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Pactenust kykypyssl Zea mays L. 9yBCTBUTEIbHBI KO MHOTUM CTPECCOBBIM (haKTOpaM, BBI3BIBAIOIINM
U30BITOYHOE 00pa30BaHUe aKTUBHBIX (DOPM KUCIOpOJa, MEXaHU3M HUBEIMPOBAHUS BO3NECHCTBUSI KO-
TOPBIX Ha OpraHW3M BKJIIOYaeT ¢epMeHT MoHomermapoackopbarpenyktasy (MDHAR; EC 1.6.5.4),
KaTaJu3upyIoluii BOCCTAHOBIEHUE MOHOAETUAPOACKOPOMHOBOI KUCIOTHI 10 ackopbara. B reHome
KYKYpY3bl u3BecTHO ueThipe reHa ZmMDHAR I—ZmMDHAR4, paznuyaioimmxcsl BHyTPUKIIETOYHOM JT0-
Kanuzauuein konupyeMbix 6e1koB MDHAR. B nanHoit paboTte 0bU1 MaAeHTU(GULIMPOBAH HOBBIN IT'eH ce-
meiictBa — ZmMDHARS (Zm00001d017786; LOC100193942), konupyrouunii 013Kt CTPYKTYPHBIi TO-
moJior nepokcrucoMaibHoro ZmMDHAR3. CrnenaHo npennosioxeHue, yro ZmMDHARS moxeT nmeThb
¢byHKUMU, 6aM3KUe K xJoporuacT-muTtoxoHapuaabHeiM MDHAR. [quddepeHumanbHas aKcrpeccust
reHoB ZmMDHARI—ZmMDHARS B mpopocTKax KYKypy3bl B OTBET Ha pa3jIMYHbIC CTPECCOBBIE (DAKTOPHI
TTO3BOJIMJIA TAKXKE MPEATIONIOXUTE BaxkHOe yuactue ZmMDHAR4 v ZmMDHARS B oTBeTe Ha 9K30TE€HHYIO
abCIM30BYIO KMCIIOTY, HU3KUE TeMIlepaTyphl U ooe3BoxkuBanue;, ZmMDHARI v ZmMDHAR3 — Ha colte-
Boii ctpecc; ZmMDHAR2 — Ha U30BITOK COJIM U Ne(DULIUT BOIBI.

Kmouesbie cioBa: Zea mays, MDHAR, nuddepeHiinanpHas 3KCIpeccus reHa B OTBET Ha CTPECCOBBIC

¢axTopsl
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BBEJEHUE

MeTtabonur3M Kucaopoaa y adpoOHbIX OpraHuU3-
MOB, B TOM YHUCJIe y pacTeHMI, IPUBOIUT K oOpa-
30BaHUI0 aKTUBHBIX (opM kuciaopoma (ADPK),
M30BITOK KOTOPHIX MHAYLIUPYET HOBPEXICHNUE, Ha-
pyiieHre PYHKIWNA 1 THOETh KJIETOK 3a CUeT OKMC-
JICHUsSI HYKJIEWHOBBIX KHCIIOT, JUMNUIOB, OEIKOB
U nonucaxapuaoB [1]. ¥V pacreHuit cnocoOGHOCTH
HuBenupoBaTh 3Pdektel APK cuutaercs omHUM
13 HauboJjiee BaXXHBIX (paKTOPOB, OIPEACIISIONINX
YCTOMYMBOCTD K Pa3jIM4YHBIM CTpeccaM, U IiepBas
JIMHMSL 3alIUTHI IIpeACcTaBieHa aHTUOKCUIAHTAMHU.
Mexanu3msl yctpaneHus apdexroB ADK Bxirroua-
IOT (DepMEHTHI (HaIIpuMep, CYITepOKCUIINCMYTa3HI,
TMepoKCcUaa3sl, IyTaTHOH-S-TpaHcdepasbl, acKop-
baTmepoKcHaashsl M TIp.), a TaKke HedepMeHTHEBIC
KOMIIOHEHTHI, TaKH€ KaK aJIKaJIOUIbl, (hJIABOHOU-
IbI, KApOTMHOMIBI M Op. BaxkHeNImmmM KOMIIOHEH-

! [lomomHuTeTbHBIE MaTEPHUATLI PA3MEIIEHbI B 2IEKTPOHHOM BUIE TIO
DOI cratbu: 10.31857/S0015330324010067
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TOM aHTHOKCHIAHTHOI CHCTEMBI PACTeHUSI CUMUTA-
erca L-ackopounosas kuciora (AK, Butamun C),
koTopast cBsa3biBaeTca ¢ A®K (cynepokcuaom
KHCJIOpoAa, IEepeKUChi0 BOAOpOAA M pPaauKaaoM
ToKodepoa), BocctanaBnmBasg nx [2, 3]. Ilox neii-
CTBUEM acKOpOaTIIepOKCHIa3 U acKOpOATOKCHIa3
oOpasyeTcsi MNpoOMexXyTouHass OKucjaeHHas ¢op-
ma AK — L-moHomernmpoacKopOMHOBAs KHMCJIOTA
(MDHA), koTopas 3aTeM MOXeT IepeiTH B IPYTYIO
OKHUCJIeHHYI0 (opMmy — L-mermmpoackKopOMHOBYIO
kuciaory (DHA) [3]. Boccranosmenne MDHA u
DHA 1o ackopbaTta katanusmpyercs pepMeHTaMK
MoHoxeruapoackopbarpenykrazoir (MDHAR; EC
1.6.5.4) n nerngpoackop6arpenykrazoii (DHAR;
EC 1.8.5.1) coorBeTcTBeHHO [3].
MoHoaeruapoackopOaTpeaykra3bl — pa3iauda-
IOTCS 110 JIOKAJIU3alMX B XJIOPOILIACTaX, MUTOXOH-
IpUSIX, TIEPOKCUCOMAaX M LUTO30jie, U KOOUPYIO-
II1e MX TeHBl WACHTU(ULNPOBAHEI U OMUCAHBI Y
MHOTUX BUAOB pacTeHuii [4—6]. PasnuuHbie abuo-
TUIECKNE 1 OMOTUUYECKIE CTPECChI OKA3BIBAIOT Cy-
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IIECTBEHHOE BJIMSIHME Ha YPOBHU TPAaHCKPUITIIUHU
reHoB MDHAR m aKTUBHOCTh KOOUPYEMBIX (ep-
meHTOB [1, 4, 7—10]. Hanmpumep, B OTBEeT Ha CO-
JIeBOI cTpecc y ayka pemyartoro (Allium cepa L.)
BBHISIBIIEHO yBenmueHue aktuBHocth MDHAR B
cumIacte KopHs u aucta [11]. B orBeT Ha 3apa-
JKeHMe TPUOHBIM IatoreHoM Puccinia striiformis B
pacteHusx mueHnusl (Triticum aestivum L.) pacter
akcrpeccus reHa TaMDHAR4 [7]. CBepxakcnpec-
cust reHa MDHAR tomara (Solanum lycopersicum
L.) m manrpoBoro nepeBa (Acanthus ebracteatus)
MOBHIIIAET YCTOMUYMBOCTh K COJIEBOMY CTPECCY Y
tabaka (Nicotiana) [12] u puca (Oryza sativa L.)
[13] cooTBeTCTBEHHO.

B renome Kykypy3el (Zea mays L.) uneH-
TU(PUIIMPOBAHBI TEHBI OCHOBHBIX (DEPMEHTOB
nyreit OuocuHTe3a U peuukauHra AK, B ToMm
qycje 4YeThipe I'eHa, KOOUPYIOIIME MOHOAETUIPO-
ackopbaTpenyKTa3bl pa3IMYHON KJIETOYHOM JIo-
kamm3aunmn: ZmMDHARI (GRMZM2G084881),
ZmMDHAR2 (GRMZM2G134708), ZmMDHAR3
(GRMZM2G320307) u ZmMDHAR4
(GRMZM5G828229) [14—17]. [lokazaHo, 4TO O€IKKN
MDHAR 1 DHAR BoBJieueHbI B moaaepKaH1e KOJIu-
yectBa AK B 3HIOCIIepMe 3epHa KyKypy3bl B IIPOIIEC-
ce co3peBaHus [15]. Kpome Toro, nocie 3apaxkeHust
3epHa rpubamu Fusarium proliferatum, F subglutinans
u Aspergillus flavus HabmoDaeTcs 3HAYNTETEHOE CHU-
keHue pepmeHTHOI akTmBHOCTH MDHAR |[8].

