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BgedeHue. KoHueHTpaLmMA NonvaMyMHOB B CMMOUMOTUYECKUX KiybeHbKax HeKoTopbix 6060Bbix B 5-10 pa3 npeBbia-
€T WX KOHLEHTpauMio B ApYruX OpraHax, YTo YKasbiBaeT Ha WX BaxHyl pofib B OPMUPOBaHUM M GYHKLMOHUPOBaHWUM
CMMBMOTUYECKMX KNY6EHbKOB.

Mamepuanel u Memodel. B pamkax faHHoW paboTbl 6bin MPOBeLEH aHanM3 3KCMpeccuu reHoB, Kogupylowmx dep-
MeHTbl BMOCUHTE3a MONMAMUHOB, B CUMBMOTUYECKMX KyOeHbKaX, a TaKKe M3YYeHO BIMAHWUE 3K30MEHHbIX NMOMAMUHOB
Ha KnybeHbKo0bpa3oBaHMe Y pacTeHWIM MMHUK auKoro Thna SGE 1 cumbrnoTnyeckmx MytaHToB ropoxa SGEFix -1 (sym40-1)
n SGEFix -2 (sym33-3).

Pe3ynemamel. bbino nokasaHo, YTO0 OCHOBHOM MyTb CUHTE3a MYTPECLMHA B CUMOMOTUYECKMX KybeHbKax pacTeHui
[OMKOr0 TMNa — aprHUHOBBINA, Toraa Kak y MytaHta SGEFix™-2 (sym33-3) akTMBMpYeTCA TaKMe OpPHUTMHOBBIA MyTb.
O6paboTka KopHeBo# cucTeMbl 0,1 MM pacTBopoM cMecy MoIMaM1HOB NPUBOAMNA K YBESIMYEHMIO CPEAHEr0 Beca KiybeHb-
Ka y pacTeHMi AMKOro Tmna u mytaHta SGEFix™-2 (sym33-3).

3aknoyenue. Takum 06pa3oM, NOMaMUHbI, AENCTBYA, NO-BUAUMOMY, YEPe3 3TUEH, BAUAIOT Ha GYHKLMOHMPOBaHWE
MepUCTEMbI KNy6eHbKOB.

KnioyeBble cnoBa: pacTMTENIbHO-MUKPOOHLIE B3aUMOLENCTBUSA; pa3BUTUE CUMOMOTMYECKOTO Ky6eHbKa; MoMaMuHbl;
NYTPECLMH; CNEPMUANH; CIEPMMH.
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Analysis of the expression of polyamine biosynthesis
genes in nodules of the garden pea (Pisum sativum L.)
and the effect of exogenous treatment with
polyamines on their development
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BACKGROUND: Polyamines are acting as signaling molecules during adaptation to stressful environment and as
regulators of plant development. In plants, polyamines are represented mainly by putrescine, spermidine and spermine.
The concentration of polyamines in symbiotic nodules of some legumes is 5-10 times higher than in the other organs, which
indicates their important role in the formation and functioning of symbiotic nodules.

MATERIALS AND METHODS: We analyzed the expression of genes encoding polyamine biosynthesis enzymes in symbi-
otic nodules, as well as the effect of exogenous polyamines on the nodule number and the average nodule weight in wild-type
SGE plants and symbiotic pea mutants SGEFix -1 (sym40-1) and SGEFix"-2 (sym33-3).

RESULTS: The comparable expression level of arginine decarboxylase gene (PsADC) was observed in all ana-
lyzed nodules, whereas the expression level of ornithine decarboxylase gene (PsODC), was highly increased in nodules
of SGEFix™-2 (sym33-3) mutant. Treatment of the root system with a 0.1 mM solution of polyamines mixture led to an increase
in the average weight of the nodule in wild-type plants and in the SGEFix™-2 (sym33-3) mutant plants.

CONCLUSIONS: It was shown that the main pathway of putrescine synthesis in wild-type pea symbiotic nodules is the
arginine pathway, while the ornithine pathway is probably associated with activation of plant defense reactions. Polyamines
acting, apparently, through ethylene, affect the functioning of the nodule meristem.

Keywords: plant-microbial interactions; symbiotic nodule development; polyamines; putrescine; spermidine; spermine.
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[EHETUHECKME OCHOBBI

3BOMOUMNA 3KOCUCTEM
BBEJEHUE
MonnaMmnHbl — HU3KOMONEKYNAPHbIE OpraHnYecKkue

KaTWMOHbI, HaldeHHble BO BCEX MMBbIX opraHusMax [1].
B pacTeHuAx nonvaMmHbl M3y4alTCA KaK CUrHasbHble Co-
e[VHEHUA NpU afanTauuy K HeraTUBHOMY BO3[EWCTBUIO
OKpYMKaloLLen cpefibl, U KaK perynatopbl pocTa U pasBu-
TMA. B pacTeHuAxX nonvamMuHbl NpeacTaBfeHbl, B OCHOB-
HOM, AVMaMWHOM NYTPECLMHOM, TPUAMUHOM CMEPMULUHOM
U TeTpaMMHOM crepMUHOM. OHM BCTPeYaloTcA B KNETKe
B CBO60AHOM dopMe MM B BUAE KOHBIOraToB, CBA3AHHbIE
C GEeHONMbHBIMM KUCNOTaMU U OPYrUMU HU3KOMOMERYNAp-
HbIMU COEAMHEHUAMM, WU C MaKpPOMO/EKYNaMK, TaKUMM
KaK 6eNikM 1 HyKNEeWHOBblE KUCNOTHI [2].

