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HccrenoBaHo BIMSIHME COJIEBOTO CTpecca Ha aKTUBHOCTD JeKapOOKCUIMPYIOIIUX MaaTaeruaporeHas B
JIMCTBSIX KYKYPY3bl IIPU OCYIIECTBIEHUU aJalTUBHOM peakUMy KJIECTOYHOrO MeTaboJM3Ma K COJIEBOMY
ctpeccy. [TokazaHo, yTo n30bITOUHbIe KOHLIeHTpauy NaCl BbI3bIBalOT YBeIMYeHe (hepMeHTaTUBHOI aKk-
tuBHOCTH Kak HAJIT-MD, tax 1 HAJJ®T-MD. HanubGonsmuii BKIAL B yBeamueHNe akTuBHOCTH HAJ ' -
MDD BHOCUT MHTEHCHU(UKALIMS SKCITPECCUM I'eHa nad-meZ2, Toraa Kak 3KcIpeccusi nad-me I pyu 3aCOJICHUU
YBEJIMYMBAETCs B MeHbIIel creneHn. Metuin-cnenuduanas [T P mokasana o6paTHyIo 3aBUCUMOCTD MEX-
Iy KCIIpeccuei nad-me2 v CTENEHbIO METUIMPOBAHUS IIPOMOTOPA JTaHHOT'O I'eHa, B TO BpeMs Kak nad-me 1
U nadf-me, MO-BUIUMOMY, PETYJIUPYIOTCS MHBIMU MeXaHu3MaMu. [Ipeamnonaraercs pasHast GyHKIIMOHATb-
Hasl poJIb KaX 10 n30(hOpMBbI UCCICAYEMbIX MAIMK-3H3MMOB B aJJalITUBHOI peaklIuy KJIETOUHOTO MeTabo-

JIM3Ma.
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Ponb oprannyeckux KMCI0T OYeHb BaxKHa IIPH I1e-
pECTpOIiKe KJIETOYHOTO MeTab0I13Ma K CTPECCOBBIM
YCJIOBUSIM pas3nm4yHoi npupoabl. Ocoboe 3HadYeHUE
MMeEeT MaJjlaT — I0JI0UHasI KMCJIoTa, KOTopasi CIIoco0-
Ha 3aracaTbCsl B BaKyoOJIM PAacTUTEJbHBIX KIIETOK B
3HAYUTEJIbHBIX KOJIMYECTBAX, YTO OOeCIIeurnBacT €il
cnenuduyeckyto pyHkimo ucrounuka Cy- u C5-op-
rannyeckux BemrecTs (Igamberdiev, Eprintsev, 2016).
B ycimoBusx 3acojieHusT JOMUHHUPYIOIIYIO DPOJb B
amariTUBHOM BapHMaHTE IEPECTPOMKM MeTaboarM3ma
UrpaeT MHTEHCU(MUKALMSI LUKIa TPUKApPOOHOBBIX
KHMCJIOT, YTO MOJYyYMJIO Ha3BaHME “COJIEBOE bIXa-
Hue” (IToneoii, 1989; Eprintsev ef al., 2021).

Panee Obu1a moka3aHa BaxKHasl pOJIb MajlaTIeT U -
poreHasHoii (pepMEHTHOI CHUCTEMBbI B PETYISILIMU U
TpaHchopMay MeTadboIu3Ma sI60JIOYHONH KUCTOTHI.
Oco00 XOpOIII0 M3YYEeHO ASUCTBUE OKCUIOPEAYKTa3 —
HAOY n HAO®"-manatneruaporenas (M) Kd
1.1.1.37, K® 1.1.1.82) B mpo1ieccax sHepru3aluu Karta-
OoyiMuecKUX U aHabonmyeckux peakuuii. HAI'-3a-
BUCHMAasl MaJjaTIeruaporeHasa OKas3bIBaeT CUJIbHOE
JIeiicTBre Ha (DYHKIIMOHMPOBaHME LIUKJIa TPUKApOo-
HOBBIX KMCJIOT, M OBbLIO YCTAHOBJIEHO €€ PE3KOe aKTU-
BUPOBaHME MTyTeM U3MEHEHUSI SKCITPECCUU COOTBET-
CTBYIOIIUX T€HOB M IIPA 3TOM BBISIBJICH SIUTCHETH-
yeckuii MexaHusMm ee peryiasauuu (Eprintsev ef al.,
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2021). I'opa3no MeHbIe padOT MOCBSIIECHO POJIU JIe-
KapOokcumpyowmux Matataeruaporedas (HAI-MB,
K® 1.1.1.39) u HAJ®dD*-3aBucumoit (HAAD -MD,
K® 1.1.1.40). Xorenoch Ob1 OTMETUTH BaXKHOE 3HAYE-
HUE 0003HAYEHHBIX YH3UMOB, 00YCIOBJIEHHOE CITO-
COOHOCTBIO (PepMEHTATUBHO M3MEHSTh YIICPOIHbII
CKeJIeT MaJjlaTa, B YaCTHOCTU CUHTE3UPOBATh IIMPYBAT
(Badia et al., 2017).

