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IMoka3aHo, YTO COeMMHEHMSI apOMaTUUYECKOTO Psifia, U30JIMPOBAaHHBIE N3 KOPHEBBIX 9KCCYAATOB TPEX BUIOB
0060BbIX pacteHuit (Pisum sativum L., Vicia faba L. var. major Hartz , Glycine max L. MERR), uaeHTUGULIM -
poBaHHBIe KaK N-(heHuI-2-HapTuiaMyuH, TMOYyTUIOBBIM 1 AUOKTIIOBBIN 3(UPhI OpTO-PDTaIeBOM KHCIO-
Thl, U3BECTHBIE KaK HEraTUBHbIC ajUIeJIONAaTUYeCKNE BEeIIeCTBa, YYACTBYIOT B KOHTPOJUPOBAHUU (HhOPMU-
poBaHUs 6000BO-PU300MATBHOIO CUMO103a ITOCIe MHOKYJISIIMY KOPHEN pU3001sIMU U B HEOJIAarONPUSIT-

HBIX IJIsI CUMOMO3a YCIIOBUAX.

Baxxnyto posib B arpouTorieHO3ax OTBOASIT 0000~
BBIM PAaCTEHUSIM B CBSI3U C MX YHUKATbHBIM CBOCTBOM
dopMUpoBaTh Ha KOPHSIX KIIYOSHBKH, B KJIETKAX KOTO-
PBIX TOCEJISIIOTCST a30T(UKCHUpPYIOIIEe OaKTepUU Cce-
meiictBa Rhizobiaceae. Hapsiny ¢ accumwsiumeit N,
0000BbBIE€ PACTEHUS U UX MUKPOCUMOMOHTBI BHOCSIT B
9KOCUCTEMBI OOJIBIION BKJIaA B YIYUYILIECHUE U 03M10-
poBieHue 1ouBsl [1, 2]. [TocnenHee ompenensieTcs,
BO-TIEPBBIX, UX CIOCOOHOCTbIO aKKyMYyJIUPOBaTb U
KaraboJu3upoBaTb MHOTHME HaKarulMBawllecs B
IIOYBE MECTULIMALI U OPYTU€, BPEIHbBIE I JKUBBIX
OpraHM3MOB BellleCTBa U, BO-BTOPBIX, BO3IeHCTBUEM
Ha MOYBEHHYI0 MUKpOoMJIOpY aiesonaTuyecKuMu
COEIMHEHUSIMU, BBIACISIEMbIMU UX KOPHSIMU.

B xopHeBbIX 3KccymaTax 6000BBIX paCTEHUN Ha-
psay ¢ NpUBJEKAIOIMMHA MUKPOOPTaHU3MBbI YTJIEBO-
JlaMU, aMHUHOKMCJIOTaMHU U OKCUJIMKAPOOHOBBIMU
KkucaoTamu [3] BbIsIBIeHBI (DEHOJIbHBIE COSAMHEHUS
(®C) [4], cocTaB KOTOPBIX TOCTATOYHO pasHOOOpa-
3eH [4—6]. PaznooOpasHel u pyukimu OC, BeIAEA-
e€MbIX 3TUMU pacTeHUSIMUA BO BHEIIHIOW cpeny. Tak,
psin @C, U3 YKclia TPUCYTCTBYIOIINX B KOPHEBBIX
9KccyaTax, MOXeT MOABepraTbcsl KaraboynsmMy Mo
JeficTBUEM MUKPOOPTraHU3MOB M CIYXUT JISI HUX
Tpoduuyeckum Matepuanom |[7, 8]. DOC sgBasiorcs
pacTUTEbHBIMU CUTHAJIbHBIMU MOJIEKYJIaMU, UHIY-
LMPYIOIIUMU Y pru300uil ouocruHTe3 Nod-¢haKkTopoB,
WHULUUPYIOUIMX MPpOoLiecChl UHOULIMPOBAHUS U HO-
nynssiun [9]. B KkopHeBBIX 3KccymaTax 0000BBIX pac-
TeHUI BBISIBJICHBI (PUTOATECKCUHBI M30(hIaBOHOU/I -
HOTO MPOMCXOXAEHMS, MOAABJSIOIINE TTOYBEHHYIO
mukpodJopy [2, 10—12], 3a UcKIrOYeHNEM, I10-BU-
IuMoMy, 6akrepuii Rhizobium [13, 14].

3a skckpenuio P®C, BO3ASUCTBYIOIIUX Ha PU-
30011, OTBETCTBEHHBI OINpeaeICHHbIE 00JaCTU KOp-
H# [15, 16], TO-BUAMMOMY, BKITFOUYAOILINE 30HBI ITpe-
MMYILIECTBEHHOTO BbIACICHUS (PEHOIBHBIX MHAYKTO-

POB WU MHTUOUTOPOB IKCIPECCUU PU300UATIBHBIX
nod-renos [17].

Kak moka3zaHO psSIOM MCCIeNOBaHUA, KOJIWYeE-
CTBO CEKPETUPYEMBIX (PEHOJIBHBIX COETUHEHUN 3a-
BUCUT OT LIEJIOTO Psiga OOCTOSITENLCTB [5, 6, 18—21].
OHO 110 MEpPE POCTa W PAa3BUTHUS PACTEHUS MEHSIETCS
aJBTEpHUTUBHO. IIpOMCXOMUT YCHMIIEHUE BKCCyIa-
11U GHEeHOJBbHBIX COeANHEHNI B Hayajle B3auMOIEii-
CTBUSI C CUMOMOTUYECKMMHU MUKPOOPraHU3MaMUu W
ee CHIKEHUE MPU HeOIaronpusITHBIX YCIOBUSIX Cpe-
apl. ITo-BugnMoMy, Gnarogapsi KOJMYECTBEHHBIM U
KA4eCTBEHHBIM M3MEHEHUSIM B COCTaBE KOMIUIEKCOB
(beHOJIBHBIX COETMHEHUI KOPHEBBIX 3KCCYIATOB OCY-
HICCTBJIACTCA PEryjsauusgd 9TUMMU BCHICCTBAMM IIPO-
1ecca pa3sMHOXEHUSI pU300UIT M WHAYKINN Y ITHUX
6axkTepuii cuHte3a Nod-dakTopos [5, 6, 20, 21].

