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OO00O0IICHBI JTUTEPaTypHBIE M COOCTBEHHBIC NaHHBIC 00 YYaCTHH M B3aUMOCBS3M KOMIIOHCHTOB
kanbimeBoit, HAJI®H-okcunaznoit 1 NO-cHHTa3HO! CHTHANBHBIX CUCTEM Ha NMPEUH(DEKIIMOHHOHN H
MH(MEKIMOHHOW CTaJusIX CTaHOBJICHHUS 0000BO-pm30oOHMampHOrO cuMOMo3a. JleraabHO paccMOTpeHa
¢usnonornueckas posb ADK, kampnmsa, HAJI®H-okcnaaszel 1 OKcHa a30Ta U UX TEPEKPECTHOE
BIISIHAE Ha IIPOIECCH, Omperessaiomue (HopMUPOBaHHE CHMOMOTHYECKHX CTPYKTYp Ha KOPHSIX

pacTCHHUA-X035IMHA.

K 1104eBbIe C10Ba: 606060-puz06uaibHblii cumbuos, akmusnsle gopmol kuciopoda, kamsyui (Ca*"),
HAJ[®H-okcudasza, oxcud azoma (NO)

Bbo6oBo-pu300MaNbHEINE  CHMOMO3  TIpe-
CTaBIsIET COOOM MYyTYaJUCTHYECKOE B3aMMOJICH-
CTBUE CHCTEMATHYECKH YAANEHHBIX APYT OT Apyra
opranu3MoB: 0o00oBbIX pactenuii (Fabaceae)
(MaKpocMMOUOHT) M KIYOCHBKOBBIX OaKTepHid
(Rhizobium — (pu3obun) — mukpocumbuonT). Ha
BCEX JTalax CTAaHOBJICHHS M Pa3BUTHs JTaHHOTO
cuMOMo3a OT NMPeHH(DEKIIMOHHON CTaJuU U JIO Jie-
rpajganuu KiIyOCHbKa MPOUCXOIUT OOMEH CHUTHA-
JaMH  MEXIYy CHUMOMOTHYECKMMH IapTHEPAMH.
Cpenu CUTHaJIBHBIX CHUCTEM, IPUHUMAIOIINX yda-
cTHEe B (POPMHUpPOBAHMHM CHMOHMO3a, Ba)kHas POIIb
npuHaIexkuT KambinueBor, HAJIOH-okcumazHoit
n NO-cuHTa3HOW CHTHANBHBIM cucTeMaM (Bacu-
JbeBa U Ip., 2011).

Oomen cuznanamu (cucnanunz) Ha npe-
UHpeKYUoHnoI cmaouu cumonosa

Heobxomumoli mpeanocsutkoil st nHpeEK-
IIUU ¥ KIyOeHbKOOOpa3oBaHus (HOAYISIIKK) 6000-
BBIX PACTCHUH SIBIISETCS MPUKPEIUICHUE PHU300HIA K
KOHYHKY (BEpXYIIKE) pacTylel KIeTKH KOPHEBO-
T0 BOJIOCKA. Y aJcopOMpOBaHHBIX Ha TIOBEPXHOCTH

Aopec ona koppecnonoenyuu: I'nsapko Anarommit Koncran-
tuHOBNY, DenepanbHOe roCyAapCTBEHHOE OIOJDKETHOE ydpe-
xkenne Haykn CHOMpCKuil HHCTUTYT (QU3HOJIOTHN U OHOXH-
muu pacteHnid Cubupckoro otaenenus Poccuiickoit akame-
muu  Hayk, a/s 317, MUpkyrck, 664033, Poccus;
e-mail: akglyanko@sifibr.irk.ru

KOpHSI OakTepHil MOJA BIUSHHUEM clelupuIeckux
JUTsL pU300UH pacTUTENBHBIX (PIaBOHOUAOB, BBIAEC-
JTSIEMBIX KOPHAMH B pusochepy, HHHUIUUPYETCS
9KCIIpeccust OaKTepuabHbIX NOO-TeHOB, KOHEY-
HBIMH TPOJIYKTaMH KOTOPBIX SIBIAIOTCS CUTHAJIb-
HBIE MOJIEKYJBl — JIMIOXUTOOJIHIOCAXaAPHIbI, IO-
JydYuBIIMEe  Ha3BaHWe  pu3oOmanbHbix  NOd-
¢akropoB (NF). DT curHamsl BOCHPUHHMAIOTCS
SMHUJICPMAIBHBIMU KJIETKAMU pacTEeHHs, Ha IUIa3-
MaJleMMe KOTOPBIX, KaK MPeIIoaratoT, JOKaIn30-
Bauel perenrropel Nod-akropa(oB) — perenrop-
nomobusie kuHasbl (receptor-like kinases, RLK).
Opna u3 Hux — 6enok LysM RLK, conepxut BHe-
KJIETOYHBIE TU3WHOBBIE MOTHBHI (LYSM), npyras —
leucine rich repeat (LRR RLK), GoraTa sefiruHo-
BeiMH TIOBTOpamu (Ferguson et al., 2010). Tak, y
Lotus japonicum takumu perienitopamu trna LysM
spisitorcst mporennkuHasel NFPS u NFP1, y ropo-
xa — SYM10/SYM2, y moniepust — LYK3/LYKA4
(Oldroyd, Downie, 2008). ITpumepamu LRR RLK
6enkoB y Lotus japonicum seistroress SYMRK, y
mronepust DMI2 (Popp, Ott, 2011).

Hanwmuue nByx (wnm Oosee?) penenTopoB B
SMUIEPMAITBHBIX KIIETKAaX OOBSICHACTCS MX Pa3HOU
POTIbIO B MHHIIMAIIMN BKJIIOYEHUS] CUTHANBHBIX ITy-
Tel, BEAYIUX K WHPUIUPOBAHUIO PACTEHUS PHU30-
OmsiMu W 00Opa3oBaHHWI0O KOPHEBBIX KIyOESHBKOB
(Limpens et al., 2003; 2006; Madsen et al., 2003;



SH3HOAOT'HIECKAS POAb KAABLIHEBOMH

Radutoiu et al., 2003; Arrighi et al., 2006). TIpen-
nostaraiot, uto LRR RLK ywactByer B mepBoHa-
YaJIbHOW WHUIIHAIIMN TyTeH OaKTepuabHOU WHBA-
3uM (CKpy4YMBaHHE KOPHEBBIX BOJOCKOB, 00pa3o-
BaHHE MH(EKIMOHHEIX HuUTeH), a LysM RLK wmo-
JKET WIPaTh KIIOYEBYIO POJb B JaJIbHEHIIEM pas-
BUTUHM CUTHAIBLHOTO KacKaja, BEAYIIETO K OpraHo-
reHe3y KIyOCHBKOB B KIIETKaX KOPBI M TIEPUITUKIIA.
Ho B T0 e Bpems aktuBanusa LysSM RLK sBnser-
Cs HEOOXOJMMBIM YCIIOBHEM [UIsl (DYHKIIHOHHUPO-
Bauusg LRR RLK (Ferguson et al., 2010).

Monexynsapusiii ckener NF mpencrasnser
xutoonurocaxapun  (N-amerwn-D-riroko3amuH),
KOTOPBIN SIBJISETCS JIIUCUTOPOM Y TPUOHBIX MMaTO-
ICHOB ¥ MHUIIMUPYET 3alIUTHBIC PEAKI[UH Y pacTe-
Hui. boOOBBIE pacTeHHs] OTIUYAOT OaKTepHATh-
HbIC JIMTIOXMTOOJUIOCaXapuasl OT XHTOOJHUIOCa-
XapuJI0B, O-BUAUMOMY, 3@ CUET TOTO, YTO OCHOB-
HO# ckener NF mmeer Momudukanum, pa3indaro-
mIyecst y pa3HbIX BHUIOB PU300Mil TIIaBHBEIM 00pa-
30M UIMHOM U CTEIEHBIO HACKHIIIEHHOCTA OOKOBBIX
OCTaTKOB XHpHbIX Kucior (Gough, Cullimore,
2011). IlosToMy cumTaroT, uTo OokoBEIe et NF
cneuugudecku pearupyotr ¢ RLK 6000BbIx pac-
TEHUH U 3TOT MOJIEKYJISIPHBIA KOMIUIEKC JIBYX Op-
TaHU3MOB OCYIIECTBIISIET TPAHCIYKIIUIO CUTHANA,
OJIOKHMPYIOLIETO BKJIIOYCHUE 3alIUTHBIX PEaKuii
000OBBIX pacCTCHHI, W HAMPaBJISAIOIIETO METado-
JU3M OPTaHW3MOB Ha MYTYaJIHCTHYECKOE COXKH-
tenbctBO (Gough, Cullimore, 2011). Takum o6pa-
30M, mporecc y3HaBanus moyiekyil NF u RLK siB-
JIIeTCSl HEOOXOAMMBIM yCIIOBHEM JUJIS 3aITycKa Te-
HETHYECKHX TpOrpamMM HH(PEKIUH W HOMYISIHA
KOpHeil 6000BBIX pacTEHHH.

