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HccrenoBaHo BIMSIHME COJIEBOTO CTpecca Ha aKTUBHOCTD JAeKapOOKCUIMPYIOLIUX MalaTaeruIporeHas B
JIMCTBSIX KYKYPY3bl IIPU OCYIIECTBIEHUMU aJalTUBHOM peakUMy KJIETOYHOrO MeTaboJM3Ma K COJIEBOMY
ctpeccy. [TokazaHo, yTo n30bITOUHbIe KOHLIeHTpauy NaCl BbI3bIBaIOT YBeJIMYeHe (hepMeHTaTUBHOI ak-
tuBHOCTH Kak HAJIT-MD, tax 1 HAJJ®T-MD. HanubGonsmuii BKIAL B yBeamueHNe akTuBHOCTH HAJT ' -
MDD BHOCUT MHTEHCU(UKALIMS SKCITPECCUM I'eHa nad-meZ2, Toraa Kak 3KcIpeccusi nad-me I pyu 3aCOJICHUN
YBEJIMYMBAETCs B MeHbIIel creneHn. Metuin-cnenuduanas [T P mokasana o6paTHyIo 3aBUCUMOCTD MEX-
Iy 9KCIIpeccuei nad-me2 v CTENEHbIO METUJIMPOBAHUS IIPOMOTOPA TaHHOTI'O I'eHa, B TO BpeMs Kak nad-me 1
U nadf-me, IO-BUIUMOMY, PETYJIUPYIOTCS MHBIMU MeXaHu3MaMu. [Ipeamnonaraercs pasHast GyHKIIMOHATb-
Hasl poJIb KaX 10 n30(hOpMbI UCCICAYEMbIX MAIMK-3H3MMOB B aJalITUBHOI peakliuy KJIETOUHOTO MeTabo-

JIM3Ma.
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Ponb oprannyeckux KMCI0T OYeHb BaxKHa IIPH I1e-
pECTpoOiiKe KJIETOYHOTo MeTaboI1M3Ma K CTPECCOBBIM
YCJIOBUSIM pas3m4yHoi npupoabl. Ocoboe 3HaYeHUE
MMEeT MasiaT — sI0JI0YHasI KMCJIO0Ta, KOTopasl CItoco0-
Ha 3aracaTbCsl B BaKyoJIM PAacTUTEJbHBIX KIIETOK B
3HAYUTEJIbHBIX KOJIMYECTBAX, YTO OOeCIIeunBacT €il
cnenuduyeckyto pyHkiunio ucrounuka Cy- u C5-op-
rannyeckux BemrecTs (Igamberdiev, Eprintsev, 2016).
B ycimoBusix 3acojieHusT JOMUHHUPYIOIIYIO DPOJb B
aTariTUBHOM BapHMaHTE IEPECTPOMKM MeTabonam3ma
UrpaeT WHTEHCU(MUKALMUSI LUKIa TPUKApOOHOBBIX
KMCJIOT, YTO IIOJYYMJIO Ha3BaHUE “COJIEBOE IIbIXa-
Hue” (ITonesoit, 1989; Eprintsev ef al., 2021).

Panee Obu1a moka3zaHa BaxKHasl pOJIb MaJlaTIeT v -
poreHasHoii (pepMEHTHOI CHUCTEMBbI B PETYISILIMU U
TpaHchopMau MeTadboamu3Ma sI6JIOYHONH KUCTOTHI.
Oco00 XOpOIII0 M3Y4eHO AEUCTBUE OKCUIOPEIYKTa3 —
HAOY n HAO® " -manatneruaporenas (M) Kd
1.1.1.37, K® 1.1.1.82) B mipolieccax dHepru3aluy KaTta-
OoyIMuecKUX U aHabonmyeckux peakuuii. HAI'-3a-
BUCHMAasl MaJjlaTIerdaporeHas’a OKas3bIBaeT CUJIbHOE
JIeiicTBre Ha (DYHKIIMOHUPOBaHME LKA TPUKApOO-
HOBBIX KHCJIOT, M OBLJIO YCTAaHOBJIEHO €€ PEe3KOe aKTH1-
BUpPOBaHME MTyTeM U3MEHEHUSI SKCITPECCUU COOTBET-
CTBYIOIIUX T€HOB M IIPA 3TOM BBISIBJICH SIUTCHETH-
yeckuii MexaHusm ee peryiasuuu (Eprintsev ef al.,
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2021). I'opazno MeHbIe padOT MOCBAIIECHO POJIU JIe-
KapOOKcWIMpyommx Manataeruaporedas (HAI-MD,
K® 1.1.1.39) u HAJA®dD*-3aBucumoit (HAAD -MD,
K® 1.1.1.40). XoTenoch 6bI OTMETUTh BaXKHOE 3HAYE-
HUE 0003HAYEHHBIX YH3UMOB, O0YCIOBIEHHOE CITO-
COOHOCTBIO (PepMEHTATUBHO U3MEHSTh YITIEPOIHbIIA
CKeJIeT MaJjlaTa, B YaCTHOCTH CUHTE3UPOBATh ITMPYBAT
(Badia et al., 2017).

JexkapOoKcumpylonie  MajlaTaeTuaporeHasbl
BKJTIOYAIOT B CE0sI CEMEMCTBO OEJIKOB C HECKOJIBKIMMU
n3odopMaMM, PAaCIIOJOXCHHBEIMUA B Pa3HBIX KOM-
MapTMEHTaX 3YKapMOTUYECKNX KIETOK. DTO KIIIoUe-
BOI (pepMEHT, peryJMpylommii MeTadboarM3M MajaTa.
KpoMe Toro, Majauk-3H3UMBI IIIUPOKO IIPUCYTCTBY-
IOT B MUTOXOHIPUSX, XJIOPOIUIACTaX M LIMTOILIa3Me
pacTeHUil U y4acTBYIOT B PETYJISILIMU POCTa, pPa3BU-
THSI pacTeHUII M UX peaKuu Ha ctpecc (Sun et al.,
2019; Eprintsev ef al., 2020b).