B nanHoit pabore ObLT MACHTU(MUIMPOBAH HO-
BBIi T€H MOHOAETUIPOACKOPOATPEAYKTa3hl KyKypy-
31 — Zm00001d017786 (LOC100193942), sBmsio-
HIuniicga romooroM reHa ZmMDHAR3. JlaHHbBI TeH,
ZmMDHARS, ObIT oxapakKTepn30BaH B CPaBHEHHUU
C U3BECTHBIMM WieHaMU cemeiictBa ZmMDHAR, B
TOM YHCJIE TI0 OTBETY Ha 3K30I€HHOE BO3IEiiCTBHUE
abcum3oBoit kuciaotel (ABK) m abmormueckme
cTpeccoBble (haKTOphl (HU3KYIO IIOJOXHUTEIBHYIO
TEeMIIEPaTypy, BOTHBIN Ae(PUIUT 1 N30BITOK COJIN) B
JINCTBSIX IPOPOCTKOB KYKYPY3HI.

MATEPHAJIbI U METObI

NaenTuduxammsa m CTPYKTypHAS XapaKTepUCTH-
Ka reioB MDHARs. [louck mociienoBaTeIbHOCTEH
T€HOB MOHOIETMAPOacKoOpOaTpeayKTa3 IIpOBOIU-
JIN B TeHOME KYKypy3bl Z. mays (copt B73) (cbopka
GCF_902167145.1). B kauectBe pedepeHCHBIX I10-
cJiefoBaTeIbHOCTEN HcToib3oBaiM MPHK reHoB ce-
meiictBa MDHAR Arabidopsis thaliana L. AAMDHAR 1
(AT3G52880.1), AtMDHAR2 (AT5G03630),
AtMDHAR3 (AT3G09940), AtMDHAR4
(AT3G27820), AtMDHARG6 (AT1G63940).
BrlpaBHUBaHME U CTPYKTYPHO-(pUIOreHETHYE-
CKMi1 aHAJIW3 HYKJICOTHUIHBIX M OCJIKOBBIX ITOCIIE-
JToBaTeabHOCTEl mpoBommin B rporpamme MEGA
7.0 (https://www.megasoftware.net/). Jas xapak-
TEPUCTUKNA B3K30H-MHTPOHHOM CTPYKTYpHl TE€HOB
ucrnonb3oBas ganHele NCBI (https://www.ncbi.
®U3UOJI0IUS PACTEHUN
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nlm.nih.gov/gene/). KoHcepBaTuBHBIE ITOMEHBI
¥ MOTHUBBI O€JIKOB OIpPENe/s/IM C IIOMOIIBIO IIPO-
rpaMMm NCBI-CDD (http://www.ncbi.nlm.nih.gov/
Structure/cdd/wrpsb.cgi) 1 MEME 5.1.1 (http://
meme-suite.org/tools/meme) B COIOCTaBICHUU
¢ JauTeparypHbIMU mHaHHBIMH. [lomck TpaHcMmeM-
OpaHHBIX cHHUpajeil, TPAaHCIOPTHBIX M CUTHAJIb-
HBIX IIENTUAOB M JOMEHOB CBSI3BIBAHUS C KO-
¢dakTopamu TmpoBoauiau Ha cepBepax TMHMM
server 2.0  (https://services.healthtech.dtu.dk/
services/ TMHMM-2.0/), TargetP-2.0 (https://
services.healthtech.dtu.dk/services/TargetP-2.0/)
u Cofactory-1.0 (https://services.healthtech.dtu.
dk/service.php?Cofactory-1.0) COOTBETCTBEHHO.
MoneKyasIpHbIA BeC M HM303JIEKTPUIECKYIO TOUKY
(pl) GenkoB paccuuThIBaIIM ¢ ToMoIbio ExPASy
(https://web.expasy.org/protparam/), BHYTPUKJIE-
TOYHYIO JIOKAIM3ALIMIO TIPEACKA3bIBAIN C TIOMOIIBIO
WoLF PSORT (https://wolfpsort.hgc.jp/).

PactutenbHblii MaTepuals, BO3JeiCTBHE CTpecC-
coBbIX (hakTopoB. B pabGoTe OBUIM WCITOIB30BAHBI
pacTeHus KyKypy3bl copta B73 (cemeHa rmpenocraB-
JleHbl BcepoccniickuM MHCTUTYTOM TE€HETMIECKUX
pecypcoB pacteHuit um. H.W. BaBunona). Pacre-
HUSI BBIpAIIMBAJIM B YCIOBUSIX SKCIIEpUMEHTANIb-
HOM YCTaHOBKHU MCKycCTBeHHOTO KyimMaTa (DYUK,
®UII buorexrnonoruu PAH; nenb/Houb — 16/8 4,
22/16°C; ocBemeHHOCTh 190 MKM/(M? ¢)) B Teue-
Hue 30 ngHeit no ctaguu 3—4 JINCTHEB.

[TonyuyeHHBIE pacTeHUS UCIIOIb30BAJIN IJIsI aHA-
JIn3a peaknu Ha cTpecc. O0paboTKy XOJIOI0M TTpO-
Bomwau Tipu Temriepatype 3°C B KIIMMaTWUYECKOit
KaMmepe (OCTaJbHBIE YCIOBYS BRIPAIIMBAHMS IIPEX-
HUE, KOHTPOJIb — HeoOpabOTaHHBIE paCTeHUS).
BosneiictBue ABK ocyiiecTBIsSIIM ONPLICKMBAHU -
€M ONBITHBIX pacteHunii BomHbIM 100 MKM pacTBO-
pom ABK cornacho [18, 19] (koHTpoJIb — pacTeHus,
OIIpBICKAHHBIE BOmOii). [Jis aHanmm3a BIUSHUS BO-
THOTO meUIINTa U N30BITKA COJIM OIBITHBIE U KOH-
TPOJbHBIE PACTEHUs M3BJIEKAIM M3 ITOYBHI, KOPHU
OTMBIBAJIN AUCTWLUIMPOBAHHOM BOMOM M IIEPEHO-
cv Ha xunkue MC-cpensl, conepxarne (B CIy-
yae ONBITHBIX pacTeHuil) 10% MOIU3TUICHITTMKOJIS
(IBI-6000; meduuur Boasl) winm 250 MM NaCl
(M30BITOK COJTN) COOTBETCTBEHHO.

JIucTes cobupanu yepes 6 1 24 4 mocie Kaxaon
00paboOTKM (KOHTPOJIb M OITHIT) U 3aMOPaXMUBAIIA
(—80°C) mo mampHeiimero aHanm3a. ONOBITH TIPO-
BOIWJIM B IBYX OMOJOTMIECKUX U TPEX TEXHUIECKUX
noBTopax. CoOpaHHBINA pacTUTENBHBIN MaTepuai
M3MeNIBYaId pacTUPaHUEM B XMIKOM a30Te U HC-
noJb30BaAu sl BblaeneHusi cymmapHoit PHK c¢
nocuenyonieit ounctkoii ot nmpumeceit JJHK (#a-
60opsl RNeasy Plant Mini Kit m RNase free DNasy
set; “QIAGEN”, T'epmanusg). Ha ocHoBe momy-
yeHHbIX npenapatoB PHK cuntesupoBanu kIHK
(Habop GoScript™ Reverse Transcription System,
“Promega”, CILIA). Koruenrpaunu PHK n x/IHK
OIpeAeNISUIN KOJUYECTBEHHO C IIOMOIIBIO (hIIyo-
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pumetpun (Qubit Fluorometer, “Thermo Fisher
Scientific”, CILIA).

Onpenenenne mnpodmis IKCHPecCHH T'eHOB
MDHAR. ITpodnis 3Kkcrpeccun reHOB ceMelicTBa
MDHAR omnpenensad MeTOOOM KOJMYECTBEHHOI
TP B peanprom Bpemenu (ITLIP-PB). /Ins storo
Ha OCHOBE WICHTU(MUIMPOBAHHBIX KOIMPYIOIINX
nocienoBaTenbHOCTet TeHoB MDHAR 6bitn paspa-
6oTaHBI crienn@uuHbIe MpaiMeps! (JomomHuTe h-
HBIe MaTeprabl, Ta6:. 1). OTHOCUTENTBHBIN YPOBEHD
BKCIIpeccum MccienyeMblx TeHoB MDHAR oueHu-
BaJIM, MCIIOJIB3YSl pedepeHCHBIN reH polyubiquitin
(GRMZM2G419891). s ITLP-PB ncnioab3oBanm
3 ar x/IHK, Habop “Peakmmonnas cMech IS TIPO-
Benenus I1LIP-PB B mpucyrctBnm SYBR Greenl n
ROX” (OO0 “Cunton”, Poccus) m TepMOIIUKIIED
CFX96 Real-Time PCR Detection System (“Bio-
Rad Laboratories”, CILIA). Peakiiiu poBonuiau B
IByX OMOJIOTMYECKHUX 1 TPEX TEXHUIECKUX ITIOBTOPax
B clienytomux yciaoBusix: 95°C — 5 muH.; 40 uKI0B
(95°C — 15 ¢, 62°C — 50 ¢). 1151 BU3yanmu3alyuy JaH-
HBIX M CTaTUCTUYECKON 00pabOTKM pe3yJabTaToB
ncnonb3oBanm nporpamMmy GraphPad Prism v. 8
(https://www.graphpad.com).