YV pacTeHmit ropoxa B HEOJIaroIPUSITHBIX YCIOBU -
SIX 3aMeIJICHUE HavyaJIbHbIX 3TaloB (hOpMUPOBAHUS
cuM0buo3a COMpsIKEHO HE TOJbKO C YMEHbIIEHUEeM
akccymannu KopHsaMu @C, HO U ¢ TIOHKEHHUEM PO-
CTOBOI1 aKTUBHOCTH 3TUX BEIIECTB B OTHOLLIEHUU PU-
300uit [5, 6]. Bce Bo3HMKaOIINE U3MEHEHUSI B KOM-
rekcax @C KOpHEBBIX 9KCCYIATOB, TTO-BUINMOMY,
MMEIOT OTHOIIIEHWE K MeXaHW3MaM aBTOPETYIISIIINH,
KOHTPOJUPYIOIIUM TePUOIUYHOCTh WHMPUIMPOBaA-
HUSI KOpHE M 0O0pa3oBaHMUsI HA HUX KJIyOEHbKOB B
XOJI€ Pa3BUTUSI KOPHEBOM CUCTEMBbI PACTEHUSI-XO35TH -
Ha U JIUMUTUPYIOLIMM YKUCIO KJIYOEHbKOB Ha €ro
KOPHSIX B HEOIAaroMPUSITHBIX YCIIOBUSIX.

OO0OHapy:XeHHbIE U3MEHEHUSI POCTOBOI aKTUBHO-
CTU U3YYEHHBIX 3KCTPAKTOB U3 KOPHEBBIX BKCCYyIa-
TOB, TI0 HaIlIEMY MPEATIOJ0KEHUIO, 00YCTOBIEHbI CO-
nepXaHUEeM B 9THX 9KCCydaTaxX psiaa apoMaTHIeCKUX
KOMIIOHEHTOB C HETaTMBHBIM aJuleIoNaTu4eCKUM
addexkroMm. B ux uncie naeHTUGULIMPOBAHHBINA Ha-
mu N-beHuwI-2-HahTUiIaMuH, 0003HAYEHHBII IpU
MepBOM €ro OOHApy>XeHUHU B 3KCCYyIaTax ropoxa Kak

394



POJIb AJUIEJIONNATUYECKUX COEAMHEHUN B PEIYJIALIMU U ®OPMUPOBAHUU

BeniecTBO “X” [5], m mMOYTHIIOBBIN U TUOKTUIOBBIN
3(Upbl OPTO-(TAICBOI KUCIOTHI, TIPEACTaBIsSIEMbIC B
yrcie (eHOIBHBIX KOMIIOHEHTOB KOPHEBEIX 9KCCyIa-
TOB 000OBBIX PACTeHMIA BIIEPBbIE B HACTOSIIIEH ITyOIr-
Kaluuu. Bce oHM OTHEeCEeHBI K UMCITy HeOJIaronmpUsITHBIX
JUJISI XKMBBIX OPTaHU3MOB aJUIeJIONaTUYECKUX BEILECTB
PACTUTENIBHOTO MTPOMCXOXKACHMS [22—26].

Lenp paboOThl — MOJIydeHUE TOKAa3aTeJIbCTB yya-
CTUS aJUIEIONATUYECKUX COCAMHEHMI, IIPUCYTCTBY-
IOIIMX B KOPHEBBIX 3KCCyIaTaX 6000BBIX pACTEHUIA, B
KOHTPOJMPOBAHUU YMCJIEHHOCTU PU300MiI B pU30-
chepe B HayaJIbHbIE TIEPUOALI IOCJIE MHOKYJISIIUU 1
B HeOJAronpusTHBIX IJis1 (DOPMUPOBaHUST GOOGOBO-
pU3001aJTbHOTO CUMOMO03a YCIIOBUSIX.

METOAUNKA

O0beKT uccienopanus. CxeMa npoBeneHns SKcne-
pumenta. McXOnHBIM pacTUTENbHBIM MaTepUaIoM
CIIY>KUJIU 2 CYT 3TUOJMPOBAaHHbIE TTIPOPOCTKHU ropoxa
(copt AManbckuii), 6060B (copT Pycckue yepHbie),
cou (coproobpasen; Ne 15, moiyauen B CUDUBP CO
PAH, NUpkyTtck), BeIpociine B TepMocTaTe mpu 22°C
0e3 ocBelleHUsI. DTU MPOPOCTKU MOMEIIAJIU B BOM-
HYIO Ccpelly, CoJepKalllylo HEOOXOAUMBIN JJI11 UX po-
CcTa MUHUMAJIBHBII HA00p MUKPOBJIEMEHTOB, BHOCH -
MBIX B BOIHYIO cpeny 1o [5], KoTopasl exKeTHEBHO 3a-
MeHsu1ack. JlanbHeliiee BbipalliiBaHe pacTeHUI Ha
BOIHOM cpele MpOBOAMJIM B TepMocTtaTe Ipu 22°C
0e3 oCBelleHUS UM B KaMepe GUTOTPOHA C TeMITepa-
Typoii 20—22°C, BIaXXHOCTBIO BO3ayxa 0oKojiao 60% u
ocBenieHueMm (2.1 kik) ¢ 13-yacoBeiM ¢oTOIIEpPUO-
nom. [Tpu 3ToM BIMSTHUE OCBELLICHUSI U UHOKYJISILIUU
Ha cocTaB (PEHONIbHBIX COeAUHEHUI I KOPHEBBIX KC-
CyIaTOB U3y4YaJIu TOJIBKO Ha PACTEHUSIX FOpoXa.

Nuokyasumsa. MTHOKyJAT, conepXkaiuii 6akTepun
Rhizobium leguminosarum bv. viceae, mtamma 1060
(2440) (addexTuBHbI, moaydeH u3 BHHMU c/x
Mukpoouosoruu, Iymkun, C.-IlerepOypr), BHOCH-
JIM B BOJHYIO Cpeldy, Ha KOTOpYIO MoMellaad Mpo-
POCTKM ropoxa, TOJAbKO B 1 CyT a3KCniepuMeHTa.

ITonxyyenue 3kcTpakToB @C U3 KOpPHEBBIX IKCCYIA-
ToB. ®C u3BIIeKaNM U3 BOTHOM Cpelabl B STUIALIETAT
nocJiie nogkuciieHus ee ¢ nomoinsio HCI oo pH 3.0—
4.0. Tlocne ynapuBaHUsI 3TUjalieTaTa B TOKE XOJIO/-
HOT'O BO3[yXa OCTATOK PACTBOPSIN HEOOJIBIIUM 00b-
eMoM 96%-Horo 3TaHoIAa.

