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Physiological role of calcium in legume-rhizobium symbiosis
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Literature data on the physiological role of calcium (Ca?") in legume-rhizobium symbiosis development on
initial stages - the infection and symbiotic structures formation, are generalized. The questions about the Ca?*
function in plants, special feature the formation of legume-rhizobium symbiosis and role of calcium in the
interaction of two organisms are considered. Data on the interaction of ROS and Ca?" in the development of
the legume-rhizobium symbiosis and the relationship of NADPH-oxidase activity with the calcium signaling
system are analyzed. The special attention is given to the role of Ca**-spiking and calcium and calmodulin-
like kinase in the initiation of plant symbiotic ways operation leads to infection and the formation of

symbiotic structures.

Key words: legume-rhizobium symbiosis / calcium (Ca2+) / Ca2+-spiking / Ca2+-calmodulin-dependent
kinase / Nod-factor (NF) / LysM receptor-like kinase (LysM RLK) / leucine rich repeat receptor-
like kinase (LRR RLK).
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DuU3HO0JI0rHYecKast poib Kajablus Npu 0000B0-pu300MAIBLHOM

CUMOMO3e

Bacuanena I.I., Minenko A.A., I'liaubko A.K.

Cubupckuii uncmumym ¢pusuonocuu u ouoxumuu pacmenuti Cubupcrxoeo Omoenenus PAH,
Hpxymck, Poccus

*E-mail: akglyanko@sifibr.irk.ru

MocTtynuna B pegakumio 24 OkTabpsa 2011 r

OGoOIIEHbl JaHHbBIE JUTEPATYPhl 0 (usrosoruueckoi ponu kanbiws (Ca®") B pasButum 6000BO-
pu300HMaIbHOrO CHUMOMO3a Ha HAYaJIbHBIX €ro JTamaX — WHOUIHMPOBAaHHS W 00pa3oBaHUS
CUMOMOTHYECKUX CTPYKTYp. Paccmorpensl Bompocskl o ¢Gynkuuu Ca?’ B pacTeHHsX, 0COOEHHOCTH
¢dopmupoBanus 06000BO-pu300MaTBFHOrO CUMOMO3a W POJIb KaJbLUS NPH B3aUMOICHUCTBHM IBYX
opranu3MoB. [IpoananusupoBansl qaHHbie 0 B3aumozeicTeun A®K u Ca*' mpu passuruu 6060BO-
puzoOuanpHOro cuMOMO3a, a Takke cBa3b HAJIOH-okcuma3HON aKTHMBHOCTH C KaJbI[UEBOU
curHasipHOU cuctemoii. Ocoboe BHuManue obOpamiaercst Ha poib Ca?’- cnaiikos (calcium spiking) u
KaJbLUI-KaJbMOIYINH3aBUCUMON KHHA3bl B WHHULOMAIMK (PYHKIMOHUPOBAHUS CUMOHMOTHYECKUX
myTeil y pacTeHus, IPUBOIAIINX K MHPULIUPOBAHUIO U 00Pa30BaHUIO0 CUMOMOTHYECKUX CTPYKTYP.

Key words: 6o060os6o-puzobuanvrotii  cumbuos / kanoyuti (Ca2+) / Cal+-cnauxu / Cal+-
Kanbmooyaunzasucumas kunasa / Nod-gaxmop ( NF) /nuzun-momue peyenmopnoooonas

kunaza (LysM RLK) / netiyun-obozawiennas peyenmopnoooonas kunasa (LRR RLK)

Kanbumii u ero ¢pusznosornyeckue GpyHKIUH B MpeeTbHO HU3KUMH KOHLEHTparusMu (HM) 3Toro
pacTeHusx 3JEeMEHTa B LUTOMJa3Me, KOTOpble TpeOyroTcs
PaCTEHUIO ATl OCYIIECTBICHUS (HBH3HOIOTUIECKUX U

ConepxaHue B TKaHSIX BBICIIMX pacTEHUH

Ny UX KU3HEHHBIX K. BcemencTBue storo
kanpius (Ca’') cBasaHo ¢ ero crnenuduyecKon JpyT ymxn A

. pacnpenenenrie Ca?* B KieTKax pacTeHMii KpaiiHe
TEHETUYECKOH  pomplo B OOMEHE  BEIEeCTB.

. HepaBHOMepHO: oT 102 M (Bakyomu, KIETOYHbIE
BonpmmHCTBO  G00OBBIX  pacTeHHH  SBISIOTCS

creakn) mo 10 - 10° M (umrommasma). B
KaJbiueruIaMi Hapsily ¢ TAKAMH PACTCHHSAMH Kak

XJIOpOIIACTax, MUTOXOHPUAX u OIP
rpeuynxa, TIOJCOJHEYHUK, KapTodensb, Kamycra,

KOHIIEHTpauus Kajeuus pasaa 103 - 104 M

koHoms. Hakorenne Ca?" B TKaHsX pacTeHUd B

Gompumx  xommuectsax (MM) He coBmaaer ¢ (Trewavas, Malho, 1998). B kopueBoii cucreme Ca?*

MCHBIIC, YCM B HaI[SeMHOﬁ qacTu. HpI/I CTapCHUU
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KJIICTOK WJIHM CHHXCHUH UX (1)1/13I/IOJ'IOFI/I‘-ICCKOI71

AKTUBHOCTHU KaJ'II)IlI/Iﬁ u3 IUTOIIa3MbI
nepeMeniacTCa B BaKyoOJIb U OTKJIAABIBA€TCA B BUAC
HEpaCTBOPUMBIX COJIEH I11aBEJICBOM, JHMMOHHOW U
apyrux KucnotT. OOpasyrommecs: KpHCTaLTHIeCKre
COCIWHEHHUS  3aTPyNHSAIOT  HOABIDKHOCTE U
BO3MOXKHOCTh TIOBTOPHOTO HCIIONIB30BAHUS 3TOTO

OJICMCHTA.

B nacrosmee Bpemst Ca®" paccMarpuBaeTcs Kak
BE3MECYIINH PEryiasTop KICTOYHBIX QYHKIUH ¢
N3MEHEHHE €0 YPOBHS B KIIETKE CITYXKUT TPUTTEPOM
JUIE  MHOTHX ()M3HOJIOTHYECKHX OTBETOB. EMy
CBOMCTBEHEH LIAPOKUH pan ¢usnonoro-
OMOXMMHUYECKUX (DYHKIUH B PaCTCHMSX: PETYISALUs
KHCJIOTHO-XMMUYECKUX CBOWMCTB MPOTOIUIA3MBI U
MIPOOKCUIAHTHO-aHTHOKCUAATHOTO paBHOBeCHS;
BIIMSHUE Ha CTPYKTYpy MeMOpaH, HOHHBIE TOTOKH U
OHOdIEKTpUYECKUE SIBIICHHUA, HepecTPoOiKy
LUTOCKENETa, IMOSIPU3ALUI0 KIETOK M TkaHe. C
nedictBuem  Ca?"  CBA3BIBAIOT  NMPOHHIAEMOCTH
MeMOpaH, J[ABWKEHHE LUTOIIa3Mbl, AKTUBHOCTB
(hepMeHTOB, CeKpeIuio, AeieHne kiaetok. OH urpaer
BEAYLIYI0 pONb B PETYSIIUU XKU3HEHHO Ba’KHBIX
IIPOLIECCOB,

CBs3aHHBIX C Pa3BUTHUEM n

muddepeHnranen KJIETOK, TpaHCTyKIHEH

TOPMOHAJIBHBIX CHUT'HAJIOB, TpONU3MOB,

3aMporpaMMHUPOBAHHON  THOENBIO  KICTOK U

YCTOWYHBOCTHIO pacTeHuii K CTPECCOBBIM
Bo3neiictBusm (Bolwer, Fluhr, 2000; Konymaes,

2007; Mengsenes, 2010).

Merabonnueckas

(GyHKIUS —— KaubIUs — Kak

BTOPUYHOTO  MECCCHJDKEpa MpH  IPOBEICHHU
3K30I'€HHBbIX n OHAOI'CHHBbIX CHUI'HAJIOB 6])1.]'[8.
chopmynupoBana B Hadase 80-X TOJOB MPOILIOTO
cronerus (Rasmussen, 1981) u ero xiroueBas poib
KaK YHHBEPCAIBHOIO TPUITEPA KICTOUHBIX PEaKIuid
pacTUTENbHBIX M KHUBOTHBIX OPraHU3MOB B

HACToALICC BPEMsA HC BbI3bIBACT COMHCHHUH (Kaur,

Gupta, 2005; Komymaes, 2007; Menasenes, 2005,
2010). Joka3aHo, 4YTO IIMTO30JIbHBIN KaJbIMA
COCTaBHAasi 4acTh OOIICH CHUTHAJIBHOW CHCTEMBI U
3¢ (EKTUBHBIAH  PEryIsaTop MPOIECCOB  OOMEHa

BELLIECTB y PACTEHUH.