BuocuHTE3 NoAMaMUHOB MHULMMPYeTCA ¢ 06pa3oBaHuA
[AMaMUHa nyTpecumHa. Y MnekonuTawwumx U rpubos ny-
TpecumH GopMMpYeTCA U3 OPHUTMHA B peakuum, Katanu-
31pyeMolt OpHUTUHAEKap6oKcMna3on. OfHaKo B pacTeHMAX
1 baKTepMAX CyLLeCTBYET anbTepHaTUBHbLIN NyTb 06pa3oBa-
HUA NyTPecuMHa, KOTOPbIN CUHTE3WUPYETCA M3 apruMHMHA
B peaKLuK, KaTann3vpyemMon apruHmMHaekapbokcunason.

AprvHuHOBbLIN NyTb 6MOCKUHTE3A ABNAETCA OCHOBHBLIM
InA 6oMblUMHCTBA pacTeHuit. MNonmaMuHel, 0bpasywoLimecs
U3 apruHMHa, B OCHOBHOM, Y4acTBYIOT B MpoLeccax pac-
TAMKEHUA KNETOK U afanTaumMm pacTeHU K abuoTUyeckum
cTpeccaM [3, 4]. MonuamuHel, 06pasyloLLyeca U3 OPHUTUHA,
UrpaT posb B NPONQepaLmm KNeToK B aKTUBHO PacTyLLuX
pacTUTeNbHbIX TKaHAX. [pegnonaraeTca, YTo OpPHUTUHE-
KapboKcunasa NnoKanM3oBaHa B OCHOBHOM B LMTOMIa3Me,
TOrja Kak apruHuHaexapbokcunasa — B TUMAKOMAOHBIX
MeMbpaHax xnoponnactos [5-8].
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MyTpecumH obpasyeTcs Yepe3 NPOMEHKYTOYHOE BELLLECTBO
arMaTuH, KOTOPOEe CUHTE3WpYeTCA M3 apruHuHa (puc. 1).
3aTeM nyTpecuMH TpaHCHOPMUPYeTCA B CMEPMUIMH
M CMEepMWH NyTeM MOC/ef0BaTeNbHOr0 MepeHoca amu-
HOMPOMNWAbHBIX TPYNN  OT [AeKapboKCMIMPOBAHHOMO
S-afleHO3U/IMETUOHMHA, KaTanu3vpyeMoro cnepMUauH-
1 cnepMUHcKMHTa3amu (puc. 1). AMMHONPONMAbLHbIE FPynMbl
06pasyloTcA M3 METMOHMHA, KOTOPbIV CHaYana npeBpaLL,aeT-
Al B S-afieHO3WUNIMETUOHMH, a 3aTeM JeKapboKkcunupyerca
B peaKuuu, KaTtanum3umpyeMon S-afgeHO3WIMEeTUOHWH fe-
Kapbokcunason (puc. 1). S-afeHO3UIMETUOHUH — npeg-
LIECTBEHHWK KaK MOMaMM1HOB, Tak 1 3TuneHa [9].

B pacTeHuAx nonuamuHbl BOBNEYEHbl B [AeNeHue
W PaCTAXEHWUE KNETOK, pu3oreHes, MopdoreHes, LBeTe-
Hue, co3peBaHue nnogos [10] u crapenue pactenun [11].
Monuamunel MoryT ctabunmsuposats [OHK, PHK, xpomatuH
W KNeTouHble MeMbpaHbl, bnaroaaps cBoen cnocobHocTU
CBA3bIBaTbCA C OTPMLLATE/ILHO 3aPAMKEHHBIMU MOJIEKYIaMU
1 MHMMOMPOBATL NEpPeKMCHOe OKMCeHne nunuaos [12, 13].
Bbbino nokasaHo, 4To 06paboTka pacTeHuit cnepMUANHOM
WY CNepMUHOM NpeaoTBpaLLaeT noTepio xnopodunna, cra-
6UNU3MpyeT MONEKYNAPHBIN COCTaB TUNAKOUAHBIX MeMbpaH
W 3a[iepK1BaeT cTapeHue [14].

KneTouHbI roMeocTas nonvaMUHOB NOAAEPHMBAET-
CAl B3aUMHbIMK MepexofamMu ofHOM $opMbl NOSMaMUHOB
B OpYrylo, KOTOpble KaTanuaupywTtca GepMeHTaMu nonu-
aMVHOKCMAA30M U OMaMUHOKCKMAA3ouM. Takue depmeHTa-
TUBHbIE peakLMK MPUBOLAT K KaTabonuaMy nonMammHoB,
a Takxe K o0bpa3oBaHuIo MepoKcuaa BOAOPOJA B Kaye-
cTBe 0fHoro m3 npogyktoB [15, 16]. [mamuHokcupasa,
ncnonb3yiowan Cu?* u nupuaokcansdochar B KadecTse
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Puc. 1. MNytb 61ocHHTE3a NOMaMUHOB B pacTeHusAx. OnucaHue ctaguii u depMeHTOB [JaHO B OCHOBHOM TEKCTeE
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KopaKTopoB, KaTanu3upyeT obpa3oBaHMe MepoKcMAa Bo-
[0p0Aa, aMMMaKa U 4-aMuHobyTaHanA W3 nmyTpecumHa.
lMonnaMWHOKCKMAa3a, CBA3aHHAA HEKOBANEHTHbIMW CBA-
3AMM ¢ GnaBUHALEHVHAVHYKNEOTUAO0M, MOMKET OKUCIATb
CnepMUAVMH U CnepMuH ¢ 06pa3oBaHmeM 4-aMuHobyTaHanA,
3-aMmuHonponun-4-aMuHobyTaHansd, 1,3-guaMuHonponaHa
M nepokcupa Bogopoga [15, 16]. MonnaMuHbl TakKe MH-
ayumpytot cuute3 NO [17]. 3To cBUAETENbCTBYET 0 BaxK-
HOM POMM 3TUX COEAMHEHMI B MeTabonmMaMe aKTUBHbIX
dopM Kucnopoga v asota. Kpome Toro, 6bi0 MoKasaHo,
UTO MYTPECLMH MOXKET YCUAMBATb UMMYyHHbIE OTBETHI, 3a-
MyCKaeMble MaToreH-accoLMMPOBaAHHBIMU MOJEKYAPHBIMM
naTTepHamMu, NpPMBOAA K MOBBILEHWI0 YCTOMYMBOCTU pac-
TEHWUW K 60NE3HAM, BbI3bIBaEMbIM BaKTepuanbHbIMM MaTo-
reHamm [18].

