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BBEJIEHUE

Moxoo0pa3ubie (OpuoduThI), BKIIOUYAIONINE B CeOS MXH, NMEYCHOYHWKUA M AHTOLIEPOTOBBIC,
SBIISIIOTCSL PEBHEHIIMMH HAa3eMHBIMU PACTCHUSIMH - TOTOMKAMH DPAaHHUX PACXOAALIMXCS JUHHUNA
smopuopuroB (Rensing et al., 2008). Takum o00pazom, OpHOGHUTHI 3aHUMAIOT ONTHMAILHYIO
(HUIOTEHETHYECKYIO TO3UIMIO Ul W3YYCHHS JPEBHHUX SBOJIIOIMOHHBIX M3MEHEHHH B PACTCHUSAX B
NIEPUOJT OJTHOTO M3 CAMBIX BaXKHBIX COOBITHI B HCTOPHH 3€MJIM - KOJOHHU3AIMK ee pacteHusiMu (Ponce
de Leon, Montesano, 2013, 2017).

M3BecTHO, YTO MXH 00J1a/IaI0T BBICOKOH YCTOWYHMBOCTBIO K HEOIarONPHUATHBIM YCIOBUSAM CPEIbI
¥ 324aCTYIO HCITOJIb3YIOTCS HCCIIEA0BATEISIMU B KAYECTBE MO/ICIBHBIX OOBEKTOB [Tl H3YUCHHUS PEaKLIUit
Ha JieiictBue crpeccoBbix paktopo (Turetsky et al., 2012). Cpenn MoJeIbHBIX MXOB HaUOOJIEE YACTO
UCTIONIB3YIOTCS BUIBI ceMelicTBa Funariaceae: Funaria hygrometrica u Physcomitrella (Physcomitrium)
patens, cemeiictBa Ditrichacea: Ceratodon purpureus u HekoTOpble apyrue. B Hacrosiee Bpems
HanOosee pacnpocTpaHEHHBIM OOBEKTOM HCCIIEIOBaHUsS, HCIONB3yEeMBbIM B KauecTBE pecypca s
OMHUKCHBIX (OMICS) TexHoJOruM, sBisiercss P. patens, deit renom monHocThIO cekBenupoBan (Cove,
2005; Rensing et al., 2008). CekBeHupoBaHHBIC T€HHBIC MOCIIEAOBATEILHOCTH P. patens mo3BossoT
UICHTU(UIIMPOBATh TEHBl W BBIIBISATH METAaOOJNMYECKHE ITYTH, 3aJCHCTBOBAHHbIE B MeEXaHH3Max
aJanTalyy B Ipyrux OpuoduTax MpH 3aiuTe OT OMOTHYSCKUX M aOMOTHYeCKUX cTtpeccopoB (Rensing
et al., 2007; Zimmer et al., 2013; Ponce de Ledon, Montesano, 2017).

OnHMM W3 BaXHEHIIMX TPOLECCOB TPH CTPECCE SBISACTCS HW3MEHEHHE OKHCIUTEIbHO-
BOCCTaHOBHTEIILHOTO MeTab0IM3Ma. DBOIIOLUOHHOE PAa3BUTHE a9POOHBIX META00INIECKUX ITPOIIECCOB,
TaKUX Kak JIbIXaHue U (pOTOCUHTE3, HEN30€KHO MPUBENIO K 00pa30BaHMIO aKTHUBHBIX (JOPM KHCIIOpOJIa
(ADK) (Uarrota et al., 2016). A®K o061amaroT BBICOKOH TOKCHYHOCTBIO, MOCKOJIbKY TOABEPraroT
OKHCITUTEITFHBIM MOJU(HUKAIMSIM KU3HEHHO Ba)KHBIE BHICOKOMOJIEKYIISIPHBIE COCIMHEHUS, TAKHE KaK
OeJKu, JINMU/IbI, HYKJIEUHOBBIE KUCIIOTHI, YIJIEBOJIbI, YTO BIMAET Ha X (PU3MKO-XMMUYECKHE CBOMCTBA
U hyHKIHoHaNbHYI0 akTHBHOCTH (Das, Roychoudhury, 2014). Bpems sxu3an ADK kpaiiHe HEBETHKO U
COCTaBIIsIeT, B 3aBUCcUMOCTH OT Thna ADK, OT HECKOIBKMX MHKPOCEKYHJ 10 MHUHYT. OHH OBICTPO
00€3BPEKMBAIOTCS C TMOMOMIBIO PA3IUYHBIX KIETOYHBIX (EPMEHTATUBHBIX W He(EpPMEHTATUBHBIX
MexaHu3MoB. HecMOTpsi Ha TO, YTO pacTeHUs: BbIpaOOTaIM MEXaHU3MBI Il OOPHOBI ¢ TOBBIILIEHHBIM
ypoBaeM ADK mnpu crpecce, B HeKOTOpbIX ciaydassx ADK QyHKIHMOHUPYIOT B Ka4eCTBE CUTHAJIBHBIX
MOJIEKYJ JUIS  KOHTPOJISI ~ pPaslUYHBIX  TPOILECCOB, HANPHMEP, 3allUTBl OT IaTOTCHOB,
3alporpaMMHUPOBAHHON THOETHM KJIETOK, JABIIKCHHS 3ambIkaronux kieTok ycrbuir (Apel, Hirt, 2004;
Uarrota et al., 2016). M3BecTHO, YTO pacTeHHs, KOTOPbIE MOTYT BBDKHBATh B CTPECCOBBIX YCIIOBHSX,
o0nagaroT 3¢(HeKTUBHONW aHTUOKCHJIAHTHOM CHUCTEMOM, 3allMIIaromell UX OT TOKCHYHOTO JEWCTBUS
A®K (Breusegem et al., 2001). Kak u B KJeTKax I[BETKOBBIX pAcTeHHI, aHTHOKCUIAHTHAS CHCTEMa

OproGUTOB BKIIOYACT B ce0s1 aHTHOKCHIAHTHBIC )EPMEHTHI, TAKKE KaK KaTajasa, nepokcuaasa (POD),



ackopbarnepokcumaza (APX), cynepokcumaucmyrasa (SOD), a Takke HH3KOMOJIEKYISPHBIC
antuokcuaanTel (Dey, De, 2012). Posip aHTHOKCHIAAHTHBIX (DEPMEHTOB NPH JIEHCTBUHM Pa3IUYHBIX
abMOTHYECKUX CTPeccOopoB Ha OpHOGUTHI MPOJAEMOHCTPHpPOBaHa B psanae pador. Hanpumep, Hirata ¢
coaBT. (2000) um3yuyanu mepokcuaasy B moberax medenounuka Marchantia polymorpha mocie
00paboTKN OOpPHUIIAIIETATOM M OXapaKTEPH30BaIM €€ Kak riaukornporenH. Paciolla m Tommasi (2003)
U3y4ajai aHTUOKCHIaHTHBIE cucTeMbl BO Mxe Brachythecium velutinum u B nmeyenounukax. [Tokasana
poJb ackopOaTnepokcuaassl B fetokcukanuu H202 mpu 3acyxe 1 BoqHOM cTpecce. Montenegro ¢ coaBT.
(2009) oOHapyXuau NPUCYTCTBUE PA3IUYHBIX (PEHOJBHBIX COCAMHEHUH, TaKUX Kak KodeitHas,
rajuioBasi, BaHWJIbHAS, XJIOPOTCHOBAs, n-KymapoBas, 3,4-IMTHAPOKCHOCH30WHAS W CaJIHIIAIOBAs
kuciotel, Bo Mxe Sphagnum magellanicum. Krishnan u Murugan (2013a, 2013b) noka3anu Hanu4ue B
neYeHOYHHKax (peHosoB, (prraBOHOMIOB, CAIOHMHOB, NYOMJIBHBIX BELIECTB M IIIMKO3UI0B. Hapsmy c
pacIpOCTPAaHCHHBIMH AHTUOKCHIAHTaMU, OpHOPHUTHI 00JaNAI0T YHHKAJIBHBIMH METa0OJIMTaMH U
OenkamMu ¢ HeOOBIYHBIMU CBOMCTBaMU. Tak, BO MXe TUKPaHyME METJIOBHIHOM OOHAPYKEHA HEOObIUHAS
alMJIMPOBaHHAs JKUPHAs KHUCJIO0Ta, Ha3BaHHas aukpanuH (Borel et al., 1993). beuio nokasano, uTo
JTUKPaHUH 00J1a/1aeT BRIPAXCHHBIM aHTUMHUKPOOHBIM 3(ppekToM nmpoTuB psiga OakTepuid.
BoJIbIIMHCTBO MOX0OOPa3HBIX YCTOWYUBBI K BHICBIXAHHUIO U CITIOCOOHBI BBDKUBATh B BO3.YIITHO-
CYXOM COCTOSTHHHU TPH OYSHb HU3KOM OTHOCHTEIBHOM cojepskanuu Bojbl 5-20% (Cove, 2005; Rensing
et al.,, 2008). M3BecTHO, YTO B I[BETKOBBIX PACTEHHUSX BBICOKAs AKTUBHOCTH IMEPOKCHIA3 MOXKET
KOppEeNUpoBaTh C YCTOWYMBOCTHIO K JEHCTBHIO HEOIAronmpusTHBIX (GakTopoB. BeposTHO, dTO
MEPOKCHIa3bl HECOCYJMCTHIX PACTEHHH - OPUO(UTOB, KaK M MEPOKCUAA3bl COCYIUCTHIX PACTCHUH, -
KJII04YeBble (EepMEHTHI, MPUHUMAIOIINE YYacTHEe B CTPECCOBBIX peakuusx. CBoiicTBa mepokcuias
COCYIIUCTBIX PACTCeHHH M WX POJb MPH OMOTHYECKOM M aOMOTHYECKOM CTpecce IMIMPOKO HM3YYEHBI C
MOMOIIBIO PA3ITMYHBIX OMOXMMHYECKHX H MOJEKYISIPHO-OMOJOTHYECKUX MeTonoB. Hecmorpst Ha
OUYEBUJIHYIO BaXXHOCTb, OMOXMMHYECKHE CBOHCTBA MEpPOKCHAA3 M TE€Hbl, UX KOAMUPYIOUIHE, Y
MOX000pa3HbIX N3YyUeHbI KpaiiHe HeJI0CTaTOYHO.
Hear u 3agaum ucciaenoBanms. llens Hacrosimedt paboTBl — HCCIEAOBAaTh OMOXMMUYECKHE U
MOJICKYJISIPHBIC XapaKTePUCTUKH MEPOKCHIa3 MXa JUKpaHyMa MeTioBuaHoro (Dicranum scoparium).
bbutu mocTaBneHs! cleayomme 3a1aun:
1. OLEeHNUTh MHTEHCUBHOCTh OOpa3oBaHMs CYNEPOKCHAHOTO aHHOH-pagukana (O2™), mepexucH
Bojopoa (H202) u ruppokcuinbpaoro pagukana ((OH) B D. scoparium B HopMme u ipu ctpecce. OeHnTh
BO3MOYKHBIN BKJIaJ] IEPOKCHIA3 B ICTOKCHKaIMIO 1 oopasoBanne ADPK B D. scoparium.
2. Omnpenenuth W30(QEPMEHTHBI COCTaB M AKTUBHOCTh MpPH a0MOTHYECKOM CTpecce,
UHIYLIUPOBaHHOM 00€3BOKMBaHUEM/peruaparaieil u 1eHCTBUEM MOJIOKUTENBHBIX U OTPUIATEIbHBIX

Temmeparyp, nepokcuaa3 II kmacca u ackopbdarnepokcuaassl B D. scoparium.



3. NnentudummpoBars reHbl W TMpOBeCTH OMOMH(MOPMATHYECCKUN aHAIHM3 (U3UKO-XUMHUYCCKUX
CBOMCTB U CTPYKTYphbI O0eikoB nepokcuaas Il knacca u ackopbarnepokcuaassl Mxa D. scoparium.

4. [Ipoananu3upoBaTh YpPOBEHb DKCIIPECCHHM TI€HOB, Koaupyromux nepokcuaasel III kmacca
(DsPOD) u ackop6armnepokcuaasy (DSAPX), nmpu ob6e3Boxuanuu/peruaparaiuu, aevicteuun CdCly,
napakBaTa, MOJIOKUTEIBHBIX U OTPULIATEIbHBIX TEMIIEPATYP.

Hayunass HoBM3HA PaGoThl. YCTaHOBJICHO, YTO Bce M30(epMeHTH mepokcuaasel kiacca Il mxa
o0ajaroT Kak Mpo-, TaK W AHTUOKCHJIAHTHON aKTUBHOCTHIO. BrepBble MOKa3aHO, YTO BO MXE
D. scoparium u3odhepMeHThI IEPOKCH a3 IPUHUMAIOT yyacTue B oOpaszoBanuu O™

BrepBeie upentuduimpoBansl 22 reHa mnepokcumas kimacca Il (DSPOD) nmukpanyma ¢
UCTOJNBb30BaHUEM  0a3bl  JAaHHBIX apXuWBa 4YTEHUWH mocienoBarenbHocTeld. C  TOMOIIBIO
OMOMH(OPMATHUECKOTO aHAlW3a IEPBHUYHOW CTPYKTYyphl OenkoB mepokcuma3z D. scoparium
oxapakTepu3oBaHsbl in Silico ux GpU3NKO-XMMHUYECKUE CBONCTBA, BBISIBICHBI KOHCEPBATHBHbBIC MOTHBbI U
JIOMEHBI, CaWTbl TOCT-TPAHCISIMOHHBIX MOAM(HUKAIMN, CYOKJICTOYHAsl JIOKadu3anusi OEJIKOB.
[Ipoananu3upoBaHbl BTOpPUYHAs W TpETUYHas CTPYKTYyphl nepokcunas kmacca |l nukpanyma. Ha
OCHOBaHMU (PUIOTCHETHYECKOTO aHajIM3a AaMHHOKHCIOTHBIX IOCJIEIOBATEIBHOCTEH IOKa3aHa
SBOJIIOIIMOHHAS B3aMMOCBS3b MKy MEPOKCHUIa3aMU AUKPAHYMa U IPYTHX BUJIOB PACTCHHIA.

BrniepBbeie naentuduumpoBan reH ackopbarnepokcunassl (DSAPX) nukpanyma. B pesynbrate
KJIOHUPOBAHUSI M CEKBEHMPOBAHUA IocienoBarenbHocTedt reHa DSAPX BhIsiBlIeHa BBICOKAsl CTETICHBb
romostoruu ¢ APX Grimmia pilifera u P. patens. [IpoBenen GuonHpopMaTHYECKUil aHATU3 IEPBUYHOIM,
BTOPUYHOU U TPETUYHOM CTPYKTYphl Oenka DSAPX, a Takxke cpaBHeHHE cO CTpyKTypoit APX npyrux
MXOB. DKCIIEpUMEHTAJIbHbIE JaHHbIE 00 N3MEeHEeHUH npo¢uits sxcnpeccur reHoB DSPOD u DSAPX npu
Bo3neiictBun  Ha moberm wmxa CdClp, mapakBara, HeOJarompusATHBIX  TeMIeparyp |
00€3B0OKMBaHUS/PETHIPATAIIH CBHICTEILCTBYIOT O BOBJICYCHNUHN STHX aHTHOKCUIAHTHBIX ()EPMEHTOB B
otBeTsl D. scoparium Ha feficTBre a0MOTHYECKHUX CTPECCOPOB.