N3omapoBanne  N-¢denmn-2-madpruiaMuna u
CJI02KHO3(HMPHBIX COeIuHEHU 0-¢TalleBOi KHUCIOThI
M3 3KCTPAKTOB. V3011110 TIPUCYTCTBYIOIINX B 9Ta-
HOJIBHBIX AKCTPaKTaxX (heHOIBHBIX COSTUHEHU TIPO-
W3BOAWJIM TIOCJIEI0BaTEIbHO, MPUMEHSISI XpOMaTo-
rpaguio Ha 6ymare, Ha KojloHke ¢ Sephadex LH-20
(“Pharmacia Fine Chemical AB Uppsala”, llIBewusi),
TCX (Silufol UV-254, “Kavalier”, YexocinoBakus).
C nomoripio 6yMaxkHOM Xpomarorpadum B 5%-Hoit
VKCYCHOM KWCJIOTE OTHEJISUTA HETIOABIDKHBIE B yKa-
3aHHOM PacTBOpPE KOMIOHEHTBI, KOTOPhIE BJIIOUPO-
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Baju B 96%-HbIil 3TaHOJ M 3aTeM HAHOCWJIM Ha KO-
JIoHKY ¢ Sephadex LH-20. ITpomyckaembiii 4epes Ko-
JIOHKY 96 % -Hblit aTaHoi, comepxamuii 0.002% HCI,
nenny Ha ppakumn oobeMoM 1.0 v 3.5 mor. Mccare-
JlyeMble BelleCTBa OTIAEC/SUIM OT COMYTCTBYIOIIUX UM
KOMITOHEHTOB B coiepXKallluX UX (ppakirsix METOI0M
TCX, mpuMmeHssT TIOCIENOBAaTEIbHO PSS CUCTEM
(06./00.): Tomyon—1,4-mMoKcaH—yKCycHasl KHUCJIOTa
(TOY, 90 : 25 : 4); xnopoopM—OeH30J—yKCyCHast
kucinota (XBY, 100 : 100 : 1); x10podopM—3TaHOI
(4 : 1); xnopodopM—yKcycHas kucaota (3 : 2); H-0y-
TaHOJI—yKCycHasi Kucjaota—Boaa (4 : 1 : 2); 6eH3on—
yKcycHas KucinoTa—Boga (125:72: 3w 6 : 7 : 3).

Unentnpukamus N-denun-2-HadpTuiaMaa u
CJI0:KHOI(UPHBIX CcOeHHEeHUH 0-(TajIeBOii KUCJIOTHI.
JlokazaTeabCcTBa XMMMYECKOUN CTPYKTYphl 3THUX Be-
IIECTB, N30JIMPOBAHHBIX M3 9KCTPAKTOB 10 OMUCAH-
HOM BBIIIIE CXeMe, TTOTyYMITU C IPUMEHEHNUEM METOIOB
YO-, UK-cnexkrpockormu, I'X-MC-anammza. s
TIOJTHOTHI TOATBEPXKACHUS MACHTUIHOCTH CTPYKTYPBI
N-dbennn-2-nadptunamuHa nmposenn JAMP-ananms.

Y®-criekTpbl MOJYyYeHbI Ha CIIEKTPOPOTOMETPE
Specord S100 (“Analytik Jena”, IepmaHus) u uccle-
JIOBaHBI C BHECEHUEM B PACTBOPHI IIEJIOUHBIX 1 KOM-
nIekcooopasyiommux peareHToB [27, 28]. MK-crek-
TPbI 3aIIMCAaHBI C MTOMOIIbIO OJHOJYYEBOTO CIIEKTPO-
doromeTtpa “Spectrum One” (CIIIA), ocHallleHHOTO
netekropoM “MIR TGS” u mporpammamu 6100~
tek criekTpoB Nicolet/Aldrich u Pelibs (“Perkin Elm-
er”, CIIIA), npegHa3zHaYeHHBIX IJI1 MACHTU(DUKALINNA
dyukumnoHanbHbIX Tpynn MK-criekrpos. st momy-
yenust MK-crnekTpoB KOHLIEHTPUPOBAHHBIE PACTBO-
pBI BEllleCTB B 3TUJIalleTaTe HAHOCUJIM Ha TIJIAaCTUHKU
“KRS-5” (“MaxkpoonTuka, OO0O”, Poccus).

Macc-cnexTpsl 31ekTpoHHoi (DU, 70 3B) 1 xumm-
YeCcKOW MOHM3AIMU TTOJIOXKUTEIbHBIX NOHOB (Ta3-pea-
TeHT — MeTaH) MoJjydeHbl Ha ripudope GCMS-5975C
inert XL EI/CI MSD o¢upmer “Agilent”, CIIA
(Macc-aHanM3aTop KBaAPYIOJIbHBIN, IUAITa30H Je-
TeKTUpyeMbIX Macc 34-9501a). XpoMaTorpadmuaeckoe
pazmeneHre TIPOBOMWIM Ha KalWJUIIPHON KOJIOHKE
(30 M x 250 mxm x 0.25 mxMm) ¢daza mapku HP-5ms,
raz-Hocutesib — reJuii. TemmepaTypa ucrapuTens: 1
ncroyHnka noHoB 250°C. Pexum IporpaMMmpoBa-
Hus — ot 40 1o 250°C co ckopoctbio 5°C Mmuna~'. s
WHTEPIIPETAIIN UCITOJIb30BaIach SJIEKTPOHHAs O1O-
smoteka — NIST/EPA/NIH Mass Spectral Library,
Ver. 2.0.2005.

Crnextpsl AMP 'H, 13C peructpuposain Ha MyJib-
tusinepHom  @ypre AMP cnektpomerpe Bruker
DPX-400 (“Bruker”, Iepmanust), pabodast 4acToTa
400.1 ("H) u 100.4 ('3C) MIi1 ¢ BHELIHUM CTaHAap-
TOM — TeKCaMEeTUIINCIIIAaKCAHOM.