HAI"-3aBucumebrit Maauk-sH3uM (K .. 1.1.1.39)
HCTIONbB3YeT B KauecTBe Kopepmenta HAY/HAH.
[MonydyeHre TOMOTeHHBIX mpemapatoB HAJI*-ma-
JIMK-3H3UMOB MMO3BOJIWJIO YCTAHOBUTbH UX OTJIMYME B
TaKWX BaXKHBIX XapaKTepHUCTUKaX, KaK CPOACTBO K
cybctpataM u B 3HaueHUssx pH-ontumymoB (Enpun-
ueB, [araymnuna, 2021). CooO11aercs o peryjmpyio-
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EM BIMSHUMA MOHOB METAJUIOB, BKIIIOYas KAaTUOHBI
HATpUs HAa aKTUBHOCTD Pa3IMYHbIX MAJIATAETUAPOTe -
Ha3 (Weimberg, 1967; Emami at al., 2016).

HAI®D"-3aBUCUMBIIA MaJIUK-DH3UM CIYKUT UC-
TOYHUKOM YTJIEKMCJIOro rasa misl (OoTOCUHTE3a B
xJioporuiactax 060104k C,-pacTeHuil U B IUTO30J1e
pactenuit ¢ CAM-MeTaboIU3MOM, a TaKXKe MCTOY-
HukoM HAJI®H u nupyBata B UTO30J1€ U IIACTH-
nmax pasnuyHbix TkaHen (Hill ef al., 1996).

B Hactosiiiee BpeMsi MMeeTCss MHOIo JaoKasa-
TEJIbCTB yYaCTUSI MAJIMK-9H3UMOB B aJalITUBHBIX pe-
akuusix Ha paziauaHbie crpecchl (Chen et al., 2019),
ONHAKO PEryJisiiiyis aKTUBHOCTU JNaHHBbIX (hepMeHT-
HBIX CUCTEM Ha 9KCIIPECCMOHHOM YPOBHE MpaKTUye-
CKM He M3ydJeHa.

DNUTeHEeTUYECKUM MeXaHU3M PEryJIsIIUun Xapak-
TepEeH IJIS1 KITI0YeBbIX 9H3UMOB LMKJIa Kpebca. [Tpu-
yeM, 3TOT cr1ocob peryasnonn pepmeHToB LITK mmen
BBICOKYIO 3¢deKkTuBHOCTb (Aceituno et al., 2008).
OnHako, HabJomaeTcsl SIBHbINA Je(ULIMT JaHHBIX O
BO3MOXHOM 3IUTEHETUUYECKOM MEXaHU3ME PeryJis-
LIMU UX QYHKIITMOHUPOBaHUS. B CBS3M ¢ 3TUM LI€IbIO
Haleit paboThl ObLIIO McClenoBaHUE NTUMHAMUKU aK-
tusHocTH HAJL"- 1 HAJID*-ManuK-3H3UMOB B JIN-
CThSIX KyKYpY3bl B YCJIOBUSIX COJIEBOTO CTpecca, DKC-
MPECCUU FEHOB, KOOUPYIOLIUX AaHHBIE (DEPMEHTBI, U
U3MEHEeHUsl BeJIMYMHbI MeTwibHOro craryca CpG-
OCTPOBKOB ITPOMOTOPOB UX I'€HOB.

MATEPHAJIBI U METOJbI

Ucnonp3oBanu nucthst 10-mHEBHOM KyKypy3bl
(Zea mays L.) copra BopoHexcKasi-76, BEIpalie HHbIE
TUIPOIIOHHO IIPU JECATUYACOBOM CBETOBOM IIHE U
VHTEHCUBHOCTHU cBeTa 25 Br/M? B KIIMMAaTU4YECKOM
kamepe (“LabTech”, Kopes).

I'pynnbl pacTeHUit 6€3 KOpHEBOI CUCTEMbI UHKY-
oupoBaiu B pactBope NaCl 24 4. KoniieHTpanms co-
JieBoro pactBopa xjaopuaa HaTtpus (NaCl) cocrassi-
na 150 MM. KoHTpONIbHOM IpynIioi SIBISUIMCH pacTe-
HUS$, TOMENIEHHBIE B BOJY.

IlepBble 06pa3Libl AJIsI UCCIeNOBaHUST U3BIEKAIU
elle A0 Hadaja MHKyOamuuy (HyJIeBOM oOpasel) u3
KOHTPOJIBHOI1, U U3 OTIBITHOM IpyTIIbl pacTeHuid. Jlanee
00pa3lbl OTOMpaIY U3 MHKYOAIIMOHHOI cpeabl Yyepes 1,
3, 6, 12 1 24 4 OT HavaJIa SKCIEPUMEHTA.