Hay4yHo-npakTHyeckasi 3HAa4MMOCTb. MoOX JUKpaHyM, O0O0JaJalolUil BBICOKOW CTpPEecCOBOM
YCTOWYUBOCTBIO, SIBIISIETCSI YIOOHOW MOJENBIO ISl M3YYECHHUsSI POJIU MEPOKCHIA3 B OTBETaX BBICIIMX
pacteHuii Ha aOMOTHYECKHE CTpeccoBbie BO3neUCTBHUS. COBOKYMHOCTh OHOXMUMHUYECKHX U
MOJIEKYIISIPHO-0MOIOTMYECKHX METO/IOB U IMOAX0/I0B, @ TAKXKE MOITYYEHHBIE PE3yIbTaThl MOT'YT CIIY’KUTh
TEOPETUYECKOM OCHOBOM /U1 (yHIAaMEHTAIbHBIX MCCIEJOBAaHUI 110 BBISIBICHUIO MEXaHU3MOB
YCTOMYMBOCTU PACTEHHM K Pa3IMYHBIM CTPECCOBBIM (PaKTOpam, a TakKe METOAO0JIOTHYECKOH OCHOBOM
JUI TIPUKJIAAHBIX PabOT MO JKOJIOTHYECKOMY MOHHTOPWUHTY M MEPOIPHATHSM MO IOBBIIICHUIO
YCTOMYUBOCTH CENBbCKOXO3SHCTBEHHBIX pacTeHUi. JlaHHBIE, MONIydYeHHbIE B X0Je paboT, MOTyT OBITh
UCIOJIb30BaHBI B JIEKIIMOHHBIX MaTepHajax MpH YTEHUH KypCOB JIEKLIUHU 110 CTPECCOIOTUH, (pru3nonoruu

pacTeHuii, OMOXMMHH U MOJIEKYJIspHOM 6uonoruu B BY3ax.



CBsi3b padoThl ¢ HayyHbIMM mnporpammamu. PaGorta mpoBommmace ¢ 2016 mo 2021 r.or. B
coOTBEeTCTBUU ¢ TutaHoM HayuyHbIX uccienoBanuii KMBb ®UI] KasHIL[ PAH mno teme: «Pa3Butue
FEHOMHBIX M IIOCTT€HOMHBIX MCCIEJAOBAaHUN ISl BBIICHEHUS MOJIEKYJSIPHBIX MEXaHU3MOB
(GYHKIIMOHUPOBAHMSI JKUBBIX CHCTEM U CO3JaHMSI OpPraHu3MOB C 3aJJaHHBIMU CBONCTBaMU
(rocynmapctBeHHbI peructpanroHHbli No AAAA-A18-118022790082-2). HccnenoBanust 1mo Teme
nuccepTanuy obun nojaepskansl rpantamu POOU u [pasutensctBa Pecriyonuku Tatapcran B paMkax
Hay4YHbIX TpoeKToB Ne 17-44-160142 «CtpeccoBasi yCTOHYMBOCTh MXOB KaK KPUTEPUN BBDKHBAHUS B
AKCTPEeMAaJIbHBIX YCIOBHUAX cpenb» U Ne 18-44-160031 «JIucrocTeOenbHble MXH — OMOWHIUKATOPBI
3arpsi3HEHUS] TSOKENBIMH  MeTajUlaMH  OKpykaromeid cpeabl Pecniybnmuku Tarapcran». Hayunbie
MIOJIOKEHUS ¥ BBIBOBI JUCCEPTALMU 0a3UPYIOTCS Ha Pe3ysbTaTax COOCTBEHHBIX UCCIIEIOBAaHUN aBTOPA.
OcHoBHBIE 110J10KeHHS, BBIHOCUMbIE HA 3ALIUTY:

1. Bo mxe D. scoparium aOWOTHYECKHA CTpecC, WHAYIHPOBAHHBIA 00E3BOKHUBAHHEM |
peruaparanueil moderos, BbI3bIBaeT nobilieHHEe YpoBHSI ADK. OgHMM M3 OCHOBHBIX MCTOYHHKOB
obpazoBanus O2" B kjeTouHOM cTeHke moberos D. scoparium ssisrorest nepokcuaase 11 knacca.

2. Bo mxe D. scoparium nepokcuaassi Il kiacca u ackopOaTnepokcuiasa sBisOTCS CTPECCOBBIMU
MapKepaMu, YTO MOATBEPKAACTCS MOBBIIICHHEM aKTHBHOCTU (DEPMEHTOB M CTUMYJISIMEH 3KCIIpecCun
KOAUPYIOIIMX WX TEHOB  MpU  JCHCTBUM  aOMOTHYECKHUX  CTPECCOPOB,  TaKMX  Kak
00e3BOXHMBaHUE/peruparanus, Heonaronpustaeie Temnepatypsl, CdCly, mapaksar.

3. Crpecc-unaynupyemas akTUBHOCTb U HATMYNE KOHCEPBATUBHBIX AJIIEMEHTOB B CTPYKTYpE T€HOB
u OenkoB mepokcuaas D. scoparium cBHIETENbCTBYIOT O COXPAaHCHHUH 3THX IOCIIEI0BATEIBHOCTEH B
reHOMe pacTeHHUH B X0J1e 3BOJIOIMK BBUY BakHOCTH nepokcunas |1l kimacca u ackopbatnepokcuias B
NOJJIEP’)KaHUU OKHCIUTEIbHO-BOCCTAHOBUTEIBLHOTO CTaTyCca PACTEHUH.

JInuHoe yuyacTtme aBTOpa. ABTOp NpUHUMAN JIMYHOE YyYacTHE B IJIAHUPOBAHUU U TPOBEIACHUU
HKCIEPUMEHTAIBHOM paboThl, B CTATUCTHUYECKONH 00paboTKe, aHaJIn3e, MHTEPIPETAllUU U 00CYKICHUN
MOJYYEHHBIX pe3yJabTaToB. ABTOp JUYHO Y4YacTBOBaJ B HANMCAaHUM CTaTed, OMYOJMKOBAHHBIX IO
pe3ynbTataM paboThl M MPEACTaBICHUM pPE3yJIbTAaTOB HAa HayuHbIX KOoH(epeHuusx. Jucceprauus
HalnycaHa aBTOPOM CaMOCTOSITEIIBHO.

AnpoOanusi padorbl. Matepuansl AHcCEpTallMKA AOKJIAAbIBaIUCh aBTopoM Ha IV Poccuiickom
CUMIIO3UYME C MEKIYHAPOJHBIM ydacTheM « DUTOMMMYHMTET U KJIIETOYHAsl CHTHAJIN3ALMSL Y PACTCHUI)
(Kazanb, Poccus, 2016); II MexnaynapogHoMm cummnoduyme «MOoOJEKyIsIpHbIE acleKThl pelIoKc-
MeTabonr3Ma pacTeHu» U MexayHapoaHOW HaydHOHW mikojie «Pojb akTUBHBIX (DOPM KHCIOpOJa B
»u3HU pacteHuid» (Y da, Poccus, 2017); l'onuunom cobpanuu ODP, HaydHOH KOH(MDEPEHIINH U IITKOJIE
MOJIOJBIX YUEHBIX: «DKCHepUMEHTalIbHass OUOJIOTUS pacTeHuil: (QpyHIaMEeHTaJIbHbIE W TNPHUKIATHBIE
acnektel» (Cymak, Poccus, 2017); X BcepoccuiickoM ¢ MmexayHaponHbiM ydactueM Konrpecce

MOJIOZIbIX YueHbIX-0nosnoros "Cumouos 2017" (Kazauns, Poccus, 2017); IX MexaynaponHoil HaydHOU
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koH(pepeHmu «Perynsmus pocra, pa3BUTHs U TPOAYKTUBHOCTH pacTenui» (Munck, benapycs, 2018);
[II MexxayHapoiHO# 1IKOJIe-KOH(EPEHIIMU CTYACHTOB, aCHUPAHTOB U MOJIOJIBIX YYEHBIX «Marepuaibl
u texnonornn XXI Beka» (Kazanb, Poccus, 2018); HayuHo-TexHu4eckoil KOH(pEepeHInU MO0 UTOram
COBMECTHOI'0 KOHKYypca (yHIaMeHTaIbHbIX uccaeaoBannii PODU — PT: (Kazans, Poccus, 2018); 14th
International Conference on Reactive Oxygen and Nitrogen Species in Plants (Munich, Germany, 2019);
IX Cwesne obmectBa ¢usunonoroB pacteHuil Poccun «@u3nonorus pacTeHHH — OCHOBA CO3JaHUS
pacrenwuii Oynymero» (Kazans, Poccus, 2019); Mtorosoit Hayunoit konpeperunn Kadenpsr Onoxumun,
ouorexnonorun u (apmakosiorun, KOV (Kaszaus, Poccus, 2019); The 6th International Scientific
Conference — Plant Genetics, Genomics, Bioinformatics, and Biotechnology (PlantGen2021),
(Novosibirsk, Russia, 2021); Il MexayHapoausiii cumMno3uyM «MOJEKYIsSpHBIC aClEKThl PEIOKC-
metabonu3ma pacreHuit» u lllkona mMonoabix y4€HbIX «Poib aKTHBHBIX (OPM KHUCIOPOAA B JKU3HU
pactenuii» (ExatepunOypr, Poccus, 2021); V Poccuiickuii cCHMIIO3UYM C MEXIYHAPOJAHBIM Y4aCTUEM —
Kinerounas curnanmmsanus: utord u nepcrektuBbl (Kazanb, Poccus, 2021); a Takke Ha MTOTOBBIX
koH(pepermmsx KUBb ®UI] KasHI[ PAH (2017, 2019, 2021).

Myb6naukanuu. [To marepuanam auccepranuu OmyoJuKOBaHO 17 paboT, U3 KOTOPHIX 3 CTaThu B
pELEH3UPYEMBIX U3AaHUIX, pekoMeH1yembix BAK.

Ctpykrypa u 00beM padoTsl. [uccepraius uznoxkeHa Ha 136 cTpaHuiiax MalIMHOMKUCHOTO TEKCTa U
COCTOMT U3 BBEIECHMSI, 0030pa JINTEPATYPHI, ONUCAHUS MATEPUAJIOB U METOI0B, U3JI0KEHUSI PE3YIHTATOB
U MX 00CYXKJICHHsI, 3aKJIF0YCHHS, BBIBOJOB, CIIMCKA JIUTEPATyphl. B paboTe npeacrasieno 7 tabdmwi, 42
pucyHoK. CUCOK IUTepaTyphl BKItOYaeT 417 HCTOYHUKOB, U3 KOTOPBIX 395 — HHOCTPAaHHBIX.
Baarogapuoctu. Bripaxaro riyOokyro OJarofapHoCTb MOEMY HAydHOMY PYKOBOJIMTENO K.0.H.
YacoBy Anzpeit BacunbeBudy 3a OMOILIb B IPOBEJCHUH SKCIIEPUMEHTOB U IUI0A0TBOPHOE 00CYKICHIE
pe3yabTaTOB MPHU BBHIMOJHEHNUU TaHHOW paboThl. Mckpenne npusHaTeneH 1.0.H. Munubaesoit @apuje
BuneBHe 3a BCECTOPOHHIOIO NMOAJEP)KKY, HEOLIEHUMYIO IIOMOIIb, OTPOMHOE TEPIIEHUE U NMOHUMAaHHUE.
Beipaxxato orpomuyto 6marogapHocts npod. Puuapay bekerty 3a momorps B 00Cyx/1eHUE pe3yabTaToOB
MIPU BBITIOTHEHUHU JTaHHOM paboThl. Oco00 X0Uuy OTMETHTH CBOMX Kosuler kK.0.H. BuktopoBy Jlapucy
BuxrtopoBny, k.0.H. TpudonoBy Taresany BrnagumupoBny u Masuny Anactacuio bopucoBHy 3a
IOMOIIlb B TpOBeleHUM HKcrepuMeHTOB. CepredyHo Onarojapro k.0.H. PeHkoBy AnbOuHy
lapudynnoeny u k.0.H. [ameeBy Exarepuny WHcadoBHy 3a momoms B NPUOOPETEHUU
OKCIIEPUMEHTAJIbHBIX HAaBBIKOB, K.0.H. Paxmarynnuny Jlanuio ®@aputoBHy, k.0.H. BamuroBy HOmuro
Haunesny, k.0.H. Yeuetkuna MBana PycnanoBuua 3a momMo1is B peIaKTUPOBAHUH TEKCTA IUCCEPTALIUU,
a TaKkKe BCEX COTPYIHHKOB JaOOpaTOPHHM OKHUCIUTEIbHO-BOCCTAHOBUTEIBHOTO MeTabosin3Ma

Kazanckoro nncturyra 6uoxumuu u 6nopusuku OUIL KazHI[ PAH.
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1. OB30P JIMTEPATYPbI
1.1. Borannveckoe onmucanue Dicranum scoparium Hedw.

Dicranum scoparium (IukpanyM METIOBUJHBIN) - JIECHOE pacTEHHE, IPEICTABUTEIbL HanOoIee
HIMPOKO pacnpocTpaHenHoro otaena Hacrosmue mxu (Bryophyta). Pox aukpanym mpouspactaet BO
Bcex pernoHax Poccuiickoii deneparnuu. JIepHOBHUKH — CBO€OOpa3HbIE MOXOBBIE OCTPOBKH OOBIYHO
PBIXJIBIE, OT 3€JIEHOro 0 OypoBaToro nBera, Ojectsmme. Mox pacTeT Ha MOYBE, YacTO Ha CTBOJIAX
ACPCBLCB, HA UX OCHOBAHUAX, HA I‘HI/IIOH_ICI‘/JI APEBECHUHE, CI'0 MOXKHO 06Hapy)KI/ITB Ha CKaJlaX, TIOKPBIThIX
MEJIKO3eMOM, Ha 00JI0TaX, B INEOHUCTHIX, B TPaBIHHCTHIX M MOXOBBIX TyHApax. D.scoparium
MOKPBIBAET TOJBKO HEOOJBIIME YYacTKH, pPacTeT MSATHAMH U HE 3aHHMaeT BCel IOBEPXHOCTH.
D. scoparium criocoGeH npou3pacTaTh B HENPEAHA3HAYCHHBIX I PACTCHUIN MecTax, HalpuMep, Ha
000YHMHAX JICCHBIX JIOPOT ¥ B IIPOTUBOIIOXKAPHBIX KaHaBax. [yt D. scoparium HebiaronpusTHO MOJHOE
OTCYTCTBUE 3aTeHeHMs JpeBocTtoeM (boromo60B u np., 1997).

CucremMaTu4eckoe MojIo’KeHHe JUKPaHyMa METIOBUIHOIO:
Otnen Bryophyta

Knacc Bryopsida Horan.

[Mopsimox Dicranales H.Philib. ex M.Fleisch.
CemeiictBo  Dicranaceae Schimp.

Pox  Dicranum Hedw.

Bug  scoparium Hedw.

Puc. 1. Mox D. scoparium Hedw. B mpupoHoii cpene (uut. o Kapenuna, 2016; Ilakyna, 2018).

