIOYalOT 4eThipe audde-
PEHIIMPOBAHHBIE 30HBI: MEPUCTEMATUYECKYIO, MH-
(dexnoHHy10, PUKCHPYOITYI0 Ny M B CTapEIOIINX
KiyOeHbkax — 30HY crapenus (Timmers et al.,
2000). 3penble HeAETEPMUHAHTHBIE KIIyOCHBKH
COZIeprKaT TeTEPOreHHYIO MOIMYJIANNI0 a30T(HUKCH-
PYIOITNX 0aKTEePOHIOB.
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BoboBbie ¢ peTepMUHAHTHBIMH KIyOeHbKa-
MU OTHOCSATCSI B OCHOBHOM K TPOITHYECKUM U CyO-
TPONMYECKHM BHJAM W BKIIOYAIOT, B YACTHOCTH,
coto (Glycine max), mnonramuio (Pongamia
pinnata), dacoas (Phaseolus vulgaris), Buray
(Vigna Savi), a Takke HEKOTOPbIC BH/bI yMEpPECH-
HOro KJIMMata, Hampumep, Lotus japonicus (msna-
BEHell SIMOHCKUi). [leTepMUHAHTHBIE KITyOSHBKH
uMmeroT cepuaeckyo Gopmy u HE 00pa3yloT MO-
CTOSTHHOHM MepucteMbl. OHH pacTyT pacTsHKeHUEM
KJIETOK ObICTpee MO CPaBHEHMIO C KIETOYHBIM Jie-
nenreM. [leHTpalbHYIO0 30HY B 3THUX KIYOCHBKax
3aHUMAIOT WHQHUITMPOBAHHbIE W HEHH(DHUIMPOBAH-
HBbIE KJICTKH XO35MHA, TJie MPOMCXOAUT (puKcarus
aszota armocdeps! (Franssen et al., 1992). Heo0xo-
JIUMO OTMETHTh, YTO OaKTEepHalbHAs HUTPOreHa3a
B KITyOeHbKax HEOOpaTUMO MHTHOHPYETCSI «CIe10-
BBIMI» KOJHMYECTBAMHM KHUCIOpOJa H, CJeqoBa-
TENBHO, Pa3BUTHE KITyOCHbKA TIPOUCXOIUT B H3MeE-
HSIOIIUXCS YCIIOBUSX — OT HOPMAIIbHBIX YCIOBHMA
(normoxis) npu GOPMHUPOBAHUN CUMOMOTUUCCKHIX
KIYOCHBKOB, 10 MUKPOOKHCITHTENHHBIX
(microoxic) B (PyHKIMOHHUPYIONMX KITyOSHBKAX
(Appleby, 1992). 3To oaHa U3 UHTCHCUBHO H3yYa-
eMBIX OCOOCHHOCTEH (PYHKIHMOHHPYIOIMIHMX B KIy-
Oenpkax pm3obmii (SIxoBneBa, 1975; Llpranosa u
ap., 2011). CymiecTByIOT pacTeHusi, KOTOpble 00-
pasyloT KIyOCHBKH OJHOBPEMEHHO Ha KODHSAX U
ctebnsax. K HUM, B 4aCTHOCTH, OTHOCUTCS CYOTpPO-
MUYECKOe W TpOmHueckoe 6000BOE pacTeHHe cec-
Ganns u3 poma Seshania Scop., HaCUNTHIBAIOLTHIA
6onee 50 BunoB. CecOaHus IUPOKO HCIIOIB3YETCS
B CTpaHax FOKHOW A3WM Kak CHJepar U JieKopa-
tuBHOE pactenue (Byibd, Maneesa,1969).

Dopmuposanue u ynkyuonupoeanue 60-
0060-pu3odUAILHO20 CUMOUO3A

Havanensie cranuu BPC BkimouaroT nHbH-
UPOBaHUE KOpPHEH 000OBBIX M 00pa3oBaHHE CHM-
OMOTHYECKHX CTPYKTYp: HH(EKIMOHHBIX HHUTEH
(ITS) anst pa3MHOKEHHS U TPAHCIIOpTa OAKTEPUi K
KJIETKaM KOPTEKCa W KOPHEBBIX KIyOEHBKOB JIJIsI
dbepmenTaTHBHON (uKcamnuu atMochepHoro a3ora.
DTO CIIOXHBIE TPOIECCHl, B KOTOPBIX Y4aCTBYIOT
00a cmMOMOHTa, BEAYITUX MOJEKYJISIPHBINA TUAIOT
MEXJy CcOOOW, B pe3ylbTare Yero MPOUCXOIST
riyOOKHe TeHeTHYeCKHe, METa0OIMYECKHE, CTPYK-
TypHBIC U JIPyTHE U3MEHEHUS B PACTHTEIHHOM Op-
raHu3Me, MPUBOJIAIINE K OaKTepHaIbHOW MHBA3HUU
u obOpaszoBanuto kiayOenpka (Oldroyd, Downie,
2008; Oldroyd et al., 2011). I'naBHyt0 posb B 3THX
nporieccax urpatoT Nod-(pakTopsl, KOTOpBIE Mpe/I-
CTaBIISIOT CO0OW OaKTepHaNTbHBIC JTUIIOXUTOOJH-
rocaxapujpl, B3aMMOJCHCTBYIOIINE Ha IUIa3Ma-
JIEMME SIUACPMAIBbHBIX KJICTOK C PACTUTEIbHBIMU
penieniropamu  (receptor-like kinases, RLK), uto

BEACT B JajJbHEHIIEM K aKTHBHU3ALlUHM CUMOUOTHU-
YeCKWX TIyTel Yy pacreHusi-xo3suHa (Murray,
2011). B HavansHO# cTanun pu3oOuu B pu3ochepe
WM aAcOpOMpPOBAaHHBIE HAa MOBEPXHOCTH KOPHA
pacnos3HaT cnenuuiecKue A1 HUX PacTUTEIb-
HbIe (hITaBOHOWIBI (TalA3eNH, TeHUCTENH, KyMeCT-
pOJ, HApUHTEHWH W Jp.) M AaKTUBUPYIOT TpaH-
CKPUNIHUIO NOUJ-TeHOB, KOTOpBIC TPEOYIOTCS IS
nH(peknnr, o0pa3oBaHHS KIYOSHBKOB M BBRIOOpa
crrenuugeckoro  pacreHus-xo3smHa  (Denarie,
Debelle, 1996). [IpoaykTsl B3auMozeicTBus ¢iia-
BOHOMJIOB C pU300MaJIbHBIMU I€HaMH BEAyT K CHH-
Te3y pa3iIM4HbIX COCIUHEHHUH, B T. Y. pu300Halb-
HeIx NFs (Long, 1996). Ocnosnoii ckenetr NF (xu-
TOOJNUTOCaxapua) UMeeT MOIU(PHUKALNN Y pa3HBIX
BUJOB PpU300WH, TIIaBHBEIM 00pa3oM IO IJINHE U
CTETIeHU HACBIIICHHOCTH OOKOBBIX OCTAaTKOB YKHP-
HbIX KUCHOT (Cy6-Cy), @ TaKKE IO HATMYHUIO Pau-
KaJloB — areTuia, cyib(dara, kapoomomna, ¢Gyko-
suna (Gough, Cullimore, 2011). bokoBsie memmn
NFs crnenuduueckn B3aUMOJEHCTBYIOT C DPacTH-
texnpHBIME penenTopamu (RLK) u ocymecTsisier
TPAHCAYKLMIO CUT'HAJA Ul YCTAaHOBJIECHUS MyTya-
JMCTUYECKOTO COXKHUTEIBCTBA JIBYX OPTraHU3MOB,
BBI3BIBASl PAa3HOOOpA3HBIE OTBETHBIC PEAKLIUH Y
pacTeHHs-X035MHA: U3MEHEHHEe MeMOpaHHOIrO IO-
TEHIIHaNa, JETONIIPU3aLHUI0 TUIa3MaieMMbl KOpHe-
BOT'0 BOJIOCKA U MHUIHAIUIO KIIyOSHHKOBOTO MpHU-
moprus  (Heidstra, Bisseling, 1996; I'nsHbKO,
20146). Cnoxnas crpykrypa NFs omnpenenser
CHEIU(PUIHOCTh pU300Ul K O0OOBBIM PACTCHUSIM-
xo3seBaM. [Ipu sToM nonucnenuduIHOCTH PHU30-
OWii K pacTeHHIO-XO3SIMHY OOYCIIOBJIEHa Pa3HOO0-
pazuem cuHre3a umu NFs. IlpumepoM mupokoi
CHEIU(PUIHOCTH PU300Uil K OOOOBBIM PaCTCHHSIM-
X035€BaM  SIBJSIETCS.  PU300MAJBHBIM  IITAaMM
NGR234, cniocoOHBI MHOUIMPOBATH U HOILYIIH-
poBaTh 112 BuIOB 00OOBBIX pacTeHHH, a TAKKE HE
6060Boe pactenne Parasponia andersonii Miq. u3
cemelictBa koHomieBsix (Cannabaceae) (Skorpil,
Broughton, 2005).