Anam3 conepxkanus N-denun-2-magTmiaMuaa u
CJIOKHOI(DMPHBIX COeAHEHUN 0-(TajieBoOil KUCIOTHI
metoaom BD2KX. ConepkaHue M3ydyaeMbIX BEIIECTB
B 9TAHOJIbHBIX DKCTPAKTaX U3 9KCCYIATOB OCYILIECTB-
Jisiu Ha xpoMatorpade Shimadzu LC-10ATvp ¢ YO-
Ne 4
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Puc. 1. CniexTpsl NOMIOIIEHUSA B 96%-HOM 3TaHOJIE BbI-
NIEJIEHHBIX U3 KOPHEBBIX 3KCCYAAaTOB PACTEHUI ropoxa
N-denun-2-nadprunamuna (a) u Beuecrna “K” (0).

nerekropoM (“Shimadzu”, SAnonust). PaszneneHue co-
NepKaBIITUXCS B 9KCTpakTaxX (heHOJbHBIX KOMITOHEH-
TOB IpoBoAWIN Ha KonoHKe Separon SGX Cig, 5 MK
(150 x 3 MM) B BO3pacTalolieM IpaaieHTe KOHIICH-
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tpaunu A:b ot 30 10 90% B TeueHue 60 MuH. A — atie-
touutpui, b — 0.1 M nepxiopar Li ¢ 0.1% tpudropyk-
cycHoit kucioTel, pH = 4.0. KonmndecTBeHHBIE pacue-
Thl HPOU3BOIWINCH TI0 aACOPOLMOHHBIM MTPOMUISIM
rpu 280 HM C MCITOJIb30BaHUEM KaJIMOPOBOYHOTO Ipa-
(bvka, TOCTPOEHHOTO /ISl Pa3HbIX KOHIIEHTPALIUiA U3Yy-
qaeMbIx BemiecTB. s N-dbenun-2-nadprunamuia n
CJIOXKHOR(UPHBIX COeAMHEHUI 0-(TajeBOi KHUCIOTHI
oKas3arejad BpeEMEHU YIEep:KUBAHUSI B aICOPOLIMOH-
HBIX OPOMUISIX UCCIEAYEMBIX 3KCTPAKTOB IOATBEP-
Kaamm YP-crieKTpaMM, MOJydeHHbIMU IIJIS 3TUX Be-
11IECTB B OCTAHOBJICHHOM MOTOKE 3JII0eHTAa.

N3y4yenue BIMSHUA U30JMPOBAHHBIX U3 IKCCYIATOB
BENIECTB HA pa3MHOXeHue Rhizobium. OnpeneneHue
pocToBoii akTuBHOCTU PC B pa3MHOXEHUU OaKTe-
puii Rhizobium ocymecTBASUIN B XKUIKONH MUHUMAb-
HOI cpele B COOTBETCTBUM C TPUHIMITAMU, W3JI0-
>KEHHBIMU B padorte [29].

Craructryeckas oopadorka. CpelHHWe 3HAYCHUS
Y X CTaHAApTHBIE OIIMOKHU (pUC. 6, 7) MOJydeHbI 110
TAHHBIM M3 TPEX He3aBUCHUMBIX 3KCIIEPMMEHTOB.

PE3VJIBTATBI 1 UX OBCYXIEHWNE

B TeyeHue 3 cyT B KOpHEBbIX 3KCCydaTax HEMHO-
KyJMPOBAaHHBIX ¥ WHOKYJIMPOBAHHBIX PAaCTCHHI TO-
poxa (Pisum sativum 1.), BbIpallliBaeMbIX Ha CBETY
WY B TEMHOTE (COOTBETCTBEHHO, TO3UTUBHBIN U HE-
TaTUBHBIM (DaKTOPHI), TTPOCIEKUBAIN U3MEHEHUS 1
pa3IMyus Mocje MHOKYJISIIIMA PU300USIMU B COEp-
KaHuu N-beHun-2-HadpTuiaMuHa u Beliectsa “K”
(cMecu CIOXHOR(UPHBIX COeNUHEHNI O-(TajeBoit
kuciyiotel). CliemyeT 3aME€TUTh, YTO IEPEUYMCIICHHbBIE
BBIIIIE BellIeCTBa HAMU ObLIM OOHAPY>KEHBI HE TOJIbKO B
KOPHEBBIX 9KCCYIaTax, HO ¥ B TKAHIX KOPHE Topoxa.

C uenplo BBISICHEHUSI YHUBEPCAILHOCTU 3Hade-
HUS B pETYIISIIIMA 6000BO-pHU300MATEHOTO CMMOM03a
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407.95
1466.06  1209.16
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Puc. 2. UK-cnexTp N-denunia-2-HabTriaMuHa, BbIISIEHHOTO U3 KOPHEBBIX KCCYIaTOB ropoxa.
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Puc. 3. CniekTpbl, XapaKTepU3yIOIlI1e CTPYKTYPY BbIACIEHHOTO M3 KOPHEBBIX 9KCCYIaTOB pacTeHuii ropoxa N-deHun-2-Had-

THUJIaMHHa.

Macc-crekTpbl 00pa3siia, BEIISIeHHOIO U3 KOPHEBBIX 3KCCYIATOB pacTeHul ropoxa (a) n N-deHu-2-HadpTriraMmuHa u3 31eK-
TpoHHOI1 6ubauoreku (Mass Spectral Database) (0); AMP-cniektp 13Cjmod N-denun-2-nadtunaMuHa, BbIIEJICHHOIO U3
KOPHEBBIX 3KcCynaToB pacteHuit ropoxa, B CDClI5 (B). ITo ocu abcuyce — BeTMYMHA XMMUYECKOTo ¢ABMra (M.1.), IO OCHU Op-

JUHAT — OTHOCHUTCJ/IbHAsA NHTCHCUBHOCTD, %.

3aHUMAaJIUCh U3YYEHUEM IIPUCYTCTBUS ATUX BEILIECTB
B DKCCymaTax IBYX APYIUX MpencTaBUTelIeil 0000BBIX
pactenuii — Vicia faba L. var. major Hartz u Glycine
max L. MERR. Hannuue B 3KcTpaKTax U3 3KCCyIaTOB
MEepeYrCIICHHBIX JIBYX BHUIOB OOOOBBIX pacTCHUM
N-dennn-2-HapTriaMruHa U CIOXKHOI(PUPHBIX CO-
eIMHEHU O-(PTajJieBOM KMCIOTHI MOATBEPXKIAIN T10
psiy TECTOBBIX ITOKa3aTeJiell MOJABMXHOCTU Ha Xpo-
MaTorpamMMax M OKpacKM C peareHTaMu Ha (heHOJIbHbIE
coenuHeHus (4acTh MX MpeNcTaBieHbl B TaOIUIE) U
Y®-cnekTpam (puc. 1), ycTaHOBJIGHHBIMM HAMU paHee
[5]. N-denun-2-nabtuiaMuH, AIUOYTWIOBBIA U
ITVOKTHUJIOBBIA 3UPHI 0-PTajaeBOi KMCIOTHI BBISB-

MMPUKIAAHAA BUOXUMUA U MUKPOBHNOJIOTUA

JIECHBI HAMU B COCTaBE 3TUIALIETATHBIX 9KCTPAKTOB U3
MX KOPHEBBIX 9KCCYIATOB Y IPOPOCTKOB O0OOB U COU,
pOCIINX B TeUeHME 3 CYT Ha BOXHOM cpefie 06e3 cBeTa.