Mopdoaorus: CreGenp MxXa J0CTUTaeT BBICOTHI B 3-15 cM, OH ObIBaeT MPOCTON WM
CJ1a0OBETBUCTHIM, KpacHOBAaTO-OyphId, OeroBaTo- WM OypOBaTOBOWIOYHBIN. JIMCTBS AMKpaHyMa
JUITMHOW 710 8 MM 0OpallieHbl BO BCE CTOPOHBI PaBHOMEPHO, WJIM MPSIMOOTCTOSIINE, UK 0OpallieHbl B
OJIHy CTOPOHY M HAallOMHMHAIOT METIy IO BHEIIHEMY BHAY. JIMCTBS cepmoBHIHBIC, JIMHEHHO- WIH
ANLEBUIHO-TIAHLIETHBIE, BEpXYIIKa OOBIYHO JJMHHASA, XKejoOdaras, ocrponuipdaras. JKuika

cocraBisgeT 1/7-1/9 IMAPUHBI OCHOBAHUS JIUCTA, 3dKAHUYMBACTCA B BCPXYUIKE WJIM KOPOTKO BBICTYIIACT,

12



BBEPXY Ha CITUHKE C 2-5 MPOIOIBHBIMU 3y0UYaThIMH IUIAaCTUHOYKAaMU. KIIeTKH JHcTa TOJICTOCTEHHBIE U
cunpHoOMopucThie (Yatskievych, 2018).
Kuznennswiii mukaa: D. scoparium, kak u apyriue OpuoQHTSHI, SBISETCS HECOCYIUCTBIM PACTCHUEM
U OTJIIMYACTCS OT COCYIUCTBIX PACTEHUH TE€M, YTO B €ro YKM3HCHHOM IIUKJIC TarIOMTHBIA TraMeTo(uT
npeo0ianaeT Haj AUTUIONMAHBIM criopoduroM. OyHKIMN rameToduTa — (POTOCHHTE3 U BETeTaTHBHOE
Pa3sMHOKEHHE C TOMOIIBIO YYaCTKOB 1o0era Win npu 00pa3oBaHUM BBIBOAKOBBIX Mo4ek. [Ipu monoBom
npoliecce NoJI0BbIe OpraHbl GOPMUPYIOTCS HAa BEPXYILIKE raMeTo(puTa, aHTEPHIUHU CO CIEPMATO30M1aMU
— Y MYXKCKHX JK3EMIUISIPOB, apXETOHUU C SHICKIETKAMH — Y KEHCKHX. 11 TOro, 4To0bI IPOU30IILIO
OILJIOJJOTBOPEHHE, HE0OX0IMMa BJara, Oarojaps € criepMaTo30H/Ibl MPOHUKAIOT B apXETOHUH, ITOCIIE
OIJIOJJOTBOPEHHsI 00pa3yercsi 3uroTa, KOTopas ACTUTCS B XOJ€ MUTO3a U JAaeT HAdaJlo CIOpOoUTy
(Yatskievych, 2018). Bce pa3Butne ciopoduta 3aBUCHT OT MUTATEIbHBIX BEIIECTB, IIOCTABIIIEMBIX EMY
ramerourom. CHOpMHPOBAHHBIN CITOPOPHUT — ITO HOKKA C KOPOOOUKOH, BHYTPH KOTOPOH pa3BUBACTCS
CIIOpPOTeHHAs TKaHb. Ee KIeTKH AeNsATCs B pe3yabTaTre Meio3a, 1 00pa3yoTCs rarion IHbIE Pa3HOIOJIbIC
cropsl. Co3peBIINE CHOPBI PAcCEMBAIOTCS W IMPOPACTAIOT B TMPOTOJMAIBHBIE HHUTH, U3 KOTOPBIX
dopmupyrOoTCS TaMeTO(UTHI MIIM CaMU 3€JIEHBIE PACTeHHUS OpHO(UTOB.
1.2. CrpeccoBasi ycToH4nBOCTH OpHOPUTOB

[ToBbIlIEHNE yCTOMYMBOCTH PACTEHUIl K aOMOTHYECKHM CTPECCOpaM, OCOOCHHO TaKUM Kak
00e3B0O’KMBaHUE, HU3KHUE M BBHICOKHE TEMIIEPATYpPHI, 3arpsI3HEHHE TOYBBI COJSIMH TSDKEIIBIX METaJIOB,
SBIISIETCS OHOM M3 aKTyaJbHBIX W JOJITOCPOYHBIX 3a7ay CEIbCKOTo xossicTBa (MOparmmosa u np.,
2010). [TornmMaHre MEXaHU3MOB aJaNTAlMN MOKET CITIOCOOCTBOBATH pa3pabOTKe HOBBIX CTPATETHH JIJIs
BBIBEJICHUSI CTPECCOYCTOMUMBBIX cOpTOB pacTeHHi. C 5KOJOrMYecKOW TOYKH 3pEHHs, BaKHO
MOCTH)KEHUE 3aKOHOMEPHOCTEH B3aWMOJICHCTBUS PACTEHHUS C OKpYXKAIOMIeW Cpenol Ha KIECTOYHOM
ypoBHe. Hecocymuctele pacTeHHs, B YaCTHOCTH MXH, BHOCST BECOMBIH BKJIaJ B (HOpMUpPOBaHHE
9KOJIOTMYECKUX HHII MECTOOOMTaHHs PaCTHTEIBLHOrO coobmiectBa, B 1eiaom (Oliver et al., 2000a). K
COXAJICHUI0, B3aWMOJICHICTBHE HECOCYAUCTBIX PACTEHHM C OKpY)KaloLeH cpeaoi HeJOCTaTO4HO
U3y4eHO, B TOM YHUCIIE H3-3a CIOXHOCTH TMOA00Opa MOAXOAIINX IKCHEPUMEHTAIBHBIX MOJAECH s
OMOXMMHUYECKHUX U TeHETUYECKUX HCCIIEIOBAaHUI MEXaHM3MOB OTBETOB THX PACTCHUH Ha pa3IMYHbIE
cTpeccopbl. B mocnenHue roapl 0oJbllIoe BHUMAaHME CTajO YAENATHCS H3YYEHHIO CTPECCOBOM
YCTOIYMBOCTH OPHOPHUTOB Ha KIIETOYHOM U MoJsiekyssipHoM yposae (Wood et al., 2000).

1.2.1. YcToitunBOCTH K 00€3B0KUBAHUIO

YcToliuuBble K 00€3BOKMBAHUIO PACTEHMSI MPEACTABISAIOT COO0M YHUKAIbHYIO TPYIIY BUIOB,
KOTOpbIE, TOTEPAB OONBIIYI0 YacTh KIETOYHOH BOJABI, MOTYT HAaXOIUThCS B BO3IYLIHO-CYXOM
COCTOSSHUM B TEUEHHE HECKOJBKMX MeCSIeB, HO ObICTPO  BO30OHOBISIOT HOPMAaJIbHYIO
busnonoruuecKyro aesrenbHocTh nocie peruapartarmuu (Oliver et al., 2000a; Wood, 2007; Gechev et

al., 2021). 3ammTHas cuCTeMa YCTOWYMBBIX K OOE3BOKMBAHUIO PACTEHHI MpPEACTAaBIsAET COOOM
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http://ru.wikipedia.org/wiki/%D0%9C%D0%BE%D1%85%D0%BE%D0%BE%D0%B1%D1%80%D0%B0%D0%B7%D0%BD%D1%8B%D0%B5

CIIOKHYIO CETh MYJBTUTCHHBIX U MHOTO(AKTOPHBIX MPOILIECCOB, KOTOPHIE MOIYIUPYIOT HIMPOKUN
CHEKTP (PUBUOJIOTUYECKUX, MOPQPOIOTUYECKUX, KIETOYHBIX, TPAHCKPUINTOMHBIX, MPOTECOMHBIX U
METa0OJIMUECKUX MPOLECCOB, NPEIHA3HAYCHHBIX Ul MPOTUBOJCHCTBUS MOBPEKICHUSAM, BHI3BAHHBIX
00e3BOKMBaHUEM, 1 HEOOXOAUMBIX JIJIsl OOJIETYEHHS BO3BPAILEHUSI K HOPMaJIbHOMY TOMEOCTa3y IMoclie
peruaparanuu (Oliver et al., 2000a; Bewley et al., 2003; Gechev et al., 2021). YcroiuuBocts K
00€3B0O’KMBAHUIO MOXKET ObITh KOHCTUTYTUBHOW WM UHIyINOenbHONU. KOHCTUTYTHBHAS yCTOWYHBOCTD
K OOE3BOKMBAaHUIO 3aBHCUT OT MEXAaHHW3MOB BOCCTAHOBJIGHUS KIJIETOK, 3allyCKaeMBIX IIOCIE
peruapaTainy, 4To MO3BOJISET BEDKHBATH JaXKe MOCIe Ype3BblYaiiHO ObIcTpoit motepu Boasl (Oliver et
al., 2000b). Haripotus, pacTeHusI ¢ HHAYIIUOEIBHON YCTOWYMBOCTHIO H3MEHSIFOT CBOU (DU3HOJIOTHYECKUE
¥ OMOXMMHUYECKHE TPOLIECCHI BO BpeMs 00€3BOKMBAHUS U, TAKUM 00pa3oM, HY>KJAIOTCS B TOCTATOYHOM
BpeMeHH Ul moaArotoBku 3ddexruBnoro 3ammuraoro otsera (Oliver et al., 2000b). Kak mpaswuio,
KOHCTUTYTHBHAsl YCTOMYMBOCTh K OOE3BOKMBAHUIO XapaKTEpHA Ui HECOCYIAUCTHIX PACTEHHH, B TOM
yrcie, MoxooopasHbix. Tak, 6but0 n3ydueno 210 Bugos (158 mxoB, 51 meuenounuk u 1 antouepoc) u3
21 000 wm3BecTHBIX BUAOB MOXx000pa3HbIX (1%) W TOKa3aHO, YTO OHM MPOSBISIIOT TMPH3HAKH
ycroitunBoctu K obe3poxkuBanuio (Oliver et al., 2000a). Y cocyaucTeix pacTeHuit (IiayHooOpasHbIe,
MAaNoOpOTHUKH U TOKPBITOCEMEHHBbIE) Obula OOHapy)XeHa HHAYIHOenbHas YCTOWYHMBOCTH K
o0Oe3BokuBaHuto. Takas auddepeHnnanus, BEpOsATHO, OTPa)kaeT BIMSHUE PaHHEW KOJOHU3ALUU
HA3eMHBIX IKOCHCTEM Ha 3BOJIIOIMIO HazeMHbIX pactenuit (Oliver et al., 2000a; Wood, 2007; Gechev et
al., 2021).

BbokrBaeMoOCTh MXOB 3aBUCHUT JIMOO OT KOHCTUTYTUBHOTO MEXaHU3Ma YCTOMYUBOCTH, KOTOPHIi
3aIyCcKaeTcsl cpasy ke MpH BOSHUKHOBEHHH B KIJIETKaX BOJHOTO AedUIUTA, MO0 OT HHIYIIHPYEMOTO
MeXaHU3Ma, KOTOPBIH 3aIyCKaeTcs MPH MOCTYIJICHUH BOJIBI U TIPEKPAIIEHHH BOJHOTO NeHIINTa, THO0
oT coueranus 3tux MexanusmoB (Oliver et al., 2000a). JlaBHO M3BECTHO, YTO MHOTHE BHJBl MXOB
CHOCOOHBI BBIIEP)KUBATh «0OE3BOKMBAHME» — 3TO 0o0Jee TSKEIOe COCTOSHHUE AETHApaTallidy, YeM
3acyxa (Hu et al., 2016). YcToiuHBOCTD K 00€3BOKMBAHUIO OTIIMYAETCS OT YCTOMYUBOCTH K 3aCyX€ TEM,
YTO TIPU CHUXEHUU OTHOcHUTeNbHOU BiaxkHoctu (OB) Bozmyxa menee 50% B mepBoM citydae
MOJIEP)KUBACTCST BHYTPEKJIETOUHAS! KOHIIEHTpPAIMS BOJBl Ha HHU3KOM YpPOBHE, a BO BTOPOM — Ha
BoicokoM (Tobias, 2012; Bewley, 1979). 3acyxoycTOWYMBBIE OpPraHU3MBI, KOTOPHIE HE SIBISIOTCS
YCTOMYMBBIMU K OOE3BOKMBAHHIO, MOTUOAIOT, €CIM OHU TOTEPSIOT OOJNBIIOE KOIUYECTBO BOIBI.
Opranusmbl, yCTOWYMBBIE K O00E€3BOKMBAHHUIO, BBDKMBAIOT MpH Tex ke ycinoBusix (Tobias, 2012).
M3BecTHO, 4TO «MOX000pa3HbIe HE TIOKPBITHI KYTUKYJIOW WIIH K€ KYTHKYJIa OY€Hb HEXKHAs, TOITOMY Y
HUX HUYTO HE MPENsATCTBYET NoTepe (WM MOCTYIIJICHNIO) BOJbI. TeM He MeHee, MHOTHEe MOX000pa3HbIe
MPUCTIOCOOMIINCH BBIIEPKUBATH MEPUOJIBI 3aCyXH, UCIONB3Ys A OTOM I KaKue-TO HEe COBCEM
MOHATHBIE MeXaHW3MblL. Tak, Hampumep, OBLIO YCTaHOBIEHO, YTO TaKOW XOPOIIO W3BECTHBIN

kcepoduTHBIT MOX, Kak Grimmia pulvinata, 6osbiire roga ocraercs sxuBbiM pu +20° C B aOCOTIOTHO
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BBICYIIEHHOM cocTosiHMM. Cpa3y ke mociie TOTro, Kak pacTeHHE MOIMaJaeT BO BIAXKHYIO CpeNy, Y HEro
BOCCTaHaBNMBalTCa Bce GyHKIuM» (muT. mo ['pun u np., 1990). OgHEM U3 MOJCIBHBIX MXOB,
UCTIOJIb3YEMbBIX B H3yYCHHH MEXaHM3MOB CTPECCOYCTOMYMBOCTH, siBjisseTcst Mox Tortula ruralis (Hedw.)
Gaert., Meyer, & Scherb (Oliver et al., 2000a). IToka3ano urto T. ruralis BeigepKHBaeT BRICOKHE IIOTEPU
BOJIbI C TMOMOIIBIO KOHCTUTYTHMBHOW CHUCTEMBI 3allUTHI U MPH pEruapaTalvd UHIYHUPYET CHUCTEMY
BOCCTaHOBJICHUS XKHU3HCHHBIX (QYHKIUU 10 HOpMaibHOro coctositus (Bewley, Oliver, 1992; Bewley et
al., 1993; Oliver, 1996; Oliver, Bewley, 1997).