Quzuonocuueckan poav Nod-paxmopa
(NF) u pacmumenvnvix peuenmopoé (RLK) e
cumobuose

Monekynsippoe B3aumojaeiicteue NFs wu
RLK siBnsieTcss OCHOBHBIM YCIIOBUEM JUJISl 3amlycKa
TeHETUYECKUX MPOTrpaMM HH(PHUIIMPOBAHUSA U KITY-
OeHbpKOOOpa3oBaHus (HOAYJALMK) KOpHEH 0000-
BBIX PAacTeHUH. DTUM COOBITHSM IPEANIECTBYIOT
npenH(EeKIMOHHBIE OTBETHl PACTEHUSA-XO35SMHA HA
nerictBue NF: mepecTpoiika murockenera, Habyxa-
HUC U CKPYUMBAHUEC KOHYMKA KOPHEBOI'O BOJIOCKA
n (opMHUpPOBaHHWE B HAPYKHBIX KOPTHKAIBHBIX
KJIICTKax paJuKaJlbHO HAIIPaBJICHHBIX IUTOILIa3Ma-
TUYECKUX MOCTHKOB — MPEHH(EKIIMOHHBIX HUTEH,
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Puc. 1. Cxema "MMYHHBIX peakuuii y 6000Boro pacreHusi, tH(puIupoBanHHoro pusodusmu (I asHb-

K0, Mimenko, 2017a).

Mosicuenust. Rhizobium — kny6enbkoBsie 6akTepuu (pu3odun); NF — puzoduansusiii Nod-pakrop; MAMPs
— MOJIEKYJIIpHbIe MUKpOOHBIe natTepHbl; EPS — pusobuansuble sk3omonucaxapuabl; LPS — puzoOuanbHbie THIIO-
noymcaxapunabl; ROS — aktusubie popmer kucnopona (ADK); NADPH oxidase — HAJI®H-okcunaza — gpmaBunCO-
nepxamuii pepMenT, ydactBytomuii B reaepannu A®K Ha mnazmanemme; flg22 — aktuBHbn stuton MAMP; PRR
— pactutensrblil perenitop; RLK (NFP/NFR) — pactutensable penenitopsl mono0Hbe knHa3zaM; T3/4SS — Gakrepu-
aNpHBIC CeKpernoHHbIe cucteMbl Tuna 3 u 4; Nop and products Avr-genes (Homynsmmonnstii 6enok Nop L u mpo-
JIYKTbI AVr-reHOB) 6aKkTepHaIbHbIE COEAUHEHUS, CEKpeTUpYeMBbIe B pacTUTeNbHyI0 KneTky; NB-LRR — mpoaykr R-
reHoB pactenusi; ET] — BHyTpuKieTOYHAs HUMMYHHAs CHCTEMa PacTeHHMs], CBSI3aHHAs ¢ OakTepuabHBIMU 3P PEeKTo-
pamu; MTI — Hecnenuduyeckass IMMyHHasi CHCTeMa pacTeHus, csizaHHasg ¢ MAMPs; akBanopuH — BOJIHBIH OeJKo-
BbIii KaHai;, N-TepPMHHAIBHBIA JOMEH — Y4YacTOK (epMeHTa, moasepraromerocs (HochopuimpoBaHuio Ca*'-
3aBHCHMBIMH MIPOTeHHKKMHa3aMu; EF-pyka — MOTHBBI (hepMeHTa, CBS3bIBAIOLINE JIBA HOHA KAJIbIIUSI.

rae oOpasyercsi OakTepHanbHas MHUKPOKOJIOHUS,
OCYILECTBIISIIOIIAS JIOKAIBHBIH THAPOIU3 KJIETOY-
HOH CTEHKHM KOpPHEBOIO BOJIOCKAa. B pesymbraTe
KOPHEBOW BOJIOCOK TPEKpaliaeT HapyKHBIH POCT U
HauMHAET PacTH BOBHYTPh, 00pasys TpyOdaTyro
WHBAardHALUIO KJIETOYHOW CTEHKH WHQEKIMOHHOU
HUTH, B KOTOPOW OakTepHH pa3MHOXKAIOTCS U Tie-
peMenarTes K KileTkaM Koprekca. Yuactue NF-
CUrHaJMHra B oOpaszoBanuu IT moka3zaHo B ombITax
¢ MytanTHeIMU opranuzMamu (Gough, Cullimore,
2011). Ilokazana pons NF B akTuBammm psjga re-
HOB M TPaHCKPHUILIMOHHBIX (pakTopoB (Oenku NIN,
RPG, ERN, CYCLOPS, CERBERUS), uro cBs3a-
HO ¢ MHOUIMPOBAHUEM U O0pa30BAHUEM MIPHUMOP-
nus kiryoenbka (Ferguson et al., 2010).

B wHunmanuu geneHust KOPTHKAIBHBIX Kile-

TOK KOpHSI U Mopq)oreHe3e apumMopaus KHy6CHLKa
MMPUHUMACT y4aCTUC (bHTOFOpMOH IOUTOKWHUH, PC-

enTop KOTOpOTO - TUCTUIMHKHUHA3a
(MtCRE1/LjHK1) AKTHUBHUPYETCS Ca®*-
KanmpMoynuH3aBucuMor  kmHazo  (CCaMK)

(Tnsabko, 2015; nsabko, Umenko, 2015). Ilpu
3TOM TOPMOHAJIBHBIN CTATyC KJIETOK CMEIIAeTCs B
CTOPOHY YBEIWYCHHUS COJICPXKAHHS ITUTOKUHUHA U
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yMeHbIIeHus aykcuHa. OJHaKo B AajbHEHIIEM Co-
OTHOIIEHNE 3THX TOPMOHOB M UX pOJib B (QOpMU-
POBaHMM KIyOEHbKa MOXET CYIIECTBEHHO H3Me-
Hatbes (AxumoBa, CokomoBa, 2012; Ferguson,
Mathesius, 2014).

Ponv Nod-gpakmopa 6 noodaenenuu 3a-
WAUMHBIX CUCIEM DACMEHUA-X03AUHA

Kpome nHUIManmu cMMOMOTHYECKUX (QYHK-
uuii NFs y4acTBYIOT B MHAKTHBAUWMU 3al[UTHBIX
cucrteM Makpocum6uonTa (I'msapko, 2016; ['nans-
ko, Mmenko, 20176). PacturensHble penenTopsl
(mampumep, LysM RLK) «y3HaroT» pu3oOuanbHbIe
NFs u MHruOMpYIOT IyTeM HEW3BECTHOTO MeXa-
HU3Ma BpoxaAecHHyr0 MTI-3ammuTHYI0O cucremy
pacTeHusi ¢ OJITHOBPEMEHHOW MHUIMALIMEN Kackaaa
cumOuornueckux peakuuit (Liang et al., 2013).
OpHako mpu HEONArompHATHBIX Uit (HOPMHPOBa-
HUS CMMOMO3a YCIIOBHSIX O3TOT TPOILECC MOXKET
HapyIIaTbCs, YTO BEJET K aKTHBHPOBAHUIO MeXa-
HU3MOB 3alllUThl PAaCTEHUs, HAPUMEP, TAKUX Kak
CHUHTE3 W HAaKOIUICHUE CHUTHAJIBHBIX MOJEKYI M
moroB (O,, H,0,, NO, Ca’"), Brmouarommx 3a-
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HIUTHBIC MEXAaHU3MBI. J{JIs1 MHUIMAauy 3THX MeXa-
HU3MOB PAaCTEHUE-XO3SUH HUCIONB3YIOT JBa MyTH
WMMYHHOU BpoxaeHHoW cuctembr: MTI (MAMP-
triggered immunity) u ETI (effector-triggered
immunity) (puc. 1).