TToarBepxxaeHUSIMI XMMUYECKOI CTPYKTYphl N-e-
HWI-2-HadTUIIaMUHA, KaKOBBIMU SIBJISIOTCS HaH-
HbIC, IpeJicTaBlIeHHbIE HA puc. 1a, 2 u 3. B UK-criek-
Tpe (pUC. 2) T0Ka3aTeJIbCTBOM IIPUHAIJICKHOCTH TaH-
HOTO BeIIeCTBA K apOMaTUYECKUM COCIMHEHUSIM
SBJISTIOTCS TTOJIOCKHI B 00J1acTsax 3000—3100; 1575—1625;
1475—1530; 0660—0825 cm~'. TTosockl cpenHe UH-
teHcuBHOCTH TTpn 3008 1 1635 cm~! HambBoIee 3ameT-
Hbl cpenu Hux. Ilosockl B obGmactsax 3350—3500;
2850—2990; 1570—1620; 1418—1465; 0750—0950 cm~!
Ne 4
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Puc. 4. Xapakrepuctruka KOMITOHEHTOB, COCTaBJISIOIMINX BelecTBo “K”.

Ha I'’X-MC (a) nuk 1 COOTBETCTBYET IMOYTUIOBOMY, MUK 2 — IUOKTUIIOBOMY 3hupam opTo-(dTajaeBoii KMCIOThl. Macc-crek-
TPBI AUOYTHUIIOBOTO (0) M AMOKTUIIOBOTO (B) 3(pMpOB O-DTANIEBOI KUCIOTHI.

YKa3bIBalOT Ha TIPUCYTCTBUE aMUHOTpynIibl. Han6o-
Jiee BBIpaXXKeHbI M3 HUX IIUpOKas TIoJioca CpeaHei
MHTEHCUBHOCTU TIpu 3374 cm~! 1 MHTEeHCUBHAS TTO-
soca ipu 2926 cm~ . TTonoca nipu 3373 cm~! cBuze-
TEJIbCTBYET O HAJIMYUU B MCCJICIOBAHHON MOJIEKYJIe
accoumupoBaHHoii NH-rpymnmst [30].

Macc-crniexTpsl Ha puc. 3a 1 30 CBUIETEIILCTBYIOT
00 MIEHTUYHOCTU BBIACJICHHOTO HAMU COCIMHEHUS
u N-beHw1-2-HapTUiiaMrMHa U3 JIEKTPOHHOU OUO-
muotekun — NIST/EPA/NIH Mass Spectral Library,
Ver. 2.0.2005. B 060oux Macc-CIieKTpax OCHOBHBIM I10
WHTEHCUBHOCTHU SIBJISIETCS ITMK MOJIEKYJIIPHOTO MOHA
(M*219).

Ha puc. 38 npeacrasineH AMP-cnextp *CIMOD
(ciektp '*CJ-MOIYIMPOBAaHHOIO CIIMHOBOIO 3XO
JMOD) pactBopa B CDCl; BblI€JICHHOIO HAMU CO-
eIMHEHMsI, KOTOPBI MOKAa3BIBACT, YTO N3yIaeMOe CO-
eIMHEHNEe COMEPXKUT 16 YIiIepomHBIX aTOMOB M W3
Hux 10 CH=-yreponos u 3 C,, (4€TBEPTUYHBIX) B

MMPUKIIAAHAA BUOXUMUA U MUKPOBHNOJIOTUA

apoMaTMIeCKOM 00j1acTi M 1 MEeTHJIEHOBOM TPYIIITHI
(CH, — HecBsi3aHHas C KUCJIOPOAOM), SIBJSIIOIIMECS
TMOATBEPKIEHUSIMUA CTPYKTYphl N-(eHmn-2-HapThi-
aMMHa.

Eile oIuH KOMIOHEHT 3KCCyIaToB, KOTOPOMY
YACHSIJIOCh BHUMaHME B HCCIAEAOBAHUSIX, OBLIO
YCJIOBHO 0003HaYeHO HaMU Kak BemlecTBo “K” (060-
3HAUYEHME CBS3aHO C KPACHO-KOPUYHEBATHIM IIBETOM
okpacku y BeliecTBa Ha TCX, mosBisttolieiics mociue
BozneiicTBust YMD-cBeTta). Bhllie yKkazaHHBIE CIIOX-
HO®(UPHEIE COeINHEHUS O-(TajaeBOil KMCIOTHI, CO-
CTaBIISIIONINE BellecTBO “K” | a110MpoBaCh C Xpo-
marorpamm (Ipu xpomarorpahuu Ha Oymare 1 MeTO-
nom TCX) B Buae cMecH, MOCKOJIbKY He MOJIyq9aaoch
pazaefieHre UX B MCMOJb30BaHHBIX HAMU CUCTEMax
pacTtBopuTeseii. ToJbKO pe3yIbTaThl XpOMaTO-MacC-
CIIEKTPOCKOITMHM IMOKAa3aau, 4YTo BemlecTBo “K” nmeer
2 nuka (puc. 4a), COOTBETCTBYIOLIME CIOXHOIDUP-
HbIM COEIMHEHUSIM, UMEIOIIIMM OJIMHAKOBOE apoMa-
Ne 4
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Puc. 5. BOXKX n3o1mMpoBaHHBIX U3 9KCTPAKTOB KOPHEBBIX 3KCCyaaToB ropoxa BemiectBa “K” (/) 1 N-denun-2-Hadrmiamuna (2).
ITo ocu abcumce — BpeMs yaep>KUBaHUs; TI0 OCH OpIMHAT —ITorionieHue npu 280 HM.