C MCcnonb3oBaHWEM FEHETUYECKOro noaxona, TpaHc-
KPUNTOMUKU 1 MeTabonoMuKK BbinK BbIABMEHBI KNlOue-
Bble QYHKLMM pasiMyHbIX NONMAaMMHOB B MpoLeccax pas-
BWTUA, OT LiBETEHWA [0 CTapeHWA, a TaKkkKe B perynauum
YCTOWYMBOCTM PacTeHU K cTpeccaM. B nocnegHue rogpl
MHOrMe uccnenoBaHuaA bbin cocpefoToYeHbl Ha BAUAHUM
3K30rEHHbIX NMOMMAMMHOB Ha POCT U Pa3BUTUE N/IOL0BbIX
W OBOLLHbBIX KyNbTyp UM MOLeNbHbIX pacteHun [19-24].
Cetyac Bce bonee MoNynApHbIMU CTAHOBATCA MOMbITKM
YBE/IMYEHUA BbIPAOOTKU 3HAOTEHHLIX MOMMAMUHOB MO-
CPeLCTBOM reHeTUYECKUX MaHunynAuui. 0fHaKo Ao cux
Mop B 3HAYMTENbHOW CTENEHW HEM3BECTHO, KaK bUoCKHTe-
TMYECKME U KaTabonmyeckue MyTu NOAMAMUHOB perysu-
PYIOTCA Ha TPAHCKPUMNLMUOHHOM, TPAHCIALMOHHOM M MOCT-
TPaHCKPUNLMOHHOM YpOBHAX. MeTtabonuueckuin nyTb
MoNMaMUHOB CBA3aH C NMyTEM MPOMEXYTOYHOro MeTabo-
/IM3Ma a3oTa 1 ApyruMK CoeAUHEHUAMM, 3aLLMLLAIOLL UMK
0T CTpecca, FOPMOHAMU U CUTHaNbHLIMU MoneKkynamu. He-
06X04MMbI fanbHeNLWmne uccnefo0BaHns, YTobbl packpbiTh
TOYHBIW MeXaHW3M HaKOMMEeHWA MOAMaMUHOB ANA MOBbI-
LIEHNA YCTOWYMBOCTM pPacTeHUN K CTPeccy M perynauum
ux pocta. MHoroe npeAcToMT y3HaTh 0 MeTabonMyecKux
OTHOLLEHMAX ME¥AY NonMaMUHaMKU M GUTOropMOHaMK
BO BpPeMA pocTa W pa3BUTUA pacTeHWUM, 0CobEHHO 0 B3a-
MMOCBA3M MeXay NoMaMmMHaMu 1 3TuneHoM. Monyyerue
TPAHCTeHHbIX PacTEHUN C M3MEHEHHbIM MeTabonn3mMoM

Ta6bnuua 1. PacTutenbHbIN MaTepuan, MCNonb3yeMbii B paboTe
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NoAMaMUHOB NpeACTaBAfeTcA IQPEKTUBHBIM MHCTPYMEH-
TOM /11 U3y4eHUA PU3N0NOrNYECKUX YHKLUIA NoAMaMm-
HOB Y BbICLUMX pacTeHun [25-27].

[na cumbuoTnyeckon cuctembl Medicago truncatula -
Sinorhizobium meliloti 6bIn0 NoKasaHo, 4YTo NePOKCUL, BOLO-
pofa, NpoAyLMpYyeMbIi B NpoLiecce Katabonnama nonvamu-
HOB, y4acTBYeT B MHrMOMPOBaHUM AaHHOIO cMMOMo3a [28].
B T0 ke BpeMA KnybeHbKM 6060BLIX HaKanaMBawT Mo-
NIMaMUHbI B KOHLEHTpaLMAX, KoTopble B 5-10 pa3 npeBbi-
LUAIOT TaKoBble B KOPHAX MM nncTbax [29]. B knybeHbKax
Lotus japonicus aKcnpeccusa reHoB, Y4acTBYIOLLMX B CUHTe-
3e CMepMMAMHa, CNepMmUHa M NyTpecuuHa, MHOYLMpYeTCA
Ha paHHUX CTaAMAX Pa3BUTMA KNyBEHBKOB M CHUMKAeTCA
C BO3pacToM, B TO BPeMSA KaK MoMaMMHbI HaKanMBaloTCs
MOCTENEHHO MPX CO3pPeBaHUM KNybeHbKOB, YTO, BEPOATHO,
CBUIETENBCTBYET 06 MX PO B AeNieHun U auddepeHLm-
POBKe K/ETOK KybeHbKa, a TaKkke 0 Apyrux QyHKUMSX,
CBA3aHHbIX € ¢uKcaumen asoTa [30, 31]. Ponb nonMamMuHoB
Ha paHHUX CTagUAX UHPEKLMM, UX BAUAHUE Ha PerynaLmio
pasBUTUA KnybeHbKa M 3QPEKTMBHOCTb a30TPUKCALMM,
a TaKKe BNIMAHME NOSIMaMUHOB Ha baKTepuanbHoro napTHe-
pa anA pas3nuyHbix 6060BbIX (L. japonicus, Galega orientalis,
M. sativa n M. truncatula) ocBAlLeHbl feTanbHO B 0630pax
[32, 33].

