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DedepanvHoe 20Ccy0apcmeenHoe DI0OAHCEMHOe VUPeHCOeHUE HAYKU
«Cubupckuii uncmumym usuonocuu u OUOXUMULU PACTEHULL»
Cubupckozo omoenenusi Poccuiickoii akademuu Hayk

(Upxymcxk, Poccus)

OO0o001eHbl TaHHBIe 00 y4acTHu akTUBHBIX (opM kuciopona (ADK) u azora (ADPA) B npoueccax
KHM3He/esITeNbHOCTH pacTeHnid. Ocoboe BHUMaHHUe oOpaiaeTcs Ha UX (PU3HUOJIOTHUECKYIO POJIb TPH
MYTYaJIUCTUYECKOM B3aumojeiictBun 06000BbIX pactenunii (Fabaceae) u winyOeHbKOBBIX OakTepuil
(Rhizobiaceae). TloguepkuBaercs, uto ADK u ADA — kiroueBble METaOOIUTHI TPH CTPECCOBBIX
Bo3zeiicTBusx Ha pacrenus. s O, , HyO,, NO u Ca® XapaKTEpHO BOJHOBOE PACTIPOCTPAHEHHE KAK
CHCTEMHOTI'O CHTHajla Ha AIMHHBIE AucTaHimMu. OcoOyio poiab HpH 3TOM HrpaloT MeMOpaHHas
HAJI®H-okcunaza kak reneparop ADPK u okaspBarompe BIMSAHHE Ha ¢ (DYHKIMOHAIHHYIO
aktuBHOCT NO n Ca’*. OxapakTepu3oBaH OKCHJ a30Ta KaK MHOTO(YHKIHOHATIbHAS CHIHANbHAS
MoJiekyna. [loguepkuBaercs,, 4TO y PacTeHUid, B OTIMYHE OT )KUBOTHBIX OPraHH3MOB, CYLIECTBYIOT
MHOecTBeHHBIe ITyTH cuHTe3a NO. OOparmaeTcss BHUMaHHE Ha CXOXKECTh MPOIECCOB YCTOHYUBOCTU
pacTeHuil K MHBAa3UM MATOTCHHBIX OAKTEpHil U PU300Uil HA HAYaNbHBIX CTAIUSIX UX MPOHHKHOBEHHUSI.
ITpu BO3AEWCTBMM Ha pacTeHHMs Kak MAaTOTCHOB, TaK M CUMOMOTHYECKHX OaKTepHil aKTHBHUPYETCS
HAI®H-okcuaaza. PaccMoTrpena 3aBUCHMOCTh (GopMUpOBaHUsS 0000BO-pHU300HAIEHOTO CUMOMO3a
ot H,0, 1 NO. BrIcKasbIBaeTCs NPENOIOKEHNe, 4To cooTHomenue B kierke NO, 0,7, H,0, u
ONOO' ompenensier CBEpXUYBCTBUTEIBHYIO PEAKIMIO KIETKH MPU JEHCTBUM SKCTPEMAIBbHBIX
(akTOpOB Ha pacTeHWe Kak NpH IAaToreHe3e, TaK W NPH CHMOMOTHYECKOM B3aMMOJECHCTBHHU.
[TpuBoasTCS CXEMBI B3aMMOCBSI3M CUTHAJIBHBIX MOJICKYJI 1 MUMMYHHBIX PEaKIUi y HHOUINPOBAHHOTO
pu3o0usMu 6000BOTO pacTeHUS.

KuaroueBbie ciaoBa: Rhizobium, axkmusnvie gpopmut kucropooa (APK) u asoma (ADA), cuenanvrole

nocpeonuxu (0", HyOy, NO, Ca“), 000080-pu306UANTBLHBIL CUMOUO3

Cum6ro3 6000BbIX pactenuii (Fabaceae) ¢
ki1yoenpkoBeiME OakTepusimu  (Rhizobiaceae) mno
CBOCH TMpHUpOJIe MYTYaTUCTHYECKOE B3aMMOJCH-
CTBHE, B KOTOPOM 00a OpraHU3Ma MOJTy4yaroT MOJb-
3y: pacTe€HHWE — YCBAWBAEMbIi UM MHUHEPAIbHBIN
asor B Bujge NHz-NH,", a xmy6GenbkoBble Gaxre-
pun (pru3obun) — opraHudecKue COeAMHEHUs (IH-
KapOOHOBBIE KHCJIOTHI), HEOOXOAWMBIE I WX
JKU3HEACITETbHOCTH B CUMOMOTHYECKUX 00pa3o-
BaHUSAX — KOPHEBBIX KiIyOeHbpKax. Ha HauyalbHBIX

Aodpec ona xoppecnondenyuu.: I'nsapko Anatomuit Koncran-
THHOBNY, CHOMpCKHIl MHCTUTYT (U3HOIOTUH M OHOXMMHHU
pactennit CO PAH, a/s 317, yn. JlepmonToBa, 132, UpkyTck,
664033, Poccus;

e-mail: akglyanko@sifibr.irk.ru

CTaJusIX WHBA3WU W TPH HAPYUICHUHM DPETYISALUH
6060Bo-pu3oOuanpabiii  cum6mo3 (BPC) wnmeer
CXOJICTBO C (PUTOMATOT€HHON CUCTEMOM, B CTAHOB-
JICHWU W Pa3BUTUHU KOTOPOH BaXKHYIO POJIb MUIPAIOT
AOK n ADA — akTuBHBIE paJlKalbHbIE U HEpa-
JMKanbHbIe GopMbl Kuciaopoaa u azota (O, , *OH,
H,0,, 102, ONOO wu ap.), npeanecTBeHHUKaMU
KOTOPBIX SIBIISIFOTCS MOJIEKYJISIPHBIA KHCIIOPOJT HITH
a3or (ITonecckas, 2007; Del Rio, 2015).