[loBrimienne KoHumenTpauuu HoHoB Ca?’ B
[UTOIIA3ME - OJHA W3 CaMbIX PAaHHHUX pPEaKInii
KICTKM Ha Ppa3iHYHBIC CTPECCOBBIC BO3ICIHCTBUIL
OnHAaKO 3TO MOBBILICHHE HOCUT KPATKOBPEMEHHBIH
XapakTep # OBICTPO CMEHSETCSI CHIDKCHHEM €ro
comepXaHusl B ILMTOIUIA3ME, YTO SBISICTCS, IIO-
BHIMMOMY,  HEOOXOOMMBIM  YCIOBHEM s
(YHKIHOHUPOBAHUS CHTHAIBHBIX cHCTeM. [IpudnHa
TaKXe B TOM, YTO COXPaHCHHE JUIUTEIBHOE BpEeMs
BBICOKOH KoHIeHTpanuu Ca?’ B (UTOIIa3Me YpeBaro
ruOeNbI0 KIICTKH HW3-332 Pa3BUTHS JICCTPYKTHUBHBIX
MPOIECCOB (HAMPUMED, U3-3a CBSI3BIBAHUS KaJbIHS C
¢docharamu W HapyIIEHHS  HHEPreTUUECKUX
MPOIeCcCOB KIETKH). 1103TOMY KIIETKH OpPTaHH3MOB
HCIOJIB3YIOT HHU3KOAMIUTUTY/IHBIC u

kparkoBpemenHbie Ca?*- CUTHAIBL.

Wunipanust  pyHKIMOHUPOBAHUS  KaJIbI[MEBON

CUTHAJIBHOH CHCTEMBI KPaTKOBPEMEHHBIM
NOBBIIICHUEM YPOBHSA KAJIBIUS B IHUTOIUIa3Me
CMEHseTCS KOJNeOaHWsIMH B €ro YpOBHE, HYTO
MpOsIBISIETCST B BHIE crmaikoB (calcium spiking):
OIMHOYHBIX  KOJCOaHMH KOHLEHTPalMd HOHOB
KaJTBLIUS, OCLHMJUISILUA (TIOBTOPSIOLIMXCS CHAHKOB B
BUJE PHUTMHUYCCKHX M3MCHCHUH KOHLCHTPALUH
Kalpllidsi B LUTOIUIA3ME€ M OpraHemiax) W
pacnpoctpansiromuxcst mo kinerke Ca’" -Bond. Dtu
MIPOLIECCHI OCYIIECTBISIIOTCS 32 CYET MeMOpaHHOTO
TPpaHCIIOPTa, AKTHUBAllUM BTOPUYHBLIX ITOCPEAHUKOB
(Ca**-csaspiBaromux  Oenkos, Hampumep Ca’'-
AT®a3b1, kMHA3, OEIIKOB-CEHCOPOB) U JIp. MPOIIECCOB
(MenmBenes, 2010). Ocolyto porp B 3TOM
BBINIOJIHSIOT ~ KaJbMOAYIMH ¥ TPOTEHHKUHA3HL,

sapucumble  or  Ca’  ®m  ocymecTBiAIOmme
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¢dochoprmpoBanre OeIKOB — (HaKTOPOB PETYISIUN

tpanckpunuuu (TapueBckuit, 2002).

bo6oBo-pu3oduaabLHbII cumMO103 " ero

(¢popmuposanue

BoboBrle pacTeHHs M KIyOCHBKOBBIE OaKTEpHH
(dopMupyroT MYTYaJIUCTUIECKUH

cuMOK03 ¢ 00pa3oBaHHEM KOPHEBBIX KIIyOCHBKOB, B

(pr3006uM)

KOTOPBIX PU300MHU JIOKATU3YIOTCS B OakTepouaax u
¢ukcupyrotr armocdepubiii  azor (Nz) 3a cuer
SHEPreTUUECKUX PECYPCOB PACTEHHS-X03MHA, JlaBast
pPacTEHHMIO B3aMEH YCBOSIEMBbI MUHEPAJIBHBIM a30T
(NHs). VYcranoBnenme »3TOoro cumbOmosa Tpedyer
ycrmemHoro  MHGUIMpPOBaHUS KOpHEH O0000BBIX
pu3oOusiMu ¥ 00pa3oBaHUSA CHMOMOTHYECKUX
CTPYKTYp, UTO SIBISIETCS CIOKHO Pa3BHBAIOIIIMUCS
MPOIIECCaMH, OCYIIECTBISIEMBIMUA KITYOCHBKOBBIMHU
OaKTepHsIMA M PACTCHUEM-XO3IMHOM IIOJ[ CTPOTUM
koHTposieM nocienHero (Gage, 2004; Jones et al.,
2007; Kouchi et al., 2010; Oldroyd, Downie, 2008;
Downie, 2010).

Heo0xomumo# mpeanochuTkod Uit UHQEKIUUA |

KiyOeHbpKkooOpazoBaHust  (HOOymsiuuMu)  GOOOBBIX
pacTeHuil SIBISIETCSl NPUKPEIUIEHHE pPU300Mi K
KOHYHKY (BEpXyIIKE) pacTylied KJIETKH KOPHEBOTO
BoJOCKa. Y aacopOMpOBaHHBIX Ha IOBEPXHOCTU
KOpHs1 OaKTepuil o] BIUSHUEM CHENN(PHUSCKUX IS
pu3o0uit PacTUTEITBHBIX (maBoHOUOB
WHHALIHAPYETCS dKcnpeccus Nod-TeHOB, KOHEUHBIMA
MPOAYKTaMH  KOTOPBIX  SIBIISIFOTCS  CHTHAJIbHBIC
MOJIEKYJIBI - JIMTIOXUTOOIUTOCAXAPHIBI, IOy YHBIIHE
Ha3BaHUe pr3obuanbHbIX Nod - dakropos (NF). Otn
CHUTHaJIbl  BOCIPHHUMAIOTCS  BNUAECPMAIbHBIMA
KJIETKaMH pacTeHus], Ha Iula3MajieMMe KOTOPBIX, KaK
YCTaHOBJICHO, JIOKAJIM30BaHbl penentopsl  Nod-
¢dakTopa(oB) -  perentop-mogoO0HbIE  KHUHA3bI
(receptor-like kinases, RLK). OnHa u3 HuUX - Oel0oK
LysM RLK, comepXuT BHEKJIETOUYHBIC JTM3UHOBBIC

motuBsl (LysM), apyras — leucine rich repeat (LRR

RLK), Oorara JeHUMHOBBIMH ITOBTOPHOCTSIMU
(Ferguson et al., 2010). Tak, y Lotus japonicum
TakuMM peuenropamu tuna LysM  sBisroTcs
npotenHkrHasel NFP5 wu  NFPI, y ropoxa
SYM10/SYM2, y monepusr — LYK3/LYK4
(Oldroyd, Downie, 2008). Ilpumepamu LRR RLK
OenkoB y Lotus japonicum smusiotrcs SYMRK, y

moniepasl DMI2 (Popp, Ott, 2011).

Hammume nByx (wimm Oosee?) pementopoB B
SMHUCPMANBHBIX KJIETKax OOBSICHSETCS WX PasHOU
pOJNBI0O B WHHUNOMAOWU BKJOYCHUS CHUTHAJIBHBIX
myTed, BeAymMX K WHQHUIMPOBAHUIO PpaCTCHUS
pH300MsAMH ¥ 00pa30BaHMIO KOPHEBHIX KIIyOSHHKOB
(Limpens et al., 2003; Madsen et al., 2003; Radutoiu
et al, 2003; Arrighi et al, 2006). Tax
npeanonararor, uyro LRR RLK yuactByer B
MEePBOHAYATIFHON MHULIMAINY ITyTeH OaKTepHalbHON
WHBa3UM  (CKpy4YMBaHHE KOPHEBBIX  BOJOCKOB,
obpazoBaHue MH(PEKIMOHHBIX HUTel), a LysM RLK
MOXKET WIparTh KIIOYEBYI0 pOJIb B JalbHEHIIEM
pPasBUTHH CHUTHAJIBHOTO KacKaja, BEAYIIETO K
OpraHoreHe3y KIyOCHBKOB B KJIETKax KOpPBI U
nepunukia. Ho B To ke Bpemst aktuBauus LysM
RLK, BeposTHO, HEOOXOQWMMOE YyCIOBHE LIS
¢ynkmmonnpoBanust LRR RLK (Ferguson et al.,
2010).