[lepBblil MyTh OCHOBAaH Ha HCIOJIb30BAHHU
TPaHCMEMOpPAHHBIX PACTUTEIBHBIX PEIENTOPHBIX
kuHa3 (RKs) wm 6enkoB (RLPs) m MHKpOOHBIX
coemuHennit  MAMPs  (microbial-associated
molecular patterns) wimu PAMPs  (pathogen-
associated molecular patterns). Btopoit myts —
BHYTPHKJICTOYHBIH, TIPH KOTOPOM OCHOBHYIO POJIb
urpator nonuMopdueie NB-LRR  (nucleotide
binding — leucine rich repeat). D1u 3amuTHLIE CH-
CTeMBI JIEHCTBYIOT NpU MH(OUIUPOBAHUU KaK pU-
300MsIMH, TaK W MaroreHamu. [IpuyeM He HCKIIIO-
yaercss (YHKIIMOHUPOBAHHME JTHX CHUCTEM Ha
HAYaIbHBIX CTaIUAX PHU300HATBFHOTO HWH(PHIUPO-
BaHUs U ipu QyHKroHuposanuu bPC (Gourion et
al., 2015; I'naupko, Uenko, 20176).

JlokazaHo, uto aktuBHOCTE MTI nonasmnsier-
cs1 BeicokuMu koHneHTparusamu NFs (Liang et al.,
2013). IlomoOHoe momaBiIeHHE AKTHBHOCTH 3a-
mwuTHOM cucteMbl MTI He 3aBUCUT OT HOAYJISLIUH,
TaKk Kak HaOJI0AalIoCh Y MYTaHTOB COHM, HE CIIO-
coOHbIx cuHTe3npoBath NF-pernentopsr (Liang et
al., 2013). Cnocobnocts NF mpu BBICOKHX J03aX
(10°-10° M) momaBnsTH AKTHBHOCTH 3aIIHTHBIX
CHCTEM DAaCTCHHSA-XO35IMHA MOXXET OBITh YacTbIO
MEXaHU3Ma, C TIOMOIIBIO KOTOPOT0 HOMYJISILHS pe-
TyJIUpyeTcss 10 TIPUHIUIY OOpaTHOH CBSI3H
(Buffard et al., 1996). Takum o6pazom, NFs moryt
Kak OJIOKHPOBaTbh, TaK U AaKTUBHPOBATH 3aLIUTHYIO
CHUCTEMY pACTeHWH W ydYacTBOBaTh B PEaKIHSX,
CBSI3aHHBIX C OPraHOTEHE30M KITyOeHbKa.

Ha caMbIxX paHHHX 3Tamax HHBa3uM PU300UH
BEAYT ce0sl Kak MaTOreHbl H, MMO-BUANMOMY, HHU-
OUUPYIOT CHCTEMHYIO NPHOOPETEHHYIO YCTONWYH-
BOCTh B OpraHax pacTeHHs, HE TOIBEPTaOIINXCS
pu300uanbHOMY HH(GHUITUPOBAHUIO. B CBsi3u ¢ 3TUM
npeaiaraeTcs pasiudarh JIOKAJbHYI0 UM CHCTEM-
HYI0 yCTOMYMBOCTH 000OBOro pacteHus K MHU-
nupoBanuio  puzodusmu  (I'msapko, WmeHko,
20170). JlokanbHas ycTOMYMBOCTD, JOKaIU3yeMast
B KOpHSX (2 B HEKOTOPBIX CIydasX W B CTEOIAX),
MOJIABIISIETCS PU300USIMH, 4 CUCTEMHasl YCTONYH-
BOCTh TPEJOTBpAINACT PU300HATbHOE WHPHUIIUPO-
BaHME Ha/[3eMHBIX OPraHOB pacTeHus (puc.l).

Cuznanvuvie cucmemul puzoouii u 6000-
evix pacmenuii npu gpopmuposanuu bPC

Pactenust, kak ¥ >KUBOTHbBIE, BOCOPUHUMAIOT
MPUXOISIINE U3 OKPYXKAIoWEeH Cpeapl CUTHAIBI
Pa3IMYHON NPUPOJBI U C TTOMOIIBIO T€HETUYECKO-
ro amnrapara pearupyroT Ha HHX, BKJIKOYas Mexa-
HU3MBI 3aIUTHl ¥ U3MEHSS METabO0IM3M IPUMUPH-
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TENbHO K HOBBIM BHEUIHHM WM BHYTPEHHUM
ycnoBusiM. bakrepuanbHbiii NF-curHaiiar TtecHo
B3aMMOJECHWCTBYET C PACTHUTEIHHBIMU CHTHAJIBHBI-
MH CHCTEMaMU: KajblueBor, NO-CHHTa3HOM,
HAJI®H-okcumazuont (I'msaapko, 2015). Dkempec-
CUSl CHMOMOTHYECKHX SIEPHBIX T€HOB PACTECHUS-
XO035IMHA OCYILIECTBIISIETCS C YYacTHEM YKa3aHHBIX
CUTHAJIBHBIX CHCTEM M MX KOMIIOHEHTOB (aKTHB-
HBIX (popm kuciaopona u azota — AOK n ADA) xak
MPOMEXYTOUHBIX 3BEHBEB (BTOPHUYHBIX MECCEH-
okepoB) B hopmupoBanun BPC.

Poms  kanbyusi npu  cumbuose. Ca®'-
CUTHAJIbHAsI CUCTeMa MpU cuMOmo3e (Kak U B JIpy-
TUX CIy4asx) CBS3aHA C BO3HUKHOBEHHEM OCITHII-
JISUMH, TaK Ha3bIBAEMBIX KaBIIMEBEIX CIIAMKOB
(calcium spiking), kak pe3yabTaT PUTMUYHOTO IO~
BEIIIICHUS] ¥ CHIDKEHUS KOHIICHTPAIHA BHYTPHKIIE-
touHoro kaneius (Granqvist et al., 2015). Ocrun-
maun Ca®* XapakTepusyloTcs aMILTHTY/IOH, da-
CTOTOU M MPOJOJDKUTEIBHOCTRIO (pHC. 2). Jlokaza-
HO, YTO CHCTE€Ma KaJbI[UEBBIX OCIIMILISAINI BRICOKO
KOHCEpBAaTWBHAs YacTh CHUMOMOTHYECKOI'O CHI-
HAJILHOTO TYTH U OTpe/eisieT poib KalblHs B Te-
HETHYECKOM BIUsHUH Ha ¢dopmupoBanue bPC
(Grangvist et al., 2015). IIpu BPC Gbictpsiit Ca?'-
MOTOK B LIUTOILJIa3My CMEHSETCS CHHKEHHEM €ro
coxepkanus B mmtoruiasme (Shaw, Long, 2003).
OCIWIIAINH [IUTO30JIEHOTO KabIHs HAOI0Mat0T-
csi mpubnu3uTenbHo depe3 10-15 MuH mocie Bo3-
JercTBUS pru300uii win ouuniieHHoro NF Ha motok
KaJIbI[USl B IUTOIUIA3MY M BBEI3BIBAIOT C y4acTHEM
CCaMK (Ca®*-kampMoayIHMHKHHA3bI) (hochopritn-
poBaHHe OEIKOB — TPAHCKPHUIIIMOHHBIX (haKTOPOB,
U B JaJbHEHIEM SKCIPECCHI0 CHUMOMOTHYECKHX
reHoB B syipe. OHAKO HEpeIIeHHOH MpobieMoil
OCTaeTcsl MeXaHU3M JAEKOJUPOBAHUS CUMOMOTHYE-
CKMX KaJplIMeBbIX ocrwuianuid. [Ipenmonaraercs,
YTO B 3TOM IPOIECCE MOXKET OBITh 3aJeicCTBOBaHa
CCaMK, crniocoOHasi CBS3BIBATH 4 MOJEKYJIbI Kallb-
mus (Singh, Parniske, 2012). Myrtanus mo Ca®'-
criaiikaM MHTHOUpYET OpraHoreHe3 KIyOeHBKOB Y
Lotus japonicus, HO WHTHOMpPOBAaHHE CHHMAETCSI
NIPEBAPUTEIIBHO AKTUBUPOBAaHHOMN bopmoit
CCaMK (Hayashi et al., 2010).