JexkapOoKCuIMpylonie  MajaTaeruaporeHasbl
BKJIIOYAIOT B €051 CEMEMCTBO OEJIKOB C HECKOJIBKUMMU
n3odopMaMM, PaCIIOJOXCHHBEIMUA B Pa3HBIX KOM-
MapTMEHTaX 3YKapUOTUYECKUX KJIETOK. DTO KIIIoUe-
BOI (pepMEeHT, peryJMpylommii MeTadboarM3M Majara.
KpomMe Toro, Majank-3H3UMBI IIIUPOKO IIPUCYTCTBY-
IOT B MUTOXOHIPUSIX, XJIOPOIUIACTaX M LIMTOILIa3Me
pacTeHuil U y4acTBYIOT B PETYJISILMU POCTa, pPa3BU-
THSI pacTeHMII M UX peaKuu Ha ctpecc (Sun et al.,
2019; Eprintsev ef al., 2020b).

HAI"-3aBucumebrit Maauk-sH3uM (K.®D. 1.1.1.39)
HCIIONIB3YET B KadyecTBe Kopepmenra HAJI"/HAJIH.
IMoxydyeHre TOMOTeHHBIX mpemapatoB HAJI*-ma-
JIMK-3H3UMOB MMO3BOJIWJIO YCTAHOBUTbH UX OTJIMYME B
TaKWX BaXKHBIX XapaKTepHUCTUKaX, KaK CPOACTBO K
cybctpataM u B 3HaueHUssx pH-ontumymoB (EnpuH-
ueB, [araymnuna, 2021). CooO11aercs o peryjmpyio-
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EM BIMSHUMA MOHOB METAJUIOB, BKIIIOYas KAaTUOHBI
HATpUs HAa aKTUBHOCTD Pa3IMYHbIX MAJIATAETUIPOTe -
Ha3 (Weimberg, 1967; Emami at al., 2016).

HAI®D"-3aBUCUMBII MaJIUK-DH3UM CIYKUT UC-
TOYHUKOM YTJIEKMCJIOro rasa misl (OoTOCUHTEe3a B
xJioporuiactax 06o10uku C,-pacTeHuil U B IUTO30J1e
pactenuit ¢ CAM-MeTaboIU3MOM, a TaKXKe MCTOY-
HukoM HAJI®H u nupyBara B LIMTO30JI€ U IJIACTU-
nax paznuyHbix TkaHen (Hill ef al., 1996).

B HacTtosiliee BpeMsi MMeeTCss MHOTro JoKasa-
TEJIbCTB yYaCTUSI MAJIMK-9H3UMOB B aJalITUBHBIX pe-
akuusix Ha paznauaHbie crpecchl (Chen et al., 2019),
OIIHAKO PETYJISINS aKTUBHOCTU TAHHBIX (hepMeHT-
HBIX CUCTEM Ha 9KCIIPECCMOHHOM YPOBHE MpaKTUye-
CKM He M3ydJeHa.

DINUreHeTUYEeCKUiT MeXaHU3M PeTyIsIUY XapakK-
TEpEH IJIS1 KITI0YeBbIX 9H3MMOB LMKJIa Kpebca. [Tpu-
yeM, 3TOT cr1ocob peryasaonn pepmeHToB LITK nmen
BBICOKYI0 3¢dekTuBHOCTb (Aceituno et al., 2008).
OnHako, HaOMOmaeTCs SIBHBIM Ie(PUIIUT JaHHBIX O
BO3MOXKHOM 3MMUICHETUYECKOM MEXaHU3ME PEryJisi-
1IMU UX QYHKIITMOHUPOBaHUS. B CBS3M C 3TUM 1I€IbIO
HaIleil padoThl OBLIIO MCCIIeNOBaHUE TUMHAMMKM aK-
tusHocTd HAJL- 1 HAJID*-ManuK-3H3UMOB B JIN-
CTBbSIX KYKYPY3bl B YCIIOBUSIX COJIEBOTO CTpecca, 3KC-
MPECCUU FEHOB, KOOUPYIOLIUX AaHHbIE (DEPMEHTBI, U
U3MEHEeHUsI BeJIMYMHbI MeTwibHoro craryca CpG-
OCTPOBKOB IIPOMOTOPOB 1X T€HOB.

MATEPHAJIBI U METOJbI

Ucnonp3oBanu nucthst 10-mHEBHONM KyKypy3bl
(Zea mays L.) copra BopoHexcKasi-76, BEIpalie HHbIE
TUOPOTNIOHHO TIPU JIEeCATUYACOBOM CBETOBOM OHE U
MHTEHCUBHOCTU cBeTa 25 BT/M? B KIIMMaTUYECKOM
kamepe (“LabTech”, Kopes).

I'pynnbl pacTeHuit 6€3 KOPpHEBOI CUCTEMbI MHKY-
oupoBaiu B pactBope NaCl 24 4. KoniieHTpanms co-
JieBoro pactBopa xjaopuaa HaTpus (NaCl) cocrassi-
na 150 MM. KoHTpONIbHOM IpynIioi SIBISUIMCH pacTe-
HUS1, TTOMEIIEHHbIE B BOY.

IlepBbie 06pasLbl AJIs1 UCCIIeTOBaHUST U3BJIEKAIU
elle A0 Hadaja MHKyOamuuy (HyJeBOM oOpasel) u3
KOHTPOJIBHOIA, U U3 OTIBITHOM IpyTIIibl pacTeHuid. Jlanee
00pa3iLbl OTOMPaIM U3 MHKYOAIIMOHHOI cpebl yepes 1,
3, 6, 12 1 24 4 OT HayaJIa SKCIEPUMEHTA.

