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HET'ATUBHASA 'OPMOHAJIBHASA PEI'YJIAAIINA PASBUTHUA
CUMBUNOTHNYECKUX KIIYBEHBKOB. I1. CAJIMITNJIOBAA,
KACMOHOBAA 1 ABCIIU30BAS KUCJIOTHI*
(00630p)

A.B. IIBITAHOBA, B.E. IBITAHOB

B pesyibTare B3amMoneiicTBUs ¢ pu300MsIMH 0000BbIE PACTEHHS CIOCOOHBI (PUKCMPOBATH aT-
MocdepHbIii a30T B CHMOMOTHYECKHX KiIyOeHbkax. Pa3Butne u (hyHKIMOHMpPOBAHHE CUMOMOTHYECKUX
KJIyO€HbKOB HAXOJMTCS TOJ CTPOTMM KOHTPOJIEM CO CTOPOHBI PACTEHHSA-XO35IMHA, B TOM YHCJE 32 CYET
¢uroropmonannnoii perynsummu (B.J. Ferguson c coasr., 2014). ITockonbky mpouecc hopMupoBaHus
KJIyOeHbKOB TPeOyeT 3aTpaT 3HEPINH, WX YHCJI0 OTPAHHYMBAETCS pacTeHHeM. B HeraTMBHYI0 peryisiuio
KJIy0OeHbKOOOpa30BaHus BOBJeYeHbl, moMumo 3tmieHa (A.B. Llpranosa c coasr., 2015), caaumuioBas
(P.C. Van Spronsen c coasr., 2003; G. Stacey c coasr., 2006), xkacmonosas (J. Sun c¢ coast., 2006)
u aocmm3oBas (Y. Ding c coasr., 2008) kucioroi. Bce mepeunciennbie (puTOropMOHBI NEHCTBYIOT HA
Pa3HbIX CTANMAX PA3BUTHSA M (DYHKIMOHMPOBAHMS CUMOMOTHYECKHMX KiIyOeHbKOB. IlepBble HeraTHBHbIE
3t eKThI KACMOHOBOI H a0CHU30BOii KHCJIOT CBA3AHbI C OJIOKHPOBAHMEM MMH KAJIbIIMEBbIX OCIHUJLISIIMIA
(J. Sun c coasr., 2006; Y. Ding c coasr., 2008), unaymupyemsix non neiicrsuem Nod-dakTopos — -
MOXHTOOJMUTOCAXAPUIOB, KOTOPblE CHHTE3NPYIOTCS PU300MSMH M AKTHBUPYIOT MPOTpamMMmy Pa3BUTHS HH-
thekuym u opraHorene3a kiyoenbka. Kanpuuesbie ocipnisinmm Takke oaokupyiorcs stwiesom (G.E. Old-
royd c coasrt., 2001). CanuumioBas, XKacMOHOBasi M A0CHM30BAasA KUCJIOTHI BIMSIOT HA JajbHeiilee
pa3BuTHE CHMOMO32a, OJIOKMPYS KaK POCT MH()EKUMOHHBIX HHUTEl, MO KOTOPbIM PU300HMN MPOHMKAIOT
BIJTyOb KOpHS, TaK U ¢opmupoBanne KiyoeHokoBbix npumopaues (T. Nakagawa c coasr., 2006; J. Sun
¢ coaBT., 2006; Y. Ding c coasr., 2008). Heratusnsiii 3¢pekT a0CUM30BOi KHUCJIOTHI HA pa3BATHE KIy-
OEHbKOBBIX MPUMOPINEB OMOCPENOBAH JeiiCTBMEM HA NMTOKMHMHOBBIA curHaibHbIi Kackan (Y. Ding c
coasT., 2008). CainmuioBasi, KaCMOHOBAasi M a0CHM30Basi KHCJIOTHI TAKXKE HETATHBHO BIMSIOT Ha a30T-
(uKcupyoIyI0 aKTMBHOCTb KJIyOEHbKOB, MPUYEM OTPHIATEIbHOE eiiCTBHE A0CIM30BOil KICJIOTHI CBSI3aHO
¢ aktuBanueil npoaykmun MoHookcnaa a3ota NO (A. Tominaga c coast., 2010). Tem He mMeHee, Bce 3TH
¢(uTOrOpMOHBI MOTYT OKA3bIBATh M MO3WTHBHBIA ekt Ha (opmupoBanne u (YHKIMOHMPOBAHNE KITy-
0enbkoB. Hampumep, KacMOHOBas KMCJI0TA aKTHBHPYET IKCHPECCHI0 nod-TeHOB PU300Wii, KOHTPOIH-
pyomux cunre3 Nod-dakropos (F. Mabood ¢ coasr., 2006). Ins camnuuioBoii U a6cum30B0i Kuc-
JIOT MOKAa3aHA MO3MTHBHAS POJIb B AKTHBANMM 3aMIMTHBLIX MEXAHM3MOB PACTEHWiIl MPH NEHCTBUM CTpec-
COBBIX (PAKTOPOB, YTO MPUBOJAMT K CHHKEHHMI0 WX HETATHBHOTO BJMSHHS HA ()YHKIMOHHPOBAaHWE KIIy-
oenbkoB (F. Palma c coasrt., 2013, 2014). 3HaunTe/ibHbIA WHTEPEC MPEACTABJISIOT OyAylmMe Mccle-
JIOBAaHUS B3aMMOJECTBHS 3THIEHA, CAIMINIOBOI, XKACMOHOBO W a0CHM30BOi KMCJIOT NPH HEraTHB-
Hoii perysiumu (OpPMHPOBAHKA a30T(HUKCHPYIOIIMX KIy0OeHbKOB. BaXKHO M3yynTh BO3MOKHOCTH MPaK-
THYECKOTO WCNOJb30BAHUSI MYTAHTOB C NMOHMKEHHBIM COJIEPIKAHHMEM KaKoro-jamoo u3 ¢uroropmonos. B
3TOii CBSI3M MEPCHEKTHBHO MccienoBanue mytanta enfl (enmhanced nitrogen fixationl), nonxy4eHHOTO
Ha MojeJbHOM 0000BoM Lotus japonicus M XapakTepu3yIOLIerocs NOBBIIIEHHOI a3oTduKcanueii
(A. Tominaga c¢ coaBt., 2009). B To ke Bpems CleAyeT YYMTHIBATh, YTO M3MEHEHHE B COJEPKAHMH
KaKoro-io6o (uToropMoHa MoXKeT HEraTHBHO MOBJMSATh HA PA3BHTHE PACTEHHS W €r0 Peaknuio Ha
a0MOTHYECKHE ¥ OMOTHYECKHE CTPeCChl.

KioueBble cjI0Ba: pacTUTE/bHO-MHKPOOHBIE B3aMMOIECTBHA, 0000BO-pH300MAIbHBIA CHM-
0103, CHMOMOTHYECKHIi KiIy0eHeK, (GMTOrOPMOHBI.

st G00OBBIX pacTeHMM XapakTepHa BaxKHasl aJanTallMOHHAs CIoco0-
HOCTb K OMOJIOTMYECKOM (puKcalmeir a3oTa B pe3ylbTaTe B3aMMOACHCTBMS C
MOYBEHHBIMU OakTepusmMu — pusobusimu (1). B mpouecce B3auMoaeicTBUs Ha
KOpPHSIX 0000BbIX (hOPMUPYIOTCS CIIELMATU3UPOBAHHbIE OpraHbl — CHUMOMOTH-
YyecKue KIyOeHBbKU; B HUX pU300MU IUdGEpeHIIUPYIOTCS B 0aKTEpOUIbl, KOTO-
pble MOTYT (pUKCUpoOBaTh aTMOC(epHEBIi a30T (2). B ocHOBe pa3BuUTHUSI CUMOUO-

* Pa6ora ¢uHaHcoBo noaaepxkana PH® (mpoekt Ne 14-24-00135).
«HeraTuBHasi ropMOHaIbHAST PETYJISILIMST Pa3BUTUSI CUMOMOTHYECKUX KiyOoeHbKoB. Coobuienue 1. Dtunen (0630p)»
cM. B xypHase CebckoxossiiicrBeHHast Guonorusi, 2015, 50(3): 267-277 (doi: 10.15389/agrobiology.2015.3.267rus).
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TUYECKOI0 KJIyOeHbKa JIEXXUT OOMEH CUTHAIbHBIMU MoJjekyiaamu (3). BaxHas
poJIb B CUTHAJIIMHIE MPUHAIJIEKUT (PUTOrOPMOHAM: XKAaCMOHOBOI KucioTe (4),
LIMTOKMHWHAM M aykcuHaMm (5, 6), ruobepemmiHam (7), stwieny (8, 9), adbcun-
30Boi1 kucnote (10), canuuunosoii kuciore (11), cTpuraiakroHam, OPacCUHO-
crepounam (12-14). Ilpouecc ¢opmMupoBaHUS a30T(PUKCUPYIOLIETO KIyOeHbKa
BEeCbMa BHEpro3arpaTeH, MO3TOMY YMCJIO KIYyOSHBKOB CTPOTO PEryJIUpyeTcsl pac-
TeHreM. PaHee MBI pacCMOTpE/IM HETAaTMBHYIO PEryJISILMS Pa3BUTUSI M (DYHKIIHO-
HUPOBAHUSA CUMOMOTUYECKIX KIyOSHBKOB STHJICHOM (pHC.).