Axmuenvie gropmot kucnopooa (ADK)

KoMmapTMeHTaMu MHTEHCUBHOU reHepanuu
AOK y pactennii sSBusr0TCH (OTOCHCTEMA, MTEPOK-
CHCOMBI, IIa3MaJIEMMa, JbIXaTeabHasi LElb MUTO-
XOHJIPHH U JpyTHe CTPYKTYpHI KJIETKH, I1e o0pa-
3oBanue ADK mpomcxoaur B pesynbraTe OJHO-
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3NEKTPOHHOTO BoccTaHoBieHuss O, B (epMeHTa-
THBHBIX W HEPEPMEHTATHBHBIX peaknusax (Meps-
sk, 1989; Foyer, Noctor, 2003; Navrot et al.,
2007; Mittler, 2017). Bo3neiicTBrue Ha KIETOYHBIC
CTPYKTYPBI CTPECCOBBIX (PaKTOPOB BENET K aKTH-
Balli¥ CUTHAJIBHBIX CHCTEM, BTOPUYHBIMH MOCPE-
HUKamMu KoTopeix sBisitotcs A®DK. Crneunuduy-
HOCTh OTBETa PACTHUTEIBHOr0 opranuzMa Ha ADK
3aBUCHT OT MHOTHX (DAKTOPOB — XUMHUYECKUX OCO-
oennocreir ADK, mecta ux renepanu, $has3sl pas-
BUTHS PACTEHUS, BO3JICHCTBHUS Ha OPraHU3M CTpec-
COBBIX (DAaKTOPOB W B3aWMOJEHCTBHS C APYTUMHU
CHUTHaJIFHBIMU MOJIeKyiaMu: okcuoM azora (NO),
(UTOrOPMOHAMH, CAJIUIIWIOBOM W KaCMOHOBOM
KHCJIOTaMH, IPOAYKTAMU JIMIUATHOTO ¥ ()eHOIBHO-
ro oomenoB (Baxter et al., 2014). AD®K — ximroue-
BBIC UTPOKU B CTPECCOBOM CHUTHAJIMHIE PACTCHUU
(Konymaes, Kaprerr, 2014; Baxter et al., 2014).

Baxxnas ponp B pacnpoCTpaHEHUH CHCTEM-
HOT'O CHTHajla, HHHIUHPYIOIIETO MPUOOPETECHHYIO
YCTOHYHMBOCTh PACTEHUS, MPUHAICKUT CUTHATH-
HeiM Mostekynam (Heil, Top, 2008; Liu et al., 2016;
Schmidt et al., 2016). B »Toii cBs3m cuemyer
MIPEXKIEe BCErO0 OTMETUTh TaKWE€ MOJEKYJIBl M HOHBI
kak HyO,, O, 1 Ca®, BoxHOBas MpUpoaa pacmpo-
CTpaHEHUs KOTOPBIX B KJIETKaX pacTeHUil 1oka3zaHa
B page pabor (Miller et al., 2009; Mittler et al.,
2011; Montiel et al., 2016; Gilroy et al., 2016).
Otu aBTOpHI ToKazanu Hamuune H,O, u xambiine-
BBIX BOJTH, BBITOJHSIOMUX (PYHKIMIO CHCTEMHOTO
CHUTHaja Ha JUIMHHBIC JHUCTAaHIMA — OT OJHOH
KJIETKH K JAPYroi M OT OJHOTO OpraHa K APyromy,
CBSI3aHHOTO ¢ (DOPMUPOBAHUEM CHUCTEMHOM YCTOM-
YUBOCTHU K JIEMCTBHIO BHEIIHETO cTpeccopa. [mas-
HyI0 poyib B 3TuUX mpoueccax urpaer HAJIDH-
okcuiaza — reneparop APK, akTUBHOCTh KOTOPO#
cesmana ¢ Ca’*-curnanom u Ca®*-perynupyembivu
knHazamu (Steinhorst, Kudle, 2013). Haganpnas
axtuBamums nputoka Ca’* B LUTOMUIA3My MOJ BO3-
JIEHCTBUEM CTPECCOBBIX ()aKTOPOB BBHI3HIBAET YCH-
JeHWe  aKTHUBHOCTH  MeMOpanHoit  HAJIDH-
OKCH/a3bl, KOTOpas WHHIMUPYET AallbHeHIme
[UKIBl TPUTOKA KaNblWS B IIUTO30JIb M PACIpo-
CTpaHEHHE CHUTHala K CMEXHBIM KieTkam. HeoO-
xoauMo oTMeTuth, yTo HAJI®H-0okcunaza mongy-
muapyercst Ca’'-3aBHCHMBIM CHTHAIMHIOM — Yepes
motuBbl EF-pyka (I'msabpko, Umenko, 2010), uro
CBUJICTEIBCTBYET O TECHOM B3aumojeicTBuu AOK
u Ca®* mpu mepesade CHrHAIA OT KIETKH K KIETKE

(puc. 1).
Axmuenvte gropmot azoma (ADPA)

C ADK B3auMOJIEHCTBYIOT aKTUBHBIC (op-
MBI a30Ta (ADA), BeICTyMaIONME KaK CUTHAIHHBIE
MOJIEKYJIBI, @ TAKXKE KaK TOKCHYECKHE COEAMHEHUS
W MHUIMATOPHI 3alllUTHBIX PEAKIHUN y pacTeHus
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(Del Rio, 2015). K ADA mnpexne BCero OTHOCST
okcua azora (NO) — nurmopmiIbHYI0 MOJEKYIY,
nerko muddyHIupyonyoo depe3 MemoOpansl. Kax
cBoOoHbIN panukan NO pearupyeT B KIETKax C
Pa3IMYHBIMA COEAMHEHUSIMH, 00pasys NO', NO*,
ONOO, NOy, a Takxke MPOAYKTHl HUTPO3UIHPO-
BaHUs, HUTPOBAHHMS, BXOISIIUC B TPYIITYy aKTHB-
HBIX (hopM azoTa.

NO — mHorodyHKIIMOHANbHASI CUTHAJILHAS
MOJIEKYJa, YNpaBJISIOUIas BHYTPUKICTOYHBIMH H
MEXXKJIETOYHBIMH TPOIECCAMH B KHUBOTHBIX, OaK-
TEpUATBHBIX U PAaCTUTENBHBIX OpraHU3Max M OKa-
3pIBaIONIasl Kak IOJIOKUTENBbHOE, TaK M OTPHIA-
TeTbHOE BIMSHUE Ha MerabommsMm (Mur et al.,
2006; Besson-Bard et al., 2008; Kpacunenko u ap.,
2010; Glyan’ko et al., 2010). [oka3aHO Kapau-
HanpHOE 3HaueHHe NO B QYHKITMOHUPOBAHUHN UM-
MYHHOU, HEPBHOM, COCYIHUCTOH CUCTEM Yy MIIEKO-
nutatomux (Peyros, 1995). V pactenuit NO urpa-
€T poJIb B pOCTE U Pa3BUTUHU, UHIYLHUPYSH, B 4acT-
HOCTH, TPOpAcTaHWE CEeMsH, [BETEHHUE, 3aKphIBa-
HUE YCTBHUL, POCT KOPHEM U IOBBIIIASL yCTONYH-
BOCTh PAacCTeHUH K a0HOTHYECKHM (haKTopam
(Garcia-Mata, Lamattina, 2001; Bellin et al., 2013;
Yu et al., 2014; Kapnen u ap., 2015; Yastreb et al.,
2017). NO MoOXxeT y4acTBOBaThb B peETryJsALUU
naneHero tpancnopra A®OK u Ca® MyTeM BIIUS-
Hus Ha akTmBHOCT, HAJIMDH-okcupgasel — OCHOB-
Horo perynsaropa moayniaunn ADK-BonH B kiet-
kax (Del Rio, 2015).