IMonyyeHre MUTOXOHAPUAILHON U LIMTOILIa3Ma-
TUYECKOM (POPM OCYIIECTBIISIIN ITyTEM TPOBEACHUS
nuddepeHIMaIbHOTO LieHTpudyrupoBaHus. [lepBo-
HaYaJIbHO NOJTy4Yaan hpakiMIO XJIOPOILIACTOB LIEHTPU-
¢yrupoBanueM 1ipu 3000 g 8—10 MmuH. MuTOoXOHIPUMN
U3 LIMTO30JIS1 OCaKAAIM LEHTpUYTMpoBaHUEM TIpU
12000 g 20 mun, no6asnss 0.1%-nab1it TBMMH-60 (Ce-
JIMBaHOBa U Ap., 2014). B kauecTBe MapKepHBIX (ep-
MEHTOB JIJ1s] KOHTPOJISI ypOBHSI 3arpsiI3HEHUS UCITOJIb-
30BaJli CYKLIMHATIETUAPOreHa3y, aJKOTOJbIEeTUIPO-
reHasy, a Takxke KOHLIEHTPpALMIo XJopoduiLia.

MN3BECTUA PAH. CEPUS BUOJIOTUYECKAA  Ne 1

N30dopMBI MaTUK-3H3UMOB HMICHTU(PUIINPOBA-
11 B 7%-HOM TToJiMakpuiaMuaHoM rejie (Mayer et al.,
2015). PazneneHue ncciienyeMbIX O€JIKOB IIPOBOIVIIN
B ocHOBHOM OydepHoit cucteme (pH 8.3). DiaekTpo-
¢dope3 6eIKOB OCYIIECTBIISIA TIPU TeMrepatype 2—
4°C. TlogaBaii MHOCTOSIHHBINA 3JCKTPUYECKUI TOK
1.5—2.5 MA Ha onuH KapMaH 11actTuHku reiist (I'aanp
u ap., 1982). Cnenuduyeckoe nposiBieHUE MalaTae-
TUAPOreHa3bl OCYILIECTBIISIJIA TETPA30JIMEeBBIM METO-
JoM. s moBBIIEHUST CreUU(pUIHOCTU METOoIa U
CBEJIEHMS IO MUHMMYyMa BO3MOXHOCTHU IIPOSIBJIEHMS
OKCUAOPEAYLUPYIOIIUX MalaTAECrMApOreHa3 Treju
MPOSIBIISLIN T1pu OoJiee HU3Kkmx 3HadyeHusix pH (pH 5.5
g HAOY-manuk-3H3uma u 6.5 HAJD'-manuk-
sH3uMa). ['es1b UHKYOMpoBau B TeMHOTe Tipu 37°C B
cpene, comepxkaiieii 100 MM Hepes-0ydep; 2 MM
pactBop Manara Hartpus; 18 mr HAJ™; 10 mr HCT
(TIpenBapuUTEILHO PACTBOPEHHBIN B 0.5 MJT 3TUJIECH-
kosst) u 0.6 mr ®MC.

OO011y10 aKTUBHOCTh MDD ompenensin B ToMore-
Harte 110 cKkopocTtu okuciaeHust HAI(®)H npu 340 HM.
Macca HaBecku coctapisiia 0.1 © TUCTbeB KyKypy3Hl.
Cpena cnekrpodoTomMeTprupoBaHus comepxaia 100 MM
Hepes-HCI, pH 6.5 minsa HAI Y -manuk-sH3uMa u 7.0 i
HAID " -mamuk-3H3uMa; 1.5 MM mupysar, 0.15 MM
HAO(®P)H; 5 MM MnCl,. CooTHOIIEHNE HABECKH K
cpene cnekKTpooTOMETPUPOBAHUS MPU FOMOTEHU-
3auu coctapisiyio 1 : 10. depMeHTaTUBHON eIVMHU-
11eii aKTUBHOCTU (DepMeHTa CUUTATIA KOJIMYECTBO SH-
31UMa, KOTOpoe MpeBpalaio (oOpaTHas peaxiius)
Win oOpa3oBbIBajio (TpsiMasi peakius) 1 MKMOJb
HAJI(®)H 3a 1 mun ripu 25°C.

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

OobpatHyto Tpanckpunnio MPHK npoBognam ¢
WCIIOJIb30BaHUEM 0OpaTHOM TpaHCKpUIiTazsl M-MulV
(“EBporen”, Poccust). [Tombop mpaitMepoB OCYIIIECTB-
JISUTM Ha OCHOBE HYKJIEOTUIHBIX MOCJIEA0BATEIbBHOCTEM
n3 GenBank, ¢ momorikio iporpammbl Primer-BLAST
(ta6im. 1). [TomuMepasHylo LHEOHYIO Peakinio B pe-
aJTbHOM BpeMeHHU mpoBoaman Ha npuoope LightCy-
cler96 (“Roche”, IBenus) ¢ kpacutenem SybrGreen 1
(“EBporen”). KomuecTBO MaTpuilbl KOHTPOJIMPOBa-
JIY ¢ TIOMOIIIBIO TTapajjielIbHOM aMIuInduKanuy ¢pak-
Topa anoHraumu ef- Io. (Nicot et al., 2005). B kauectBe
OTPULIATEILHOTO KOHTPOJISI UCTIOIb30BAJIM CYMMAapPHYIO
PHK 06e3 stama o6parHoit TpaHcKpunimn. OTHOCH-
TeJIbHBIIA YPOBEHb SKCIIPECCUM MCCIICAYEeMBIX TeHOB
onpeneysau ¢ npumeHenueM 2Cyerona (Livak,
Schmittgen, 2001).