N3BecTHO, 4TO 00€3BOKMBAHKE COMPOBOXKIAETCS YCUIEHHBIM oOpa3oBanreM ADK, uto Mmoxer
OPUBOJIUTh K OKHUCIHUTEIHHOMY CTPECCY, KOTOPBI BBI3BIBAET TOBPEXKIECHUE KIIETOK, OEJIKOB,
¢dorocucteM (OCOOCHHO Ha CBETY), MEPEKHCHOE OKUCICHUE JMIUIOB M HAKOIUIEHHE CBOOOIHBIX
XKHUPHBIX KUCIOT B MeMOpanax (McKersie, 1991; Smirnoff, 1993). B neproa 00e3B0kUBaHUS U3 KIETOK
OprohUTOB MPOUCXOIUT BBIXOJ AIEKTPOIUTOB U pacTBOpeHHbIX BellecTB (Bewley, 1979; Bates, 1997).
CymiecTByeT ABa THIA CHHEPIeTUYECKUX MEXAaHHW3MOB 3alllUThI, KOTOpPbIE BKIIOYAIOT MEXaHHU3MBbI
YMEHBIICHHUSI YPOBHS CBOOOHBIX pajiiKajioB mpu ooe3BoxuBanuu (Smirnoff, 1993). 3to npoucxoaut
3a CYeT aHTMOKCHUJIAHTHBIX (PEPMEHTOB, TAKMX KaK NEPOKCHa3bl, KaTaja3za U CylepoKCUAIUCMYTa3a, a
TaKk)Ke HHU3KOMOIIGKYJIPSHBIX aHTHOKCHIAHTOB, TaKMX KakK acKOpOMHOBas KHCIIOTa, 0.-TOKO(hepod,
kapotuHouabl u rayratuon (GSH). Kpome toro, 6enku mo3gnero smopuorenesa (LEA), takue kxak
neruapul, rpynnsl LEA_2, LEA 4 u LEA 5, Obimi aKTUBUPOBAHBI BO BpEeMsi OOC3BOKUBAHHS Y
YCTOMUYUBBIX MOX000pa3HbIX, Takux Kkak P.patens, Syntrichia caninervis, M. polymorpha.
[Ipenmonaraercs, uro LEA-Genku momMoraror 3alIMTUTBCS OT CTPECca, CBA3aHHOTO C MOTEpei BOJABI U
neiicteueMm A®K (Gechev et al., 2021). Bpuio moka3aHo, 4TO BO MXax BO BpeMs 3acCyXd H
00€3BOKMBAaHUSI TIOCTOSIHHO MPHUCYTCTBYIOT OJHUTOTAIAKTOIUIHABI - TJIMKOJWIHUABI, YTIIEBOTHBINA
(bparMeHT («royioBa JIMIHIa») KOTOPBIX 00pa3oBaH 3-5 ramakro3amu (Gasullaetal., 2021). Wood (2007)
OMucall YCTOWYMBOCTh K 00€3BOKMBAHHUIO CPEIU HA3€MHBIX PACTEHHH C aKLIEHTOM Ha OpHOQUTHI, T
OBLIM TEpeYrcIeHbl T€ BHUABI MXOB, MEUEHOYHUKOB W AHTOIEPOTOBBIX, YCTOWYMBOCTH KOTOPBIX
OKCIIEPUMEHTAIBHO TOATBEPXKACHA. Bumbl pacTeHuii, ycToiumBble K 00€3BOKMBAaHUIO, MOTYT
BBDKHBATh B YCIIOBUSX, KOTJ1a aTMoc(epHas 3acyxa Co34aeTcs C yMEpEeHHO! BIaKHOCTHIO (TO ecTh ¢ OB
70-80% wumu o1 —30 10 —48 MIla) nnu BO3yXoM C MOHMKEHHOU BIaXXHOCTHIO (To ecTh 0T 0 10 30% OB
wi Mmenee —162 MIla). Onu O6buTH UASHTHPHUIIMPOBAHBI CPEIU KIIACCOB OPHO(HUTOB, K HUM OTHOCATCS
mxu: Andreacopsida (Andreaea rothii), Bryopsida (Grimmia sp., Grimmia anodon, Dicranum majus,
D. scoparium, Dicranum viride, Brachythecium rivulare, Pleurozium schreberi, Hylocomium splendens
u apyrue) Polytrichopsida (Atrichum androgynum, Atrichum undulatum, Polytrichum formosum u
npyrue) u Tetraphidopsida (Tetraphis pellucida), medenounuku: Jungermanniopsida (Frullania
dilatata, Cololejeunea calcarea u apyrue), Marchantiopsida (Corsinia coriandrina, Exormotheca
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holstii, Riccia fluitans u apyrue) u antouepotoBbie: Anthocerotopsida (Dendroceros granulosus)
(Wood, 2007).
1.2.2. YcTOoiYMBOCTb K HeOJIArONPUATHON TeMIepaType

TemnepaTypHble U3MEHEHHUS! OBIBAIOT OBICTPHIMH, SKCTPEMAIbHBIMU U HEIMPEICKa3yeMbIMU, B
CBA3M C YEM pACTEHUSM IMPHUILIOCH BbIPaOOTaTh 3(PPEKTUBHBIE MEXaHU3Mbl TeMIepaTypHOU
aKKIUMaTu3auui. HeynuBUTENbHO, YTO 3TH MEXaHU3MBI CIOXHBI M BKJIIOYAIOT B ce0sl M3MEHEHUs
(U3HOIIOTHUECKIX M OMOXMMUYECKUX PEaKIIUii, SKCIIPECCUH IT'eHOB U ciHTe3a Oenka (Wang et al., 2009).
[Ipenmonaraercs, 4To YCTOWYMBOCTD K 3aCyX€ U TEMIIEpaType Y COCYIUCTBIX PACTCHHM CBA3AHBI MEXKIY
cob6oii (Levitt, 1981). Cunuraercs, 4To yCTOMUYMBOCTD K BBICOKOW TEMITEpaType U 00E3BOKUBAHHUIO — 3TO
JIBa acreKTa equHoi orBeTHOU peakunuu (Norr, 1974). YcraHoBIEHO, YTO B CYyXOM BHUAE OpUOPHUTHI
KPaTKOBPEMEHHO BBIJICPKUBAIOT BEICOKYIO TEMIIEpATypy, B HEKOTOPHIX ciaydasx 10 +100° C nnm 6omee
(Lange, 1955, Norr, 1974). daktuuecku, HEKOTOpble OpHOGUTHI MOTYT BBDKMBATh B CyXOM BHUJE B
teueHue 30 mMuHyT npu temmeparype no +110° C, Ho B ruapatupoBanHoM Buue npu +40-50° C
MIPOUCXOAUT MoBpexaeHue ux kietok (Lange, 1955). OnHum U3 mOCIEACTBUNA KaK TEIJIOBOTO, TaK U
HU3KOTEMIIEPATYPHOTO CTpEcca COCYIUCTBIX PACTEHUU SIBISETCS IOBPEXKJIEHUE MEeMOpaHbl, Mpu
KOTOPOM MPOMCXOAUT YT€YKa PACTBOPEHHBIX BEIIECTB U3 KIETKH, YTO KOPPEIHPYET CO CTEHEHBIO
noBpexaeHus (Zou, 1988; Earnshaw et al., 1990; Marcum, 1998).

Hanson ¢ coast. (1999) npeanonoxuinu, 9T0 TEPMOCTOMKOCTh MXOB MOXKET OBITh YaCTUYHO
CBsI3aHA C M30IPEH-ONOCPEIOBAHHBIM MEXaHU3MOM TEPMOCTOMKOCTH, KOTOPBIH, MO-BUAUMOMY, ObLI
MOTepsiH y OOJBIINHCTBA COCYAUCTHIX pacTeHUi. HeT maHHBIX, MO3BONISIFOIIUX YTBEPKIATh, YTO TOT
MEXaHU3M YHHBECAJIEH CPEH BCEX MOX00Opa3HbIX, HO, MO KpaiiHel Mepe, HEKOTOpble MOX000pa3HbIe
00pa3yroT U30IPEH B OTBET Ha JAECWCTBHUE BBICOKMX TEMIIEpATyp WM BBICOKYIO MHTEHCHBHOCTh CBETA,
JlaKe TIPH 3HAYUTENBHBIX 3aTpaTax yriepoza (mpu remieparypax Boime +30° C Ha GnocuHTE3 H30IMpeHa
3aTpaumBaercs 6onee 2% OT MOTJIOIICHHOTO pacTeHreM yriepona) (Hanson et al., 1999). BonbmHCTBO
UCCIIEIyeMbIX MXOB CIOCOOHBI K OOpa30BaHUIO M30IpPEHA, HO Takass CHOCOOHOCTh OTCYTCTBYET Yy
MEYCHOYHUKOB M aHTOLIEPOTOBBIX, CPEIU COCYAMCTHIX PACTEHHUN TaKOMl CIOCOOHOCTHIO 00JIaJaIoT
MaropOTHUKH, XBOWHBIE M XBOMHUKOBBIE U 1/3 m3 122 mcciaenoBaHbIX CEMEUCTB MOKPHITOCEMEHHBIX
(Hanson et al., 1999). Ilpeamonaraercs, 4To H30IPEH 3alMINacT (OTOCHHTECTUYCCKHUN armapar
pactenuii ipu TemneparypHom crpecce (Fini et al., 2017).

[Ipenmnonaraercs, yTo OAHUM M3 MEXAaHHU3MOB, KOTOPBIM IMOMOTaeT MOXOOOpPa3HbIM BBIKHBATH
pyu 00€3BOKMBAHUY, SBISIETCS CTAOMIIBHOCTD MEPOKCHIA3 MTPH OTHOCUTENIBHO BBICOKUX TeMIlepaTypax
(Glime, 2017). Tak, y Mnium Sp. akTHBHOCTb IIEPOKCH/1a3a OCTaBaJIaCh OTHOCHTEIBEHO CTAOMIBHOW MPH
NOBbIIIEHUH Temmeparypsl 10 +70° C, HO 3aTeM OBICTPO CHMXKAJAch C JAJbHEHIIMM MOBBIILICHHEM
temneparypsl (Bakardjieva et al., 1996). Jlo6aBieHrne MOHOB KalblHsl CTAOMIN3UPOBIIO MEPOKCUAAZY

npu OoJiee BHICOKUX TemriepaTypax. IoHbI IMHKa TaKk)Ke CTa0MIIN3UPOBAIM €€ AKTUBHOCTD IPU BHICOKHX
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TeMIIepaTypax, HoO HHrHOMpoBaiu npu Oonee Hu3kux Temmeparypax (Glime, 2017). Tlokasano, uro B
YCIOBHSX TEIJIOBOTO CTPEcca BO MXaxX MPOUCXOAUT aKTHBHUPOBAHUE OCIKOB TersioBoro moka (HSP)
(Glime, 2017; Zhuo et al., 2020). ¥ P. patens yBenuuenue skcrpeccud reHoB HSP mpoucxoaur yxe
npu +25° C, mpu temmneparype +38° C akcrnpeccust reHoB HSP yBenuumBaercs Oosee, yeM Ha TpHU
nopszaka (Glime, 2017). ¥ Bognoro mxa Fontinalis antipyretica mpu nmossiiennn TeMieparypst ot +20
no +30° C Taxke uHaynupoBaiach Beipabotka HSP (Glime, 2017). ¥V mxa Bryum argenteum mpwu
MOBBIIIICHHON TEIUIOBO 00paboTke B TeueHue 30 muHyT dkcnpeccus rena HSP70 koppenupoBana ¢
skcrpeccueii rena HSF3 — dakropa sxcipeccun HSP (Zhuo et al., 2020).

[Ipn HuU3KON TemmepaType MOTYT MPOUCXOAUTH MOAU(UKALUKA OETKOB IJIa3MaTUYECKOU
MeMOpaHbl paCTECHUH, HAPUMEp, Y YCTOWYHMBBIX K XOJIOAY BHJIOB PACTCHUU aJanTamusi K YCIOBHUSIM
3aMOpaXMBaHUs JIOCTUTACTCS 3a CUET M3MEHEeHHUs ux coctaBa u (ynkiuit (Takahashi et al., 2013). V
pacteHuil apabupomncuca oOHapyxeHo 38 OenkoB, B TOM uucie OClNKH pPaHHEro OTBETa Ha
ob6e3BoxkuBanue (ERD10 u ERD14) u pacturensubiii cunanTorarmut 1 (SYT1), npeanonoxuTenbHo
obecrieurBaroIye pernaparuo MeMOpaH rmociie moBpexacHust xonoaom (Shishova, Yemelyanov, 2021).
C HU3KOTEMIIEPATYPHBIM CTPECCOM MXH CTaJIKHUBAIOTCS HE TOJBKO B 30HAX YMEPEHHOTO U XOJIOAHOTO
KJIUMaTa, HO M CyOTPONMYECKOTro (Te B 3MMHUI NEPUO/ BBIMIAZAET CHET) U JJaKe B TPOIIMYECKOM 30HE,
Hanpumep, B ropax (Onenumyenko u Ap., 2007). M3ydeHue neHCTBUS HHU3KUX TeMIepaTyp Ha
MPOHUIIAEMOCTh MEMOpaH IOKa3ajgo, YTO OTBEThI PAa3HBIX BHIOB OpHOPUTOB pPa3U4HBL bBBIIO
MOKa3aHO, YTO MOPO30CTOWKOCTh MXOB YBEIMYMBACTCS IOCIE OOpaOOTKH TOPMOHOM aOCIH30BOM
kucioror (Minami et al., 2003; Oldenhof et al., 2006). Kpome Toro, 661710 BBICKa3aHO MPEANOI0KEHUE,
YTO UX YCTOWYUBOCTDH CBSI3aHA C HAKOIUIGHHEM caxapoB, Hampumep, o-D-rmokonupanozun-(1 — 6)-a-
D-rmroxonupanozun-(1 — 2)-B-D-dppykrodypanosuaa (Nagao et al., 2006) mu caxapossl (Oldenhof et
al., 2006). 3HaHMe MeXaHHU3MOB CTPECCOBOW YCTOMYMBOCTH OpHO(UTOB K HEOIArONpUSATHBIM
TeMIEepaTypaM MOKET ClIOCOOCTBOBATh MTOHUMAHHUIO (DU3MOIOTHIYECKUX U3MEHEHU N, HHAYIIHPOBAHHBIX
3arps3HeHneM okpyskarotei cpeasl (Liu et al., 2003).

1.2.3. YcTOiYMBOCTD K THKEJIBIM MeTALJIaM

BpruodguTel OBTM TEPBBEIMH 3€JCHBIMH PACTEHUSMH, KOTOPBIC KOJOHU3HPOBAIH CYIIIY,
BCJIE/ICTBUE YEro, KaKk CUMTAETCs, UM NPUIILUIOCH BBIPA0OTAaTh MEXaHU3MBI aJlalTallid K JIEHCTBUIO
TSDKEJBIX METaJIOB, TaK KaK B OTJIMYME OT BOJHOM Cpe/ibl Ha 3eMHOM MOBEPXHOCTH TSHKEJIbIE METAIIIIBI
MpUCYTCTBYIOT B 60mb1ioM KoimdectBe (Nickrent et al., 2000; Degola et al., 2014). JlanHbIe MEXaHU3MBI
CIoCcOOCTBOBAJIM 3acelieHUI0 OpropuTaMu TEPPUTOPUN, 3aTPA3HEHHBIX TSHKENIbIMU MeTannamu (Shaw
et al., 1989). bonee Toro, 3Tu pacTeHusl, IPOU3PACTAIOIINE B PailOHAX C MOBBIIMICHHBIM COJIEPKaHUEM
TSDKEJBIX METaJUIOB B TOYBE, MOTYT HAaKalllIMBaTh UX B OOJBIIOM KOIWYecTBe Oe3 Kakoro-imbo
BHUJINMOTO HETAaTUBHOTO BIIMSHHUS Ha CBOM pocT W pa3Butue (Sassmann et al., 2010). braromaps

OTCYTCTBHIO CJOSl KYTUKYJIbl, KODHEBOM CHCTEMBI U HOHOOOMEHHBIM CBOICTBaM, MHOTHE OpHOQPHUTHI

17



CIOCOOHBI TMOTJIONIATh TSKEIBIE METaUTbl Beeil cBoei moBepxHocThio (Little, Martin, 1974; Berg,
Steinnes, 1997; Choudhury, Panda, 2005; Degola et al., 2014; Koz, Cevik, 2014).

Crpareruss oTBeTa OpHOPUTOB Ha BO3JACHCTBHE TSKEIBIX METAJUIOB NPEACTABICHA JIBYMS
MeXaHM3MaMH: H30eraHueM M YCTOWYMBOCTbIO. M30eranue mnpezacraBisger co0oOil Bce MPOLECCHI,
MPEMSITCTBYIONINE TPOHUKHOBEHUIO TSDKEJIBIX METAJJIOB B MPOTOILIACT, B TOM MEXaHU3Me KJIETOYHas
CTeHKa WrpaeTr pemamomyto ponb (Basile et al.,, 2009). Momudukanus m000ro M3 MnapaMmeTpos,
BIMSIONIMX HA YAEP)KUBAIOUIYI0, KATHOHOOOMEHHYIO CIOCOOHOCTh WJIM aKTHBHOCTH NEPEHOCUYHUKOB
METAJIJIOB B IJIa3MaTH4eCKON MeMOpaHe, MOXKET IPUBECTH K U30JIALIUU TshKEIbIX MeTauioB (Boquete et
al., 2014). Ba)XxHOCTb KJIETOUYHON CTEHKH B M30CTaHHHM CTPECCA, BBI3BAHOTO TSDKEIBIMH METALIAMU, Y
OpuoduroB Obla Takxke MpoJeMoHCTprpoBana B padote Wells ¢ coaBt. (1995). Onu nokasanu, 4to Ha
CTETEHb TOJEPAHTHOCTH K KaJMHIO MOXET BIIUSATH CBS3bIBAHHWE KIETOYHOM CTEHKOH pa3IHMYHBIX
HETOKCHYHBIX KaTHOHOB, BCTPEUAIOLINXCS B KJIETKaX WM OKpyXKarouiei cpeae. Pa3nuyHbie KaTHOHBI
MOTYT CO3/1aBaTh HEOIArOMPUATHBIC YCIOBUS AJIs CBSI3BIBAHUS TSKEIBIX METAJIOB C IJIa3MaTHYECKOM
MeMOpaHbI U, TEM CaMbIM, IPEJOTBPAIATh UX IPOHUKHOBEHUE B IUTOILIA3MY.