BzaumopneiictBue NF u RLK BbI3BIBaer Tta-
KHE MPEHH(EKITMOHHBIC OTBETHI PACTCHHSI-X031HA
KaK TepecTpoiika IMTOCKENeTa, 3alle/laduMBaHuC
LUTOIIa3MBbl, Ha0yXaHWe W CKPyYHBaHNE KOHIMKA
KOPHEBOT'O BOJIOCKA, (pOpMUpOBaHUE B HAPYKHBIX
KOPTHKAJILHBIX KJIETKaX (KOPTEKCEe) paguaibHO
HaIpaBJICHHBIX ITATOIUIA3MATHYECKHUX MOCTHKOB,
Ha3BIBACMBIX MTPEHH(PEKIIMOHHBIMU HUTAMH. Jlamee
Ha Je(OpMUPOBAHHOM KOPHEBOM BOJIOCKE 00pa3y-
eTcsi OaKTepHaNbHAsT MHKPOKOJIOHHS, OCYIIECTB-
JIIONIAas JIOKAJIbHBIA THIPOIN3 KIETOYHON CTEHKHU
KOPHEBOT'O BOJIOCKA, YTO JAaéT BO3MOXKHOCTh PU30-
OusM MHPULIMPOBATH KJIETKU KOpHS 6000BOr0 pac-
TEHUS.

ObOMmeH cuzHanamu Ha cMaouu puzoouasb-
HOUl ungexyuu

Ilocne nokanbHOrO THAPOJIM3A KIETOUYHOU
CTEeHKHM KOPHEBOTO BOJIOCKA MOCIEIHHAN IpeKpa-
[IaeT HAPYKHBIA POCT U HAYMHAET PACTH BHYTPb,
obpasyss TpyOuaTyr0 WHBaruHAIUIO KJIECTOYHOM
CTEHKH M MeMOpaHbl — HHPEKINOHHYIO HUTH (iN-
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fection thread) (IT), B koTopoii(bix) OakTepun pas-
MHOXAIOTCS ¥ MEPEMEILAIOTCS K KIIETKaM KOpPTEK-
ca. @opmupoBanue |T ckoopaMHHPOBAHO C MOp-
(doreHe3oM KiyOeHbKa B TPOTUBOJICKAIIUX KOP-
THKaJbHBIX KieTKaX. Yuactue NF-curnammura B
9THX COOBITHAX J0Ka3aHO B ONBITaX C MYTaHTHBI-
mu opranm3mamu (Gough, Cullimore, 2011). beun
OXapaKTepU30BaHbl ONpE/ICIEHHBIE TEHBI, BOBIIC-
yéHHple B NF-CHTHaIMHT M TpPaHCKPUIIIMOHHEIE
tdakroper (mampumep, Oemku NIN, RPG, ERN,
CYCLOPS, CERBERUS), Heobxomumbie i UH-
ek u GopMHUpOBaHHS MPUMOPAUS (3a4aTKa)
KIyOeHbKa, a TaKKe HICHTU(QHIMPOBAHBI TEHBI,
KOTOpbIe UTPaloT MPSMYIO POJIb B HH(HUIMPOBA-
HUU, AKTHHOBOM IIEPECTPOMKE, CUHTE3€ PAaHHUX
oenkoB-HOAyIMHOB (ENODS), cexperiu u Ipyrux
cobriTusx (Ferguson et al., 2010). Jfokazano, 410 B
WHHLMAINN JAEJICHNS] KOPTUKAIBHBIX KJIETOK KOPHSI
1 00pa3oBaHMs MPUMOPAHS KITyOeHbKa MPUHIMAET
y4JacTHe MUTOKHHUH, PELEeNTOp KOTOPOTo — TUCTH-
muakuHaza  (MtCRE1/LjHK1)  axtumpyetcs
Kanpiuii-kaneMoaynuaknHazoi (CCaMK) (Fergu-
son et al., 2010). Kpome TOrO, CBSI3BIBAHHE LIUTO-
KMHUHA C PELENTOPOM YCHIIMBAET CHHTE3 PAHHETO
cuMmbuoTtnueckoro ©Oenka EnNod40, wurparomiero
BOXHYIO POJIb B 00pa30BaHWM HPUMOPAMS KIIy-
Oenbka (Batut et al., 2011).

HNndunupoBanue pu3oOHUIMH MOXKET POUC-
XOAWTH U JPYTUM IMyTeM — Yepe3 TPELIMHbI Ha T0-
BEPXHOCTH KOPHEBBIX KJIETOK. B aTOM ciydae yua-
crue Nod-curHanbHOW cucTeMbl (KaKk B Cily4ae
WHQEKINH Yepe3 KOPHEBOH BOJIOCOK) MOXKET OBITH
orpanuueHo. OpHako poss pu3odmii 1 ux NF B
ATOM CIIydae MOXKET OBITh CBSI3aHA C MOAM(HUKAITN-
el TOPMOHAJILHOTO OTBETAa PacTeHUs MpH 00pazo-
BaHUM MEPHUCTEMBbI KIyOeHbKa M peryJsiuel u3-
MEHEHUH B TE€HHOM ammapare pacTeHHUsI-XO03iuHa
(Oldroyd, Downie, 2008).

[Ipu mpoxokIeHN N TarnoB HHOUITUPOBAHUS
Y pa3BUTHS KITyOeHbKa, TaKKe KaKk W Ha TPEHH-
(beKIIMOHHOW CTaaAWM, MOTYT HHIYIIUPOBATHCS
OnpefeNnEHHbIE  3alllUTHBIE OTBETHl  PACTCHUS
(Vasse et al., 1993; Gamas et al., 1998). ITokazano,
4T0 y JroniepHsl MEHOTHE IT mpeprIBatoT poct naxe
P COBMECTUMBIX CHMOMOTHUYECKHX B3aUMOOT-
HOILIGHUSX BCJICICTBUE Pa3BUTHS CBEPXUYYBCTBH-
TENBLHOM peakIuu B KiieTkax Kopsl kopHs (Vasse et
al., 1993). V ropoxa 3amiutHbIii OTBET O0Jice BbI-
pPaXEH NpPH HECOBMECTUMOM B3aMMOJCHCTBUH C
MHUKPOCHUMOHOHTOM, YTO, IIO-BUAMMOMY, CBS3aHO C
OTPaHHYEHHEM PACIIPOCTPAaHEHUS PU300HATHHON
urdexun (Perotto et al., 1994). Cnenyer orme-
TUTh, YTO PU300UaIbHAS UH(EKIUS TAK)KE BBI3bI-
BaeT CHCTEMHYIO Iepe/iady CHUTHAIOB Ha JUIMHHBIC
TUCTAHIINN, YTO CBS3aHO, OYEBHIHO, C (OPMHPO-
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BaHUEM CHUCTEMHON yCTOWYMBOCTH. Takoi addekt
mokaszad B pabore Bacumbweoit (2004) mo yBemnu-
yenuro copepxkanus O,  u H,O, B snukoTmisx
MPOPOCTKOB TOpPOXa B OTBET HA MHOKYJIALUIO PHU-
300usamu. BoHOBas mpupona GyHKITMOHHPOBAHI
A®K (H;0,) B pacTuTEnBHBIX KJIETKaX JOKa3aHa B
paborax Miller et al. (2009) u Mittler et al. (2011),
IJIe TIOKa3aHO Ha TeHETUYESCKOM YPOBHE HAJIU4YUE B
KireTkax apabummoricuca A®DK-BOiH, BEITIONHSIO-
mux (QYHKIIUIO CHCTEMHOTO CHUTHAja Ha JJWHHBIC
JIUCTAHIIUU — OT OJTHOW KJIETKH K JAPYTrO U OT Of-
HOTO OpraHa K JIpyromy, CBS3aHHOIO ¢ (Gopmupo-
BAHMEM CUCTEMHOW YCTOMUHMBOCTH K JEHCTBUIO
cTpeccopa. ['maBHyrO poib B 3THX MpoIlieccax Wur-
paetr HAJI®H-okcunaza (RbohD-oxidase) — rene-
patop ADK, akTHBHOCT KOTOPOii cBsi3ana ¢ Ca’*-
curnanom u  Ca’’-peryampyeMbiMH  KHHA3aMH
(Steinhorst, Kudle, 2013). Mcxoas u3 3Toro, Mox-
HO, BEpPOSTHO, TOBOPUTH O pu300HMaTbHOW WH(DEK-
UM KaKk O BHemHeM (haKkTope, BBI3BIBAIOIINM
(hopMHpOBaHUE CHCTEMHOW yCTOMYNBOCTH MPOTUB
HE)KeNaTeNbHBIX JJIS PACTeHHS BHEUIHUX BO3ZCH-
CTBUM.