Llenpro Halrero o63opa

CTAJIO OOCYXICHUE POJU CAlTH-

Nod-daxrop LIJTOBO#, KACMOHOBOM M a0c-

rmren LIM30BOI KUCJIOT B Pa3BUTUM U
CK e N\J\ Ca* ocrmusmm (DYHKILMOHUPOBAHUM KITYOESHb-

AK KOB 0000BbIX pacTeHuii. [lo-

KazaHo, 4To B 3¢dekTrax Tpex
(pUTOropMOHOB MIMEETCSI OIIpe-

DTHICH DTHIIEH
CK - JeJieHHas! crielu(pUIHOCTh, XO-
iKKI;( ; T BCE OHU HETaTUBHO BIIHWI-

0T Ha pa3BUTHE U (PYHKUIMO-
HHUpOBaHMWE KiIyoeHbKOB. Kpo-
Me TOI'o, OITMCAaHO TTO3UTUBHOE
JNEUCTBYE XXACMOHOBOM KHUCJIO-
Thl Ha CaMbIX PaHHUX CTaIUsIX
pa3BUTHUSI KIIyOEHBKOB, a TaKXXe
aJanTUBHBIN 3(GEKT camauim-
JIOBOM M aOCUM30BON KHCIOT

Mepucrema
KIy0eHbKA

Srunen ok Caci,| Ha (YHKIMOHMPOBAHNME KIy-
N ' NaCl'| GeHBKOB IPU CTpecce.

CK CanuuuioBas KICJIOTa
AR | Urpaer BaxHylo ponb B 1IBe-
TEHWH, CTApEHUH, YCTOWYUBO-
CTU K TIaTOTeHaM W abhOoTHYe-
ckuMm cTpeccam (14). HaubGonee

Azmmukcupmﬁuﬁ KnyOeHeK
CxeMa BJIMSIHHS 3THJIEHA, CAIMIIIOBOI, })KACMOHOBOW U a0C- N
M30BOii KMCJIOT HA pasBuTHE W (GYHKOMOHMpOBaHHe cumomo- M3YYCHaA DPOJIb CaJIMIUIOBOU
THYECKOTO Kiy0eHbKa. YepHbIe CTPEJIKM — TOCIENOBaTeNb-  KUCJIOTHl B MHAYKLAA WUMMYH-
Hble CTaAMM DPa3BUTHsA KIyOCHBbKA, 3€JIE€HBIE CTPEIKH — HOH CHCTeMBI pacTeHuit mMpu
ITO3UTHUBHAS PETYJISLUS CTAINKM Pa3sBUTHUS, KPACHBIE CTPEJ-
KM — HEraTMBHAs PErylsiuMs cTaguyu passutusi. B pamkxe AdTaKE IIAaTOICHOB. Ona nposiB-

IIoKa3aHa peryjadauuda Ipu ,Z[CﬁCTBI/II/I CTPECCOBBIX (I)aKTO- JISICTCd B aKTI/IBa]_H/H/I I/IMMyHI/I—
o K St s, CR oy "I TETA, HAIYUADYENOTO MOTKY-
dopmbl kucnopona, AO — aHTHOKHMCIAHTBI. JEIPHBIMUA - [TIAaTTEPHAMK, acco-
LIMMPOBAHHBIMU C T1aTOTEHOM
(PTI, PAMP-triggered immunity; pathogen-associated molecular pattern, PAMP),
u sddexrop-uHayLMpyemoro nmmyHutera (effector-triggered immunity, ETI), a
Takke B BOZHMKHOBEHUM CUCTEMHO INPUOOPETEHHON YCTOMUMBOCTM (Systemic
acquired resistance, SAR) (15). B nmocnegHue rogbl aKkTUBHO M3y4yaeTcsl POJIb Ca-
JIMIIWJIOBOM KUCJIOThI B MYTYaJIUCTUYECKOM 0000BO-pr3001MaTbHOM CUMOMO3E.

B onHoi1 13 mepBbIX MyOaUKaALMil COOOIIANIOCh O BIUSIHUU CaTULIMIOBOM
KHUCJIOThI Ha KITyOeHbKOOOpazoBaHue IMpu IpenodpadoTke cemsiH Vigna mungo (L.)
Hepper copra T-9 pa3HbIMM KOHLEHTpALMSIMU 3TOTO COeAMHEHUS. BbIsgBiIeHO
YMEHbIIIEHUEe HUTPOreHA3HON aKTUBHOCTM MPU BCEX M3YYEHHBIX KOHLIEHTpALIU-
sax. B To xe Bpems1 KoHueHTpauus 10 MKM cTumynupoBana KiyoeHbKooOpa3o-
BaHMe, TOIrJa Kak mnpu Oosiee BbICOKMX KoHuLeHTpauusix (100 MkM u 1 MM)
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addext 6b11 HeratuBHBIM (16). B mpyroit padore uzyyanu posb Nod-hakTopos
B MHTMOMPOBAaHUU 3allIUTHBIX peaKIiMii, ONOCPEAOBAHHBIX CATMIUIOBOMA KUCIO0-
TOM, y 0000BbIX pacTeHuil. MHoKysiums mouepHsl (Medicago sativa 1.) mytaH-
TOM pu3obuii NodC , HecrnocoOHLIM cuHTe3upoBaTh Nod-(aKToOphl, a TakxKe
HECOBMECTUMBIM IUTaMMOM Rhizobium leguminosarum bv. trifolii npuBoauaa K
3HAUUTEJLHOMY YBEJIMYECHMIO aKKYMYJISILUMU CATULIUIOBONM KUCJIOTHI IO CpaBHE-
HHUIO ¢ TAaKOBOM B PACTEHMSIX MHOKYJMPOBAHHBIX IITaMMOM aukoro tumna (17).
OK30reHHas MpeaoopaboTKa pacTeHU TIoLepHbl 25 MKM caluuuioBoil KUCIO-
Thl (IIPU 3TOM KOHLEHTpALMM He HaOMI0JaIoCh BAMSHUE 00pabOTKM Ha pa3BU-
THE PACTeHUi) Iepen MHOKYJSLMEe pUu300MsIMU BbI3bIBaja 3alepxkKy (popMu-
poBaHUS KIIyOEHbKOB U YMEHblIeHUe uX yucia. OmHOBpeMeHHOe n100aBjlIeHNE B
nutarenbHyio cpeny 107 M Nod-dakropa R. melilofi u 25 MKM canuuuioBoi
KUCJIOTHI CHIDKAJIO KOJIMYECTBO (popMUpyeMBIX npumopaueB Ha 75 %. Cienoba-
TeJabHO, Nod-(hakTopbl Hapsay ¢ MHAYKLIMEH MHGEKIUM U OpraHoreHesa Kiy-
OcHbKa BOBJICUEHBI B CYIIPECCHUIO aKKyMYJSLWUM CAJIULMIOBONM KHUCIOTHI, 4TO
HeoOX0AMMO IIJIsl YCMEIIHOIo pa3BUTUSI KiyOeHbKOBOro npumopaus (17).