B ortnmume ot mzberaHus, MEXaHU3M YCTOMUMBOCTHU TPEATIONIATaeT HEHTPAIU3ALUI0 METAIIOB
WIH UX TOKCHYecKuX >(PQEeKTOB, a TaKKe MEepeMelIeHHEe ITHX METalIOB W3 IUTOIUIa3Mbl B TakKue
KOMIIApTMEHTHI, KaK BaKyoJb U KieTouHas cTeHka (Stankovic et al., 2018). XenatupoBaHue TsHKENbIX
METAJUIOB - OJHA M3 CTPATErHid MOIeP>KaHMsI TOMEOCTa3a KJIETOK B MPUCYTCTBUHU TSDKEJBIX METAJIOB U
JETOKCUKAIIMH METAJUIOB BHYTPU pacTHTelbHBIX KieTok (Krzestowska et al., 2013). B mpomecce
BHYTPHUKIIETOYHOTO XEJIATUPOBAHUS TSKEJBIX METAIJIOB B PACTEHUSX PELIAIOIYIO POJIb UTPAIOT THOJIBI
C HU3KOH MOJIEKYISIPHON MacCcOM, Takue Kak TyTaTuoH u iuctenH (Stankovid et al., 2018). I'myraTron
SBJISIETCSI OCHOBHOM (OpMOM TpaHCHOpTa M XpaHEHUsT BOCCTAHOBJICHHOM CEpPhl, OH MOXET
HETIOCPEJCTBEHHO YYacTBOBaTh B CBS3BIBAHUHM TSDKEJIBIX METAUVIOB WJIM KOCBEHHO - B KadecTBE
cyoctpara juig cuHTe3a (uroxenatuHoB (PX), KOTOpple UMEIOT OCOOEHHO BBICOKOE CPOJICTBO K
HEKOTOPBIM TsDKEIbIM MeTaiiaM. KOMIUIEKCh, KOTOpble 00pa3oBallUCh MEXAY HOHAMH TSHKENbIX
metauioB 1 ®X, MOTYT TpaHCHOPTHPOBATHCS B BaKyOJlb, YMEHbBINAs KOHIEHTPAIMIO METAIOB B
[UTOIUIa3Me U, TAKUM 00pa3oM, 3alluilas pacTeHus OT ux BpeaHoro BosneicTeus (Yadav, 2010). Otu
MEXaHHU3MBI JIEHCTBYIOT TaKKe BO MXax, Kak ObLIO POAEeMOHCTpUpOBaHO B pabore Carginale ¢ coaBT.
(2004), u B meuenouynuke Lunularia cruciata, noaseprayrom Bozzaeiicteuto Cd (Degola et al., 2014).
PesynbraThl mokaszanu, 4ro Hakomienne Cd B Bakyossx L. cruciata conmpoBokaaeTcs yBelTUYECHHEM
KOHIICHTPAIIUH CEPhI B 3TUX OpraHeiuiaXx. BakHO OTMETHTB, uTO O0JbIIast YacTh BHyTpUKIeTouHoro Cd
ObLTa cBs3aHa ¢ OOTaTHIMH THOJIAMHU COSAMHEHUSMU, TaKUMU Kak DX, BEpOsATHO, MPEICTABISIOMIUMU
OCHOBHOM MEXaHM3M JETOKCHKAIlMM TsDKenbiXx MeramioB. Kpome Ttoro, Degola c¢ coast. (2014)
TIOJITBEP/IUITH, YTO COCIMHEHHMSI, OOHApyXeHHbIe B L. cruciata, sensrorcs GuToxeraTuHaMu, HEKOTOPbIS

u3 HuX (Hanpumep, @X2) MOryT MOCTOSHHO MPUCYTCTBOBATH B KJIETKaX OpHOGUTOB [Tl MOAEPKAHUS
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OanaHca MUTATEIbHBIX MUKPOAJIEMEHTOB. Hapsiay ¢ MexaHn3mMaMu KOMIUIEKCOOOpa30BaHUs TSKEIbIX
MeTauioB ¢ @ X, BAKHYIO POJIb B IETOKCHKAIIMU TSDKEIIBIX METAJUIOB B KJIETKaX OpHO(GUTOB UTPAIOT U
apyrue MexaHusmbl. Tak, B X0Je MCCIenoBaHus, MpoBeaeHoM Ha mxe F. antipyretica u 19 npyrux
opuodutax, ®X He ObUM OOHAPYKEHBI HU y OJHOTO U3 HMCCIEAOBAHHBIX BUIOB, HE3aBUCHUMO OT
MPUMEHSIEMOI0 MeTajlla U KOHIEHTPAIMH, OJJHAKO HAOII0AaIOCh YBEIMYEHHE COJIepKaHusl IITyTaTHOHA
BoccranoBieHHoro (GSH), B mepByro odepenn, mpu obpadotke Cd (Bruns et al., 2001). Ogaum u3
JOMUHUPYIOIIUX MEXaHU3MOB YCTOHYMBOCTH OPHO(MUTOB K TSKEIBIM METaJJIaM, 10 KpailHel mepe, K
Cd, sBnsieTcst oOpazoBanue nuToriazMaTndeckux komruiekcop GSH/Cd n ux mocieayromuii TpaHCcnopT
B BaKyoJIb, TJIe OHU MOTYT pacnanatbes (Bruns et al., 2001; Carginale et al., 2004; Degola et al., 2014).
Kpome Ttoro, B Bakyosnsix OpuouToB OOHApyKMBAIHUCh BBICOKHE KOHIeHTpauuun S u P, a Cd
HakaruimBaics B Bune Qocdara (Bruns et al., 2001). beuto 06HapyKeHO, YTO aKKYMYJISIIUS TSKEIbIX
METa/UIOB U3 arMocdepsl BbI3biBaeT obOpasoBanune HSP B Ttamiome medenounwmka Conocephalum
conicum (Basile et al.,, 2013). ABTOpbI CUMTarOT, 9T0 HMEHHO HSP nenaroT 3TOT IEYEHOYHHK
YCTOHYHMBBIM K TsDKenbiM Metaiuiam (Basile et al., 2013). O6pa3zoBanue HSP Taxxe Habmoganiocs y
BogHoro mxa F. antipyretica nocne Bo3aeiictBus Tshxenbix MetaiwioB (Glime, 2017). Cuuraercs, 4yTo
HeOosbIre HSP MOryT 3amumarh KIeTKH OT TSDKEIbIX METaJNIOB U IPYTHX CTPECCOBBIX BO3CHCTBHIA,
Moau(UIIUPYsd YCTOWYMBOCTH MEMOpaH WU yIydllas MEXaHW3Mbl BOCCTAHOBJICHHS KJIETOYHOIO
romeocrasa (Basile et al., 2013; Glime, 2017).

B memom, TspKenble MeETayUTbl YPE3BBIYAWHO TOKCHYHBI M MOTYT BBI3BIBATH MHOXECTBO
u3MeHeHui B ¢usnonorun U Mopdonoruu 6puodutos (Wolterbeek, 2002; Boquete et al., 2014). B
CBSI3U C 3TUM, U3yU€HHE BO3ACUCTBUS TAKEIBIX METAJUIOB HAa OpHOQUTHI HMeeT OO0JIbIIOE 3HaYCHUE, TaK
KaK MOXET JIaTh MpeACTaBIeHHEe 00 SBOJIOLWHU 3alIUTHBIX MEXaHU3MOB PACTCHHH OT JaHHOTO THMA
sarpsizHeHus (Degola et al., 2014).

1.3. O0pa3zoBanue akTUBHBIX GOPM KHCJI0POAA U POJIb PH A0HOTHYECKOM cTpecce

B Hacrosiee BpeMs UMEIOTCS 3KCIIEpUMEHTAIbHbIE TaHHbIE, CBUIETENBCTBYIOLINE O TOM, 4TO
oOpazoBanne A®K sBisercs KIIOYEBOW CTPECCOBOW peaklMel pacTUTENbHBIX KJIETOK B OTBET Ha
JIeCTBUE CTPECCOPOB, TAaKMX KaK 3aCOJIEHUE, 3aCyXa, MHTCHCHBHOE OCBEIIECHUE, TSDKEJIbIE METaJllb,
NaTOTeHHbIE MUKPOOPTAHU3MBI, U MIPU APYTHX aOMOTHYECKUX U OHOTHYECKUX Bo3neicTBusx (Alvarez
et al., 1998; Neil et al., 2002; Benikhlef et al., 2013; Jayaraman et al., 2014; Landrein et al., 2015). B
HOpMaJIbHBIX YcioBUsAX B pacTeHusix ADK o6pasyroTcs kak moOOUHbIN TPOAYKT adpOOHBIX MPOIIECCOB
B TEPOKCHUCOMAaX, MUTOXOHJAPHSIX MpPH IBIXaHWHW, XJOpOIUIacTax Npu (HOTOCHHTE3e, B amoriacte.
YcranoBneHo, uTo (pepmentaTuBHOe oOpa3oBanne ADK cBs3aHo ¢ paboToil Takux (GepMEeHTOB, Kak
NAD(P)H-okcunasza, POD, iunokcurenasza, APX u psaa apyrux (Mayaba et al., 2002; Blokhina et al.,
2003; Mittova et al., 2004, Gechev et al., 2006). B kopusx Triticum aestivum (Minibayeva et al., 2009),

B cemenax Castanea sativa u Trichilia (Roach et al., 2010; Whitaker et al., 2010), B neuenounwuke (Li et
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al., 2010), Bo mxe D. scoparium (Onele et al., 2018) u B nmumaiinukax (Liers et al., 2011) Obut0
MIPOJIEMOHCTPHUPOBAHO yUaCTHE MEPOKCH a3kl B 00pazoBanuu Oy, a Taxke nepekucu Bogopoaa (H20z,
Elstner, Heupel, 1976). HedbepmenTtatuBaoe obpasoBanre ADK mpocxoaut B pe3ysibTaTe pa3ioKeHHUs
B kinetkax HyO2 B NPUCYTCTBHH METAJIOB IepeMEHHOI BaleHTHOCTH Fe?t mo peaxmuu denTtoHa ¢
obOpazoBaHueM camoil peakmoHHocrnocooHo ADPK — ruapokcunbpHoro pagukana (HO®) (peakuums 1)
(Matysik et al., 2002; Hasanuzzaman et al., 2020):

Fe?* + H,0, — Fe®* +HO" + OH- (1)

Tpaguumonno A®K paccmarpuBaroTcss Kak paguKaibl, KOTOPhIC IMMOBPEKIAIOT KICTOYHBIC
cTpykTypbl. M30bITOuHOE 0OpasoBanne ADK sBisercss GpakTopoM OKHUCIHMTENBHOH Moaudukanuu
MHOTHX KJIETOYHBIX CTPYKTYpP. AKTUBHBINA KUCIOPOJ MOXKET OKUCIISATH MOJIEKYJIbI OSJTKOB U JIUTIHJIOB, B
Y4aCTHOCTH, MEMOpaHHbIE JIUIMUABI, KOTOPBIE COJIEpKAT HEHACHIILIEHHBIE TBOMHbIE CBSA3U. [lepekucHoe
OKHCIICHHE JIMITUOB MPUBOJAUT K OOPA30BAHUIO JTUIHIHBIX THAPONIEPEKUCEH U U3MEHEHUIO (DU3UKO-
XHMHYECKHX CBOMCTB KIeTouHbIX MeMOpaH (Bomasipes, 2001; Jeevan Kumar et al., 2015; Jankd et al.,
2019). Kpome toro, A®K BBI3BIBAIOT MOAH(DHUKALNN B CTPYKTYpE HYKJICHHOBBIX KHCIIOT, YTO MOXKET
NPUBECTH K TIYOOKMM MOBpexIeHHsM renermdeckoro ammapara (Choudhury, Panda, 2005; Foyer,
2018).

B xoze 3BosonMM pacTeHUsl BBIPAOOTAIM YHHKAJIBHBIA MEXaHH3M JJIi aKTHBHOTO KOHTPOJIS
cBepxoOpazoBannu ADK u 1 3¢ (heKTHBHOTO MCIIONB30BaHUS UX B KaY€CTBE CUTHAJIBHBIX MOJIEKYJI
(Konig et al., 2012). Ha ceromusimHUAN JeHb UMEETCSI MHOTO JAHHBIX O MYTSAX Iepeladd CUTHAJIOB,
kotopsie perynupytorcs ADPK (Foyer, Noctor, 2013; Mittler, 2017). Ilytu nepegauu curnaio AOK
B3aMMOJICHCTBYIOT C MYTSMH, KOHTPOTMPYyeMbIMH HoHamu Ca?’, akTMBHBIMEH (GOpMaMH a30Ta M
¢uroropmonamu (Mittler et al., 2011).

[Ipu BogHOM neduninre u o0e3BoxkuBaHUM ObLTN UaeHTHGUIMpoBaHbl ABK-3aBucumsblie 1 ABK-
HE3aBHCHUMBbIE CUTHAIBHBIE MYTH, KOTOpPbIE JOMOJHUTENBHO perynupyroTcs ypoBHeM ADK, a Takxke
cozepkanneM caxapoB B kietkax (Yu et al., 2003; Couée et al., 2006; Choudhury et al., 2013; Laxa et
al., 2019). 3acyxa u 00e3B0)KMBaHUE BHI3BIBAIOT MOBBIIICHHOE 00pazoBanue ADK, 0cOOCHHO MpH SPKOM
ocseniennu (Gasullaetal., 2021). C uensio aerokcukarmn ADPK B Ki1eTKax HHIYIUPYETCS T0CTATOYHOE
KOJIMUECTBO (hepeMEHTATHBHBIX M He(hepMEHTATHBHAX aHTHOKCHIaHTOB (Jiang, Zhang, 2002b; Khanna-
Chopra, Selote, 2007; Laxa et al., 2019; Gasulla et al., 2021). Bbuia mpoaeMOHCTPUPOBAHA HHIYKITHSI
AQHTHOKCUIAHTHBIX (DEPMEHTOB MpH OCMOTHYECKOM cTpecce B pactenusx (Laxa et al., 2019;
Hasanuzzaman et al., 2020; Gasulla et al., 2021). Coaeprxanre aHTHOKCHIAHTOB OCOOEHHO BayKHO MIPH
perunpatanuu nocie 3acyxu (Baroli et al., 1999). Ecnu ypoenr ADK mnpeBbimaer onpeaeneHHbINH
MOpPOT, TO 3TO MOXET CIYXHTh CHUTHAJIIOM JJs WHAYKIHUUA WM YCHJICHUs aJanTalud K BOJHOMY
nedunuty (Foyer, 2018; Hasanuzzaman et al., 2020). UuayiupoBaHHbIi 00€3BOKMBAHUEM CHTHATHHT

MPEACTABISIET COOOM CIIOKHYIO CETh B3aMMOJCUCTBUN MEXAY HIDKEISKAIMUMH KOMIIOHEHTaAMHU
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nepenaun curnana ABK u A®K (Choudhury et al., 2013; Laxa et al., 2019). U3BectHO, uro ABK Bimser
Ha ypoBeHb A®PK mnocpencTtBoM NoBbILIEHMS YpoBHS cucteMm aerokcukauun ADK, nanpumep,
uto3osibHo APX (Yoshimura et al., 2000; Fryer et al., 2003). B cBoro ouepean, TakKe XOPOIIO
u3BectHO U Biausaue ADK na 6uocunte3 ABK (Zhao et al., 2001) u nepegauy ABK-omocpenoBaHHbIX
curnanos (Jiang, Zhang, 2002a).