PE3VIJIBTATbI

Panee B reHOoMe KyKypy3bl OBIIO MIEHTU(U-
LIMPOBAHO YETHIpe TeHa MOHOIETHApOoacKopbdarpe-
IyKTa3, JIOKAJTU30BaHHBIE HA XpoMocoMax 2, 4, S u
10 [14]. B pesynbraTe moucKa B TeHOME KYKYPY3bl
B73 (GCF_902167145.1) Ha xpoMocoMme 5 ObL1 Hali-
JIEH HOBBI, HE OXapaKTEPU30BAHHBINA T'€H CEMEW-
ctBa MDHAR — Zm00001d017786 (LOC100193942),
nonayuyuBIuii HaszBaHue ZmMDHARS (tabn. 1).
I'en ZmMDHARS pa3zmepom 2437 T.H. BKJIIOYaeT
7 3K30HOB, cocTapistionx 1506 HYKI€OTUIOB KO-
IAPYIOLIEH ITOCIeNOBaTEIbHOCTH, YTO COOTBETCTBY-

eT 6enky mmmHON 501 a.0. bmoxaimmMm romolo-
rom ZmMDHARS saBasiercs 6emok ZmMDHAR3
(MIEHTUYHOCTh  TIOCIIeNOBaTeNbHOCTEH  66%),
TOrga KakK CTEeNeHb WACHTUYHOCTU C OCTaJbHBI-
mu Oenkamu cemeiricteBa ZmMDHAR cocTtaBuia
51% (ZmMDHARI1), 53% (ZmMDHAR?2) u 43%
(ZmMDHAR4).

breto obHapyxeHo, uto reH ZmMDHARS no-
KaJIM30BaH B HEIIOCPEACTBEHHOI1 OJIM30CTH OT TeHa
ZmMDHAR3, n paccTosTHHE OT TTOCJIEIHETo 3K30Ha
ZmMDHAR3 no niepBoro 3k3oHa ZmMDHARS co-
crapisieT 849 m.H. (B reHoMe copta B73). CTpykTy-
pa dparMeHTa XpOMOCOMEI 5, BKJIIOYAIOIIEro o0a
TeHa 1 creiicep MeXmy HUMM, ObUIa IIpOaHAIU3K-
poBaHa B TeHOMAax 35 TeHOTUIIOB KyKYpPY3bl, BKIIIO-
yas 33 obOpa3siia Z. mays ssp. mays, a TakKxke 00pas3IIbl
IUKOM KYKYPY3HI (Z. mays ssp. mexicana N Z. mays
ssp. parviglumis), nocryrabsie B NCBI. B pesynsrare,
WCXOISI U3 CTPYKTYPHI aHAJIU3UPYyeMOro (pparMeH-
Ta, 00pa3lbl ObUIM pa3iefieHbl Ha YeThIpe TPYIIIBI
(tabu. 2, puc. 1). BapuanT 1, Kyna Boten copt B73,
oKazajicsl Hambosee dYacto BcTpedarommmes (15
00pa3loB) U COOTBETCTBOBAJI HAMMEHBIICH ITMHE
¢parmMeHTa U MEXI€HHOToO creiicepa. BapuaHt 2,
rae ¢pparMeHT ObUT IOYTH B IBa pa3a IUIMHHEE Ba-
puanTa 1 3a cueT yBenuueHus (B ~7.5 pa3) HHTpOHA
1 rena ZmMDHARS3, Ob11 HaliieH y I1ByX oOpa3loB.
BapuanTt 3 (10 06pas31oB) npesbliiliaa BapuaHT 1 B
~3.5 pa3a B CBSI3U C YIJIMHEHEM MEXTeHHOTO CITeil-
cepa (B ~19 pas). Bapuant 4 (8 o6pa31ioB) ObLI e1e
NpoTsKeHHee BapuaHTa 1 (B ~4 pa3a) BCIeOCTBUE
YBEJIMYEHUS MocjenHero uHTrpoHa ZmMDHAR3 v
MEXTeHHOro crneicepa (tabu. 2, puc. 1).

AMWHOKMCIOTHAS MTOCJIeA0BATEIbHOCTD
ZmMDHARS conepxaiia, Kak M OocTaJibHble Oel-
ku ZmMDHAR, xaranutuueckuii goMeH Pyr
redox_2 (pfam07992) (puc. 2), cienupnIHbINA 1T
CeMelicTBa IUPUAMHHYKIICOTUIANCYITH(PUIOKCH-

Taomma 1. CtpykrypHas xapakTepuctuka ceMeiictBa ZmMDHAR kykypy3sl (copt B73)

Teu* NCBI Gene 1D Jlokanm3anus B reHOME ll;e:, K(;JII(I;I(OI;(;BO Ki[;{lolf’ BZJ.I(()).K’ Il\:llgz > pl
ZmMDHARI Glﬁidczll(\)dozsglosggfs/m 17009205?127:0096426 4400 10 1308 | 435 | 46.7 | 545
awwonte| g | ol o | e | e s s
ZmMDHARS G]ﬁ(lleczll(\)dozzég?g%é/o7 2093603531369364879 4526 7 1437 | 478 | 519 1 854
ZmMDHAR4 Glﬁ%(:zlsfszg}zsgzz/w 832034(;];%03:207657 4201 17 13001499 | 53.8 | 8.66
ZmMDHARS an?OColoooﬂlggg%/s 20935706?369359504 2437 ! 1306 1 501 | 53.7 | 7.66
Tpumeyanue: * — Hasparus rexos ZmMDHARI—ZmMDHAR4 nars: B coosercTsun ¢ [14].
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Tabomma 2. Pasmepnl niocnenoBatenbHocTeit reHoB ZmMDHAR3, ZmMDHARS v cnieiicepa MeXay HUMU B TeHOME

35 00pa31oB KyKypy3bl 13 6a3bl naHHBIX NCBI

BapuanrT 1 BapwuanT 2 BapuanT 3 BapuanT 4
B;131,41;{H%:O77,I;3PI?4, CML247, K13, CML333, Ky2I,
O6pas 5 OH71,3 R’PIZS, OH43, TZ18, CML69, LH145,
AL KYKYPY3bl ’ ., | NC358, CIMBL55 | DKI105, PE0075, | CML228, CMLI103,
(NCBI) Mo18W, K0326Y,
Ta453-sh2, A188, CML52, ssp.
PHJ40, Mol17, B84, ; :
. CML277, Zm00056a parviglumis
W22, ssp. mexicana
®dparMeHT XpOMOCOMBI
ZmMDHAR3— 7772—8104 14511—-14514 26552—-26582 32072—-32375
ZmMDHARS, n.H.
T'en ZmMDHAR3, n.H. 4473—4526 11067—11071 4527-4528 18208—18512
MexXreHHbI crieiicep, I.H. 849-1195 993 19589—19616 11419—11437
T'en ZmMDHARS, n.H. 2351-2466 2450-2451 24362438 24302437
() —+—— -~
)N -
(3) F—HH—mm e
(4) —HHH = HHHHE
0 4 6 8 10 12 14 18 20 22 24 26 28 30 32 kb

Puc. 1. Bapuantsl (1—4) dparmenra ZmMDHAR3—ZmMDHARS na xpomocoMe 5 B reHoMme 35 00pa3lioB KyKypy3bl, BKITIO-
yasi 9K30H-UHTPOHHYIO CTPYKTYpY reHoB ZmMDHAR3 (3K30HbBI 0003HaYeHbl CUHUMU OjiokaMu) U ZmMDHARS (3K30HBI
0003HaYeHbl PO30BBIMU OJOKAMU); KPACHOU JIMHMEN 0003HAYeH MEXTEHHBbIN crieiicep.

