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O000uIeHb! TUTepaTypHbIE JaHHBIC 0 H3YYCHUIO (PU3HOJIOrNYECKUX MEXaHH3MOB BIIMSIHUS BEICOKUX
JI03 MHHEPAJIFHOTO a30Ta (HUTPATOB, aMMOHHSI) Ha yCTaHOBJICHHE 0000BO-PH300MaTBFHOTO CUMON03a
U ero ¢yHkuuoHuposanue. [Ipy 5ToM ocoboe BHUMaHUE YAGIACTCS y4acTHIO (PUTOrOPMOHAIBHOTO,
(DEeHOTIBHOTO M OKUCIHMTEIBHOTO OOMEHOB PacTeHHUS-X03siMHa B cuMOuose. [loguepkuBaercs TecHas
CBSI3b MEXJIy YKa3aHHbIMH OOMEHaMH B TIpolieccax HWHruOupoBaHus (opMHpOBaHHS U
($yHKIMOHMpOBaHUST 0000BO-PH300MATBHOTO CUMOMO3a2 B YCIOBHAX H30BITOYHOIO CHAOKEHUS
pacTeHuii MUHEPaIbHBIM a30TOM.

KiloueBble cjioBa: numpamol, ammonuti, 600060-pu30buanbHbvlili. cumobuos, abcyu3osas Kuciomad,

AYKCUHDL, YUMOKUHUHBL, IMULEH, (DEHONbHbIE COCOUHEHUs], AKMUGHbIE BOPMbl
kuciopooa (ADPK), akmusuvie popmuvl azsoma (ADA)

Bo6oBo-pu3obuanbHbIil cHMOMO3 - MyTya-
JUCTUYECKOE B3aNMO/ICIiCTBHE, 3aKII0Yaronieecs B
00OIOJTHOM COXKHTEIILCTBE [IBYX OPraHU3MOB —
KIyOCHBKOBBIX OakTepuil (pu300mii) U 0G0OOBBIX
pacTeHuil. Pu300usIM 3TO COXHUTEIBLCTBO MTO3BOJIS-
eT n30eXaTh KOHKYPEHIIMY 32 HCTOYHUKU TUTAHUS
B TIOYBEHHOH Cpejie, a pacTeHus M — MOIy4aTh He-
OOXOJMMBIN JUISl JKM3HEACATEIBHOCTH MUHEpalb-
HbIi a30T B Buae NHj; U3 HEIOCTYMHOTO MOJIEKY-
JSIPHOTO a30Ta Bo3xyxa. OIHAKO B €CTECTBEHHOM
cpene (GOPMUPOBAaHHIO M (YHKIMOHHPOBAHUIO
9TOM CHCTEMBI NPENATCTBYIOT DPA3IMYHBIC BHEII-
HUe (aKTOphI, KOTOPbIE KOHTPOIUPYIOT OT 33,7 10
80,5 % BapbupoBaHUS CUMOMOTHYSCKUX TMPHU3HA-
KOB M UX BIIMSIHUE MOXKET OBITH OoJiee 3HaYNUTEIb-
HBIM, YeM CyMMapHOE JeHCTBHE 000X MapTHEPOB

[5].

B uncno Takux (pakTopoB BXOIHWT M MHHE-
paNbHBIA a30T (HUTPATHBIH M aMMOHWUHEIN), BHI-
COKHE KOHIICHTPALlMH KOTOPOTO B IOYBE MPH BHE-
CEHHWH a30THBIX yNOOpeHHid MHTHOHPYIOT (hopmu-
poBaHHe cMMOMO03a, CHIDKAIOT ero d(h(PEeKTUBHOCTH
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WIA BeAYT K TOJIHOMY TpEeKpalieHuo CUMOUOTH-
yeckux B3aumooTHouieHuit [20, 34]. Ilon BausHU-
€M MHHEPaJbHOTO a30Ta MPOMCXOAAT CYLIECTBEH-
HbIE W3MEHEHUS Ha YJIbTPACTPYKTYPHOM YpPOBHE:
yMeHblIeHe B 4-6 pa3 pazmepa 0akTepoHUII0B, ObI-
CTpoe cTapeHue OakTepoumHoi TkaHu [21]. XoTs
BOIIPOC 00 OTPULIATEIBHOM BIMSHUM BBICOKHX 103
MUHEpPAJHHOTO a30Ta BO3HHKaI emie B Havane 20
Beka [61], OH 1O cUX MOp HE MOJIYYUJI CBOETO OKO-
HYaTeNbHOTO paspelieHus. [ maBHas npudnHa 3TO-
IO 3aKJII0YaeTCsl B CJIOKHOCTH W MHOTO3TalTHOCTH
¢opmupoBaHust H (PYHKIMOHHPOBaHHA 0000BO-
PHU300HATIBHBIX CTPYKTYP.

BnusiHue BBICOKHMX 103 MUHEPAJIBHOI'O a30Ta
Ha 06000BO-pH300HATBEHBI CHMOMO3 HEOJHOKpPAT-
HO 00cCyxmanoch B Hay4HOW nutepatype [10, 20,
23,28, 48, 74, 103, 118, 126]. B 0630pe Kupuuen-
ko [10] ormedaeTcss oTMH M3 BO3MOYKHBIX MEXaHH-
3MOB MHTHOMpOBaHUs 0000BO-PH300HATBHOTO CHU-
MOMO3a — 3TO aKTHBALUS 3aLIUTHBIX CHCTEM pac-
TEHHS-X035UHA B YCIOBHSX JOCTATOYHOTO odecrie-
YeHUS! TIOYBEHHBIM a30TOM, YTO MPEMATCTBYET
ycTaHOBJIeHUIO cuMmOuo3a. VHaue roBopsi, pacre-
HHUE-XO35MH B 3TUX YCIIOBUSAX BOCIPHHUMAET KIIy-
OeHbKOBBIE OAaKTEpUH Kak MaroreHHele. Takas pea-
KLHUSI pacTeHUs] MOXKET OBITh CBSi3aHa C TEM, YTO
SHEpPreTHYEeCKHe M IUIACTHYECKHE 3aTpaThl pacTH-
TEJBHOTO OpraHu3Ma Ha (OpMHpOBaHHE CHMOHO-
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THYECKHUX CTPYKTYp U N,-(huKcanuio 3HaYUTEITHHO
NPEBBIIIAIOT 3aTPAThl HA YCBOCHUE PAaCTEHHEM II0-
YBEHHOr0 MHHepaiabHOro aszora [12]. C npyroit
CTOPOHHI, YYBCTBHUTEIHHOCTH 6000BO-
PU300HATBHOTO CHMOMO03a K K30T€HHOMY aMMO-
HUIHOMY a30Ty HWXKe, 4eM HutpatHomy [109,
127]. Otcrona cnemyer, 4TO0 MEXaHW3MBl MHTHOU-
PYIOIIEro BIHMSHUAS HUTPATHOTO W aMMOHHUITHOTO
a3ota Ha 0000BO-PU300MATBEHBIA CUMONO3 pa3IHy-
Hble. BaKHO OTMETHUTP U Takol (akT KaK OTCYTCT-
BU€ OTPHUIIATEIHFHON PEaKINH CYNepKITyOeHbKOBBIX
MyTaHTOB OOOOBBIX Ha BBICOKHE JT03bI MUHEPaJh-
HOTO a30Ta B MOuYBEHHOH cpene [47, 64, 77], uto
00BSICHSICTCS HAPYIICHHEM Y MyTaHTOB MeXaHH3Ma
ABTOPETYJALNNN KITyOeHbKOOOpa3oBaHus (HOIYJIs-
I[UH) U MO3BOJIIET MAKPOCUMOUOHTY (hOPMUPOBATH
0O0JIBIIIOE KOJUYECTBO MEIKHX KIyOeHBKOB [56].
OpHako, 10 HEKOTOPHIM NaHHBIM, N,-pukcanus y
CYMepKIyOCHbKOBOTO MyTaHTa B MIPUCYTCTBUU BbI-
COKHMX J103 MUHEPAIBHOTO a30Ta, TAKXKE KaK U y
HOPMAJIEHOTO T€HOTHIIA, MOKET OBITh HIDKE, YeM Y
pomutensckoit hopmsl [71]. Jemaercst BBIBOI, 4TO
y cynepkiryOeHbKOBOro MyTaHTa (hacoiu yCTou-
YUBBI K BBICOKUM J03aM a30Ta MPOIECChl KITyOeHb-
KOOOpa3oBaHMA, HO HE Tporecchl N,-(hHKcarimu
[71]. Ilo mpyrum nmaHHbIM [67] cymepKiIyOeHBKO-
BBIif MyTaHT COU B MPUCYTCTBHH HUTPATOB yBEIIHU-
YUBAaeT HE TOJIHKO KOJMYECTBO KIIyOEHBKOB (B 3-5
pa3), HO U yposkaii 3epHa (Ha 30%) 1Mo cpaBHEHUIO
C poaUTENsCKUM reHoTunoM. Kak mpemmnonararor,
MIPUYUHA CYTIEPHOIYIISINHA — B OJIOKHPOBAHUY CH-
HTe3a B JIUCTHSIX WM TPAHCIOPTa B KOPHU HEyCTa-
HOBJICHHOT'O HU3KOMOJIEKYJISIPHOTO BOJIOPacTBO-
pUMOTO COCIUHCHHS, PEryIUPYIOMIET0 KIyOeHb-
KooOpazoBanue [66]. B TO ke BpeMst yCTaHOBIICHO,
YTO HEOOJNBIINE 1036l MHHEPAIBHOTO a30Ta (cTap-
TOBBIC JI03bI) OJArONPHUATCTBYIOT PAa3BUTHIO CHM-
OMOTHYECKHUX B3aUMOOTHOIICHUN MEXIy pU300U-
sMu 1 0000BEIME pacTeHusMu [28, 37, 68, 131].

Bce 3T dakThl, 04EBUIHO, CBUACTEIBCTBY-
I0T O BXHOM 3HAYCHHWH SK30T€HHOTO MHHEPallb-
HOTO a30Ta B YCTaHOBJEHHH M (DyHKIIMOHHPOBa-
HUU 06000BO-pu3o0uanbHOro cumoOuosza. OmpHakKo
BO3HUKAET BOMPOC O MPSIMOM WJIHM KOCBEHHOM BIIU-
sHAW (4epe3 Jpyrue TIMpOLecchl) MUHEPaIbHOTO
a30Ta Ha CUMOHMOTHYECKOE B3aWMOJICHCTBHUE ABYX
OpraHm3MoB. B nuTeparype HaKOIUIEHO JOBOJIBHO
MHOTO JTJAHHBIX O BIMSHUW MHUHEPAIbHOTO a30Ta Ha
pasmudHBIC 3BEHbS MeTabonm3Ma pacteHuit [103,
121]. Tak, HUTpATHl B HACTOSIIEE BPEMS paccMmart-
pPUBAIOTCS HE TOJBKO KaK DIIEMEHT MHUTaHUs, HO U
KaK CUTHalIbHBIC coefauHeHus [54, 59], xoTopsie
nocje OMOXMMHUYECKHX MpPEBpAIleHUui JaroT JIpy-
TUE CUTHAJbHBIC WHTEPMEAHATHI, a UMEHHO: NO,
(autput) 1 NO (okcua azora). I[locnennue moryT
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CYIIECTBEHHO MOIU(UIIUPOBAaTH OOMEH BEIECTB
[130]. ITo nanubM psana asTopoB [70, 112] y apa-
ounorcuca 6onee yem 1000 reHOB 3KCIPECCUPYIO-
TCS B OTBET Ha HUTPATHL. ACCHUMMUIISINSA HATPATOB
CBSI3aHA CO MHOTHMMH 3BEHBSIMH OOMEHa BEIECTB
(oHepreTndeckuii oOMeH, TIUKOJIHN3, METa0OIH3M
AMHHOKHCJIOT, HYKJICOTHUIOB U JIp.) U MX peryis-
nuel (MpOTEMHKUHA3EI, PEIeNTOPhI KiHAa3, (hakTo-
pol Tpanckpunuuu) [112]. C nutanueM pacTeHUi
HUTpaTaMu CBsS3aH (UTOTOPMOHANBHBIH OOMEH,
PETYIUPYIONINA POCT KOPHEH W HAJ3EMHBIX Opra-
HOB [69, 120].