HccnenoBaHusi, mpoBefAeHHbIe Ha pacTeHMsIX ropoxa Pisum sativum L.
nukoro tuna Frisson u myranta P2 (sym30), HecrmocoOHOro (hopMUPOBaTh CUM-
OMOTHYECKUE KIYyOeHBbKM U apOyCKYISIPHYIO MMKOPM3Y, IOKaszajaud, 4to y P2
caMIMIoBasl KUCIOTa HaKaruiMBajach MPpU MHOKYISILMHU Kak mTamMmmoM R. le-
guminosarum bv. vicige TUKOTO TUIa, TaK U MyTaHTOM I10 reHy NodC (18).
WHokynauust mraMMoM MUKOpU3HOTO rpuba Glomus mosseae (Nico. & Gerd.)
Gerd. and Trappe Takke npuBoauia K 0ojiee CYIIECTBEHHOMY HAKOIUICHMS ca-
JIMIUJIOBOM KUCIOTHI Y P2 Mo cpaBHEHUIO ¢ AUMKUM TUIOM. IIpyu MHOKyISILIMMU
pacTeHuli MaTOreHHbIM IITaMMOM Pseudomonas syringae ssp. syringae He Ha0J10-
JIaJIoCh Pa3HUIIbI B KOJIUYECTBE CAMIIMIOBOM KHUCIOTHI MEXIy MyTaHTOM U JIU-
KUM TUIoM. Bo3moxxHo, mytauus sym30 BbI3bIBaeT CHeLMDUUYECKYIO YCTONYM-
BOCTb K CUMOMOTHYECKMM MUKPOOpPraHM3MaM, CBS3aHHYIO ¢ HaKOILJIEHUEM ca-
JUUUI0BOM KUCAOTHL (18).

HeratuBHblil 3¢ GeKT canuLMIOBOM KUCIOTH ObUT onucaH U Ajs 6000-
BBIX pacTeHUIi, 00pa3yioLIMX 1eTePMUHUPOBAHHbIE KITYOEHbKU C OrpaHUYEHHOM
aKTUBHOCTBIO KJTyOEHbKOBOM MepurcTeMbl. Tak, 00paboTKa KOpHEil MpOpOCTKOB
cou Glycine max (L.) Merr. 1 MM unu 4 MM caauiMaoBOil KUCIOTHI TOCTOBEP-
HO yMeHblIajga yuciao dopmupyembix KiyoeHbkoB (19). IIpu s3tom o0paboTka
JIMCTBEB CAIMLMIIOBOM KuciaoTtoil (1 MM), HanmpoTuB, yBeJIW4yMBaja 3TOT IOKa-
3atenb. B nccnepoBanun T. Sato ¢ coaBr. (20) ObLT BBINIOJHEH CpPaBHUTEIbHBIN
aHaJIu3 BIMSIHUS CAIMIMIOBON KHUCIOTHI Ha KIyOeHbKOOOpa3oBaHUE y POOU-
TelbcKoro copta cou Williams 1 aByX TunepkiyoeHbKOOOPA3yIOLIUX MYTaHTOB
NODI1-3 (rj;) n NOD2-4 (#jg), GopMUPYIOLINX TMOBBILIEHHOE YUCIO KIyOeHb-
KoB. IIpoBoaunacek npenodpaboTKa S5-CYTOUYHBIX MPOPOCTKOB CATUIIMIOBOI KHC-
noroit (100 MxM) B TeueHue 5 cyT, MOCJE YEro MX MHOKYJIMPOBAIU IUITAMMOM
Bradyrhizobium japonicum USDAI110. HaGmoganoch 3HAYMTENbHOE CHIKEHUE
Yyucaa KIyOeHbKOB Ha KOPHSX POAMTENIBCKOIO COpTa, IpUYeM OHM He ObUIM CIHO-
COOHBI K a3oTdukcauuu. B To ke BpeMsl y 000MX TUIepKIyOoeHbKOOOPA3yIOIInX
MYTAQHTOB YMCJIO KJIYOEHBKOB XOTb M ObUIO CHMXKEHO, HO B 3HAUUTEJIbHO MEHb-
LIei CTermeHU. DTU pe3y/abTaTbl MO3BOJIWIM IPEANOJOXUTb, YTO CaJWLIWIOBAs
KHCJIOTa BOBJEUEHA B aBTOPETYJISILNIO KITyoeHbKooOpasoBaHus (20).

BDddexT calrMIUIoBON KUCIOTHl UCCIEI0BAIN Y PACTEHUN BUKM ITOCEB-
Hoit Vicia sativa L., ”HOKYJIMpPOBaHHBIX IUITaMMaMU R. leguminosarum bv. viciae
RBL 5523 u 248. [Job6aBneHue B mutareiabHylo cpeany 100 MKM canuiuiioBoit
KUCJIOTHl TIOJHOCTbIO MHTHMOMPOBAJIO CIIOCOOHOCTb pacTeHUit (OPMUPOBATH
kinyoeHbku (21). B To ke Bpemst HaGmogagach CTUMYISILUSL KIyOeHbKOOOPa3o-
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BaHUS IIpU 0OpabOTKE CAIMLMIOBON KHUCIOTOM B KOHLEHTpauuu 5 MKM mis
mramma RBL 5523 u 0,5 MkM — mig mramMa 248. Y JisiaBeHIIa SITIOHCKOTO
Lotus japonicus (Regel) K. Larsen kinybeHbKOOOpa3oBaHUE HE MHTHOMPOBATIOCH
npu uHokyasiuu wrammaMu TONO, R7A u EIR u po6asnenun 100 MxM ca-
UUMIoBoi KucioTel. HeratuBHblil addekT o0paboTKM CaMIUIOBOM KUCIOTOMN
(100 MmxM) Habmiomasics OJid pacTeHUII ropoxa MCXomHoro copta Frisson u cy-
nepKIlyoeHbKOOOpa3ymwllero MmyraHta P88, MHOKynIMpoBaHHBIX 1TamMMoM R. le-
guminosarum bv. viciae RBL 248, pactenuii mouepHsl M. sativa L., ”HOKYIUpO-
BaHHBIX LITaMMOM Sinorhizobium meliloti RCR 2011, xneBepa nonsyuero Trifoli-
um repens L., ”HOKYJIUpOBaHHOIO 1TaMMoM R. leguminoarum bv. trifolii ANU
843. B To Xxe BpeMs 1Ji1 O0OOBBIX pacTeHUil, (POPMUPYIOLIUX AETEPMUHUPO-
BaHHbIe Ki1yOoeHbkU, — dacomu (Phaseolus vulgaris 1..) copta Negro Jamapa,
MHOKynupoBaHHO mwiTaMmMmoM R. elti CE3, u cou (Glycine soja Siebold & Zucc.),
nHoOKynupoBaHHoi1 S. fredii HNO1, noka3aHO OTCYTCTBME MHTMOUPOBAHUS KITy-
O0eHbKOoOOpa3zoBaHus npu odpadoTke 100 MKM canuimiaoBoit KuciaoTsl (21).

B nocnenymoliux sKcrnepuMeHTax ObLIO YCTaHOBJIEHO, YTO HeTraTMBHOE
NeCTBUE CATUMLIMIOBOI KUCIOThI Ha V. sativa MposiBisieTCs B MepBble 72 4 mocie
WHOKYJISILIMY pacTeHui: npeaoOpaboTKa B TeueHHe 24 4 He BAMSIa HAa YKMCTIO
KJIyOeHbKOB, a J00aBJIeHUE CaJMLIMJIOBOM KUCJIOThI 4yepe3 72 4 CHMWXKAIO 3TOT
rmokasarejib Jimiib Ha 50 %. [lokazaHO, YTO CaJMLIMJIOBAas KUCIOTAa BIMSICT Ha
accolMalio pu3o0Uii C MOBEPXHOCTbIO KOPHS, MOCKOJbKY HE ObLIO BBISIBICHO
CKPYYEHHBIX KOPHEBBIX BOJOCKOB M MHGEKIMOHHBIX HUTEH. B TO e Bpems1 00-
paboTka KopHeil ouuilieHHbIMA Nod-¢akropamMu Bbi3biBasa JedopMaldio Kop-
HEBBIX BOJIOCKOB U Ipu godapaeHur 100 MKM cauimIoBOil KUCIOTHI, B TO Bpe-
Ml KaK KJIETOUYHbIE IeJIeHUsI BO BHYTPEHHENM Kope KOpHs O0JoKMpoBaIuch (21).