JIOPEOYKTAa3 M BKIIIOYAIOIIUIA CAUThI CBI3BIBAHUS C
kodakropamu FAD/NAD(P)H [9]. Ananu3 mocie-
nmoBatenbHOCTel 6enkoB ZmMDHAR B mporpam-
Me Cofactory-1.0 mpeHTHUIUPOBAI TTO IBa caiTa
cBa3biBaHMsI ¢ Kodakropamu FAD/NAD(P)H y
Kaxmoro n3 It 6enkoB (puc. 2). IIpm aTom ob6a
caiita comepxanmu KoHceHcyc GxGxxG/GxGxxxG
(puc. 2), xapakrepnsiii w1t FAD/NAD(P)H-cBs-
3BIBAONINX TOMeHOB [20].

C uenplo omnpeneaeHusT BHYTPUKIETOYHOM JIO-
Kaym3amuu O6enkoB ZmMDHAR 6bv11 mpoBeneH
aHaJIM3 BO3MOXHOIO IPHUCYTCTBUS B HUX IIOCJIENO-
BaTEIbHOCTM TPaHCMEMOpaHHBIX  Q-CIIHpAJICi,
MUTOXOHAPHUAJIBHOTO U XJIOPOIUIACTHOIO TpaHC-
MOPTHBHIX MENTHUIOB WJIM MOTHUBOB, XapaKTePHBIX
11 crienu¢prIHOM JIOKAIU3aluy MOHOIETUAPO-
ackopOarpenykrasz. B pesynbrate ObUI0 mpeacka-
3aHo, yro ZmMDHAR4 conmepxur Ha N-KOH-
€ MUTOXOHIPHAJIbHBIA TPaHCIIOPTHBINA IIEIITHL,
(1—49 a.o.; BepossitHOCTD 0.81), OMHAKO BEPOSITHOCTH
MPUCYTCTBUS  XJIOPOIUIACTHOTO  TPaHCIIOPTHOTO
nentuga oueHb HU3Ka (0.18). benrkn ZmMDHAR3
n ZmMDHARS moryr ¢opMupoBaTh IBe TpaHC-
MeMOpaHHBIC CHUpalM B IOJOXEeHUSIX 5-24/450-
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472 a.0. u 5-24/467-489 a.0. COOTBETCTBEHHO.
Ha C-xonnne ZmMDHAR3 6511 00Hapy:KeH KOH-
cepBatuBHBIT MOTMB WYGRKRRRW, xapakrep-
HBII 71 IePOKCUCOMAIBHBIX MOHOIETUAPOACKOP-
OaTpenykrTa3 [9]. YmIMHEHHBIN BapuaHT JaHHOTO
motBa (WYGWKAPYLAKRHF) mpucyrcryer
taxke Ha C-koHule ZmMDHARS, onHako He co-
gepxut npu 3ToM RK-oborameHHOro KOHCeHCY-
ca (puc. 2). bmrxaitmme romonorn ZmMDHAR3
n ZmMDHARS — 6enku pnca OsMDHAR2 u
OsMDHARI1 cooTtBeTcTBEHHO, HOCTOBEPHO (oOp-
MUPYIOT TOJIBKO ofmHY (C-TepMHHAILHYIO) TpaHC-
MeMOpaHHyI0 o-crimpanb 1 WYG-MOTUBBI, CXOI-
HbIE C MOTMBaMU CBOMX OJIFDKAHIIINX TOMOJIOTOB.
Ha ocHoBe cCpaBHUTEIBHOTO aHajlM3a aMu-
HOKHCJIOTHBIX TociaenoBareabHocteii MDHAR
KyKypy3bl, puca (0. sativa), cnapxu (Asparagus
officinalis), yecHoxa (Allium sativum L.) 1 MOIEIbHO-
To IByIOJIbHOTO Brna (A. thaliana) 6blna mocTpoeHa
neHnporpamma (puc. 3). CoImacHO IIOJTyYeHHBIM
JaHHbIM, O0enku ZmMDHAR xkiacrepusytorcst ¢
COOTBETCTBYIOIIMMM OPTOJIOTAaMH C YETKHM pa3-
nenenneM Ha xiagbl (1), (2) u (3), KoTopeie 00b-
SIMHSIOT IIMTO30JIbHBIC, IIEPOKCHCOMAJIbHBIE WU
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BeipaBHMBaHKeE mocaeq0BaTebHOCTEN OekoB cemeiictBa ZmMDHAR. lomen Pyr_redox_2 (pfam07992) nomuep-
KHYT KpacHbIM. YepHBIMM paMKaMM BbIIEJIEHBI CaiiThl cBsI3bIBaHUS ¢ KodakTropamu FAD/NAD(P)H. CuHuM nomuepkHyT
koHceHcye GXGxxG/GxGxxxG.
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LPFFYSRSFDLSWQFYGDN
PTSSKPKFGAYWVKDGKVVGAFLEGGSPEENKAIAKVARAQPPVADLEELKKE
GKVTAVILKDGRVLEADIVVVGVGARPLTSLFEGQL
KAFKYVILGGGVAAGYAAREFVKQGV
GADANNICYLREIDDADKLVAAMKAK
KPTYAWHATAGVAAAVSIAAFAYWYGRKRRRW
GRLKGVFLESGSPEEFELJPKLARLQPVVDK
VGETVLFGDF

DPKIATFWID

LKSASSVEDALEIARSSLQ

ORDBVESO@NDOALNS

I GKAVVVGGGYIGMELAAALVINNJDVTMVEPEPHCMPRLFTPKJASFYEGYYANKGVKIIKGTVATGFEADS
PARLPGFHTCVGSGGERLTPEWYKEKGIELILGTEVVKADLASKTLTTSSGETFKYGTLIIATGSTAJKLEEF

Puc. 3. a — ®uioreHeTHYecKoe 1epeBO Ha OCHOBE MocienoBarebHocTel 6e1koB MDHARS puca O. sativa (OsMDHARI1
(NP_001404045.1), OSMDHAR2 (NP_001403773.1), OSMDHAR3 (XP_015611766.1), OsMDHAR4 (NP_001390619.1),
OsMDHARS (XP_015649952.1)), ciapxxu As. officinalis (AoMDHARI1 (XP_020260315.1), AoMDHAR4 (XP_020251572.1),
AoMDHARS5 (XP_020241046.1)), yectoka A. sativum (AsSMDHARI1 (Asa7G02482.1), AsMDHAR4 (Asa0G05211.1),

AsMDHARS (Asa5G00445.1)), A.

thaliana (AtMDHAR1 (At3g52880, NP_190856),

AtMDHAR?2 (At5g03630,

NP_568125.1), AAMDHAR3 (At3g09940, NP_566361.1), AAMDHAR4 (At3g27820, NP_189420.1), AAMDHARG6 (At1g63940,
NP_849839.1)) u P. patens (PpMDHARI1 (ABA47446.1), PPMDHAR?2 (ABA47447.1) u PpMDHAR3 (ABA47448.1)). len-
IporpaMmMa IoctpoeHa ¢ nomoinbio nmporpammbl MEGA 7.0 (Meton Maximum Likelihood, 1000 6yTcTpen-periuk). 6 —
Wnenrudunmposannbie ¢ momouibio MEME 5.1.1 koHcepBaTuBHBIE MOTUBBI B 6eikax MDHAR.
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XJIOpOILIaCTHhIe/ MuTOXOHIpuanbHbie MDHAR co-
oTBeTcTBeHHO (puc. 3a). bemoxk ZmMDHARS oxu-
JaeMo BOLLEJ B KJ1aay (2) BMECTe CO CBOUM OJmxkaii-
mmuM romojioroM ZmMDHAR3 (puc. 3a).

Pesynbratel aHanm3a TexX K€ aMUHOKHCIOTHBIX
nocienoBaTtenbHocTeit B mporpamme MEME 5.1.1
noATBepauin pasgeiaeHue O6enkoB MDHAR Ha
IeHaporpamme. Bcero 0bu10 MaeHTUOUIIMPOBAHO
15 KoHCepBaTUBHBIX MOTHUBOB, COCTAaB U PaCIIOIO-
JK€HME KOTOPHIX ObLIO CIIeHU(UIHBIM B KaXKI0M U3
Tpex kiaan (puc. 36). Jlecarb MOTUBOB (B MOpsIAKe
9-4-2-10-1-8-5-3-6-13 or N- k C-KoHLy) OBLIU
oOmuMH (3a peIKUM MCKITIOYSHUEM) JJIsI BCEX TH-
OB MOHoOJeruapoackopodarpeaykras. Motus 7
creun(pUIHO IPUCYTCTBOBAJ ¥ BCEX IIMTO30JIbHBIX
6enkoB Kimagsl (1), a Takke y MepOKCUCOMAaJTbHBIX
MDHAR ximaner (2), oTHocsSmuxcsg K obOpasmam
cemeiictBa 3makoBele (puc. 30). benku mpyroit
yactn Kimanel (2) m mractuagabie MDHAR xnagsr
(3) oTMMYaINCh OT OCTAJbHBIX HAJIMIYUEM MOTHBA
12 (puc. 36). C-koHI1IeBbIe MOTUBHI 14 u 15 GbITM
oOHapykeHBI TOJBKO Yy OenkoB Kianel (3) (puc.
36). Hakonen, C-xoHueBoit MotTuB 11 okasancsa
crieunUUHBIM AJ1s nepokcucomanbHbix MDHAR
kianel (2) (puc. 30) m BKIIIO9aJ B ce0S KOHCEHCYC
WYGRKRRRW/WYGWKAPYLAKRHEF, cnemu-
(UUHBINA 111 JAaHHOTO TUIA MOHOIETHAPOACKOp-
Gatpenykras [9].