Crexyer OTMETHTB, YTO MOJIEKYJISIPHBIA CKEJET
NF  (aumoxwrToonMrocaxapujoB) — HpENCTaBIsIET
XHUTOOJIMTOCaXapH (N-auerun-D-rroko3aMuH),
KOTOPBIA ~ SIBIISIETCS  DJIMCUTOPOM Y  TPHOHBIX
MaTOTeHOB M WHHUIMUHPYET 3aIUTHBIC pEaKkuuu y
pacrenuit. Kakum 00pa3oM 0000BbIC pacTCHUs
OTIIMYAK0T JIMIIOXUTOOJIUTOCaXapu bl oT
XUTOOJIMUIOCaXapua0B OKOHYATCIIbHO HE BBLIACHCHO.
OnHako HEOOXOOMMO 3aMETHTh, YTO OCHOBHOM
ckenrer NF nmeer Mmogudukarmm, pa3inqaoniuecs y
Pa3HBIX BUJOB pU300Hii TIIABHBIM 00pa30oM JITHHOHN U

CTCIICHBIO HaCbIIICHHOCTHU OOKOBBIX OCTaTKOB
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xupHblx  kucnor  (Gough, Cullimore, 2011).
IMosromy cumrator, uro OokoBbic 1ienu NF
cnenupuueckn pearupyror ¢ RLK  6060BbIx
pacTeHUl U 3TOT MOJIEKYJSPHBIA KOMIUIEKC ABYX
OPraHW3MOB OCYILECTBISIET TPAHCIYKLUIO CHTHAJA,
OJOKMPYIOIIEro BKIIOUCHHE 3alUTHBIX PEaKINH
0000BBIX pacTEHHI, U HAPABIIONIETO META00IN3M
OpPraHW3MOB Ha MYTYaJIUCTUYECKOE COXKUTEIHCTBO
(Gough, Cullimore, 2011). MoXHO, TO-BHIUMOMY,
CUUTaTh, YTO CIIOXHAS XUMHYeckas crpykrypa NF
olpeAeNsieT CHeUU(PUYHOCTH IIEPBUYHBIX 3TAIOB
YCTaHOBIICHUS

MYTYAJIUCTUYCCKUX

B3aMMOOTHOIIICHUI MCKIY CUMOMOHTAMH.

Takum o0pazom, MOJIEKYJISIPHOE
B3aMMOJIEHCTBHE NF Hu RLK SIBJISIETCSI
HEOOXOAUMBIM YCIIOBUEM TS 3armycka

TEHETUYECKUX IMPOrpaMM WH(EKUUH ¥ HOLYISIHA
KopHeld 000OBBIX pacTeHHH. OTHM COOBITHUSAM
MPEAIIECTBYIOT npernH(EeKITNOHHbIE OTBETHI
pacreHus-xo3simHa Ha pneiictBue NF, a uMeHHO:
NepecTpoika

LIMTOCKEJIETA, HaOyxaHue u

CKpYYMBAaHHE KOHYMKA KOPHEBOTO BOJIOCKA U

¢dopMUpOBaHNE B  HApYXHBIX  KOPTHKAJIbHBIX
KJIETKaxX panuaibHO HaIpaBJIeHHbBIX
LUTOIUIA3MaTHUECKMX  MOCTHKOB,  Ha3bIBAEMBIX

nperH(QEKIMOHHBIMU  HUTsIMH.  Jlanee  BHyTpH
Je(opMHPOBaHHOTO KOPHEBOT'O BOJIOCKA 00pasyercst
OakTeprajgbHasi MHUKPOKOJIOHUS, OCYIECTBIISIONIAs
JIOKJIbHBIN TUPOJIU3 KJIETOUYHON CTEHKH KOPHEBOTO
BOJIOCKAa. B 3TOT MOMEHT KOpPHEBOH BOJIOCOK
NIpeKpallaeT HapyXHbII POCT M HauMHAET pPacTH
BHYTpPh, 00pa3ys  TpyO4aTyl0  WHBarMHALIUIO
KJIETOYHOW CTEHKH M MEMOpaHBI - WHQEKINOHHYIO
auth (infection thread) (IT), B KoTOpOH(BIX)
OakTepun pa3sMHOXKAIOTCS W TIEpeMElIaroTcs K

KJICTKaM KOPTCKCaA.

®opmupoBanue [T CKOOPOAMHMpPOBAHO  C

MopdoreHe3oM KIyOC€HbKa B IPOTHBOJIEKAIINX

KOPTHUKAJIbHBIX TKaHAX. Yuactue NF-curnanvsra B
3TUX COOBITHAX JIOKAa3aHO B OIBITAX C MyTaHTHBIMU
opranusmamu  (Gough, Cullimore, 2011). Bpun
OXapaKTepU30BaAHBI onpenenéHHbIe TCHBI,
BOBJICUEHHBIC B NF-curnanumr, u
TPaHCKPUIIIMOHHBIE (AKTOpPHI (Hampumep, Oenku
NIN, RPG, ERN, CYCLOPS, CERBERUS),
HeoOxXomuMble Ui WHQEKIuH U  (popMUpOBaHUS
MIPUMOPAAS KITyOCHbBKA, a TaKKe

UACHTH(HUINPOBAHBl  TEHBI, KOTOPHIE  HIPAIOT
NpsSMYI0 poib B WHQUIMPOBAHWH, aKTHHOBOW
NepECTPOiKe, CHHTE3€ PAaHHUX OEJIKOB-HOAYIMHOB
(ENODs), cexpeunu u np. cobwstusix (Ferguson et
al.,, 2010). Jloxa3aHO, YTO B HHHUIIHAIIMN JCICHUS
KOPTUKaJIbHBIX KJIETOK KOpPHS W 00pa3oBaHHMs
mpUMOpANsA  KIyOeHbKa  TNPHHHMAeT  y4yacTue
LUTOKUHUH, PELENTOP KOTOPOro — FMCTHANHKNHA3A,

axtuBupyercsi CCaMK (Ferguson et al., 2010).

Ciegyer  OTMETHTh, 4YTO  pH300MalbHAs
MHQEKIUS MOXKET NPOUCXOOUTh M IPYTUM ITyTeM —
Yepe3 TPEIIMHBI Ha OBEPXHOCTH KOPHEBBIX KIETOK,
Kxorga ydacthe Nod-CHTHAmBHON CHCTEMBI (Kak B
ciryqae MHPEKIUH Yepe3 KOPHEBOH BOJIOCOK) MOXKET
ObITh  OrpaHmuyeHo. Pome pmsoduit u  Nod-
CUTHAJILHOM CHCTEMBI 3[IeChb MOXKET OBITH CBsI3aHA C
Moan(UKanue TOpMOHAJILHOTO OTBETAa PacTeHUS-
X03s1MHa 1pHu 00pa3oBaHNK MEPUCTEMBI KITyOeHbKa 1
perynsiiueil M3MEHEHWT B TEHHOM  ammapare

MmakpocumbuonTa (Oldroyd, Downie, 2008).

Poap kaapnusg Ha Ha4YaJLHBIX JTamax 0000Bo-

PHU300MAJIBLHOTO cMMOU03a

BoboBbie  (Leguminosae) ycBauMBalOT — a30T

armocdepsl (N2) yTeM cumOmo3a c
KIIyOE€HBKOBBIMHU OakTepusIM u3 pOJIOB:
Azorhizobium,  Allorhizobium,  Bradyrhizobium,

Mezorhizobium, Rhizobium, Sinorhizobium. JtoT
MPOLIECC, KaK YK€ YKa3bIBAJIOCh, MPEACTABIISAET

MOJICKYIISIPHBIA THAIOT MEXTy IByMS ApTHEPAMH C
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yudactueM crienrpuaeckux daxrepuanbHbix NF. Onn
BKJIIOYAIOT ~ ONpENeNEHHbIE  OTBETHl  PAaCTCHUSI-
XO03s5iMHa, Takue Kak WoHHble m3Menenus (K*, CI,
Ca?", HY), 3alIeIaudBaHUe [IUTOILIA3MBI,
ocimrsiiur Ca?* M TEHHYIO SKCIIPECCHIO, KOTOPHIE
BeAyT K OaKkTepraIbHON MHBA3HH U (POPMHPOBAHUIO
kimyoenpka (Cardenas et al., 2000; Oldroyd and
Downie, 2004). Ilom siusHEEM pHU300HATBEHON
HHQCKIMHA  YCHJIMBACTCA IMOMIONMICHHE KOPHIMH
ropoxa HHUTpAaroB, 4YTO, BEPOSTHO, CBSA3aHO C
BiausiHueM NF-CHTHAalOB Ha aHUOHHBIC KaHAJBI
(MuranoBa u zp., 2006). B To >xe Bpemsi H3BECTHO,
YTO KaK pU300MH, TaK WM HHUTPATHI, CIIOCOOCTBYIOT
CHHTE3y B KOpHIX BemlecTBa Q, peryaupyrolero
npouecc oOpazoBaHus KiyOeHbKOB. B ciydae
pU300HaTBEHOM HHPEKIIH 3TOT Q-curHan
IepeMeIaeTcss B Haa3eMHYI0 4acTh PAacTeHHS, a B
ClIydae HHUTPATOB OCTaeTcs B KOpHsX. CBs3bIBaHWE

Q ¢ pacrurensapM  perenropoM  LRR  RLK

WUHULMUPYET, KaK HPEIoJararT, CHHTE3
COCITMTHEHUS (daxropa), OKa3BIBAIOIIETO
nHruOupyrommit ~ spdexr  Ha  oOpazoBaHHE

KiyOeHpkOB (B ciydae  HUTpAaroB) WX
OCYIIECTBIISAIONIETO aBTOPErYISLUI0 00pa30BaHUs
CUMOMOTHYECKUX  CTPYKTyp (Kak B  cily4ae

pusobuansHoi uadeknun) (Ferguson et al., 2010).