B nmanpHeimx skcneprMMeHTaX MCIOJIb30Bajlu TPaHCTEHHBIE PACTEHUS
L. japonicus u Medicago truncatula Gaertn., KoTopble HeC/UM OaKTepUaIbHbIA TreH
nahG, xoogupyoluii canuuuiatruapokcunasy (22). TpaHcreHHble auHuu L. ja-
ponicus, Hecyle OAHY WU ABE KOMUU TeHa nahG, XapaKTepU30BaIMCh CHUXE-
HUEM COIECpPXKaHUs CAJIMLIMIOBON KMCJIOThI, KOTOPOE KOPPEIUPOBAIO C YBEJIU-
YEeHHBIM YUCJIOM KIYOEHBKOB M KOJUYECTBOM MH(EKLIMOHHBIX HUTEH B KOpHE-
BbIX BOJIOCKAaX. ¥ TpaHCT€HHBIX pacTeHUI HaOI0AAIOCh 3HAUUTEILHOE YBEJIU-
YyeHue JUIMHBI KopHeil. PocT yncia mHGpEeKIMOHHBIX HUTEH Ha CAaHTUMETP KOp-
Hs (MpU CPaBHEHUM C PACTEHUSIMM JMKOIO TWIIA) aBTOPbI HE oTMevanu. B akc-
MepUMEHTax C TOYECYHOM MHOKYJSLMEeH KOpHEei pu300MsIMU, TO3BOJMBIIECH HU-
BeJIMPOBaTh 3(PDEKT YIIMHEHUST KOPHEi, ObLIO MOKa3aHO, YTO Y PaCTeHMUIA, 3KC-
npeccupyrolmux nahG, 4uciao KIyOeHbKOB YBEJIMUMBAIOCh. AHAJOTMYHBIE pe-
3y/JbTaThl MOJYYWJIM TpPU HCCIEIOBAHMM JPYroro MoJejibHOro 6000BOro —
M. truncatula. VIHOKyIsSIMsSI KOMITO3UTHBIX PACTeHUI, 3KCIpeccupylomux nahG,
MPUBOIUIIA K 2-KPaTHOMY YBEJIMUYCHUIO YMcia MHMEKIUOHHBIX HUTeH 1 popMu-
pyeMbIX KIyOEHBKOB 0 CPABHEHUIO C KOHTPOJIEM, IIPU 3TOM BMIAUMBIN 3¢ dheKT
B OTHOIIIEHUU pPOCTa KOpHeil He Habmwomancsa (22). BeposTHo, canuiuioBast
KHCJIOTa MOXET ObITh BOBJICYEHA B aBTOPETYJISLMIO PACTEHHUEM 4YMCiIa KIyOeHb-
KOB Ha CTaauu 00pa3oBaHUsI MHGEKIMOHHBIX HUTEH IMOCPEACTBOM aKTUBALIUU
3alLUTHBIX peakuuii (22) (cMm. puc.).

IIpu uccnegoBaHUM POJM CATMLIMIIOBOM KUCJIOTHI B (DOPMUPOBAHUM KITy-
OEHbKOB HCIMOJb30BaIUCh KYJIbTYpbl KJIETOK pacTeHUid TUKOro tuma L. japonicus
u Nod -mytanta Ljsym4-2, Hecywero mytauuio B reHe CASTOR, KXoTophlii KO-
nupyeT 6eIoK, 00pa3yrolIuii MIOHHBIN KaHasl Ha saepHoi MeMOpaHe. DTOT KaHaj
Y4acTBYeT B KaJbLMEBBIX OCLMUISILIUSIX, MHAyLUpyeMbix Nod-dakTopamu (23).
MytaHT Ljsym4-2 Takxke XapaKTepu3yeTcs HeCloCOOHOCThbIO (popMHUpPOBATh ap-
OYyCKyJbl IPU MHOKYJISILIMU MUKOPU3HBIM IpUOOM, MOCKOJIbKY TpUOHAast MHMEK-
sl abOpTUpYeTCs B 3MUAEPMaIbHbIX KOJOHU3MPOBAHHBIX KJIETKaX, B KOTOPBIX
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aKTUBHMpYETCS IporpaMMa IpexkaeBpeMeHHOM KieTouHoi rubemu (24). Kymibry-
pa MYTAHTHBIX KJIETOK IE€MOHCTPUpPOBaja ITOBBIILICHHYIO YYBCTBUTEIBHOCTH K
canuuunoBoit kuciaore (0,5 u 1 MM), 4TO BhIpaXkanoch B Pe3KOM YBEJIMYECHUU
Yyycja MEPTBBIX KJIETOK IT0 CPABHEHUIO C TAKOBBIM B KYJBTYpPE KJIETOK IMKOIO
tuna (25). [Ipy 3TOM B MYTaHTHOI KyJIbType HaOIOAAIOCh IBYXIIMKOBOE YBE-
JIMYEHME COMEPXKAHUS IEPEKMCH BOIOPOIA, XapaKTepHOe I KJIETOYHOIO OTBE-
Ta Ha IIATOreHHYyI artaky (26). YcuwieHue IpOOyKIUHM IIEPeKHCH BOIOPOIA
MPEAIIeCTBOBAIO aKTMBAlMK MPOOyKIMK MoHooKcuma azota NO. To ectb co-
IepXaHue CaJULMIOBOI KUCIOTHI, KOTOPOE KJIETKM MUKOIO THUIIA BOCIIPUHM-
MaT KaK (pU3UOJIOTMYECKYI0 HOPMY, ¥ MYTAaHTHOI KyJbTYPbl CTAHOBUTCS CUT-
HaJIOM K 3aIlyCKy KJIETOYHOW TMOeIM. Y 3TOil KyJIbTyphl TaKXKE BBISIBAIM KOH-
CTUTYTUBHOE MOBBILLIEHUE 3Kcnpeccuu reHa LjPRI (25). B To ke BpeMsl y KOM-
IMO3UTHBIX PACTeHUIi, B KOPHSIX KOTOPBIX 3KCIPECCUpOBaICI TeH nahG, Kiy-
OeHbKM He (OPMUPOBAIKCH. DTO IOATBEPXKIAET, YTO M3MEHEHHAas 4yBCTBU-
TEJIbHOCTh K CAIMIIWIOBOM KMCJIOTE Y MyTaHTa Ljsym4-2 He CIIy>KUT NPUYMHOMI
Nod -¢penoruna.

ITokazaHo IOJIOXUTEIbHOE BIMSIHUE 2-CYTOYHOI IIPpemoOpabOTKU calu-
uunoBoit kucaoroit (0,1 u 0,5 MmM) Ha HUTpPOreHa3Hyl0 aKTMBHOCTb UM MAacCy
KIyOeHBKOB Y 49-CyTOUYHBIX pacTeHUit molepHbl (M. sativa), KOTopble BIOCIEA-
ctBuM noasepranuch aeiicteuio 200 MM NaCl B teueHue 12 cyt (27). [peano-
Jlaraercst, 4Yro 3TOT 3(PpeKT CBA3aH C aKTUBAlLMEl CaJWUIIWIOBOM KHUCJIOTOM aH-
TUOKCUIAHTHOrO MeTabonu3ma (cMm. puc.). [losutuBHbIi 3ddeKT oTMeuancs u
npu o6padorke 10 M caJMLMIOBOM KUCIOTOI Han3eMHOM yacT 30-CyTOYHBIX
pactenuii Hyra (Cicer arietinum L.) copra Avarodhi, KOTOphle POCIM B MOYBE,
3arpsisHeHHoOM kagMueM (25 mr) (28). Kak y KOHTpoabHBIX 90-CyTOYHBIX pacTe-
HUI, TaK M Y BBIPOCIIMX B 3arpsS3HEHHOI II0YBE HAOIIONANIOCH YBEJIMYECHUE
yycia KI1yOeHbKOB, HUTPOTCHA3HOI aKTUBHOCTU, COIACPKAHMS JISTTEMOIIOOMHA,
a Takke (pepMEHTOB, BOBJICUYEHHBIX B yCBoeHUe a3oTra (28).