IMonyyeHre MUTOXOHAPUAIBHON U LIMTOILJIa3Ma-
TUYECKOU (POPM OCYIIECTBIISIIIU TIyTEM MPOBENECHUS
mnddepeHmanbHoro 1eHTpudyrupoBanus. IlepBo-
HayaJIbHO MoJTy4yaaun (hpakiMio XJIOPOILIaCTOB LIEHTPU-
¢yrupoBanueM 1ipu 3000 g 8—10 MuH. MuTOXOHIpUMA
U3 LIMTO30JIS1 OCaXKAAIM LIEHTpU(YTMpOBaHUEM IIpU
12000 g 20 muH, no6asnss 0.1%-ub1it TBMMH-60 (Ce-
JIMBaHOBa U Ap., 2014). B kauecTBe MapKepHBIX (ep-
MEHTOB JIJ1s] KOHTPOJISI ypOBHSI 3arpsI3HEHUST UCITOJIb-
30Bajli CYKIIMHATIETUApOreHasy, ajJKorojbIeruapo-
reHasy, a Takxke KOHILIEHTpallnio Xjaopoduiuia.

MN3BECTUA PAH. CEPUS BUOJOTUYECKAA  Ne 1

N30dopMBI MaTUK-3H3UMOB HMICHTU(PUIINPOBA-
11 B 7%-HOM TToJIMaKkpuiaMuaHoM rejie (Mayer et al.,
2015). PazneneHue ncciienyeMbIX O€JIKOB IIPOBOIVIIN
B ocHOBHOM OydepHoit cucteme (pH 8.3). DiekTpo-
dope3 OeJIKOB OCYILISCTBISIN MIPU TeMIlepaType 2—
4°C. TlogaBaau MOCTOSIHHBIN 3JIEKTPUUYECKUIT TOK
1.5—2.5 MA Ha onuH KapMaH 11acTuHku reirst (I'aanb
u ap., 1982). Cneunduyeckoe MposiBjieHUE MajlaTiae-
TUIPOreHa3bl OCYILIECTBISUIA TETPAa30JIMEeBbIM METO-
JoM. g moBBIIEHUS! CreUU(pUIHOCTU METoIa U
CBEJEeHUS 1O MUHUMYMa BO3MOKHOCTH TIPOSIBIICHUS
OKCUJIOPEOYLUMPYIOIINX MalaTACTUAPOreHa3 Telu
MPOSIBIISLIN T1pu OoJtee HU3KmX 3HavyeHusix pH (pH 5.5
g HAOY-manuk-3H3uMa u 6.5 HAJD'-manuk-
sH3uMa). ['es1b UHKYOMpoBau B TeMHOTe Tipu 37°C B
cpene, comepxkamieii 100 MM Hepes-6ydep; 2 MM
pactBop Manara Hartpus; 18 mr HAJ"; 10 mr HCT
(TIpenBapuUTEILHO PACTBOPEHHBIN B 0.5 MJT 3TUJIECH-
kosst) u 0.6 mr ®MC.

OO0111y10 aKTUBHOCTh MDD ompenensin B ToMore-
Hare 110 cKopocTtu okuciaeHust HAI(®)H npu 340 HM.
Macca HaBecku cocTapisiia 0.1 T TUCTbeB KyKypYy3Hl.
Cpena cnekrpodoTomMeTprupoBaHus comepxaia 100 MM
Hepes-HCI, pH 6.5 misa HAI Y -manuk-sH3uMa u 7.0 i
HAI®D " -mamuk-3H3uMa; 1.5 MM mupysar, 0.15 MM
HAO(®P)H; 5 MM MnCl,. CooTHOIIEHNE HABECKH K
cpene cneKTpoOTOMETPUPOBAHUS MPU TOMOTEHU-
3auu coctapisiyio 1 : 10. depMeHTaTUBHOI eIVMHU-
1ieii aKTUBHOCTU (DepMeHTa CUUTATIA KOJTMYECTBO SH-
31UMa, KOTOpoe MpeBpalaio (oOpaTHas peaxiius)
WA oOpa3oBbIBajio (TpsiMasi peakius) 1 MKMOJb
HAJI(®)H 3a 1 mun ripu 25°C.

PHK u3 pacteHMii BbIOEASIA METOAOM (EHOJI-
xiaopodopmHoii 3kcTpakuun (Chomczynski ef al.,
1987).

Oobpatnyto Tpanckpununio MPHK mpoBognam ¢
WCIIOJIb30BaHWEM 0OpaTHOM TpaHCKpuIiTazbl M-MulV
(“EBporen”, Poccust). [Tombop mpaitMepoB OCYIIIECTB-
JISUITM Ha OCHOBE HYKJIEOTUIHBIX MOC/IEA0BATEIbHOCTEM
n3 GenBank, ¢ momorikio iporpamMmmbl Primer-BLAST
(ta6m. 1). [TomuMepasHyl0 LHEOHYIO PEakinio B pe-
aJTbHOM BpeMeHHU mpoBoaman Ha mpuoope LightCy-
cler96 (“Roche”, IlIBenus) ¢ kpacutenem SybrGreen I
(“EBporen”). KomuecTBO MaTpuilbl KOHTPOJIMPOBa-
JIV ¢ TIOMOIIIBIO TTapajielIbHOM aMIuInduKannuy ¢pak-
Topa anoHraumu ef- Io. (Nicot et al., 2005). B kauectBe
OTPULIATEIBHOTO KOHTPOJISI UCTIOh30BAIM CYMMAaPHYIO
PHK 06e3 stama o6parnoit Tpanckpunimnu. OTHOCH-
TeJIbHBIA YPOBEHb S3KCIIPECCUM MCCIICAYEMBIX TeHOB
onpeneysau ¢ npumeHenueM 2*Cyerona (Livak,
Schmittgen, 2001).