Ha okcup a3ora, Kak MpOMEXYTOUHBIH TPO-
JIyKT TIPU BOCCTAHOBJICHHH HUTPATOB Y PACTEHUHA U
MHUKpPOOPTaHU3MOB, YKa3bIBAJIOCH €Ille B Hadyale
60-x romoB mpomutoro croinerus  (Fewson,
Nicholas, 1960). Ilo nanasim Wildt et al. (1997),
smuccuss NO w3 TKaHeil HaOmromaercs y MHOTHX
BUJOB pacteHnil. OHa yCHIMBAeTCs MPU BO3pacTa-
HUYU YPOBHS HUTPATOB B MOYBEHHOM CpEJIC, CBETO-
BOM MHTEHCHUBHOCTU U KoHIeHTpauuu CO; B BO3-
Iyxe. OTU pe3yJabTaThl MOTYT KOCBEHHO CBH7IE-
TEJIbCTBOBATh 00 yYaCTHHM HUTPATBOCCTAHABJIMBA-
ronux (GepMeHToB B reHepanud NO B KJeTKax
pacTeHuil. B Hacrosimee BpeMs CUMTAIOT, YTO B
pactenusx NO oOpa3yercs W3 HECKOJIBKUX HC-
TOYHHKOB, B OTJINYME OT JKUBOTHBIX OPI'aHU3MOB, Y
KOTOphIX NO CHHTE3UpyeTCs U3 aprHHUHA B OKHC-
JUTEILHOW PEaKIINH, KaTATH3UPyeMOi epMEHTOM
cunHTaszon okcuaa azota (NO-cuntaszoit) (Glyan’ko,
2013; del Rio, 2015). V pacrenuii Hamu4nue romMo-
soroB kuBOTHOW NO-CHHTa3bl HE OOHApYXKEHO
(Crawford, 2006; Mur et al., 2006). OgHako B psize
WCCIIEIOBAHNN C PAaCTEHUSIMH OOHapYXEHO HalH-
Yhe aKTMBHOCTU apPrUHUH-3aBUCUMOM cuHTa3pl NO
(Corpas et al., 2009). Yaensercs BHUMaHHE OCIKY
AINOSI u3 apabuoricruca, KOTOpeId — 00JiajaeT
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Rhizobia

(NF)

BHelwHAA cpepa S
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LRR cUrHan
KneTouHas cTeHKa A 0 anoou
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NO-BO/HbI

Ca?* mueHun
N CEHCopbI

ca2+_
Ca% B opraHennax <——
LUmTtonnasma BOJIHbI

Puc. 1. Cxema B3aUMOCBSI3H CUTHAJIBHBIX MOJIEKYJ B KJIeTKAaX KOpHsI 0000BOro pacreHusi
(Mopnpukanus: I'naaeko u ap., 2014).

NF — Nod-¢pakrop (nunoxuroosnmrocaxapun); LysM RLK — penentopnomoOHas kuHa3a, copeprkamias
BHEKJIETOUYHbIE Ju3nHOBbIe MOTHBB, LRR RLK — penentoprnono0Has kuHa3za, Oorartas JeHIIMHOBBIMHU

noeropamu; PK; — mupyBarkmnazer; NO  mumeHm ©  ceHcophl  (S-HUTPO3WIMPOBAHUE,

METaJUIOHUTPO3WIUPOBAHUE, TEMOTTIO0MH, HUTPO3OIIyTaTHOHPEAYKTa3a, [IUTOXPOM ¢ OKCHAa3a U [p.);
2 2

Ca’*mumenun u cencopsl (Ca”-3aBucumble npoTenHkuHasbl — CDPK;, MHTOreHakTUBHpyeMbIe

nporenHkuHa3zbl — MAPK, Ca2+-quCTBI/ITeanBIe kaHaisl, Ca’*-AT®d-a3a u np.); HAJI®H-okcunaza (KD
1.6.3.1), kaTanusupyromias peakiuio obpaszoBanus O, u coaepikaiias MeMOpaHHyto cyobenunuiy RbohD
(respiratory burst oxidase homologs); N-repmunanbubiii gomer HAJIOH-okcnaassl, conepkaiuii  18a
EF-pyka MOTHBa, CBsI3BIBAIONIHIT 1Ba HoHa Ca’’.

NO-cunTazHoli aktuBHOCTBIO (Crawford, 2006). meTeNbCTBYET O CYIIECTBOBAHUW WHBIX ITyTE€W CHH-
Ho myrauus B rene storo Oenka He mpekpamaer T1e3a NO (Guo, 2003). OTu myTH MOTYT OBITH CBS-
nonHoCcThI0 cuHTe3 NO y apabuporicuca, 4to cBu-  3aHbI ¢ BocctaHoBieHueM NO; u NO, Hutpar- u
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Hutputpenykrazamu (Yamasaki, Sakihama, 2000;
Garcia-Mata, Lamattina, 2003; Meyer et al., 2005;
Modolo, 2005; Stohr, Stremlau, 2006). EcTs Takxe
JlaHHBIE 00 y4YacCTHH IIOJIMAMUHOB (CIEPMUINHA,
criepmuHa) B OmocmHTe3e NO B pacTHUTEIBHBIX
kierkax (Tun et al., 2006).