Ponv ADK npu gpopmuposanuu BPC. Tlpu
oOpa3oBaHnu akTHBHBIX (GopMm kuciopoga (O,
H,0,, ‘OH, 102) B KauecTBE IMpPEAIICCTBEHHUKA
BBICTYIIAET MOJIEKYJIIPHBIM KUCJIOpOA. MHTEHCHB-
Hoe oOpazoBanue ADK y pacTeHHi MPOUCXOIUT B
¢doTocucTeme, MEPOKCUCOMAX, IBIXaTEIbHON LIENH
MUTOXOHJIpUH U B IPYTHX CTPYKTYpax KJIETKH, TJe
MPOUCXOANT OJHOIIEKTPOHHOE BOCCTAHOBIICHHE
O,. OgauM U3 BaxkHeWux uctouHukoB AOK npu
¢uronaroreHese SBISETCS MEPOKCHMANbHAS |
HAJI®H-okcunaza mnazmanemmbl  (TapueBckwid,
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Puc. 2. Ca**-ocumLisinnu B KJIeTKe pacTeHusi B 3aBUCUMOCTH OT CTUMYJa curHajaunra (Moaundu-
kanusi: Downie, 2014).

[osicenust. (a) — BpoxIeHHBII IMMYHHBINA curHaUHT (flg22), (6) — cumOmoTnueckuit curaanuar (Nod
factor), (B) — apyrue tunsl curHanuara (Mas7, rorokoxuTocaxapuzsl). (a) B3zanmonelcTBie ¢ MOBEPXHOCTHBIMU
perenTopaMy pacTUTEIbHOHN KiteTku (JenuH-OorateiMu FLS2 nm BAKI1) 6akrepuamproro MAMP-coennHenus
flg22 (pmaremtnna) BHI3BIBACT aKTHBAINIO TOTOKA Ca’* B UTOMIA3MY ¥ KaIbIHEBbie OCHMLIAINE B HTOMIA3ME.
(6) IIpu cumbuotnaeckom curHanuare Nod factor (NF) B3aumonelcTByeT Ha I1a3MaieMMe C paCTHTEIEHBIMU pe-
nentopamu NFR1 umn NFRS, BeI3biBas ycunenue notoka Ca® B MUTOMIAa3My U KaJIbIHEBbIE OCIIIUIALNH B SJIpe.
(B) B3aumopgelicTBre ¢ pacTUTEIbHON KieTkol mentuaa Mas7 (Mastoparan7) BEI3BIBACT MOSIBIEHUE KaJbI[HEBBIX
OCIMIUIALMIL B S/IPE M CBSI3AHO C SHAOMIA3MATHYECKHM PETHKYIYMOM, HO HE BBI3bIBACT ycHieHne notoka Ca’’ u3
BHEKJIETOYHOTO mpoctpaHcTBa. CieayeT OTMETUTh, YTO pasHbie Ouosorndeckue crumynsl (flg22, NF, Mas7) BbI-
3BIBAIOT HEOJMHAKOBBIE 110 AMILTHTYJIE, 4aCTOTe M npoxoikutensHocti Ca?’ ocimmmsamuu. Ho B To ke Bpems Xa-
paxtep Ca*- craiikoB IpH MHKOPH3HOM H PH300HATPHOM CHMOHO3€ OMHAKOB Y BCEX BHIOB pacTenmii (Granqvist

etal., 2015).

2002; Makcumos, Yepenanona, 2006). [loxazana
TecHas cBs3b npoaykuuu APK ¢ BEIXOJOM HOHOB
KaJbIUsl B IIUTO30Jb MPH JCHCTBHUH CTPECCOPOB M
noguepkuBaercs 3uauenue Ca”* u ADK Kak Kio-
YEeBBIX KOMIIOHEHTOB €JMHOM CUTHAIBHOW CHCTe-
Mbl (Komymaes, 2007). Baxxnyro ponb B 3TOM HT-
paet memOpanHas HAJI®H-okcumaza, kotopas
cesm3biBaer Ca®* u axtusmpyercs um (Sagi, Fluhr,
2006).

ObpaszoBanne ADPK B TeueHue pa3BUTHA
CUMOMOTHYECKOTO B3aUMOJCHCTBHA — OCHOBHOM
(bakTop CXOjACTBA PAaHHHX OTBETOB PACTCHUs Ha
WHQUIMPOBaHHUE TATOTCHAMH W CUMOHOTpOodamu
(Baron, Zambryski, 1995; Deakin, Broughton,
2009). Omgnako poins ADK, B 4acTHOCTH, MEPOK-
cuna Bogopoaa (H,O;) u cynepoKCHUaHOTO aHWOH-
pamukana (O, ), B CHMOMOTHYECKUX B3aHMOOT-
HOIIIEHUAX JBYX OPraHU3MOB JI0 KOHIIA HEMOHST-
Ha. B ortnuume ot marorenesa, korma A®K BbI-
MOJIHSIFOT B OCHOBHOM TOKCHYECKYIO JIJIsl MTAaTOreHa
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poiib, ipu bPC pu30o0un HHrMOUPYIOT CUTHAJIBHBIC
MyTH, BEIyIIHe K 3aIIyCKy 3allUTHBIX CUCTEM pac-
tenus (Buffard et al., 1996). Conepxanue H,0,
YBEITMYHMBACTCS B TMEPBBIC CYTKH MOCIE WHOKYJIS-
MU KOpHEW ropoxa COBMECTHMBIM IITAMMOM DPH-
300mii (BacumeeBa u gp., 2001). Ilokazano, yto
pHU300HMATHHBIN aHTUOKCHIAHTHBIN (pepMeHT cyrie-
pokcuynemytasa (COJl), xatanusupyroummid pe-
akiuto aucmytad O, B HyO,, HeoOxoaum uist
MPOXOXKIIEHWST HOPMAJIBHON pH300MaNbHON WH-
¢dexuun u Homysiuu (Santos et al.,, 2001). Ilo
nmaaHbIM Lohar et al. (2007) usmenenue mopgoio-
UM KOPHEBBIX BOJOCKOB B OTBET Ha PH300HMAIb-
HYI0 HMHQEKIHMIO COMPOBOXKIAETCS BPEMEHHBIMHU
kosneOanusaMu KoHmeHTpanuu H,O,, 9ro aBTOpHI
CBSI3BIBAIOT ¢ HeoOxouMocThio ADK st mporec-
COB, BEAYIIUX K CKPYYHMBAHHUIO KOPHEBBIX BOJIOC-
KOB ¥ TIOCIICYIOIIECH MHBA3UU KITyOSHBKOBBIX OaK-
tepuil. [Ipexonsimee yBennuenue ADOK B kieTkax
KOPHEBOI'O BOJIOCKA IPU 00pabOTKE KOPHEBBIX BO-
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nockoB (aconu ounineHHbM NF siBisieTcs cnenu-
(GUYECKUM Il paHHEro dTana B3aUMOJCHCTBHS
pu3o0uii 1 6000BOTO pacTeHHUs, MOCKOIBKY OTIH-
yaercs oT auHamukn ADK mpu aelictBum marto-
TEHHOTO DJIUCUTOPA, XapaKTepU3yHoIrecs MOCTO-
SHHBIM  yBenudeHueM  comepxkanusi  AOK
(Cardenas, Quinto, 2008). C npyroii cTopoHsl, 00-
paboTKa TPOPOCTKOB JIFOICPHBI OUYUIICHHBIM NF
BelleT K MHruOmpoBaHnuto obpaszoBanus H,O,, dTo
CBSI3BIBACTCSI C 3AlUTHBIM OTBETOM PACTCHHUS
(Shaw, Long, 2003). Takum obpa3om, TuTeparyp-
HBIE JJaHHBIE CBUAETENhCTBYIOT 00 ADK nmnbo xax
oTpurarensHoM peryisatope hopmupoBanns bPC,
n0o Kak moJoxutensHoM. ClemoBaTenbHO, pu-
300uanbHas WHQEKHHs crnocobHa pPeryIupoBaTh
COJICp)KaHUE IUTOTOKCHUYECKUX COCJMHCHHM, Ta-
kux kak H,O, u NO (I'nsapko u np., 2014). Ogna-
KO OIpeJeNieHHbIe 3allUTHBIE OTBETHl MAaKPOCHM-
OMOHTa WHIYIUPYIOTCS BO BPEMsl Pa3BUTHS KIy-
6ennka (Vasse et al., 1993; Gamas et al., 1998).