JHK Beiaensuiu ¢ nomoibio Habopa ITPOBA — I'C
(“IHK-Texnonoruss”, Poccust) cormacHO peKOMeH1a-
MsIM TIpoM3BoaUTeIIsI. J171sT mccmeqoBaHyst U3MEHEHUST
cratyca MmeTwinpoBaHuss CpG-AUHYKIEOTUIOB MpPO-
MOTOPOB I'eHOB nad-me 1, nad-me2, nadf-me, Konupy-
FOIMX AeKapOOKCUIIMPYIOIIE MaJlaTIernapOreHashl,
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Tabomuna 1. Crienuduyeckue rpaiiMepbl K reHaM AeKapOOKCUIUPYIOIIel MaJlaTIeruiporeHa3bl

I'en I1psmoit OO6paTHbIi
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-
Juure CpG-oCTpOBKOB U TOAOOpP MpaiiMepoB s
MC-IIIIP ocymecTBIsUIM ¢ IIOMOIIBIO IIPOrpaMMEbl
MethPrimer. ITocienoBaTeabHOCTH TIpaiiMepPOB IS
nposBeneHuss MC-ITLP npeacrasiaeHs! B Ta61. 2.

OTMBITEI TPOBOAMIIN B 3—4-KpaTHOM MMOBTOPHOCTH,
aHAJIMTUYECKUE OTTpeNeSICHUST 7151 KasKI0M IMpoOkI OCy-
LIECTBISUIM B Tpex NMoBTopHOCTsX. IlpenBapurenbHas
OlLIEHKA XapakTepa pacrpenesieHus MpOBOAWIACH T10
acumMeTpun u akcueccy (Excel, Microsoft Office).
IMonyyeHHBIC 3HAYEHUSI TO3BOJIMIN OLIEHUTh XapaK-
Tep pacrpenejeHrusT Kak HopMaJbHBIN. Kputepmit
CTbhIOfIcHTa MCIOJb30BAJICSI C TMpPUMEHEHUeM To-
MMpaBKM HA MHOXECTBEHHbIC CpaBHEHUS (IIOIIpaBKa
boudepponn) (Jlakun, 1990). JJomoJHUTEIBHO TIPU-
MEHSUTM OJHOMAKTOPHBINA TUCIIEPCUOHHBIN aHaJIu3
ANOVA, KOTOpHIii IToKa3aJl, 4YTO UCCIIEAyeMblii B pa-
0oTe (akTOp HNEMCTBUTENBHO OKa3bIBAJl BIMSTHUC
(BnusiHue ¢akTopa nocroBepHo 1pu p < 0.05).

PE3VJIBTATHI 1 OBCYXIEHWNE

B snucThsix KyKypy3bl aKTMBHOCTb MaJlUK-3H3U-
MOB OOHAapyXeHa MNPEUMYLIECTBEHHO B MUTOXOH-
apuax mig HAI™-MD® u B xjoporuiactax njis
HA®"-3aBrcuMoii 1eKapOOKCUINPYIOLIENA MajIaT-
nernaporeHaspl. C moMombsio aud@epeHInaTbHOTO
LEeHTPUGYTUPOBaHYS ObLIH IMOJIYYEHBI UCCIEAyeMble
¢dpaki MUTOXOHAPUIA U XJIOPOTLIIACTOB U OMpeaesie-
Ha UX CTENeHb MEePEKPECTHOTO 3arpsi3HEHUS MO0 Map-
KEepHBIM (pbepMeHTaM, KoTopasi COCTaBjisiia He OoJiee
3—8%. AHam13 TTOIy9eHHBIX JaHHBIX CBUICTETHCTBY-
€T O MPEUMYILIECTBEHHOI JIOKATU3alluu U3y4yaeMbIX
9H3UMOB B MutoxoHapusx (HAJ-manuk-3H3UM,
88%) un B xnopormacrax (HAAD-manuk-sH3uM, 91%)
(Tabn. 3).

HccnenoBanne u3o¢hepMEHTHOIO coOcTaBa Je-
KapOOKCIWJINPYIONINX  MajaTaernaporeHas  ObLIO
MPOBEIEHO B TOJMakpuiaaMuaHoM reixe. HAI -3a-
BHCUMBIII MaJMK-3H3UM B JIMCTBSIX KYKYpPY3bl ObLI
MpencTaBjIcH AByMsI U30pepMeHTaMU: IiepBast U30¢op-
Ma XapaKTepU3yeTCsI OTHOCUTENIBHOI 371eKTpodopeTH-
yeckoit moasuzkHOCThIO 0.44, a Bropass — 0.49. [lnsa
HAJI®D*-Manuk-sH31uMa ObUIa OOHapyXeHa oOfHa
¢dopma sH3uma ¢ R, = 0.1 (puc. 1, 2). Cnenyet obpa-
TUTh BHUMAaHWE, YTO M30(PEepMEHTHLIN COCTaB Jie-
KapOOKCWIVPYIOIIMX MaJIaTIeTUAPOTeHA3 B JTUCThSIX

MN3BECTUA PAH. CEPUA BUOJOTHUYECKAA  Ne 1

KYKYPY3bl ABJIAJIICA ITIOCTOAHHBIM M HE MCHAJICA B
CTPECCOBBIX YCJIIOBUAX, BbI3BAHHBIX 3aCOJICHUEM.