Ponv ADK u ADPA ¢ cumbuomuueckux
63AUMOOMHOUEHUAX

Crnemyer OTMETHTh, YTO UCCIICAOBAHMS, CBS-
3aHHble ¢ m3ydenneM pomun ADPK n ADA B cum-
OnoTHYeCcKHX (MYTYaJUCTUYECKUX) B3aHMMOOTHO-
HICHUSIX OPTaHU3MOB II0 CPaBHEHHIO C IAaTOI'CHe-
30M, HE JAIOT €lIe MOJHOI0 IpPEeACTaBJICHHUs O 3a-
BUCHMOCTH (QOpMHpOBaHHA 0000BO-prU300MaIb-
HOrO CHUMOHMO3a OT 3THUX MOJeKyJd. Bo3moxkHas
pPOJb 3TUX COEIMHEHUII Ha HayalbHBIX 3Tamax
(hopMupoBaHusi 6000BO-pU300HATHLHOTO U apOyc-
KYJISIPHO-MUKOPU3HOTO B3aUMOJCHUCTBHS 00CYX-
nmamack B psge pabot (Bueno et al., 2001; Garcia-
Garrido, Ocampo, 2002; Pauly et al., 2006;
Baptista et al., 2007; I'nsabpko u ap., 2007; ['nisHb-
ko, Bacunbesa, 2010; Puppo et al., 2013; I'msaabKO,
2015) u Obma cBsi3aHa HE TONBKO C TMOTepei
yCTOMYMBOCTH 000OBBIX K MHBAa3HH PU30OHIA, HO U
C HEOOXOIMMOCTBIO ATHX MOJIEKYI IJisi (POPMHPO-
BaHus u ¢yHkuuoHupoBanus BPC. Heob6xoammo
OTMETHTH, 4T0 oOpa3oBanue ADPK u ADA B Te-
YeHHUE pa3BUTHA CHUMOMOTHYECKOTO B3aMMOJCH-
CTBHSL SIBJIIETCSI OCHOBHBIM (DaKTOPOM CXOJCTBa
PaHHUX OTBETOB PAaCTEHUS Ha MH(EKUHUIO maTrore-
HamMu u cuMOuoTpodamu (Baron, Zambryski,
1995; Parniske, 2000; Deakin, Broughton, 2009).
Oco0eHHO 3TO KacaeTcsi HadyaJIbHBIX 3TaloB B3au-
MOJEHCTBHS, KOrJa HauOojIee OTYSTIMBO HAOIIO-
Jaetcst cxoxecTb 3tux sienuii (Djordjevic et al.,
1987; Parniske, 2000; Soto et al., 2006). Tak, uH-
¢dupoBaHre pruzodusMu 600OBBIX pacTeHHH CO-
MPOBOX/IAETCS BBIXOJIOM KaJIbIIHS B IIUTOILIA3MY H
W3MEHEeHHeM akTUBHocTH MemOpanHo HAJIDH-
OKCHJa3bl KOPHEH, KaK M B cily4ae ¢ MaTOreHamu
(Wais et al., 2000; Walker et al., 2000) (puc. 1).
Cunraercs, 4YTO (YHKIUOHAIbHAS aKTHBHOCTH
HAJI®H-okcua3sl — 0JlHa U3 COCTaBIISIONTUX Me-
xaHu3Ma perymauuun  obpazoBanusi ADK Ha
HadaIbHBIX dTamax marorere3a u bPC (Pourrut et
al., 2008). PesynpTaThl UCCIENOBaHUI, CBUIEIb-
cTBytolux o kiaoueBoil ponu HAJIOH-okcuaazb
Ha PAa3IMYHBIX CTaausIX 0000BO-PH300HATBHOTO
cumOuosa (oOpasoBaHue HWH(EKIMOHHOW HHTH,
opraHorenes kiyOeHbka, Nj-puKcauusi, crapeHue
KIIyOeHbKa), MPUBOAATCS B ctathe Montiel et al.
(2016).

Panee monyuennwle nanneie (Lohar et al.,
2006; 2007) mokaszaiad, 4YTO HAKOIUICHHE TpaH-
ckpuntoB HAJI®H-okcnaa3el B KOpHAX JIFOLIEPHBI
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COBMajaeT ¢ wu3MeHeHueM coxepxkanus H,O, B
TEePBBIE YaChl MTOCIIE HHOKYJIISIIUN MMPOPOCTKOB PH-
300msimu. C 1pyroil CTOpoHBI, 00paboTKa Mpo-
POCTKOB JOLEpHBl ounieHHBIM Nod-¢pakTopom
BelleT K MHrnOMpoBaHuto obpaszoBanus H,O,, 9To
aBTOPHI CBSI3BIBAIOT C 3AIUTHBIM OTBETOM pacTe-
Huil. Ha ymensmenue renepanuu H,O, u canunu-
JIOBOW KHCJIOTHI TIPU WHOKYJISIIIUUA TTPOPOCTKOB TO-
poxa pu300HMAMH YKa3bIBalOT M JPYTHE aBTOPHI
(I'msapko u mp., 2005), KoTOpBIe OOBSICHIIOT TOT
¢dakT (yHKIMOHHMPOBAHHMEM 3aLIUTHO-PETYIISTOP-
HOTO MexaHm3ma T1ipu  ¢dopmupoBannd bPC
(I'msapko m ap., 2007). [IpoTuBopeYnBOCTh AaH-
HBIX 00 m3MeHeHun coepkanus H,O, y makpo-
CUMOMOHTAa TPH B3aUMOJCUCTBHHM C PU300USIMH
MOJKHO, TIO-BHIMMOMY, OOBSICHUTD W Pa3HOU IMPO-
JOJIKUTCIBHOCTBIO OIIBITOB, TO €CTb BpeMCHHOI‘/'I
3aBHUCUMOCTHIO ypoBHS H,0, U Ipyrux mMojexysn y
Makpocum6OuonTa (I msapK0 1 ap., 2014).

[epokcun Bomopona HEOOXOAWM IJsl DKC-
npeccuu rexa ripl, KOQUPYIOLIEro CHHTE3 PaHHEero
HOJYJIMHA JIIOLEpHBI — mepokcuaassl (Ramu et al.,
2002), a Taxke Kak cyOcTpar Ansl MEepOKCHUAA3HI,
KaTaJIM3UPYIOIEH CUHTE3 JIMTHUHA U KaJUIO3bl JUIS
YKPEIUIEHUs] KJIETOYHON CTEHKH Kak 3allUTbl OT
nHBa3nu Oakrepuil. [lo nanHeIM [JITHBKO M COABT.
(2007), akTHBHOCTHh PaCTBOPHMOM MEPOKCHAA3HI B
KOPHSIX TOpoXa B OTBET Ha MHOKYJISILIMIO CHUXKAET-
csl B BOCIIPUMMYHMBOM K PU300HAITbHON MHQMEKIUH
y4acTKe KOPHS ¥ BO3pPacTaeT B HEBOCIIPUMMYHBOM.
[Tono6GHON 3aKOHOMEPHOCTH aBTOPHI HE HAIIH
JUist OECKIIyOCHBKOBOTO MyTaHTa ropoxa, y KOTO-
pOro B OTBET Ha PH300HMANBbHYIO WHPEKIHIO akK-
TUBHOCTb NEPOKCHIa3bl HE M3MEHsIach B 000HMX
ydacTKax KOpHS. ABTOpBI MPEINOJIaraiT, 4YTO
CHIDKEHHME aKTHBHOCTH TIEPOKCH/IA3bl CIIOCOOCTBY-
€T MPOHUKHOBEHWIO PH300Mi B KOpEHb, a €€ MOo-
BBIILICHHE B HEBOCHPUUMYHBOM YYaCTKE, BO3MOX-
HO, UMEET NPSMOW aHTHOAKTEepPHAIbHBIA d(PeKT,
HanpaBJICHHBI Ha MPEJOTBpAIICHHUE CHCTEMHOTO
pacrpocTpaHeHus] pU300Uil U 3alUTy KOPHS pac-
TeHUs. OT M30bITOYHOro MHpUUUpoBaHusi. PDeHo-
MEH CHUCTEeMHOW YCTOWYHMBOCTH K PH300HAIbHOM
WHQEKIMH B Pa3HBIX y4yacTKax KOpHS OO0OOBBIX

orMmeyaercs U B npyrux padorax (Catford et al.,
2003).