Ponbv Kanvyueeoil cuzHAnbHOU CUCHEMDBL
Ha paHHUX CMAOUAX cumouosa

BonbimHCcTBO 6000BBIX PACTEHUH SBIISIOTCS
KaJgbpuuepuIaMu Hapsiay C TaKUMH DPacTCHUSIMH
KaK rpednxa, MoJICOTHEYHUK, KapTodeb, Kamycra,
KOHOIUISA. DTO HE CIIydailHO, TaK Kak B HacToOsIIee
Bpemsi Ca”" paccMaTpuBaeTCs Kak yHHBEPCATbHbIH
PETYISATOP KICTOYHBIX (PYHKUUI U U3MEHEHHE €ro
YPOBHS B KJIETKE CIIy’)KUT TPUITEPOM JUIsI MHOTHX
¢usnonornyeckux OTBETOB. VIOHBI KaslbIMs HpH-
HUMAKT Y4acTHE B PETYJALUU BSI3KOCTH IIPOTO-
I1a3Mbl, COCTOSHUS LIMTOCKEJIETa, ITPOOKCHIAHT-
HO-aHTHOKCHJIATHOTO  PAaBHOBECHS, OKa3bIBAIOT
BIIMSIHUE HA CTPYKTYpY MeMOpaH, HOHHBIE MTOTOKH
v GuodnekTpuueckue spieHus. Ca’’ Biuser Ha
IPOHUILIAEMOCTh MEMOpaH, IBMXEHUE LUTOIUIA3-
MBI, aKTUBHOCTH (DEPMEHTOB, CEKpPEIHIO, JeICHHUEe
KIIETOK U UIPaeT BEAYLIYyKD POIb B PETYISALUU
JKA3HEHHO BaXXKHBIX IIPOLIECCOB, CBA3aHHBIX C Pas-
BUTHEM U AudepeHnranielil KIeToK, TPaHCAyK-
Mel TOPMOHAJIBHBIX CUTHAJIOB, TPOMM3MaMH, 3a-
NPOrpaMMHUPOBAHHONW THOENbIO KJIETOK U YCTOM-
YUBOCTBIO PACTEHUI K CTPECCOBBIM BO3IECUCTBUIM
(Bolwer, Fluhr, 2000; Koxymaes, 2007; Mensenes,
2010).

Metabonuyeckas (QYHKUUS KaJbLUs Kak
BTOPHUYHOTO MECCEH/Xepa MPH MPOBEACHUH JK30-
TeHHBIX W DHJOTCHHBIX CHTHAJIOB ObuTa chopmy-
nupoBaHa B Haudaje 80-X TOZ0B MPOLUIOTO CTOJe-
s (Rasmussen,1981) u ero kiroueBasi poiib Kak
YHUBEPCAIBHOTO TPUITEPA KIETOYHBIX peaKIni
PacTUTENBHBIX M KUBOTHBIX OPraHM3MOB B HACTO-
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sIee BpeMs He BbI3bIBaeT comHeHwmid (Kaur, Gupta,
2005; Mensenes, 2005, 2010; Komynaes, 2007).
JlokazaHo, YTO ITUTO30JIbHBINA KaJbITUN SIBIISIETCS
COCTaBHOM YacThIO OOIIEH CHTHAILHOW CHCTEMBI U
3(()EKTUBHBIM PEryJISATOPOM IPOIECCOB OOMEHa
BEILECTB y PACTECHUM.

[Mpu 6060Bo-pu3oOHansHOM cuMOmo3ze NF
BBI3BIBACT OBICTPHIN (cycTsi 1 MUH TOcCIie BO3zeH-
ctBusi NF) TpaHCTIOpT HOHOB KaNbIusl B IIUTO30Jh
4yepes IMIa3MaTHYecKyo MemOpany (Shaw, Long,
2003a). B pe3ynbTaTe NpOUCXOAUT ACTIONIAPU3AIUS
TUIa3MajieMMbl ¥ OTTOK MOHOB XJIOpa U KaJls W3
[UTOIIa3MBl KIIETOK KOPHEBBIX BosockoB (Car-
denas et al., 2000). Takum 0Opa3om, KajablUeBas
CUTHAJIbHASI CUCTEMa y4YacTBYET B PEUENIUU CHM-
OMOTHYECKHMX CUTHAJIOB Ha CaMBIX PAHHUX CTAIHAX
B3aUMOJIEHCTBUS CHUMOMOHTOB. CIielyeT OTMETHTH,
YTO MOBBIIICHHE KOHIEHTpamuy HoHos Ca’* B 1u-
TOIUIa3ME — OJHAa W3 CaMbIX pPaHHUX pPeaKIui
KJIETKH M Ha pa3jinyHble a0MOTUYECKUEC U OUOTH-
yeckre crpeccopbl. OUYeBUIHO, YTO pacTeHHe-
XO35IMH TIEPBOHAYAIBHO pearupyer Ha pu300uu
KaK Ha CTpeccop, HO 3aTeM B Ipolecce «y3HaBa-
HUS) CHUMAET 3al[UTHBIN MEXaHHU3M.

Wantmanyst QyHKIIMOHUPOBAHUS KajbIlHe-
BOM CHTHAJBbHOM CHCTEMBI ITIOJI BIMSHHEM IIUTO-
mwiasmatuueckoro Ca®’ Hocut KpaTKOBPEMEHHBIN
xapaktep: OBICTPHIi Ca®*-[0TOK MMeeT MecTo B
mpejenax TOJbKO 5 MHUH IOCHe 00pabOTKH O4YH-
menusiM NF (10 M) (Shaw, Long, 2003a). 3atem
Ca®*-norok OBICTPO CMCHSIETCS CHU)KCHHUEM €ro
COJIEpKaHUs, UTO SIBIBICTCS, MTO-BUIAMMOMY, HEOO-
XOIUMBIM yCIIOBHEM I  (HYHKIIMOHHUPOBAHWMS
3TOI CUTHAJILHON CHCTEMEI.

[NoBbIlIeHNE KOHIIEHTPAIMHN KalbIUsl B IIH-
TOIJIa3ME CMEHSIETCS KOJeOaHUSIMH B €r0 YPOBHE,
YTO TPOSIBIsiETCS B Buae cmaiikos (calcium
spiking): oaMHOYHBIX KOJICOAHHH YPOBHS HOHOB
KaJbIUs, OCHMUISAIMN (TOBTOPSIOIINXCS CIAiKOB
B BHJC PUTMHUCCKUX HM3MEHCHHMU KOHIICHTPAIIUH
KaJIBIHMSI B IIUTOIIA3ME M OpraHEeIUIaXx) U pacipo-
cTpansronmxcs mo kirerke Ca’'-somm. B mociesn-
Hee BpeMsl 9TO SIBJICHUE B JIUTepaType 0003HaYaeT-
et tepmuHom  «Ca’’-curmarypa»  (calcium
signatures), KOTOPBIH XapakTepu3yeT (MIyKTyallku
B KOHIICHTPAI[MM BHYTPHUKICTOYHOTO KAJBIHS IO
TaKUM MapaMeTpaM Kak: aMIUIUTYJa, 9acToTa, KO-
naudectBo mynbcoB (Whalley, Knight, 2013). Otu
HPOLIECCH OCYLIECTBISIOTCS 32 CUET MEMOPaHHOTO
TPAHCIOPTa, aKTUBAIIMHA BTOPUYHBIX MOCPEIHUKOB
(Ca*-cBs3biBaromux  Genkos, Hampumep Ca’'-
AT®a3p1, kuHA3, OEITKOB-CCHCOPOB) W IPYTHUX
nporieccoB (Menseaes, 2010). OcoOyro poss B
9TOM BBITIOJHSIOT KaJIbMOJYJIMH W TPOTECHHKHHA-
3p1, 3aBucHMble oT Ca’’ i ocymecTBIsromme (hoc-
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¢dopunupoBanre OenkoB — (aKTOPOB PEryJsLUH
tpauckpumiuu (Tapaesckuit, 2002).

OCUWUTAIMK B KOHLIEHTPAIIMU TUTO30IBHO-
ro Ca?" HaGIIOKAIOTCS CIIYCTS MUHYTHI TIOCIE HH-
nykiun notoka Ca®* (mpubmusurensHo uepes 10-
15 mun mocne Bosneiicteust NF) (Ehrhard et al.,
1996). Cnegyetr OTMETHTD, YTO IJI MHAYKIIMH I10-
toka Ca’* B mprommasmy u Ca?'-craiikoB Tpeby-
10TCs pa3Hble KoHueHTpauun NF: B miepBoM cityuae
Ha 2-3 mopsaka Belmie, YeM BO BTopoM (Shaw,
Long, 2003a). 310 MOXKET CBHUICTEILCTBOBATH O
pasHoii uyBcTBHTeNbHOCTH NF K pacturensHbM
peuenTopaM, OTBETCTBEHHBIM 3a BKJIIOUYEHHE IPO-
[ECCOB, MOJYJIMPYIOIINX CHTHAJbHBIE (YHKIUH
KaJbIIUs.

Craiiku TpOUCXONAT C Y4YacTHeM OeIKOB
nonHbIx kaHanoB (CASTOR, POLLUX) u nykie-
onopunos (NUP85, NUP133), a axrupauus Ca®'-
kanpMoayauH3aBucuMon kuHasel (CCaMK) unu-
UUPYETCS PUTMHYCCKIMU H3MEHEHHUSIMHU KOHIICH-
tpauun Ca®’ B IUTOMIa3Me U opraHemiax. MyTa-
uust mo Ca’'-cralikaM HMHTHOMPYET OpraHoreHes
KIyOeHbKOB y L. japonicus, KOTOpbI CHHUMAaEeTCs
Npe/BAPUTEIIPHO  aKTHBHUPOBAHHOW  QopMoit
CCaMK (Hayashi et al., 2010). TTono6usIe ¢uryk-
Tyauuy B KoHIeHTpaun Ca’’ BbI3BIBAIOT (C yda-
ctuem aktuBupoBaHHoi CCaMK) docdopunmpo-
BaHHC OCNKOB — TPAHCKPHUIIIMOHHBIX (HaKTOPOB,
nanpHehnryro Tpancaykimio NF-curnana, Bemxyme-
T'0 K DKCIPECCUN CUMOMOTHIECKUX TEHOB B SI/IpE.