JHK Boiaensuiu ¢ nomounbto Habopa ITIPOBA — I'C
(“IHK-Texnonorus”, Poccust) coriacHO peKOMeHIa-
LIMSIM TTpOor3BoaMTe s, 17151 McCltleoBaHMS N3MEHEHMS
cratyca MeTwirpoBaHuss CpG-AUHYKIEOTUIOB MpPO-
MOTOPOB IeHOB nad-mel, nad-me2, nadf-me, Komupy-
JOINX JTeKapOOKCUIMPYIOIINE MalaTaeTApOreHashbl,
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Taomuna 1. Crieuuduyeckue rpaiiMepbl K reHaM AeKapOOKCUIUPYIOIIel MaJlaTIeruiporeHa3bl

Ten IIpsimoit OO6paTHbI
nad-mel TGGGATTGGTTTAGGTGCC GGTTCCCGTGGCAGTATGAA
nad-me2 TTTTAGGAGCTGTACGGGCA CTCCTCGCACTCTCAAAAGC
nadf-me: GCAAGAAGGTTTGGCTGGTG GGTGAAGGGTGGGAAGATGG

OnplTa TIpoBeneHa Momupukanmsa oodpasuon JHK
(Hsieh, 1999).

AHanu3 MpoOMOTOPOB UCCIIEAYEMbIX T€HOB Ha Ha-
Juuyne CpG-oCTpOBKOB W MOAOOp MpailiMepoB IS
MC-IILIP ocymecTBIsIN ¢ IIOMOIIBIO IIPOrpaMMEbl
MethPrimer. ITocienoBareabHOCTH TIpaiiMepPOB IS
npoBenenuss MC-ITLIP npeacrasieHs! B TadII. 2.

OTMBITEI TPOBOAMIIA B 3—4-KpaTHOM MMOBTOPHOCTH,
aHAJIMTUYECKUE OTTpeNe/ICHUST 7151 KasKI0M IMpOoOkI OCy-
IIECTBISUIN B Tpex MoBTOpHOCTsX. IlpenBapurenbHas
OlLIEHKA XapakTepa pachpenesieHUs MPOBOIWIACH 10
acumMeTpun u akcueccy (Excel, Microsoft Office).
IMonyyeHHBIC 3HAYEHUSI TO3BOIMIN OLIEHUTh XapaK-
Tep pachpeneieHrusT Kak HopMalbHBIN. Kputepmit
CThIOfIcHTa MCIOJIb30BAJICSI C TMpPUMEHEHUeM TIOo-
MIpaBKM HA MHOXECTBEHHbIE CpaBHEHUS (IIOIIpaBKa
boudepponn) (Jlakun, 1990). JJomoJHUTEIBHO IIPU-
MEHSUTM OMHOMAKTOPHBINA TUCIIEPCUOHHBIN aHaJIu3
ANOVA, KOTOpHI IToKa3aJjl, 4YTO UCCIEAyeMbIii B pa-
0oTte (akTOp HNEMCTBUTENBHO OKa3bIBAJl BIUSTHUC
(BnusiHue ¢akTopa nocroBepHo 1pu p < 0.05).

PE3VJIBTATHI 1 OBCYXIEHUWE

B nucThsix KyKypy3bl aKTMBHOCTb MaJlUK-3H3U-
MOB OOHAapyXeHa MNPEUMYLIECTBEHHO B MUTOXOH-
apuax mig HAJI™-MD® u B xjoporuiactax s
HA D" -3aBrcuMoii 1eKapOOKCUINPYIOLIENA MajIaT-
neruaporeHaspl. C moMombio gud@epeHInaTbHOTO
LEHTpUGYTUPOBAHMS ObLIU TTOJYYEHBI UCCITEIyEMbIE
¢bpaki MUTOXOHAPUIA U XJIOPOTLIIACTOB U OMpeaesie-
Ha UX CTENeHb MePEKPECTHOTO 3arpsi3HEHUS M0 Map-
KEepHBIM (pbepMeHTaM, KoTopasi COCTaBJIsiia He OoJiee
3—8%. AHam13 TTOIyIeHHBIX JaHHBIX CBUICTETHCTBY-
€T O MPEUMYIIECTBEHHOI JIOKANU3alluu U3y4yaeMbIX
9H3UMOB B MutoxoHapusx (HAJl-manuk-3H3UM,
88%) u B xnopornacrax (HAAD-manuk-sH3uM, 91%)
(Tabmn. 3).

HccnenoBanre u3o¢hepMEHTHOIO coOCTaBa Je-
KapOOKCIWJINPYIONINX  MajaTaernaporeHas  ObLIO
MPOBEIEHO B TOJIMaKpuiaaMuaHoM reixe. HAI -3a-
BHCUMBIII MaJIMK-3H3UM B JIMCThSIX KYKYpPYy3bl ObLI
MpeacTaBiIeH AByMS 30(epMeHTaMMU: IIepBasi n30(op-
Ma XapaKTepU3yeTcsl OTHOCUTENTBHOM 3/IeKTpodopeTH-
yeckoit moasuzkHOCThIO 0.44, a Bropass — 0.49. [lns
HAJ®D*-Manuk-sH31uMa ObUIa OOHapyXeHa oOfHa
¢dopma sH3uma ¢ R, = 0.1 (puc. 1, 2). Cnenyet obpa-
TUTh BHUMAaHHE, YTO M30(PEepMEHTHLI COCTaB Jie-
KapOOKCHJIMPYIOLIUX MAJIATIETUIPOTEHA3 B JTUCThSIX

MN3BECTUA PAH. CEPUA BUOJOTHUYECKAA  Ne 1

KYKYPY3bl ABJIAJICA IIOCTOAHHBIM M HE MCHAJICA B
CTPECCOBBIX YCIIOBUAX, BbI3BAHHBIX 3aCOJICHUEM.