Oxcuod azoma (NO) npu cumbuose. NO Bxo-
JIIT B TpymIy akTUBHBIX (hopM azora (ADA), B KO-
TOPOW HAaxXOJATCS U JIPyTMe HU3KOMOJIECKYJSIPHBIC
N-coemuuerus: OONO, NO, , NO*, NO". Moau-
¢umpoBanspie ¢ nomompio NO uw OONO ™ S-
HUTPO30THOJIBI, ~HHUTPOTHPO3UHCOACpKAIINE |
Ipyrue OeJKH, pacCCMaTPUBAIOTCS KaK COCIUHEHUS
rpynnel ADA, ydacTBYIOIIEE B HUTPO3ATHBHOM
ctpecce (Klatt, Lamas, 2000). Poas ADA B dop-
MUpoBaHuU U QyHKIHoHHpoBaHuu BPC onna u3
HanMeHee U3y4eHHbIX cTopoH. [Ipu nzyuenuu sro-
ro Tpoliecca OCHOBHOE BHHMaHHe yuensercst NO-
MoOJIeKyJle, OOJafaloumed IIUPOKUM  CIIEKTPOM
oumomornueckoro nericteus (Meilhoc et al., 2011).
Oxcun a30ta 00HApYKUBAETCS y>KE B IIEPBbIE YaChI
MocJie B3aUMOJICHCTBYS pu300uii 1 6000BOTO pac-
tTeHus B IT, TKaHsAX KIIyO€HBKOBOW MEPHCTEMEI, B
azoTdukcupyrommx kirybenrkax (Baudouin et al.,
2006; Meilhoc et al., 2011; I'naasko, 2013). Ecth
nanHble, 4To NO MOXKET y4acTBOBATh B PETYIISIIUH
o0Opa3oBaHHs KIyOEHBPKOB Ha KOPHAX O0OOBBIX
(Herouart et al., 2002), HO BBICOKHE KOHIIEHTPAIIUN
NO npensaTcTBYIOT HH(PHUIMPOBAHWIO PpACTCHHUU
pu3obusiMu 1 Mukopusoii (Meyer et al., 2005). Ilo
MaHHBIM MuTaHoBoit u np. (2006), 3K30TE€HHBIN
NO (B Buge monopa NO — HUTpoTpyccruaa HaTPHsI)
OTPHIIATENIFHO BIVSIUT Ha aJ[r€3HI0 M MPOHUKHOBE-
HHUe pu300uil B KOpHU ropoxa. B aTux ombiTax go-
OaBlieHHE B CPEy C HHTPOIPYCCHIOM HATpHS Te-
MOTJIO0MHA M3 SPUTPOLMTOB Jjomand B 1,5 pasza
cHuMaio wuHruoupytoumii spdexr NO Ha 3TH
MPOIECCHI, YTO OOBsACHSETCS CBs3biBaHUEM NO
remornobnaoM. OOHApY)KEHO BIUSHUE pPH300U-
anbHON nH(eKnun Ha cogepkanue NO B 4yBCTBU-
TEJILHOW /JIs1 pU300Mi 30HE KOPHS ropoxa B 3aBU-
CUMOCTH OT IITaMMa KJIyOCHBKOBBIX OaKTEpHiA,
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pasnuyaronmxcss mo creneHu Np-pukcupyromen
criocobHOCTH M BUpyneHTtHoctd (InsHBKO W Op.,
2012; 2014). Ot (axTel CBUAETEIBCTBYIOT 00
yuactuu NO B niporieccax ¢popmupoBanust bPC.

Cunresupyembiii B KiyOeHpkax coum NO
CBS3BIBAETCS JIETTEMOTJIOONHOM C 00Opa3oBaHHEM
HUTpo3wuierremorinoonna (Yamamoto et al,
1990; Yamamoto, Kanayama, 1990). 910 Moxert
BECTH K OJIOKMPOBAHHIO TIpollecca a30T(HUKCAITIH
3a CUeT WHTHOMpPOBAHU TpoIlecca ImepeHoca Kuc-
Jopoaa B OakTepouabl KIyOCHbKOB. BaXHBIM siB-
JISIETCSI BOMIPOC O POJIM HECUMOMOTHIECKOTO TEMO-
rroouna B bPC. Cunrator, 9To poiib HECHMOWOTH-
YEeCKOr0 TIeMOorjioOonHa B HEHMH(OUIMPOBAHHBIX
KJIETKax MOXKET 3aKIIouaTrbcsi B JIETOKCHKAIIUH
NO, oka3bIBarOIIEeTro HEraTUBHEINA YQQeKT Ha Pop-
MHUpPOBaHUE CHMOMO03a, 1 KaK MOAYJISATOPa YPOBHS
NO (Simoda et al., 2005). M0oHO 3aKJIFOUUTH, YTO
NO ¢yHKIMOHMpPYET KaK MHOTOIICNIEBON peryis-
TOp PAa3IUYHBIX MEXaHW3MOB CHMOHOTHYECKOTO
npoliecca: pacro3HaHNe pacTeHUI-X03suHa; MOAY-
JAUUS  3AIIATHBIX peaknuii  MaKpOCUMOWOHTA;
(hopMupOBaHUE TPUMOPAHMA W OpPTaHOTEeHE3 KIIy-
OcHbKa, (uKcalus a3oTa M yriepOJHBIH MeTado-
JU3M B KIyOeHbKax; crapeHue kiayoeHbka. NO
B3aMIMOJCHCTBYET C JPYTUMHU OMOJOTHISCKUMHU
MOJIEKyJIaMH, Hanpumep, puroropmonamu 1 AGK
(Hichri et al., 2015).

Ponv canuyunosou xucnomor npu bPC. Cu-
cTeMHasi ycToHunBocTh pacteHuil (SAR) ¢opmu-
pyercst mpu ydactuu canuiuioBoid kuciotel (CK)
n nepokcuaa Bojgopona (Ryals et al., 1996; Mo-
nomuenkosa, 2001; Mostofa et al., 2015) u compo-
BoXxgaeTcs yBenuueHueM cojaepxkanus CK u ee
JIEpUBATOB, a Takke ycuieHueM skcmpeccun CK-
3aBucuMbIX TeHOB (Shah, Zeier, 2013). Ilokazano
B3anmoBiusiane CK n H,0, B MeTabonmsme pac-
TeHU!. VI3MeHeHre BHYTPUKIETOYHON KOHLEHTpa-
MU OJTHOTO U3 ATHX COSAMHEHWH OKa3bIBaeT BIIH-
sHAE Ha coxaepkaHue apyroro (Leon et al., 1995;
Rao et al., 1997). B satux mponeccax (GyHKIMOHU-
pYIOT  (QEepMEHTBl  OKHUCIUTEIHHO-BOCCTAHOBH-
TEJABHOTO  LHMKJA:  Karajasa, IEepOKCHa3a,
HAJI®H-okcumaza, COl u np. B Tpancaykuum
curHana sk3oreHHoil CK B reHetnyeckuii anmapar
npurnMaroT yaactue ADK, Ca®*, NO (Konymaes u
np., 2016).

Ectp mannsie 06 yuactum CK u ee mpowus-
BOJIHBIX (METHJCANMUWIATa) B ILEMH IepeHoca
CUTH&JIa Ha JJIMHHBIE AUCTaHUMU NpH (OPMHUPO-
Banun SAR (Park et al., 2007). Ognako Oomnee
paHHUE pe3ynbTaThl He NoATBepkaaroT poib CK
Kak pganmeHero curHana (Vernooij et al.,, 1994;
Pallas et al., 1996).
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H02<_02

H,0,

NO

.