HccnenoBanue mramMmma R. leguminosarum bv. viciae 3148 BBISIBUIO TIpU-
CYTCTBUE Y pU300Mi1 IBYX CUCTEM aKTUBHOIO OTTOKA BelllecTB U3 KieTku (efflux
pump) Tuna MFS (major facilitator superfamily), KOHTpOJIUpyeMBIX TreHaMU
salRAB u rmrA, sKcmpeccusl KOTOPBIX aKTUBUPYETCS CAJIMIMIOBOM KUCJIOTOM
(29). Myrtaius B reHe sa/A nmpuBoAWIa K 3HAYUTEIbHOMY MHTMOMPOBAHUIO PO-
cTa pu300Mii B IPUCYTCTBUM 2 MM CalMIIMIOBOM KHUCJIOTHI, a M3MEHEHHUE B
rede rmrA He umeno takoro 3ddpekra. [Ipu 3ToM 00e MyTaluu He BIMSUIM Ha
CIIOCOOHOCTh pHU300Mil (OPMHUPOBATH CUMOMOTHYCCKME KIYOEHBKM M Ha HX
a30T(UKCUPYIOLIYI0 aKTUBHOCTh. DTH Pe3yJIBTaThl MOTYT OOBSICHSITHCS IIPUCYT-
CTBUEM B TeHOME PU300Mil JOMOJIHUTEIbHBIX CUCTEM aKTMBHOTO OTTOKA BEILIECTB
U3 KJIETKH, KOTOPhIe KOMIIEHCHPYIOT IOTePI0 (PYHKIIMOHAJIBLHOIO IIPOAYKTa T€HOB
salRAB n rmrA (29).

ZXKacMoHoBast KUCJIOTa BOBJICYEHA B PErYJIALIMIO PA3IMYHBIX IIPOLIECCOB
pa3BUTUS PACTCHMII, B TOM YHCJIE B YCIOBUSIX OMOTUYECKMX U aOMOTHYECKUX
CTpeccoB, BKIHOYass 6000B0-pu3oduanbHblil cumouo3s (30).

IIpenmonaranock, 4YT0 He TOJBKO (DJIABOHOUIBI, HO M IPYIHe BEIeCTBa,
CBsSI3aHHBIC ¢ (DEHMIIIPOIIAHOMIHBIM IIyTeM, MOTYT ObITh BOBJICUEHBLI B aKTHBa-
o sKkcnpeccuun nod reHoB puzodbuit (31). [TokazaHo, 4TO KaCMOHOBAsI KUCJIO-
Ta U METWIKACMOHAT MOTYT MHIYLIMPOBaTb 3KCIPECCUIO M0d-TEHOB Y HEKOTO-
PBIX IITAMMOB pU300Uii, IpUYEeM HaOIIOMAJICS CUHEPIHMYHbIM 3 ¢EKT IMpy Aeii-
CTBUM XKACMOHOBOI KMCJIOTHI M HAapMHI€HMHA — IIPUPOTHOIO MHAyKTOpa ¢hiia-
BoHouaHON Tipupoabl (31). IMo3nmHee ObLT MOATBEPXKIEH MO3UTUBHBIN 3(PPeKT
>KaCMOHOBOIM KHUCJIOTHI M METWJDXKacMOHaTa Ha MpoayKiuio Nod-¢akropoB (cM.
puc.) y mwtamMmmoB B. japonicum 532C u USDA3 (32). Ilpennonoxenue, 4To
>KaCMOHOBAsl KUCJIOTa Hapsiny ¢ (JIaBOHOMIAMU MOXKET OBbITh BOBJICYEHA B MH-
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IYKIIUIO nod-TeHOB PU300Ui, MOATBEPXKIAETCSI U TEM, UYTO €€ BBICOKOE COAep-
KaHUe HaOJoJaloch B KOHUMKaX KOpHeil mpopocTkoB cou G. max (L.) Merr.
copra Williams (33). Iloka3aHo Takxe, YTO OHAa y4acTBYeT B MHIAYKIUU OMO-
cuHTe3a (IaBOHOUIIOB, MOCKOIBLKY 00paboTKa MPOpPOCTKOB M. fruncatula metu-
JDKaCMOHATOM TIpMBoauWAa K MHAYKUuU reHa MtFNSII-2, xopupytolero ma-
BoHcuHTa3y II (34).

B 10 e Bpems npu pocte M. truncatula Ha cpene, coiepKallei skacMo-
HOBYIO KUCJIOTY, YMCJIO (DOPMUPYEMBIX KITYOEHBKOB CHIKAIOCh. D¢ deKT HabI0-
nancd yxe rpu KoHueHTpauuu 0,1 MkM, a mpu 10 MKM npoucxoawio MojHoe
MHIMOMpoBaHue o0Opa3oBaHus KiyoeHbKoB. Ilpu stom mpucyrctBue 10 MxM
>)KACMOHOBOU KMCJIOTBI B KYJbTYPaJIbHOM XXUAKOCTH HE BIMSJIO Ha pa3BUTHUE
S. meliloti, To ecTb }KaCMOHOBAasl KMCJIOTa IpexXJe BCEero IMpemnsiTCTByeT MH@U-
LIMPOBAaHUIO PU300USIMU pacTeHUsI-Xo3simHa (35) (cM. puc.). YcCTaHOBIIEHO,
YTO 3KaCMOHOBAasl KHUCJIOTa IOJaBIsieT 3Kcmpeccuio reHoB ENODII w RIPI,
aKTUBMPYIOLIMXCS Ha HayaJbHbIX 3Talax pa3BUTUsS CMMOMO3a, a TakKe Kajb-
LMeBble ocUWLIsIIUM, BhI3biBaeMble Nod-dakropom (35) (cMm. puc.). Panee
OBLIO MOKAa3aHO, YTO STUJICH TOXEe OJOKMpPYeT KaJbliMeBhle ocusauu (36) (cm.
puc.). IIpy 3TOM BBICOKME KOHILEHTpALMU >KacMOHOBOM KuciaoThl (100 MKM)
MOJHOCThIO MOJABISIOT OCUWUISLIUM KaJbliMs, TOrJa Kak 0ojee HU3KUE Bbl-
3bIBAIOT U3MEHEHUsI B MX 4yacTtoTe (35). ¥ HeuyBCTBUTEILHOIO K 3TUJIEHY MY-
TaHTa sickle MO CpaBHEHUIO C TMKUM TUIIOM YacTOTa KaJbLIMEBBIX OCUMIISIIMI
yMeHbIIANach MpU 0ojiee HU3KMX KOHIEHTPALMSIX >XaCMOHOBOI KHCIIOTHI, TO
€CTh 3TUJIEH MpPU Pa3BUTHMM KiIyOeHbKa MHIMOMpPYeT 3(PheKT KaCMOHOBOI KMC-
JIOTBI U 3TU TOPMOHBI JEMCTBYIOT KaK aHTOTOHMCTBI B PEryJISILIMA MHAYyLHpYE-
MbiX Nod-dakropamu ocuuansguuii Kanpuus (35). Ilpu mobaBneHum K pacre-
HUSIM OUKOTO TUMA aMUHOATOKCUBUHUIIIMLUMHA (MHTUOWUTOP OEUCTBUSI ITH-
JIeHa) WIM TIpU UCIOJIb30BAHWM MYTaHTa sickle HeraTUBHOE AEWCTBUE Ha KIIy-
OeHbKOOOpa3oBaHME 3HAYUTEIBLHO CHUXKAJIOCh, YTO yKa3blBaeT Ha CHUHEPruy-
HbI 3¢dEKT KACMOHOBOM KMCIOTHI U 3TUJIEHA B OOIIEeH peryasiuuu KiayoeHb-
KooOpa3oBaHuUs (CM. puC.).

OnpeickuBaHue 1oberos L. japonicus MetumkacmMoHatoM (1074-1073 M)
MPUBOAWIO K CYILIECTBEHHON CYNpecCMM KIyOeHbKOOOpa3oBaHUSI y pacTeHUi
JIMKOro TUIA U TUMNEePKIyOeHbKooOpasylollero MyraHta harl-4. B 1o xe BpeMs
npyu 00pabOTKe pACTEHMIA HU3KUMM KOHLIEHTpALMAMU MeTukacMoHara (1073-
106 M) Gosee cuibHOe MHIMOMpOBaHME HAOMIONATOCH AJISI MyTaHTa harl-4,
YTO, BO3MOXHO, OOBSICHSIETCSI OOJIBIIUM BIMSIHUEM HM3KMX KOHLIEHTpALlUi Me-
TWI KacMOHaTa Ha 4uca0 (OPMUPYEMBIX KIIyOEHbKOB y MyTaHTa, JUILIEHHOTO
CMOCOOHOCTM BOCHPUHMMATh CUTHad aBroperyasauuu (37). MeTumkacMoHaT
HEeraTUBHO BJIMSIJI HAa YMCIO KIYyOEHBKOB, OJIOKMpPYsSd CKpPYYMBaHUE KOPHEBBIX
BOJIOCKOB, POCT MH(MEKIMOHHBIX HUTEH U (popMUpOBaHME KIyOEHBKOBBIX MPU-
mopaues (37) (cM. puc.).