B ycnoBusx 3aconeHus aktusHocts HAJLT-MD B
KYKYpy3€ CHIMXKAJIach B T€UESHUE MEepBOro yaca, HO 3a-
TeM BO3pacTajla M JOCTUraja MaKCUMalbHOTO 3Haye-
Hus K 12 9 (puc. 3). [1oBblllIeHre aKTUBHOCTH U3yJae-
MOT0 MaJIMK-3H31MMa MOXET YKa3bIBaTh Ha €ro BaXKHOE
3HaYeHUe B MepecTpoiikKe KJIeTOYHOTO MeTaboin3ma,
00YCIOBJIEHHOTO WHTEHCH(MUKAIIEe OKUCIUTEIIb-
HBIX peakiuii B MutToxoHapusx (Davies, 1979).

Panee B Hammx paGorax Obljla TTOKa3aHa pPOJIb
KJTIOUEBBIX (DEPMEHTOB 1LIMKJIa TPUKAPOOHOBBIX KMCJIOT
B OCYIIECTBICHUM aJalITUBHOM PeakiIMU KJIETOYHOTO
MeTaboIM3Ma K CTPECCOBBIM YCIIOBUSIM U, B YACTHOCTH,
K 3acoJieHu1o. Tak, UuTpaTrcCuHTa3a, akKOHUTATTUAPA-
Ta3a U CYKIIMHATIETUIPOTEeHA3a PE3KO YBEIUUNBAIU

(a) (b)

Pl

P2

F
_aded -
Puc. 1. Duexrpodoperpamma HAJT -MD u3 MuToxOH-
IpUaIbHON (paKLMK JUCTbEB KYKYPY3bl B HOPMaJIbHBIX

yCJIOBUSIX (a) U B yCIIOBUSIX cojieBoro ctpecca (6) F — nu-
Hus ppoHTa, P1 1 P2 — nckomeie 6enku.
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Taomuna 2. [TpaitMepsl K reHaM 1eKapOOKCUIMPYIOIIUX MajlaTaeruaporeHas aist Mmeruwicneunduunoii TP

T'en HasBanue IMocnenoBarenbHOCTb
nad-mel |1 IIpsmoit M TATTTTTTTTTTGATTTAATCGG
O6patHBIit M TACCACGAATCGTAAAAAATATCGTT
IMpsamoit U TATTTTTTTTTTGATTTAATTGG
O6parssrit U TACCACAAATCATAAAAAATATCA
11 IMpsamoit M TTTTATTTTTTTGTTTTTATCGC
O6patHbIit M TACCACGAATCGTAAAAAATATCGTT
IMpsamoit U TTTTATTTTTTTGTTTTTATTGC
O6patHbiil U TACCACAAATCATAAAAAATATCA
111 [Mpsimoit M TTAGGAGTTAGGGGTTTCGG
O6parHbiii M TACCACGAATCGTAAAAAATATCGTT
[Tpsimoii U TTAGGAGTTAGGGGTTTTGG
O6parabiit U TACCACAAATCATAAAAAATATCA
nad-me2 |1 Ipsmoit GTTTTTGATCGTTTTTTGTTTTAGC
O6patHBIit M ACTAACAACTAACTACCTAC
IMpsmoit U TGTTTTTGATTGTTTTTTGTTTTAGT
Oo6parasbrit U ACTAACAACTAACTACCTAC
II Ipsmoit M TTTTTTTTTTATAAATAAATCG
Oo6patHBIil M ACTAACAACTAACTACCTAC
Mpsmoit U TTTTTTTTTTATAAATAAATTG
O6patHbiilt U ACTAACAACTAACTACCTAC
111 [MTpsimoit M AGTGTATAAAGTAGTAGAACG
O6parHbiii M ACTAACAACTAACTACCTAC
[Mpssmoii U AGTGTATAAAGTAGTAGAATG
O6parabrilt U ACTAACAACTAACTACCTAC
nadf-me I IMpsmoit M TAGAGAGTCGAAAGTATTCGATACG
O6patHBIit M CAAACAAAAACAACTTAAAAACGAT
IMpsmoit U AAAATAGAGAGTTGAAAGTATTTGATATGG
Oo6parasbrit U CAAACAAAAACAACTTAAAAACAAT
II [psmoit M TAAATAAAAAAATAGAGAGTCG
O6patHbIil M CAAACAAAAACAACTTAAAAACGAT
Mpsmoit U TAAATAAAAAAATAGAGAGTAG
O6patHbiilt U CAAACAAAAACAACTTAAAAACAAT
111 [Mpsimoit M GAGATAAAAAGGTTTAGTTCG
O6parHbiii M CAAACAAAAACAACTTAAAAACGAT
[Tpssmoii U GAGATAAAAAGGTTTAGTTAG
O6parubrii U CAAACAAAAACAACTTAAAAACAAT

ITpumeuanwue. 1, 11, I11 — pa3Hble rpymmsl IpaiMepoB. LIMTo3MH B Kaxkaoii rpyIiIie mpaiiMepoB OTANYAJICS MO HAIMYNUIO METHJIMPOBA-
Hus (M) mwim ero orcyrctBuio (U).
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TaﬁJmua 3. PaCHpC,I[CJICHI/IC 06]1[6171 AKTUBHOCTHU MaJIMK-3H3MMOB I10 JIOKaJIM3allu