[ponykT BoccraHoBieHUs HuUTpaToB NO,
[IPU HOPMAJIBHBIX (PU3HOJIOTUYECKUX YCIOBHUSIX HE
HaKaIIMBAaeTCs] B KJIETKaX PAacTeHuil, Tak Kak SB-
JsieTcsl TOKCHYeckuM MetabonmutoM. EcTe naHHbIe,
YTO aKTUBHOCTb HUTPHUTPEOYKTa3bl B KOPHIX H
kiyOeHpkax 0000B B JecATKH pa3 0oJbIle, 4YeM aK-
TUBHOCTb HHUTpaTpeaykTasbl [42]. OgHako B KOp-
HsAX N-TONOJAroIuX pacTeHuid apaOuIoncuca Hu-
TPUTHI, KaK 1 HUTPAThl, B HAHOMOJIIPHBIX KOHIICH-
TpaLUsIX CIy’KaT CUTHAIbHBIMU MOJIEKyJaMHu. Tak,
no nanHeiM Wang et al. [130], okono 75% reHos
apabujoncuca, HHIyIHPOBAaHHBIX HUTpPaTaMH, K-
CIIPECCUPYIOTCS TaK)Ke M HUTPUTAMU.

IIpoMexyTOUHBIM TPOAYKTOM BOCCTaHOB-
nenust NOs” u NO,  y pacTUTENbHBIX OpraHU3MOB
seistercst NO [62, 92, 133]. NO — MHOTOQYHKIIHO-
HaJIbHAs CHTHAJNbHAs MOJIEKyJa, YIpPaBIAIONIas
BHYTPUKJIETOYHBIMH M MEXKJIETOUYHBIMU TMpOIiECc-
caM{ B JKUBOTHBIX, OaKTepHaJIbHBIX U PACTUTEIb-
HBIX OpraHU3Max, OKa3blBAIOIAsl KaK IIOJIOXKHTE-
JIbHOE, TaK U OTPHUIATEIbHOE BIMSHUE HAa METa0o-

mu3Mm [9, 24, 25, 80, 90, 96].

Taxum o6pazom, monsl NO;, NO,” u Moje-
Kynbl NO MOXHO OTHECTHM K aKTHBHBIM (opmam
a30Ta, KOTOpbIe MOJU(PHULIUPYIOT MEeTabOIU3M Kak
PacTUTENBHOTO, TaK M >KUBOTHOI'O OPTaHU3MOB U
UX MOJOXXUTEJIFHOE WM OTPHULIATENIbHOE JIeHCTBUE
Ha pasjnyHbIe 3B€HbS OOMEHa BellecTB Oyzer 3a-
BUCETh OT BHELIHUX U BHYTPEHHUX yCIJIOBUIL.

Yrto KacaeTcs aMMOHHHHOI'O a30Ta, TO 3TO
KOHEYHBIH MPOAYKT (EPMEHTATUBHOTO BOCCTAHO-
BJICHUSI HUTPATOB, CUMOMOTHYECKOTO BOCCTaHOB-
neanss N, O00OBBIMH, (HOTOABIXATENHHOTO IyTH,
pacraga OEJNKOBBIX COEIMHEHHH U HEKOTOPBIX
Ipyrux OMOXMMHYECKUX peakiuid, UAYIIUX C BBI-
nenesneM NH;. Oco6ennoctsio NH; (NH,') siBs-
€TCs €r0 OTHOCUTEIbHO BBICOKAs TOKCUYHOCTD JUIS
MHOTMX pacTeHuil. B pesyibrare nepBuyHOM ac-
CUMWIALIMM aMMOHHUSI 00pa3yroTcsi TIJIOTaMUH,
[JII0TaMaT, aclaparud M aclaprar, KOTOpbIe CIy-
KaT OCHOBHBIMH JIOHOpPaMH a30Ta y MHOTHX pac-
TeHUH. Y G0O0BBIX TPOMUYECKOTO MTPOUCXOKICHHS



I'ASTHBKO, MHTAHOBA

(Hampumep, cou u (paconu) MEPBUYHOE yCBOCHUE
aMMOHUSI MJET Yepe3 oOpa3oBaHME YPEUIOB: ail-
JIAHTOWHOBOMW KHCJIOTHI, aJllaHTOMHA. OCHOBHBIMH
(epMeHTaMH, BOBJICYEHHBIMU B MEPBUYHYIO acCH-
MIJISIINIO aMMOHWUS, SIBIISIOTCS TIIIOTAMHHCHHTETA-
3a, IMIIOTAMATCHHTa3a U INII0TaMaTJerHporeHasa,
a TakKe epMEeHTH OMOreHe3a ypeua0B — ypHKasa,
aJUTAaHTOMHA3a, KCAHTHH/IETUIPOTeHA3a.

CurHajpHBIC TYTH, WHUIUAPYEMbIE HUTpPA-
TaMU U aMMOHHEM B PaCTEHUAX, U3YUCHBI B HACTO-
sAIee BpeMs HEeJOCTATOYHO, XOTS I MOHMMAaHUS
POIN HEOPTaHMYECKOTO a30Ta B TEHOMHKE TPOIIeC-
COB POCTa M Pa3BUTUS PACTCHUHN ATO KpaliHe HEoO-
xoaumo [91].

Cremyer OTMETHUTh W TaKyK0 OCOOCHHOCTH
0000BO-pH300MATIBLHOTO CUMOHO3a Kak CIoco0-
HOCTh KJIIyOCHBKOB BOCCTAHABIMBATh 3K30TCHHBIN
HUTpATHBIN a30T [28, 29, 37, 42], To ecTh B ycio-
BHUSIX JTOCTATOYHOTO OOECIIEUEHUSI PACTECHUHN DK30-
TCHHBIM HUTPATHBIM a30TOM pu3o0uaibHas ¢ep-
MEHTHAsI CHCTEMa MOJKET MEePeKIoYaThCs C yCBOe-
Husa N, Ha yrrnmsanuio NOs™ wim GyHKIIHOHUPO-
BaTh Kakoe-To BpeMs napaimienbHo [114]. Ho npu
3THX YCIOBUSAX (pepMeHTHas cucreMa (HUTPOTeHa-
3a), OTBETCTBEHHAs 3a N,-(HUKCAIHMI0, MOXKET WH-
rudupoBatscs [38, 42].Takum 00pa3oM, BOCCTAHO-
BJICHHE AK30I'C€HHOTO HHTPATHOTO a30Ta B 3THUX
YCIIOBUSIX MOXKET OCYIIECTBISITHCS KaK pacTCHHEM,
TaK ¥ PU300HAMHU.

CymecTBoBaHHe B OakTepouaax KiyOeHb-
KOB JIByX CHUCTEM BOCCTAHOBJICHHS a30Ta CBUAETE-
JBCTBYET, [I0-BUAUMOMY, O TOHKOH peryisinuu pa-
CTCHUEM-X03MHOM MEXaHWU3MOB yTHIIM3ALUH a30-
Ta. CBOOOJHOXKMBYIIME KITyOESHHKOBBIE OaKTepHH
UL CBOEH XU3HENESTENbHOCTH HCIOJIb3YIOT MHU-
HEepaJIbHBIN a30T MOYBBI, BOCCTAHABINBAS HATPATHI
C TIOMOIIBIO HUTPATPEOYKTa3bl U HUTPUTPEIYyKTa-
361 [93]. Ho oHu He QuKcHpyrOT a30T atMochepsl
U peanu3yoT 3TO CBOMCTBO TOJBKO IpU cuMOno3e
¢ pactenueM. CregoBarenbHO, KiIyOeHbKOBBIE Oa-
KTEpUH MOTYT HCIOJIB30BaThb I'€HETHYECKH O0YycC-
JIOBJIEHHBIE HHUTpaT- M N>-BOCCTAHABIIMBAIOIIUE
(epMeHTHBIE CHUCTEMBI B 3aBUCHMOCTH OT 3K30-
TeHHBIX M SHIOTCHHBIX YCloBHiA. Kpome BBICOKHX
1103 a30Ta, Ha (PYHKIMOHWPOBAHHUE 3TUX (epMEHT-
HBIX CHUCTEM MOTYT BJIHATH, [TO-BUAUMOMY, U JIPY-
rue abuotnueckue GaxTopsl. Tak, Mo HAIIUM JaH-
HBIM, BBIpAIlMBaHUE TOPOXa IIPHU HNOHIKEHHOH Te-
mrepatype (8°C) B 30HE KOPHEH B HECKOIBKO pa3
YBEIMYMBACT AKTUBHOCTh HHUTPATPEAYKTa3bl B
KIyOeHbKax M0 cpaBHEHHIO ¢ KoHTposeMm (22°C)
[125]. BHeceHrne BBICOKHX 103 MHHEPAILHOTO a30-
Ta B (ha3y MOJHOCTHIO CPOPMUPOBAHHBIX KIyOCHB-
KOB TIOJIOKUTEIBHO CKa3bIBACTCS Ha COJEpIKaHUH
Oenka ¥ IPOTyKTUBHOCTH KiieBepa [14].
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AHanmu3 JUTepaTyphl IO3BOJSET CHENATh
BBIBOJI, YTO OTPHIATENFHOE BIMSHUE BHICOKHX JI03
MHUHEpalbHOro a3ora Ha ©0000BO-pU300MaILHBIN
CUMOHO3 TIPOCTICIKUBACTCS HA BCEM €ro MyTH: OT
B3aUMOJICUCTBHSI PU300HMI ¢ KOpHIMH OOOOBBIX B
pu3ocdepe 70 MOJHOM aerpaganuu KiyoeHbkoB. B
JAJIbHEHIIIEM MBI MOMbITAeMCS 00OOIIUTh TaHHBIC
0 BO3MOXKHBIX MEXaHHM3Max BIUSIHUS a30Ta Ha CH-
MOM03, BBIIENSS JjBa dTama: 10 00pa3oBaHUs KIy-
OCHBKOB U TIOCJIE UX 00pa30BaHMS.