Mogynsanust MeTabonn3Ma MaKpoCUMONOHTa
(60060BOTO pacTeHMs) TMOA BIUSHHUEM MHUKPOCHM-
OnoHTa (pu300uii), BIpaKAIOIascs B HAKOTUICHUU
AO®K, cBuzperensctByer 0 CBU — cBepxuyBCTBU-
TEJIHHOM OTBETE KJIETOK PACTEHHs. JTO yYKa3bIBaeT
Ha Bo3MokHOe ydactue ADK B perymsimmm mpo-
1eCcOB MHMOUIMPOBAHUS W HOAYJISLUH MPU B3au-
MoJeicTBUN CUMOMOHTOB. OJHAKO, IO JaHHBIM
BacunweBoii ¢ coast. (2001; 2005; 2007), B mpy-
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THX OpraHax pacTeHUS-XO3iMHA — B JIHKOTHIIE
ropoxa, B OTBET Ha MHOKYJISALUIO PU300UAMHU IIPO-
ucxomut Hakorieaue ADK B Bume O, u H,0,.
ABTOpBI TIpEAINONaraloT, 4TO B JaHHOM Cllydyae
MaKpOCUMOHMOHT Da3BUBAET «CHCTEMHYIO HHAY-
LUPOBAHHYIO YCTOMYMBOCTB», KOTOpasl HPOSIBIIA-
eTcs y He OOOOBBIX pacTeHHH MpU 3apakKeHUH UX
HEeMmaTOreHHBIMU MuKpoopranumsmamu (Pieterse et
al., 1998). llogoOHas ycroitunBoCTh y 60060BOTO
pacTeHus, BO3HUKAIOIIAs B OTBET HAa BHEIPEHHUE
pu300Mii, HampaBieHa, BEpOATHO, HA MPEIOTBpa-
IIEHUEe WHBa3UM OakTepuil B Ipyrue OpraHel U
BKIJIIOYACTCSI CUTHAILHON CHCTEMOM, BO3MOKHO,
CXOJIHOM C TOH, KOTOpasi (YHKUIUOHUPYET TpH 3a-
paKeHHH pacTeHUH HEMAaTOTeHHBIMU MUKPOOaMU C
ydacTueM jxacMoHOBO# kucioTel (Pieterse et al.,
2000) unu BpOXKJIEHHBIX UMMYHHBIX CHCTEM pac-
tenuss: MTI (MAMP-triggered immunity) u ETI
(effector-triggered immunity), KOTOpbIe pearupy-
0T Ha Olpe/ielicHHbIe OaKTepHaIbHble COCAMHEHUS
MyTeM BKJIIOUYEHHS] WM OTKIIOYEHUS 3allMTHBIX
peakmuit  (Gourion et al., 2015) (puc. 2). Heco-
MHEHHBIM SIBJIICTCSI TO, YTO (PYHKIHMOHHPOBAHUE
YKa3aHHBIX CHUCTEM PACTCHHUS TECHO CBSI3aHO C
CUTHAJIbHBIMU MOJIEKyJaMH, B ToM uucie ¢ ADOK u
A®A (I'maapko, Umenko, 2017).

B aT0M CBSI3M yMECTHO OOCYIUTH POJb JIPY-
TMX CUTHAJIBHBIX MOJIEKYJ, B YaCTHOCTH, CaJHLIHU-
nosoit kucaotel (CK). UzBectHo, uTo mpuoOpe-
TeHHas: (MHIYLIUPOBAaHHAs) YCTOMYMBOCTH (POPMU-
pyercs ¢ ydactueM CK, cHHTE3 KOTOpOH TECHO
ceszan ¢ HyO, (Ryals et al.,1996; Konymnaes, Kap-
nier;, 2009). IIpu 3TOM HEOOXOUMO OTMETUTH, YTO
npousBogHoe CK — meTuincanuuuiar, paccMaTpu-
BaeTcAd Kak MOOWJIBHOE COEAMHEHHE B LIENH Iepe-
Jlaud CUTHAaJa Ha JUTMHHBIE JAUCTaHIUH mpu (Hop-
MHUPOBaHUU CHCTEMHOU MPHOOPETEHHOH YyCTOHYH-
BOCTH y psiia pactenuii (Park et al., 2007).

IIpeanonaraemoe ywactue CK B 6oGoBo-
pu3o0nanbHOM CHMOMO3€ OO0CYXIaloch B psjie
pabot (Martinez-Abarka, 1998; Blilou et al., 1999;
Garcia-Garrido, Ocampo, 2002; T'msHpKO U 1p.,
2005; Stacey, 2006). Ox3orennas CK orpunaresns-
HO BiMsUia Ha GopMHUpoBaHUe W (QYHKIIMOHHPOBA-
aue BPC (Ilymubit u gap., 1991; Martinez-
Abarka,1998). Ilpu HOpPManbHBIX (QHU3HOIOTHYE-
ckux ycnoBusx cuHTe3 CK makpocumOuoHTOM
perynupyeTcsi, BEpOSTHO, HAa TEHHOM YpPOBHE C
y4acTHEM HOIYJSILMOHHOTO (aKTopa pu300uii
(Nod-paxrop — NF), mpencrasistomero coboi
munoxuroonurocaxapus (I'msapko, 2014). Myra-
us y pu3oOuanpHoro mramma mo NF uinm nHOKy-
JSIIMS JIOLEPHBI HECOBMECTHUMBIM PU300HaTBEHBIM
TaMMOM BeNM K pe3komy HakomieHnio CK B
KOpHSIX, 4YTO CHOCOOCTBOBANIO (DYHKIIMOHHPOBa-
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HHUIO CAIUIIMIOBOM KUCIOTHI KaK CHTHAJIBHON MO-
JIEKYJIbl, UHUIUUPYIONICH BKITIOUCHHE 3al[UTHBIX
peakiuii 'y MakpoCUMOMOHTA W KaK CIEJICTBHE —
TOPMOKECHHUIO MPOLECCOB MHPEKIUH M HOLYIALUN
(Blilou et al., 1999). Mnade roBops, 1Mo BO3ICH-
crBueM Nod-¢pakTopa HHTEeHCHBHOCTH cuHTe3a CK
Y pacTeHHUA-XO03s5IMHA CHIDKAETCs, YTO BeAET K OJ10-
KUPOBAaHHUIO OIOCPEIOBAHHOTO €10 CHTHAJIBHOTO
MEXaHH3Ma, CBA3aHHOTO C 3AIUTHBIMU PEaKIIUSIMH
MakpocumOmnonTa (Martinez-Abarka et al.,1998;
Bueno et al., 2001). IlokazaHo, YTO yMEHBIICHUE
SHJIOTEHHOTO YPOBHS CAJWIMIIOBON KHCIOTHI Yy
Lotus japonicus u Medicago tranculata myrem
OKCIPECCHH  TPaHCTeHHOro  (QepMeHTa  caiu-
OUIATTUAPOIA3bl  CIOCOOCTBOBAIO — YBEITUUEHHIO
WHQUITUPOBAHUS U HOIYJISAIIUH O0OO0BBIX pacTeHUN
C NCTCPMHUHAHTHBIM U HECACTCPMUHAHTHBIM THIIOM
kiyoenbkoB (Stacey et al., 2006). Takum o6pazom,
MOXHO CZeNaTh BhIBOJ O BaxxHoW ponu CK B 3a-
NIMTHBIX PEAKIMAX PaACTCHHS-X03iUHA MpH (Hop-
mupoBanuu bPC.