NF BbI3bIBae€T OBICTPBI TPAHCHOPT HOHOB
KaJbIlMs B IIMUTOIIA3MYy uepe3 miazManemMmy (Shaw,
Long, 2003) wu gemomsApu3aiidio  MEeMOpaHbI
(Cardenas et al., 2000). DTuM camMbIM KajblAEBas
CHUTHAJIbHAas CHUCTEMA Y4acCcTBYET B peuenuun
CUMOMOTHYECKHX CHTHAJIOB HA CaMbIX pPaHHUX
CTamusAX B3aMMOAEHUCTBUA CHMOMOHTOB. OmHAKO
B3anmopeiicteue Nod-haktopa ¢ pacTUTENTEHBIM
pelenTopoM Ha TOBEPXHOCTH JMHACPMATHHBIX
KJIETOK KOPHEBOTO BOJIOCKA BEET 10 MEHBIIEH Mepe
K JBYM CHTHAJNBHBIM IIyTSAM: B OJWH W3 HHUX
Ca’'-cnaiiku,  4TO

BOBJICYCHBI UHUOUUPYET

OKCHOPECCUI0 COOTBETCTBYIOLIUX I'CHOB; B APYI'OM,

CBS3aHHOM C Jjedopmalieii KOpPHEBOTO BOJIOCKA,
Ca*-cmaiiku  moryr He yvactBosarh (Oldroyd,

Downie, 2008).

KpoMe HOHOB Kanbliis CUTHAJIBHYIO POJIb Ha
paHHUX 3Tarnax cuMOM03a UrPaloT aKTHBHBIE (YOPMBI
kuciopora (ADK) u azora (ADA), Takme Kak
CyNepoKCUIHBIN aHHOH-pagukan (O27), mepoKCcH
sogopona (H20z), okeun asora (NO) u ap. Ca’* kak
BTOPHYHBII MECCEHXKep CBA3aH B pacTeHIsx ¢ ADOK
n ADPA B CUTHAJIBHOM TPAHCAYKLUMOHHOM IIyTH
(Sama et al, 2004). Ilokazano, uyro A®K
akuupyor  Ca’'-KaHanmbl, KOTOpBIE SIBISHOTCS
CHTHAJIbHBIM MEXaHHW3MOM, BEIYIIUM K IOJISIPHOMY
pocty kopHeBoro Bojocka (Foreman et al., 2003;

Mori and Schroeder, 2004). Llems coObiTHii B

MEpPBhIC MUHYTBI mocie pHu300HaNBEHOTO
HHQUIMPOBAHUS  MPEJACTABISACTCS  CICAYIOIIMM
obpazom.

Cnoyctss 1 mun mocne BozaeiictBus NF  wumm
pu300uii HaOdrOmaeTcss OBICTPBIA MPUTOK HOHOB
KaJgbplysg B LUTOIUIA3My, YTO HaOJIomaerca WU mIpu
JIecTBUU aOMOTHYECKUX M JPYTrHX OMOTHYECKHX
CTPECCOPOB. B pe3ynbTare MIPOUCXOANT
JeTIoIsIpr3anysi MeMOpaHbl 1 OTTOK MOHOB XJIOpa U
KM W3 I[HTOIIAa3Mbl B  KIETKaX KOPHEBBIX
BOJIOCKOB. Ocummsinuu B KOHIIEHTpanuu
nutozonsHoro Ca?' HabmomarTcs CIyCTs MUHYTHI
nocne wHAyKnMu mnotoka Ca®" (mpuGnusuTenbHO
gepes 10 mun mocne Bosgeiicteus NF). Ca?'-
CHallKl TPOUCXOIAT C ydacTheM OENIKOB HOHHBIX

kanaigoB (CASTOR, POLLUX) u HykJIeONOpPHHOB

(NUP85, NUPI133), a axruBauusa Ca’'-
KaJIbMOJYIIMH3aBUCUMON KHHAa3bl (CCaMK)
HHUIUUPYETCSd ~ PUTMHUYECKHUMH  HM3MEHCHMSIMHU

konnenTpanuu Ca’" B mUTOIIIAa3ME M OpraHesuIax.

Myrammas mo  Ca®’-  choalikaMm  MHTHGHpYeT

opraHoreHe3 KIyOeHBKOB y L. japonicus, KOTOPBIT
CHMMAETCs

MNpCABAPUTCIIBHO aKTHBHpOBaHHOﬁ
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¢dopmoit CCaMK (Hayashi et al., 2010). [TomoOHbIe
¢nykryauuu B koHueHTpauuu Ca?* BbIzbIBaIOT (¢
y4acTueM aKTUBUPOBAHHOHN CCAMK)
bochopuupoBanrue OCIKOB — TPAHCKPHUIIIIMOHHBIX
¢dakTopoB, gampHeimryro — TpaHcaykmmio — NF-
CHUTHAJa, BEAYIIETO K SKCIPECCHN CUMOMOTHYIECKHIX

TCHOB B sJIpeE.

OpHako, Kak [IOKa3aHO C HCIIOJIb30BaHUEM
MyTaHTa JIOIEpHB dmi, Ca’’-ocnumsaimu He
Tpebyrores st Moyt ADK nmm nedopmariim
KopHeBoro Boxocka (Catoira et al., 2000; Shaw and
Long, 2003; Shaw and Long, 2003a; Esseling et al.,
2004; Lohar et al., 2007). Beicrpeii Ca?'-moTok
HMEET MECTO B IMpejeliaX TOJNBKO 5 MUH IOCIe
o6paborku NF (10 M) (Shaw and Long, 2003),
KOTOPBI MPOUCXOAUT HAMHOTO paHbBIIC, YeM
HaunHaetcss moxynsauus ADPK B kopasx (uepes3 20-
40 mua mocie oopadorku NF) (Shaw and Long,
2003a; Lohar et al., 2007). Takum o6pazom, Ca?'-
MIOTOK HE COBIIAQAAaeT MO BPEMEHH C MOAYISAIHEH
A®K wu nedopmarmieii KOpPHEBOTO BOJOCKA MpH
0000BO-pr300HanbHOM  cHMOHMO3e. B3amMocCBsI3b
mexagy ADPK wu Ca? weomHo3HauHa. EcTb
PE3YNBTaTHl OMBITOB, B KOTOPBIX KaJbIIUH BBI3BIBACT
remepanuto ADK, a B gpyrux omeitax AOK
cnocoOcTByIOT Bhixoay Ca?" B uro3016. Bo3MoxkHO
B3auMHoe ycuiieHue aerctBus ADK u kambius xak
MECCEHIKEpOB  €JMHOW CHUTHAJIBHOW  CHUCTEMBI
(Mengezes, 2005; Konymaes, 2007). Ilpu 6060B0-
pU300HaAIEHOM CHMOHMO3€ pPOJIb 3THUX COCAMHCHHIHA,
MO-BUAMMOMY, CBOAUTCA MPEKIAC BCECTO K PETYIAINN
MPOIIECCOB METAab0NIM3Ma pacTeHusi, 00yCIOBICHHOE
MeTabonm3mMa Ha

NIEPECTPONKON YpOBEHb

MYTYaJIIUCTUIECKOTO B3aMMOJICHCTBHS u

6J'IOKI/Ip0BaHI/I$I 3alllMTHBIX peaKqu/'I IIpOTHUB

CUMOHMOTHYECKOTO napTHepa - pu300uii.
Bsaumoneiicteue A®K u Ca’' B 3TOM Cityuae MoxkeT
UATH KaKk MO IYTU HENOCPEACTBEHHOIO BIMSIHUS

Ca’ u AOK Ha reHoMm pacTeHus-xo3suHa (up-

perﬂHHI/IH), TaK W KOCBCHHOI'O BJIMAHHUA 3a CUCT

HOC/IEA0BATEIbHON aKTHBALIUU (axTopos,
OKa3BbIBAIOIIMX BIMSHUE Ha D3KCIPECCHI0 T'CHOB

(down-perymnsius).

B MNEPCHECKTUBE BAXXHO IIOHATH OCHOBHBIC
MexaHu3mbpl A®DK- curHaguHra TOpd  paHHEM
CI/IM6I/IOTI/I‘IGCKOM B3aPIMOJleI>iCTBPIPI B JTOITOJIHCHHEC K
TeCHbIM cBa3saiM  Mexny Ca?’-  curHamuHrom,
sKCcTpakiaeTodHoil AT®, akTHBHOCTBIO NIEPOKCHIA3HI
KJIETOYHOM CTEHKU U MOTEHUUAIBHON MEPECTPOIKON
LIUTOCKENETa, BKITFOYaEMBIX BPEMECHHBIM
yBenudenueM Konuenrparuu Ca?" u o6pazoBaHueM

ADK.

Kanbumii u aktuBHble popmbl kuciaopona (ADK)
npu  ¢opmupoBaHuu  $000BO-pU300UAIBLHOIO

cuMOmo3a

Xots pyakmuu kanpuus 1 AOK B pacTuTenpHOM
OpraHu3Me M3y4YeHBI JOCTATOYHO XOPOLIO, OCTAETCs
MHOTO HESICHOTO OTHOCUTENBHO B3aMMOJCHCTBUS
0COOEHHO  Ha

9THUX CHUTHaJIbHBIX MOJICKYII,

HayvaJbHBIX JTamnax 06000BO-pH300HATHLHOTO

cumbuo3a (Konymaes, Kaprmerr, 2010).