Bnuanue munepanvnozo azoma
Ha e3aumodericmeue puzoouii
u KopHeil 60606vix 6 pusocgepe

[Ipouecc B3ammoeiicTBus pu3oduii ¢ 6060-
BBIMHM HauWHAETCS TPU JOCTIKEHUU B puiocdepe
OTIpe/IeTICHHON KOHIEHTPAIHN KIyOeHbKOBBIX Oa-
KTEepHil, 4YTO ompeaensiercd TaK Ha3bIBAEMbIMHU
“KBOPYM-UyBCTBUTEIbHBIMA CHUTHAJaMH, aKTHUBH-
pytoummu rhi- U nod-rensl 6axkrepuit [115]. Jlan-
HBIE O BJIMSHUU MUHEPAJIbHOIO a30Ta Ha pa3MHO-
JKEHHE pU300HH U MX aJCcOpOLHUI0 Ha IIOBEPXHOCTH
KOpHEH HE MHOTOYHCIEHHBL. Tak, MO JaHHBIM
[ymuoro u ap. [28], BeICOKas 1032 HUTPATOB B
cpele yCHWIMBANa pPa3MHOXKEHHE PHU30CPEPHBIX
Rhizobium meliloti B 2 pa3a uepe3 10 gHe# mocie
BHECEHHMS a30Ta. Y CWJIEHHE MUKpPOOUANbHOM aKkTu-
BHOCTH B pusocdepe npu BHeceHHH N-ynoOpeHuit
HEKOTOPBIE aBTOPHI OOBACHSIOT YBEIHUYECHHUEM BbI-
JIJIGHUS] KOPHEBBIX 3KCCYJAaTOB PAacTeHUM, HCIO-
Jb3yeMBbIX OaKTepHsIMU Uil CBOCH KU3HEAEATEIIb-
HOoCcTH [86]. B 3TOi CBsi3M MOKa3aHa 3aBUCUMOCTD
akTUBHOCTU Rhizobium leguminosarum B puso-
chepe ot deHonbHbIX coequHenuii (DC), Boiaes-
€MBIX [IPOPOCTKAMU ropoxa MpH Pa3HbIX KOHIIEHT-
panmsix HUTpaTtHoro asota B cpene [13]. Cunresn-
pyeMble 0000BBIMU pacTeHUsIMH HekoTopele PC
CIOCOOHBI YCKOPSATh POCT pU300HMi B pusocdepe
[72], cnykaT XxeMoaTTpaKTaHTAMH IIPU UX B3aHMO-
neiicTBun ¢ KOpHAMH 0000BBIX [46]. AKTHBHOCTH
pu300wmii B pu3ocgepe MOXKET 3aBUCETh OT KOJINYe-
CTBEHHOTO M KadecTBeHHOTO coctaBa ®C u qpyrux
OMOJIOTMYECKH AaKTHBHBIX BEIIECTB, CHHTE3UpYe-
MBIX pacT€HHEM B OTBET Ha pa3Hble O3Bl a30Ta U
BBIIEJIIEMBIX B pu3ocdepy [55]. DTuM xe MOXKHO
OOBSICHUTH JaHHBIE OMBITOB MUTaHOBOW U p.
[17], B KOTOPBIX BBICOKAsi KOHIICHTpALIUS B Cpefe
HUTpPATHOW U aMMOHUIHOH coneit (20 MM) He To-
JBKO HE OKa3aja HeraTUBHOTO BIHSHUSA, HO JaXKe
CTHUMYJIMPOBaJa aAre3ui0 U MPOHUKHOBEHHE PU30-
Ouii B TKaHM KOpPHEH STHONHMPOBAHHBIX MPOPOCT-
KOB Topoxa 1o cpaBHeHHIO ¢ kKoHTpoieMm (H,0).
W3BecTHO, YTO HUTPATHI, IPUMEHSIEMbIE B KadecT-
BE yHOOpeHMi, HE OKa3bIBalOT OTPHULATEIHHOTO
BIMSHUSL Ha POCT KIyOCHBKOBBIX OakTepwii B
KyJbType JaKe€ B OY€Hb BBICOKMX KOHIICHTPAIIHSIX
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(mo 60-80 MM). Ilo manHBEIM MHTAHOBOH C COaBT.
[18], nHOKYNIALIMS TOpOXa KIIyOEHBPKOBBIMU OaKTe-
pUSAMU CTUMYJIHPYET TOTJIONIEHHE HUTPATOB MPO-
poctkamu. [lpudeM BIHSHUWE WHOKYIALWW HA TIO-
TJIOIIEHNE TPOPOCTKAMHM HHUTPATHOTO a30Ta 3aBU-
CeJI0 OT JI03bl a30Ta B Cpelie U T'CHETHYECKUX
CBOWMCTB pACTCHHS-XO3SMHA, OT €r0 CIIOCOOHOCTH
B3aHMOJICHCTBOBATH C MUKPOCHMOMOHTOM.

Takum 00pa3oM, U3 AAaHHBIX JHUTEPATYPHI
CIIEyeT, YTO BBHICOKHE J103bl MHHEPAIBHOTO a30Ta
B Cpele aKTHBHUPYIOT Pa3MHOXEHHE KIIyOCHBKO-
BBIX OakTepwii W MX aJCOPOIMIO HAa TTOBEPXHOCTH
KOpHe# 606oBoro pacrenusi. Ha stoii cragum B3a-
UMoOJIeHCTBUSL pu300mMii M 0000BOTO pacTeHUs
OTPHULIATEILHOTO BIMSIHUS BBICOKOH KOHIIEHTPALUH
a3ora B cpene He HaOmomaetcs. [lo-Buanmomy, B
9THX YCIIOBHUSAX HETaTHBHOE JCHCTBHE CO CTOPOHEI
pacTeHHsA-XO035MHa HA PHU300MM NPOHMCXOAUT Ha
NOCIEAYIOMNX CTAAUAX CHUMOHOTHYECKOTO B3au-
MOJEHCTBHSI, @ UMEHHO, B PACTHTEIIBHBIX KICTKAX.
Ho mpu 3ToM crienyer yuuThiBaTh M Takod (axT
KaK W3MCHEHHE MeTaboam3Ma pru300Huil 1Mo BIIHSI-
HHEM YKa3aHHBIX a30THBIX COCIMHECHUH, UYTO TAKXKE
MOXET CKa3aThCsl Ha IOCIEAYIOIINX 3Tarax B3au-
MOJEHCTBUS CHMOMOHTOB.

CrnietyeT OCTaHOBUTBCS U Ha TaKOM 00CTOS-
TENILCTBE, KaK MPHUCYTCTBUE B pu3ocdepe BeuecTs,
MOTYIIUX OKa3aTh HETaTUBHOE BIIMSHUE HA CHM-
OMOTHYECKOE B3aUMOJACHCTBHE OPTraHM3MOB. Tak,
BHECCHHE B TIOYBY a30THBIX yIOOPCHHI YCUIINBAET
TaK)Ke aKTHBHOCTh TIOYBEHHBIX JIEHUTPUPHUIHPY-
FOIUX W HATPUGUIIUPYIOMHX OaKTepHil, B pe3yiIhb-
TaTe 4ero o0pa3yroTcsl Ta3000pa3HbIC COCAMHECHIS
azota — okcup azota (NO) u 3akuck azorta (N,O)
[111, 31]. ITo manueM Skibe et al. [111], mpu BHe-
ceanu B mouBy (NH4),SO4 B moze 100 xr N/ra
smuccust NO u3 noussl ycwinpaercss B 20 pas, a
N,O — Ooinee uem B 7 pa3. M3 atux coenuHeHUi
ocoOr1if mHTEpec npeacTaBimsier NO, sBIISOIIeHCS
MHOTO(YHKUIMOHAIFHONH CHUTHAJIBHOW MOJIEKYIIOH.
Nmerommecss muTepaTypHble IaHHBIE O BIMSHUU
NO Ha B3ammoeiicTBHE pU300Ui C KOPHAMHU 00-
0OBBIX B pHu30oc(epe CBUACTEIBCTBYIOT, UYTO DK30-
TeHHO JlaBaeMbIi OKcU a3oTa (B Buae goHopa NO
HUTPOTIpyCCUa HATPUS) OTPHUILIATENEHO BIUST HA
aJre3uro ¥ MPOHUKHOBEHUE PU300UH B TKAHH KOP-
Ha [17]. B ombITax Tex ke aBTOPOB HUTPONIPYCCHUJ
HaTpust B KoHueHTpauusx 0,019, 0,19 u 0,67
MMUHTHOHPOBAT POCT KITyOCHBKOBBIX OaKTEpHiA
Ha 23, 37 u 58 % cootBercTBeHHO [19]. lobOaBie-
HUE B Cpelly C HUTPOIPYCCHUIOM HATPHUS TEMOTJIO-
6una (0,67 MkM) MOTHOCTHIO CHIMAJIO OTpHIlaTe-
npHOe neiictBue NO Ha pocT KiyOeHBKOBBIX Oak-
tepuii. CHSATHE TeMOTJIOOMHOM WHTHOHMPYIOIIETO
NEHCTBUSL HUTPOIIPYCCUIA HATPHUS HA POCT PHU30-
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Ouli OOBSICHSCTCS CKABEHTUPYIOIIUM JeHCTBUEM
ero no otHomeHuro k NO [57].

OTtpunaTenbHOE JCHCTBUE Ha POCT PU300UIA
B KyJbTYpe OKa3bIBaeT Takke HUTPUT. [lo Hammm
nmaaHeM [6], neiictBue KNO, Ha pocT KIIyOeHBKO-
BbIX OakTepuii OBIJIO aHAJIOTMYHO BIIMSHUIO HUT-
ponpyccuaa HaTpus. KNO, TopMO3uI pocT pu3o-
owmii Ha 42 % mpu KoHHeHTpauuu 3,3 MM. Jpyrue
N-coemunenus (KNO; u (NH4),SO,4), mobasise-
MBIC B BBICOKOHM KoHLeHTparuu (20 MM), He oka-
3a]i HETaTHBHOTO BJIMSIHWS Ha POCT pU300WH B
KyJbType, YTO COTJACyeTcs C IJNTepaTypHBIMU
JMaHHBIMH. TakuM 00pa3oM, OTPHIIATEIIEHOE BIIHS-
Hue NO u NO, Ha cBOOOJHOXWBYIIHE KITyOCHb-
KOBbIe OAKTEpUH MOKET MPOSBISATHCS YK€ B PH30-
cdepe, B pe3yJbTaTe 4ero pu3oOUu TEPSIOT CIIOCO-
OHOCTHh B3aMMOJICHICTBOBATh C KOPHSIMH OOOOBBIX.
C nmpyroii cTopoHbI, 00pa3oBaHHBINA B pu3ocdepe B
pe3yibTaTe akTHBHOCTH MuKpoduopsr NO B or-
TUMAJIBHBIX KOJHMYECTBAX MOXET OKa3bIBaTh I1O-
JIOKUTENbHBIN 3G (eKT Ha pocT pacTeHuit [94].

Bausanue eévicokux 003 MuHepanbHo2o azoma
Ha uHpuyuposanue 60606vix puzodousMuU
u (hynkyuonuposanue KiyoenvKog

Hauanpaple cramnun 6060BO-pr300HaIHLHOTO
B3aUMOJICUCTBHS BKIIOYAIOT: M3MEHeHHe Mopdo-
JIOTMH KOPHEBOT'O BOJIOCKa (HaOyxaHHE KOHYHKA,
BETBJICHHE, CKpy4YHMBaHHWE), 0oOpa3oBaHHe WH(QEK-
[IMOHHOW HUTH, BXOJ U MPOJBIDKEHUE PU300UI 110
WHQPEKIIMOHHOM HHUTH K KJIETKaM KOpTeKca M HUX
BBIXOJI B IUTOILIa3My KJIETOK KopHs. Jlanmee uayT
MIPOIIECCH, CBs3aHHBIC ¢ neaudepeHIranuet u
JeTICHHEM KOPTHUKAaIBbHBIX KJIETOK KOpHS, oOpa3o-
BaHUEM HNPUMOpPIUS KIyOeHbKa M JIOKaIH3aLueH
pu300mMii B OakTepouaax, OKPYKEHHBIX IEepHOaK-
TEPOUAHON MeMOpaHoi. JIokan30BaHHBIE B ATHX
CUMOMOTHYECKHX CTPYKTypax pu3zo0uu mpuoOpe-
TalOT CIIOCOOHOCTH (DPUKCHPOBATh aTMOCQEpHBIN
a30T MPHU yYaCTHH OaKTEePHAIBHOTO (EPMEHTHOTO
KOMILJIEKCa HUTporeHassl [39].

[lepexonss kK 0OOCYXIOEHUIO POJIH a30Ta B
YCTaHOBJICHHM CHUMOMO03a, HEOOXOIMMO TIPEkKIe
BCEro ocTaHOBHUThcA Ha ponu OC B 3TOM mporiec-
ce. Ilo muennto Tuxonosuua u IlpoBoposa [5, c.
162], cunTe3 QrmaBOHOUAOB, U 0coOEHHO H30(IIa-
BOHOHWJIOB, PACTEHHUEM-XO3SUHOM SIBJIIETCS OJHUM
u3 (aKTOpoB, JUMUTHPYIOUIMX HHTEHCUBHOCTD
CUMOUOTHYECKOH a30T(dhuKcanuu. MHOTOOOpa3HbIe
OTBETHBIC pEaKIMKM KIyOCHBKOBBIX OaKTepuii Ha
(baBoHOMIBI B T€UEHHE KOPHEBOW MH(EKINH pac-
cMmoTpeHsl B 0030pe Cooper [52].