B oTBeT Ha MOBBIIEHHBIE TEMIEPATYPhl MPOUCXOAUT akTuBaims jJoBymek ADK, ¢dakropos
tpaHckpunuuu HSP, a taxke ycunenue 6rnocunTe3a ocmoiautos (Morimoto, 1998; Kumar et al., 2013).
[Toka3zana BbICOKasi Koppersinus Mexay ypoBHeM ADK, ypoBHSIMH rOPMOHOB, HAaKOTUICHHEM caxapa 1
cunte3oMm HSP (Frank et al., 2009). M3BecTHO, 4TO aHTHOKCHUIAHTHBIE CUCTEMBI, TAKHE KaK ackopOaT-
3aBHCHMMAsi W THOJIEPOKCHIA30-3aBUCHMAsi PEAOKC CHUCTEMbI, MOJIEPKUBAIOT OKUCIUTEIbHO-
BOCCTAHOBUTENbHBIH roMeocta3 u ypoBeHb A®MK B cTpeccoBbIX CHUTyalusix, Halpumep, Ipu
BO3JIeiiCTBUH BbICOKHX TemuriepaTyp (Asada, 2006; Dietz et al., 2006; Dietz, 2016).

B doTocunTEe3MpYyIIMX TKaHAX TOBBIIEHHOE 00pa3oBanue U HakomieHrne ADK nmpoucxoaut kak
paHHHUH OTBET B TEUCHHE HECKOJBKMX MHUHYT IMOCJE YBEIHYEHHUS MHTEHCHBHOCTH cBera. [Ipm sTOM
CHHIJIETHBIA KHCIOPOA 00pa3yercsi U3 BO30YXKIEHHBIX XJIOPOQMIIIOB. B-KApOTHH CUYHUTACTCS OYEHBb
B)XHBIM KOMIIOHEHTOM TylieHus: porocuctemsl [1. Ero okucieHHbIE TPOU3BOIHBIC, B-IIMKIONUTPAITb U
JTUTUAPOAKTUHUANONU, TO-BHIAMOMY, CIY)KaT PETPOrPaJHbIMH CHTHAJIAMH OT XJIOPOIUIacTa B
muto3onib U sanapo  (Triantaphylides, Havaux, 2009; Havaux, 2014). AHamu3 TpaHCKPUITOB
Chlamydomonas reinhardtii mpu cBeTOBBIM cTpecce, MOKa3ajl, Y4TO 3TH OKHUCJICHHBIC COCAMHEHUS
AKTUBUPYIOT CHTHAJIBHBIC IMYTH, KOTOpPbIC JCHCTBYIOT HA MAJMHAPOMHBIC IOCIECIOBATCIBHOCTH B
POMOTOpaX, Ha3bIBaEMbIE JJIEMEHTAMH OJJIEKTPO(MIBHOTO OTBETa, JUISi CTPECCOBBIX OTBETOB,
ceasannbix ¢ ‘Oz (Fischer et al., 2012). IlepenporpaMMupoBaHHe JKCIPECCHH T€HOB B OTBET Ha
(OTOCHHTETHYECKHI CBETOBOM CTpECC BKIIOYAET B Ce0sl aKTUBHOCTh NMPOTEWHKWHA3bI, C KOTOPOM
cBsi3aHa yyBcTBHTENbHOCTh K ADK, m mocienyromas akTuBanusi reHoB-mumeneil. Kpome Toro,
CymecTByeT TecHass CBsizb Mexay A®K u  perymiaTopHbIMH ITYyTSAMH, 3aBUCHMBIMH  OT
bochopurpoBaHus ¥ SKCIPECCHH T'€HOB, BOBJICUEHHBIX B ¢BeTOBO# cTpecc (Rentel et al., 2004; Laloi,
Havaux, 2015). B A. thaliana ©6onee 500 aHHOTHPOBAHHBIX (AKTOPOB TPAHCKPHIIIIUH
audGepeHIanbHO  IKCpeccupoBainch npu u3MeHeHnn ypoBHs A®DK (Gadjev et al.,, 2006).
[Ipennonaraercs, uro B nenom H2O2 neiicTByeT COBMECTHO C aHTHOKCHIAHTHBIMH CHCTEMaMH NpPHU
KOHTpPOJIE peakiuii Ha cBeToBOM cTpecc (Vandenabeele et al., 2004; Vanderauwera et al., 2005).

3acosieHue  SIBISIETCA ~ CEpPhE3HOM  Yrpo3oM ISl YCTOMYMBOIO  MNPOU3BOJICTBA
CEeNIbCKOXO3SMCTBEHHBIX KYJIbTYp BO BceM Mupe. DddexkTuBHAas akkIMMaTH3alUs K 3aCOJCHHIO
HarpasJjeHa Ha OMOCHHTE3 OCMOJIMUTOB, HOHHBII TOMEOCTa3, KOHTPOJIb TPAHCIIMPALMH U TOJ/ICPKAHUE
ypoenb ADK (Hasegawa et al., 2000; Flowers, Colmer, 2008). ITpu coneBom ctpecce ADK 3amyckaror

CHHTE3 MUTOTCH-akTUBUpOoBaHHO# nmporenHkuHassl (MAPK) (Kovtun et al., 2000; Wang, Song, 2008).
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[Toermienne konneHTpanun H2O2 B anomiacte u 3HI0MEMOpaHHBIX Be3HWKYyJax crocoOocTByroT ABK-
3aBHCHMOMY YCTBUYHOMY OTBETY Ha cojieBoi ctpecc (Moon et al., 2003; Leshem et al., 2007). ADK,
cunresupyembie romosniorom NAD(P)H-okcunaser uz A. thaliana, crabunusupyrotr SOS1 (Salt Overly
Sensitive 1) MPHK mipu ctpecce, BeizBannom NaCl (Chung et al., 2008). ITpu stom mokaszano, uro SOS1
OTBEYAaET Ha COJIEBOM CTpECC, HO HE YYBCTBUTEJICH K OKUCIHUTEIBHOMY CTPECCY, BBI3BAHHOMY
MeTunBuoioreHoM. [lokasana B3auMOCBs3b MEXYy aKTUBHOCTHIO romosioroB NAD(P)H-okcunaser u
romeoctazom noHoB Na* u Ca?" u ADK, KoTophle MOTYT OCYIIECTBIAT epeaauy curaanos (Chung et
al., 2008). bennoxk RBOH xapakrepusyercst HamumuneM MoTHBOB «EF-pykm» st csspiBanns Cat u
TpeJcTaBiseT coboil MumeHs hochopuampopanus o KoTporieM MAPK, A®K u Ca?* (Kurusu et al.,
2015). [HeiictBue ADK HampsMyro CBSI3aHO C OKHUCIUTEIbHO-BOCCTAHOBHUTEIBHBIM TIOMEOCTA30M,
KJICTOYHOM PEIOKC-4yCTBUTEILHOCTHIO M PEIOKC-CUTHAIBHO# ceThio (Liebthal, Dietz, 2017).

[TonnepikaHue OKUCIUTEIILHO-BOCCTAHOBUTEIBHOTO OajlaHca HEOOXOAUMO Il YCTOWYHBOTO
pocTa IpH U3MEHEHHUU YCIIOBUI OKPY)KAIOIICH cpenbl. B cTpeccOBBIX yCIOBUAX MOXKET IMPOUCXOAUTH
MOBBIIICHHE  AKTUBHOCTH  AHTHOKCHJIAHTHBIX  ()EPMEHTOB W  YBEIWYCHHE  COJICPKaHUS
He()ePMCHTATUBHBIX aHTUOKCHJIAHTOB JUIs TOJACpX aHWs OamaHca MEXAy JCTOKCHKAIMEeH U
obpaszoBanuem A®K (Liebthal, Dietz, 2017). Takum oGpa3zom, merabonusm ADK, momaymsaius u
AKCIPECCHs TEHOB, KOAUPYIOMUX (hepMeHThl neTokcukanuu ADK, sBisiroTcs BaKHBIMU (pakTopamu
3aIIUTHBIX TPOIECCOB PACTCHHWM M OOECNedYeHHs] pPOCTa, Pa3BUTUS W aJalTallMd PACTCHHHA B
CTPECCOBBIX YCIOBHSIX.

1.3.1. CucremMa aHTHOKCHIAHTHOM 321U THI pacTeHHi

Cucrema  aHTHOKCHUAAHTHOM  3allUTBl  BKIOYaeT B  ce0sf  HU3KOMOJIEKYISIpPHBIC
HepepMEHTATUBHBIC aHTHOKCUIAHTHI M aHTHOKCHIAHTHbIe (epmeHThl (Hasanuzzaman et al., 2019).
HedepmeHTHBIE aHTHOKCUAAHTHI, Takue Kak ackopomHoBas kuciora (ASC), GSH, a-tokodepon, B-
KapoTHH, (DEHONbHBIE COeTUHEHM S, (PITABOHOUIBI, ATKAJIOU Il M HEOETTKOBBIE AMUHOKHUCIIOTHI, pa0OTaIOT
B3aMMOCBSI3aHHO C aHTHOKCHAAHTHBIMH (epmenTamu, Takumu kak SOD, CAT, POD, APX,
noaudeHoNoKCHIa3a, MoHojeruapoackopoarpenykraza (MDHAR), nmermapoackopbaTpeaykrasa
(DHAR), GR, riyratnoHmnepokcuasa, rIyTaTioH-S-Tpancdepasa, s aerokcukarmu ADK (Mepsisik,
1999; OxTsi6pbckuii, CmupHoBa, 2007; Nath et al., 2018; Laxa et al., 2019).

B pacrenusax ¢gepment SOD Hampsimyto CBs3aH CO CTPECCOM, WHUIMUPYS MEPBYIO JTHHHUIO
3anuThl. B pesynbrate pabotsr pepmenta Oy mpesparraercs B H2O2 (Kliebenstein et al., 1998; Biczak,
2016; Del Rio et al., 2018). O6pa3osasmascs H2O, moxer npeBpamiatscsi B H2O dpepmentamu CAT,
APX, GPX, POD wunu B ke ASC-GSH. B pacTuTenbHo# KJIeTKE OCHOBHBIM ITyTEM aHTHOKCHIAHTHOM
3amuThl s getokcukanuu H2O2 u moanepikaHus OKHCIUTENIBHO-BOCCTAHOBUTENIHLHOTO MOTEHIIMAIA
seisiercst Uk ASC-GSH, koTopsrit coctout u3 HepepmenTaTHBHBIX aHTHOKcHAanToB ASC n GSH, a

takxe yetbipex pepmentoB APX, MDHAR, DHAR u GR (Leshem, 1988; Smirnoff, 2000; Fotopoulos
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et al., 2010; Foyer, Noctor, 2011; Hasanuzzaman et al., 2019). ASC u GSH urparoT )H3HEHHO Ba)KHYIO
pOJIb B Ka4ECTBE JIOHOPOB JIEKTPOHOB M MPUHUMAIOT yyacTtue B noriomienne ADK HemocpeacTBeHHO
gyepe3 ASC-GSH ki (Foyer, Noctor, 2011; Hasanuzzaman et al., 2019).

Kak yxe ObUIO OTMEUEHO BBIIIE, PA3JIMYHBIE CTPECCOBBIE BO3IEHCTBUSA: SKCTPEMalIbHBIE
TeMIeparypbl, 00€3B0KMBaHUE, YIbTPa(UOIETOBOE U3ITyUeHHE, aKTUBUPYIOT B OpruoduTax Lemnblil psaj
depmentoB (Dey, De, 2012). IIpeamonaraercsi, 4T0 MOXOOOpa3HbIE MPEACTABIAIOT COOOW TpyMILy
pacTeHHi, oOONagaOIUX AHTHOKCUJAHTHOH CHCTEMOH, IIO3BOJISIIOUICH CHPABIATHCS MM C
9KCTPEMAIbHBIMU KJIMMAaTUYECKUMHU YCIOBUSMH U BO3AECUCTBUSMM CTPECCOPOB PA3IUYHON MPUPOJIBI.
Tak, Obut0 OOHApY)KEHO, YTO aHTapKTHYeCKWe MxH Sanionia uncinata (Hedw.) Loeske wu
Polytrichastrum alpinum (Hedw.) G.L.Sm. o0namaroT BBICOKOH aHTHOKCHIAHTHON aKTHBHOCTHIO,
NPEIOIaraeTcsl UX UCIOIb30BAHUE B KAYECTBE BO3MOXKHBIX UCTOYHUKOB aHTHOKCHIAHTOB B MEJUIINHE
u kocmeronoruu (Bhattarai et al., 2008, 2009). B wmenom, mepokcumasa — OAWH M3 HaubOolee
BOCTPEOOBAHHBIX AHTUOKCUJAHTHBIX ()EPMEHTOB B OMOTEXHOJIOTHH, CEILCKOM XO35HCTBE, MEIULMHE,
pemenuanui. DTH (EPMEHTHI HCIOIB3YIOTCS KaK OMOCEHCOPBI JUIS OMPEACIICHUS IEPeKUced u
opraamueckux ruaporepokcuioB (Jia et al.,, 2002). B XxuMu4eckoil MPOMBIIUICHHOCTH TTEPOKCHIA3HI
OPUMEHSIOT U SKOJOTMUYECKH YHUCTOrO pasjokKeHHs a30-, FeTEPOLUKIMYECKUX MU IOJHUMEpPHBIX
Kpacurenel, KCeHOOMOTUKOB U NECTULUA0B, MOJIMLIMKINYECKUX apOMAaTHYECKUX YIJIEBOJOPOJIOB U
npyrux opranundeckux coenuHenuit (Koller et al. 2000; Ohtsubo et al. 2004; Wen et al. 2009;
Aspamenko, 2015). B pacTeHueBOACTBE MaHHBIE O MEPOKCHAA3HOW AKTHBHOCTH YYUTHIBAIOT IPU
CEJIEKLMU PacTEeHUH, MOCKOJIbKY, KaK MPaBUIIO, YEM BBIIIE aKTUBHOCTh ()epMEHTa, T€M YCTOiunBee
pacrenue (Illyraneit u ap., 2010; ABpamenko, 2015).