Llene daHHOU pabomel — BbiABNEHWE POAM NONMAMM-
HOB Ha MO3AHMX CTaaMAX GOPMUPOBAHWS U B GYHKLIMOHM-
POBaHUM CUMOMOTUYECKMX KNYOEHBKOB rOpoXa MOCEBHOTO.
[ns 3toit uenu yoobHLIMM MoLenaMu ABNAIOTCA CUMBWO-
TUYECKME MYTaHTbI FOpOXa, N03BONAIOLLME U3YYaTb KaK y4a-
CTMe NO/IMaMMHOB B npoLieccax GopMUpoBaHKSA KNybeHbKa,
TaK U B 3alLMTHbIX OTBETAaX pacTeHWA npu $HopMUpPOBaHUK
HeadPeKTUBHOro cuMbMo3a.

MATEPUAN U METOAbI
WCCNEOOBAHUHA

PactuTenbHbIit MaTepuan u wWtaMM baKTepuii

B wuccnegoBaHMM 6biM MCMOMb30BaHbl  MyTaHThI
SGEFix™-1 (sym40-1) n SGEFix-2 (sym33-3), dopmupyio-
wue benble HeaddeKTUBHbIE KNybeHbKM [34], U ncxoaHanA
nunHmua SGE [35] u3 Konnekuun OFBHY BHUUCXM (tabn. 1).

JInHuM MyTaHTHaA annenb OeHotvn Ceblnku
SGE [ukuin Tun [35]
SGEFix™-1 sym40-1 IMnepTpodmpoBaHHble MHPEKLIMOHHBIE Kanu, aHOMarbHble [34, 391
baKTepom/bl; HaKoM/IeHWe NepoKcuaa BOLOPOAA, OKUCIU-
Te/bHbIV CTPECC, paHHAA Aerpajaumsa CUMOMOTUYECKUX
CTPYKTYp
SGEFix™-2 sym33-3 «3anepTble» MHPEKLMOHHbIE HUTM, OTCYTCTBME UHPEKLIMOHHBIX [34, 36, 37]

Kanesb 1 BbixoZa 6aKTepuit; B pefikux cyyasx Habnioaaetcs
dopMMpoBaHMe MHOEKLMOHHBIX Kanesb U BbIX0d, baKTepuid;
HEYeTKO BbIpaXeHHbIN

(leaky) peHoTHN
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Bnok pa3suTua knybeHbKoB y MyTaHTa SGEFix™-1 (sym40-T)
NPOMCXOAMT Mocne Bbixoda 6aKTepuit B pacTUTesbHYIO
KneTry [34]. B knybeHbKax MytaHTa SGEFix™-2 (sym33-3)
(opMupyloTCcA pa3BeTBNEHHbIE MHPEKLIMOHHBIE HUTH, U3 KO-
TOPbIX HE MPOUCXOAMT BbIXOS, 6aKTepuiA B LMTONMA3My pac-
TUTENbHBIX KNETOK, HO B OTAE/bHbIX KNeTKax hopMupyloTcA
MHGEKLMOHHbIE Kannu [36] v Bbixog, 6aKTepuin MOMKET Npo-
ncxoauTb [34, 37]. PacteHua ObIIM MHOKYNMPOBaHbI LUTaM-
MoM Rhizobium leguminosarum bv. viciae 3841 [38]

Ycnosusa BbipawMBaHua u cbop Matepuana
JNA aHanusa

CeMeHa CTepun130BannCh KOHLEHTPUPOBAHHON CEPHOM
KUCNOTOM B TeyeHMe 15 MUH U NpOMBIBANMUCh CTEPUIIBHOM
Bogon 10 pas. PacTeHus ObiM BbIPaLLEHbl B NAACTUKOBBIX
cocymax, cogepawmx 100 r cTepunbHOro BEPMUKYINTA,
B KNMMaTuyecKol kamepe MLR-352H (Sanyo Electric Co., Ltd.,
Mopuryuu, AinoHna) B pekuMe aeHb/Houb 16/8 u, 21 °C,
OTHOCUTENIbHOW BRarHOCTU 75 %, ocseleHHocTn 280 MKM
dotoHoB M2c™!. [1nA nonmBa pacteHuit ucnonb3oBanm 6es-
a30THbIM nNuTaTenbHbl pacTteop [40]. [lnA aHanusa akc-
npeccum reHoB KnybeHbky (¢ 10 pacTeHmin) bbinn cobpaHbl
yepes 2 u 3 Heg, nocne uHorynAuum (HIN).

06paboTKy KOpHEBbIX CUCTEM MPOPOCTKOB Fopoxa cMe-
cbio monuamuos (0,1 MM nmyTpecumHoM, cnepMUAMHOM
¥ CnepMUHOM) NPoBoAUIM Yepe3 40 Y nocne UHOKYNALMK.
B nanbHenweM obpaboTka noBTopAnack Yepes AeHb. Coop
MaTepuana AnA aHanv3a BAUAHUA NMOMMAMMHOB Ha Kny-
beHbKoobpa3oBaHue npom3ssoamau vepes 2 HIN.