®dnaBoHONIBI ABIAIOTCS KaK MHIYKTOPaMH,
TaKk ¥ penpeccopamMH T'€HOB HOIYIAIMH (nod—
reHoB). [ maBHas poib B MHUIIMHUPOBaHUU 00O0BO-
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pU300HANBHOTO CHMOMO3a TMPHHAUICKHUT U30¢IIa-
BOHOMZAM M (pIaBOHOUIaM OOOOBBIX (HAIpHUMED,
JafiI3enHy, alUTeHUHY, JTIOTCOJNHY, T€HUCTUHY ),
KOTOpBIE BBI3BIBAIOT WHAYKIHIO PH300HAITBHBIX
nod-reHoB. [IpoIyKTOM SKCIPECCUPOBAHHBIX HOd-
TCHOB PHU300UH SBIAIOTCSA nod-(PakTOpbl — JIUIO-
XUTOOJIUTOCAXaAPH/IbI, UMEIOIINE PA3IUYHBIE CTPY-
KTypHBIE OCOOEHHOCTH W BCIIEZICTBHE STOTO OIpe-
JISNISIONIME  BUIOCTICHU(PUIHOCTh KITYOCHBKOBBIX
OakTepuii K pacTeHHIO-X03suHYy. JIunmoxuroonuro-
caxapuubl B3aMMOJIEHCTBYIOT Ha IOBEPXHOCTH
KIJIETOK KOPHEBOTO BOJOCKAa C PACTUTENBHBIM pe-
HENTOPOM (aMHM), YTO BEIET K «3aIlyCKy» IeHETH-
YECKUX, OWOXMMHUYECKHX, (PU3HOIOTHYECKUX,
MOP(OIOTUIECKUX U JAPYTHX IMPOIECCOB, MPHUBO-
JSIIUX K (GOPMUPOBAHHIO U (PYHKIIMOHHPOBAHHIO
0000B0-pu30OuanpHOrO cuMbuo3sa [33, 39].

Poib m30dnaBoHONOB 1 (HIaBOHOHIOB MPH
MOJKOPMKE OOOOBBIX pPACTEHHM MUHEpPATbHBIM
a30ToM ObLIa M3y4eHa psjoM aBTopoB [49, 51, 53,
87, 133]. Tak, B onbirax Cho u Harpera [49], Obu1H
HCIBITAHBI CYIEepKITyOCHBEKOBBIE M OECKITyOEHBKO-
BbI€ MYTaHTBI COU Ha COJIEp)KaHUE B KOPHAX Jaid-
JI3eWHA, TEHUCTEMHAa W KyMECTPOJa, HTPAIOIINX
pONIb B JKCHpeccHHu nod-TeHOB Bradyrhizobium
Jjaponicum. Ha cpene 06e3 a30Ta HHOKYJIUPOBaHHbBIC
MYTaHThl OTJMYAINCh OT POJUTEIBLCKON (POpMBI
Oojiee BBICOKHM cojepxaHueM yka3aHHbIXx OC.
Bricokue 10361 a30Ta B (hOpME HUTPATOB, aMMOHUS
Y MOYCBUHBI CYIIECTBEHHO CHIKAIIM COJICPIKaHUE
3THX COCTUHEHHH y BCEX MHOKYIUPOBAHHBIX T€HO-
TUTIOB COM (CymnepKiTyOeHBKOBOTO, OeCKITyOeHBKO-
BOI'0 MYTaHTOB M UX POAMTEIBCKON (hOPMBI) IO
CpPaBHEHUIO ¢ KOHTpoJeM (cpena Oe3 azora). Ilpu-
4eM OTPHUIATEIILHOE BIUSHUE BBICOKOW J03bI HHUT-
patoB (5 MM) OBUIO CYIIECTBEHHO BBIIIC, YeM
BIUSHHE aMMOHUHHOTO a30Ta W MOYEBUHBL B
omnsitax Coronado et al. [53] Beicokast J03a HUTpa-
THOTO a30Ta CYIECTBEHHO yMEHbINAIA COJepKa-
HUEe M30()JIaBOHOUIOB B KOPHSIX MPOPOCTKOB JIHO-
IEpPHBI U WHTHOMpOBaNa PHU300HAIBHYIO 70d-Te€H
HHAYLUPOBAHHYI0 AKTHBHOCTH KOPHEBBIX 3KCCY-
JaTOB 1O CPaBHEHHIO C 0€3a30THHIM BApPHAHTOM.
ABTOpBI TIpeNoNarawT, 4TO H30(IABOHOUABI U
(h1aBOHOMIBI B KOPHSIX MOTYT OBITH 3aJeiiCTBOBa-
HBI B pETyJISIUN KITyOeHbKOOOpa30BaHMsL.

MexaHu3M BIUSHUS BBICOKOHM O3B a30Ta HA
cunte3 OC U uxX BIMAHME HA HOAYJALMIO MOXKET
3aKJIIOYaThCSl B CIEAYIOIEM. Bo-IepBbIX, JK30-
TeHHBII a30T BiuseT Ha myTu cuHTe3a OC B pac-
TUTENBHBIX KJIETKaX, U3MEHSISI UX KOJIUYECTBEHHBIN
Y Ka4eCTBEHHBIH COCTaB 110 CPABHEHUIO ¢ 0e3a30T-
HOH cpenoil. Bo-BTOpBIX, YMEHBUIEHUE COJEpXKa-
HUS DJTUX COEJUHEHUN B KIETKaX pPacTCHHUs-
XO35IMHA TPU JOCTATOYHOM [UIsl pacTEHUH YpPOBHE
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MHUHEPaAIBHOTO a30Ta MOKET BECTH K COKPAIIECHHIO
9KCCYAAlUK UX B pu3ocdepy H, Kak CIEACTBHE, K
3aMe/JICHUIO Pa3MHOXKEHHUSI KITyOeHBKOBBIX OaKTe-
pHi ¥ CHHTEe3a UMM OHOJIOTMYECKH aKTHBHBIX COe-
JMHEHUH, BIMSIONINX Ha (OpPMUpOBaHHE CUMOMO-
3a, B 4aCTHOCTH, nod-paktopoB [15]. [TonTeepk-
JCHUEM 3TOMY SBIISIOTCSI PE3yJbTaThl OMBITOB Pan
n Smith [100], xoTopsle moka3anu, 4To J00aBIiIe-
HHE B MOYBEHHYIO cpely H30(IaBOHOWAA TEHHUC-
TEMHa — WHAYKTOpa nod-reHoB Bradyrhizobium
japonicum,  yiaydllaeT HOAyJsUUIO HU  Np-
(uKcanuio y pacTeHHH COM U YaCTUYHO CHHMAET
WHTUOMpYIOIIee BIMSIHUE BBICOKOH J03bI MHUHEpA-
JBHOTO a30Ta Ha cuMOmo3. IlonoxxutensHoe neic-
TBUE Ha HOmysALuio U N,-GHuKcanuio y ropoxa u
COM B YCIIOBHSAX HU3KOM IIOJIOKUTEIBHOW TeMIle-
paTypbl OKa3and SK30TE€HHBI HAPUHICHWH — WH-
IYKTOp nod-reHoB Rhizobium leguminosarum bv.
viceae [30] 1 TeHUCTENH — UHIYKTOP nOd-T€HOB B.
japonicum [135]. He uckiro4eHsl TaKKe B yCIOBU-
SIX TOBBILICHHOTO COJep:KaHusl B puzocdepe Mu-
HEpPaJbHOTO a30Ta CHHTE3 U BBIIEIECHHE B PHU30-
chepy u3 kopHeil pacreHus-xozsuna OC, sBisio-
LIIMMUCST CYHpPEeccopaMH Hod-T€HOB, HalpuMmep,
KBEpILIETUHA Y TOpoXa — CyIpeccopa nod-reHoB y
Rhizobium leguminosarum bv. viceae [97].

Takum 00pa3oM, MOXKHO TMOJIaraTh, YTO BBI-
COKHE J03bl MUHEPAIBHOTO a30Ta B Cpele OKa3bl-
BaloT BiMsHHUE Ha cuHTe3 PC MaKpOCUMOHOHTOM,
YTO OIpenensieT KOJIMYECTBEHHBI M KauecTBEH-
HBII COCTaB 3KCCYIUPOBAHHBIX B pH3ocdepy H30-
(hmaBoHOHUIOB ¥ (DITABOHOUIIOB — HHAYKTOPOB 10d-
TCHOB PHU300MH, U3MEHSS MHTEHCUBHOCTh MX pas-
MHOXCEHHUSI U aKTHBHOCTH B puzocepe [15]. Kak
cuntaroT Coronado et al. [53], 3BoTIONIMOHHO PH-
30011 TPUCTIOCOOMIIMCH K MCIOIB30BAaHUIO TE€X CHU-
THAJBHBIX MOJIEKYJ, CHHTE3 KOTOPBIX BBI3BIBACTCS
a30THOW HEJOCTaTOYHOCTBIO Y OOOOBBIX, MMEs B
Buny GrmaBoHOMIE W u3o(dmaBoHOWABL. OmHAKO
3TO, O-BUANMOMY, HE CAMHCTBEHHAs IPUUMHA He-
TaTUBHOTO BJIMSHUS BBICOKHX /103 MHUHEPAJIHHOTO
azora Ha 0000BO-pHU300HANBHBINH cnMOM03. Cytiie-
CTBCHHYIO POJIb B 3TOM HIrpaeT TOPMOHAJIbHBIH
0o0MeH, KOTOpBIH perynupyer obpasoBaHne 0000-
BO-pU300MANBHBIX CTPYKTYp [76]. B aTom mmane
0co00e BHUMaHUE YJeNseTCs N3yUYEeHHIO POJIH ayK-
CHHOB, LIMTOKWHUHOB, STHJICHA, aOCIIM30BON KHC-
JIOTHI.

[IpeanonaratoT, 4yTo pU300UH PETYIUPYIOT
TPaHCIOPT ayKCHHA U3 HAJ3€MHBIX OPraHoB, W3-
MEHS COOTHOILIEHHE AyKCUH : IUTOKMHHUH B KOp-
He. YMEHBIIEHHE 3TOTO COOTHOIICHHS HAa PaHHUX
CTausIX WHQHUIMPOBAHUS IyTEM WHTUOWPOBAHHS
TPaHCIIOpPTa ayKCHHA MHULIMUPYET ACICHUE KOPTU-
KaJbHBIX KIJIETOK, 00pa3oBaHHE NPUMOPAUS KIIy-
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Oenpka. Ha Ooree mo3aHux cragusax AeJeHUE Kile-
TOK MHTHOUpPYETCsl CyNepoNnTHMAIbHBIMU KOJIMYe-
CTBaMHU ayKCHHA 3a CUET YBEJIMYEHHS COOTHOILE-
HUS MEXIy YKa3aHHbIMH ¢(uroropmonamu [57].
Cuuraror, 9T0 B KOPHAX OOOOBBIX IMMTOKHMHHHAM
NPUHAIC)KUT OCHOBHAS POJIb B PEaKTUBAIIMU KJie-
TOYHOTO LHWKJIA, HWHUIMHUPYIOMIETO 00pa3oBaHHE
IIpUMOpANS KIIyO€HbKa, W A HOAYJISILUU Ba)KHO
HE coJlep)KaHWe IIUTOKMHUHA, @ COOTHOIICHHUE IHU-
TOKUHUH : aykcuH [60]. He uckmioueHo yuacTtue
(Hapsimy ¢ pacTUTENHHBIM) U PHU300HAIBHOIO IIHU-
TOKMHUHA B PETYJSIIHUU IIPOLECCOB KIETOYHOIO
JeNeHNs], THULMUPYIOINX 00pa3oBaHue KIyOeHb-
ka [106].