C 1LeIpl0 OmpeneianTh, YYacCTBYIOT JIM TEHBI
ZmMDHAR B oTBeTe Ha CTpecChl, HAMU OBLIO MC-
CJIeMOBAaHO M3MEHEHHME YPOBHEH TPaHCKPUIILIUHN
IAHHBIX TEHOB B JIMCTBSIX IIPOPOCTKOB KYKYPY3bI
pu Bo3aeicTBUM 3K30TeHHo#t ABK, a Takke B OT-
BET Ha CTPECCHI (XOJI0MI, M30BITOK COJIM 1 BOTHBII fIe-
¢rmr) (puc. 4). B pesynbsraTte 0bII0 TTOKa3aHO, YTO
akcmipeccust reHa ZmMDHARI cHuXaeTcsT B OTBET
Ha ABK, xonon u obe3BoxXrBaHUE, TOrOa Kak Ipu
M30BITKE COJTA YPOBEHBb TpaHCKpUNTOB ZmMDHAR 1
cHauaJja pacteT (B 1.7 pa3a uepe3 6 4 BO3IEICTBYS),
Ho 3ateM (depe3 24 9) magaeT ModTH 10 KOHTPOJb-
HOTO 3HAYCHMSI.

B cpaBHeHMU ¢ KOHTpOJIEeM, YPOBEHb TpaHC-
KputitoB TeHa ZmMDHAR?2 Bo3pacTtan B OTBET Ha
coJieBoii ctpecc (B 3.2 pazadepe3 6 Y u B 5.7 pa3 ye-

pe3 24 4) v BoaHbli neduumt (B 1.8 1 3.9 paz yepes 6
u 24 9 cooTBeTcTBeHHO) (puc. 4). [1pu BozmeiicTBum
ABK sxcrnipeccnst ZmMDHAR2 cHavaiia yCUJINBa-
nack B 1.1 paza (6 4), a yepe3 24 4 ocnabesana B 2.4
pasa (puc. 4).

Okcnpeccus reHa ZmMDHAR3 B otBeT Ha ABK
M BOOHBIA AeUIUT TOCIeAOBaTeNbHO (6—24 u)
CHIKAJlach, TOIMA KaK XOJOTOBOE BO3IEiiCTBHUC
MpUBEIO cHavajia (6 4) K maJeHUI0 YPOBHS TpaHC-
KpunToB B 2.1 pa3a, a 3aTteM (24 4) — K ero Boccra-
HOBJICHHIO 10 YPOBHSI KOHTpOJIsl. B oTBeT Ha coie-
BOI cTpecc skrcnpeccust ZmMDHAR3 TioBBITITaIach
B 1.5 pa3a (6 4), a yepe3 24 u cHrxKanach B 1.5 pasa
110 OTHOIIIEHUIO K KOHTPOJIIO (puc. 4).

Dkcnpeccus rena ZmMDHAR4 1yepe3 6 4 B OT-
BeT Ha ADBK, M30BITOK coiu u 00e3BOXUBaHUE
nogHuMainachk B 1.4, 1.8 u 1.3 pa3a COOTBETCTBEHHO
, a 4yepe3 24 9 cHMXanach IO YPOBHSI HIDKE KOH-
TpoJibHOro. B oTrBeT Ha xojon konumdectBo MPHK
ZmMDHAR4 cHayana ymeHblanoch (6 4), a 3aTeM
(24 4) yBenmmumBanoch B 3 pa3a B CpaBHEHUU C KOH-
TpoJsieM (puc. 4).

Okcnpeccus reHa ZmMDHARS B otBeT Ha ABK
M XOJION CHMXajach B 1.2 pa3a yepe3 6 4 U ITOIHU-
Majach B 5.3 pa3za uepe3 24 4. IIpu coneBoM cTpec-
ce TIPOMCXOMWJIO IIOC/IeAOBATEIbHOE YMEHbBIICHUE
YPOBHSI TPAHCKPUIOTOB reHa (6—24 4), Torma Kak B
YCJIOBUSIX BOTHOTO AeduIIMTa HaOII0majcs IIepBo-
HavaJIbHbIN (6 4) POCT YPOBHS TPaHCKPUIITOB B 2.4
pasza c¢ nocienyomuM (24 4) ero naaeHueM B 1.8
pa3a B CpaBHEHUHU C KOHTposieM (puc. 4).

Takum obpa3oM, Bce naTh reHoB ZmMDHAR
XapaKTepu30BaJIMCh WHAUBUAYAJBHBIM 3KCIIPEC-
CUOHHBIM OTBETOM Ha CTPECCOBbIE (PAKTOphI, B
TOM YHCJIe€ U TeHbl, OTHOCSIIMECS K OOHOMN Kia-
ne. K npumepy, ZmMDHARI v ZmMDHAR?2 xna-
nbl (1) cxomHBIM 00pa3oM pearupoBajd TOJIBKO
Ha X0JIof, TOoTJda KakK oTBeT reHoB ZmMDHAR3 n
ZmMDHARS xnansl (2) ObUT CTPOTO TE€H-CIIEIl-
nunuHbiM. Hanbonbinii pocT ypOBHSI TpaHC-
KpunTtoB orMevancs ainst ZmMDHARZ2 B oTBeT Ha
COJIb U BOAHBIN nepuuut, ZmMDHAR4 — B oTBeT
Ha xonod U ZmMDHARS5 — B OTBeT Ha XOJIOO U
00€3BOXMBaHUE.

1.00 0.77 | 0.45 [027 077 100 170 1.09 0.73 [ 0.36 ZmMDHARI l6‘00
1.00 1.11 (041 046 067 1.00 318 BN 1.77 898} ZnMDHAR2 — 1.00
1.00 0.60 0.45 047 100 100 153 066  0.30 044 ZnMDHAR3 . 00
1.00 142 088 068 295 100 1.81 0.84 129 048 ZmMDHAR4
1.00 065 123 071 B 1.00 052 028 239 056 ZmMDHARS
KoHTpons 6u 24 4 64 244y KoHTponb 64 24 4 64 24 4
ABK XoJ1010BOI CTpecc ConeBoii cTpecc 3acyxa

Puc. 4. IuddepeHumnansHasa skcrpeccusi reHoB ZmMDHAR B otBeT Ha 06pa6otky ABK (100 MkM), XonomoBoii cTpecc
(+3°C), conesoii ctpecc (NaCl, 250 MM) u o6e3BoxkuBanue (10% I1DI-6000) B TeueHue 6 u 24 4. HeoGpaGoTaHHbBIIA KOH-

TPOJIb TIPUHST 3a 1.
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OBCYXIAEHHUE

Kykypy3sa (Zea mays ssp. mays, Poaceae) Kak of-
HOJIETHSISI TPABSHUCTAs SIpOBasi 3J1aKoBasl KyJIbTypa
C BBICOKOM 3KOHOMHWYECKOU LIEHHOCTHIO TPENCTAB-
JISIeT co0O0i pe3ynbraT IOMECTUKALIMKU TUKOPACTy-
1LIeTOo Mmpenka (TEOCUHTe Zea mays ssp. parviglumis) B
LICHTPaJbHOI mojauHe peku baabcac Ha roro-3arma-
ne Mexkcuku (cyoTpormmkn) okono 9000 et Haszan
[21]. KimmmaT B 1LIeHTpe IMPOMCXOXACHUS CIIOCO0-
CTBOBAJI BBICOKOI UyBCTBUTEIBHOCTH KYKYPY3bI K
OCHOBHBIM CTpeccaM, C KOTOPBIMU JaHHAS KYJIBTY-
pa cTajlKuBanach M IMPOAOJIKAET CTAIKMBATHCS IIPU
pacIpocTpaHeHUH 110 MUPY.