Opnako B3ammojeiicteue Nod-paktopa €
pacTUTENBHBIM PELENTOPOM Ha MOBEPXHOCTH SIH-
JepMaJIbHBIX KJIETOK KOPHEBOTO BOJIOCKA MpOHMC-
XOJIMT 10 MEHbIIeH Mepe IO JBYM CHTHAIBHBIM
MyTSAM: B OJMH M3 HUX BoBiedeHs Ca’'-craiikn,
YTO BEAET K AKCHPECCHU T'€HOB, CHHTE3y OENKOB-
HOJYJIMHOB M MOp¢oreHesy kinybeHska. B apyrom,
CBsI3aHHOM c Jjedopmaiyeii KOpHEBOro BOJIOCKA,
Ca®*-craiiku He yuactByior (Miwa et al., 2006). B
nepBoM curHanbHoM myTu (NSP 1/2), Benymem k
CUHTE3y OENKOB-HOJYJIMHOB B SIHJIEPMHUCE U Jie-
JIEHUI0 KOPTHKAIBHBIX KIETOK, ydacTBYyIOT NF,
LysM-RLK, Ca**-cmaiiku, CCaMK, NIN (rpan-
CKPHITIIUOHHBIN (DaKTOp), MUTOKUHHUH, TUCTHIHMH-
kuHaza (MtCRE1/LjHK1). Bropo#i myTh MHHIIUH-
pyercs NF u LRR-RLK (Oldroyd, Downie, 2008).
B pabdore Miwa et al. (2006) ¢ npumeHeHUEM MYy-
TaHTOB TPOBEJICH TEHETUYECKUN aHAU3 CUTHAIIb-
HBIX cuMmOunoTnyeckux myredr (NSP1/2) y L.
japonicus u mpoaHaTM3HUPOBAHBI TeHBI, YYACTBYIO-
mpe B nEpmpanur Ca’*-moTtoka B LUTOMIA3MY H
BosuukHOBeHMH Ca’’- craiikos. ITokazano, d4TO
tonpko aBa reHa (Nfr/ u Nfr5) mox Bo3neiicTBuem
NF “HAIIMUPYIOT TOTOK KaJbIldsA B ITUTOILIA3MY,
nehopMaIii0 KOPHEBOTO BOJOCKA M HH(MEKIIHIO.
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Okcmpeccust npyrux msata reHos (SymRK, Castor,
Pollux, Nurl33, Sym24) Beaer K BO3HHKHOBEHHIO
KaJIBI[MEBBIX OCHUUISAIMNA, aKTUBUPOBAHUIO Kallb-
[MI-KaJIbMOY/IMH3aBUCUMOH  KWHA3bl, CHUHTE3Y
NIN-Genka 1 Mopdorenesy kiryOeHbKa.

Xota (hyHKUMH KalbLUs M aKTUBHBIX (popm
kuciopoga (ADPK) B pacturensHOM OpraHu3zMe
M3YYEHBl JTOCTaTOYHO XOpPOIIO, OCTAETCS MHOTO
HESICHOTO OTHOCUTENIBHO B3aMMOJEHCTBUS ITOH
CUTHAJILHOW MOJIEKYJIBI C JPYTUMH CHTHAJbHBIMH
nocpeaHukamu, Hampumep, ADK u axTUBHBIMHU
¢opmamu azora — ADPA, Ha HavaNbHBIX STanax
6060Bo-puzobuansHoro cumbuosa (I'maubko, Ba-
cuibeBa, 2010; Konymaes, Kapmerr, 2010).

Ponv akmuenvix gpopm kucnopooa

JlurepaTypHble U Halld COOCTBEHHBIC NaH-
HBIE CBHUJIETENLCTBYIOT O TOM, YTO KpOME HOHOB
KaJbllisl CUTHAIBHYIO POJb Ha PaHHUX dTamax
cumbuoza moryT urpatb A®K, Takue kak cyre-
pokcuHbli anuoH-pagukan (O,"), mepoKcHuI BO-
mopoxa (H,O,) u mp. (Shaw, Long, 2003a; Pauly et
al., 2006; BacunbeBa u ap., 2011). Ca*" xax BTO-
PUYHBIN MecceHIKep cBs3aH B pacTeHHsIX ¢ ADK
B CHTHAIBHOM TpPaHCIAYKIIMOHHOM ITyTH (Sama et
al., 2004). Cuwmraercsa, uto A®DK, wmapsmy c¢
JKACMOHOBOW KHCJIOTOH M O3THIICEHOM, SIBIISIOTCS
OTPUIATENIBHBIMU PETyJIsITOpaMu  ()OPMHUPOBAHUS
6000Bo-pu3zobmansHOro  cumbuoza  (Ferguson,
Mathesius, 2003). DT coeMHEHHS TPUHUMAIOT
ydyacTheé B 3alIUTHBIX peaKUusX pacTeHHs-
X035MHA, TIOCKOJIBKY ITepBOHAYANBHO PU300UH MO-
TYT y3HaBaThCs KaK MaTOTEHBI, HO 3aTeM OHH Ipe-
OJIOJICBAIOT 3aLIUTHBIA OTBET O0OOBOrO pacTeHusl.
[TokazaHo, 4TO y TOpOXa 3aIIUTHBIA OTBET pacTe-
HUSI-X03s5MHa 0oJiee BBIPAXKEH NP HECOBMECTHMOM
pU300MaIbHOM  B3aMMOJCHCTBUHM,  4YTO,  IIO-
BUAMMOMY, CBSI3aHO C OTPaHUYEHUEM PacIpoOCTpa-
HeHust puzoOuanbHoit uHpekuu (Perotto et al.,
1994). Tem He MeHee puzoOWanmbHas WHGEKIUS
CIOCOOHA PeryJmpoBaTh COAEpKaHHE LUTOTOKCHU-
YEeCKHX COCJIMHEHUH, HalpuMep, epOKCHIa BOJIO-
poaa M oxcuza a3oTra B KOpHAX. Tak, IO JaHHBIM
MutanoBoii (2010), THK B HAKOTUIEHUH TIEPOKCUIA
BOJIOPOJAa TIPH HMHOKYJISIHUH MPOPOCTKOB TOpOXa
pu3obusimu Habmonaercss cmyctss 30 MHH Tocie
MHOKYJISILINY, a B TIOCJIeAytomue 3xkcno3unuu (1, 2,
6, 24 u 48 49) comepkaHHe TIEPOKCUIA BOIOPOIa B
KOPHSX CHMYKAETCSI M HE OTIIMYAETCS OT KOHTPOJISL.
AHanu3upys 5TH JaHHbIE, CIeIyeT OTMETUTh, YTO
peskoe nosbimieHue cogepxkanus H,O; (B 2,6 paza)
gepe3 30 MHH TTOCIIe BO3ICHCTBUS Ha KOPHU PU30-
Ouii, TMO-BUIMMOMY, XapaKTepH3yeT Hecnenupu-
YECKYI0 PpEeakIHI0 pPACTeHHsl Ha IaTOTCHHBIE U
CUMOHOTHYECKHE MUKpoopranm3Mel. Ilpm OGoree
JUTUTEIIBHOM BO3JICHCTBUH OMOTHYECKHUX (DAKTOPOB
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HAOJI0JaeTCA, TMO-BUINMOMY, CIEIU(pUIecKas pe-
aKIusl OpraHu3Ma, XapakKTepusyrolnas b0 ycu-
nenueM cuHTe3a ADK pacTeHmem (Kak MpH Iei-
CTBUM aBUPYJEHTHOTO MATOTeHA), TUOO0 yMEHbIIIe-
HHEM CHHTE3a — KaK B cllydae BUPYJICHTHOTO MaTo-
reHa 1 cuMOnoTHYecKux Oaktepuil. B mocnmegnem
Clly4ae pacTEHUE-XO35MH «y3HAaeT» MHKpOoOopra-
HU3MBI KaK «CBOW» M «CHHUMAaeT» 3alllUTHbIC 0apb-
€pbI, «II03BOJISIS» PU300HATbHOE HHPUIIUPOBAHIE.

Orpeiei€éHHbIC 3alTHBIC OTBETHI PACTCHUS
WHIYIUPYIOTCS U BO BPEMsI Pa3BHUTHs KIyOeHbKa
(Gamas et al., 1998). ITokazaHo, 4TO y JIFOLIEPHBI
MmHorHe |T mpepbIBalOT POCT Aaxe MPU COBMECTH-
MBIX CHMOHOTHYECKUX B3aHMOOTHOIICHUSIX BCIIE-
CTBHE PA3BHUTHs CBEPXUYYBCTBHTEIBHON PEAKIIUH B
KJIeTKax Kopbl KopHs (Vasse et al., 1993).

MHOro4mucineHHbIe UCCICI0BaHUS 10 BOBIIE-
yeHUt0 ADK B CUTHANUMHT pacTEHUN Takxke MOJ-
TBEpKIAIOT HX B3ammocBm3b ¢ Ca®* (Jabs et al.,
1997; Blume et al., 2000; Pei et al., 2000; Baxter-
Burrell et al., 2002; Foreman et al., 2003; Kwak et
al., 2003). TTokasaro, uro A®K axtuBupyror Ca’*-
KaHaJIbI, KOTOPBIE BOBJICKAIOTCS B YCTAHOBJICHHE
anuKaILHOTO KalbIreBoro rpaaueHta (Potocky et
al., 2007; Coelho et al., 2008) u ABIAIOTCS CHI-
HaJbHBIM MEXaHU3MOM, BEAYIINM K IOJSIPHOMY
pocty kopHeBoro Bosiocka (Foreman et al., 2003;
Mori and Schroeder, 2004). OOHapy»XeHO, YTO
panHee obpazoBanue u pacnpenencaune ADK rtec-
HO CBSI3aHO He TONbKO ¢ Ca’ -CUTHAIMHIOM, HO 1 C

AT® B kopHEBBIX Bostockax 06000BbIx (Cardenas et
al., 2008).