JluteparypHble JaHHBIE CBHIETENIBCTBYIOT O
BaXHOH  poiu merabommsma  ADK  mpum
(dopmupoBanur 0000BO-pPHU300MATEHOTO CUMOMO03a
(Shaw, Long, 2003; Pauly et al., 2006). Cuutaercs,
yto A®K, Hapsay ¢ >KacMOHOBOH KHCIIOTOM,
STUJICHOM,

SABJIAKOTCA OTpULATCIIbHBIMU

peryisitopaMu hopmupoBanus 6000B0O-
pusobuansHoro cumbuo3a (Ferguson, Mathesius,
2003). OTm coeaWHEHHWS TPUHUMAIOT YJacTHE B
3aIIUTHBIX PEAKLUSIX PACTCHUS-XO35IMHA, TIOCKOIIBKY
NepBOHAYAJIBHO PH300MM MOTYT Y3HABAaThCA Kak
MaTor€Hbl, HO 3aT€M OHHU IMPCOIO0JICBAIOT SaHlHTHBIﬁ
orBeT  6oboBOrO

pactenus.  JlelicTBUTENBHO,

OHpe,Z[eHéHHBIe 3aIIUTHBIC OTBCThI pacTeHusd

UHIYIUPYIOTCS BO BpeMsl pa3BUTHSA KIyOeHbKa

(Vasse et al., 1993; Gamas et al., 1998). IlokazaHno,
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4TO Yy JIIOUCPHbBI MHOTHE 1T MMPEPLIBAOT POCT HAXKE
npu COBMCCTHUMBIX CHUMOHOTHYECKUX

B3aUMOOTHOILICHHUSX BCJIC/ICTBHE pasBUTHS
CBEPXUYBCTBHUTEIILHOM pEakMu B KIETKAX KOPBI
xopHs (Vasse et al., 1993). Iloka3zano, 9to y ropoxa
3aOIUTHBIA OTBET KaK pAacTeHHA-XO3IMHA Ooee
BEIpQXEH NPH HECOBMECTHMOM B3aWMOACHCTBHH,
9TO, T[O-BHANMOMY, CBS3aHO C OTpaHHYCHHEM
pacmpocTpaHeHHs pu300HaTEHON HHPEKIIH
(Perotto et al., 1994). Tem He MeHee puzoOHaIbHASL
nH}EeKIUs crnocodHa peryaupoBarh ColepKaHHe
LUTOTOKCHYECKHX COEIMHEHUH, KaK Harpumep,
MepOKCHJIa BOIOPO/IA M OKCHA a30Ta B KOpHsIX. Tak,
mo naHHbIM MurtanoBo#t (2010) nuk B HaKoIJICHUU
MEePOKCHIa BOIOPO/A NPU MHOKYJISLUK IPOPOCTKOB
ropoxa puszobusMu HabOmromaercs cmycts 30 MuH
MOCJIe MHOKYIIAINH, a B TOCJIEAYIOMNE 3KCIO3UINN
(1, 2, 6, 24 m 48 u) comepkaHHWe TIEpOKCHIA
BOJIOPO/Ia CHIDKACTCA B KOPHAX W HE OTIIMYACTCS OT
KOHTpOJISA. AHamm3upys O3TH MJaHHBIC, CJIEIyeT
OTMETHTH, YTO pPE3KOe OBHIIICHUE CONCPKAHUS
H>0> (B 2,6 paza) gepe3 30 MuUH TOocTIe BO3ICHCTBUS
Ha KOpHH PH300MalbHOM MH(EKINH, M0-BHIMMOMY,
XapaKkTepu3yeT Hecrienuduieckyro peakuuio
pacTeHus] Ha IIaTOTEHHBIE W CHMOHMOTHYECKHE
MHUKpoopranu3mel.  [Ipm  Oomee  mimTeabHOM
BO3ICHCTBHH OMOTHYECKHX (DAaKTOPOB HAOIIFOMACTCS,
BEpOSATHO, crenuduyeckas peakiys OpraHuMma,
XapakTepusylomas oo ycwieHueMm cuaTe’a ADOK
pacteHueM (Kak TIpH JCUCTBHH aBHPYICHTHOTO
maTroreHa), MO0 yMEHBIIEHHEM CHHTE3a — KaK B
ciIydae BHPYJICHTHOTO MAaTOT€Ha U CHMOMOTHYECKIX
OakTepmii. B mocienHeM ciydae pacTeHHe-XO3SUH
«y3HaeT» MHKPOOPTaHU3MBI KaK «CBOM» W
«CHHMaeT»  3allUTHbIE  Oapbephl,  IMO3BOJISA
pusobuansHoe wuHOHUUUpoBaHue. MHpuunpoBanue
KOpDHEl  TPOPOCTKOB  ropoxa  KIyO€HbKOBBIMHU
OakTepusIMU CHMXKAET TaKKe yPOBEHb OKCHJIA a30Ta

B KopHiXx B 1,9 pasa uwepe3 30 mwmH mocne

uHokymsiuuu (I'msHpko U n1p., 2012).

Ymenbmenne ypoBHs ADPK u ADPA mog

NelCTBHEM pu300HaTEHON UHQPCKIIH

CBUACTCIILCTBYCT, Mo-BUAUMOMY, (6] BaXKHOU

CUTHaJbHOW  posn  puzobuanbHeix NF
pacturenpHelx RLK Uil y3HaBaHus napTHEpOB H
ONOKMPOBaHMS 3aAIUTHBIX MEXaHH3MOB PACTCHUS-
XO35iMHA. MHOTOYHCIIEHHbIE MCCICIOBaHMS IO
BoBieueHH0 AD@K B CUTHaJIMHI PACTEHUH, TaKxke
noxTeepxaaoT yyactme Ca?* B 9THX mporeccax
(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).

OOHapykeHa  kmrodeBas poarr ADPK B

pPErYIIMPOBaHUM  MOJSPHOTO  POCTa  KOPHEBBIX
BOJIOCKOB, 3UTOT Fucus W MBUTBIICBBIX TPYOOK depe3
UX CHOOCOOHOCTh  perymupoparh Ca’'-KaHambL
KOTOpbIe BOBJIEKAIOTCSI B YCTaHOBJICHUE
anuKambHOTO KanbieBoro rpaaueHta (Potocky et
al., 2007; Coelho et al., 2008). Pannee obpazoBanue
n pacnpenenenne ADK tecHo cBszano ¢ AT® u
Ca’'- CHIHAIMHIOM B KOPHEBBIX BOJIOCKAaX GOOOBBIX

(Cérdenas et al., 2008).

OnHuM U3 BaXKHBIX HCTOYHUKOB reHepanuun ADK

B pacrenusx  saBmiercas  HAJI®H-oxcumasa,
JIOKJIN30BaHHAs Ha IUIa3MaTHYecKod MeMOpaHe
kinetku.  MHrmOmpoBaHMe  aKTHBHOCTH  3TOTO
(epMeHTa BemeT HE TONBKO K YMEHBIICHHIO
reaepannu ADQK, HO U K TOPMOKEHUIO 00pa30BaHUS
IT mpu cuMOMOTHYECKNX OTHOLICHUSX JIOLEPHBI U
Sinorhizobium meliloti (Peleg-Grossman et al.,
2007; Cardenas et al., 2008). Hmxke Oynyt kxparko
U3IOKEHBl cBefieHUus: o pactutensHoit HAJIDOH-

OKCHAa3€ B CBA3U C pacCMaTpuBacMbIMU BOIIPOCAMHU.

Cesa3p HAJI®H-oxcuaassl 1 AOK ¢ kaabuueBoit

CHTHAJILHON CHCTEeMOH

Veunenne Ca’'-curHana TpPOMCXOIMT, B TOM
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yyciae, M 3a CYeT €ro B3aUMOJCHCTBUSA C
pa3iMuHBIMH  O€NKaMH, KOTOpBIE TIIOCIE O3TOTO
CIIOCOOHBI ~ OCYLIECTBJIATh HOHHBIA  TPaHCIIOPT,
peryisTopHble U Apyrue (GyHKIHMH, MOAICPKUBATH
Hu3kui  ypoenb Ca’* B opraHemnax KIETKH.
Kommuectso Ca®'-coneprxamux GEIKOB B PACTEHHAX
JIOCTATOYHO BEIIMKO: y apabuaoricuca ux oomee 150
(Reddy, 2001). Ogur u3 takux OemxkoB HAJIDH-
okcumaza (K@ 1.6.99.6) — craproBelii QepMmeHT
HAJI®H-okcunazHoit CHTHAJIbHOM CHUCTEMBI,
CBSI3BIBAIOLINM, IO KpaiHeH Mepe, [Ba 3BEHA:
rerepaunio ADOK u noroku Ca?" (Sagi, Fluhr, 2006).
Ipenmnonaraercs, uro A®K u Ca?" ssasiorcs
OCHOBHBIMH CHUTHQJIBHBIMH JJIEMEHTaMH MEXaHH3Ma
perynauuu  akTuBHOcTH MemOpanHoi HAJIDH-
okcunasel y pacrenuil. Pactutenpnas HAJIDH-
okcuzasza obo3Hagaercs kak Rboh (respiratory burst
oxidase homologs) u sBmgercs romomorom f-

(gp91Pho)  HAJI®H-oKcHaassl

¢aronntoB. Rboh wmmeer N-KkoHIEBOH ydYacToK,

CyOBETMHUIIBI

KOTOPHIH CcBA3bIBacT MOHBI Ca’' ¢ moMomplo IBYX

(EF-pyxka).