OTuieH wurpaeT B HOAYJALUH JABOSIKYIO
pOJIb: OH MOXKET WHTMOUpPOBaTh 00pa3oBaHUE KITy-
OCHBPKOB M B ONpEACICHHONH KOHLEHTpAIMU CTH-
MyJIIPOBaTh pu300HanbpHyt0 HHPeKuo [129].
Tax, nHrHOMpOBaHNE CHUHTE3a ATHIIEHA CIOCOOCT-
ByeT YBEIMYCHHUIO KOJIMYECTBA OOpa30BaBIIMXCS
KIyOCHBKOB Ha KOPHSX IOpoXa, JIIOLEPHBI U Ipy-
rux 0000BBIX KynbTyp [58], a pu3oOnanpHas WH-
(exuys yBeamuuBaeTcs Oojee uYeM Ha MOPSJIOK Y
HEYyBCTBUTEIBHOIO K 3TUJIEHY MYTaHTa JIIOLEPHBI
[104].

Ponp abcrnmzoBoit kucnotel (ABK) B 6060-
BO-pH300ManbHOM cUMOHMO3e He sicHa. [lokazaHo
MHrUOUpYyIoIee BIMSHUE 3TOr0 TOPMOHA Ha 00pa-
30BaHue KiybeHbkoB [119], accomumpytomeecs c
yMmeHblieHneM copepxkanusa ®C (maiinzenHa, re-
HUCTEWHa, KyMecTpona) B KopHsx cou [50]. [Ipen-
nonaraercsa, uro ABK mMokeT B3anmMoeHCTBOBATh
C HMTOKUHUHOM IIpU JCJICHUNU KOPTUKAJIBHBIX KJIC-
TOK, HHTUOUpys 10T mpotuece [105].

Takum 00pa3oM, U3 BBIIIEH3I0KEHHOTO SIC-
HO, 4TO (PUTOTOPMOHBI 3a/€HCTBOBAaHbBI B (hopMHu-
poBaHMU 0O0OOBO-PU300MATBFHOTO CHUMOMO3a M HX
POIb 3aKITFOYAETCS] TIPEkKAE BCETO B MHUIIMUPOBA-
HUM KIIETOYHOTO AENICHHs, IPUBOASIIIETO K 00pa-
30BaHUI0 KITyOEHBKOB. DK30TCHHBIN a30T, U Tpe-
JKJI€ BCETO HUTPATHBINA, MOXKET OKa3bIBaTh BIIMSHUC
Ha CHHTE3 BCEX TPYIIT TOPMOHOB M U3MEHSATH COO-
THOIIICHHE MEX/y Pa3HbIMH TOPMOHAMH, YTO BaXK-
HO JUIS WHUIMMPOBAHHS IIPOIIECCOB KICTOYHOTO
nenenus. B 1993 roxy Gresshoff [65] mpemmoxun
TUIIOTE3y «ayKCHHOBOT'O B3PBIBa», COTJIACHO KOTO-
pO¥i BBICOKHE YPOBHU ayKCHUHA UHTUOMPYIOT 00pa-
30BaHUE KIYOCHBKOB, a HHUTPATHl YBEIHMYUBAIOT
YYBCTBHUTENBHOCTHh KOPHEH K ayKCHHY, UYTO BEJET K
MHTHOUPOBAHUIO KJIETOYHOTO JICICHUS B KOPTEKCE
u niepunukie. [Ipu 3Tom Kommeke nod-daxropa ¢
PaCTHTENBHBIM PEIEeNTOPOM, B HOPME pEryJHpy-
IOIUI YPOBEHb ayKCHHA B KIETKaX, HE B COCTOS-
HUU TPOTHUBOJCUCTBOBATh YBEIMYCHHUIO COJCPIKa-
HUS ayKCHHA B KJIETKaX B MPHUCYTCTBHH HUTPATOB.
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OToil THUMOTE30H OOBACHIETCS HEYYBCTBUTEINb-
HOCTh CYTIEpKITyOCHBKOBBIX MyTaHTOB K HUTpaTam,
T.€. OTCYTCTBHEM B KOPHAX JOCTATOYHOI'O KOJIHYE-
CTBa ayKCHHA BCIIEJICTBHE MHTHOWPOBAaHUS TpaHC-
IOpTa WM CHHTE3a B HAJ3EMHBIX OpraHaX COCIH-
HEHUS, PETYIHUPYIOMIETO HOTYIAINIO.

B ombitax Caba et al. [45] onenuBanock co-
Jiep)kaHue aykcuHa, IUTOKMHUHOB, ABK 1 ux coot-
HOIICHHUS B MPOPOCTKAX COM (CyHepKIyOeHbKOBBIN
MYTaHT U TUKWAN TUM) B 3aBUCUMOCTH OT MHOKYJISI-
UM ¥ BBICOKOW N103bI HUTpara (8 MM). ABTOpHI
BBISIBIUIM, YTO BBICOKAas 1032 HUTpaTa yMEHbIIaa
coJiepKaHNE ayKCHHA B MHOKYJUPOBAHHBIX U HEU-
HOKYJMPOBAHHBIX KOPHSX CYIEPKIyOEHBEKOBOTO
MYTaHTa COH M €r0 POJIUTENHCKOI (HhOPMBI, HO TIpU
3TOM POCT KOpHEW He u3MeHsics. [1o MHeHuto aB-
TOpPOB, TOJYYEHHBIE PE3yJbTaThl IMOATBEPIKIAIOT
TUIOTE3y «aYKCHHOBOTO B3pBIBa» M JOCTATOYHBI
JUisi OOBSICHEHUSI aBTOPETYJISAIUMU KIIyOeHbKOOOpa-
30BaHUSl M CYNCPHOAYJSILIUUA, HO HE JOCTATOYHBI
JUIST OOBSICHEHHS HETaTUBHOTO BIIMSHUS HHUTPATOB
Ha Homyssuio. Coronado et al. [53] cBsi3pIBarOT
YMCHBIIIEHUE COJACPKAHUS B KOPHSX JIFOIICPHBI
(hJTaBOHOWJIOB C WX BIHSHHWEM Ha TPAHCIOPT ayK-
CHHA B KOPHH, YTO MOXXET HU3MEHHTH T'OPMOHAJIb-
HBII OOMEH M OKa3aTh BJIMSHUE Ha MPOIECCHI 00-
pa3oBaHHUSI CHMOMOTUYECKUX CTPYKTYP B YCIOBHSIX
BBICOKOH JT03BI HUTPATOB B CpEJIE.

Ha ocHoBaHMM nHMTEpaTypHBIX JaHHBIX MO-
YKHO TIpeAronaraTb, YT0 ayKCUH UIpaeT B T€UEHUE
HOAYJIALIMM [BOWHYIO pOJIb. Ha PaHHUX CTaIusIX
HOIYJISIMM WHTUOMpPOBaHME TPAHCIOpTa ayKCHHA
BeZIeT K YMEHBIIEHUIO B KOPHSAX COOTHOIIIEHUS ayK-
CHH @ UUTOKMHUH, YTO WHULUHUPYET KIETOYHBIE
JeNIeHNs; a Ha 0ojee MO3IHUX CTagusX — KIIeTod-
HBIE JIeNIeHUs] HHTUOUPYIOTCA CyNepONnTUMAIbHBIM
YpOBHEM ayKCHHa.

OO6cyxmaeTcst BOIPOC O BO3MOXKHOM ydac-
TAM OTWJICHA B  WHTHOWpPOBaHWU  0000BO-
pU300MaTbHOTO CHMMOHMO3a TMPH BBICOKHX 033X
MUHepaJgpbHOro a3zora. Tak, paborammu Caba et al.
[43, 44] u Ligero et al. [82] moka3aHo, 9YTO HUTpA-
THBIM a30T CIIOCOOCTBYET aKTUBAIIMU CUHTE3a 3TH-
JIeHa, BBICOKHE KOHLIEHTpPAalWHd KOTOPOTO MHTHOU-
pyroT 00pa3oBaHHEe KIIYOCHBKOB Y JIFOEpHBI. [leii-
CTBHUTEJILHO, MHTUOMPOBAaHUE CUHTE3a YHIOTCHHO-
r0 3TWJIEHA C MOMOILIBIO CHEeUU(PUIECKUX WHTUOU-
TOPOB AMMHOAPTOKCUBUHWIMIMIMHA M Ag B HHO-
KyJMPOBAHHBIX IPOPOCTKAX IIFOLIEPHB CHUMAaET
HHTHOUpYIOMMH 3(PQEeKT HUTpPAaTOB Ha oOpa3oBa-
Hue Ki1yOenpkoB [43]. Ho mpu aTOM crienyer otme-
TUTh, 9TO HHQPHUIUPOBAHHE OO0OOBBIX PHU3OOHSIMH
camo 110 ce0e BBI3BIBAET YCHIIEHHE CHHTe3a JTHIIe-
Ha pacteHueM-xo3suHoM [83, 104]. Ilpenmonarae-
TCSI, YTO ATHIIEH — KOMIIOHEHT CUTHAIILHOW CUCTE-
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MBI, PETYJHUPYIOMEH PU300HATEHYI0 HHPEKITUIO Y
0000BBIX, - SBISIETCS HEraTUBHBIM PETYJISTOPOM
nod-dakropaoro curHanuura [63, 104]. Yeenuue-
HUE YPOBHS 3HJOTEHHOTO 3THUJICHA B KJIETKax pac-
TeHUA-X03sMHa oA AciicTBHeM NO; MOXET IpH-
BOJWUTH K NajdbHEHIIEMYy OTpPaHHYCHUIO PU300ma-
JTHHOU MH(EKIUN U HOIYJISAIUHN JTOTIOJIHUTEIBHO K
PETYIUPYIOMIEMY BIUSHAIO (aBTOPETYIISAIIMN) Ha
3TH TPOIECCHl ATHIIEHA, CUHTE3 KOTOPOT0 WHHIIM-
upyercs nod-paxropom [43]. Bnusiaue HUTpata Ha
CUHTE3 DTHJIEHA CBSI3aHO C aKTHUBAI[MEH OKCHIA3bI
1-aMHHOIIUKITOTIPOTIaH- | -KapOOHOBOM KHUCJIOThI
[43]. OgHnako caM MeXaHU3M JEHCTBHS dTUJIEHA Ha
(hopmupoBanue 6060BO-pHU300HATBHOTO CUMOMO03a
HesiceH. B pabote Oldroyd et al. [98] moka3ano,
YTO 3TUJICH UHIMOUPYET BCE PAaHHHUE PEaKIUU pac-
TEHUSI-XO35MHA Ha PU300HMATBHYI0 WHQEKIUIO,
BKmodast Beixox Ca”" B rurosons. Ipemonaraer-
Cs, 9TO STHIICH MOXKET perynmpoBaTh Beixox Ca’’ B
IIUTO30JIb U U3MEHSATH CTEIEHb M YacTOTY aKTHUBa-
M nod-dakropHoro curHaipHOro mytH. OH MO-
JKeT JIEMCTBOBATh KaK BTOPUYHBIA CUTHAJ, PETYIIH-
pYOIMI HOAYJALMIO B OTBET Ha a30THBIM CTaTyC
pacTeHusA-X0351MHa, U KaK OTPUIATEILHBIA peryis-
Top puzobmanpHOM wuHpekuu [44]. B pabote
Manna et al. [88] HUTpaThl B MOBBIIICHHOHN 103¢
YCUIIMBAIH BBIJICIICHUE KITyOCHbKAMH HyTa 3THJIC-
Ha U  YBEJIUYUBAIU aKTUBHOCTbH H,0,—
CKaBEHTHPYHOIIUX (EepPMEHTOB (KaTajia3bl, MEPOK-
CHU/Ia3bl, acKOpOATIEPOKCHIA3bI, TIyTaTHOHPEIYK-
Ta3bl). MHruOuTOp CHHTE3a ATHIIEHA — AMHHOATOK-
CUBUHIITIINIIUH — YaCTHYHO CHHMAl OTpHIIATe-
JIbHOE BIUSHHE HUTPATOB Ha (YHKIUH KITyOEeHb-
KOB. ABTODBHI JICNIAIOT BBIBOJ O MMPUYACTHOCTH ITH-
JeHa K GyHKIMOHUPOBAHHUIO KIIyOEHHFKOB HYyTa.