HAI-M3D HAOD-MD
Jloxanuzanmst 001LIast aKTUBHOCTh % aKTHBHOCTH 00LIas aKTUBHOCTD % aKTHBHOCTH
. ¢depMeHTa OT O0IIIero N depMeHTa OT OO0IIIEero
E/r coipoii Macchl E/r coipoii Macchl
conepXKaHus comepXKaHus
MuToxoHapuu 13.7 £ 0.07 88 0 0
XJoporutacTel 0 0 15.6 £ 0.08 91
I[Iuronnazma 1.9 £0.01 12 1.5 £ 0.008 9

CBOIO aKTMBHOCTB, YTO OOecneunBaao MHTCHCUDMT-
Kaluioo paboThl LIEHTPAJIBLHOTO 3BeHA JHEpreThde-
ckoro oomeHa (Eprintsev et al., 2017, 2018, 2020a).
CrengoBaTeIbHO, €CJIM YYUTBIBATH MUTOXOHIPHUATh-
Hylo Jgokanusauuio HAJT-3aBUCMMOro MajuK-3H-
31Ma, TO MOXHO TIpearnoiaraTb ero y4acTue B pery-
JISILAY 3TOTO MeTabOJIMYSCKOTO MyTH.

HNunuaMuka aktuBHocT HAJID-3aBucumoit ae-
KapOOKCUIVPYIOLIEH MalaTaeruaporeHasbl B yCIIO-
BUSIX COJIEBOTO CTpecca MMeNia KYIIOJIOOOpa3Hylo
¢dopMy ¢ MAKCUMYMOM Ha 12 4 3KCITo3uiin. AKTUB-

(@) (b)

Puc. 2. Drektpodoperndeckast monsikHocts HAID ™ -
MDBD u3 XJIOPOILIACTOB JIMCThEB KYKYPY3bl B HOPMAJIBHBIX
ycnoBuUsIX (a) U B yCIIOBUSIX cojieBoro ctpecca (0). F — nm-
HUs ppoHTa, P — ncKOMBIit GetoK.

MN3BECTUA PAH. CEPUA BUOJOTHUYECKAA  Ne 1

HOCTB (pepMeHTa Bo3pacTajia boJjiee, 9yeM B 4.5 pa3a B
pacTeHUsIX, HaxXOASIIUXCS B YCJIOBUSIX COJIEBOTO CTpeC-
ca. CinenyeT OTMETUTh, YTO BEIMYMHA aKTUBHOCTU
OCTaBajlaCh BBICOKOM IIMTEIBHBIA MPOMEXYTOK Bpe-
MEHM M CHIKAJIACh TOJIBKO K 24 4 akcno3uLivu (puc. 4).

Perynsaiust ckopoctu hepMEHTAaTUBHOM peakiiiu
B CTPECCOBBIX YCIOBUSX MOXET OCYIIECTBIISATHCS T10-
CpeACTBOM KOH(OPMALIMOHHBIX TpaHchopMalnii
0EeJIKOBOI MOJIEKYJIbI, 1100 NU3MEHEHUEM BKCIIPECCUN
TeHOB, KOIMPYIOIIMX JaHHbIe epMeHTHI. [IpoBeneH-
HBII TTOVICK HYKJIEOTUIHBIX MOCIEAOBATEILHOCTE B
6aze manHbix GenBank misa mekapOOKCHIMPYIOIIMX
MT nokasai, yto HA/I*-3aBUcHMBbIE MAIMK-3H3UMBL
IpeAcTaBlIeHbl IBYMSI u30o(hepMeHTaMU, KOAUpye-
MbIMU saepHbIMU reHamu. Ten HAJIT-MD 1 pacrio-
JIoxeH B xpoMocoMe 5 (Gene I1D: 100501486), umeer
IJIHY 6148 HYKJTEOTUAOB U COAEPKUT B CBOEM COCTa-
Be 19 sk30HOB. I'en HAJI*-MD 2 pacIionoxeH B Xpo-
mocoMme 5 (Gene ID: 100191942), umeet muny 9231
HYKJICOTU I COAEPKUT B CBOEM COCTaBe 18 5K30HOB
(Eprintsev et al., 2020b).

HAJ®dD"-3aBUCUMBII MaJUK-3H3MM MUMEET B Te-
HOME KYKYpY3bl HE MeHee 6 TeHOB U 4 IICEBIOI€HOB.
OnHako, IS IMCTheB KYKYPY3bl XapaKTepHa TOJILKO
OJIHA 3KCIpeCcCUpylolias XJIoporacTHas hopMma re-
Ha, pacIioJIoKeHHOTo B xpoMocoMme 3 (nadf-me, Gene
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Puc. 3. O6uast aktusHocTs HAJIT-MD B IMCTBSIX KYKY-
PY3bI TIpY IEHCTBUM COJIEBOTO CTpecca.
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Puc. 4. O611ast aKTUBHOCTH HAI[(D+—M9 B JIUCTBSIX Ky-
Kypy3bl TIpY ICMCTBUHU COJIEBOTO CTpecca.

1D: 542233), KoTOphIit UMeeT B cocTaBe 4925 HyKI1eo-
THUIOB U coepKUT 20 3K30HOB.