B ycnoBusx 3acosieHus aktusHocts HAJIT-MD B
KYKYpy3€ CHMXKAJIach B T€UEHUE MEepBOro yaca, HO 3a-
TeM BO3pacTajla M JOCTUraja MaKCUMalbHOTO 3Haye-
Hus K 12 9 (puc. 3). IloBblllIeHre aKTUBHOCTH M3yJae-
MOTO MaJIMK-3H31MMa MOXET YKa3blBaTh Ha €ro BaXKHOE
3HauYeHHUe B MepecTpoiike KJIETOYHOTO MeTaboin3ma,
00YCJIOBJIEHHOTO WHTEHCH(MUKAIIE OKUCINTEIb-
HbIX peakiuii B MuToxoHapusx (Davies, 1979).

Panee B Hammx paGorax Obljla ITOKa3aHa pPOJIb
KJTIOUEBBIX (DEPMEHTOB LIMKJIa TPUKAPOOHOBBIX KUCJIOT
B OCYIICCTBICHUM aJallTUBHOM peakMU KJIETOYHOTO
MeTaboJIM3Ma K CTPECCOBBIM YCIIOBUSIM U, B YaCTHOCTH,
K 3acoJieHu1o. Tak, UTpaTCUHTa3a, aKOHUTATTUAPA-
Ta3a U CYKIIMHATIETUIPOTeHA3a PE3KO YBEIUUNBAIU

(a) (b)

Pl
P2
— _—
F
" P

Puc. 1. Duexrpodoperpamma HAJT -MD u3 MuToxoH-
NpUaIbHOM (PPaKIIMU JIUCTHEB KYKYPY3bl B HOPMATbHbBIX
yCJIOBUSIX (a) U B yCJIOBUsIX cojieBoro cTpecca (6) F — nu-
Hus pponTa, P1 u P2 — uckomsie 6enku.
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Taomuna 2. [TpaitMepsl K reHaM 1eKapOOKCUIMPYIOIINX MajlaTaeruaporeHas st Metuiacneuuduunoit [P

T'en HasBanue IMocnenosarenbHOCTb
nad-mel |1 IIpssmoit M TATTTTTTTTTTGATTTAATCGG
O6patHBIit M TACCACGAATCGTAAAAAATATCGTT
IMpsamoit U TATTTTTTTTTTGATTTAATTGG
O6parasrit U TACCACAAATCATAAAAAATATCA
I1 IMpsamoit M TTTTATTTTTTTGTTTTTATCGC
Oo6patHBIit M TACCACGAATCGTAAAAAATATCGTT
IMpsamoit U TTTTATTTTTTTGTTTTTATTGC
O6partHbril U TACCACAAATCATAAAAAATATCA
III Ipsmoit M TTAGGAGTTAGGGGTTTCGG
O6parHbiii M TACCACGAATCGTAAAAAATATCGTT
IMpsimoit U TTAGGAGTTAGGGGTTTTGG
Oo6patHsiit U TACCACAAATCATAAAAAATATCA
nad-me2 I [Mpsimoii GTTTTTGATCGTTTTTTGTTTTAGC
O6paTHbIit M ACTAACAACTAACTACCTAC
IMpsmoit U TGTTTTTGATTGTTTTTTGTTTTAGT
O6parabrit U ACTAACAACTAACTACCTAC
II IMpsmoit M TTTTTTTTTTATAAATAAATCG
O6patHBIit M ACTAACAACTAACTACCTAC
MMpsmoit U TTTTTTTTTTATAAATAAATTG
Oo6parasrii U ACTAACAACTAACTACCTAC
III Ipsmoit M AGTGTATAAAGTAGTAGAACG
O6patHBIil M ACTAACAACTAACTACCTAC
Mpsmoit U AGTGTATAAAGTAGTAGAATG
O6parubiit U ACTAACAACTAACTACCTAC
nadf-me I [Mpsimoit M TAGAGAGTCGAAAGTATTCGATACG
O6parHbiii M CAAACAAAAACAACTTAAAAACGAT
[Mpsmoit U AAAATAGAGAGTTGAAAGTATTTGATATGG
Oo6parnsiii U CAAACAAAAACAACTTAAAAACAAT
II IMpsmoit M TAAATAAAAAAATAGAGAGTCG
O6patHBIit M CAAACAAAAACAACTTAAAAACGAT
MMpsmoit U TAAATAAAAAAATAGAGAGTAG
O6parasbrit U CAAACAAAAACAACTTAAAAACAAT
11 [psmoit M GAGATAAAAAGGTTTAGTTCG
Oo6patHBIit M CAAACAAAAACAACTTAAAAACGAT
Ipsmoit U GAGATAAAAAGGTTTAGTTAG
O6patHbiilt U CAAACAAAAACAACTTAAAAACAAT