Uro kacaercs ABK, To 00 ee BO3MOXXHOM
y4acTud B (POPMHUPOBAHUU U (PYHKIIMOHHPOBAHUU
cuMOro3a TOBOPUIIOCH BbItie. OHAKO UCCIEI0Ba-
HUS B 9TOM TUTaHE HEMHOTOYHCIeHHBI. 110 manapM
Caba et al. [45], BbicOKas 1032 HUTpaToB (8 MM)
CyIIECTBEHHO yMeHblIana coaep:xkanue ABK B ko-
PHIX WHOKYJIHPOBAHHBIX MTPOPOCTKOB COM MO Cpa-
BHEHUIO ¢ fo30ii 1 MM. ¥V cymnepkiyOeHEKOBOTO
MyTaHTa COH, y Kotoporo coaepxkanue ABK Obu10
CYIIIECTBEHHO HIXE IO CPaBHEHUIO C POJUTEINbC-
KO# (hopMoHi, BRICOKas 1032 HUTPATOB HE OKazaia
BIIMSIHUSL Ha 3TOT IOKa3aTeslb. ABTOPHI CUHUTAIOT,
4yTO Hamboyee MOKa3aTellbHA BEIMYWHA, XapaKTe-
pusytomas cootHouenne ABK v IUTOKUHUHOB.

OO6cyxnas BIMAHHE HUTPATOB HA ypPOBEHb
(UTOTOPMOHOB M SKCHPECCHIO PAaHHETO HOMYJMHA
ENODA40, Ferguson u Mathesius [58] mpemmoia-
raft, 4to 3pdpekTsl NO3; KOCBEHHO BBHI3BIBAIOTCS
HW3MEHECHUSIMH B OTBETHOH peakuuu aykcuHa. [lo-
J00Hast TOYKA 3pEHUs BBICKA3bIBACTCS M B JIPYTOH
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paborte Mathesius ¢ coaBt. [89], KOoTOpBIE IIpenIIo-
JIararoT, YTO MHIHOUPYIONIHHA S(PPEKT HUTPATOB Ha
JeTIeHHe KOPTHKAJbHBIX KIETOK W 00pa3oBaHue
KIyOEHBKOB y MHOKYJIMPOBAaHHBIX KOpHEH Oenoro
KJIeBepa CBA3aH C MOAYJISAIMEH HUTpaTaMU CHUTHa-
JBHBIX MyTel ayKCMHA U IUTOKUHUHA.

JlpyruM acrmeKTOM HETraTUBHOTO BIUSHUS
BBICOKHX J03 MHUHEPaJBHOrO a3oTa Ha (Gopmupo-
BaHHE CHMOMO03a SIBIISICTCSI BKIFOUCHHE MaKpOCHM-
OMOHTOM 3aIlIUTHBIX PEAKIMH, MPEMSITCTBYIOIINUX
MHOUIUPOBAHUIO KJIETOK pu3oOusmu. Hamudwne
3aIUTHBIX peaknuii mpu 6000BO-pH300HATEHOM
cumburo3e ObUTO BIEpBBIE MOKa3aHO Vasse et al.
[124] Ha abopTHpOBaHHBIX WH(EKIIMOHHBIX HUTSX,
B KOTOPBIX OBUIM OOHAPYKEHBI COSTMHEHUS, Xapa-
KTEpHBIE I IIaTOreHe3a. B ocHOBe 3TOH peaknuu
JICKUT CBEPXUYBCTBUTEIBHBIA OTBET KIIETKM Ha
CTPeccoBOE€ BO3JIEICTBHE, IO3BOJIAIONINI pacTe-
HUIO TPH [ATOICHE3e BhIPAOOTATh CHUCTEMHYHO
MPHOOPETCHHYIO WM MHIyIIMPOBAHHYIO yCTOWYH-
BOCThb. OJTOT (haKT CBUIETEIHCTBYET O CXOJICTBE
MEPBOHAYAIBHBIX 3TAIIOB (DUTOMATOTEHE3a U CUM-
0mo3a M paclieHWBaeTcs Kak OAWH W3 3JIEMEHTOB
aBTOPETYJANNN HHQUIINPOBAHUS PU300UIMU Kile-
TOK W oOpa3zoBaHusa KiIyOeHBKOB [41]. YuacTtue
A®OK u ADA B 3alMTHBIX peakUUAX pacTeHUH
MIpU HaToreHe3e He BBI3BIBACT COMHEeHMi [16, 32].
MeHee sicHa UX POIbL MPU O00O00BO-PH30OHATEHOM
cumbuose. OmHAaKO HAaKOIUIGHHBIE 3a TOCIeIHee
JICCSITHIICTHE JAHHBIC CBHUJICTEILCTBYIOT 00 ydac-
tiun AOK n ADA B dhopmupoBanuu u GpyHKIIHO-
HUpOBaHUH 0000BO-pH300HaIBEHOTO cMOno3a [7].
Ho Bompoc, MoryT jin akTUBHBIE (POPMBI KHCIOPO-
Jla ¥ a30Ta BBICTYNaTh B POJH MOCPEIHUKOB HEra-
THUBHOTO BJIMSHUS BBICOKHX JI03 a30Ta Ha CUMOMO3,
ocTaeTcs TMPaKTUYECKH HE HM3Y4YCHHBIM. B maib-
HeliimeM OyayT OOOOIIEeHBI JaHHbBIE, KacarOIIUeCs
3TOTO BOTIPOCA.

ADK u ADA y 60606bix npu cumouoze
6 3a6UCUMOCHU OM YPOGHA MUHEPATLHO20
azoma ¢ cpeoe

Kak yxe ormeuanoch, HUTpaThl B HACTOS-
Iiee BpeMs paccMaTpUBAIOTCS. HE TOJIBKO KaK Tpo-
(¢udeckuil sMeMeHT IJIi CHHTe3a OpraHuYecKuX
COCAMHEHHUH, HO M KaK CUT'HAJbHbIC HOHBI, HHULU-
UPYIOIINE CUHTE3 MHOTUX OENKOB, B T.4. M HUTpa-
Tpeaykra3el. Ha mnasmatnueckoit MmemOpaHe pac-
TUTETBHOM KIIETKH HUTPATBhl B3aUMOACHUCTBYIOT C
OenKaMH-TpaHCIIOPTEPAMH U BOCCTAHABJIMBAIOTCS
B IIUTOIUIa3M€ J0 KOHEYHBIX MPOIYKTOB — aMMO-
HUsL 1 aMmuHOKuUCHoT. C Apyroll CTOpPOHBI, HUTpa-
Thl, B3aUMOJEHCTBYS Ha MeMOpaHe C penenTo-
pom(aMu), SKCIIPECCUPYIOT pa3IudHble reHs! [137].
NmeroTcst naHHBIe 0 HATMYUM Ha IUIa3MaTHYECKON
MeMOpaHe CBs3aHHOUW HuTpatpenykrassl ([IM-
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HP), xoropast nokanu3yercsi Ha BHEUTHEH CTOPOHE
MeMOpaHbl U JIEHCTBYET MPEIIOIOKUTEIbHO Kak
ceHcop NO;™ [59]. HccnenoBanusimu Stohr et al.
[116] moka3zaHo, 9TO CBSI3aHHBII ¢ MeMOpaHoii ¢e-
PMEHT CIIOCOOEH KaTalu3UpOBAaTh BOCCTAHOBJICHHUE
HUTpUTOB 10 NO U uT0 3TOT (pepMeHT (Impeamno-
JOXUTENbHO HUTPUT-NO-peayKTaza) MOXKeT Jeiic-
TBOBaTh coBMecTHO ¢ [IM-HP. B negaBHem 0030pe
Storh u Stremlau [117] npuBoasT nanHble 00 ycu-
neHnd reHepanud NO Ha TIa3MaTH4eckoll MeM-
Opane  KJeTOK  pacTeHWd 1pu  000OBO-
pU300HATBHOM ®  apOyCKYJISIPHO-MHUKOPH3HOM
B3aUMOJICUCTBHSX. DTH aBTOPHI JAENAIOT 3aKIIoue-
HHe, 4To ycuieHue renepanun NO HabmomaeTcs
IpU BBICOKHX J103aX HUTPATHOIO a3oTa B Cpene,
KOTOpPOE€ COBMAJAET C IOBBIIIEHHEM AKTUBHOCTH
MeMOpaHHOW (HO HE NUTOILIa3MaTHYSCKOM) HUT-
paTpenykrazbl. Bricokume koHueHTpanmuu NO B
KJIETKaX MOTYT CIOCOOCTBOBAaTh BKJIIOUEHHUIO 3a-
MIMTHBIX PEeaKUuil pacTeHUA-X035UHA U TaKUM 00-
pasoM IpeIsTCTBOBaTh MH(MUIMPOBAHUIO KOPHEH
pu3oOusMu u MuKopu3oil. Meyer et al. [90] cum-
TalOT, YTO B pe3yibrare (yHKIMOHUPOBAHUS HHT-
paTpenyKTasbl KOJIMYECTBO 00pa3yroIEerocs B Kie-
TKax pacterus NO Ooyiee 4eM T0CTaTOYHO ISl CH-
THAJIMHTA.

C npyroii croponsl, NO oOnamaer kak aH-
THOKCHUJIAHTHBIMH, TaK U IPOOKCHIAHTHBIMH CBOW-
crBaMu. Tak, OKCHJI a30Ta CIIOCOOEH PEryIUpOBaTh
ypoBeHb U TOKcHUHOCTH ADK [73] U oka3wiBaTh
3alIUTHOE NEHCTBHE MPH OKUCIUTEIHHBIX CTpeC-
cax [132]. Kpome Toro, mosekyna NO cama 1o ce-
O0c oOmagaer aHTHUOKCHIAHTHBIMH CBOWCTBAMHU
[79]. Tokcuueckue CBOMCTBA OKCHJAAa a30Ta CBs3a-
HBI ¢ 00pa30BaHNWEM CHIBHOTO OKCHJAHTa — Iepo-
cuautputa (ONOO), B peaknuun NO c cymnepok-
cuaHbIM aHHOHOM (O;7). IIepoKCHHUTPUT MOXKET
OKHCIIATH THOJIOBBIE OCTaTKH, HUTPOBAaTh THPO3UH
oenkoB [108], uro mpemarcTByeT ux Ghochopuim-
POBaHHUIO.

Mogynsauust ¢GUTOropMOHaIBLHOTO OanaHca
BBICOKMMH J03aMH MUHEPAJIBHOI'O a30Ta SIBJISETCS
OJTHOM M3 BO3MOXKHBIX MPUYMH HETATUBHOTO BIIUS-
HUS MMHEpAJIBHOTO a30Ta Ha YCTAHOBJIEHHE CHUM-
omnoza. TecHas cBs3b NO ¢ ¢puTOropmMoHamu Io-
IpoOHO 00Ccy»x1eHa B 0030pax Lamattina et al. [80,
94], koTOpHBIE MONAraroT, YTO OKCHJ a30Ta, BO3MO-
KHO, SIBJSIETCS] CHHXPOHHU3UPYIOLIMM XUMHYECKUM
MECCEH/IKEPOM, aKTHBHUPYIOLIMM JEUCTBUE TOp-
MOHOB. DK30TeHHbIe (puroropMmons! (aykcut, ABK,
KUHETUH) NPUBOIAT K YCHWJICHHIO CHHTE3a SHIO-
reaHoro NO B pactenmsx [85, 95, 123]. U, naobo-
port, a3k3oreHHbiii NO HHIHOMpYyeT CHHTE3 3TUIIeHA
B pacteHusx [81]. O6pa3zoBanue OOKOBBIX KOpHEH,
KOPHEBBIX BOJIOCKOB y PacTE€HHi, CXOIHOE ¢ MHU-
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nuanueil obpasoBaHUs NPUMOPAMSA KIIyOCHBKOB,
MIPOMCXOANT MIPU YHACTHH ayKCHHA M OKCHIa a30Ta
[101]. Ilpu 3THX mpoueccax ayKCHHBI ¢ TIOMOIIBIO
HEM3BECTHOI'O MEXaHU3Ma YBEIMYMBAIOT CHUHTE3
NO [85].