Bsaumocssse Mexay ADK u Ca* meonno-
3Ha4Ha. Kak 0ka3aHo C UCMOJIb30BaHUEM MyTaHTa
mroneprer dmi, Ca®*-ocupmsinun He TpeGyrOTCS
i mopyisinun ADK wnm nedopmanun KopHEeBO-
ro Bosocka (Catoira et al., 2000; Shaw, Long,
2003a; Shaw, Long, 2003b; Esseling et al., 2004;
Lohar et al., 2007). Bsictpsiii Ca**-moTox mmeer
MECTO B IpeJiesiaX TOJIBKO 5 MUH 1ociie 00paboTku
NF (10® M) (Shaw, Long, 2003a) u mponcxomut
HAaMHOI'O paHblIe, YeM HAYMHACTCS MOMAYJIALU
AODK B kopusax (uepes 20-40 mun nocie 006paboT-
ku NF) (Shaw, Long, 2003b; Lohar et al., 2007).
Taxum oGpasom, Moxyisius Ca?'-motoka He coB-
nagaer no BpeMmeHu c¢ Moxyiusauuedn ADPK u ne-
(hopmarueii KOpHEBOTO BOJIOCKAa mpu 000OBO-
pU300HaTbHOM CUMOHO3E.

EcTb pe3ynbTarhl ONBITOB, B KOTOPBIX Kaib-
i BeI3bIBacT reHeparuio ADK, B Ipyrux oIbI-
tax A®K crocobeTByroT Beixoay Ca®* B HTO301I5.
Bo3moxno B3anMHoe ycunenue aeicteus APK u
KaIbIUsl KaK MECCEHIDKEPOB €IMHOW CUTHAIBHOU
cucremsl (Measenes, 2005; Konynaes, 2007). Ilpu
0000BO-pH300MaTLHOM CUMOMO03€ POJIb ATHX CO-
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€JIMHEeHUH, TIO-BUANMOMY, CBOAMTCS MPEXK/E BCETO
K PEryJsiliiu TPOILECCOB METaboM3Ma PacTeHUs,
00YCJIOBIICHHBIX TEPECTPONKONH OOMEHa BEIIEeCTB
Ha YPOBEHb MYTYaITUCTHYECKOTO B3aMMOJCHUCTBUS
U HCOONMYHICHUA BKIIIOUCHHA 3allUTHBIX peaKum‘/'I
MPOTUB CUMOMOTHIECKOTO IMapTHEPA — PU300HUH.

OnHuM W3 BaXXHBIX MCTOYHHKOB I'€HEpaIUH
AO®K B pactenusax ssisercss HAJIDH-oxcunasa,
JIOKaJM30BaHHAs Ha IUIa3MaTHYECKol MemOpaHe
kieTku. HrubupoBanue akTHBHOCTH 3TOro ¢ep-
MEHTa BeleT HEe TOJbKO K yYMEHBIICHHIO TeHepa-
mmu A®K, HO U K TopMOXeHUI0 oOpazoBaHus IT
npu CUMOMOTHYECKUX OTHOILEHHSX JIOUEPHBI H
Sinorhizobium meliloti (Peleg-Grossman et al.,
2007; Cardenas et al., 2008).

Cesazo HA/[DH-oxcuoasvl ¢ Kanbyuesoil
cuznanvnoi cucmemoii u AOGK

Vennenne Ca’*-curuama mpomMCXOauT U 3a
CYET €r0 CBS3BIBAHUS C PA3THUYHBIMU OEIKaMHU, KO-
TOPBIE TIOCJIE 3TOTO CIIOCOOHBI OCYIIECTBIATH HOH-
HBIH TPaHCIIOPT, PEryJATOPHBIE W JpyrHe (QyHK-
IIMH, TIO/UIePKUBATh HU3KHUIl ypoBernb Ca’" B opra-
Hemax kietku U Ap.  KomuyecTBo Ca™'-
CBSI3BIBAIONINX OEJIKOB B PACTEHHSAX J[OCTATOYHO
BEJIMKO: y apabuporcuca ux Gonee 150 (Reddy,
2001). Onuu n3 takux 6enxoB HAJI®H-okcumasza
(K® 1.6.99.6) — craptoBbrit pepmentr HAJIDH-
OKCHIA3HOM CUTHAJIBLHOM CHCTEMBI, CBSA3BIBAIOIIIH,
Mo KpailHed Mepe, nBa 3BeHa: renepaiuio ADOK u
notoku Ca®* (Sagi, Fluhr, 2006). MemGpannas
cyorenuuniia pacrurenbHoit HAJIDH-okcmmaszsr
obozHauaercst kak Rboh (respiratory burst oxidase
homologs) wu  sBusercs  romomorom  f-
cy6bemuannpr (gp91P™™*) HAJIDOH-okcnnassl da-
rorutoB. N-koHIeBoii ydactok Rboh cesaseiBaer
vousl Ca®* ¢ momompio aByX MotuBoB (EF-pyka).
[Ipenmonaraercs, 9To MUTO30JIbHBIC TOTOKU Kallb-
sl aKTUBHPYIOT KalbIMH-3aBUCUMBIC MPOTCHH-
kuHa3el (CDPK), koropeie ¢ochopunupyror N-
TepMUHAIBHBIH yuacTok Rboh u Tem cambiM akTu-
BupyioT pepment u rerepanuio ADPK (Kobayashi
et al., 2006; Kimura et al., 2012). Bce 310 nmaer
BO3MOXXHOCTh TOBOPUTH O PETYJTUPYIONICH pOJIn
Ca®* u ADK B axruaoctn HAJI®H-okcuuassi
pactenuit (I'msapK0, Mmenko, 20100).

HAJI®H-okcuaaza, JOKaJdu30BaHHAs Ha
MIa3MaTHYeCKOH MeMOpaHe, aKTHBUPYETCS IIPH
JIEHCTBUM HA OpPraHU3Mbl a0MOTUYECCKUX U OMOTH-
yeckux ¢akropos (I'msupko u ap., 2010a). Obpa-
30BaBIIHECS B PE3yJIbTaTe aKTHBALUU 3TOro ¢ep-
MeHTa ADK 3amumarT pacTeHue OT NaTOrCHOB
MyTEM Yy4YacTUsl B PEAKUUU CBEPXUYBCTBUTEIBHO-
CTH KIJIETOK, CHCTEMHON NMPHUOOPETEHHOW W HHIY-
UMPOBAHHONW YCTOMUYMBOCTH, B YKPEIUICHUM KJe-
TOYHOW CTEHKM KaK MEXaHH4YeCKOro Oapbepa Ha
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nytd unbekiun (Sagi, Fluhr, 2001; Marino et al.,
2012).

B oTnnuue oT matoreHHOro BO3AEHCTBUA HA
pacTUTeNbHBIA ~ opraHu3M, poinb  HAJIDH-
OKCH/Ia3bl U CBSI3aHHOTO C ¢¢ (PyHKIMOHATHHOU
aKTHUBHOCTBIO KaJNbLMsI B MyTYaJUCTHUYECKOM B3a-
MMOJIEHCTBUH A0 KOHLA HE scHAa. OJHUM U3 TaKUX
BOTIPOCOB SIBJISIETCSI TTO3HAHHUE PETYIATOPHBIX Me-
xanusmMoB HAJI®H-okcunasel pacrenuil. Ectb
JAaHHBIE O TOM, 4YTO S-HUTPO3WIMPOBAHHE
HAJI®H-okcunasel ¢ ygactueM NO moxker BbI-
CTYTIaTh KaK (aKTOp PETYyJSIUN aKTUBHOCTH 3TOTO
¢depmenTa u rerepauun ADPK kak y pacteHui, Tak
u y xuBotHbIX (Yun et al., 2011). Ho, kak yxe ro-
BOPUJIOCH, BAKHEHIITUM AJIEMEHTOM PETYJISAIUHN aK-
tuBHOCTH HAJIDH-0KCHIa3bl sBAsSETCS KalbLMM
(Sagi, Fluhr, 2006). Otum pacturensuas HAJI®PH-
OKCH/Ia3a OTJIMYAETCS OT >KMBOTHOM, ITOCKOJBKY
conepxut Ca”*-cpsspiBaromue mMotusl (EF-pyxa).
Orto obecnieynBaeT HEMOCPEACTBEHHOE CTHUMYJIHU-
pOBaHHE aKTUBHOCTH (EepMEHTa C TOMOIIBIO
HMOHOB KallbLIMs, BBIXOJ KOTOPBIX U3 BHEKIETOUYHO-
ro MOPOCTPAHCTBA B ULUTOMIA3MY HHULUUPYETCS
9K30- W JHAOTeHHBIMH (akTopamu. [lo MHEHHIO
Marino et al. (2012), HAJI®H-okcumasza MoXxeT
OBITH KJIFOYEBBIM KOMIIOHEHTOM MOJIEKYJISIPHBIX
MEXaHU3MOB, PETyIUPYIONINX CUMOHOTHYECKHE U
MMaTOT€HHBIC B3aUMOJICHCTBUS. JleHCTBUTEIBHO,
ombIThl ¢ nHTHONTOpOM HA JIOH-0KCHma3s! nude-
HuieanogonuyMom (J®M) moxazanmm HeoOXou-
MOCTh 3TOr0 (epMeHTa A JedopMalui KopHe-
BOTO BOJIOCKA M 00pa3oBaHUS MH(EKIIMOHHOW HU-
ta (Lohar et al., 2007; Peleg-Grossman et al.,
2007). Ha reHeTH4ecKkoM ypoOBHE JTOKa3aHa I0JIO-
xkutenbHas poib HAJI®H-okcunasel B QyHKIHO-
HUPOBaHWUU KIIyOEHHKOB TPU CHMOMO3€ JIFOIIEPHBI
¢ Sinorhizobium meliloti (Marino et al., 2011).