IUTO30JIbHBIC TIOTOKU KaJiblIUd AKTUBUPYIOT C3.2+-

MOTHBOB [Ipenmonaraercs,  4TO
3aBucuMble nporenHkuHazel (CDPK), kortopsie
bochopumupyror N-TepMHUHAIBHBIA ydacTok Rboh
u TeM cambM aktuBupyloT depment (Kobayashi et
al., 2006). Bce 310 maeT BO3MOXXHOCTb TOBOPUTH O
perymupyromeii pomu Ca?* B aktusrOCcTH HAJIOH-
okcunasel pacrenuit (Isapko, Wmenxo, 2010).
HAJI®H-okcuaasa, JIOKaJIM30BaHHAs Ha
IUTa3MalieMMe, aKTHBUpPYeTCS NpH JEHCTBHM Ha
OpPraHM3Mbl ~ AaOMOTHYECKHMX M OMOTHYECKHX
¢axropoB (I'mstHBKO U 1p., 2010a). O6pazoBasine B
pesynbrare akTuBauu 3toro ¢epmenta ADK
3alIMIIAIOT PacTeHHE OT MaTOTeHOB ITyTEM Y4acTHs
B PpEaKUMH  CBEPXYYBCTBUTEIHLHOCTH  KIIETOK,
CHCTEMHOH NpPUOOPETEHHOH ¥  HMHIYLIHPYEeMOU
YCTOMYMBOCTH, B YKPEIUICHHH KJIETOYHOH CTEHKH

KaK MEXaHM4YeCKoro Oapbepa Ha NyTH HH(EKIHUH

(Sagi, Fluhr, 2001). B omiuume OT MaTOreHHOTO
BO3JCICTBUS HA PACTUTEIbHBIM OpraHU3M, pOJIb
HAJI®H-okcuma3sl W CBA3aHHOTO € €€

(GYHKIIHOHATBHOM aKTUBHOCTBIO KaJIbIUS B
MYTYQJIUCTUYECKUX B3aUMOAECHCTBUSX 0 KOHLA HE

sCHa.

OnHUM U3 TaKUX BOMPOCOB SIBISETCS TIO3HAHUE
perymsitopasix  MexaHusmMoB  HAJI®H-okcunassr
pactenuii. Kak  ycTaHOBIEHO,  Ba)KHEHIIMM
AIIEMEHTOM PETYIAINN aKTUBHOCTH 3TOTO (pepMEeHTa
srsiercs  Kanpumit  (Sagi, Fluhr, 2006). OTtum
pacturensHass HAJI®H-okcupaza ominyaercss OT
COIEPIKUT Ca?*-

(EF-pyxa). 910

)KHBOTHOﬁ, TTOCKOJIBKY

CBSI3BIBAIOIIIIC MOTHBBI
o0ecrieunBaeT HEMoCPEeICTBEHHOE CTHUMYIUPOBaHHUE
aKTMBHOCTH (pepMEHTa C TIOMOIIbI0 HOHOB KaJIbIIHs,
BBIXOJ] KOTOPBIX U3 BHEKJETOYHOTO MPOCTPAHCTBA B
LUTOIUIA3MYy WHHLUHPYETCS DK30- M SHIIOTCHHBIMU
¢dakropamu. [lo HamMM JaHHBIM — aKTHBHOCTh
HAJI®H-okcuaa3sl B MUKpOCOMAaJIbHOW (PpaKimuu
KOpHEW 3THOJMPOBAHHBIX MPOPOCTKOB TOPOXa PEe3KO
Bo3pacrana (B 3 — 4 paza) cmycta 5-10 muH mocie
WHOKYJSIIMA  KOpHEH  pasHBIMH  IITaMMaMH
Rhizobium leguminosarum w He OTIMYANACh OT
KoHTposisi uepe3 15-30 munH. DTO coBmajgaer ¢
MaKCUMaJIbHBIM YBelIMueHHeM cojepkanus HoOz B
KOpHsIX Topoxa uepe3 30 MUH HOCIIE HWHOKYISIHH
MIPOPOCTKOB  pu300MsiMH. Takum oOpa3om, 3TH
pe3yabTarthl  CBUJAETEIBCTBYIOT O BIMSHHU Kak

(YHKIMOHATIBHYIO

aktuBHOCTh HAJIDH-0KCHIa3b1, YTO TTOATBEPKAACT

OHJOT'CHHOI'O KaJibLus Ha

yaactue Ca®" B perynsiun ypoers ADK B KieTke.

Cnenyet OTMETHUTb, 4TO BO3MO>KHBIH
[IUTO30JIbHBIA KOMIOHEHT pactutenpHori HAJIDH-
okcuaazel (Rboh) — Rop I'Tdaza, cBs3biBaeTcs ¢
OCHOBHBIM  KOMIIOHEHTOM  (epMEeHTa  IOCIie
aktuBanuu Ca’'- 3aBucumoii kuHasel (CCaMK),

obecrneunBaromeit thochopumupoBanue N-
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TEepPMUHANBLHOTO ydacTka Rboh u akTuBHpOBaHHE
(depMeHTa, YTO BEIEeT K YCHJICHHIO O0pa30BaHUs
A®K. ITo muenuro Wong et al. (2007) yBenuueHnue
reHepannn  ADK BTOpyI0  (hazy

HAKOIUICHUS KaJibOUsA B LUTOIIa3ME€, CTUMYIIUPYs

BBI3BIBACT

otkpeitne  Ca’’-KaHalmoB Ha  IUIa3MaTHYECKON
memOpane. Haxomrerne Ca?’ B IIUTOILIA3ME MOXKET
OBITh TPUYMHOW WHTHOMPOBAHUS B3aMMOICHCTBUS
komruiekca Rop I'T®aser — Rboh w Beiencreue
aToro cHkeHus akTtuBHOCTH HAJIDH-oxcumassl.
Takum 00pa3oM, O3TH peE3yNBTaThl  MO3BOJISIOT
[peanoaratb, 4YTO KOHIEHTpPAUUsi LMTO30JIbHOTO
Ca?" MoXeT MOmyIupoBaTh akTUBHOCT, HAJIDH-
OKCH/JIa3bl, pErylnupys B3auMozeiicTBue mexay Rop
I'Td-a30it u Rboh. YpoBeHb KaibLiusl B UTOILIA3ME,
3apucsamuid o A®DK, MOXET CIyXUTb 4YacTbIO
MeXaHH3Ma, PpETYIHPYIOMIETo  B3anMMOJeiCTBHE
MemOpanHo# (Rboh) m muTo30/mBpHON CyOBEAMHUIIBI

(Rop TI'T®a3er), dro oKa3plBaeT BIUSHHE Ha

aktuBHOCTh HAJI®H-okcunassl — reneparopa ADK.

ITo muenuto npyrux asropos (Sagi, Fluhr, 2001)
ctumynupoBanue aktuBHocTH HAJIDH-okcuaassl
pacTeHnit MOXET OCYIIECTBIATHCS
HETIOCPE/ICTBEHHO HOHAMHU KajbLus, 0e3 ydacTus
LUTO30J]bHOTO KoMIoHeHTa — Rop ['Tdazebl
VKka3aHHBIC aBTOPHI MPEAINONATraloT, YTO PETYISALNS
aKTMBHOCTH (pepMeHTa MPOMCXOAUT IO IMPUHLHUIY

«CaMoyCI/IJ'II/IBaIOH_Ieﬁ MNETIN», B KOTOPYIO BOBJICUCHDBL

Ca’* u AOK.