UccnenoBanust rurnepkiayoeHbKooOpasytoliero myranta cou G. max (L.)
Merr. SS2-2, Hecyuwiero Myrauuio B reHe NTS/GmNARK, KOTOphlii KOOuUpyeT
CepUH-TPEOHMHOBYIO PELENTOPHYIO IMpoTeuHKUHa3y, cxogHylo ¢ CLAVATAL,
BBISIBMJIM TMOBBILLIEHHYIO 3KCHPECCUIO TeHOB VSpA, vspB u Lox2, aKTUBUPYIOLLIMX-
cs B OTBEeT Ha kacMoHOBY10 KuciaoTy (38). IIpu stom akcnpeccust reHa PRI,
KOHTPOJIMPYIOILLIETO OTBET Ha CAJIMIMUJIOBYIO KMCJIOTY, HallpOTUB, ObLla CHUXE-
Ha. MyTaHT IO CpaBHEHHUIO C TUKUM TUIIOM TaKXKe XapaKTepu30Bajcsl 2-KpaT-
HBIM YBEJIMYEHUEM COIEPXKaHUS XKaCMOHOBOW KHCJIOThI B JUCTbIX. OOpaboTKa
pacTeHul METUDKAaCMOHATOM TMPUBOAMIIA K CHIDKEHMIO Yucjia KIyOeHbKOB, OI-
Hako y MyTaHTa harl-4 mocne oOpabOTKM YMCIO KIyOeHbKOB YMEHBILIAIOCH B
OoNbIION cTeneHU, yeM y aukoro tumna (37), a y myranta SS2-2 — B MeHbliIeit
creneHu (38). B MUCTBSIX, HO He B KOPHSX Y HEMHOKYJIMPOBAHHBIX MYTaHTHBIX
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pacTeHuii HaOmomagach 0oyiee BbICOKAsl KCIPECCUs TEHOB OTBETa Ha XKacMo-
HOBYIO KHUCJIOTY II0 CpaBHeHMIO ¢ IUKUM TuroM. BepositHo, NTS/GmNARK
y4acTBYyeT B 3allUTHOM Me€XaHM3Me, 3aBUCHMOM OT XKACMOHOBOM KHUCJIOTBI, KaK
HEeraTUBHBIN PETYJISITOpP €€ CUHTe3a B JIMCThIX Hapsay C yyacTHMeM B aBTOpEry-
JISILMY YKCIa KITyoeHBKOB (38).

B kny6enwkax M. truncatula anneHookcuauukiasa ((pepMeHT, KOTOPBIi
yyacTByeT B OMOCHUHTE3€ >KaCMOHOBOI KHCJOThI) JIOKAJIM30BaHA B ILIACTUIAX
HeMH(MULUMPOBAHHBIX KJIETOK B 30HE a30T(MMKCALMMU, a TaKKe B KJIETKax KOpbI
Ki1yoeHbKa (39). XapakTep pacnpenefeHus asIeHOOKCUILMKIIA3bl He pa3jinyaeT-
¢Sl B KIyOeHbKax, 00pa30BaHHbBIX 3(PHEKTUBHBIM U HEA(PHOEKTUBHBIM 1LITAMMAMM.
HMamepeHue coaep:KaHUsI >KAaCMOHOBOW KHMCJIOThI HE BBISIBUJIO CYIIECTBEHHOM
pa3HUILIbI MEXAY KOPHSIMU M KIyOeHbKaMM. ¥ KOMIIO3UTHBIX pacTeHuil M. trun-
catula, B TpaHCTeHHBIX KOPHSIX KOTOphIX ¢ momoliubio PHK-uHTepdepenunu
Ob1 BbIKIIOUeH TeH MtAOCI, He HaOMIOAANIOCh U3MEHEHUN B pa3BUTUU KITy-
OCHbKOB, HA OCHOBAaHMHU YETro aBTOPHI CAeNaly BbIBOMA, YTO KAaCMOHOBAasl KUCJIO-
Ta He y4acCTBYET B peryjJssuuu 3Toro mpouecca (39).

B 10 ke BpeMsi ObLIO OMUCAHO IOJOXUTEIbHOE BO3NEUCTBUE KACMOHO-
BOII KMCJIOTHI Ha oOpa3oBaHUe KIIyOeHBKOB Y L. japonicus. MyTaHT phytochrome
B (phyB) xapakTepu30BaJicsd CHIKEHHBIM colepKaHUeM MPOIYyKTOB (POTOCUHTE-
3a, a TakXke KOHbBblorara >KaCMOHOWJI-U30JIeMIIMHA (AaKTMBHOIO MPOM3BOJHOTO
KacMOHOBOM KuciaoThl) (40). IIpu 3TOM MO CpaBHEHUIO C AUKUM TUIIOM OH
¢dopMUpoBa MeHbIIee YUCIO KIIyOEeHbKOB, a 00paboTKa KAaCMOHOBOM KHUCJIO-
toir (0,1 MKM) yBenMuMBaia y MyTaHTa MX YUCJIO. Y pacTeHU IUKOTO THIIA,
BBIPAILLIEHHBIX B YCJIOBUSIX HU3KOIO COOTHOIICHUSI KPAaCHOIO/IaabHEro KPacHOro
CBeTa, YMCJIO KIYOeHbKOB TakXe ObLIO CHMXKEHO, OJHAKO 00paboTKa >KaCMOHO-
BOIl KMCJIOTOM TOBBIIIAJa 3TOT IMokKaszaTelsb. [IpencraBieHHble HaHHbIC YKa3bl-
BAlOT, YTO >KaCMOHOBasl KMCJIOTa BOBJeUYeHa ¢ (oToMOP(POreHeTUUECKylo pery-
JISIUMIo (popMUPOBaHUST KIYOEHBKOB MOCPEACTBOM BOCIPMSTHSI PACTEHUEM CO-
OTHOIIEHUsI KpacHoro/mainbHero KpacHoro cseta (40). MukyOGauus 3-Henelb-
HBIX KI1yoeHBKOB cou (G. max) copta Don Mario B TeueHue 5 cyT B pacTBoOpax,
colepxXalliX >KACMOHOBYIO WM 12-0KCOMUTOAMEHOBYIO KHUCIOTY (Ipealie-
CTBEHHUK B OMOCHMHTE3€¢ >KaCMOHOBOIM KMCJIOThI) MPUBOAMIA K YBEJIUYEHUIO
Yyucaa 1 pa3Mepa KJIETOK B KiyOeHbKax (41).

AOCLM30Basi KUCI0Ta — BaXKHBIA PacTUTENIbHBIA TOPMOH, BOBJIEUYEHHbIM
B aJanTalyio pacTeHU K pa3jMYHbIM CTpeccaM, TaKMM Kak 3acyxa, IoXoJioaa-
HUe, 3aconeHue (42).