ITo mammm nanaeiM  ([sHBKO, WIeHko,
2013), aktuBHocts HAJI®H-okcuma3sl B MHKPO-
coMaNbHOW (pakiuyu KOpHEH 3THOIMPOBAHHBIX
IIPOPOCTKOB ropoxa pe3Kko Bo3pacrana (B 3 — 4 pa-
3a) coycts 5-10 MUH TOCIEe WHOKYISIMHA KOpHEH
Rhizobium leguminosarum u He oTiMYanace OT
KOHTpoJA uepe3 15-30 muH. JT0 coBnagaer ¢ Mak-
CUMaJIbHBIM yBenaudeHueMm cognepxkanus H,O, B
KOpHSAX Topoxa depe3 30 MHH MOCe WHOKYJISITHH
MpOpOCTKOB pu3odbmsimu (Murtanosa, 2010). Ormbl-
THI C IeCTBUEM Ha MHOKYJIMPOBAaHHBIE POPOCTKU
ropoxa 3K30T€HHOTO KalbIHsl B KOHITeHTparwu 10-
100 MkM moKa3ajgo CHHEPTHYECKOe BIUSHUC PH-
300nanbHOM MHQekunn Ha akTuBHOCTH HAJIDH-
oKkcuaasbl cmycTs | cyT mocie BO3AEMCTBHA U
CHIDKEHHE aKTUBHOCTH (pepMEeHTa IO YPOBHS KOH-
Tpoias uepe3 48 4. (I'msaubko u ap., 2010). Takum
00pa3omM, TaHHbBIE Pe3yJbTaThl CBUACTEIbCTBYIOT O
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BIMSHUM KaK SHAOIEHHOTO, TaK U JK30T€HHOIO
KaJgpliis Ha  (QYHKIMOHAJIBHYIO  aKTUBHOCTD
HAJI®H-okcuiaspl, 4TO MOATBEPKIAET ydacTUE
Ca®* B perynsuun yposus ADK B kietke.

CrnenyeT OTMETUTH, UTO, BO3MOXKHO, IUTO-
30JIbHBIH  KOMIOHEHT pacturensHo HAJIDH-
okcumasel — Rop I'T®a3a, cBA3BIBACTCS ¢ OCHOB-
HBIM KOMITOHEHTOM (bepMEeHTa TIOCJIe aKTHBAI[UH
Ca®*-3aBucumoii kunassl (CCaMK), obecreunBa-
tomeit  dpochopunupoBanne  N-TepMUHAIBHOTO
yuactka Rboh m aktmBupoBanume ¢epmenra, 4ro
BeAeT K ycuieHuto oopazoBanus ADK. Ilo mue-
nuto Wong et al. (2007), yBenuyeHue reHepanuu
A®K BbI3bIBacT BTOPYIO (ha3y HAKOIUICHUS Kajlb-
WS B [UTOILIA3Me, CTUMYIHpYs OoTKphiTie Ca’'-
KaHAJIOB Ha Iula3MaThyeckoii memOpane. Haxor-
nerre Ca?* B HUTOIIIA3ME MOXET OBITH IPHIMHOIN
WHTHOMPOBAHUS B3aUMOACHCTBHUS KoMIuiekca Rop
I'T®a3sr — Rboh u BcinencrBue 3>TOro CHIKEHHS
aktuBHOCTH HAJI®H-0KCcHma3sl. Takum oOpazom,
STH pe3yNIbTaThl MO3BOJSIOT MpeAroiaraTb, 4YTO
KOHIIEHTpAIHs 1uTo30bH0r0 Ca”" Moxer Momy-
mupoBaTh akTUBHOCTE HAJI®H-oxcunasel, pery-
mupys B3aumojeicteue Mexay Rop I'Td-azoit u
Rboh. VpoBens kanplust B IUTOILIA3ME, 3aBHCS-
it ot ADPK, MOXET CIy HUTh YacThl0 MEXaHM3-
Ma, PETYIUPYIOIIET0 B3aUMOJEHCTBHE MEeMOpaH-
uoii (Rboh) m mmroszonpHOM cyOosemanuumb (Rop
I'T®a3br), 9TO OKA3BIBACT BIMSHUE HA aKTUBHOCTH
HAJ1®H-okcunassl — reneparopa ADK.

ITo muenuro npyrux asropos (Sagi, Fluhr,
2001), crumynupoBanue axktuBHOCTH HAJIDH-
OKCH/Ia3bl PACTEHUH MOXKET OCYIIECTBIATHCS
HENOCPEACTBEHHO HMOHAMHU Kajblus Oe3 y4acTHs
Rop I'T®as3e1. DTH aBTOPHI IPEANOIAraioT, 4TO pe-
TYJISIUS aKTUBHOCTA (DEpMEHTa TMPOUCXOJUT IO
MPUHLIMIY «CaMOYCWJIMBAIOIIEHCS METIN», B KO-
Topyto BoBieueHsl Ca’ u ADK.

Takum 00pa3oMm, Ha pPaHHHUX CTaIUAX CHM-
OMOTUYECKOr0 B3aMMOJAEHCTBHUS Kanblmii, ADK u
HAJI®H-okcua3a urpatoT KitoueBble PO, YCH-
JMBas WIM IOJABJAS B3aUMOBJIMSIHUE Ha Ipolec-
cel. [lelictButensHo, ypoBHH A®K u xaneuus
YBEITMYHUBAIOTCS TIOCIE 00paOOTKM KOPHEBBIX BO-
nockoB NF (Cardenas et al., 1999; 2008; Shaw,
Long, 2003b). B cBoro ouepens ADK moryT akTu-
BUpOBaTh KajblueBble Kananmbsl (Foreman et al.,
2003; Mori, Schroeder, 2004; Kimura et al., 2012).

YcuieHHbI BXOJ KaJbLIUSl B I[UTOIUIA3MY,
HaOmogaembiid mocie Bosaehicteus NF, MoxeT Bo-
BJICKAThCSI BO BPEMEHHOE YCUJICHUE TEHEepaluu
A®K (Cardenas et al., 2008). Tlpexmomnaraercs,
yto EF-pyka W KaabMOIyJIHH-CBSI3BIBAIONINE JO-
MeHbl y pacturenbHblx HAJIOH-okcunas xopomo
MOJXOJIST Jy1st 3Toro Trma peryssiuuu (Banfi et al.,
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2004; Tirone, Cox, 2007). B cBsi3u ¢ 3THM OBLIO
Tak)Ke IMOKa3aHO, YTO HEKOTOPHIE KaJbMOIYJIHHEI

Mmo-pa3HoOMy JKcmpeccupyrorcss B otBeT Ha NF
(Camas et al., 2002).

Ponb okcuoa azoma (NO)

NO wurpaer cnenuuyeckyo poyib B pery-
msirn Ca> -romeocTasa myTeM MOJYIISIHH aKTHB-
Hoct Ca’*-kaHanoB Kak HA IUTa3MalTeMMe, TaK H
Ha MeMOpaHaxX BHYTPHKJIETOUHBIX opraHesr (Bes-
son-Bard et al., 2008). IIpsmoe Biusare NO Ha
aktmHOCT, ~ Ca’’-KkaHaloB  CBA3aHO € S-
HUATPO3WINPOBAHUEM OCIKOB KaHAJIOB (0OpaTu-
MBIM O0Opa30BaHMEM KOBAJICHTHOW CBSI3U MEXIY
ocratkoM nuctenHa u NO). Takxe BO3MOXHO
kocBeHHOe BrussHUE NO Ha KanbIeBble KaHATIBI —
yepe3 KackaJl peakuuid, B KOTOPBIM BOBIEKAIOTCS
muknnyeckue M@, AJldD-pubo3a, npoTeMHKUHA-
361 (Courtois et al, 2008). Axkrupamus Ca®*-
KaHaJIOB BHYTPHUKJIETOYHBIX OPTaHENI W IUla3Ma-
JIEMMBI BEJIET K TIOBHIIIEHUIO KOHIIEHTPAINH IIUTO-
30mpHOTO Kanbiusl. C qpyrol CTOPOHBI, yMEHBIIIE-
HUE KOHIIEHTPALMH ITUTO30JIFHOTO KAaJbIUS OKa-
3bIBaCT CTHMYyJHpytomiee BiusHue Ha NO-cuHTe3
(Benson-Bard et al., 2008).