IIpoBeneHHEI aHAIU3 YPOBHS TPAHCKPUIITOB I'e-
HOB, KOOWPYIOLIMX MCCIAEAyEeMbIE SH3UMBbI, BBISIBUII
KOPPEJSIUIO ¢ U3MEHEHUSIMH UX (hepMEHTATUBHOM
aktuBHocTU. OnHako B Bapuante HAJI-3aBucumMoro
MaJIMK-3H3MMa HaOJII0IajIoCh, ITO-BUIMMOMY, XapakK-
TepHOE pas3iesieHue 3TaroB agantauuy. Hanbomabimit
BKJIaJ, B OOIIYIO aKTUBHOCTh AEKapOOKCUINPYIOIINX
MaJIaTACTUAPOTreHa3, BEpOSITHO, BHOCHI M30(DEPMEHT
MaJuK-3H3UMa 2, KOTOPbIii KOAUPYeTCs TeHOM nad-
meZ2. BBIJIO YCTAaHOBIIEHO, YTO DKCITPECCHS DTOTO ITeHa,
KOIUPYIOLIETO JAHHYIO U30(opMy, K 6 yacy 3KCITO-
3UIIMM yBEeJIMYMUBaeTCs OoJiee, ueM B 7 pa3, B TO BpeMsl
KakK yBeEJIMYeHWE DKCIIPECCUM TeHa nad-mel OBLIO
BBIpaXk€HO B MeHbIlel crereHu. [Ipu aToM Bo3pac-
TaHUe COCTaBJIsuIo 1.7 pa3a Mo CpaBHEHUIO C KOHTPOJIEM
(puc. 5). CTout TakKe OTMETUTb, UTO IS TIEPBOIA M30-
dopMbl (MB1) ObUIO XapaKTEpPHO yBEIMYEHUE IKC-
MpeccuM B MEPBBII Yac COJIEBOTro cTpecca. AHaIu3
MOJYYEHHBIX TaHHBIX TO3BOISET 3aKII0YNUTh, YTO U3-
MeHeHne (YHKIMOHMPOBAHUS T€HOB SIBJISIETCS O-

HUM 13 (PaKTOpOB peryisinn aktnBHocTn HAJI-Mma-
JIMK-3H3UMOB. PaHee OBUIO TTIOKA3aHO, YTO PETYJISILIMS
GYHKIIMOHMPOBAHUS KITIOYEBBIX (PEpPMEHTOB IIMKJIA
Kpebca B pacTeHMsAX, KYIbTUBUPYEMbBIX B YCIIOBHSIX
COJIEBOTO CTpecca, OCYIIECTBISIACh C TOMOIIBIO pe-
TYJISILIUU DKCIIPECCUU TEHOB UCCIIeNyeMbIX (hepMeH-
toB (EnmpunueB u np., 2021). Coobiraercs, 910 ux
aKTUBHOCTbH KOPPEJIMPYET C TaK Ha3bIBAEMOM MHIYK-
yei “coyieBoro aAbIXaHus .

HccnenoBanre HYKJIEOTUIHON IOCIIeIOBaTelIb-
HOCTU TPOMOTOPOB I'€HOB, KOTUPYIOLIUX MATUK-2H-
3UMBI, TTOKAa3ajgo, 4YTO B MX COCTaBe COIepKaTcs
CpG-octpoBku. B cocraBe mpomoropa reHa nad-me 1
U nadf-me o6GHapYKeHO I0 2 OCTpOBKa pazMepoM 291
u 134 1. na HAJIM-3aBucumMoro pepmenTa u 142 u
430 nia HAJdD*-3aBucumoro. B mpomoropax reHoB
nad-me2 oOHapyXXeH OIWH OCTPOBOK pazmepom 312
HYKJICOTUIOB.

Hamune CpG-0cTpOBKOB B IIPOMOTOPHOM 00J1a-
CTH MOXET TOBOPUTH O BO3MOXKHOM MEXaHU3Me pery-
JISIUMA MHTEHCUBHOCTM JKCIPECCUM MCCIIETYEeMBbIX
T€HOB OCPENCTBOM M3MEHEHUS CTEIIEHI METHINPO-
BaHUS HMTO3MHOB B mpoMoTopax (Crymnak, BacduHa,
2021). AHanu3 MOJIYYEHHbBIX JAHHBIX CBUACTEILCTBYET,
yTOo OOHapyXeHa oOpaTHas KOPPeIsus MEXIy
SKCIIpeccueil reHa nad-me2 v BeIUYMHONM METUIb-
Horo craryca nuTo3nHa CpG-0CTpOBKOB ITPOMOTOpa
(puc. 6). Tak, Ipy MOBBIIIICHUY YPOBHS OTHOCUTEb-
HBIX TPAHCKPUIITOB C 3 MO 12 4 3KCMO3ULIMU KYKYPY3bI
B YCJIOBMSIX COJIEBOTO CTpecca CTeNeHb METUJIMPOBa-
HUSI TPOMOTOPA CHU3MIIACH 10 25%, 4TO, MO-HallleMy
MHEHMUIO, CITYKMJI0O MEXaHU3MOM aKTUBAIIUU SKCIIPeC-
cun reHa nad-me2. Takoe yBeaWdeHHE aKTUBHOCTH
nad-meZ2 IpUBOOIO K MHTEHCU(PUKAIINN [UKJIA TPU-
KapOOHOBBIX KUCJIOT, YTWJIM3UPYIOLIETO MUPYBaT Yepes
anetTus1 KoA (Igamberdiev, Bykova, 2018). Kak Bu-
HO U3 pe3yabTaToB, MPUBEISHHBIX HA pUC. 5 1 6, IS
PETYJISIIUU SKCIIPECCUM TeHOB nad-mel u nadf-me
(puc. 7) cTaryc METWJIMPOBAHUS MPOMOTOPOB ITUX
TeHOB He mMeeT 3HaYeHUs. I1o-BuanMoMy, ypOBEeHb
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Puc. 5. Dkcnpeccust nad-me I B TUCThSIX KYKYpPYy3bl B YCIOBUSIX 3aCOJICHUS U cTerieHb MeTiiinpoBaHusi CpG-0CTPOBKOB.
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Puc. 6. Dxcnpeccust nad-me2 B TUCThSIX KYKYpPYy3bl B YCIIOBUSIX 3aCOJICHUS U cTenieHb MeTuiinpoBaHusi CpG-0CTpOBKOB.
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Puc. 7. Dxcnpeccust nadf-me B TUCThIX KYKYPY3bl B yCIIOBUSIX 3aCOJIEHUS U cTereHb MeTrinpoBaHust CpG-0CTpOBKOB.