ITokazaHo, yTO 00paOOTKM aOCLUM30BOM KMCIOTOM (CM. pMC.) KOpHei
ropoxa MHIUOMpPYeT KIyOeHbKOOOpa3oBaHWE, OCTaHABIMBas IEJICHMST KIIETOK
KOpBI KOpHS$I, aKTUBUpYIoLLIMecs Mpu (GopMupoBaHuu KiyoeHbKoB (43). Hera-
TUBHBIN 3 heKT abCuU30BOM KUCAOThI ObUI MOKa3aH I pacTeHuit cou G. max
(L.) Merr. gukoro Tuma M TrUnepkiayoeHbKooOpasywoliero myraHta NODI-3
(44, 45), a Takke mrg pactenmii kinesepa 1. repens n L. japonicus (46). Ilpn
3TOM 00paboTrka pacreHuit asiaBeHua 1 u 10 MkM abamunHa (MHruOuTop 9-1uc-
9MOKCHU-KApaTUHOMAAUOKCUIEHA3bl, YYACTBYIOIEH B OMOCHHTE3e¢ abCLMU30BOM
KHCJIOThI) MPUBOAMIA K CHUKEHUIO CONEPKAHMSI SHIOTeHHOM abCIIM30BOM KUC-
JIOTHL ¥ YBEJIMYEHUIO YKciIa (popMUpyeMbIX KIyOeHBKOB (46). MccnenmoBaHue MH-
(eKIMOHHOrO Tpoliecca MoKa3aao, YTo abCUM30Bas KMCJIOTa 3HAUMTEIbHO CHU-
>KaeT KOJMYECTBO CKPYUYEHHBIX KOPHEBBIX BOJOCKOB M BOJOCKOB C MH(EKIIMOH-
HBIMU HUATAMU (46) (cM. puc.). [To3gHee ObIIO BBISIBJIEHO HETraTUBHOE BIIMSTHHE
abCILIM30BOM KUCJIOTHI M Ha mpollecc azoTdukcanuu. Tak, exemnHeBHas oOpa-
0oTKa 3-HededbHBIX KIyOeHBbKOB ropoxa abdciuu3oBoit kuciaoroin (100 MkxM) B
TeyeHue 9 cyT NMpuUBOAMIA K 3HAUUTEIbHOMY CHIDKEHMIO azoTdukcauuu (47).
O6paboTka npopocTkoB daconu (P. vulgaris L.) abcuuzoBoii kuciaotoir (1 u
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10 MxM) Takke yMeHbllana azoTgukcauuio. B To xe BpeMs npu mobdaBieHUU
K pacrenusim 100 MM NaCl B BapuaHTe ¢ mpumeHeHueM 1 MKM aGcuuM30BOI
KUCJIOTHl a30T(guKcaiusl Oblla CHUXKEHAa B MEHbILIEH cTeneHu, yeM 0e3 obpa-
o0otku (48). IlpemobpaboTka pacreHuit mouepHbl (M. sativa L.) aGcuu3oBoit
kucnoToit (10 MxM) yMeHbllIaJla aKTUBHOCTh azordukcauuu. [logobHO Tomy,
YyTo HaOII0JAoch Ha pacTeHUsIX ¢acoiu, oOpaboTka aOCUM30BON KUCIOTOM
CHIMIKaja HeraTUBHOE BO3IEHCTBUE HA a30T(PUKCHUPYIOIIYI0 aKTUBHOCTb KIy-
oeHbkoB Ipu gobapiaeHun 200 MM NaCl (49). ABTOpbI CBSI3bIBAIOT TaKoil ah-
¢eKT ¢ akTuBalMel abCLUM30BOM KHCIOTOM CUCTeMbl aHTMOKCUIAHTHOM 3alllu-
Thl B KJIyOEHBbKaxX (CM. pUC.).

B skcnepuMeHTax ¢ 00pabOTKOM pa3IMYHBIMM KOHLEHTpaUMsSIMU abc-
LIM30BOM KMCJIOTBI pacTeHuil M. fruncatula BBISIBIEHO €€ J0303aBMCMMOE Hera-
TUBHOE BIMSHME Ha YMCIO KIYyOEHBKOB M MH(peKUMOHHbIX HuTeit (50). Orpuna-
TeJbHbIA 2(GhEKT MOATBEPAMIICS NPU aHAIM3E SKCIPECCUM IBYX MAapKEPHBIX Te-
HOB, KOTOpbIe aKTUBUPYIOTCS Ha paHHMX 3Tanax cumouosza, — RIPI v ENODII.
AGcum30Bag KHCIIOTa, TaK Ke, Kak kacMoHoBast (35) m stunen (36), Bo3meii-
CTBYET Ha KaJIblIMEBble OCLWUISLMM, UHAyUMpyeMmble ¢ ydacTtuem Nod-dak-
TOpoB (cM. puc.). AOcum3oBasg KUCIOTa B Jo3e IMM IOJHOCTHIO OJ0KMpOBala
KaJbLIMEBbIe OCLMIISLMM, B TO BpeMs KakK IMpU 0ojiee HU3KUX KOHLEHTPaLMSIX
U3MEHSUIMCh MX yacTtora M amruiutyaa (50). YcraHOBIEHO, YTO TMPM BBICOKHX
KoHLeHTpauusax Nod-¢pakropoB HeraTMBHBINA 3(@eKT aObCLU30BONM KUCIOThI
MOXET HHUBEJMPOBATbCS, TO €CTh IpPU Pa3BUTUM KIyOeHbKa BaXe€H KOJIuYe-
CTBeHHBII OanaHc Mexay Nod-gakropoM u abcir30Boil KucaoToit (50).

BaxkHo oTMeTuTh, 4yTO abCIIM30Basi KUCAOTa U 3TWIEH PEeryIupyloT pa3BU-
THE KJIyOeHbKOB He3aBHMCHMO. B KopHsx M. truncatula cBepXxakcrmepeccus My-
taHTHOTO aynenst abil-1 rena ABSCISIC ACID INSENSITIVEI Arabidopsis thali-
ana (L.) Heynh., xomupylolero He(yHKLUMOHANbHYIO mpoTeuHdocdarasy 2C,
MPUBOIUT K OJIOKMPOBAHUIO CUTHAJIBHOIO MYTH aOCLUM30BOM KMCJIOTHI U YBEIU-
yeHu1o uyncaa KiayoeHbkoB (50). dpyroit mytaHT sta- 1 no reny SENSITIVITY TO
ABA (STA), nHayLMpoBaHHBINA HeMocpeacTBeHHO Yy M. truncatula, ¢popmupoBan
CHVDKEHHOE 4YMCI0 KIyOoeHbKOB. [Ipu 3TOM YyBCTBUTEIBHOCTH OOpa3oBaHMS
KJ1yOeHBbKOBBIX NMPUMOPAMEB K aOCLIM30BOM KMCJIOTE Y HETro MOBbIIIANACh, TOrIa
Kak mpoliecchl aedopMalMii M CKPYYMBaHMSI KOPHEBBIX BOJIOCKOB TpU JA€ii-
ctBun Nod-¢hakTopoB CTaHOBWIMCh MEHEE BOCHPUMMYMBBIMU K €€ BJIUSHUIO
(50). beuto Takke mokazaHO, YTO aOCIM30Basl KUCIOTA CHIKAET DKCIIPECCUIO
reHoB ENOD40 nu NIN, xotopass aKTUBUPYETCSI BO BHYTPEHHUX CJIOSIX KOPHS
npu GopMUPOBaHUU KIIyOEHHKOBOTO MPUMOPAMS TOJ BO3ACUCTBUEM LIMTOKU-
HuHa (50). ¥ pacrenuii snf2 L. japonicus, HeCcyliMx MyTalUdio ¢ TOTepeil (PyHK-
uuu B reHe LOTUS HISTIDINE KINASE 1 (LHKI), xonupytolieM LIUTOKUHU-
HOBBII pelienTop, abCLIM30Basl KMUCA0Ta MoAaBisieT GOpMUPOBAHUE CIIOHTAHHBIX
K1yoeHbKoB. [lojlydeHHBIe JaHHbBIC MOATBEPAMIM TPEANONOXKEHNUEe, YTO aOCLU-
30Basi KUCJIOTa OJOKUpPYET pa3BUTHE KIyOEHbKOBBIX MPUMOPIMEB, BIMSS Ha
LIMTOKMHUHOBBIN curHajibHbiil Kackan (43, 50). Panee Obulo mokazaHO, 4TO Y
CYyNepKIyOeHbKOOOpAa3yolllero MyTraHTa cou nts382 CHUXKEHO COOTHOILICHUE
abCLIM30Basl KUCI0Ta/LIMTOKUHMHBI 110 CPABHEHUIO ¢ TMKUM TUIioM (51).

IIpy cKpMHMHIE€ HEUYYBCTBUTEJIbHBIX K aOCIIM30BO KHCJIOTE MYTaHTOB
L. japonicus 611 oToOpaH BapuaHT enfl (enhanced nitrogen fixationl), KOTOpbIi
XapakKTepu30Bajicsl yBeJIMUYEeHHbIM (B 1,7 pa3a) 4yucioM KIyOEHBKOB, a TakKxe
MOBBILLICHHOI a3oTdukcanueir (52). ¥ MyTaHTa BO3pacTano YUCI0 MHOEKIIUOH-
HbIXx HuUTei. [lokazaHO, YTO MyTaHTHbBIM (DEHOTUN OMNpPeAeIeTCS CHUKEHHBIM
coiepxkaHueM abCLM30BOil KrcaoThl. O0paboTKa pacTeHUi AMKOro TUIAa adaMu-
HOM TakXe MNpUBOAMIA K TOBBILIECHUIO a30TGUKCALMU Ha (hOHE YMEHBILECHMS
KOJIMYeCTBa aOCIIM30BOM KUCIOTh. MyTaius enfl He Biausa Ha 9KCIPECCUIO Te-
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HOB, BOBJICUCHHBIX B (DMKCAIIMIO a30Ta, HO BBI3bIBAJIA CHIDKCHUIO COMEPXKAHMSI
okcuaa azota NO (52, 53), KOTOpPBIi CIIy>KUT UHTMOUTOPOM a3zoTdukcanuu (54).