CoBpeMeHHas KyKypy3a B 3HAUUTEJIbHOM CTe-
MeHW YyBCTBUTENIbHA K XoJiony [22], 3acyxe [23],
N30BITKY conit [24] 1 TpuOHBIM MHPpeKIusIM [25],
KOTOpBIEC, ITPOBOLIMPYS OKUCIUTEIbHBINA CTpecc,
3HAYUTEIbHO CHIXAIOT YPOXKAHOCTb KYJIBTYPHI.
IIpu 3TOM M3MEHSIETCS DKCIPECCHUsI TEHOB MeTa-
6onm3Ma ackopbara, B ToM uurcie reHoB MDHAR,
M aKTUBHOCTb KOOMPYEMBIX HMMH (EPMEHTOB,
BKJIIOUasi MOHOAeTuapoackopobaTpenykrasbl. Tak,
M30BITOK COJIM BBI3BIBACT NECTPYKTUBHBIE M3MeE-
HEHHMS B XJIOPOILJIACTaX KYKYypy3bl 32 CUET CBETO-
3aBUCUMOTO OKHCJIUTEIBHOIO CTpecca, 4TO CO-
IIPOBOXAAETCSI POCTOM (DEpMEHTHOM aKTUBHOCTHU
MDHAR [24]. K BomHOMY meduIIMTy KyKypy3a
0COOCHHO BOCIIPMMMYMBA Ha CTaAuUM BCXOMIOB,
npu 3ToM (depMeHTHasd akTuBHOCTH MDHAR B
yclIoBUSIX cTpecca cHmxkaetrcd [23]. IloBprmeH-
Hasli 9yBCTBUTEIBHOCTh KYKYPY3bl K XOJIOIY Ha-
OromaeTcst BO BpeMsI IpOpacTaHus CeMSTH U (ha3bl
BCXOIOB, KOTIAa HapylIaeTcs IPOHUIIAeMOCTh
KJIETOUHBIX MeMOpaH U IIPOMCXOAUT, B YHUCIE
IIpoYero, HaKoIJIeHNe BRICOKMX ypoBHeit ADK B
pacTUTENBbHBIX KJIeTKax [22]. BocnmpumMYnBOCTH
KYKypy3bl K TpHMOHBIM IIaTOI€HAaM IIPOJIEMOH-
CTpUpOBaHa Ha mpuMepe uHeKUuin Fusarium
sp. [25]. 3apaxeHue pacteHUsT TpubaM CIT0CO0-
CTBYeT HAKOIUICHUIO B TKaHSIX MUKOTOKCHHOB, B
OTBET Ha KOTOpBIe M3MeHsIeTCsT (pepMeHTHAsI aK-
tuBHocth MDHAR [8, 26, 27]. BaxxHocTb 1J1st Ky-
KypYy3Bl BOCCTAaHOBJIECHHBIX (DOPM ackopOaTa Kak
AHTHMOKCUIAHTOB MOAYEPKUBACTCS T€M, UTO JaxkKe
MIpU BO3ICICTBUU TepOUIIMAa HUKOCYIbDYypoHa,
HMCIOJIb3yeMOTO IJIst O0PHOEI C COpHIKAMM Ha Ky-
KYPY3HBIX ITOJISIX, PACTyT YPOBHU TPaHCKPUIITOB
MDHAR [28].

K HacrosmeMy BpeMeHM B TE€HOME KYKYypy-
3bl aHHOTUPOBAHO ueTbipe TeHa ZmMDHARI—
ZmMDHAR4, xomupyiomye MOHOAETHUAPOACKOP-
Gatpenykrasbl [14, 16]. B manHoii pabore Hamu
ObUT MICHTU(UIINPOBAH IISITHIA TeH ceMelicTBa —
Zm00001d017786 (LOC100193942), nokanuso-
BaHHBIM Ha XpOMOCOME 5 B TaHIEMHOM KjacTepe
C U3BECTHbIM TeHoM ZmMDHAR3. TeH nonayuun
HazBanue ZmMDHARS n Obl1 oxapakKTepu3oBaH
HaMU B CPaBHEHUHU C APYTMMHU I'€HAMM CeMeNCTBa
(ZmMDHARI—ZmMDHAR4).

®U3NOJIOTUA PACTEHUI

TanmemHoe pacnonoxeHue reHoB ZmMDHAR3
u ZmMDHARS, BbICOKMIA ypOBEHb TOMOJIOTUU aMU-
HOKUCJIOTHBIX ITOCJIEH0BATEeIbHOCTE KOMUPYEMBIX
nMu 6enkoB (66%), a TakKe COBMeCTHasl KjacTe-
pu3alusg Ha aeHaporpamme (puc. 3a) mo3BOJISIET
MpeIoJaraTh, YTo JaHHBIE TeHBI IIPOU3OIILIN B pe-
3y/lbTaTe TaHAEMHON ayrumkKauwmu u ZmMDHARS
MOXET BBINOJHAThL CXOnHble ¢ ZmMDHAR3 GyHK-
mmu. O pyHkuun ZmMDHAR3 ¥3BECTHO HEMHOTO.
YpoBeHb 3KCIPECCHU I'e¢Ha IIOBHIIIAETCS B OTBET
Ha aTaky AByX BUmoB Tiu (Rhopalosiphum padi L.,
Sitobion avenae F.) [16], 4TOo momyckaeT ydacTue
ZmMDHARS B peakuimy Ha OMOTUYECKHE CTPECCO-
BbI€ (DAKTOPHI.

Cpemn Ommxaitmmx romojioroB ZmMDHARS
TakxKe oTMeueHbl 1Ba reHa 0. sativa — OsMDHARI n
OsMDHAR?2 (puc. 3a), mocienHuii 3 KOTOPHIX Jie-
TaJIbHO OXapaKTepu3oBaH B paboTe [19] mox Ha3Ba-
HueM OsMDHAR4 (nanee no tekcty OsMDHAR?2).
Tpanckpuntel reHa OsMDHARZ2 npuCyTCTBYIOT BO
BCceX opraHax (C MAaKCUMYMOM B JINCTE), U UX YPO-
BCHb U3MEHSICTCSI B pa3HOI CTETICHU B OTBET Ha BO3-
NEeCTBHAE 9KCTPpEeMaIbHBIX TEMIIEPATyp, 3aCyXU, U3-
owitka comu, H,O, u ABK [19]. Myrauusa osmdhar2
CITOCOOCTBYET 3aKpBITHUIO YCTBMII, HAKOIICHUIO
MEePEKrCHU BOIOPOIA M MOBHIIIEHUIO YCTOMYMBOCTHU
pacTeHMii puca K TEIUIOBOMY CTPECCY; CBEpPXIKC-
npeccust OsMDHARZ2 oxunaeMo OKa3bIBaeT MPOTH-
BOITOJIOXKHBIH a3 dekT [19].

Kmaga (2), Kyma BXOOMT KJjactep OCIKOB
ZmMDHAR3, ZmMDHARS, OsMDHARI un
OsMDHAR?2 (puc. 3a), oObequHSIET TEPOKCHUCO-
MaJIbHBIe (DEPMEHTHI, €CJIM HCXOOUTb U3 U3BECT-
HOM JoKanm3alun Kiramooopasytomiero MDHAR4
A. thaliana [29]. Opmnako O6enok OsMDHAR2
JIOKAJIMU3yeTcs B XJIOpOIUIAcTaX, COINIACHO pe-
3ynbraTaM aHaiau3a jokanm3aumun OsMDHAR2,
CIIMTOTO C IIOCJICAOBATEIbLHOCTBIO KENTOro Jy-
opecueHtHoro Oenka (YFP), npu TpaH3ueHTHO
BKCIIpeCCUr B BIMAEpMalibHBIX KjeTkax Nicotiana
benthamiana L. [19].

[lonTBepkneHneM IEPOKCHMCOMAIBHOM JIOKa-
maunn ZmMDHAR3 u ZmMDHARS wmoxer
CIYXWUTh (HOPMHpPOBAaHHE UMM JBYX TpPaHCMEM-
OpaHHBIX CQ-CIMpaliell, XapaKTepHBIX I IIEPOK-
cucomanbHeix MDHAR. MHTepecHo, 4TtO0 WX TO-
mojoru OsMDHARI u OsMDHAR?2 c¢ Bricokoit
JIOCTOBEPHOCTBIO (hOPMUPYIOT TONBKO C-TepMUHAIb-
HYIO O-CIIMpajb, B TO BpeMs Kak o0Opa3oBaHUE BTO-
poit, N-TepMUHaIbHOI Q-COUpaIu UMEET HU3KYIO
JIOCTOBEPHOCTb. JIpyroit OTIMYUTENbHBINA TPU3HAK
nepokcucomanbHeix MDHAR, xoncencyc R(K/R)
RRR [29], npucyrctByer Ha C-KOHIIE ITOCIEIOBA-
teabHOocTen ZMMDHAR3 1 OsMDHAR?2, ogHako
orcyrctByeT y ZmMDHARS 1 OsMDHARI. Tloa-
TOMY, HecCMOTpsI Ha 3HaumMocTh RK-6oraTeix mocie-
JMOBATEJIbHOCTEN I SKCIIOpPTa OelKa B KJIETOUHBIC
xommapTMeHTH [30,31], cBa3p koHceHcyca R(K/R)
RRR ¢ tpancnnoprom MDHAR B nepoKcUcOMBI SIB-
Ne 1
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nsercs criopHoii. [lokazaHHas XiopoIiacTHas JIoKa-
muzaiust OsMDHAR? [19] coueraercsi ¢ oTcyTCTBU-
€M Y HEeT0O XJIOPOILUIACTHOTO TPAHCIIOPTHOTO MENTUAA,
KOTOPOTO HET U 'y OCTAJIbHBIX TPEX OEJIKOB.