ITo manueiM Zhao et al. [136], BbicOKas q03a
mutparoB (10 MM) B cpene MHruOMpoBaia POCT
KOpHEH TPOPOCTKOB KYKypy3bl. MHTHOMpOBaHwmEe
CHUMAaJIOCh OOAaBJIEHHEM B MUTATEIBHYIO Cpery
noHopa NO — mutpomnpyccuaa Hatpus, win UYK.
ABTOpHI JIETIAIOT BBIBOJ, YTO BBICOKAs 1032 HUTpa-
TOB YMEHbIIIAeT 3HAOreHHbIH ypoBeHb UYK, a Ta-
KKe wuHruOupyer oOpasoBanue (uepe3 NO-
CHUHTAa3HBIN IyTh) OKCH/IAa a30Ta, KOTOPBIH CIY>KUT
TPUTTEPOM B HUTPAT3aBUCUMOM POCTE KOPHSI.

Takum 00pa3oM, HYETKO TPOCIECKUBACTCA
CBsA3b Mex 1y uToropmonamu u NO, UX B3aHMHOE
BIIUSTHUE KaK B YCIIOBHSX PU300MaIbHON WH(EK-
LMY, TaK ¥ TPU JCHCTBUH BBICOKHX JI03 MUHEpaIb-
HOro a3oTa. Vlcxo/s U3 BHIIEU3I0KEHHOTO, OJTHOM
13 BO3MOXHBIX IPUYHH HETATHBHOTO BIIUSHHUS BBI-
COKHMX 103 HHUTPAaTHOTO a30Ta Ha (OpMUPOBaHHE
cuMOmno3a 0OOOBBIX M PU300MI MOXKET OBITH Ha-
pyumeHue B OanaHce ayKCHHOB W OKCHIA a30Ta,
VHUIIHPYIOMNX JIeeHNe KOPTUKAIBHBIX KIETOK U
oOpa3oBaHue MpUMOpIus KiyoeHbka. OqHaKo oc-
TaeTCs HEMOHATHBIM MEXaHWU3M BJIMSIHHS ayKCHHA
Ha cuate3 NO u mexanuszM Bausausa NO Ha nene-
HHE KJIETOK B acCOIMAINH C ayKCHHOM. HemoHsT-
HBI TaKX€ UCTOYHHUKHU oOpa3oBanust NO — HHTpaT-
peaykrasa, HUTPUTpPEIYKTa3a WIH NO-
cuHTa3HbIH(e) hepmenT(bl)?

JIoru4HO MPEIONI0KUTh, YTO HUTPATHI B3a-
HUMOJICUCTBYIOT C pelenTOpaMud W CEeHCopaMH Ha
IUIa3MaTHYECKON MeMOpaHe KJIETOK KOPHS M BOC-
cta"apnuBaioTcs 10 NO c momormpio [IM-HP B
accoruanuu ¢ HUTpUT-NO-penykrazoil [116]. Bol-
COKHE JI03bI MHUHEPAJIBbHOrO a30Ta (Kak abuoTuyec-
KUl cTpeccop) ycwimBaroT aktuBHOCTH [IM-HP,
YTO MOYKET MPUBECTH K YBEIMUYCHUIO 00pa30BaHUs
NO [117]. JlutepaTypHbIX OaHHBIX MO COAEpKa-
a0 NO B KIIeTKax KOpHEH MaKpOCHMOHMOHTa Ha
paHHMX cTagusX (POPMUPOBAHUS CUMOMO3a MBI HE
obHapyxunu. OnHako cuHTe3 NO B (yHKIHMOHH-
pyIOUMX KIyOeHbKaxX YeTKO MOKa3aH ¢ MOMOLIBIO
NO-cnenuduyeckoit ¢uroopecueHTHOH TPoOsI (¢
4,5-mnaMuHO(IIOOpECenH AMAIeTaToOM) C Mpu-
MeHeHreM KoH(pokanpHOH Mukpockonuu [36]. Tlo
JAHHBIM 3THX aBTOPOB, cuHTe3 NO JI0KaIN30BaH B
0aKTEepOUICOICPIKAIINX KJICTKaX, B N,-
¢ukcupymomed 30He KiIyOeHbKa. ABTOPBI CUMTa-
10T, uto cuHTe3 NO B 3penbIX KIIyOeHbKaX OCyIIe-
CTBJIIETCS C yyacTueM ¢epMeHTa mojooHoro NO-
CHHTa3e W pojb OKCHZAA a30Ta B KIyOEHbKax IMpH
HOPMaJIbHBIX (PU3HMOIOTHYECKUX yCIOBUSIX CBSI3aHA
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HE C 3allIUTHBIMH PEaKIUsIMHU U THOSNBIO KIETOK, a
CKOpee ¢ IPYTrUMU HEM3BECTHBIMHU (QYHKITHUSIMU.

Bomnpoc o Bo3moxnoi ponr NO B ¢yHKUU-
OHHMPOBAaHWU OaKTEPOUAOB B JHUTEpaType 0OCYK-
nmaercs. Tak, mpemnmonaraercs, uto NO B GyHKITH-
OHUPYIOIIUX KITyOCHbKaX MOKET BBIMOJIHATH POJIb
perynsTopa nepeHoca O, B OakTepouzpl, o0pasys
KOMITIEKC C jJerreMorioonHom [75]. OmHako npu
atoM konmaecTBe NO B KiITyOeHbKax JTOMKHO OBITh
Ha JOCTaTOYHO HU3KOM YpPOBHE, HE MO3BOJIAIOLIEM
WHTUOMPOBATh aKTUBHOCTH HUTPOTEHA3HI [78, 122]
¥ JOCTaBKy KHCIOpoAa B OaKTepOWIBI ITyTeM 00-
pa3oBaHUs KOMIUIEKca C JierreMorsioonHom. s
3TOr0 B KIyOCHBbKaX JOJDKeH (DYHKIIMOHHPOBATH
MexaHu3M, d()PEeKTUBHO 00E3BPEKUBAIOIINA W3-
obiTok NO. I[Ipeanonaraercs, 4YTo JErreMOTI00HH
U HECUMOWMOTHYECKHI TeMOTJIIOOMH MOTYT OBITh
s pextuBHBIMU ckaBaHrepamu NO B KIIyOeHbKax
[113, 128]. ITo manueiM Shimoda et al. [113], co-
Jep)kKaHHE  HECHMOMOTHYECKOro  IreMorioOuHa
(LbHg1) yBenuumBaetrcs B (PYHKIMOHHUPYIOIIUX
KIIyOeHbKaX B OTBET Ha pPH300HANBHYIO HH(QEK-
U0, CONPSDKEHHYIO C MPEXOASAIINM YBEINICHUEM
NO B xopusix Lotus japonicus. OnHaKo BOIpPOC O
BJIMSIHUM BBICOKHX JI03 MHHEPAJbHOTO a30Ta Ha
cuate3 NO u ero (QyHKIUM HAa paHHUX CTaAUAX
MHQULIUPOBAHUS B JIUTEPATYpe OCTAETCS HE pack-
PBITBIM.

Uro kacaercas ADK, To MOkHO ¢ OOJIBIION
JIOJICH YBEPEHHOCTH YTBEPXIaTh 00 UX BaKHOU
pOT B BOBHUKHOBEHHH W Pa3BUTHUU CHMOHOTHYE-
ckoro B3aummogpeicTsus [3, 8, 40, 99]. Tak, y sTHo-
JTUPOBAHHEIX MPOPOCTKOB TOpPOXa OOHAPYKEH pas-
HBIIi XapakTep u3MeHeHUs ypoBHi A®K mocie
WHOKYJISIIUN PU300MSIMHA B 3aBUCHUMOCTH OT CIIO-
COOHOCTH MaKpOCHMMOHMOHTa K KIyOeHbKOOOpa3o-
BaHUIO, 2 UIMEHHO: CHIkeHue ypoBHsI ADK B kop-
HSX CYNEPKIyOCHBKOBOTO MYyTaHTa W TMOBBIIICHUE
y O0eckimybenpkoBoro myTtanTa [3]. [To MHeHHIO aB-
TOPOB, 3TO MOXKET CBUJICTEIILCTBOBATh 00 y4acTUu
A®K B peryisiTOpHbIX U 3aIIUTHBIX MEXaHU3Max
mpu B3aumMojelcTBUn cuMOMoHTOB. Pauly et al.
[99] cuutator, uto ADK BBITONHSIOT CUTHATHHYIO
poiib B Tpolecce CMMOMO3a U WX TMPUCYTCTBHC
(H,0,) B KIleTKkax pacTeHUs-X03IWHA HEOOXOAUMO
JUIL OIITUMAIBHOIO CUMOMOTHYECKOTO B3aUMOJET-
ctBus. [lo nmanaeiM Santos et al. [110], o6pa3oBa-
Hue ADK nabmromaercs B WHOEKIMOHHBIX HHUTIX
mpu  y49acTHH MeMOpaHHO-cBs3aHHOW HAJIDH-
okcuaasel. Marnbuposanue akruBHocTr HAJIDOH-
OKCHJIa3bl C MOMOIIBIO CHEMUPUIECKOTO HHTHOH-
TOpa MOATBEPKIAET POJIb ITOTO (pepMeHTa B TeHe-
paunu ADK npu puzobuansHoit napexuu [110].
VYyactue HAJI®H-okcuaassl Ha HayanbHBIX STa-
nax (opmupoBaHusi 6000BO-pH300HUANTEHOTO CUM-
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0mo3a MOATBEPKIEHO U B APyTUX padorax [4, 84].
Tak, o panueiM BacunbeBoit u ap. [4], HanOoJIb-
mas aktuBHOCcTh HAJI®H-okcupassl B KIIeTKax
MIPOPOCTKOB TOpoXa CBsi3aHA C MHKPOCOMAaTIbHOMN
(paxmueii, rae ona B 3-5 pa3 mpeBBIIIAeT aKTHUB-
HOCTb B LMTO30JbHOK (pakunu. HHOKyIsIus
MIPOPOCTKOB PU300MSIMH HE M3MEHSIa aKTUBHOCTD
(epmenTa B nuTO307BHON (pakunu u B 1,7 pasza
yMEHbIIaNa akKTUBHOCTh B MHUKPOCOMAaJIbHOH (pa-
KUK 4yepe3 24 9 mocie UHOKYIAuu. Vi3MeHeHus B
aKTHUBHOCTHU (pepMEeHTa COIjacyroTcs ¢ AaHHBIMH O
ToM, 9T0 ypoBeHb ADK B KOpHSX ropoxa mocie
WHOKYJISIUUM aKTHBHBIM IITAMMOM PH300HMH OO
ymenbmaerca (H,0,), mu6o He m3mensercs (O,7)
[1,2].