3aBUCUMOCTh (OPMUPOBAHHSA H (QYHKIHO-
HUPOBaHUSI 000OBO-PH300HATBHOTO CHUMOHO3a OT
NO paccmarpuBanacek B paboTax (hpaHITy3CKHX HC-
cienosareneit  (Pauly et al., 2006; Puppo et al.,
2013). Heobxomumo oTmeTuTh, uTo0 NO BCTymaer
B XMMHYECKHE PEAKLIUH C PA3IUUYHBIMU OHOJIOTHU-
YECKHMMHU COCAMHEHUSAMH € 00pa3oBaHHEM MoJie-
KyJ1, 00JIaZiarolluX, KaKk U caM OKCHJ[ a30Ta, JIN0O
TOKCHYHOCTBIO, JTHOO CBOWCTBAMH PETYISATOPHBIX
moutekyn (Mur et al., 2006). Tak, nmpu B3auMozeii-
ctBur NO ¢ CynepoKCHIHBIM aHHOH-PaIuKaIOM
(0,7) obpasyercs nepokcuautput (ONOO) — Go-
Jlee TOKCMYHOE COEAMHEHHE, YeM caMa MOJIEKyJia
NO (Romero et al., 2006). I'ereparuss ONOO™
MOKET MHUIIUMPOBATh HUTPOBaHUE THPO3HMHA Oell-
KOB pacTEeHHH U BBI3bIBATH HUTPO3aTUBHOE MOBpE-
JKIAGHUE KJIETOK PACTeHUH, XOTs, MO MHEHHIO
Romero et al. (2006), 3HIOreHHOE HHUTPOBAaHUE
TAKXKE MOXXET HMETh PETYISTOPHYIO (QYHKIIHUIO.
IToka3aHo npuCyTCTBUE HUTPHUPOBAHHBIX OEJNKOB B
Pa3IMYHBIX CYOKJIETOYHBIX KOMIIAPTMEHTaxX Kile-
TOK JIUCTBEB, BKIJIIOYAs MMEPOKCHCOMBI, XJIOPOILIa-
CTBl, MUTOXOHApPHHM W 1MTOo301b (Barroso et al.,
2013). Okcun a3ora B npucytctBuu O, pearupyer
C BOCCTaHOBJICHHBIM TJIYTATHOHOM B peakiuu S-
HUTPO3WITHPOBAHUS c o0Opa3oBaHuEM S-
Hurposoraytarnona (GSNO). 3to coeauHeHue —
BaXHBI MOOMITBHBIN pe3epByap 6moakTrBHOM NO,
MMEIOTIeHcs ¥ MHOTHX BHJIOB pacTeHuit (Barroso
et al., 2013; Kubienova et al., 2014; Yu et al.,
2014). Ilpu runepuyBcTBHTENBHON peakimu NO
MOXeET OKasbiBaTh dQdekt Ha cuHte3 ADK uepes
S-HUTPO3UIIMPOBAHUE HAJI®H-oxcunasbt
(AtRbohD) (Yun et al., 2011) (puc. 1). Cuauraror,
YTO INPUCYTCTBUE B TKAHSIX PACTEHUH MOJEKYI
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Puc. 2. Cxema MMMYHHBIX peakuuii y 6000Boro pacreHusi, HHOQUIMPOBAHHOTO PU300MAMM (MOAH-
uxanus: I'naabko, Mmenxo, 2017).

Rhizobium — kny6enskoBbie GakTepun (puzobun); NF — pusobuansubiii Nod-dakrop; MAMPs — moie-
KyJsSIpHbIE MUKpOOHBIE matTepHbl, EPS — pu3oOuansubie 3x30momucaxapuasl; LPS — puzoduansabie -
nononucaxapuabl; ROS — aktuBHbie (opmbr kuciopoga (ADK);, O, — CymepOKCHIHBIA paIuKa;
NADPH oxidase — HAJI®H-okcunasa, ¢pnaBuncoaepxanmii hepMeHT, yuactByromuii B renepain AOK
Ha tuiazmanemme; flg22 — akrtuBHsi snutomn MAMP; PRR — pacturensusiii perienirop; RLK (NFP/NFR)
— pacTUTENBHBIC PElEenTOPHI 0/100HbIe KiHa3aM; T3/4SS — GakTepHaibHbIC CEKPEIIMOHHBIC CUCTEMBbI TH-
na 3 u 4; Nop and products Avr genes (Honynsiumonnsriii 6enok Nop L u poayktel Avr-reHoB) — OakTe-
pHaJbHBIE COCTUHEHUS, CEKPETUPYEeMble B pacTUTENbHYIO KieTKy; NB-LRR — npoxykr R-renos pacre-
Hust; ETI — BHyTpuKieTOUHass MMMYHHasl CCTEMa PacTEeHUs, CBsI3aHHAs ¢ OakTepHaibHbIMH 3 dexropa-
mu; MTI — Hecniennguyeckas IMMYHHasi CHCTeMa pacTeHus, cBsizaHHas ¢ MAMPs; akBanopuH — MeM-
OpaHHbIe OEJNKOBBIE KaHAIbl Ui TPAHCIOpPTAa BOJbI M pacTBOpeHHbIX B Heil BemectB (Hp0,); N-
tepmuHanbHbI noMeH HAJIOH-okcuaasel, cogepxxamuit 1sa EF-pyka MOTUBa, CBS3bIBAIOIIMN 1Ba HOHA
KaJIBIHsI.