MNLUP-aHanu3 B perkuMe peanbHOro BpeMeHu

CobpaHHble KnybeHbKM FOMOrEHM3MPOBAIUCL B HIOKOM
asote, BblgeneHve PHK npoBogunm cornacHo npotokony
PureZol Isolation Reagent (Bio-Rad, CLUA). KoHueHTpauuio
1 KayectBo ToTanbHon PHK onpegenanu ¢ noMolbio cucre-
Mbl 3/71eKTpodope3a Ha MUKpOUMNax [SIA UCCe0BaHNUA Hy-
KnemHoBbIX KucnoT MultiNA (Shimadzu Corporation, AnoHus).
Cuntes KOHK n3 1,5 MKr ToTanbHon PHK, o6paboTaHHoM
[HKasoii I, ocywectenanm ¢ nomowpbio RevertAid Reverse
Transcriptase (MBI Fermentas, /IuTBa) B aBTOMaTU4eCKOM
amnnndukarope C1000™ Thermal Cycler (Bio-Rad, CLUA).
OtHocuTenbHbin [LUP-aHanu3 B pekume peanbHoro BpeMe-
HW NpoBoAMAM C mucnonb3oBaHueM iQ SYBR Green Supermix
(Bio-Rad, CLLIA) no npoToKony B aBTOMAaTMYeCKOM aMnndu-
Kkatope C1000™ Thermal Cycler, coBMeLLLEHHOM C ONTUYECKUM
moaynem CFX96™ Real-Time System (Bio-Rad, CLLIA). YposeHb
3Kcnpeccumn paccumtbiBanu metogoM 2-AACT ¢ mcnonb3oBa-
HueM pedepeHcHoro reHa PsGapCl (L07500.1) [41]. OuzaiH
npariMepoB NPOBOAM/IN C NOMOLLbIO NPOrPaMMHOro obecreve-
Hua VectorNTI Advanced 10 (Invitrogen, CLUA). Pe3ynbTarsl sKc-
NepuMEHTOB 6binv 06paboTaHbl C MOMOLLBI0 CTaTUCTUYECKUX
MeTO0B C WCMO/Mb30BaHWEM Cpefbl NporpaMmupoBaHuA R
¥ nporpammel GraphPad Prism. CTatcTyecku 40CTOBEpHbIE
pasnumMA OMpeaensny ¢ UCNoIb30BaHUEM ABYX(aKTOpHOro
[ZMCNepcroHHoro aHanmsa (p < 0,05).
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PE3Y/IbTATbI

AHanus sKkcnpeccum reHoB, KOAUPYIOLLUX
¢epMeHTbI, yyacTByioLL e B CUHTE3E
No/IMaMUHOB, B KNyb6eHbKax IMHUM [UKOro
tuna SGE u mytaHToB SGEFix™-1 (sym40-1)
n SGEFix™-2 (sym33-3)

Y pacTeHwit AMKOro TMNa B TpeXHeAeNbHbIX KNybeHbKax
YPOBEHb TPaHCKpUNTOB reHa PSADC, Koauvpyloliero apru-
HUHIEKapbOKCcMNasy, CHUMKANCA MO CPABHEHWIO C TaKo-
BbIM B [BYXHe[eNbHbIX KnybeHbKax (puc. 2, a). Y MyTaHTOB
SGEFix™-1 (sym40-T) n SGEFix™-2 (sym33-3) TaK e Ha-
61104aN0Ch CHUMKEHUE YPOBHS TPAHCKPUMTOB C BO3PacToM,
KaK 1 y AMKoro Tuna. TeM He MeHee YpoBEHb TPaHCKpUN-
T0B PSADC y mytaHTa SGEFix™-1 (sym40-1) 3HaunTenbHo
npeBbILLan TaKoBOW Yy AMKOMO TUMA Ha BCeX CPOKax aHa-
Nn3a, B TO BpeMA Kak y MyTaHTa SGEFix™-2 (sym33-3) ypo-
BeHb TpaHcKkpuntoB PSADC He oTnnyanca oT AMKOro tuna
(puc. 2, a).

Y pacTeHWi OMKOro TvNa ypoBeHb TPAHCKPUMTOB reHa
Ps0DC (puic. 2, b), KooupytoLiero opHATUHAEKapboKcuna-
3y, He M3MEHSNCA C BO3PacTOM, B OT/IUYME OT MYTaHTHBIX
KNybeHbKOB, e YpOBEHb 3KCMPECCUM B TpEXHELEeSNbHbIX
KnybeHbKax 6bin HUKe, YeM B ABYXHeAenbHbIX. Mpu aToM
B [ABYXHeLe/bHbIX KiybeHbKax MyTaHTa SGEFix™-2 (sym33-3)
Habno[anoch aKTUBHOE HaKOM/IEHWEe TPAHCKPUMTOB reHa
Ps0DC (puc. 2, b).

YpoBeHb TpaHcKpunToB reHa PsSPDST, KoampyloLero
CMNepMUAMHCUHTA3Y-1, He WU3MEHANCA B TPEXHELESbHbIX
Kny6eHbKax no cpaBHEHMIO C ABYXHELENbHBIMW Y BCEX NpO-
aHanM3MpoBaHHbIX reHOTUNOB (puC. 2, C), 0AHAKO YPOBEHb
IKCMPECCUM AaHHOro reHa y MytaHToB SGEFix™-1 (sym40-T)
n SGEFix™-2 (sym33-3) 6bin Bbilwe, YeM y OMKOrO Tvna
Ha BCex CpoKax aHanu3a.