THYeckoe sapo: 1,2-6eH3eHanKapOoOHOBast (OpPTO-
¢raneBas) kuciaora (puc. 40, B). CortacHO TaHHBIM
3JIEKTpOHHOI O0mOanoTeku criekTpoB “CAS WILEY
229 Library”, HauboJiee BepOSITHO (KO3(h(hUILIMEHT
mmogo6ust 90%), 9To OMHO U3 HUX SIBIISIETCS OTUOYTH-
noBeiM (M*° 278 Jla), BTOpoe — IMOKTWUJIOBBIM
(M*° 390 [a) acpupom 1.2-6eH30a11KApOOHOBOM
Kuciaotel. OO0 apoMaTHMYEeCKOM TpHPOAES BeIlecTBa
“K” B ero UK-cnekTpe cBUIETEIbCTBOBAIN T10JI0CA B
obsactu 3061 cm~! u pag nosioc B obyactax 1565—
1625, 1475—1530, 660—825 cm~!, u Ha TIpUHAIIEXK-
HOCTb JAHHOTO COeIMHEHUS K apOMaTUYECKUM 3PU-
paM yKaspIBaJIM TIOJIOCHI B oOmacTsax 1294, 1456,
1499 cm~! (mmporpamma 6ubaMoTeK criekTpoB Nico-
let/Aldrich u Pelibs) [30; 31].

Ha puc. 5 npuBeneHsI aicopOILIMOHHBIE TTPOMUIIH,
MoJiydeHHbIe MpH pazaeneHun metogoM BOXKX cme-
cu BemiectBa “K” um N-denun-2-naprunamuHa,
M30JIMPOBAHHBIX U3 KOPHEBBIX 9KCCYIaTOB ropoxa.

KosinuectBeHHbIE MMOKA3aTeNU ISl 3TUX BEILIECTB
Ha puc. 6 B TeUEHUE TPEXCYTOYHOIO IIeP1OoIa HaIIUX
HaOJIIOJEHU CBUIETEIbCTBYIOT 00 M3MEHEHUU MX
coliepXXaHusl B 3KccyaaTax pacTeHU ropoxa Ioj
BJIVSTHUEM MWHOKYJISILMU M YCJIOBUM OCBELICHUS.
boabiie 3THX BellIeCTB B 3KCCydaTax pacTeHUM, poc-
LIMX B TEMHOTE.

Ilepexonst Kk aHanMMU3y OCOOCHHOCTEIH CEKpeLUur
KOPHSIMU Tropoxa KaXI0To M3 M3ydyaeMbIX COeIUHe-
HUiA, ceayeT OTMETUTh, YTO KOJINYeCTBO N-(heHUI-
2-HadTHIaMMHA B pacdyeTe Ha 1 pacTeHME 3aMETHO
BBIILIIE B UX BKCCYATaX B yCJIOBUSIX TEMHOTBI, HETaTHB-
HO BIIMsTIONIe Ha Homy isiiuio [35]. IIpuMedartenbHo,
YTO M3 BCEX BAPMAHTOB HAILIMX SKCIIEPUMEHTOB Hau-
OoJsiee HU3KHKE MOKa3aTe/u COAePXKaHUSI ATOTO Bellle-
CTBa MOXHO OTMETUTH B 1 CYT Y HEMHOKYJIMPOBAHHBIX
pacTeHMit, POCIINX IMPU OCBeleHn U (puc. 6).

IMocne wHOKysAUMU KoJudecTBO N-deHun-2-
HadTUIaMIHA, BBIIEIISIeMOe KOPHSIMH, BO3pacTayio B
1 cyT B 3KccymaTax pacTeHMM KaK IMPpU BbIpallliBaHUU

MMPUKIAAHAA BUOXUMUA U MUKPOBHNOJIOTUA

WX B TEMHOTE, TaK M Ha CBETY, XOTS M B pa3HOI Mepe.
AHanorndHeiii 3p¢peKT MHOKYISIIUN OOHAPYKEH U
Ha CEeKpelLrio KOpHSIMM ropoxa BemrectBa “K”. Xa-
paKTepHO, YTO BO BCE TMEPUOILI HAOIIOACHUS CyM-
MapHOe KOJIWYECTBO CIIOKHOI(MDUPHBIX COCTMHEHMI
o-draneBoil KUcaoThl (Beuiectsa “K”) B akccynarax
3aMETHO MEHBIIIEe IO CpaBHEHUIO ¢ N-(peHmiI-2-Had-
TUJIAaMUHOM (puc. 6).

MKT/pacTeHue (a)
20 T C

1.6 -
1.2
081
04r

0

201
1.6 -
1.2 -
0.8
0.4 r

0

1 2

1 2

Puc. 6. Brusinue ycioBuii ocBelieHUST Ha KOJIMYIecTBO N-
denun-2-HadTunamuHa (a) u BeiectBa “K” (6), Bbiae-
JISIEeMBIX 3a 1 CyT KOpHSIMU HEWMHOKYJIUPOBAHHBIX (/) U
VHOKYJIUPOBaHHBIX (2) Rhizobium pacTeHUit ropoxa B Te-
yeHue 3 cyT HaOJII0IeHUIA.

I, II, III — cooTBeTCcTBEHHO, 1, 2, 3 cyT HabmoneHuii. T —
TeMHoTa; C — CBeT.
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MAKAPOBA wu 1p.

PGBYJ'H)T&TI)I XpoMarorpamMmm (I)CHOJ'H)HI)IX COECAUHEHUU U OCHOBHBIE MTOKA3aTEJI LIBETHBIX peaKL[I/IfI, XapaKTepUu3yrommnx
BBIICJICHHBIC U3 KOPHEBBIX OKCCYIaTOB COCAMHCHU A

DnyopecueHLys Okpacka ¢ peareHTaMu R;
Obpasent V-cper | YO-cBeT+ (g ool AMMHA 4+ | ICK + | Banmmnosbiii|  TILY, XBY,
+ NH; i + Na,CO; | + Na,CO;4 peaktuB  |90:25:4(100:100:1

N-dbenmn- | fpkotem- | YemnuBaet- | Cimabo cepast, | Spko Spko OKpacku HeT 0.82 0.88
2-HapTH- HO-¢HoIe- |cs HasSIPKOM CBETY | CUpeHeBasI | BUILLIHEBAsI
JIAMWH TOBast 10 TEMHO-