NO, GSNO u ONOO' sBnsiercst BaxkHOH 0coOeH-  (YHKIMOHUPYET KaK MHOTOILIEIEBOH perynsTop,
HOCTBIO MOCTTPAHCISIIMOHHONW MOJUGUKAINK Oell-  BOBJIICYCHHBIH BO MHOTHE MEXaHH3MBl CUMOHUOTHU-
KOB IIpH JEHCTBUHM OMOTHYECKHX M aOMOTHYECKHMX  decKoro nporecca. [Ipu stom NO B3aumopeiicTBy-
¢axTopos (Corpas et al., 2013). €T ¢ JIPYyTMMH Ba)XHBIMH PETYISTOPaMH pocTa WU

13 999 TeHOB, SKCIPECCHPYIOUMXCS moj — PA3BUTHA PACTEHHs — TOPMOHAMH U AODK.
BiausiHueM NO B KOpHAX mronepHsl, 290 yyacTBy-
IOT B Pa3BUTHUH KOPHEBOTO KIyOEHBbKA, YTO T'OBO-
put 06 ydactun NO B popmuposanuu BPC (Pii et
al., 2007; Ferrarini et al., 2008). IlokazaHno, 4ro
NO skcnpeccupyeT T'eH perenTopa MUTOKHHHHA
MtCREL, uro noka3biBaeT poJb ATOM MOJIEKYJIBI B
CUTHAJIBHOM IIyTH MO WMHULHMALUN U PEryJIsaluu
(dbopMHpOBaHUS IPUMOP/IUS KITyOCHbKA C y4acTH-
eM naHHoro perenrtopa u rurokuauHa (Plet et al.,
2011). [pyrue pe3ynbTaTbl CBUAETEIBCTBYIOT O
BJIIMSIHUM JIOHOPOB W ckaBaHkepoB NO Ha dKkc-
npeccuio rera LjHb1 mecumbunornueckoro remo-

MexanusMsbl B3aumonelictsust AOK u ADGA
OCTAlOTCST TJIAaBHOM IeNiblo uccnegoBanuii BPC.
DTOT BOIIPOC XOPOIIO WU3yUYeH MpU (PUTONATOrCHE-
3e, KOTIa CUCTEMHasl YCTOHYMBOCTH pUOOpeTaeT-
cs1 Ha ocHoBe CBY KJIETKH M MOCIEyIoUel ee TH-
o6emm (Bolwell, 1999). HacTo oTBeT, CBSI3aHHBIN C
osicTpoit mpoaykiueit AOK u ADA, compoBox-
JTaeTcsl MPOIECCOM IPOrpaMMHPOBAHHON KIIETOY-
Hoit cmeptu (IIKC), uTo, KaK TpaBWIIO, SIBISICTCS
pesynpTaTtoM aeiictBuss CBY. B stom mporiecce
NO n A®K wurparot kmoueByro poisb. [IKC — Bax-

IOGWHA, MIPAIONIEro BAKHYIO OTb Ha pammix Hbll MEXaHW3M JUIs PeryliLMM —DasIM4HBIX ac-
sranax (popmupoBanus cumbuosa (Shimoda et al.,, TCKTOB pOCTa W PasBUTHA, a TAKKE M yCTPAHCHUA
2005; 2009). o Mrenwuto Hichri et al. (2015), NO  MOBPEAICHHEIX 1 HHOHIHMPOBAHHBIX KICTOK NPH
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HeﬁCTBHH a0OMOTHYECKUX CTPECCOPOB M MAaTOTCHOB
(Wang et al., 2013).

Takum 00pa3om, THOETs KICTKH pPacTCHHS-
xo3arHa npu CBY sBnsiercst pe3ynbTaToM OJHO-
BpeMenHoro nerictBus ADOK m ADA, a cooTHO-
menne B kierke NO, O, , H,0, u ONOO™ omnpe-
nensier CBY kieTky MpHu AEWCTBUU IKCTpEMaib-
HBIX (pakTopoB Ha pactenue (Delledonne et al.,
2001; Zaninotto et al., 2006; Zhao et al., 2007).
Bzaumopeiictesue AOK n ADA ob6cyxnanock B
paborax (Neill et al., 2002; I'nsupko, Bacuibesa,
2010; Scheler et al., 2013). OgHako HEOOXOAUMO
OTMETHTB, uTO TIpH popmupoBannu bPC cBenenwms
M0 3THM BOTIpOcaM KpaitHe ckynHbl. OcoOeHHO 3TO
KacaeTcsl JJOKaIbHOW U CUCTEMHON YCTONYMBOCTH
06060Boro pacrenus k puzobusm (I'msapko, 2016).
CxeMa BO3MOXHBIX ITyTeH MMMYyHHUTETa 000OBOTO
pacTeHus MpH WHBAa3UH KIyOCHBKOBBIX OaKTepuil
MIPEACTABIICHA HA pUC. 2.

B 3akmtouenue cienyeT otMeTuTh, 4T0 ADK
u ADA wurparoT KIHOUYEBYIO POJIb BO BHYTPU- U
BHEKJIETOYHBIX B3aWMOOTHOIICHHUAX, HO HEIOCTa-
TouHO 3HaHWK 00 wmHHImanuu ADK- u ADA-
CHUTHAJIMHTA, CEHCOPHBIX M OTBETHBIX MEXaHHM3Max
U peryisinuu OajaHca MeXAy NPOLYKLUEH aKTUB-
HBIX ()OPM KHUCIIOpPOJa M a30Ta U UX 00e3BpeKMBa-
HueM. TpeOyeT mpHcTanbHOrO BHUMAaHUS H3yde-
HHE MEXaHU3MOB MHTETPAlUM Pa3IUYHBIX CHI-
HamBHEIX myTel ¢ AD®K, A®A n Ca**-BomHamu
npu GOPMHUPOBAHUH CUCTEMHOH ycToitunBocTH. B
9THUX NPOLECcCax HECOMHEHHO YYacTBYIOT H JIpYy-
rue OMOJIOTHYECKH aKTHBHBIE MOJIEKYIbI, U3 KOTO-
PBIX CJeayeT OTMETHUTh YK€ YITOMUHABIIUICS Me-
TWICAINIIIAT, a TAKXKe KACMOHOBYIO M a3ellau-
JIOBYIO KHCIJOTHI, Tintiepon-3-hocdar u psg Apy-
rux (Heil, Top, 2008). DT Monekylbl HHIYIUPY-
IOT CHCTEMHYIO YCTOWYMBOCTH, PacCMaTPUBAIOTCS
KaK MOOWJIbHBIE CUTHAJIBI U UX CHHTE3 PEryiupy-
ercs ADK (Kachroo, Robin, 2013).