Hcxons u3 BelllIeCKa3aHHOTO, B TOM YHMCJIE TIPO-
TUBOPEUYMBBIX CTPYKTYPHBIX U JIUTEPATYPHBIX JaH-
HBIX, MOXHO TIPEITONOXUTh, uTo TeH ZmMDHARS
3KCIPECCUPYETCSI BO BCEX OpraHax pacTeHUsI C
MaKCUMYMOM B JIMCTE; MPOOYKT reHa — (hepMEHT
ZmMDHARS, ygacTByeT B OTBeTax Ha CTPECCOBBIC
(akTOpBI, KaK OMOTUUYECKIE, TaK U aOMOTHYECKIE,
IIPY 3TOM €TI0 JOKaIn3alus BHYTPU KJIETKH TpeOyeT
TOITOJTHUTEIbHBIX UCCIICI0BAHUIA.

CauTaercs, 4TO caMoe€ IpeBHEE IIPOMCXOXIE-
Hue cpeau OenkoB cemeiictBa MDHAR wumeror
OUTO30JIbHBIE (PpepMeHTHI (Kimama (1) Ha puc. 3a),
tak KaKk Bce PPMDHAR wmxa Physcomitrella patens
TOMOJIOTUYHHI (BKJTIOYasi 9K30H-MHTPOHHYIO CTPYK-
Typy reHoB PpMDHAR) nurozomsHeiM MDHAR
BBICIIMX pacTeHui u JmineHbl N-/C-KOHIIEBBIX
curHajoB Jiokanuzauuu 6enkoB MDHAR B opra-
Hemnax [32]. Yuactue renoB PpMDHAR B cTpecco-
BBIX OTBETaX IIPEIIiojiaracT CBA3b amanTallOHHOI
3BOJIIOLIUM HA3EMHBIX PACTEHUI C IBOJIIOLMEN 1IU-
To3oibHbIXx MDHAR, KoTopwle cTanu Tmpeniie-
CTBEHHHUKAaMU MeMOpaH-CBI3bIBAEMbBIX IIEPOKCHCO-
MaJIbHBIX 1 3aTeM XJIOPOILIACT-MUTOXOHIPHUAIBHBIX
MDHAR [32]. Takum obpa3zom, reHsl ZmMDHAR3
u ZmMDHARS MOryT UMeTh HellaBHEE MPOUCXOX-
neHue orHocuteabHo ZmMDHARI i ZmMDHAR?2,
W TIpeAIIecTBOBATh nostBiaeHI0 ZmMDHARA4.

CrpykTypHBIe 0cobeHHOCTH Oentka ZmMDHARS,
BXOXIeHne B kiamy (2) (puc. 3a) M romoJiorust ¢
OsMDHAR?2 1103BONISIIOT TOITYCTUTh KaK TIEPOKCH-
COMaJIbHYIO0, TaK M XJIOPOIUIACTHYIO JIOKAJIM3aLIMIO
ZmMDHARS kak BO3MOXHO#T TIepexOmHOi (hOPMBI
MEXIy II€POKCUCOMAJIbHBIMU U  XJIOPOILIACT-MU-
toxoHapuanbHeIMU MDHAR  kykypysel. [lomo6-
HBII CTaTyc, K TpUMepy, UMeeT Oellok A. thaliana
AtMDHARI, Bxomgmmii B knamy (1) IMTO30JBHBIX
MDHAR (puc. 3a), omHaKo 10 JIOKaJIM3alu OTHOCS -
LIMICS cKopee K MEPOKCMCOMAaIbHBIM Genkam [29] u
SIBJISTFOIIMIACS] BO3MOXKHOM IepexoqHO (DOpMOit MeX-
Iy IIUTO30JIbHBIMU U TIepokcrucoManbHbIMI MDHAR.

YuuteiBasi uU3MeHEHHUsS (PEepMEHTHOM aKTHB-
Hoctu MDHAR B oTBer Ha abumoTHYecKue u
OMOTHUYECKME CTpPECCHhl V KYKypy3nl [16, 23, 24,
26, 28], a Takxe auddepeHLMATbHYIO 3KCIIpec-
cuto reHoB ZmMDHARI—ZmMDHAR4 B oTBeT Ha
ataky Tau [16], Bce rensl ZmMDHAR, BKio4das
ZmMDHARS5, MOTYT y4acTBOBATh B CTPECCOBOM
orBeTe. C 11eIpI0 IPOBEPKU HAHHOTO IIPEIIOJIO-
KeHUsI ObLI IIPOBENEH aHaJIW3 YPOBHEM TpaHC-
KpUnToB TeHOB ZmMDHARI—5 B nTUCThIX TIpO-
POCTKOB KYKYpPY3hl IIPU OIPHICKMBAHUU BOIHBIM
pactBopoM ABK, a Takke B OoTBeT Ha aOMOTHU-
YeCcKHMe CTpecCOBBIe (PAKTOPHI (XOJIOHm, M30BITOK
coJim ¥ BogHBIHM neduimt). ABK Ob11a ncrnonb3o-
BaHa HaMM, NOCKOJIbKY JTaHHBIN (PUTOrOPMOH HE
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TOJIBKO UTPaeT OMHY M3 JOMUHMPYIOIIUX poJjieii B
OTBETe Ha aOMOTHUUYEeCKIEe cTpecchl [22], HO U y4Ja-
CTBYET B OTBETE Ha OMOTHYECKIE CTPECCHI, OKA3bl-
Basl pa3HOHAIIPABIIEHHOE BIMSHUE Ha 3allIMTHBIC
peakiy pacTeHUsSI B 3aBUCUMOCTH OT €ro B3au-
MopaencTBUS ¢ maToreHaMu [33].

ITokazaHHbBIA B pe3yabrate WHAWBUIYATbHBIA
IUIST KaXKIoro u3 It reHoB ZmMDHAR otBer Ha
cTpeccoBbie (aKTOpHI (pHC. 4), BEpOSITHO, CBSI3aH CO
crienugpuyHOCThIO/MoKanmm3aueir ZmMDHARI1—
ZmMDHARS5 B coyetaHuM C OCOOEHHOCTSIMU
BO3IEICTBUSI KOHKPETHOIO CTpecca Ha pPacTUTENIb-
Hyl0 KJIeTKy. HecMOTpst Ha CTPYKTYpHYIO T'OMOJIO-
TUI0 1, BO3MOXHO, OOIlee IPOMCXOXICHHE I'€HOB
ZmMDHAR3 v ZmMDHARS, nX OTBET Ha BCE YETHIPE
BUIA BO3ICHCTBHS 3HAUYNTEITBHO pasindancs (puc. 4),
YTO MOXET CJIY>KUTh KOCBEHHOM ITOMIEPKKOI Ipen-
MOoJ0XeHUs1 O mepexogHoM cratyce ZmMDHARS.
B 101B3y 3TOr0 rOBOPMT TaKKe CXOICTBO IpOdu-
9 M3MEHeHUsT 3Kcripeccun TteHa ZmMDHARS ¢
npodunem reHa ZmMDHAR4 (ximoporacT-MHUTO-
XOHIpHAaJIbHas Kiaga, puc. 4) B YCIOBHMSIX HU3KOU
TEMIIEPATypbl ¥ BOMHOTO Ie(UIINTA, ECTPYKTUBHO
BIMSTIOIINX Ha XJIOPOTIIacTHI [22, 23].