ITpumeuanwue. 1, 11, I11 — pa3Hble rpymsl IpaiiMepoB. LINTO3MH B Kaxkaoii rpyIilie mpaiiMepoB OTANYAJICS MO HATMYUIO METJIMPOBA-
Hus (M) mwim ero orcyrcrBuio (U).
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TaﬁJmua 3. PaCHpC,I[eJICHI/IC 06]1[6171 AKTUBHOCTHU MaJIMK-3H3MMOB I10 JIOKaJIM3alluN

HAI-M3D HAOD-MD
Jloxanuzanmst 00LIast aKTUBHOCTh % aKTHBHOCTH 001I1ast aKTUBHOCTD % aKTHBHOCTH
. ¢depMeHTa OT 00IIIero . depMeHTa OT 00IIIero
E/r coipoii Macchl E/r cbipoii Macchl
conepxXaHus comepXKaHus
MuroxoHapuu 13.7 £ 0.07 88 0 0
XJtoporiacTel 0 0 15.6 £ 0.08 91
ILuTornasma 1.9 £0.01 12 1.5 £0.008 9

CBOIO aKTMBHOCTB, YTO OOecneunBaao MHTCHCUDMT-
Kaluioo paboThl LIEHTPAJIBLHOTO 3BeHA 3HEpreThde-
ckoro oomeHa (Eprintsev et al., 2017, 2018, 2020a).
CrengoBaTebHO, €CJIM YYUTHIBATH MUTOXOHIPHUATh-
Hylo Jokanusauuio HAJI"-3aBUCMMOro MajuK-3H-
31Ma, TO MOXHO TIpearnoiaraTb ero ydacTue B pery-
JISILAY 3TOTO MeTabO0JIMYSCKOTO MyTH.

HNunamuka aktuBHocT HAJID-3aBucumoit ae-
KapOOKCUIVPYIOLIEH MalaTaeruaporeHasbl B yCIIO-
BUSIX COJIEBOTO CTpecca MMeNla KYIIOJIOOOpa3Hylo
dopMy ¢ MAKCMMYMOM Ha 12 4 3KCITo3uiin. AKTUB-

(b)

Puc. 2. Drektpodoperndeckast monsikHocts HAID ™ -
MDBD u3 XJIOPOILIACTOB JIMCThEB KYKYPY3bl B HOPMAJIBHBIX
ycnoBuUsIX (a) U B yCJIIOBUSIX cojieBoro crpecca (0). F — nu-
HUs ppoHTa, P — ncKOMBIii GeJtoK.

MN3BECTUA PAH. CEPUA BUOJOTHUYECKAA  Ne 1

HOCTB (pepMeHTa Bo3pacTajia boJjiee, 9yeM B 4.5 pa3a B
pacTeHUsIX, HaXOASIUXCS B YCJIOBUSIX COJIEBOTO CTpeC-
ca. CinenyeT OTMETUTh, UYTO BEIMYMHA aKTUBHOCTU
OCTaBajlaChb BBICOKOU IJIUTENbHBIN MPOMEXYTOK Bpe-
MEHU Y CHIZKAJIACh TOJIBKO K 24 4 akcno3uLivu (puc. 4).

Perynsmms ckopocti pepMeHTAaTUBHOM peakiiin
B CTPECCOBBIX YCIOBUSX MOXET OCYIIECTBIISATHCS T10-
CpeACTBOM KOH(POPMALIMOHHBIX TpaHchopMaLmii
0OEeJIKOBOI MOJICKYJIBI, TNOO N3MEHEHNEM DKCIIPECCUU
TeHOB, KOIMPYIOIIMX JaHHbIe epMeHTHl. [IpoBeneH-
HBII TTOMCK HYKJIEOTUIHBIX MOCIEAOBATEILHOCTE B
0ase manHbIx GenBank misa meKapOOKCHMIMPYIONINX
MT nokasai, yto HAJ*-3aBUcUMbIE MAIMK-2H3UMBL
OpeAcTaBlIeHbl IBYMSI uU3o(hepMeHTaMU, KOAUpye-
MbIMU sAaepHbIMU reHamu. Ten HAJIT-MD 1 pacro-
JioxeH B xpoMocome 5 (Gene I1D: 100501486), umeer
IJIHY 6148 HYKJTEOTUAOB U COAEPKUT B CBOEM COCTa-
Be 19 sk3oHOB. I'en HAJ[*-MD 2 pacIionoxeH B Xpo-
mocoMme 5 (Gene ID: 100191942), umeet miuny 9231
HYKJICOTU, I COAEPKUT B CBOEM COCTaBe 18 5K30HOB
(Eprintsev et al., 2020b).

HAJ®dD"-3aBUCUMBII MaJIUK-3H3UM MUMEET B Te-
HOME KYKYpY3bl HE MeHee 6 TeHOB U 4 ICEeBIOI€HOB.
OnHako, IS JIMCTheB KYKYPY3bl XapaKTepHa TOJILKO
OJIHA 3KCIpeCcCUpylolias XJIoporiacTHast hopMma re-
Ha, pacIriojIokeHHOTo B xpoMocoMme 3 (nadf-me, Gene
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Puc. 3. O6mast aktusHocTs HAJIT-MD B IMCTBSIX KYKY-
PY3bI TIpY IEHICTBUM COJIEBOTO CTpecca.
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Puc. 4. O611ast aKTUBHOCTH HAI[(D+—M9 B JIUCTBSIX Ky-
Kypy3bl IPY ICMCTBUHU COJIEBOTO CTpecca.