BrusiHue BBICOKMX 103 MUHEPAIHHOTO a30Ta
Ha ¢yHkumonupoanue HAJI®H-okcnaassl npak-
TUYECKU HE u3yueHo. [lo HaluM HaHHBIM, BBICO-
Kas J103a HUTpaTHOTO a3oT1a (60 MM) BbI3BIBaET ak-
TUBaLUWIO (epMeHTa B MUKPOCOMAIbHON (paKiuu
KOpHEH 3THOJMPOBAHHBIX IPOPOCTKOB ropoxa, uTo
MOXET OBITh OOBSICHEHO HeCIemH(PUIeCKOW peak-
el pacTeHust Ha cTpeccoBblil hakTop. MHOKYS-
1Sl TOpoXa pU300MsSIMU YaCTHYHO CHHMAET aKTH-
BHPYIOIIEE JTEHCTBHE BHICOKOH J03BI a30Ta Ha de-
PMEHT, 4YTO, MO-BUAMMOMY, CBHJIETEIBCTBYET O
BIIMSHUM CHUTHAJIBHBIX IyTEH, 3allyCKaeMbIX MpHU
B3aMMOJICHCTBUM nod-(pakTopa pu3o0Hid ¢ pacTu-
TENbHBIM PELENTOPOM, Ha OJKCIPECCHIO TeHa
HAJI®H-okcupas3el. Tem He MeHee MOKHO Mpe-
1oJjiarath, 4To u3MeHeHus B akTuBHOCTH HA JIOH-
OKCH/Ia3bl SIBIAIOTCA OJHUM M3 MEXaHU3MOB pery-
nsaun oopaszoBanus ADK Ha HavanbHBIX 3Tanax
0000BO-pr300HaIBHOTO CUMOMO3a. JTO TOATBEP-
maetcst manapIME Lohar et al. [84], koTopsie mo-
Kas3alii, 4To HakoruieHue TpaHckpuntoB HAJIDH-
OKCHJIa3bl B KOPHSX JIOLEPHBI KOPPENUPYIOT C U3-
MeHeHueM conepxxanusd H,O, B mepBbie 4achl mo-
CJie MHOKYJISIIIAA TTPOPOCTKOB PHU300MSIMHU.

Takum 00pa3oM, Ha OCHOBaHWH JAaHHBIX JIU-
TepaTypbl MOXXHO YTBEpXKIaTbh, YTO B (HPHU3HOIOTHU-
YECKHX MEXAaHM3MaX HEraTHBHOTO BJIUSHHS BBICO-
KUX J103 MHHEPAIBHOTO a30Ta Ha ()OPMHUPOBaHHE H
¢$yHKUHOHUpPOBaHUE 0OOOBO-PU300MAIEHOTO CHUM-
0mo3a 3a7eiicTBOBaHBI 10 KpaiHeld Mepe TPH ThMa
BeecTs: ¢puroropmonsl, AOK u deHonbHBIE coe-
nuHeHus. Bece oHM, 0ueBHAHO, B3aMMOCBSI3aHbI Ye-
pe3 CUTHAJIbHBIE MYTH, HKCIPECCUPYIOIIUE TEHHI,
IIPOAYKTOM KOTOPBIX SIBJIAIOTCSI BELIECTBA, CIIO-
COOCTBYIOIIIME WM TPETSITCTBYIONIME CUMOKO03y. B
HacTosllee BpeMsl HauMeHee M3yYCHHBIMU B JaH-
HOW IpoOieMe SABISIIOTCA MEXaHU3MBbl Iepenadu
CUTHAJIOB OT PH300HMATBHBIX n0d-(QaKTOpOB B Te-
HOM pacTEeHHs-X03iMHa M Y4acTHE B 3TOM COEHIH-
HEHHMH pacTUTENIFHOTO MPOUCXoxkaeHus. B ¢usuo-
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JIOTMYECKH HOPMaJIbHBIX YCJIOBHSIX 000OBBIE pac-
TEHHsI, TO-BHIUMOMY, UCIIONB3YIOT T€ )K€ Camble
MEXaHHU3MBbI, YTO M MPU BBICOKHX J103aX MHHEpa-
JBHOTO a30Ta B cpene. Ho B mepBoM ciryuae pacre-
HHUE-XO35MH UCIOJIB3YeT 3TH MEXaHWU3MBI I pe-
TYJISIIUA cuMOMo3a (B YacTHOCTH, JUIA aBTOPEry-
JSUIMKM UHQULIUPOBAHUS W KIyOeHbKOOOpa3oBa-
HUS), a BO BTOPOM — OHO TepseT CIOCOOHOCTH
ynpaBisaTh 3TUM mponeccoM(amu). IloarBepxae-
HHEM 3TOMY MOTYT OBITh HccienoBanus Barbulova
et al. [35], koTopble MOKa3aay BaXXKHYIO pOJb Ha
HAaJaJIbHBIX  cTanusx QopmupoBanus 06000Bo-
pusobuanbHoro cumbuoza NIN-Oenka (nodule
inception), 3KcrpeccHst TeHa KOTOporo Ha 6e3a30T-
HOW cpene yBenmnumBanack B 20 pa3 cmycta 24 4
nocie J00aBIEHUS] K KOPHSM IPOPOCTKOB Lotus
Jjaponicus nod-daxtopa. Ha cpene ¢ HuTparamu u
ammonueMm (10, 20 MM) skcnpeccust reHa NIN-
OeJika MOJTHOCTHIO Mcue3ana uepes 24 9 mocie Jo-
OaBnenust nod-¢paxTopa, a MpoUecChl HAYaIbHOTO
CUMOHOTHYECKOT'O B3aMMOJACHCTBHUS (CKpYUHBaHUE
KOPHEBBIX BOJIOCKOB, 0Opa3zoBaHHe HWH(EKIMOH-
HBIX HUTEH, JeTIeHne KOPTUKANBHBIX KIETOK) WH-
THOMPOBAJIHUCE.

3axknrouenue

[lo-BupMoOMy, clemyeT COTJIACHTBCS C
mueHnem Coronado et al. [53], uto «aBKyIIEH
cuIoit» 06000BO-pHU300HMaATHPHOTO CHMOMO3a SBIIsIE-
TCsl 0€3a30THAS cpella U HMEHHO B OTCYTCTBHE T10-
YBEHHOI'O a30Ta METa0O0JIM3M MaKpOCUMOHOHTa B
HauOOJbIICH CTENEHH MOATOTOBJIEH K CUMOUOTH-
YeCKOMY B3aUMOJICUCTBHIO ¢ KIyOSHBKOBBHIMHU 0a-
KTepusiMH (paBHO Kak 1 puzobun). [IpucyrcrBue B
pu3zocdepe 10CTaTOUHBIX (MJIM HU30BITOYHBIX) KOH-
LEHTpaLuil MUHEPAIbHOTO a30Ta OJOKHPYET pas-
BUTHE cUMOHMO3a, a TakkKe (QYHKIHOHAIBHYIO aK-
TUBHOCTH paHee 00pa30BaHHBIX KIIyOCHBKOB. XOTs
CcUMOHUOTpOHBIE PU300MHM B MPHUHIMIIE MOTYT
BOCCTaHABJIMBATh HK30T€HHbIE HUTPATHI, HO 3TO,
MO-BUIUMOMY, HE SIBIISIETCS UX TNIAaBHOU (yHKUHUEH
in planta.

Cnenyer OTMETUTh, YTO IIPUYMHHAs CBA3b
(UTOrOpMOHANIBEHOTO, (PEHOILHOTO U OKUCIUTEIh-
HOTO OOMEHOB y MaKpOCUMOHOHTA C HEraTHBHBIM
BJIMSIHUEM BBICOKMX 103 MHUHEpaJIBHOTO a30Ta Ha
yCTaHOBJIEHHUE CUMOMO03a C PH30OHSIMU SBISIETCS B
HACTOsIIIIee BpeMs JIHIIb BHIUMOH YacThlO MpoO-
6nembl. HenszyueHHbIM MM MalOM3Y4YEHHBIM OCTa-
eTcs nepenada MOJICKYJSIPHBIX CUTHAJIOB pU300Uit
B TEHOM pacreHus-xo3suHa. Ilpemronueir »Toro
mpolecca SBISIETCS B3aMMOJAEHCTBHE PU300HaIb-
HOTO nod-hakTopa C pPacTHTEIBHBIM PEIeITOPOM
(amn) Ha mnna3marudeckoil MemOpane. MOXKHO
OpeArnoaraTb, YTo0 B MPUCYTCTBHM BBICOKMX 103
MHUHEPAJIbHOTO a30Ta TI'E€HOM pacTEeHHS-XO35SUHA
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nojry4aeT MHGOPMALMIO OT CUTHANBHBIX MOJEKYI
(ADK, ADA) no BKIIOUEHHIO 3aIlIUTHBIX MEXaHHU-
3MOB, TPEMSTCTBYIOUINX YCTAHOBJICHUIO cCUMONO3a
[7]. [IprumHa KpoeTcsi B MOAM(PUKAIIMA METa0OH-
3Ma 60060BOTO pacTeHUs MO BIMSIHUEM HUTPATHO-
ro ¥ aMMOHMHHOIO a30Ta, 4TO A€JaeT 3aTpyiHU-
TEJILHBIM yCTaHOBJIEHHE cUMOHMO3a. B 3Toil cBsi3m
Ba)KHO TTO3HAHHE TC€HETUYECKUX W MOJIEKYJISIPHBIX
MEXaHH3MOB CHMMOHO3a, YTO MO3BOJHUT BBISICHUTH
KIIIOYEBBIC IyTH, OTBETCTBEHHBIE 3a CHUMOHO3 H
MPEVIOKUTh T€HHO-UHKCHEPHbIE CHOCOOBI, IIO-
BhImatomne 3hHeKTHBHOCTh CHMOMO03a.
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PHYSIOLOGICAL MECHANISMS OF NEGATIVE INFLUENCE
OF HIGH DOZES OF MINERAL NITROGEN
ON LEGUME-RHIZOBIAL SYMBIOSIS

A. K. Glyan’ko, N. B. Mitanova

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

The literary date on studying physiological mechanisms of influence of high dozes of mineral nitro-
gen ( nitrates, ammonium ) on an establishment legume-rhizobial synbiosis and its functioning are
generalized. Thus the special attention is given participation phytohormonic, phenolic and oxidizing
exchanges of the plant-host. Close connection between the specified exchanges is emphasized dur-
ing inhibition of formation and functioning legume-rhizobial symbiosis in conditions of superfluous

supply of plants mineral nitrogen.

Key words: nitrates, ammonium, legume-rhizobial symbiosis,ethylene, cytokinin, abscisic acid,
auxin, phenolic compounds, reactive oxygen species(ROS), reactive nitrogen species

(RNS)

PI3I0JI0I'TYHI MEXAHI3MU HETTATUBHOTI O BILVIUBY
BUCOKUX 103 MIHEPAJIBHOI'O A30TY
HA BOBOBO-PU30BIAJIbHUI CUMBIO3

A. K. I'nmaaeko, H. b. MitanoBa

Cubipcoxutl incmumym izionoaii i 6ioximii pociun
Cubipcovroeo 8iddinenns Pociticokoi akademii nayk
(Ipxymcok, Pocia)

Y3aranpHEHi JiTepaTypHi JaHi 3 BUBUSHHS (i310J0TIYHIMX MEXaHi3MiB BIUIMBY BUCOKHX JI03 MiHepa-
JIHOTO a30Ty (HITpaTiB, aMOHII0) Ha YTBOPEHHSI 0000BO-pH300iaIbHOI0 cMMOI03y 1 HOro (QyHKIIIO0-
HyBaHHs. [Ipy 1bOMy ocoOnMBa yBara MPHUIISETHCS ydacTi (ITOrOpMOHAIBHOTO, (EHOJIBHOTO 1
OKHCHIOBAJIFHOTO OOMIHIB POCIMHHU-KXUBHUTEIS B CHMOi03i. IlimkpecaroeTbess TICHHHA 3B'SI30K MiX
BKa3aHMMH OOMiHAMM B Tpolecax iHrioyBanHs ¢opmyBaHHS 1 QyHKUiOHyBaHHS 0000BO-
pu300iaIbHOTO CUMOi03y 32 YMOB HAJIMIPHOTO TIOCTAYaHHS POCIIMH MiHEPAJbHUM a30TOM.

Karwu4osi coBa: nimpamu, amoniii, 606060-puzobdianvhuii cumobios, abcyuz08a KUcioma, aykCuHu,
YUMOKIHIHU, emuieH, (heHONbHI cnoayKu, akmusHi opmu Kucuw (ADK), axmu-

6Hi ghopmu azomy (ADA)
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