KpacHOBATO-

CHUPEHEBOM
BemectBo | Tyckio ko- | be3 usmeHe-| Ceemio-kpac- | AudHO- PozoBo- Okpacku HeT 0.74 0.39
“K” pUYHEBATO- | HU Has XKeJrrast XenTast

¢uoneroBast

Ctunpben | Cunsis Temuo cu- | Tony6osaras, |2Kenarosa- | CBeTiio- CupeHeBaTo- 0.76 0.25
?) HSIST MeHSIoNIascsl | To-cepast | XkenTast CUHSIS

Ha cepoBaTo-

JKENTYIO

Oo111ee comepaHUe B KCCydaTax 00CYyKIaeMbIX
aJUIeIONaTUYEeCKUX COeAMHEHUI KaK Y HEMHOKYJTH-
pPOBaHHBIX, TaAK M Y WHOKYJIMPOBAHHBIX PACTCHUA
MaKCHUMaJbHO Ha 2 CyT OT Hayaja 3KCIIepuMeHTa
(puc. 6). Panee [35] B 3TOT Xe Immepuoid pa3BUTUS Y
pacTeHMit Topoxa HaMW OTMEUYajloch Hadyajao pocTa
JTaTepallbHBIX KOpHel, 0ojiee aKTUBHO pa3BHBAO-
IIUXCS Y MTHOKYJIMPOBAHHBIX PU300USIMU PACTCHMIA.
He uckimodeHo, 4ToO B yKa3aHHBIM TTIepHOI HabJoIe-
HUI 13-3a 3aTpaT SHEPTUH U TUIACTUYECKOTO MaTepr-
aja, CBSI3aHHBIX ¢ HadYaJoM O0O03HAYCHHOTO BBIIIIE
MOPGOJIOTHYECKOTO Mpollecca, YCHICHWE 3KCCyma-
I KOPHSIMH B pr3ocepy HeTaTUBHBIX aJljiejioIa-
TUYECKUE BEIIECTB MOXET ObITh HaIlpaBJieHO Ha
orpaHMYeHUE NX THOULIMPOBAHUS PU30OHUSIMU.

% K KOHTPOJIIO
100 ~
90 |
80 -
70
60 |
50
40 -
30
20
10
0 1 1 1 J
10 20 MKT/MI

Puc. 7. Bausinue pasHbix KoHueHTpauuit @C (MKr/mi
cpefibl), BbIACJIEHHBIX U3 KOPHEBBIX 9KCCYIAaTOB ropoxa,
Ha IpUPOCT 6akTepuit Rhizobium 3a 24 94 B XUIKON MUHU -
MaJibHO# cpene (% K KOHTPOJIO).

KonTtponb — cpena 6e3 ®C, conepxaiasi 6akrepun. [ —
ctibbeH; 2 — BemectBo “K”; 3 — N-dbeHmn-2-Hab -
aMUH.

MMPUKIIAAHAA BUOXUMUA U MUKPOBHNOJIOTUA

Hannsie puc. 7 (1, 2) cBUACTEIBLCTBYIOT O TOM, YTO
N-cdbenmn-2-HapTiaMuH U CIOXHO3(MUPHBIE CO-
eInHeHUsT O-(PTareBoil KUCIOTbl MOTYT Y4acCTBOBATh
B MOJABJIEHUU Pa3MHOXEHUST puiobduit (Rhizobium
leguminosarum bv. viceae). IlpucyrcrBue 3Tux Be-
111eCTB B (p€HOILHOM KOMILJIEKCE KOPHEBBIX 9KCCy1a-
TOB B OIpeJe/ICHHOI Mepe JOKHO CKa3bIBaThCs Ha
YMCJIICHHOCTH pU300uii B puszocdepe 6000BOro pac-
TeHus1. BeposiTHO, CKOPOCTb pa3MHOXEHUST pU300Uii
BOJIM3U KOPHSI paCTeHUSI-X035IMHA 3aBUCUT OT JOJIU B
(beHOTbHOM KOMILIEKCe €r0 KOPHEBBIX IKCCYIaTOB
HEeraTUBHBIX ajljlejonaTuyecKux BellecTB. K Hum
MOXET ObITh MPUYMCIIEHO M OOHAPYKEeHHOE HaMU pa-
Hee B BKCCyJaraxX pacTeHUi ropoxa, POCIIMX B TEM-
HOTe CoeMHEeHUE, TIpeIBapUTeIbHO OTHECEHHOE Ha-
MU K CTWJIBOEHAM [5], KOTOpoe TakKe OKa3bIBaJIO UH-
ruoupymllee AecCTBUE HA Pa3MHOXEHUE PU300UN
(puc. 7, 1). B tabauie npuBeaeHbl HEKOTOPbIE TECTO-
BbIe MOKa3aTe/u, XapaKTepusylolnue JaHHOE COeaU-
HeHHUe, MPUCYTCTBUE KOTOPOTro B BKCCyaaTax ropoxa
B YCJIOBUSIX OCBEIIIEHUSI, @ TAKXKe B 9KCCyaaTax Cou 1
06000B HaMU TOKa HE YCTAHOBJIEHO.