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

IIpoBeneHHEII aHAIN3 YPOBHS TPAHCKPUIITOB I'e-
HOB, KOOAMPYIOIIUX HCCIECAYEMbBIC DH3UMbI, BbISABUJI
KOPPEJSIUIO C U3MEHEHUSIMU UX (hepMEHTATUBHOM
aktuBHocTU. OnHako B Bapuante HAJI-3aBucumMoro
MaJIMK-3H3MMa HaOJII0ajIoCh, IIO-BUIMMOMY, XapakK-
TepHOE pas3aejieHue 3TaroB agantauvy. Hanbomabimit
BKJIaJ, B OOIIYIO aKTUBHOCTh AEKapOOKCUINPYIOIINX
MaJjlaTIeruaporeHas, BepOsSTHO, BHOCKI U30(hepPMEHT
MaJIMK-3H31Ma 2, KOTOPbIii KOOAUPYETCsI TeHOM nad-
meZ2. BBIJIO YCTAaHOBJIEHO, YTO DKCITPECCHS TOTO ITeHa,
KOAMPYIOIIETO JaHHYIO0 U30(DopMy, K 6 4acy 3KCIO-
3ULIMM YBEIUYMBAETCS OoJiee, Y4eM B 7 pa3, B TO BpeMs
KaK yBeJIMUYEHUE DKCIIPECCUM TeHa nad-mel OBLIO
BBIpaXX€HO B MeHbIlel crereHu. [Ipu aToM Bo3pac-
TaHUe cocTaBIsuIo 1.7 pa3a Mo CpaBHEHUIO C KOHTPOJIEM
(puc. 5). CTouT TakKe OTMETUTb, UTO JJISI TIEPBOIA U30-
¢dopMbl (M3D1) ObUIO XapaKTEpHO yBEIMUEHUE IKC-
peccuu B TEepBbIi Yac COJIEBOro cTpecca. AHaIu3
MOTYyYE€HHbBIX JAHHBIX ITO3BOJISIET 3aKIIOUYUTh, YTO 13-
MeHeHne (PYHKIIMOHMUPOBAHUS T€HOB SIBJISIETCS OI-

L *

TPAaHCKPUIITOB, €.
COL =N
AONCOCON PPN O

T

=
[\S]
T

HUM 13 (PaKTopoB peryissunn aktnBHoctT HAJI-ma-
JIMK-3H3UMOB. PaHee OBUIO TTOKA3aHO, YTO PETYJISILMS
(GYHKIIMOHUPOBAHUS KITIOYEBBIX (DEPMEHTOB LMKJIIA
Kpebca B pacTteHNsSIX, KyTbTUBUPYEMBIX B YCIIOBHUSIX
COJIEBOTO CTpecca, OCYILIECTBISIACH C ITOMOIIBIO pe-
T'YJISILUMU DKCIPECCUU TeHOB MCCiienyeMbIX (hepMeH-
toB (EnpunueB u np., 2021). CooO1iaercs, 4To ux
aKTUBHOCTbH KOPPEJIUPYET C TaK Ha3bIBAEMOM MHIYK-
11ei “coJieBOro AbIXaHus”.

HccnenoBanre HYKJICOTUIHOMN IOCIIeIOBaTElIb-
HOCTU MPOMOTOPOB I'€HOB, KOAUPYIOLIUX MATUK-2H-
3MMBI, TOKAa3aJo, YTO B MX COCTaBe CoOjaepXKaTcs
CpG-octpoBku. B coctaBe mpoMoTopa reHa nad-me 1
U nadf-me o6GHapyXeHO Mo 2 OCTpoBKa pazMepoM 291
u 134 1. g HAJL -3aBrucumMoro dpepMedTa u 142 u
430 nia HAJ D -3aBucumoro. B mpomoropax reHoB
nad-me2 oOHapyXXeH OIWH OCTPOBOK pazmepom 312
HYKJICOTUIOB.