MtRbohB

Puc. 3. Cxema B3aumocBsizn APK u NO B 0000Bo-pu3zodnasbrnom cumoOuoze (Moaudukanus:

Puppo et al., 2013).

1. TTokazan cunre3 H,O, ¢ yuactuem HAJI®OH-okcuiaspl, JIoKaIM30BaHHOW Ha MEMOpaHe; aKTH-
Balus nepokcuaom Bojopona MAP-kuna3el (MAPK) u coorBercTBeHHO HuTparpenykrassl (NR) (Wang

et al.,
(Yun et al.,

2010). 2. WMarudupoanne HAJIOH-okcunaszer (RBOH) ¢ momompeio NO (HHUTpO3WIMPOBAHUE)
2011). 3. Bo3mosxkHas pemnpeccust ¢ momomibio NO skcripeccun rena MtRbohB ¢depmenTa

RBOH mnpu cumbuotuyeckoMm B3aumozeiicTBuu sroriepubl u Sinorhizobium meliloti (Boscari et al.,

2013).

Takum o6pazom, CK — KOMIOHEHT 3aIUThI
OT NATOT€HHOW WHBAa3WMW W MOBBIIMIEHUS YCTONYU-
BOCTH PACTUTEIBHBIX KIETOK K aHTPOIOTEHHBIM
¢akropam. Takme ¢ynkuuum CK moryt mpensr-
CTBOBaTh (POpMUPOBAHUIO M (QYHKIIMOHUPOBAHHIO
BPC. [letictBurensHo, 3Kk3oreHHass CK oka3biBana
orpurarensHoe BiusHue Ha BPC (IllymHsIil u ap.,
1991; Martinez-Abarka,1998; TasHbko ©u 1p.,
2005). Ecte mannbie nutepaTypsl, uto cuHTe3 CK
PACTEHUEM-XO3SIMHOM PETyJIUPYEeTCsl Ha TEHHOM
YpOBHE Tpu ydacTuu pusoOuanpHOoro Nod-
¢dakropa (['maubko, 20146). IloarBepkaeHueM
3TOMY CITy>KaT JaHHBIE O CYLIECTBEHHOM HaKOILIe-
Huu CK B kopHsiX y puzobuansrHoro NF-myranra u
MIPU WHOKYJIITUH JIIOLIEPHB HECOBMECTUMOM pH-
300nanpHbiM ITamMmmoM (Blilou et al., 1999).
[Ipenmonaraercs, uyrto Nod-dakxTop On0KHpyeT
CK-curHanbHbIil MEXaHU3M, CBSI3aHHBIM C 3alUT-
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HBIMH pEaKIUsIMH PACTEHUS-XO3SMHA  IIyTEM
ymenbienus cuare3a CK (Bueno et al., 2001). C
JIPYTOH CTOPOHBI, YCTAHOBJIEHO, YTO YMEHBIIICHHE
sHporenHoro ypoBHsa CK myreM »skcmpeccun
TPAHCTEHHOTO (epMEHTa  CAIHIUIATTHAPOIIA3HI
MOJIOXUTENILHO BJIHSJIO Ha MPOIecChl WHPHUINPO-
BaHUsI U HOIYJSIIMU Y psiia OOOOBBIX KYJIBTYD
(Stacey et al., 2006). Otu pe3ynbTaThl CBUIACTEIb-
CTBYIOT 0 BakHOU poyin CK B 3aIIMTHBIX PEaKITHIX
MakpocuMOHoHTa ipu GopmupoBanuu bPC.

Cuznanvuvie gpynkyuu AOK u APA u ux
ezaumooeiicmeue npu popmuposanuu bPC

Baxnas poias ADOK nu ADA B oTBeTe pacte-
HUSl Ha OMOTHYECKUE U aOMOTUYECKUE CTPECCOBBIC
Bo3nelicTBHsI He BbI3bIBaeT comHeHmid (Corpas et
al., 2013; Yu et al., 2014; Baxter et al., 2014; Kap-
nien;, Konymae 2017). CuHTE3 3TUX MOJICKYIN CBS-
3aH C TPOTPAaMMHUPOBAHHON KIIETOYHOW CMEPTHIO
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02/H20:
reHepupyioLue
CUCTEMBI

HAQOH-
oKcupaasa

N
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©

reHepupyioLue
CUCTEMBI

NO cuHTasa, HUTpaTpeayKTasa u Ap.

l

>>~S ONOO «— NO

~,

Passutune
WH(pEeKLNMOHHON
HUTK

Passutue
Kny6eHbKka

Ouddeperuymayus | | PyHKUMOHUPOBaHUe
6akTeponos kny6eHbka
- HUTpaTHOe AbixaHue
- cTapeHue, ...

Puc. 4. Cxema cymmupymowmeii posin H,O, 1 NO B npoueccax Hoayassuuu (Moauduxanusi: Puppo

et al., 2013).

[MokazaHo BausiHMe puzobuansHoro Nod-gaxropa (HD) mpu ero B3auMoIEHCTBUM C PACTHTENILHBIM pe-
uentopom (LysM RLK) ma cucremsl, renepupyromue H,O, u NO, a Takke Ha peakuuu obpazoBanus O, wu
ONOO . lanee noka3aHoO BIMSHHE 3THX MOJICKYJ HA MPOLECCH PeIOKC-CUTHAJIMHTA (CYIb(OHUINPOBAHHIE, HUTPO-
3WJIMPOBaHNE M HUTPOBaHUE OEIIKOB), YTO NPUBOAMT K SKCIIPECCHU T€HOB M aKTHBAaIWH OeskoB. B KoHewHOM nTore
3TH TIpOLECCHl cBsA3aHbl ¢ oOpa3oBanHueM mHOpekmoHHbX HuTEH (ITs) (1), c opraHoreHesom kiyOeHbka, audde-
peHnmanuell 6akTeponaoB, PYHKIMOHUPOBAHUEM KIyOEHHKOB, HUTPATHBIM JIBIXaHHEM M CTapEHHEM KIyOeHBHKOB
(2). OtnenpHo nokazano yuactue H,O, B ¢popmuposanun ITs u pons NO B 3pensix kinyOenbkax. OTpaxeHo yda-
ctue pu3oduanbHeIX Junonoiucaxapuaos (JIIIC) B oopaszosanuu NO (3) (Hichri et al., 2015).

(IIKC) — BaXHBIM MEXaHH3MOM PETYJSLHMU POCTa
U PasBUTHS PAaCTEHUH M yCTpaHEHHs MOBPEKACH-
HBIX HWJIN I/IH(bI/IHI/IpOBaHHBIX KJIETOK IpHU CTPECCO-
BoM Bo3aeiictBuu (Wang et al., 2013). I1pu usyue-
Huu bPC nepByro ouepesp MpUBIEKaOT BHUMaHUE
MEXaHU3MBI B3aUMOBIHSHMS OakTepranbHOro NF
¥ CHTHAIBHBIX MOJIEKys (HOHOB) pacrerms (Ca?',
ADK, ADA, CK) (Scheler et al., 2013). /loka3aHo,
yro NO u A®K (H,0,) MoryT perynupoBath CHH-
Te3 napyr apyra (puc. 3). B Tedenme rumepuyB-
cTBUTENbHOU peakiun NO MOXeT OKa3bIBaTh 3(-
¢ext Ha cunte3 H,O, uepe3 S-nHutpo3unupoBanue
HAJI®H-okcuaaser mnazmaiemmel  (AtRBOHD)
(Yun et al., 2011). C apyroii CTOpPOHBI, HaKOILIE-
nue H,O, mnnynupyer cunre3 NO mocpeacTBoM
YCHJIEHUS] JKCIPECCHH HUTPATPENyKTa3bl, YTO B
JaJbHEHUIIEM NpU CyMMapHOM JEHCTBUU BEIET K

rubemn knetkn (Wang wu al., 2013). Opgnako
HakoIuIeHuto B kKieTkax NO TpesiecTByeT BBIX0]
nonos Ca?* B HUTO30J1b, akTuBamuss HAJ[DH-
OKCH/a3bl U YCHJICHHE CHHTE3a IMEPOKCHUIA BOJO-
pona. Takum 0Opa3zom, MEPEeKpPeCcTHOE B3aMMOJCH-
crBue NO n H,0, sBisercs BakHOH OCOOEHHO-
CTBIO AKTUBHOCTHU 3THUX MOJIEKYJL.