YHaukansHOCTL poiu ZmMDHARS B HUBeTMpOBa-
HUU TTOC/IEACTBUI KaK aOMOTUIEeCKUX, TaK U OMOTH-
YECKMX CTPECCOB Y KYKYPY3bl HIOMUEPKUBACTCS YBEIM-
YeHHEM YPOBHSI €T0 TPAaHCKPHUIITOB 4epe3 24 9 Imocie
obpadoTku ABK, B TO BpeMsi KaK 9KCIIPeCCHsI OCTallb-
HeIX ZmMDHAR pe3ko cHmkanach (puc. 4). bomee
TOTO, 3HAYMTEILHBIN (B 5.3 pa3a) pocT 3KCIIpeccnu
ZmMDHARS ciycTs CyTKM TIpeObIBaHIS pacTeHUST Ha
xoJozne (prc. 4) TOBOPUT O BaXKHOI pPOJIM T€HA B OIIpe-
JEJICHNY YCTOMYMBOCTH KYKYPY3bl K HU3KMM TeMIIe-
parypam. Pannnii (6 4) Beicokuit oteeT ZmMDHARS
Ha o6pabotky I1DI" (puc. 4) yka3nIBaeT Ha yJacTue
TreHa B PEry/BIIdMd yCTOMYMBOCTH PACTeHUS K He-
XBaTKe BOABI HAa HAYaJIbHBIX 3TallaX 3acCyILUIMBOTO
nepuona. HuddepeHLmanbHasg 3KCIIpeccusl T€HOB
ZmMDHARI—ZmMDHAR4 B oTBET Ha CTpecCHI TIpea-
ToJlaraeT BaXXHOCTb akTuBaumy ZmMDHAR4 B ycio-
BUSIX HI3KOM TeMIIEpaTyphl M M30BITKA COJIM, a TAKXKe
ZmMDHAR2 nipy n30BITKE COT M HEXBATKE BOJBI.

B 1enoMm, TONBKO TpM BO3OECHCTBHU HU3-
KOII TeMIlepaTyphl 3KCIIpeCCUsI BCEX IISITU TE€HOB
IMMDHARI—ZmMDHARS5 w3MeHsIach CXOTHBIM
00pa3oM — CHUXajach IIpA paHHEM OTBETE U IIOI-
HUMaJach CIIyCTSI CYTKM BO3IeiCcTBUS. Pe3koe cHI-
JKEHUE 3KCIIPECCUM OTHOCSIIMXCS K IIMTO30JIbHOM
rpymite reHoB ZmMDHARI n ZmMDHAR2, otme-
YyeHHOE MpU paHHeM (6 4) oTBeTe Ha XoJiof (puc. 4),
coriacyercsl ¢ MogoOHOM peakineil TOMOJIOTNYHO-
ro um reHa puca OsMDHAR3 (B cratbe TeH Ha3BaH
OsMDHAR]I) nipu ButpuduKanuy mooeros [34].

[Mpu BavstHUM apyrux Tpex pakropoB HabI0Aa-
Jlach 3HAYUTENbHAsI U3MEHYMBOCTDb PEAKIIMU T€HOB,
B TOM YHCJie BO BpeMeHU (puc. 4). DTO MOXET OBITh
CBSI3aHO C TUIIOM BO3IEHUCTBUS (haKTopa B ciydae
KaXIOro KOHKPETHOIO KJIETOYHOIO KOMIIapTMEH-
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Ta W, KaK CJIEACTBUE, C JIOKaIu3alueid u (GpyHKIH-
OHAJIbHBIMUA OCOOCHHOCTSMHU paccMaTpUBaeMbIX
(epmeHTOB.

C yuetom ¢pynkunun MDHAR, 3axkimouarorieiics
B BocctaHoBiaeHnn MDHA no ackopb6arta [3], MoX-
HO TIPEIIIOJIOXUTh, YTO OTBETHOE NEWCTBUE I'€HOB
ZmMDHAR natpaBiieHO Ha Hoaiep:KaHe KOHIICH-
TpalMu ackop0ara KaKk aHTMOKCHMIAHTAa Ha yPOBHE,
HEeoOXOMMMOM IJIsI YCTpaHEeHUS BO3IEHCTBUS pacTy-
wux rpu crpecce kondects ADK. Ipu aTom creny-
€T OTMETUTD, YTO aCKOPOAT He SIBISIETCS €AMHCTBEH-
HBIM U IIaBHBIM aHTHOKcunaHnToM. K mpumepy, npu
00€3BOKMBAaHNU €TI0 KOJIMYECTBO B PA3IMIHBIX KOM-
MapTMEHTaX KJIETKM ITOMISPXKMBAETCS HA ITOCTOSIH-
HOM YpPOBHE 10 O4eHb ITO3MHUX CTagnil 3acyxu [35].
B 10 e BpeMsI ITagaeT conep:kaHue APYroro BaXKHOTO
AHTUOKCUIAHTa — TIyTaThoHa [35].

Bonee toro, pasHble KOMITapTMEHTHI KJIETKH
MOTYT OBITh IIO-Pa3HOMY BOBJIEUECHBI B ITOAIEpXKa-
HMe acKkopOaTa Ha HyxXHoM ypoBHe. K mpumepy,
ButamMuH C B pacTeHUM CUHTE3UPYETCS B IIUTO-
30JI¢, 32 UCKIIOYCHNEM KOHEUHOM CTaguM CHHTE-
3a, KOTOpasl OCYILECTBISIETCS B MEXMEeMOpaHHOM
MIPOCTPAHCTBE MUTOXOHAPUIA, IIOCTIE YeTro acKopOar
MOXET TPaHCJIOLIMPOBATLCA B IIUTO30JIb M XJIOPO-
miacThl [36].

Taxxe HeoOxonMMo yuyuThiBaTh, uT0 MDHAR —
3TO TOJBKO ONWH U3 TPYIIHLl (PePMEHTOB CHHTE-
3a-pelUKIMHra ackopbara B pacreHuu [36]. I1oa-
TOMY 3HAaYUTEIbHAS U3MEHUMBOCTD PEAKIIMKA TEeHOB
ZmMDHAR na w3ydaemble (DaKTOPBI MOXET CBU-
NETeILCTBOBATh O Pa3IMYMSIX B CTCIIEHU MX IIPU-
BJIEYEHUSI B COBMECTHYIO C APYITMMM (pepMeHTaMu
IEeTeIPHOCTh MO ITOMIEPXAHMIO HYKHOTO KIIETKE
KOJIMYECTBA acCKopOaTa KaK B HOPMAJIbHBIX YCIOBH-
sIX, TaK 1 IIPA CTPECCOBBIX BO3ACUCTBUSIX.

Takum o6Gpa3zoM, B JaHHOII paboTe ObLI UAEH-
THUIIMpPOBaH HOBBIN TeH cemeiictBa MDHAR —
ZmMDHARS, KoTopwlii KOZMpPYEeT TOMOJIOT IIe-
pokcucomanbHoro  ¢epmenTa ZmMDHAR3,
OIHAKO MOXET MMETh (PYHKIUM, ONM3KUE K XJIO-
poILIaCT-MUTOXOHApUanbHbIM Oeikam MDHAR.
HuddepenunanbHast BKCIPECCHST TeHOB
ZmMDHARI—ZmMDHARS B ipopocTKax KyKypy-
36l IIPM Pa3IMIHBIX CTpeccaxX IIPEIrojiaracT Bax-
Hoe yuyacte ZmMDHARS n ZmMDHAR4 B oTBeTe
Ha ABK, xomon n BomHEbIN medunut;, ZmMDHARI
n ZmMDHAR3 — B paHHeM OTBETe Ha COJIEBOit
ctpecc; ZmMDHAR2 — B yCTOMYMBOCTH KYKYPY3hI
K U30BITKY COJIM X HEXBATKE BOIHI.

Pa6ora BeImosiHeHA ITpyu (PMHAHCOBOI ITOIEPK-
Ke rpaHTa Poccuiickoro HayuHoro ¢oHma (Ne 21-16-
00008; NmenaTndnkalvsa U XapakKTepruCcTUKa HOBOTO
reHa ZmMDHARS) n ®enepanbHOIT HAyIHO-TEXHU-
YeCKOi1 IMpOorpaMMEBl Pa3BUTHSI CEJILCKOTO XO3sIiiCTBA
Poccniickoit ®enepanum (“ArpapHas HayKa — IIIar B
oynyiee passutue AITK”; xapakTepucTuka cTpec-
coBoro otBeTa reHOB ZmMDHAR I—ZmMDHAR4).

®U3NOJIOTUA PACTEHUI

Hacroginas cratest He COACPXKUT KaKUX-1100
WUCCJIENOBAHUI C UCIIOJIb30BAHUEM B KaueCTBE 00b-
€KTa XXNBOTHBIX 1 JIIOACH.

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBUM KOHGJIMKTA
MHTEPECOB.
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