TakuM 00pa3oM, BBHISIBICHO HEraTMBHOE BIMSHUE CATULMIOBOM KHUCIIO-
THl Ha pa3BUTHEC CUMOMOTUYECKUX KIyOSHBKOB KaK IpM 3K30TeHHOM 00paboT-
Ke, TaK ¥ IpU U3MEHEHUHU ee SHIOI€HHOIO YPOBHS B TPAHCICHHBIX PACTCHUSIX.
HeratuBHblii 3¢ dexT HaOMoOmaacs Kak y pPacTeHMIl ¢ IeTepMUHUPOBAHHBIMU
KIyOeHbKaMM (C OrpaHMYCHHOM aKTUBHOCTBIO MEPUCTEMbI), TaK M C HemeTep-
MMHHUPOBAaHHBIMM (C IIPOOOJDKUTENBHONM aKTUBHOCThIO MepucTeMbl). Caauiiy-
JIOBasi KMCJIOTa TakKxKe MPUBOAWIA K CHIDKeHUIO azordukcanuu. CilaeayeT oTMe-
TUTh, YTO IIPU COJICBOM CTpecce MHTEHCHMBHOCTb a30T(MUKCALIMU CHIKAJIACh B
MEHBIIIe CTEIIEHW y PACTCHMI, IOABEPTIIMXCS IPeroOpaboTKe CaIULIMIOBOI
KUCJIOTOM, 4TO, BEPOSATHO, CBA3aHO C aKTHMBALMEM CHUCTEMbl aHTHMOKCUIAHTHOIM
3alIUTHl IIPYM BO3ACMCTBUM CAMIIWIOBOM KHUCIOTHL. B TO Xe BpeMsi HeoaBHO
OIIMCAHO IIOJIOKUTE/IBHOE BJIMSIHUE CaMIWIOBOM KMCIOTHI Ha 00Opa3oBaHUE
KIyOeHBKOB U a30T(MMKCHUPYIOLIYI0 aKTMBHOCTh Yy PACTEHUI HyTa, BBIPOCIIMX
KakK B IIPUCYTCTBMM B ITOYBE COJIeil Kagmus, Tak 1 06e3 Hux. [lokasaHo, 4TO K-
30reHHAsl XKaCMOHOBAsI KUCJIOTa CIYXUT HEraTUBHBIM PETYJIATOPOM KITyOeHBKO-
00pa3oBaHUsI, HO BMECTe C TeM MMEIOTCSI CBeleHMsS 00 ee IO3UTHBHON POJIu B
3TOM Mpolecce (MHAYKINS n0d-TeHOB PU300Mii), a TAKXKe O Hey4acTUM 3HIOTEH-
HOIi 3KaCMOHOBOI1 KHUCJIOTHI B Pa3BUTUM CUMOMOTUYECKOro KiybeHbKa. Heratus-
Hasl peryJIsilys pa3BUTHs KIyOSHBKOB ObLIa MPOISMOHCTPUMPOBAHA U 1T aOCLIM-
30BOI KHUCJIOTHI KaK C MCIOJIb30BAHMEM 3K30T€HHBIX 00pabOTOK, TaK M Ha My-
TaHTaX ¢ M3MCHECHHBIM KOJIMYECTBOM SHIOI€HHOM aOCLIM30BOM KHUCIOTHL B TO Xe
BpeMsI IpeaoOpaboTKa abCIM30B0i KUCIOTHI CHIDKAIO HEraTUBHOE AEiCTBHUE CO-
JIEBOTO CTpecca, BEpOSITHO, 3a CUET aKTMBALIMM aHTUOKCUIAHTHOM 3allWTHI.

HTaxk, B LIeJIOM MOXHO CKa3aTh, YTO CAJIMIIWIOBasl, X)XaCMOHOBasi U abc-
LIM30Bas KUCJOTHI, KaK M 3TUJICH CIIy:KaT HeTaTMBHBIMU PETYJISTOPAMU pa3BH-
U U (QYHKUIMOHMPOBAHUSI KIYOCHBKOB, IPUYEM PETYJISIUS OCYIIECTBIISACTCS
Ha pa3HbIX CTaOusX MX pa3BUTHUSI. B To Xe Bpemst 3TU (DUTOIOPMOHBI MOTIYT
OBITb BOBJICUCHBI B ITO3UTUBHYIO PETY/ISALIMIO, OCOOEHHO IIPU CTPECCOBBIX YCIIO-
BusiX. BoJblIoil MHTEpeC MpeACTaBiISIOT HajJbHEWIe MUCCIeI0BaHUsI, KOTOPhIS
IO3BOJIAT BBISIBUTH M OIMCATh B3aMMOICHCTBHUE MEXAY 3TUICHOM, CaTUIIMJIO-
BOIi, )XACMOHOBOM M aOCLM30BOM KMCIOTAMHM B IIpoliecce Pery/siuu 60060BO-
pHU300MaILHOIO CUMOKMO03a, a Takke OOHApYKUTh OCOOEHHOCTEM HEHCTBUS Kax-
IIOro 13 (PUTOrOPMOHOB.
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Abstract

As a result of interaction with rhizobia, legume plants are able to fix atmospheric nitrogen
in symbiotic nodules. Development and functioning of symbiotic nodules are under strong host plant
control, including phytohormonal regulation (B.J. Ferguson et al., 2014). Due to the fact that nodule
formation is a highly energy-consuming process, nodule number is restricted by plant. The negative
regulation of nodulation involves, along with ethylene (A.V. Tsyganova et al., 2015), also salicylic
(P.C. Van Spronsen et al., 2003; G. Stacey et al., 2006), jasmonic (Sun et al., 2006) and abscisic
(Ding et al., 2008) acids. It is important to note that all listed phytohormones act at the different
stages of development and functioning of symbiotic nodules. The first negative effects of jasmonic
and abscisic acids are related to the blocking of calcium oscillations (J. Sun et al., 2006; Y. Ding et
al., 2008), induced by Nod factors (lipochitooligosaccharides synthesized by rhizobia and activating a
program for the development of infection and nodule organogenesis). Calcium oscillations are also
blocked by ethylene (G.E. Oldroyd et al., 2001). Salicylic, jasmonic and abscisic acids influence the
further development of symbiosis, blocking both the growth of infection threads (through which the
rhizobia penetrate into the root), and the formation of nodule primordia (T. Nakagawa et al., 2006;
J. Sun et al., 2006; Y. Ding et al. 2008). For abscisic acid it was shown that its negative effect on the
development of nodule primordia is mediated by the influence on cytokinin signal transduction
pathway (Y. Ding et al., 2008). Salicylic, jasmonic and abscisic acids also negatively affect the nitro-
gen-fixing activity of the nodules, and for abscisic acid it has been shown that the negative effect is
associated with the activation of the production of nitrogen monoxide NO (A. Tominaga ¢ coaBT.,
2010). Nevertheless, all these phytohormones can have a positive effect on the formation and func-
tioning of nodules. For example, jasmonic acid activates the expression of rhizobial nod genes that
control the synthesis of Nod factors (F. Mabood et al., 2006). It is interesting to note that for sali-
cylic and abscisic acids a positive role in activating the defense mechanisms in plants under the ac-
tion of stress factors has been shown, which leads to a decrease in their negative effect on the func-
tioning of the nodules (F. Palma et al., 2013, 2014). Future studies of the interaction of ethylene,
salicylic, jasmonic and abscisic acids in the negative regulation of the formation of nitrogen-fixing
nodules are of great interest. Such studies should shed light on why several phytohormones are in-
volved in negative regulation and what the specificity of each of them is. It is important to study the
possibility of practical use of mutants with a lower level of any of the phytohormones (ethylene,
salicylic, jasmonic and abscisic acids). Therefore, it seems promising to study the mutant enfI (en-
hanced nitrogen fixationl), obtained on the model legume Lotus japonicus and characterized by an
increased level of nitrogen fixation (A. Tominaga et al., 2009). At the same time, it should be con-
sidered that a change in the level of a certain phytohormone can have a negative impact both on the
development of the plant and its response to abiotic and biotic stresses.

Keywords: plant-microbe interactions, legume-rhizobial symbiosis, symbiotic nodule, phy-
tohormones.
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