N3BectHO, uTo NO B peakiuy HATPO3UIH-
POBaHHA MOXET pearupoBaTh ¢ BOCCTAHOBIEHHBIM
rinyratioHoM  (GSH) ¢ oOpasoBanmem  S-
HutposoriayratnoHa (GSNO), KOTOpBIN SBISIETCS
MOOWJIBHBIM — pe3epByapoM OuoakTHBHOro NO
(Barraso et al., 2013; Kubienova et al., 2014; Yu et
al., 2014). C npyroii CTOPOHEI, B pe3yJbTaTe peak-
un Mesxxay O u NO oOpasyercst IEpOKCHHUTPUT
(ONOO) - MOIIHAsI OKHUCIIUTEIBHO-
HuTpupytomas moinekyna (Corpas, Barroso, 2014).
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BeneacTBue npuCyTCTBYSI B paCTHTEIBHBIX TKAHIX
NO, GSNO wmw ONOO mpoHCXOmWUT TIOCT-
TpaHCIITUOHHAS MOAUGUKAIHSI OCTTKOB, TTOT00HAS
S-HUTPO3WIIUPOBAHUIO M HUTpoBaHUIO (Romero-
Puertas et al., 2013). B nepokcucomax kaTamaza u
TJIMKOJIATOKCHU 1238 HHTUOUPYIOTCS C y4acTHEM pe-
aKIUU S-HUTPO3WIMPOBAHMS, YTO MOXET PEryJiH-
poBarth KierouHblii ypoBeHb H,0, (Ortega-
Galisteo et al., 2012). C apyroii CTOpOHBI, reHepa-
st ONOO MOXeT BBI3BIBATh HUTPOBAHUE PACTH-
TEJBHBIX OCJIKOB U HHUTPO3ATUBHOE MOBPEKICHHE
PACTUTENBHBIX KIIETOK, XOTS SHJIOTEHHOE HHUTPO-
BaHHE MOXET BBITIONHATh M PETYISATOPHYIO (QYHK-
nuto (Barraso et al., 2013).

Mexanusmsl B3aumozeiicteusg AOK u AGA
JIOCTAaTOYHO XOPOIIO U3y4YEHBI IPH (PUTOMATOrCHE-
3€, KOrga B CUCTEMHOH yCTOMYMBOCTH OCHOBHYIO
poiib urpaetr CBY knerku u nponecc ITIKC kak pe-
3ynbTaT OBICTPOTO CHHTE3a O3THUX  MOJEKYIH
(Bolwell, 1999). B Hacrosimiee BpeMsi 10Ka3aHo,
yto coorHomenue B kiaerke NO, O, , H,O, u
ONOO omnpenenser CBY knerku npu AeHCTBUH
OuoTHYecKMX HM  abuoTHuYecKuX  (HaKTOpOB
(Zaninotto et al., 2006; Zhao et al., 2007). Heo0-
XOIMMO OTMETHTh, YTO CBEACHUS O POJIM ITUX MO-
JeKyn 1pu (GOPMHUPOBAHUH U (PYHKIIHOHHUPOBAHUH
BPC nemocTtaTouHBl, OCOOEHHO 3TO KacaeTcs Jo-
KallbHOW M CHUCTEMHOH yCTOHYMBOCTH 0GOOOBOTO
pacTeHuss K puzoOuanbHONW wWHBa3WM (I JIsHBKO,
2016). Takum 00pa3oM, M3 BBIIIE H3JIOKCHHOIO
MOXHO 3aKkmounTh, 9T0 ADK n ADA npu bPC
MOTYT WIpaTh IBOSKYIO POJIb: KaK CHTHaJbHBIC
MOJIEKYJIBI ¥ KaK TOKcH4eckue coeauneHus. OnHa-
KO, U B TOM U B JPYrOM CJIy4dasiX UX pOJib CBSI3aHa C
puzoOuanpHON HMH(]EKIeld, o0pa3oBaHUEM CHM-
OMOTHYECKHX CTPYKTYp M MX (YHKIMOHUPOBAHU-
eMm.

Ha puc. 4 mokazana cymmupyromas poJb
H,0, u NO B mpomnieccax Homyssanuu. PuzoOunans-
Hble NFs B3auMoI€iCTBYIOT C paCTUTEIbHBIMU pe-
nenrtopamu (LysM RLK) u oka3eIBaloT BIMSIHEE
Ha renepauyio O, , H,O,, NO, ONOO™ ¢ yuacrtu-
eM HAJI®H-okcupasel, NO-cuHTa3bl, HUTpaTpe-
IyKTa3el, HATPUTpeAyKTazbl u apyrux. OOpazo-
BaBIIMECS CUTHAILHBIE MOJEKYJbl (POPMUPYIOT
OKHCIIUTENbHO-BOCCTAHOBUTEIBHBIH ~ CHTHAJIMHT
(Redox-based signaling), oka3bIBarOIIUii BIMSHHE
Ha aKTUBHOCTh MOJU(UIMPOBAHHBIX OENKOB U
9KCIIPECCHIO TeHOB. Bce 3Tu mporecchl cBsi3aHbl ¢
¢dopmupoBanneM u ¢yHkuuoHuposanuem bPC:
oOpa3oBaHreM MH(EKIIMOHHBIX HUTEH, pa3BUTHEM
KIyOeHbKOB, auddepeHnraniueii 0aKTepoOUI0B B
KIyOeHbKax, Nj-pukcanueil, HUTpaTHBIM JbIXaHU-
€M B KIyOCHbKax, CTApEHWEM M PachaJioM KIy-
OCHBKOB.
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HeobOxomumo 3aMeTuTh, 4YTO HEOOJNBIIHE
curHanbHbIe MOJIeKynsl — ADK u ADA, He ennH-
CTBEHHBIE COCIMHEHHUS, aKTUBHO yYaCTBYIOIIUE B
BPC. HemanoBaxknasi poJib, Hampumep, mpuHaase-
XKHUT (PUTOrOPMOHAM, KOTOpPble MHUIUUPYIOT MOP-
¢orene3 kiryOeHbKka (AyKCHH W IUTOKUHHWH) U pe-
TYIUPYIOT pU300HaIbHyI0 HH(peKuuio (abcunzoBast
1 j)xacMoHOBas kucnoThl) (IstHpKO, 2015).