YpoBeHb TpaHCKpUNTOB reHa PsSPDSZ (cnepMuAauH-
CMHTa3a-2) CHUMa/CA NO CPABHEHMIO C TAKOBLIM B ABYX-
HefenbHbIX KnybeHbKax (puc. 2, d) Bcex TeHOTMMOB.
Kak u B cnyyae PsSPDST, ypoBeHb 3KCMpeccUU [aHHOr0
reHa B ABYXHedenbHbIX KnybeHbkax MyTaHToB SGEFix -1
(sym40-1) v SGEFix™-2 (sym33-3) 6bin BhllLe, YeM Y AMKOTO
TMna.

YpoBeHb TpaHckpuntoB reHa PsSAMDC, konuvpyoLle-
ro S-afleHo3U/IMETUOHUH JeKapboKCKiasy, BOBNEYEHHYIO
B MPOMEXKYTOYHbIVA 3Tan CUHTE3a CepMUAMHA, Y MYTaHTOB
6bi/1 NOBLILIEH NO CPABHEHMIO C AWKMM TUNOM (pUc. 2, e).
Y MytaHTa SGEFix -1 (sym40-1) ypoBeHb TPAHCKPUNTOB reHa
PsSAMDC ysenuumBanca ¢ Bo3pacToM KiybeHbKOB B OT-
JIMuMe 0T OMKOro TMna M y MytaHTa SGEFix -2 (sym33-3)
(puc. 2, e).

TpaHckpunTbl reHa PsSPMS, Koaumpylowiero cnepMumH-
CMHTa3y, He [LeTEKTMPOBA/NCh Ha BCEX CPOKaX y BCeX aHa-
JIM3UPYEMbIX FEHOTUMOB.
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Puc. 2. YpoBeHb OTHOCUTENBHOM SKCMPECCUM FeHOB BUOCUHTE3a NONMaMUHOB: @ — reHa PSADC, KoaumpyloLLero aprHMHAeKapboKcunasy;
b — reHa PsODC, KonupyloLiero OpHWUTMHAeKapbokcunasy; ¢ — reHa PsSPDSI, Koaupylowlero cnepMuUaMHCUHTasy-1;
d — reHa PsSPDS2, koompyloLuero cnepMUaMHCHUHTasy-2; e — reHa PsSAMDC, kogupylollero S-aaeHo3unMeTMOHWH LeKapboKeunasy
B [BYX- M TpexHedeNbHbIX KnybeHbKax ropoxa noceBHoro Avkoro Tuna SGE u mMytaHtoB SGEFix™-1 (sym40-1) n SGEFix™-2 (sym33-3).
* — BHYTPM FeHOTUMa NpY CPABHEHWM C ABYXHEAENbHBIMU KNybeHbKaMK; ** — oT NMHWK auKoro Tuna SGE Ha cpoke 2 Hed,. mocre UHo-

*kk

Kynsaumum (2 HNW);

AHanu3s Kny6eHbKoob6pa3oBaHUA Y TUHUK
Aukoro Tuna SGE n mytantoB SGEFix -1
(sym40-1) n SGEFix™-2 (sym33-3) nocne
06paboTKM NonMaMMHaMm

Y pacteHuin gukoro TMna uy MyTaHTa no reHy SGEFix™-2
(sym33-3), B otnnume ot MyTaHta SGEFix™-1 (sym40-1),
Habniojanocb yBenuueHWe CpeaHero Beca KnybeHbKa
npw obpaboTke cMecbio 0,1 MM nonvammHos. Mpu 31oM 06-
paboTka He BAMANA Ha yMcno 06pa3oBaHHbIX KybeHbKOB
HW Y 0OQHOr0 M3 UCCNeAYeMbIX FeHOTUNOB (Tabn. 2).
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— OT IHMK guKoro Tuna SGE Ha cpoke 3 Hea. nocne uHorynaumu (3 HMW); p < 0,05

OBCYHOEHUE

PaHee anA ropoxa noceBHOro b0 MoKasaHo, YTo ap-
rMHUHOEKapboKcKna3a 0TBETCTBEHHA 33 BUOCUHTE3 NyTpec-
LMHa B 3aBA3AX, NN04aX U INCTbAX. AKTUBHOCTb apruHUH-
LeKapboKcunasbl Ha paHHMX CTaAMAX Pa3BUTMA MNOLOB
KOpPeMpYeT ¢ BbICOKMMU YPOBHAMM 3Kcrpeccuu reHa PSADC
B ObiCTpOpacTyWmxX TKaHAX [42]. MOBLIWEHHLIA YpOBEHb
TpaHcKpunToB reHa PSADC (puc. 2, @), BbIABNEHHbIV B LaH-
HOM UCCNefoBaHWUK B ABYXHeAeNbHbIX Ky6eHbKax ropoxa
[MKOr0 TUNa, MOMKET BbITb CBA3aH C aKTUBHBIMU NPOLLECCaMM
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Tabnuua 2. AHanu3 BIMAHMA 3K30reHHO 06paboTKM cMeckio 0,1 MM NoiMaMUHOB Ha Ky6eHbKO06pa30BaHMe Y pasHbIX FeHOTUMOB ropoxa

CpeqHwii cyxoii Bec KnybeHbKa, Mr

Yuncno KnybeHbKoB, LUT.

leHoTUn KOHTPO obpabotka 0,1 MM pactBopoM KOKTDOA obpabotka 0,1 MM pactBopoM
nof1aMmHoB nof1aMmHoB
SGE 0,143 + 0,025 0,192 +0,010 * 81,5+ 10,7 76 +10,5
SGEFix™-1 (sym40-1) 0,037 + 0,003 0,034 + 0,001 94+ 12 100,8 £ 13,5
SGEFix™-2 (sym33-3) 0,088 + 0,007 0,172 + 0,008 ** 14,2 +1,3 15,1+ 1,0

*

HbIX CMecblo nosMammHoB (* p < 0,05, ** p < 0,0001; Tect Cnaaka).