N3yyeHne 3THX BONPOCOB Ipu (HOpMHUPOBa-
Hun U (yHkunonupoBanuu BPC kpaifHe BakHO
JUIS TIOHUMaHUsl JIOKaJIbHOW M CHCTEMHOM yCTOM-
YUBOCTH 0000BOT0O pacTeHHs K pU300HaIbHON HH-
dexnum, a Takke poiaH WX B (OPMHUPOBAHUM U
(GYHKIIMOHUPOBAHUHN CUMONO03a.
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REACTIVE OXYGEN AND NITROGEN SPECIES
AS POSSIBLE MEDIATORS OF SYSTEM RESISTANCE IN FABACEAE AFFECTED
BY RHIZOBIAL INFECTION

A. K. Glyan'ko, A. A. Ischenko

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

E-mail: akglyanko@sifibr.irk.ru

The review summarizes data on the involvement of reactive oxygen species (ROS) and reactive ni-
trogen species (RNS) in plant life processes. Particular attention is paid to their physiological role in
the mutualistic interaction of legumes (Fabaceae) and nodule bacteria (Rhizobiaceae). It is empha-
sized that ROS and RNS act as key metabolites in plants affected by stress. Wave propagation is
characteristic for signal messengers (O,", H,O,, NO, Ca2+) as a system signal at long distances. A
special role is played by membrane NADPH oxidase as a generator of such signal molecules as O,
and H,0, also NO and Ca** affecting its functional activity. Nitric oxide (NO) — multifunctional
signal molecule is provided with detailed characteristics as a representative of RNS. It is emphasized
that plants, unlike animals, possess multiple paths of NO synthesis. Similarity of the processes of
plant resistance to invasion of pathogenic bacteria and rhizobia at the initial stages of their penetra-
tion is stated. Among other features, this manifests itself in functional activity of NADPH oxidase,
which is activated when exposed both to pathogens and symbiotic bacteria. Dependence of the leg-
ume-rhizobium symbiosis formation on H,O, and NO is considered. It is suggested that the ratio of
NO, 0,7, H,0, and ONOQ™ in the cell determines the cell super-sensitive response (SSR) to the ac-
tivity of extreme factors on plant both in the pathogenesis and in symbiotic interaction. The relation-
ship diagrams of signaling molecules and immune reactions in rhizobium-infected legumes are pre-
sented.

Key words: Rhizobium, reactive oxygen species (ROS), reactive nitrogen species (RNS), signal
messengers (O, ", H,O,, NO, Ca?"), legume-rhizobial symbiosis

AKTHUBHI ®OPMH KU CHIO I A30TY — MOKJHUBI MEJIATOPA CUCTEMHOI
CTIMKOCTI BOBOBUX 3A JII PU3OBIAJIBHOI THOEKIIII

A. K. I'nmaabko, A. A. Iimenko

Dedepanvha depocasHa 6100HCemHa YCMano8a HaAyKu
«Cubipcoxul incmumym Qizionoeii' i 6ioximii pociuny
Cubipcoroeo 6iddinenns Pociticbkoi akademii Hayk
(Ipxymcok, Pocis)

E-mail: akglyanko@sifibr.irk.ru

VY3araipHeHO JaHi npo yyacTh akTuBHHUX (GopM KkucHIO (ADK) i azory (ADA) y nmporecax KUTTEN -
smbHOCTI pociuH. Oco0nrBa yBara npuaiiesa ix ¢isionoriuniii ponii npu MyTyamicTHYHIA B3a€EMOJIiT
6060Bux pociuH (Fabaceae) i 6yns0oukoBux 6akrepiii (Rhizobiaceae). Haronomyersces, mo ADPK i
A®DA — KIr040Bi MeTabOJIITH MPU CTPECOBMX BILIMBax Ha pociuuuu. s O, , H,O,, NO i Ca®" xa-
PaKTEpHO XBHJIbOBE MOLIMPEHHS SIK CHCTEMHOT'O CUTHAITY Ha jaieki aucraniii. Oco0iamuBy posb mpu
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upoMy Bigirpatrors MemOpanHa HAJI®H-okcunasa sk renepatop APK i NO Ta Ca®*, mo BruMBa-
10Th Ha 11 QyHKIIOHANEHY aKTUBHICTh. OXapaKkTepU30BaHUN OKCHA a30Ty SIK OaratodyHKIiOHAIbHA
CHUTHAJbHA MoJIeKyJa. [limKpecIroeThes, M0 y pOCIHH, Ha BIMIHY BiJl TBAPUH OpraHi3MiB, iCHYIOTh
MHOXHMHHI nutsixu cuaTe3y NO. 3BepTaeThcs yBara Ha CX0KiCTh MEXaHI3MIB CTIHKOCTiI POCIHH 0
iHBa3ii maToreHHUX OakTepiil i pu300iif Ha MOYATKOBUX CTafisX iXx mpoHWKHeHHs. [Ipwm BIUMBI Ha
POCTHHY SIK MIATOTEHIB, Tak i cuMOioTHYHMX OakTepiit aktuByeThcs HAJIPH-okcnnasa. PosrisiayTo
3aJIeKHICTh opMyBaHHSI 0000Bo-pH306ianpHOTO cMOio3y Bix H,O, i NO. BuciosmoeTbes mpu-
NyLIEHHs, WO CcriBBigHomeHHs B Kiituai NO, O;™, H,0; ta ONOO™ BU3HAa4Ya€ Hama4yTJIMBY peak-
LiI0 KJIITHHU 32 JIii eKCTpeMalIbHUX (paKkTOpiB HA POCIMHY SIK NPU IAaTOreHesl, Tak i Ipu cuMOioTHY-
Hiit B3aemonii. HaBonsAThCsl cXeMM B3a€MO3B'SI3KY CUTHAJIBHUX MOJIEKYJI Ta IMyHHHX peakuiil y iHgi-
KoBaHO1 pu3006isiMu 6000B0T POCITUHY.

Kuarouosi cnoBa: Rhizobium, axmueni ¢hopmu xucuro (AQK) i azomy (ADA), cuenanvhi nocepeoru-
ku (057, Hy0,, NO, Ca?*), 606060-pusobiansruii cumbios
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