[pu naUITUPOBaHUU PU3OOHUSIMH YBEIUYH-
BaeTCs MOIJIOLIEHWE HUTPATOB KOPHSIMH TOpPOXa,
YTO, BEPOSITHO, CBsi3aHO ¢ BiausHueM NF-curnamos
Ha aHWOHHBIE KaHanbl (MutanoBa u map., 2006).
Bosznukaer Bompoc: kakuM 00pa3oM yCUIIeHHE To-
TJIOIICHNUST HHUTPATOB TOCPEACTBOM aKTHBALUU
AHMOHHBIX KaHAJIIOB MOXKET BJIHMATH HA CHUTHAJILHBIC
MyTH, 3a/IeHCTBOBaHHBIE B 0000BO-PU300MaATHPHOM
cumbuoze? Kak W3BECTHO, OJAHUM M3 OCHOBHBIX
nyred obpazoBanuss NO B pacTeHusIX SBISETCS
BOCCTAaHOBJICHUE HHUTPATOB C IIOMOIIBIO HHT-
pPAaT/HUTPUT  BOCCTAHABIMBAIOUIMX  (EPMEHTOB
(Rockel et al., 2002). DTo BOCCTaHOBIICHHE MOXKET
NPOHMCXOJNTh YK€ Ha IUIa3MalieMMe C y4acTHeM
KOpHECHEeUM(PHUIHBIX, JOKAIN30BAaHHBIX Ha IUIa3-
MaTu4eckoil MemOpaHe HuUTpatpenykrassl (PM-
NR) u wutpur-NO-penykrazer (NI-NOR). TIlo
muenuto Stohr et al. (2001, 2006), GyHKIHOHHPO-
BaHHE 3TUX (PEPMEHTOB CKOOPIMHUPOBAHO M CKO-
poctb depmentatuBHOM npoaykiu NO 3aBucHT
OT CWJIBI CTPECCOBOTO BO3/eUCTBUA. JleHCTBUTENb-
HO, TI0 HaIlIUM JITaHHBIM, B OIIBITaX C KOHIIEHTpAIH-
eit auTpaToB 20 MM HaONrOMaeTCs MUK B HAKOTLIE-
HUH NO B KOpHSX 3THOIMPOBAaHHBIX MPOPOCTKOB
ropoxa uepe3 30 mun (I'maapko u mp., 2010). On-
HaKo, C APYTOil CTOPOHBI PH300HaANIbHAS WHPEKINS
cniocoOHa cHmkaTh ypoBeHb NO B kopHsx (I'msHb-
KO # 1p., 2012). Takum obOpa3oM, puzoOuanpHast
nH(EKIUs MOXKET OKa3bIBaTh BIMSHHME KaK Ha IO-
[JIOIEHUE HHUTPATOB, TaK W Ha YPOBEHb OKCHIA
a30Ta B KOPHSX, YTO HECOMHEHHO BIHSIET HA MeTa-
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OonMYecKHe IMyTH, 3aJCHCTBOBAHHBIC B Pa3BUTHU
06000B0O-prU300MAIEHON HHTETPALIKH.

B »TOl CBSI3M clieqyeT TaKXKe OTMETUTh aK-
TUBALMIO aHWOHHBIX KaHAJIOB B IUIa3MaTHYECKON
MeMOpaHe CYCITEH3WOHHBIX KIIETOK Tabaka 1o
BO3JICHCTBHEM TPUOHOTO DIIHCHTOpPA (cryptogein),
YTO YCHJIMBAeT OTTOK HUTPATOB U3 KJIETOK M OKa-
3bIBaCT BIMSHUE Ha JKCIPECCHUIO TEHOB 3alUTHI,
rerepario ADK, MOIynsainio aKTHBHOCTH TIPO-
TEMHKWHA3, Ha CBEPXYYBCTBHUTEIHHYIO PEAKIIUIO
KJIETOK U ux rubens npu narorenese (Wendehenne
et al., 2002). Dti nporeccs GIOKHUPYIOTCS WHTH-
OuTOpaMy aHMOHHBIX KaHAJIOB.

O BIUSHUHM MHHEPAIBHOTO a30Ta HA B3au-
MOJICHCTBHE TTATOTEHHOTO T'prba W pacTeHUs CBU-
JIETEIbCTBYIOT TaKXKE Pe3yNbTaThl APYTHUX HCCIIe-
nosateneit (Alkan et al., 2009). Tlo ux gaHHBIM,
ammonnii (NH4'), cekpeTHpyeMblii HaTOreHHBIM
rpubom  Colletotrichum coccodes, akxtuBupyer
pacturenbHyro HAJI®H-okcuasy, 4To BBI3BIBAET
HakoruieHue AD®K u rubenp KIETOK IUIOLOB TOMA-
Ta. Mexanusm perymsmun notokos Ca’" ma mmas-
MaTtrdeckoii mMemOpane ¢ ydactmeM NO MOXeT
OBITh TIPpUMEHEH JJIs OOBSICHCHUS MEXaHU3MOB
(hyHKIMOHATBHOM AKTUBHOCTH HAI®H-
OKCH/Ia3bl, B YAaCTHOCTH, NPHU CHUMOHMOTHIECKHX
B3aUMOJICUCTBUIX OPraHU3MOB, KOT/Ia UYpE3MEPHOE
HakorieHue A®K MmoxeT mpemnsTcTBoBaTh yCTa-
HOBJIEHUIO CUMOM03a MeXIy O000BBIM pacTeHHEM

U KiIyOeHbKOBbIMH Oaktepusmu (Shaw, Long,
2003Db).

B 10 ke Bpems W3 JMTEpaTyphl M3BECTHO,
YTO KaK PpU300MH, TaK U HUTPATHI, CIOCOOCTBYIOT
CHUHTE3y B KOpHSIX coeluHeHus Q, mpencTaBIsiio-
11Ero coboii CBSI3aHHEIC METTHBI
CLAVATABZ3/ESP (CLE) (Okamoto et al., 2009).
Q (CLE) yuactByer B aBTOperyisiiuu obOpa3oBa-
HUSI KOPHEBBIX KIYOCHBKOB. B ciydae puzoOuais-
Ho wuH(pekunun Q-curHanm mepeMeniaeTcs B
Ha/3eMHYIO YacThb PacTCHUs, a B Cllyyae HUTPATOB
ocraercsi B KopHsxX. CesizpiBanue Q ¢ pacTtutens-
HeiM peunentopom LRR RLK B kopmsix wmun
HaJ3eMHBIX OpraHax MHULUHPYET, KaK Mperoa-
raroT, CUHTE3 coeAuHeHus ((pakTopa), OKa3bIBaIO-
HIer0 MHTHOUpYOmUi >pQekT Ha oOpa3oBaHHE
KIIyOCHBKOB (B CIlydae HHUTPATOB) WM OCYIIECTB-
JSIFOILIETO  ABTOPETYIALUI0 00pa3oBaHUsl CUMOHO-
TUYECKUX CTPYKTYp (Kak B ciydae pU300HaIbHOI
undekun) (Ferguson et al., 2010).

NudunumpoBanue KopHEW MPOPOCTKOB rOpo-
Xa KIIyOeHbKOBBIMU OaKTEpUsIMU CHUXKAET YPOBEHb
oKcuja a3ora B KopHsX B 1,9 paza uepe3 30 mun
nocine wHokymsinuu (ImsHpko w  gp., 2012).
YwmenbuieHue ypoBHs ADK u ADA nop neiictBu-
eM pr300MaTbHOW WH(EKINH CBHIETEIHCTBYET,
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MO-BUJUMOMY, O Ba)XKHOH CHTHAILHOW pOJU pH-
300nansHeIX NF u pacturensapix RLK mms y3ma-
BaHUS MapTHEPOB M OJIOKUPOBAHMUS 3AIIUTHBIX Me-
XaHWU3MOB  pacTeHus-xo3suHa. [lo  maHHBIM
Sanchez et al. (2011), npu B3auMOJCHCTBUM JItO-
nepusl ¢ Sinorhizobim meliloti ycunusaercs cun-
Te3 NO B pacTeHUH, a TaKKe 3KCIPECCHUPYETCs
reH, OTBETCTBEHHBIN 3a CHHTE3 HecMMOMOTHYe-
ckoii opmbl remoriioounHa. Pojb remornoOuHa B
9TOM CIIy4ae MOXKET COCTOSITh B CBS3BIBAaHHU 00pa-
30BaHHOTO B OTBET Ha PH300HAIEHOE WHQUIHPO-
BaHre NO u TakuM 00pa3oM yCTpaHEHHHU €To0 Iu-
TOTOKCUYECKUX CBOMCTB. MHTEpECHO OTMETUTb,
4yro uH(punuposanue Lotus japonicum maroreHom
BEJIeT TakXke K ycuieHuro cuHTe3a NO, HO mpu
9TOM 3KCIIPECCUH T'eHa TeMOTJIOOWHA Yy pacTeHUs
ne npoucxoaut (Nagata et al., 2008).