AnddepeHLMpPoBKA MHOMLMPOBAHHBIX KNETOK, COMPOBO-
¥aeMou yBenmyeHmeM pasmepoB KneTku [43]. Y L. japonicus
MaKCUManbHbIi ypoBeHb TpaHckpunToB LADC w LjODC Ha-
bnioganca B Monogbix 10-aHeBHbIX KNybeHbKax, B Aanb-
HeMWweM HabniAanoch CHUMKEHUE YPOBHEN TPaHCKPUMTOB
3TUX TeHOB C yBenMyeHWeM Bo3pacTa KnybeHbkos [30].
Mpu aToM Habniopganacb KOPPenAUMA 3KCMPeccuMu reHoB
LjODC v LjADC c skcnipeccuen LjCycD3, KoavpyloLwero um-
KnmH D-tuna. B pactenuax umknuubl D-Tuna yuvacteyloT
B KOHTPOJIe KNETOYHOIO LIMKNA, a TaK*Ke B ApYrux nporpam-
Max pa3BuTUA pacTeHua [44]. OueBMAHO, YTO MOAMAMUHDI
CKOpee Y4acTBYIOT B pa3BUTUM KNybeHbKOB L. japonicus, YeM
B npoLiecce ¢pUKcaLmMm a3oTa, NOCKONbKY TPAHCKPUNTHI FeHa,
KOAMPYIOLLEr0 HUTPOreHasy, 06HapYHKMBAIOTCA Ha BbICOKUX
ypoBHsAX TosbKo Yepes 2 HIW [30].

YBenuueHune skcnpeccum reHa PsADC y MyTaH-
1a SGEFix™-1 (sym40-1) (puc. 2, a) MoeT bbITb CBA3aHO
C HaKOM/IEHMEM NepoKcuaa BOAOPOAA U OKUCIUTENBHBIM
CTPeccoM, NpOoTeKaloLWwmMM B 3TUX KnybeHbKax [39]. KaTabo-
/I3M MO/IMaMUHOB NMPUBOAUT K 06pa30BaHMI0 NepoKcMAa
BOJOPOAA M aKpONieMHa, TakUM 06pa3oM, NosiMaMmHbl Mo-
TEHUMANbHO MOTYT BbITb MPUYMHOM MOBPEMIEHUA KNETOK
B cTpeccoBbIX ycnosuax [19, 16, 45]. OgHako nepokcvg, Bo-
[l0poJa TaKkKe ABNAETCA CUrHANbHOW MOMEKYNONW, KoTopas
MOKET aKTMBMPOBATb CUCTEMY aHTMOKCUOAHTHOW 3aLLMTbI
pacTeHun [46]. [encTBuTeNbHO, IUCTA Zea mays, npeaBa-
puTenbHO 06paboTaHHble CMEPMUMHOM U NMYTPECLIMHOM, Mo-
Ka3blBanu MOBbILUEHHYK YCTOMYMBOCTb K OKUCIUTENBHOMY
CcTpeccy, Bbl3BaHHOMY napaksaToM [47]. 06paboTKa 3K30reH-
HbIM CMEPMUAMHOM 3HAUUTENIBHO YBENMYMBANA COAEpPHKa-
HWe CNepMUAMHA U CEPMUHA M CHUMKasa COLEepKaHue ny-
TPeCLMHa B KOpPHAX MPOpoCcTKoB Cucumis sativus B yCNOBUAX
TMNOKCUYECKOr0 CTpecca. 3TM M3MeHeHWUA BbinK CBA3aHbI
C MOBBILLEHHON aKTUBHOCTbIO aHTUOKCUAAHTHBIX HepMEHTOB
Y MEHBLUUM NMEPEKMCHBIM OKMUCIEHUEM MEMOpaHHbIX UMNK-
[l0B, YTO B MUTOre NPUBOAMIO K MOBBILLEHWI0 YCTOMYMBOCTH
PacTeHU K runokcum [48, 49]. TakuM obpa3oM, BEpPOATHO,
MONMAMUHBI CITyKaT PerynatopaMu OKUC/IMTENbHO-BOCCTa-
HOBUTE/IbHOI0 FOMeOCTasa W UrpakoT ABOWHYI0 POSib B OKMC-
NnTeNbHOM cTpecce pactelun [50, 51].

CnefyeT TaKe OTMETWTb, YTO MOMMAMMHBI y4yacTBy-
10T B 3alUuTe pacTeHUM OT NATOreHHbIX MUKPOOPraHU3MOB.
Bbino norasaHo, 4To 06paboTKa K30TEHHBIM MYTPECLMHOM
npopocTKoB Arabidopsis thaliana Bbi3blBaeT TaKMe 3aLLMTHbIE
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, ** — CTaTUCTMYECKN [OCTOBEPHbIE OT/INYMA B CPELHEM BECE CYXOro KNY6eHbKa Y KOHTPObHBIX PacTeHUi 1 pacTeHuit, 06paboTaH-