1.4. I'em-conep:xaniue nepoKCcuaasbl
IMepokcumazer (EC.1.11.1.X) mnpexacraBmsaror coboii  ¢depmenTsl, pacmemsiromue  H20:
OJITHOBPEMEHHO C OKHCIICHHEM IIUPOKOTO CIIeKTpa (heHOIbHBIX U HeeHOIbHBIX cyOcTpaToB (RH).
2RH + H2,02 — 2R" + 2H20 (2
OHU NMOBCEMECTHO BCTPEUAIOTCs B NPUPOJE, OOHAPYKUBasCh B OaKkTepusax, rpubax, pacTeHUsX U
xuBoTHBIX (Pandey et al., 2017a).
1.4.1. Knaccuduxanusi nepokcuaas
Ha ocHoBaHMM HanMuus WIM OTCYTCTBHS I'éMa MEpOKCUa3bl pa3felieHbl Ha FeMOBble M HETe€MOBbIE
nepokcuaassl (Passardi et al., 2007a). Cormacho 6a3e manubix PeroxiBase, 6os1ee 80% H3BECTHBIX TEHOB
MEPOKCH I3 KOIUPYIOT TeM-cojiepKaniie nepokcunasbl. C Ipyroit CTOpOHBI, HET€MOBBIE TEPOKCHAA3HI,
TakMe Kak THOJIeEepOKcHaasza, ajakwirgapornepokcunaza, NADH-nepokcuaasa, cOCTaBiIsIOT JHUIIb
HeOompmyto yacte (Passardi et al., 2007a). ['em-niepokcuaas3pl ObLIH JIOTIOIHUTEIEHO OTHECEHBI K IBYM
cymnepceMeiicTBaM, HalpuMep, CYIepceMecTBO MEPOKCHIA3hI-IIMKIOOKCUTEHA3bl M CYMepCeMecTBO

nepokcuaasbi-katanassl (Passardi et al., 2007b; Zamocky, Obinger, 2007).
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1.4.1.1. CynepcemeiicTBO NEPOKCHAA3BI-IUKIO0KCHT €HA3bI
K nmepokcupmazam  cymepcemeiicTBa  NEPOKCUAA3BI-LIUKIOOKCUIEHA3bl  UCKIIOYUTENIBHO
IIPUHAJUIEKAT MEPOKCUAA3hI )KMBOTHBIX, U KaK IPEAI0JIaracTcs, BCE OHU Y4acTBYIOT BO BPOKJIEHHOM
UMMYHHUTETEe M 3amuTHBIX peakmusx (So’derhall, 1999; Dick et al., 2008). K sromy cemeicTBy
OTHOCATCS MMEJIONEPOKCUIa3a, IepoKcHia3a 3S03MHOQMIOB, JAKTONEPOKCHAA3a, IepoKcHias3a
LIMTOBUIHOM Kele3bl. B 3TOM cynepcemencTse rpynma mpocTeTHYECKOro reMa KOBaJICHTHO CBsI3aHa C

anonpoterHoM (Pandey et al., 2017a).

1.4.1.2. CynepceMeiicTBO nepoKCHAA3bI-KATAJIA3bI

CymnepceMeicTBO epoOKCHIa3bI-KaTalla3kl — HanboJiee HHTEHCHBHO U3YYCHOE CYIEepCEeMEHCTBO
TFeMOBBIX IEPOKCHJIa3 HEKHMBOTHOTO MpOUCXOXkAeHMs. [lepBoHayallbHO 3TO CymepceMeicTBO ObLIO
HA3BaHO CYNEpPCEMENCTBOM I'€MOBBIX MEPOKCHIA3 pacTeHUid, rpuOoB U OakTepuil B 3aBUCUMOCTH OT
UCTOYHUKA Nepokcuia3. [lo3:xke Ha3BaHUE 3TOTO CylepceMeicTBa ObIII0 M3MEHEHO Ha CYIIePCeMEeCTBO
nepokcuaas-katanas (Pandey et al, 2017a). Ha ocHOBe TOMOJOTHH aMHHOKHCIIOTHBIX
MOCIICIOBATEIPHOCTE H  OCOOCHHOCTEH TMOCTTPAHCISAIMOHHOW  MOIU(UKAIUU  ITEPOKCHIA3HI
HEXUBOTHOTO MPOMCXOXKIACHHS MOAPA3ACIAIOTCA Ha 3 Kiacca: nepokcuaassl kiace |, 11 u 11 (I"azapsu

u 11p., 2006; Pandey et al., 2017a).

1.4.1.2.1. Ilepokcuaa3ssl | kaacca

[lepokcumaspr | kimacca — 3TO MUKpPOOHBIE TEPOKCHIA3bI, JPOXOKEBas HUTOXpoMm C-
nepokcunasza, APX pactenuil u OakTepuaibHbIe KaTaja3bl-liepokcuaasbl. B 6aze manubix PeroxiBase
3apeructpupoBaHo 1839  mocnmemoBatenpHOcTet  3Toro  kimacca (Pandey et al., 2017a).
AckopOaTnepokcuaa3sl UCIONB3YIOT B KadeCcTBE JIOHOpA DJEKTPOHOB ACKOPOMHOBYIO KHCIIOTY
(Welinder, Gajhede, 1993; Skulachev, 1998; Shigeoka et al., 2002; Passardi et al., 2007a).
AckopbatiiepoKcuaa3bl JOKaIu3yroTcs B mepokcrucomax (Yamaguchi etal., 1995; Ishikawa et al., 1998),
uro3osie (Asada, 1992) u, ocHoBHas yacTh, B xJjoporutactax (Asada, 1992; Niyogi, 1999). Ha
CTPYKTYPHOM YypOBHE Yy TEpPOKCHIa3 Kiacca | OTCYyTCTBYIOT AUCYIb(PUAHBIE MOCTHUKH, KabIIUN
CBSI3BIBAIOIIME YYaCTKM W YYaCTKM CHTHAJIBHOW  TOCJIECIOBATEIBHOCTH  JIOKAJIHM3AallUd B

sHoasMatudeckom petukyinyme (Maehly, 1952; Pandey et al., 2017a).

1.4.1.2.2. llepoxcuaasse! |l knacca
IMepokcuaasel Il kmacca — 3TO mepokcuaasbl rpuOOB, Takke Kak JurHuHnepokcuaasa (LIP) u
maprasneinepokcuaaza (MNP), a Takke cekpeTopHbIe TIEpOKCHIa3bl pacTUTEIbHOTO THMa (["a3apsH u
1p, 2006). B 6a3e nannbix PeroxiBase 3apeructpupoBano 609 mociemnoBarenbHOCTeN nepokcuaas 11
kinacca (Pandey et al., 2017a). B omimmume or mepokcuma3 kimacca I, mepokcumasbl kiacca 11
TJIUKO3MJIMPOBAHBI, HMMEIOT B CBOEH CTPYKType N-KOHIIEBbIE CHTHAJbHBIC MENTUABI, YeThIpe
KOHCEPBATHBHBIX TUCYIb()HUIHBIX MOCTHKA (pacroyioKeHHBIX HHade, 4em y kiacca III) m nBa

KOHCEPBaTHBHBIX KaJbIIMi cBs3bIBatonux yuactka (Pandey et al., 2017a).
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1.4.1.2.3. llepokcuaassel 111 knacca

ITepoxcupassl 111 kitacca — 3TO KJIaCCHYECKUE MEPOKCUAA3BI PACTEHNUN, KOTOPbIE IPUCYTCTBYIOT
B BaKyoJIsIX M aroIliacTe, UCIONB3YIOT (peHoJbl B KadecTBe JoHopa 3iekrpoHoB (McDougall, 1991,
1992; Otter, Polle, 1994, 1997; Andrews et al., 2002). DTu GepMEHTHI BBITOIHSIIOT Pa3sHOOOPA3HbIE
(GyHKIMY MPpH JTMTHA(DUKALINHY, KIIETOYHOM POCTE, CO3PEBaHUM TUIOIOB U CTAPCHUU PACTEHUS, ICHCTBUH
abuoTnueckux u onotuueckux crpeccopon (Yoshida et al., 2003; Passardi et al., 2005). B 6a3e nanHbIx
PeroxiBase (Passardi et al., 2007a) 3apeructpupoBaHo 5692 mocienoBatenbHocTd nepokcuaas |l
kiacca (~ 70% ot o0miero KoJIM4ecTBa reMOBBIX MEPOKCHIA3 HEXKUBOTHOTO MPOUCXOXkKAeHUs). K HUM
OTHOCSTCS TEPOKCHIa3a XpeHa, MEepoKCHIa3a apaxuca, nepokcumasa cou u apyrue (Pandey et al.,
2017a). Kak u nmepokcumassl 11 kimacca, nepokcuaassl I kimacca Takxke rNIMKO3UIMPOBAHBI, COACPIKAT
N-KOHIIEBbIC CHTHAJbHBIC TENTUIbI, YEThIPE KOHCEPBATUBHBIX IUCYIb(UAHBIX MOCTHKAa W JBa

KOHCEPBAaTHBHBIX KaJIbIIUA-CBA3bIBalONIMX yuacTka (puc. 2, ['azapsiu u ap., 2006; Pandey et al., 2017a).

Puc. 2. 3D crpykrypa u3odepmenta nepokcuaassl xpena (Armoracia rusticana) Cla (Protein Data
Bank: 1ATJ). Coupanu moka3aHbl CHHHM W CepbiM IBeTamu. I'em (Heme) - kpacHbIM I[BETOM,
mucynbduaasie csaszu (Disulfide bond) oroOpaskatorcst 3eeHbiME 1BeToM. JIBa CBSI3aHHBIX KaTHOHA
KaJIBIUS [TOKa3aHbl )KeNThIMU chepamu (tuT. o Zhu et al., 2015).

[lepokcumaspl CHHTE3MPYIOTCS B BHJE NpEAlIeCTBEHHUKOB ¢ N-TepmuHanmbHOW W wuHorma C-
TEPMHHAIBHOW MMOCIIE0BATEIBHOCTAME, KOTOPbIC YIAISIOTCS TPH O00pa30BaHUM 3peioro Oenka
(Buffard et al., 1990; Johansson et al.,, 1992; Welinder et al., 2002). TIpemuiecTBeHHHKH
TPAHCHOPTHPYIOTCS B KJIECTOYHYIO CTEHKY WJIM BaKyoOJib, BEPOSITHO, COPTHPYSACH 1o Haimuuuio N- u C-
TEPMUHAJILHOW TMOCIIeI0BaTeIbHOCTH, cooTBeTcTBeHHO (Kristensen et al., 1999; Matsui et al., 2003).

CpaBHeHI/Ie AMHWHOKHCIJIOTHBIX OCTAaTKOB I'CHOB ITIICHUIIbI TaPrx IIOKa3ajao, YTO OHU XapPaKTCPUIYIOTCA
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KOHCEPBaTUBHBIMH CTPYKTYPHBIMU OCOOEHHOCTSIMHU U COJIEpKaT aKTHUBHBIC CAlThI IEPOKCHIA3 Kilacca
Il, Takme xak npenmnosiaraeMblii N-TepMUHAJIBHBIN CUTHAIbHBIA IENTH[, BBICOKOKOHCEPBATHUBHBIE
JIOMEHBI, HEOOXO0TUMBbIE /151 hepMEHTATUBHOM akTUBHOCTH U ¢oaunra oenka (Welinder et al., 1992);
8 LUCTEHHOBBIX OCTATKOB, BOBJIEYEHHBIX B 0Opa30BaHUE AUCYIb(QUAHBIX CBs3ed; BapHaOeIbHbIN
Y4acTOK, IPENOI0KUTEIbHO OTBEYAIOLINH 32 CyOCTPaTHYIO CIIEU(PUUHOCTh O€JIKa, paclooKEeHHbIN
¢ 40 mo 50 aMMHOKHMCIOTY B HallpaBJI€HUHU K KapOOKCHUIBHOMY KOHIy IPOKCHUMAJIbHOIO TI€M-

ces3piBarotnero cara (Chittoor et al., 1999) (puc. 3).
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Puc. 3. CxemaTtnueckas cTpykrypa nepokcuaassl kiacca lll. (A) Bropuunas crpykrypa. Crimpanbhas
CTPYKTypa mpezcTaBieHa ocratkamu nuctenHa (C) U AMCTaNbHBIM U MPOKCHMAIBHBIM THCTUIMHAMHU
(Hd u Hp). YuacTku, okpaiieHHbIE B TEMHO CEPbIii I[BET, SIBISIOTCS CIEIUPUUCCKUMU [T TIEPOKCUIA3
kiacca Ill. JIpyrue yuactku koHcepBatuBHBI y mepokcuaas kiaccos |, I, u Ill. (B) IlepBuunas
cTpykTypa. Bricoko koncepBatuBHble nomensl |, Il, u Il cooTBercTBYyIOT nMCTanbHOMY TeM-
CBSI3BIBAIOIIEMY JIOMEHY, HEM3BECTHOMY JIOMEHY, ¥ MPOKCUMAIILHOMY T'€M-CBS3BIBAIOIIEMY JOMEHY.
3amTpuxoBaHHast 00JacTh COOTBETCTBYET MPEANOIaracMoi BapruadeIbHOMY y4aCTKY, OTBETCTBEHHOMY
3a KaTaJIUTHYECKyl0 akTUBHOCTh. CurHambHbli mentua (SP) u C-tepmunanbubiii yuactok (CT)

ABIACTCA OYCHB BapI/Ia6eJ'H>HBIM II0 JJIMHE U aMHHOKHCIIOTHOM OCICA0BAaTCIIbHOCTHU (I_II/IT. 10 COSiO,
Dunand, 2009).

ITepokcuiasbl CIOCOOHBI YCKOPATh PEAKLIUU OKUCICHHS COeTMHeHUH 3a cu€T kucnopoaa Hz0z,
Opd  3TOM  00pa3yloTcsi TMPOMEXKYTOUYHBIE KOMIUIEKCHI, KOTOpBIE O00JamaloT  pa3iHdHBIMHU
crniekTpajbHbIMU xapaktepuctukamu (Theorell, 1942; Chance, 1949, 1954). AxTHBHBIA IIEHTp
NEPOKCH/Ia3bl B OCHOBHOM COCTOSIHUU IpEJCTaBIseT coboit «peppu-pepment» (I'azapss u np., 2006).
[Tpu okcu1a3HOM LIUKJIE OTHOZJIEKTPOHHOE BOCCTAHOBIIEHHE TPUBOAUT K 00pa30BaHuI0 Geppo-(hopMbl
MIEPOKCHIA3bI TP TIOCIEAYIOIEM ITPUCOSTNHEHHH MOJIEKYJIBI KHCIIOPOa B 00pa30BaHUN COCAMHEHUS
11 (puc.4). W3BecTHO, 4YTO HEKOTOpbIE CyOCTpaThl MEpPOKCHAA3bl, K KOTOPHIM OTHOCSTCS
HEOpraHMYEeCKUE HOHBI, B3aUMOJICHCTBYIOT HETIOCPEACTBEHHO C TEMOM, IpyTHe CyOCTpaThl, B YaCTHOCTH
(beHOIBI U apoMaTUYeCKHe aMHHBI, C TEMOM HE pearupyroT, a B3auMOJCHCTBYIOT ¢ OEITKOBOM TI00YyI0i
(JIebeneBa u ap., 1977; Kobayashi et al., 1986). BepositHo, Ha TOBEpXHOCTH Oelika CYIIECTBYET IEMb

HepeHoca JJICKTPOHOB, 32 CYET KOTOPOW M MPOMCXOIMT OKHCIeHHe cyOcrtparoB. [lokaszaHno, 4TO
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NepoKCcHa3Has aKTUBHOCTb TepsieTcs MpH yAaJeHUH rema U3 anodepMeHTa, Ipu 3TOM OKCHJIa3Has

aKTUBHOCTH CHMXkaetcs Bcero Ha 20% (Chibbar, Van Hyustee, 1984).

OcHoBHOE M
COCTOSHME CoeauHeHue |
H.0, H,0 ‘Heme*=Fe**=0

Heme=Fe3* &

[Heme=Fe**=0 Tyr- (Trp- ) ]

RH Bo3mOMKHble
H,0, ‘R MeXaHU3Mbl
___ obpasoBaHuAa
OH ,O0H" 0, . ADK
R 02 y

—— CoeauHeHue R -Sp R+ 0]

H,0
. Heme=Fe*=0 /
; : I RH +:0; +H* - ‘R + H,0,

H,0  H,0, (136bIToK) [Heme=Fe3*=0 Tyr- (Trp-) |

CoegunHerue lli
Heme=Fe3*=0=0-

Heme=Fe?*=0,

Puc. 4. Cxema Bo3MOKHOro 00Opa3oBHHs paaukanoB nepokcumaszamu III kmacca (mut. mo Shigeto,
Tsutsumi, 2016).

[Tpumeuanue: Heme — rem, TYr" — TUPO3WIBHBINA pagukam, 1rp° — TpunTodaHmwibHbIN paaukan, RH —
BOCCTaHOBUTENb, R" — paaukai.