Hamuune CpG-0cTpOBKOB B IIPOMOTOPHO# 00J1a-
CTU MOXET TOBOPUTH O BO3MOXXHOM MEXaHU3Me pery-
JISIUMA MHTEHCUBHOCTM JKCIPECCUM MCCIIETYEeMBbIX
TE€HOB ITOCPEICTBOM U3MEHEHMS CTENIEHN METUJINPO-
BaHMs LIMTO3UHOB B mpomoTopax (Crymnak, BapuHa,
2021). AHaJIM3 MOy4eHHbIX JaHHbBIX CBUACTEJILCTBYET,
yTo OOHapyXeHa oOpaTHas KOPPEISLUs MEXIY
9KCITpeccuen reHa nad-me2 U BEIUYNHON METUJIb-
Horo craryca uro3nHa CpG-oCcTpOBKOB ITpOMOTOpa
(puc. 6). Tak, Tpy MOBBIIIICHUU YPOBHS OTHOCUTEb-
HBIX TPAHCKPUIITOB C 3 110 12 4 3KCMO3ULIMN KYKYPY3bl
B YCJIOBUSIX COJIEBOTO CTpecca CTeleHb METUINPOBa-
HUSI TPOMOTOPA CHU3MIIACH 10 25% , 4TO, MO-HallleMy
MHEHMIO, CIIYXKIJIO MEXaHNU3MOM aKTHBAIIN SKCIIPec-
cun reHa nad-me2. Takoe yBeIWYeHHE aKTUBHOCTH
nad-me2 TIpUBOIMIIO K MHTEHCU(UKAIINN 1IUKIIA TPU-
KapOOHOBBIX KMCJIOT, YTUJIN3UPYIOIIETO IMMPYBaT Yepe3
anetunl KoA (Igamberdiev, Bykova, 2018). Kak Bu-
HO U3 pe3yIbTaToOB, NPUBEISHHBIX HA pUC. 5 1 6, mis
PETYJISILUU 9KCIIPECCUM TeHOB nad-mel u nadf-me
(puc. 7) cTaTyc METWJIMPOBAHUS MPOMOTOPOB 3TUX
TeHOB He uMeeT 3HaYeHus. [lo-BuauMoMy, ypOBeHb
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Puc. 5. Dkcnpeccust nad-me I B TUCThSIX KYKYPYy3bl B YCIOBUSIX 3aCOJICHUS U cTerieHb MeTuiinpoBaHusi CpG-0CTPOBKOB.
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Puc. 6. Dxcnipeccust nad-me2 B TUCThSIX KYKYpPYy3bl B YCIIOBUSIX 3aCOJICHUS U cTerieHb MeTuiinpoBaHusi CpG-0CTpOBKOB.
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Puc. 7. Dxcnpeccusi nadf-me B TUCThIX KYKYPY3bl B yCIIOBUSIX 3aCOJIEHUS U cTerieHb MeTrinpoBaHust CpG-0CTpOBKOB.

KOHILIEHTPALIMM TPAHCKPUIITOB MCCIIETyEeMbIX T€HOB
omnpeaeasieTcss APYTUMU MeXaHU3MaMU PETYIISLIUN.

3AKJIITOYEHHME

VBenuueHne akTUBHOCTH MaJIMK-3H3MMa 1 B
YCJIOBUSIX 3aCOJICHUSI, IMO-BUIMMOMY, HEOOXOIMMO
KJIETOYHOMY MeTa0O0JIM3My PacTeHMSI IJIsI IToaaepKa-
HHMs paBHOBECHOro ypoBHsI pH B MuTOXOHIpUSIX.
VBennuenue aktusHoct HAID'-3aBrcumoit ne-
KapOookcunupywouieii MJIIT B ycloBHUSIX COJIEBOTO
cTpecca II03BOJISIET 3TOMY 3H3MMY y4acTBOBaTh B
KOMIIeHCAallu MHTruoupoBaHus Hukia KambBuHa u
TakKuM o00Opa3oM u3beraTb OOJBIIOrO KOJMYECTBA
BOCCTaHAaBJIMBAIOIIUX KBUBAJIEHTOB, MMOCTABJISISI UX
1 HAJID ' -ranakro30-1-gernaporeHassl 1 pudo-
3a-1-mernnporeHas3sl. KpomMe Toro, mpuHMMAaTh yda-
cTHe B 00eCIIeYeHUY CHIKCHUSI MHTEHCUBHOCTH Ty~
Tell ackopOaTa-IIyTaTUOHA U OCa0/sITh TTOBBILLIEH-
HBIM CUHTE3 OCMOJIUTOB, B YaCTHOCTH, TIPOJIMHA.
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Takum oGpa3oMm, B YCIOBHSIX COJISBOTO CTpecca
n30(epMEHTHI MAJIMK-3H3UMOB MOTYT Y4aCTBOBATh B
OCYILECTBICHUU aJalTUBHBIX PeaKlUii, BOCHOBHOM,
3a cyeT npoayLurpoBaHus MajaTa (MD2) uian oKucIn-
TeJIbHO-BOCCTAaHOBUTENIBLHBIX 3KBUBaJIEHTOB (MO1).
HHTepecHO OTMETUTD, UTO SKCIPECcCUsI TeHa nad-me2,
CHUJIBHO BO3pacCTalollias IIPU 3aCOJICHUM, PETYIUPYETCS
SIUTeHETUYECKMM MEXaHM3MOM, T.e. HabJromaeTcs
00paTHO-MPOIOPIUMOHATbHAS 3aBUCUMOCTb MEXIY
WHTEHCUBHOCTBIO SKCITPECCUN U BEIMUYMHOI cTaTyca
MmetrnupoBaHust CpG-0CTpOBKOB ITPOMOTOpPA T'eHa.
DnUreHeTUYeCKUil crnocod peryiasuumn nad-mel u
nadf-me He oOHApyXeH, YTO MO3BOJISIET MPEIIOJIO-
XKUTh IPYrU€ MOJEKYJISIpPHbIE MEXaHU3Mbl yBeJUYe-
HUSI UX DKCIIPECCUU U AaKTUBHOCTU COOTBETCTBYIO-
X GEpMEHTOB.

Co0monenre 3THYECKHUX cTaHaapToB. Hacrosimas
CTaTbsl HE CONEPXUT KaKUX-JIMOO MCCIAeOOBAHUM C
ydyaCcTtuem .JHOII,CIZ U >JKUBOTHBIX B KaUeCTBE OOBEKTOB.
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KonduukT mHTEpecoB. ABTOPHI 3asBIISIIOT, UTO Yy
HUX HET KOH(PINKTAa 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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