HecMoTpst Ha oO111ee BBICOKOE CoJepXKaHUE B KO-
HeBbIX 3Kccynatax N-deHun-2-HadpTUiaMUHA U
CJIOXKHOR(UPHBIX COEIMHEHUN O-(TajieBOM KMCIIO-
Thl UX HETaTUBHBIN 3(PpheKT Ha pa3zMHOXEHUE pU-
300Mii, BOBMOXHO, OTYaCTM CHUMaeTCs OJjiaromaps
MPUCYTCTBUIO B BKCCyAaTaX KOMIIOHEHTOB, TTOJIOXM -
TeJIbHO BJIMSIIOIIMX Ha JaHHBIN Tpoliecc. TakoBBIMU
MOTYT ObITb U30(DIAaBOHBI [5] U Ipyrre COeANHEHUs
pacTUTENbHBIX 3KCCYIaTOB, METa0OIU3MpPYyeMble U
HCITOJIb3yeMble pU300USIMU B KaueCcTBE TPO(HUUIECKO-
ro Matepuana [7, 8]. TeHaeHIIMY U3MEHEHUSI KOJIn4e-
CTBa CEKPETUPYEMBIX pacTeHUsIMU Topoxa N-heHWI-
2-HaTUIaMUHA U CJIOXHOI(DUPHBIX COETMHEHUN
o-(praseBoil KUCIOTHI (pUC. 6) MOCIe MHOKYISILIUN
pu3obusIMHM, a TakXke IpU pOCTe B YCIOBUSIX
TEMHOTBI, BMECTE C [10Ka3aTeJIbCTBOM HETaTUBHOIO
Ne 4
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BJIMSTHUSI 3TUX BEIIECTB HAa pPa3MHOXEHHE pU300MiA
(puc. 7) oOBACHSIOT IIPUYMHBI 0OHAPYXKEHHBIX HAMU
paHee [5, 6] cHMXKEHUIT POCTOBOII aKTMBHOCTU e-
HOJIBHBIX KOMILIEKCOB, MOJIYYEHHBIX U3 3KCCYIaTOB
KOpHel Tex e pacteHMil. Bce 31O cormacyercs ¢
ITaHHBIMHM padoTt [23—27], CBUIETEILCTBYIOIINMMI O
TOM, 4YTO OOCYKIaeMbI€ BEIlleCTBa SIBJISTIOTCS Hera-
TUBHBIMU aJIJIeJIONaTUYECKUMU COeTUHEHUSIMU, M0~
IaBpiasSoIMA MUKpodopy. Ho mpm aTom B tutepa-
Type UMEETCs Majlo COOOIIeHUI O BbisiBieHUU N-be-
HII-2-apTUIaMUHA U CIIOXKHOI(DUPHBIX COeTUHESHUN
o-(TaneBoii KMCIOThI B PACTUTEIbHBIX OpraHHU3MaXx.
Tak N-dpeHmn-2-HadpTiaMruH HalgeH B opraHax
HAaA3€MHON 4YacTU IISITU BUIAOB BBICIIMX PAaCTEHUU
[32—34], B kyIeTKax Bogopoceit [24], B TKaHSIX BOI -
HOTI'0O pacTeHM U ero 3kccynaTax [26]. Eiie MeHb-
11e MH(MOpMaIMH O BBISIBIEHUHN Y PACTUTEIbHBIX Opra-
HU3MOB CJIOXKHO3(UPHBIX COeIMHEHUI O-(dTaaeBoi
kucaotel (1,2-0eH301MuKapOoHOBast KuciaoTa). B pa-
oore [22] mMeroTcsl CBeICHUST 00 AHTUMMKPOOHBIX
CBOMCTBaxX IMOYTHIOBOTO 3pupa o-(PTajeBoil KUCIO-
ThI, BBIACJIEHHOI'O M3 3€JICHBbIX Bogopocieit Enteromor-
pha linza. Hano 3aMeTuTh, 4TO BbICOKAsi TOKCUYHOCTD
ITUOYTHUIJIOBOTO M JTMOKTHJIIOBOTO 3(pHpoB opTOo-PpTa-
JIEBOI KMCJIOTHI JJIs1 >KUBBIX OPTaHU3MOB JOCTaTOYHO
n3BectHa [www.Chemblink.com].

OOHapyXeHHne HaMH OOCY:KIaeMBIX BEIIECTB B
(dEeHOJILHBIX KOMIUIEKCaX y TpeX BHUIOB OOOOBBIX
KYJBTYp, MO-BUIAMMOMY, SIBISIETCS TIPSIMbIM CBUIC-
TEBCTBOM PACIIPOCTPAHEHUST MX y OOOOBBIX pacTe-
Huii. [TprcyTcTBrEe N3ydeHHBIX COETMHEHM B KOpHE-
BBIX 3KCCyJaTax ITPOPOCTKOB ropoxa, cou M 0000B
MOATBEPKIaeT BO3MOXHOCTb MX YHUBEPCAIbHOU KOH-
Tpoaupymoliei GYHKINUA pu (popMUpoBaHUN 0000-
BO-PU300MATBHOTO0 CUMOMO3a HE3aBUCHMMO OT BUIA
pacTeHUsI-XO3sIMHa.

Wrak, U3 Bcero CKa3aHHOTO BbIIIE CJEAYET, YTO
pOJIb AJIENIONATUYECKMX BELIECTB B PETY/sILIUM WH-
dunmpoBaHus OOOOBBIX PACTEHUN PU300USIMU 3a-
KJTI0YaeTCsl B KOHTPOJIMPOBAHUM KOHLICHTPALIM 3TUX
OakTepuit B pusocdepe. B yacTHocTH, HEeoOXoau-
MOCTb B PEryJisiliuy YMCICHHOCTU 0aKTEepUil B pU30-
chepe KOpHEl pacTeHUSI-XO3SMHA TOJDKHA BO3HU-
KaThb B HeOJIATOMPUSITHBIX YCIOBUSX ST (hDOPMUPO-
BaHUS CUMOMO3a, a TaKXKe I10C/ie MHOKYJISILUUU B
CBSI3M C MTPOIIECCOM Pa3BUTHSI €70 KOPHEBOM CUCTEMBI.
O‘{CBI/UZ[HO, N3Yy4YCHHBIC HAMU COCOAUHCHMUSA, OTHECCH-
HbI€ K HEraTUBHBIM aJUICJIOIIaTUYECKUM BCELICCTBaAM,
MOCPEICTBOM UX BIUSTHUSI HA CKOPOCTb Pa3MHOXEHUS
Rhizobium nMeloT OTHOIIIEHWE K aBTOPETY/ISILAM WH-
duLMpoBaHUsS KOpHel 6000BOro pacTeHus! JaHHBI-
MU OaKTEePUSIMMU.

ABTOpBI TIPUHOCAT 0JIarOIAPHOCTh COTPYAHUKAM
nHctutyrta: H.B. lopodeeBy 3a mpegocraBieHue ce-
MsaH cou, H.Bb. MuranoBoit, T.E. IlyrunuHoi,
A.M. CobeHMHY 3a TEXHUYECKYIO TIOMOIIb ITPU MPO-
BEIEHUU IKCIIEPUMEHTOB.
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Role of Allelopathic Compositions in the Regulation and Development
of Legume—Rhizobial Symbiosis
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Abstract—It was discovered that aromatic compounds isolated from root exudates of three legume species
(Pisumsativum L., Viciafaba L. var. major Hartz, and Glycine max L. MERR) and identified as N-phenyl-2-
naphthyl amine, dibutyl, and dioctyl esters of orthophthalic acid, which are known to work as negative allelo-
pathic substances, are involved in the regulation of legume—rhizobial symbiosis formation after the inocula-
tion of roots with rhizobia under unfavorable conditions for symbiosis.
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