A®DA cBs3ans! B pactenmsix ¢ AOK n Ca”* B
CHUTHAJILHOM TPaHCAyKIIMOHHOM myTu (Sama et al.,
2004). IIpencraBnger UHTEpeC BO3MOKHOCTh yda-
ctusi cBoOoaHoro paaukaia NO B peryasiinuu ak-
tuBHOCcTH HAJI®H-0okcumasel. NO wurpaer Baxk-
HYIO POJIb B KIIIOYEBBIX (PU3UOIOTUYECKUX IPO-
neccax Kak B )KHBOTHBIX, TaK U PACTUTEIBHBIX Op-
raam3max (I'msapKO, Bacunsesa, 2010). 3acoyxu-
BaeT BHUMaHUS TUIOTE3a O BO3MOXHOM BIIUSIHUU
NO Ha moTOKM BHe- M BHyTpHKIeTouHoro Ca’',
KOTOPBIH, KaK YK€ 00CYXKIalnoCh, OKa3bIBAET BIIH-
surue Ha akTuBHOCTH HAJI®H-okcupazel. CyThb
runote3bl B ToM, 9T0 NO MOXeT MOBBIIIATh WA
TOPMO3UTh HMHAYLUUPOBAHHBIM JIEUCTBUEM 3K30-
reHHbIX (akTopoB motok Ca’* B mUTOMIA3My mmy-
TeM M3MeHeHHs mponumaemoct Ca’’-kaHalos ¢
y49acTHeM CHUTHAJIBHBIX OEJIKOB, MOJBEPTIINXCS
MOCTTPAHCIISIIIMOHHOW ~ MOJU(HKAIMU  OKCHJIOM
a30Ta (HUTPO3WIMPOBAHHE U HUTPOBAHHUE OCIIKOB)
(Besson-Bard et al., 2008). Dtor mexaHu3m pery-
msipn otokoB Ca’’ Ha ruasmanemme 1 MeMOpa-
HaX BHYTPUKIIETOYHBIX opranemn ¢ ydactuem NO
(Courtois et al., 2008) Takxke MOXET OBITH TPUME-
HEeH il 0OBsCHEHUS! (PYHKIIMOHATBLHONH aKTUBHO-
CTH HAJI®H-oxcuaazbr pu 6000BO-
pu3zoOuanbHOM CHMOMO3€, KOTJIa Ype3MEepHOE
Hakoruienne A®K Oyner mpemsTcTBOBaTh ycTa-
HOBJICHUIO MYTYQJINCTHYECKHX B3aMMOOTHOIICHUH
(Shaw, Long, 2003a). TlocnemhHee MOXeET OBITH
CHSITO aHTHOKCHJIAHTHBIMH ()epMEHTaMH, B aKTH-
BaIlil KOTOPBIX, MMO-BUAMMOMY, TaKKE y4acCTBYET
KanmpIuil, mockonbky ADK-renepupytromme ¢ep-
MEHTHl HMHTHOUPYIOTCS aHTAarOHUCTAMH KaJbIIUS
(Grant et al., 2000).

3akniouenue

BsaumonetictBue Ca2+, ADK u ADA (NO)
Ha HAYAJIBHBIX OJTamax 0000BO-pHU300HATHHOTO
cuMOMO3a B HOPMAIBHBIX  (U3UOIOTUIECKUX
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YCIIOBUSIX M OCOOCHHO TIpU JCHCTBUH HEOIaromnpu-
STHBIX OMOTHYECKMX M aOMOTHYeCKuX (hakTOpoB
SIBJISICTCSI BAKHEUIIICH YacThIO MPOOIEMBbI CUMOHO-
THYECKOT0 B3aMMojeicTBusl opranu3moB. Cyiie-
CTBEHHYIO pOJIb B 3THUX IpPOIECCaX HWIPaeT Kallb-
U, KOTOPBIA HEoOXOoAuM st (DYHKIIMOHHPOBA-
Hust HAJI®H-okcunassl — reneparopa ADPK. Ects
nauHbie 0 morpeGHocTH Ca’* s pacTHTETBHOro
(dhepmenra(oB), renepupyromero(ux) NO ¢ wuc-
MOJIb30BAaHUEM B KadecTBe cyOcTpara L-apruHuHa.
Ycunenue obpazoBanus NO B amoruracte KIETOK
JUCTHEB MPOPOCTKOB MIIIEHHUIIBI CBSI3aHO C YBEJH-
yeHneM HakoruieHna H,O, B MEXKIETOYHOM TIpO-
ctpanctBe. C npyroii croponsl, ADOK Moryt yBe-
mmuuBath coaepkanne NO myTeM M3MEHEHUs ak-
TUBHOCTH ()€PMEHTOB, TEHEPHUPYIOIMINX OKCHUJI a30-
Ta.

ITo HammM HaHHBIM, pU300HATbHAS MHQEK-
uust BiusieT Ha ypoBeHb NO u H,0, B TKansx kop-
Hell mpopocTkoB ropoxa. Yuactue Ca®* B 5THX
000HuX mpoleccax OYeBHIHO, HO KaKOB MEXaHHM3M
neicTBust 0000BO-pH300HAILHOTO CHMOHO3a Ha
rOMeOCTa3 KaJbIHsI U KAKUM 00pa3oM KalbLUEeBBII
CHTHAJ pean3yeTcs NMPpH CUMOMOTHYECKOM B3au-
MOJEHCTBUH, TIPEICTOUT BBICHHUTb.

B nepcnexkTuBe Ba)KHO IOHATH OCHOBHBIE
MexaHn3Mbl A@K-cUrHalimHra npu paHHEM CHM-
OMOTHYECKOM B3aMMOJCHCTBUM B JOIOJHEHHE K
TECHBIM CBSI3IM MexkIy Ca’'-CHIHATHHIOM, 9KCT-
pakietouHoit AT®, akTUBHOCTHIO MEPOKCHUIA3BI
KJIETOYHOW CTEHKHM M MOTEHIHAIBHOW IepecTpoil-
KOH IIUTOCKeJeTa, BKIIOYaeMbIX BPEMEHHBIM YBe-
nudenHneM KoHueHtpaupn Ca?’ u 06pasoBaHKeM
AODK. Cnemyer oOpaTUTh BHUMAaHWUE HAa PUTMHUY-
HbIe M3MEHEHHsI KOHIICHTpAlMK KalbLus B LUTO-
IUIa3Me B OTBET Ha pa3jMuHble a0MOTHYECKUE U
ouornueckue (axropsr (Ca?*-curuarypa) u BiHs-
HUE 3TOTO NpoLecca Ha U3MEHEHNE KOHIIEHTPALUN
B KJIETKE OKCHJa a30Ta, KOTOpPOE TaKke, IIo-
BUAMMOMY, HOCUT ITyJIbCUPYIOLIUM XapakTep U 3a-
BucHT OT Kanbumsa (I'msHpko u ap., 2013). Bax-
HBIM JUISI U3y4YEHUs SBJISETCS BOIPOC O pa3BHUBae-
MoOW  pu3oOuanbHOW  HWHQEKIUeH CHCTEMHOM
YCTOMYMBOCTH OOOOBOTO pacTeHHs NMPOTHUB OakTe-
pHATBHBIX U TPUOHBIX ATOTCHOB.
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PHYSIOLOGICAL ROLE Ca?*, NADPH-OXIDASE
AND NO-SYNTHASE SIGNALING SYSTEMS AT INITIAL STAGES
LEGUME-RHIZOBIUM SYMBIOSIS

A. K. Glyan’ko, G. G. Vasil’eva

Siberian Institute of Plant Physiology and Biochemistry,
Siberian Branch of Russian Academy of Sciences
(Irkutsk, Russia)
e-mail: akglyanko@sifibr.irk.ru

The literary and own date on participation and interrelation of components calcium, NADPH-
oxidase and NO-synthase signaling systems on preinfectious and infectious stages the formation of
legume-rhizobium symbiosis are generalized. Physiological role reactive oxygen species (ROS),
NADPH oxidase and nitric oxide (NO) and their cross influence on the processes determining the
formation of symbiotic structures on roots of the plant-owner is details considered.

Key words: legume-rhizobium symbiosis, calcium (Ca®*), reactive oxygen species,
NADPH oxidase, nitric oxide (NO)

®I3I0JIOT'TYHA POJIb KAJIBIIEBOI, HAJI®H-OKCUJIAZHOI
TA NO-CHUHTA3HOI CUTHAJIbHUX CUCTEM HA TIOYATKOBUX ETATIAX
BOBOBO-PU30BIAJIBHOI'O CUMBIO3Y

A. K. I'maneko, I'. T'. BacunneBa

Dedepanvra depocasHa DI0ONCeMHA yCMAano8a HAYKU
Cubipcoruti incmumym @izionozii i 6ioximii pociun
Cubipcvroeo 6iodinenns Pociticbkoi akademii HayK

(Ipxymcok, Pocis)
e-mail: akglyanko@sifibr.irk.ru

V3araipHeHi JiTepaTypHi 1 BJIaCHI AaHI IPO y4acTh Ta B3a€MO3B'SI30K KOMIIOHEHTIB KaJIbIi€BOI,
HAJI®H-okcunaznoi i NO-CUHTa3HOT CUTHAIBHUX CHCTEM Ha MepeliHPEKIiHIA Ta 1HPEKIiiHIi
CTanisfX CTaHOBIICHHS 0000BO-pm300ianpHOTO cMMOio3y. JleTambHO po3TisHyTa (i3iojoridHa Poib
akTUBHUX (hopM KucHIO, Kamnbiiro, HAJI®H-okcnaasm i okcuay a30Ty Ta iX mepexpecHril BIDIMB Ha
MPOLIECH, 1[0 BU3HAYAIOTh (DOPMYBAHHS CHMOIOTHYHHX CTPYKTYp Ha KOPEHSIX POCIMHH-Xa3siHa.

KiiouoBi caoBa: 606060-pusobianshuii  cumbios, axmusni Qopmu  Kuchio, kameyiti Ca’’,
HAJ[®H-okcuoasza, okcud azomy (NO)
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