PeaKLMU KaK OT/I0MEHUE Kanno3bl 1 NOBbILLEHWE IKCMIPeccUm
HECKO/IbKUX MapKepHbIX MEHOB NaTTepH-aKTUBMPOBAHHOMO
MMMYHUTETa. 3TV OTBETHI 3aBMCUMbI OT MEPOKCMAA BOAOPOAA
n HALLOH-oKcaas, TakuM 06pa3oM NoaTBepKaan, YTo aKk-
TMBHble (OpMBI KMCIOpOa ONoCpeytoT Nepeaady CUrHanos,
3anycKaeMyl NyTpecLMHOM. [lyTpecuuH yCUNMBAET OTBETHI
NaTTepH-aKTUBMPOBAHHOO MMMYHUTETA 3a CYET NMPOAYKLMM
aKTMBHBIX (OPM KWCOPOAA, YTO MPUBOAMT K MOBBILLIEHMIO
YCTOMYMBOCTM pacTeHmiA K 6aKTepuanbHbIM natoreHam [18].

loBbILWEHHbIA YPOBEHb 3Kcmpeccun reHoB PsSPOST
u PsSPDS2 (pwuc. 2, ¢, d) B KnybeHbKaX MyTaHTHBIX JIMHWIA
SGEFix™-1 (sym40-1) n SGEFix -2 (sym33-3) MoxeT 6biTb
CBA3aH C y4acTMeM MOSMaMUHOB (@ MMEHHO cnepMUAMHA)
B MOZYNALMM 3aLUUTHBIX peaKLMi, aKTUBUPOBAHHBIX B 3TUX
Knyb6eHbKax [41].

Hakonnexue TpaHckpuntoB reHa PsODC y MyTaHTa
SGEFix -2 (sym33-3) B AByXHeAenbHbIX KybeHbKax (puc. 2, b)
MOMKeT BbITb CBA3aHO C CWUIbHOW aKkTMBaLMeln cneunduye-
CKUX 3aLLUWTHBIX peakumi B KnybeHbKax AaHHOr0 MyTaHTa
[41, 52], B pe3ynbTaTte Yero HapAQy C aprMHUHOBBLIM NyTEM
61OCKHHTE3a NYTPECLIMHA, aKTUBMUPYETCA OPHUTUHOBBIV NyTh.

06paboTKa 3K30reHHbIMM MOSIMaMMHaMU He MOBAMANA
Ha YMCcro KybeHbKOB, 0AHAKO NPUBENA K YBENIMYEHMIO CPESHErD
BEeCa KnybeHbKa y IMHUM anKkoro Tvna SGE u MytaHTa SGEFix -2
(sym33-3), Ho He y MyTaHTa SGEFix™-1 (sym40-1) (tabn. 2).
PaHee 6bln10 noKasaHo, 4To 06paboTka MCToBbIX AvcKoB Glycine
max 1 MM pacTBOpOM CriepMUAMHA W CTIEPMUHA YBENIMYMBANaA
npoayKumio 3TuneHa [53]. YcuneHne npofyKumm sTuneHa Ha-
6nioganock 1 npu 0bpaboTke nonmMaMuHamm cermenTos Oryza
sativa [54]. B To e BpemA paHee 6bin0 NPoAEMOHCTPUPOBAHO,
UTO 3K30reHHbIN 3TUNEH (006aBNEHHBIN B GopMe 3TedoHa) Bbl-
3bIBaeT yBE/MYEHNE CPeHEro Beca KiybeHbKa Kak y IMHUK
IvKoro tvna SGE, Tak u y MytanTa SGEFix -2 (sym33-3) [55].
TakuM 06pa3oM, MOKHO NPeLNON0KMUTb, YTO IGPEKT nonu-
aMVHOB Ha CpeJHWI Bec KnybeHbKa 0nocpeAoBaH LeicTBu-
eM 3TuneHa. OTcyTcTBUE Takoro 3a¢derTa anA KnybeHbKoB
MyTaHTa SGEFix™-1 (sym40-T1), BepoATHO, MOMKHO 06BACHWTL
paHHeln 0CTaHOBKOM (YHKLMOHMPOBaHUA MEPUCTEMBI B Ta-
KMX KnybeHbKax [56], 4To npoABnAeTCA B UX Manblx pas-
Mepax. BbiCoKui ypoBeHb curHana, BbIABAAEMBIA NPU UM-
MyHONOKanu3aumu 1-amMuHoumKnonponaH-1-kapboHoBo
KMCMOTbI B MEPUCTEMATUYECKMX KNETKax KNybeHbKoB Noj-
TBEPKAET BaKHOCTb 3TUNEHA AN1A GYHKLMOHUPOBaHUA
mepucteMsl [57].
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TaknMM 06pa3oM, NOKa3aHo, YTO Yy ropoxa OCHOBHBIM My-
TEM CMHTE3a NYTPeCLMHA B 3QPEKTUBHBIX CUMBUOTUYECKUX
KnybeHbKax ABNAETCA aprMHUHOBLIN NyTb. B TO e Bpems,
B Hea($eKTUBHBIX KybeHbKax MyTaHTa SGEFix™-2 (sym33-3)
HapAAay C apryHUHOBBLIM NYTEM aKTUBUPYETCA OPHUTUHOBBIW,
YTO, BO3MOMHO, CBA3AHO C aKTMBALMEN CUMbHBIX 3aLLUTHbIX
peaKkumin B HeadPeKTUBHBIX KNybeHbKax AaHHOTO MyTaHTa.
KpoMe Toro, monvaMuHbl 0MoCpesoBaHHO Yepes3 3TUAEH,
no BCEM BUAMMOCTM, BAUAKT Ha (YHKLMOHMPOBaHME Me-
pUCTEMbI KNybeHbKOB.
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