HpeL[CTaBJ'IHeT HUHTEPCC BO3MOXKHOCTL y4aCTHA B

perynsnuu AKTUBHOCTHU HAI®H-okcuaassl
cBoOonHoro pamukana NO. Drta Monekyna Urpaer
BAXHYIO pPOJIb B KIHOYCBBIX (I)I/ISI/IOJ'[OFI/I‘IGCKI/IX
mporeccax Kak B XUBOTHBIX, TaK U PaCTUTCIIBHBIX
opraamsmMoB (Glyan’ko et al., 2010). 3acryxuBaer
BHUMAaHHA THIIOTE3a 0 BO3MOXKHOM BimstHUM NO Ha
HOTOKH BHE- W BHyTpHKIeTodHOro Ca’’, KOTOpBIi,

KaK YyK¢C O6Cy)K,HaJIOCL, OKa3bIBACT BJIMAHHUC Ha

aktuBHOCcTh HAJI®H-okcumaser (Courtois et al.,
2008). Cyrp rumoTe3bl B TOM, 49T0 NO MOXeT
MOBBIIATh  WJIM  TOPMO3UTh  WHIYLUPOBaHHBIM
IEfCTBEEM DK30TeHHBIX (hakTopoB mortok Ca’' B
LUTOIUIa3My IIyT€M H3MEHEHUS MPOHHUIAEMOCTH
Ca’-KaHaJOB C YYaCTHEM CHTHAIBHBIX OEIKOB,
MIO/IBEPTTIINXCS MOCTTPaHCIALMOHHON
MOAN(UKANKE OKCUAOM a30Ta (HUTPO3WIMPOBAHHE
u HUTpoBaHme OenkoB) (Besson-Bard et al., 2008).
Dror MexaHmsM perynsumn  notokoB  Ca’’  Ha
la3mMajeMMe W MeMOpaHaX BHYTPHKIETOYHBIX
opranemn ¢ ygactueM NO (Courtois et al., 2008)
TaK)K€ MOXET OBITh NPHUMEHEH ISl OOBSCHEHHS
¢ynkiuonansHol aktuBHocTH HAJI®PH-okcunassl
npu  000oOBO-pu3oOHManbHOM — cUMOHMO3e,  Korjaa
ype3MepHoe HaKOIJIECHUE ADK Oynet
MPEMSITCTBOBATh YCTAHOBJICHHUIO MYTYaJIMCTHYECKUX
B3aMMOOTHOIIICHUH (Shaw, Long, 2003a).
[Tocnennee MOXET OBITH CHSITO aHTHOKCHIAHTHBIMU
(hepMeHTaMu, B aKTHBAIMH KOTOPBIX, MO-BHINMOMY,
TaK)X€ Yy4acTByeT KajiblMid, mnockoibky ADK-
(hepMeHTHI

TeHEpUPYIOLIHe UHTHOUPYIOTCS

antaronucramu kaneims (Grant et al., 2000).

Takum  obpasom, Ha  paHHHX  CTaausIX

cumbuornyeckoro  B3aumogmercteus ADPK m
KaJblIUH WIPalOT KIIOUYEBBIE POJM, YCHJIMBAs WIH
MOJaBIIsASL

B3aUMOBJIMSITHUC Ha IMPOLECChI.

He#ictButenbHo, ypoHu ADPK wu  kanbuus
YBEIIMYMBAIOTCS  TOCHEe  00pabOTKM  KOPHEBBIX
BostockoB NF (Cardenas et al., 1999;2008; Shaw and
Long, 2003a). B cBoro ouepenr ADPK wmoryr
aKTHBHPOBATh KajblMeBble kKaHaib! (Foreman et al.,

2003; Mori and Schroeder, 2004).

VYcuneHHbI  BXOI Kaliblidsl B LIMTOIUIa3MYy,
HaOmromaemblii  mocite  BosmewictBusg NF  moxer
BOBIIEKaTbcsi BO BpeMeHHoe yBenmmdeHne ADK
(Cardenas et al., 2008). IIpeamonaraercs, uro EF-

PyYka u KaJIbMOAYIHWH-CBA3BIBAIOIIHUC JTOMCHBI Yy
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pactutenbubix HAJI®H-okcumasz xopomo noaxoast
s storo tuna perymsinuu (Banfi et al., 2004;
Tirone, Cox, 2007). B ¢Bsi3u ¢ 3TUM OBLIO MOKa3aHO,
YTO  HEKOTOphlE  KAJIbMOAYJAUHBI  TO-Pa3HOMY
skcrpeccupytorcss B orBeT Ha NF (Camas et al.,

2002).
3AKJTIIOYEHUE

VuukanbHocTh Ca?’-CHrHANBHOM CHCTEMBI 110
CPaBHEHMIO C JAPYTUMH 3aKJIIOYAETCS, BO-TIEPBHIX, B
€ro o0coObIX XHMMHYECKHX CBoHcTBax (Oombiioe
YUCJIO KOOPAMHALMOHHBIX CBSI3eH M MX pa3iuydHas
JUTHHA),

BO-BTOPBIX, HAJIMYHUEM

CIICIIMAIM3UPOBAHHON  CHCTEMBl ~ MeMOpaHHBIX
MEPEHOCUYNKOB, obecneunBaromeil 3 heKTHBHYIO
PErYISALMI0 KOHLEHTPAMH OJTOro DJIEMEHTa B
KJICTOYHBIX ~ OpraHe/yiax M KOMIIApTMEHTax
(Mensenes, 2010). Cnocobrnocts Ca®" mepenasarhb
CHTHAJ C IIOMOLIbIO CIAMKOB M BOJH, a TaKxke
crienuduIeckux OEIKOB-CEHCOPOB B THIPOPUIBHON
n  ruapodoOHBIX cpegax  JaeT  BO3MOXHOCTh
pacTUTENbHOMY

OpraHu3My  HCIOJNB30BaThb C

Oomemoit  a¢dexruBHocTi0  Ca’'-cUrHaNBHYIO
CHCTEMY IIPU PA3JIMYHBIX CTPECCOBBIX BO3ACHCTBHUAIX
TUTS OpICTpOH

[IEPECTPONKHU IIPOLIECCOB

MeTabonu3ma, 00eCIeunBarOIINX BBDKHBaHHE

paCTCHI/Iﬁ B HOBBIX YCJIOBUSX.

Besmecymuocts  Ca®'-CHTHANIBHOM — CHCTEMBI
MPOSABIISIETCS. B CUJIBHOW CTENEHU NPHU ACUCTBUU HA
pacTHUTEIbHBIA OpPraHu3M OHOTHYECKHX (HaKTOpPOB.
Pore ee B 0000BO-pu3oOHMaipbHOM CcHUMOHMO3eE,
TIPE/ICTABIISIIONIEM MYTYaJIHCTHYECKOE
COKMTEJIBCTBO JIByX OpPraHM3MOB, WHTEHCHBHO
uzyuaercs B mocneanue romasl (Oldroyd, Downie,
2006, 2008; IIumosa u ap., 2008; Ferguson et al.,
2010; Capoen et al., 2011). AkrtuBupoBaHue u
peanuzanus TeHETUYECKU 00YCIIOBIICHHBIX
MPOILIECCOB  MYTYaJIUCTHYECKOTO B3aUMOJICHUCTBHUS

JIBYX OPTaHHW3MOB, NPHBOMAIIMX K OOPa30BaHHIO U

(YHKIIMOHUPOBAHUIO CUMOMOTHYECKHX CTPYKTYP
(cumOuocom, OaKTEpOMIOB, KOPHEBBIX KIIyOSHHKOB)
OCYILECTBIIAETCS C Y4aCTHEM MHOTUX MEXaHH3MOB.
J41 OOHUM U3 HHUX ABJISICTCS KaJlbIIUEBAsA CHUI'HAJIbBHAsS
cucrema. JleMCTBUTEIBHO, camasi paHHSAS peakuus
pacteHus-xo3smHa Ha feiictBue Nod-¢pakTopa — 310
usMeHeHne Konmentparmu Ca’” B muTomasme,
COBITAJIAIOIIAs C OCHMJUIALMSMHU KaJbLUs B SApe U
oxonosaepHoM mpoctpancTtse (Ehrhard et al., 1996).
[pu 3TOM obpazoBaHue Ca?'-cnaiikoB
NPEALIECTBYET aKTHBAallMM I0J] MX BIMSHUEM
CCaMK (Gough, Cullimore, 2011).
AxrtusupoBannbie Ca’-kamanel Ha  MeMmOpaHe
LUTOILIa3MBbl ¥ KIIETOYHBIX OpTraHelul - Heo0X0AuMoe
ycioBue jsi 00pa3oBaHuS M (YHKIMOHUPOBAHMS

KaJIbITMCBBIX OCHHHHHHHﬁ, OCYIIECTBIIIECMBIX C

yaactueMm Ca-ATda3s! (Oldroyd, Downie, 2006).

Ha mnpencraBnenHoit cxeme (cM. puc. 1), MsI

TOIBITAJIUCH, HC MPETCHAYA Ha TIOJIHOTY,

cXeMaTH4eckd  OToOpasuTh  HMMEIoUmuecs B
JHUTEpaType IpPEACTABICHUS O pONU KaubLUs B
0000BO-pH300MAaTFHOM ~ CHMOHMO3€ Ha  CTaIisIX
WHOULUPOBaHUS  pacTeHHs W 0oOpa3oBaHUS
CUMOUOTHYECKHX CTPYKTYp. M3 cXeMbl ciemyer, uTo
LHEHTPAJbHYI0 pOJb B TIIpolleccax PpU300HanbHON
undekmu u K1ybeHbkoobpasoBanus urpator Ca’'-
CITaMKU, CII0COOHBI

KOTOpPbIC nepeagaBarb

TEeHETUYECKYIO UH(POPMAITUIO c MOMEHTA
cBsa3piBaHUs ~ OaktepuanbHoro  Nod-dakrtopa ¢
pactutensHbIM perentopom(amu) (LysM RLK, LRR
RLK), 4Tr0o BemeT K akTHBAIlMA OTBETOB PACTECHUS-
xo3sMHa Ha WHpeknuoo. OOuH U3 caMbIX PaHHHUX
OTBETOB IIPH 3TOM SBIAIOTCA ocrmuisiuu Ca’™ B
OUTO30JIe.  DJTOMY  TPEANIECTBYeT  OTKPHITHE
KaJbIIMEBbIX KaHAJIIOB B MEMOpaHEe SIHAepPMaTbHBIX
KIeTok ® cbpoc Ca’* wu3  BHEKIETOYHOIO
MPOCTPAaHCTBa B HUTOIUIA3My. [Ipoucxopsiie npu

9TOM C3.2+-OCHI/IJ'IJ'I$IIII/II/I BbI3bIBAOT aKTUBUPOBAHUE

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 7 No. 4 2011



409

Physiological role of calcium...