KOHILIEHTPALIMM TPAHCKPUIITOB MCCIIETyEeMbIX T€HOB
ompeAeasieTcss APYTUMU MeXaHM3MaMU PETYIISLIUH.

3AKJIIOYEHHME

VBenuueHne akTHUBHOCTH MaJIMK-3H3uMMa 1 B
YCJIOBUSIX 3aCOJIEHUS, TM0-BUIMMOMY, HEOOXOAMMO
KJIIETOYHOMY MeTa0O0JIM3My PaCcTeHMSI IJIsI IToaaepKa-
HHUs paBHOBECHOro ypoBHsI pH B MHUTOXOHIpUSIX.
VBennuenune aktusHoct HAJID'-3aBrcumoit ne-
Kapookcunupywoiieii MJI' B ycIoBHUSIX COJIEBOTO
cTpecca II03BOJISIET 3TOMY 3H3MMY Yy4acTBOBaTh B
KOMIIEeHCAalluM MHTUOMpoBaHMs Hukiaa KambBuHa n
TakKuM o00pa3oM u3beraTb OOJBIIOrO KOJMYECTBA
BOCCTaHAaBJIMBAIOIIUX KBUBAJICHTOB, MMOCTABJISIST UX
s HAJID ' -ranakro30-1-gernaporeHassl 1 pudo-
3a-1-merunporeHas3pl. KpomMe Toro, mpuHMMAaTh y4Ja-
cTHe B 00eCIIeYeHNY CHIDKCHMSI MHTEHCUBHOCTH 1Ty~
Teil ackopOaTa-IIyTaTUOHA 1 OCa0/sSITh TTOBBILLIEH-
HBIIl CHUHTE3 OCMOJIMTOB, B YaCTHOCTHU, IIPOJIMHA.
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Takum oGpa3oMm, B YCIOBHSX COJIEBOTO CTpecca
130G epMEHTHI MAIMK-3H3UMOB MOTYT y4aCTBOBAaThb B
OCYILECTBICHUHY adallTUBHBIX peaKI1ii, BOCHOBHOM,
3a cyeT npoayLurpoBaHus MajaTa (MD2) uiamu oKucin-
TeJIbHO-BOCCTAaHOBUTENILHBIX 3KBUBaJIEHTOB (MOI1).
HMHTEepecHO OTMETUTD, YTO IKCIIPECCUSI TeHa had-me2,
CWJIBHO BO3pacTaloliiasi pu 3aCOJICHUM, PETyIUpyeTCs
BIUTEHETUYECKMM MEXaHU3MOM, T.e. HaOJomaeTcs
00paTHO-IPONOPIMOHAIbHAS 3aBUCUMOCTh MEXIY
MHTEHCUBHOCTBIO SKCIIPECCUM Y BEJIMYMHOM cTaTyca
metunpoBaHust CpG-0oCTpOBKOB IPOMOTOpa IeHa.
DNUTreHeTUYECKUI CIoco0 peryasiuuu nad-mel u
nadf-me He oOHapyXeH, YTO MO3BOJSET IIPEAIIOJIO-
XKUTb Ipyrue MOJSKYIsSIpHbIe MEXaHU3MEI YBeIMde-
HHS UX DKCIIPECCHMU M aKTUBHOCTU COOTBETCTBYIO-
X GepMEeHTOB.

CoOmronenue 3THYECKHX cTanaapToB. Hacrosiias
CTaThsl HE COAEPXKUT KaKMX-JIMOO UCCIEHOBAHUMN C
y4acTHEM JIIOACi 1 XKUBOTHBIX B KAYECTBE OOBEKTOB.
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KonduukT mHTEpecoB. ABTOPHI 3asBIISIIOT, UYTO Yy
HMX HeT KOH(JIMKTAa UHTEPECOB.
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Regulation of the Activity of Decarboxylating Malate Dehydrogenases in Corn Leaves
during an Adaptive Response to Salt Stress

A. T. Epintsev’ * and M. O. Gataullina’

! Federal State Budgetary Educational Institution of Higher Education “Voronezh State University”,
Universitetskaya sq., 1, Voronezh, 394018 Russia

*o-mail: bc366@bio.vsu.ru

The effect of salt stress on the activity of decarboxylating malate dehydrogenases in maize leaves during the
adaptive response of cellular metabolism to salt stress was studied. It was shown that excess NaCl concentra-
tions cause an increase in the enzymatic activity of both NAD*-ME and NADP"-ME. The greatest contri-
bution to the increase in the activity of NAD*-ME is made by the intensification of the expression of the nad-
me2 gene. At the same time, the expression of nad-mel under salinity increases to a lesser extent. Methyl-
specific PCR showed an inverse relationship between the expression of nad-me2 and the degree of methyla-
tion of the promoter of this gene, while nad-mel and nadf-me, apparently, are regulated by different mecha-
nisms. A different functional role of each isoform of the studied malic enzymes in the adaptive response of
cellular metabolism is assumed.

Keywords: Zea mays L., malic enzyme, salinity, isoenzyme composition, transcription, methylation, CpG
islands
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