3aknwuenue

MHUKpOOpraHu3Mbl — HEOThEMJIEMAsl 4acTh
3eMHOH XHM3HHU. be3 HUX B OOJBIIMHCTBE CITy4yacs
HEBO3MOXXEH DPOCT, Pa3BUTHE XXHUBBIX CYILECTB, B
TOM 4wuciie pacTeHud. YacTto B3auMozeHcCTBHE
MEXIy OpraHM3MaMH MPOHCXOIUT Ha OCHOBE Ma-
pPasUTapHOTO WM MYTAJIUCTUYECKOTO0 CHUMOHO3a.
Ecnu B mepBoM ciydae mosib3y MOJYYaeT TOJIBKO
MHUKPOOPTaHU3M — Tapa3uT, KOTOPBI HaHOCHUT
BpEll PACTEHHIO-XO3fUHY, TO MYTAJIUCTUYECKOEC
B3aUMOJEHCTBUE BBIFOJHO OOOMM CHMOHMOHTaM.
HecomuenHo, kiTyOeHBKOBBIE OaKTepUu 1 00OOBBIS
pacTeHus IPOIUIN JUTHTEIHFHYIO 3BOJIIOLHUIO TPEXK-
Je YeM HX B3aUMOJCHCTBHE CTajl0 INPHUHOCUTH
MOJIb3Y PACTEHUIO-XO35IMHY B BUJE BOCCTAaHOBIJICH-
Horo pus3obOusimu In planta armocdepHoro azora.
[Tpu 3TOM KU3HEEATESILHOCTh PU300Ui B KOpHE-
BBIX KJIyOCHbKaxX OCYILECTBIISIETCS 3a CUET SHEpre-
TUYECKUX MaTepUAIIOB, MOCTABISIEMBIX PACTEHHEM.
Bo3Hukaer Bompoc: modeMy pu300MHM BhIOpaiin
JUIL CBOEH JESTEIbHOCTH (32 PEAKUM HCKIIIOYECHHU-
eM) 0o0oBbie pacteHus? [lo3HaHue 3TO yHHUKAIb-
HOU OHMOJIOTMYECKOH OCOOEHHOCTH B TEPCIIEKTUBE
OpUOSU3UT K CO3JAHHMIO a30T(HHUKCUPYIOLIErO arl-
napata y He 0000BBIX PAacTeHHWH M MO3BOJHT pe-
HIMTH IPOOJIeMy MUTAHUS PACTEHHI YKOJIOTHUYECKH
gucthiM azotoM (Beatly, Good, 2011; IIpoBopos,
BopoOneB, 2012). [loryueHnHble B HacTosIIIee Bpe-
Ms (QyHIAMEHTaJIbHBIE 3HAHUS CO34AI0T OCHOBY
JUTSL petieHnst 5Toi npobieMbl. OHAKO CYIIECTBY-
€T eIlle MHOTO HE BBIICHEHHBIX BOIIPOCOB, TPeOy-
IOLIMX CBOEro paspeuieHus. K HUM MOXHO OTHe-
CTH: YCTOHYMBOCTH 0O0OBOTO pacTeHHsl K NHBa3UH
pHU300Mii 1 y4acTHEe BPOXKICHHBIX UMMYHHBIX CHU-
CTeM pacTeHHs B Hpoueccax HH)UIUPOBAHUS H
¢ynkunonupoBanusi Np-puKcupyrolero ammnapara
B KiyOeHbpKax; poib pu3oOHanbHeIX  Nod-
(akTOpOB B MOJABICHUM 3ALIUTHBIX CHUCTEM pac-
TeHus-xo3s1uHa. Heobxoaumo 3amMeTuTh, uto (hop-
MHPOBaHUE CHCTEMHOW (TIPHOOPETEHHOW) YCTOM-
YMBOCTH Y PacTEHHH MPOUCXOIUT € ydacTHem ¢u-
TOTOPMOHOB, (hU3NOTIOTHYECKHN 3PPEKT KOTOPHIX
peanu3yeTcs ¢ y4acTHeM CHTHAIBHBIX TOCPEIHU-
koB (KomymaeB um gap., 2016). CurnanpHble TIO-
CPEOHUKH M (UTOTOPMOHBI HECOMHEHHO WIPAIOT
BaXHEHITYI0 postb 1 1ipu bPC, oka3biBas BIHSIHIE
Ha mporecchl HHpeEKInU, MopdoreHes KiyoeHbKa
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u ero (QynkiuonupoBanue. OMHAKO yCTaHOBIICH-
HbIE B HAcTOsMIee BpeMs (aKThl HOCAT YacTo de-
HOMEHOJIOTMYECKUN XapakTep W HE PaCKPHIBAIOT
MEXaHU3MBl U TOCJICJOBAaTSIIBHOCTh Tepeaadn
CUTHAJIOB B T€HOM. DTO JIaleKO HE MOJHOCTHIO BbI-
SICHEHHBIE acTieKThl pyHKInoHnpoBarus bPC.

Henmocrarouno mcciemoBaHBl TakkKe BpPOXK-
JCHHblE UMMYHHbIE CUCTEMBI O0OOBOIO pacTeHus,
ydacThe KOTOPBIX B 0000BO-pH300HaIbHOM CHM-
6uose koHcratupyercs (Gourion et al., 2015). He
SICEH BOIPOC O BIMSHUM MHOUIMPOBAHHOTO PH30-
OousMu 000OBOTO pacTeHMs] Ha MHBAa3HIO B pacTe-
HHUE JPYTUX MUKPOOPTaHU3MOB, B TOM YHCIIE Mapa-
3UTapHBIX. MlHade roBops, obnerdaeT U pu300HU-
anpHass MHQEKINS 3apaKeHUe PACTEeHHs JPYTUMHA
mukpoopranm3mamu? (Gourion et al., 2015). B
CBSI3H C OTHM MPEACTABISIOT MHTEPEC TaHHBIE O
KOPHEBOM KIYOCHbKE Kak MHUKpPOOHMOME, B KOTO-
pOM KpoMme pu300Hi (QPYHKIMOHHPYIOT W JpyTHE
OaktepuH, HU3NOIOTHYECKAs! POJIb KOTOPHIX B CO-
JKUTENBCTBE C pr300msiMu 1oka He sicHa (KyszHuero-
Ba u np., 2015; Martinez-Hidalgo, Hirsch, 2017).
N3y4yeHue 3TUX BONIPOCOB KpalHE Ba)KHO VIS IO-
HUMAaHHs yCTOMIUBOCTHA 00O0OBOTO PacTEeHUs K pH-
300ManbHON WHGEKINU, & TaKKe PO CUTHAH-
HBIX cucTeM B ycraHosieHuu bPC.
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RHIZOBIUM-LEGUME SYMBIOSIS: SOME MODERN KNOWLEDGE

A. K. Glyan’ko, A. A. Ischenko, N. V. Filinova

Siberian Institute of Plant Physiology and Biochemistry
of Siberian Branch of the Russian Academy of Sciences
(Irkutsk, Russia)

E-mail: akglyanko@sifibr.irk.ru

Literature data on the role of Rhizobium-legume symbiosis (RLS) and a brief history of fundamental
study of this unique biological phenomenon have been summarized. The features of root nodules
formation of determinant and indeterminate types have been described. The physiological role of
rhizobial Nod-factor in suppressing protective system of legume plant and the role of plant immune
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systems (MTI and ETI) in rhizobial infection and formation of RLS are covered. Signal systems of
legume plant (Ca2+, NO synthase, NADPH oxidase) and their components (ROS, NO) and other
signal molecules involved and interacting in determining of RLS are described. The necessity of
studying local and systemic resistance of legume plant for rhizobial infection is emphasized.

Key words: Rhizobiaceae, legume plants (Fabaceae), Rhizobium-legume symbiosis, root nodules,
Nod-factor, plant immune systems (MTI, ETI), Ca**, H,0,, NO, salicylic acid, local and
systemic resistance
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VY3aranpHEHO JaHi JTepaTypHu Mpo poik 0000Bo-pm3o6iansHOr0 cnM6io3y (BPC) i HaBeneHO KOpo-
TKy icTOpit0 (yHIaMEHTATBFHOIO BHBYEHHS LBOTO YHIKaJNBFHOTO OiosorigHoro seumia. OmmcaHO
OCOOIMBOCTI YyTBOPEHH KOPEHEBUX OYIp00UOK AETEPMiHAHTHOTO 1 HeIeTepMiHAHTHOTO THIIIB. Bu-
CBITITFOETHCS (i3ionoriaHa posb pu3odiamsHoro Nod-dakTopa B MpUrHiUYeHHI 3aXHUCHOT CHCTeMH 00-
00BOi pocnuHU 1 poib iMyHHUX cucteM pociuau (MTI ta ETI) B puso6ianbhiit indekuii Ta hopmy-
Banni BPC. OmucyioThcs cHrHambHi cucTeMn 6oGoBoi pocmunn (Ca?*, NO-cunrasna, HAJI®OH-
OKCH/a3Ha) Ta X KOMINOHEHTH (aKTHBHI ()OPMHU KHCHIO 1 a30Ty) W iHII CHTHANbHI MOJICKYJIH, IO
OepyTh ydacTh 1 B3a€EMOiIOTH Mpu BcraHoBJIeHHI BPC. IligkpecitoeThcsi HEOOXIHICTh BUBUCHHS
JIOKAJILHOI 1 CUCTEMHOT CTiKOCTI 0000BOT pOCIMHM 110 pru300ianbHOT iHpEKii.

KarouoBi caoBa: poouna Rhizobiaceae, 60606i pocaunu (Fabaceae), 0000680-puzobianvruii

cumbios, rxopenesi Oynvbouku, Nod-gpaxmop, imynni cucmemu pocaunu (MTI,
2+ . ; S
ETI), Ca”, H,0O,, NO, Caniyunosa kucioma, 10KaibHa i CUCHEMHA CMIUKICIb
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