OOMeH cUrHanbHbLIMU MOrieKyriaMu

cnasoHonAb!
[ — ——— : :
PacteHne — Rhizobia
Nod-cakTop
BocnpuﬂTuexF curHana
LysM
LRRE ALRLK
=L (
S RLKFO _ _? ( | 1 _
e e
Y b |
UHduumpoBaHue:«— SIP1 HMGR 2 e —CDPK— ___, OpraHoreHe3s
_______ >3 Kny6eHbKa:
- o
- flenonspusauyus r Okenpeceus ¢ ERN1 Ca-spiking AOK «— =
MrasMonemMmsi, UCK- ” HOZYNMHOB I &
PUBIIEHNE KOPHEBbIX - AegepeHuyuposaHune
BONOCKOB NSP1/2— CCaMK 1 fileneHmne KopTUKanbHbIX
” (CYCLOPS) H KIEeTOK
CERBERUS
LI L |ree ”
- hopmupoBaHue I ERF1
WHMEKLMOHHON HATH, !nm; N JLN]N; _—: J— J
ee PoCT K OCHOBaHWIO ckt
KOPHEBOTO  BOJIOCKa, (AUXY
penexve 6GakTepuit |
? anuaepmMuc
Ethylene| JA| SA| ABA| A®K| | aep
2 ! Y
\||’ ! - hopmupoBaHue
LHK1<— il KopTeKc npumopans knyBeHbka
_— =t = — — =
- BbicBODOXAEHME ; NIN W
6akTepuii B LMTONNasmMy I X
PacTUTENLHON KNeTKK I \ H
I NSP+1 o Okenpecenst || [enexve
Auxt at BR! ABA| HOAYNMHOB KneTok
) Y
- obpasoBaHue

BGakTeponaos

3 KInyb6eHek

Pucynox 1 Cxema cHMOMOTHYECKHX CHTHANBHBIX ITyTeH y MaKpOCHMOWOHTa W €ro B3amMOIEHCTBHE C

pI/I306I/IaHI>HLIM NOd-(I)aKTOpOM C Y4aCTUCM KaJIbIUCBOT'O CUT'HAJIBHOI'O KaCKaa.

LysM RLK -
penenTopronooHast

JTU3UH-MOTHUB
KHMHa3a,

penentopronoOHas
CDPK—kanpuuiizaBucumast

KHMHa3a,

LRR RLK -
IIPOTEHHKHHA3a;

JIeHIMH-00OrameHHas
CCaMK- KaJIbLIHH-

KaTbMOnyIHH3aBucuMas kuHa3za; SIP1 — Gemok B3ammopeiictByromuit ¢ SymRK; HMGR — 3-ruppokcn 3-
vetunrrytapui CoA penykrasza; NSP1/2, NIN — 6enku curnansHoro mytd Honysitun,; LHK-ructnanakuHa3za;
ENOD - pannue 6enku-nonynunsl; Rboh- HAJIJ®H-okcunaza; CK — nurokuHuH. ®akTopbl TPaHCKPUIILNU:

ERN, RPG, ERF1, CERBERUS, CYCLOPS.

CCaMK wu wmomymamuio  (GUTOrOPMOHAIIEHOTO
OamaHca, BeAymIero K OOpa30BAHWIO MPUMOPAHS
KITyOCHBKA. BoznukHOBEHHE KaJbIIHEBBIX
OCIWJUBALUN  CBSA3BIBAIOT C THUICPHOISIPU3AIHCH
MeMOpaH ¥ BHYTPHKICTOYHBIX OpTaHeI, dYTO
OPHMBOIMT K OTKPBHITUIO Ha MX MemOpanax Ca?'-
kaHanoB u aktuBaiuu Ca-AT®a3, 3akaunBarouX U
BBIKAQYMBAIONIMX KaJbIIMHA MO U MPOTUB TPaTUCHTA
ero konmentparuu (Capoen et al., 2011). Onnako,

XOTA KaHLHI/Iﬁ U KaJIbMOAYJIMH3aBUCHUMas KHHa3a

SIBIISTFOTCSI KITFOYEBBIMHU MeIUaTopamMu
CHMOHMOTHYECKOTO B3aNMOJICHCTBHSA, IEKOIMPOBAHHE
Ca*"-curnana u MOJIEKYIIPHBIE TIOTOKH,
OTIpeAeIAIoNe MNOTOK HWH(OpPMAIMM K TEHOMY,
OCTaIOTCS MPEAMETOM WHTEHCHBHBIX HCCIICIIOBAHHUN
(Yano et al.,, 2008). Tak mpeamnonararT, 4TO IOX
BoznelicteBueM NF Ha MemOpaHe IuIa3MajieMMBbl
BO3HMKAeT  Kackaj  peakluif, CBS3aHHBIX C
aktuBanumeil gocdonunaz C u D, nponykT KoTopbIX

(BTOpUYHBIA MECCEHIKEp) MOXKET depe3 SACPHYIO
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MOPY BBI3BIBATh OCIWUIALUU KaIbIUS B SIPE U
OKOJIOSIZICPHOM TPOCTPAHCTBE, BBI3BIBAIOIIUX (IIPU
YY4aCTHH  KaJIbIMA ¥  KAJIbMOIYIHH3aBUCHMBIX
KMHAa3) OSKCIOPECCHI0 TCHOB  OCIIKOB-HOAYJIHHOB
(Oldroyd, Downie, 2008). C npyroif CTOPOHBL,
uHpopManus, 3akomupoBanHas B Ca’'-cmaiikax,
OTIpeIeNIsIeTCs, BEPOSTHO, KaK 4YacTOTOW, TaK M
AMIUTUTYION KOJIeOaHWH KOHIIEHTPAUH KanmbIws. U
STH TapaMeTphl OyIyT pa3nnvarhCs MPH ICHCTBHA

PA3JIMYHBIX IO TPUPOAC BHCUTHUX (l)aKTOpOB.

BHyTpuKI€TOUHBIMH 3aIlaCHUKAMH
(maxormrensimu) Ca®" MoryT GbITh 060JIOUKA AApa U
sHoTUIa3MaTHYeckuil peTukyiyM (JI1P), B koTopbIx
obmapyxkensl Ca’'-cmaiixy, CCaMK wu 1Ba
BO3MOXHBIX peryasTopa TpaHckpunuuu - NSPlu
NSP2 (Oldroyd, Downie, 2006). Onxa u3 yHKImHA
OpraHeNI-3allaCHUKOB ~ MOXET  3aKJIIo4aThCsl B
peTyIMpOBaHUH

KOHLEHTpaluu KaJIbLIUS B

nurorazMe ¢ yaactueM Ca-ATda3zwl.

Baxneiimeli nmpoOiiemMoii, CBSI3aHHOW ¢ yyacTHEM
Ca’>" B 6000BO-pH300HAEHOM CUMOHUO3€, ABISAETCS
€ro B3aUMOJICHCTBHE C JAPYTMMH CUTHAIIBHBIMA
monekynamu — ADPK um ADA, B HOpPMaIbHBIX
(U3NOTOTHYECKUX YCIOBHSX H OCOOCHHO WIpH
JNeHCTBUM  HEONAarONpHATHBIX  OMOTHYECKHX U
abmotnyecknx (QakropoB. Bemme o0cyxnamack
HE00XOANMOCTb HOHOB

HAJI®H-okcumaszst —

KaJIbIHS ULt
(YHKIIMOHNPOBAHUS
reneparopa ADPK. Ecte pmaHHble 0 mOTpeOHOCTH
Ca* g1 (QyHKIMOHUPOBAHHUS  PACTUTEIHLHOTO
(bepmenTta(oB) TeHEePHUPYIONIETo(¥X) NO c
UCIIONIb30BaHNEM B KadecTBe cyOcTpara L-aprununa
(Courtois et al., 2008). Ho ¢ apyroii cropoHsl, 10O
HamuM  gaHHeIM  (Imssepko wm gp.,  2012)
puzobuanbHas WHQPEKIUS CrmocoOHa  CHUXATb
ypoBerb NO u H>O; B TKaHSIX KOpHEH IPOPOCTKOB
ropoxa. Yuactme Ca?" B >TuX 060MX mpoleccax

O4Y€BHHA, HO KaKOB MCXAaHH3M BIJIMAHHUA 6000B0O-

pHu300HaNbHOr0 cMMOKMO3a Ha (YHKIUHU KajdbLUS H
KakuM 00pa3oM KaJIbIIMEBBIH CUTHAJI Pean3yeTcs
pu CI/IM6I/IOTI/I‘-ICCKOM B321]/IMO}IeI‘/‘ICTBI/II/I7 MpeacTouT

€l1E BBIICHUTD.
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