B 00bluHOM TmEpOKCHAA3HBIM IHMKJIE (EPMEHT TIEPOKCHIAa3 B OCHOBHOM COCTOSIHHU
BoccTaHaBinuBaeT Mosiekyiny H202 1o H20 u okucnser nse monekynsl cyocTpaToB coenunenus 1 u 1.
Korna cyOcTparoM siBisieTcs OAXOAsIIas MosieKyna uis oopasoBanust ADK, takas kak tron (RSH,
Burner, Obinger, 1997), canmumnosas kuciora (SA, Kawano, Muto, 2000) i NAD(P)H (Liszkay et
al., 2003), obpazoBannbiii pagukai (T.e. RSSR™, SA" u NAD(P)") pearupyer ¢ O2 ¢ odbpazoBanuem Q2"
. Takum o0Opa3om, nepokcua3za MokeT 00pa3oBeIBaTh ABe MojeKyabsl Oz u3 H2O2 B 3aBHcHMOCTH OT
cyocrpara. Kpome toro, H202 u "OH Moryt o6pazoBeiBatecst 3 O2. TeopeTnuecku B MpUCYTCTBUU
NAD(P)H, O moxer ObiTh npeodpazoBan B H202 1 NAD(P)" myrem HedepMEHTATHBHOW peaKIuu
(peaxuus 3) (Liszkay et al., 2003):

NAD(P)H + Oz + H" — NAD(P)" + H20: (3)
Kpome Toro, Oz MoxeT BOccTaHaBIMBaTh OCHOBHOE COCTOSIHHE IEpPOKCHAa3 C 0Opa3zoBaHHEM
coequuenus Ill. B mpucyrcreum H202 coemunenne III B cocrosuun Fex™-O2 o6pasyer "OH B
cootBeTcTBUH ¢ peakimeit entona (peaxmus 4, puc. 4) (Chen, Schopfer, 1999; Shigeto, Tsutsumi,
2016):

Feo"-02 + Ho02 — Fes™ + "'OH + O2 4)
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CJ'IC,I[OBaTeJ'IBHO, MNEPOKCHUAA3bl MOT'YT HC€ TOJIBKO OKHCIIATH HCJICBBIC MOJICKYJBI C ITOMOIIIBIO

H20., HO Takke (YHKIIMOHMPOBATH B KauecTBe Kito4yeBbiX mcrouHukoB ADK (Shigeto, Tsutsumi,
2016).

1.4.1.2.3.1. T'ensl nepoxcunas Il knacca

[Mepokcuaassl Il kiacca mpeacraBiieHbl B paCTCHUSIX MYyJIbTUTeHHBbIME cemelicTBamu (Passardi
et al., 2005; Cosio, Dunand, 2009). B teyenue mocieaHero AeCATHICTHS ObLIO Pa3paboTaHO HECKOIBKO
MOJIXO/IOB MOJIEKYJISIPHOM OMOJIOTUY JUIs BBIJICICHHUSI, XapaKTEPUCTUKH T€HOB IEPOKCHIa3bl U U3y4EHUS
UX JKCIpeccuu B pacTeHusix. [locne onucanus ocobeHHocTei nepsbix reHoB B A. thaliana (Intapruk et
al., 1991) MHOTOYHCIICHHBIE T€HBI, KOAUPYIOIINE MEPOKCUIA3bl, OB UACHTU(DUIIMPOBAHBI B PaAMKax
MIPOEKTOB CEeKBEHHUPOBAHUS c HCIOJIb30BaHUEM MapKepHBIX IKCIIPECCUPYIOIINXCS
nocienoBarenbHocTel EST, To ecTh TakuX HYKJIEOTUIHBIX IOCIEA0BATEIBHOCTEN KOMILUIEMEHTAPHON
JHK (x/ITHK), koTopsie siBisitoTcst uueHTrdGukaropom (Mapkepom) sxcnpeccupyemoro rexa (Capelli et
al., 1996; Ostergaard et al., 1998; Tognolli et al., 2000). JIumb B HECKOJIBKUX CTAThIX COOOINAIOCH O
reHOMHOH uaeHTudukanmu nepokcuaas Il xmacca pacrennii. B 2002 roxy 6b6u10 HASHTHPUIUPOBAHO
73 rena nepokcuaassl 11 kmacca B A. thaliana u npoananuszupoBana ux CTPyKTypa (MHTPOH/IK30H),
TYTUTMKAIUS TEHOB M UX SKCIIPECCHS B PA3TUYHBIX TKaHAX (KOpHH, cTeOH, TucThs U 11BeTKH) (Tognolli
etal., 2002). B 2004 rony 6s1a mpoBeneHa uacatudukamnms 138 reno nepokcuaassl 11 knacca B Oryza
sativa japonica c.v. Nipponbare u ocymiectieHa kiaaccupukaius ux Ha 8 mojacemeiicts (I-VIII)
(Passardi et al., 2004b). Takxe mepokcumasbl III kmacca (GhPOX1) Obuiv uaeHTH(PHUIUPOBAHBI B
Gossypium hirsutum (Mei et al., 2009). B 2014 roxy Ren ¢ coaBt. naentuduippoBanu 93 reHa
nepokcuaasbl 111 kmacca B Populus trichocarpa u uccrnenoBanu skcnpeccuto PIPRX B msaTu TkaHsIX
(kopHH, TTOOETH, JTUCTHsI, TOYKH U (Pr1o3Ma) B ycrioBusx adbmoruyeckoro crpecca (H202, camumunosas
KHCTI0Ta, conb U 3acyxa) (Ren et al., 2014). Wang c coast. (2015) unentudunupoBanu 119 renos
nepokcunassl 111 kacca B Zea mays u paznenunu ux Ha 18 rpymni. 94 rena nepokcuaas Il knacca Obuin
unentudunuposansl B 2016 roay y rpymu Pyrus bretschneideri (Cao et al., 2016).

Hecmotpst Ha TO, UTO MXH SIBISIOTCS BTOPBIM 110 YHCICHHOCTH OTICIIOM CPEId Ha3eMHBIX
pactenuii (mpumepro 13 000 Bumos) (Buck, Shaw, 2008), rensi, kogupyromiue nepokcuaassl 111 Bo
MXax, MaJlo U3y4eHbI [0 CPAaBHEHUIO C TeHAMU MEPOKCHIA3 BBICIIUX COCYIUCTHIX pacTeHuit. Jlaxke mpu
OTCYTCTBUH HH(POPMAIIUH O TIOJTHBIX reHoMax Mx0B Passardi ¢ coast. (2004b) u3yumnim npoucxoxacHmue
u pacnpoctpaneHue mnepokcunas Il kmacca ¢ wucnonszoBammem EST wu obnapyxwmm 11-14
npernoiaraeMbeIX MocienoBarenabHocTel nmepokcuaas Il kimacca Bo mxe P. patens (Passardi et al.,
2004b). Ha ceroaHsmiHuii 1€Hb CCKBEHHUPOBAHBI TEHOMBI clieaytomux MxoB: Sphagnum fallax (Shaw et
al., 2016), P. patens (Rensing et al., 2008) u P. schreberi (Pederson et al., 2019), Ceratodon purpureus
(Carey et al. 2020), S. caninervis (Silva et al., 2020). O6uapy»xeHbl 82 aHHOTHPOBAHHBIX MTEPOKCHIA3BI

P. patens B 6a3e nmanHbix HarpmoHanpHOTO IEHTpa OMOTEXHOJIOTHYEeCKONH MHPOPMAIIUU MEIUIIUMHCKON
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oubmmoreku CIIIA (NCBI), 64 nepokcunassr S. fallax B 6a3e mannbix phytozome u 4 mepokcuaassi
Pohlia nutans. T'enst nepoxcuga3s P. schreberi, C. purpureus, S. caninervis nmoka He 0OHapy»CHbBI HH B
OI[HOﬁ u3 6213 AAaHHBIX, IOCKOJIbKY HX T'CHOMBI HC AHHOTHUPOBAHBI. HO‘BI/II[I/IMOMY, IIepoKCcuaasa
HACTOJILKO Ba)KHA JUISA PACTCHHH, YTO IMPOLIECC DBOJIOIMU MPHBET K 00pa30BaHHUIO OOJIBIIOrO YKCIIa
I€HOB, KOJUPYIOIMUX 3TOT (pepMeHT. BeposTHO, 4TO Hajgu4yWe TaKoro OOJBIIOrO YHCIa T€HOB H

00yCIIaBIMBaCT MPUCYTCTBUE B PACTUTEIBHBIX 00BbEKTaX HECKOIbKUX H30popm pepmenta (Minibayeva

etal., 2009; Li et al., 2010).

1.4.1.2.3.2. ®ynkuun nepoxcuaas Il kmacca
Wzyuenne ¢ynkumii mepokcumas kiacca lll - crmoxknas 3amaga. B kieTkax pacTeHHiA
MEPOKCUIA3bl BBIMOIHAIOT IIUPOKUNA CHEKTP (PU3NOIOTUYECKUX (PYHKIMN, BKIIOUYas PEryasSTOPHbIC U

CTPECC-UHAYLIUPOBAHHBIC (pI/IC 5) 3T0 O6YCJ'IOBJ'IeHO HaJIMYHUEM MHOXKECTBA I'CHOB, KOAUPYIOIIHUX 3TU

PocT 1
cOSPEBAnE MeTtabonunam
MeTa6onM:iM nnogos oK
KINeTO4YHOM
cteHku (KC)
Perynaunsa
NurHndpurkaums u Cy6cTpaThl curHarnos
cybepuHusauyusa KC
MNpopacTtaHue
3axuBneHue CeMAH
paH [Mepokcuaasa
YanuHeHune
y KOpPHEN U
3awmnTHbIN 1oBeron
OTBET ,&
Buotnyeckmne un Katabonuam
abunoTtnyeckmne aykcuHa
cTpecchbl

Puc. 5. Pa3zHooOpasubie GpyHKInu U pou nepokcuaas kiaacca Il (uut. mo Pandey et al., 2017a).

dbepMeHThI, a Takke UX (PYHKIHMOHHPOBAHHWEM B JABYX MPOTHBOIIOJIOKHBIX KATaTUTHUYECKUX IMKIIaX
(puc. 4). B mepokcuaa3sHOW peakIud MPOMCXOAUT BOCCTAHOBIACHHE OMHOW MOJeKyianl H202, u
OKHCIIEHHWEe JBYX MoJiekyn cyOctpara. Ilepokcumaser Il kmacca MMEOT MMPOKYH CyOCTpaTHYIO

CHeHI/I(i)I/I‘—IHOCTI), OKHCJICHHUIO ITOABCPIrarOTCsA (1)GHO.]'H)HI)IC COCAMHCHMS, BKIIFOYasd MOHOMCPBI JIMTHUHA
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(JIebeneBa u mp., 1977; l'azapssu u ap., 2006). OgHAaKo CYMIECTBYIOT Pa3IHuus MPU OKHCICHUU
NEPOKCHIa3aMU  PA3JIMYHBIX MOHOJIMTHOJIOB, HAalpUMep, KOHU(EPHJIOBBIA CIHPT MOXKET JIETKO
OKHCIISATHCS OOJIBITMHCTBOM TIEPOKCH/Ia3, B OTiIMYKe OT cuHarnoBoro (Marjamaa et al., 2009). [Toka3zano,
YTO MEPOKCUIAa3bl yIACTBYIOT B OKHUCIUTEILHOM JIEKapOOKCHIIMPOBAHIH AMHUHOKHUCIIOT, B 00pa30BaHUH
unpomnykcycuoi kucinotsl (MYK) us tpunrodana (Riddle, Mazelis, 1965).

B03MOXHO, YTO W3MEHEHHMIO CTPYKTYphl KJIETOYHOW CTEHKH, MNOJIMMEpH3aluu cyOepuHa,
obpazoBanuto HO’, KOTOpHI CHOCOOCH pAaCHICIUIATH MMOJIMCAXApUABbl KICTOYHOW CTEHKH, TaKKe
CHOCOOCTBOBaIa IMEpPOKCHAa3a. AKTUBHOCTh TEPOKCHIIA3bl OOHAPYKHMBAETCS BO BCEX OpraHax M
NPaKTUYECKH BO BCEX TKAHIX PACTEHHI, HO 0COOCHHO BBHICOK YPOBEHb aKTHBHOCTH 3TOTO ()epMEHTA B
KopHsix pacrenuit (Francoz et al., 2015).

[lepokcuaasbl TPUCYTCTBYIOT B  Pa3iMYHBIX KOMIIAPTMEHTAX PACTUTENBHOM  KIIETKH.
[TpucyrcTBUE MEpOKCHIa3bl B XJIOPOIUIACTAX W B MUTOXOHJAPHSIX OOBSICHSET €€ POJib B PEIOKC-
npoueccax (otocunteza (BoponkoB, JKupomucnesa, 1970; Py6un, Jlagpiruna, 1974) u B
sHepreruueckom obomene kietku (Pleniscar et al.,1967, Jlagpiruaa u ap., 1970), cOOTBETCTBEHHO.
[Tepokcuiasbl UTrpalOT KIFOYEBYIO POJIb KaK HAa PaHHUX, TaK M Ha 0ojee MO3IHUX CTaJUAX PAHEBOTO
OTBETa, B pe3yJibTaTe paboThl (hepMEHTA MPOUCXOIAMT MOJIUMEPU3AIUS MAKPOMOJICKYJI U YKPEIULJICHHE
kierounbix creHok (Almagro et al., 2009). B Bakyossix mepoKcHaa3bl TAKKE UTPAIOT BAKHYIO POJIb.
Cesi3aHHBIE C TOHOIUIACTOM (DEPMEHTHI, CKOpEee BCEro, B3aMMOJEHCTBYIOT C CyOcTparamu,
NPOHHUKAIOIIMMHU B OpPTraHeTy, TOTJa KaK PAacIOJOXKEHHbIE BHYTPH BaKyOJH B3aMMOJCHCTBYIOT C
cyOcTpaTaMu, KOTOpbIe HakaruBatoTcst Tam (Zipor, Oren-Shamir, 2012).

IIpu pocte pacTUTENbHOU KJIETKH MEPOKCHa3a Y4acTBYeT B PACTSHIKEHUU U YIUIOTHEHUU
KJIETOYHOU cTeHKU. Perymupys ypoenb H20; mmu o6pasys apyrue ADK, kotopsie MOTyT pa3pymiaTh
KOBQJICHTHBIE CBSI3U IMOJIMMEPOB KIJIETOYHOM CTEHKH, IEPOKCHIa3a CITIOCOOCTBYET €€ PaCTsHKEHHIO, a TIPH
OKHCIICHHH CYOCTpaToB, CO/EpKaIUX OCH30JbHOE KOJIbIIO, MEPOKCHIA3a YyUacTBYeT B OJPEBECHEHUU
kierounoit crenku (Schopfer, 2001a). biaarogaps cBoeit okcHaa3HO#M HYHKIHH TIEPOKCH/Ia3a YIaCTBYET
B peryisinuu ypoBhs UYK, Tem cambiM Bimstst Ha yanuHenue kiaetok (Cosio et al., 2009). Ocobas poib
OTBOJIMTCSI TIEPOKCHIa3aM, HaXOISIIUMCS B ceMeHax pactenuil. Kpome toro, uto ADK, o6pasyembie
NEPOKCHIa3aMH, COCPEIOTOYEHHBIMU B KJIETOYHOIH CTEHKE 3HJO0CIEpMa, 3allUIIAIOT 3apOJbIII OT
aTOreHOB, KpOME TOT0, OHM MHIYIHUPYIOT popacTtanue cemsiH (Schopfer et al., 2001b; Lariguet et al.,
2013).

B otBer Ha aTaky BUpYCOB, 'pMOOB M OakTepwii pacTeHWs] HAYMHAIOT CHHTE3UPOBATH HIU
BBICBOOOXKIaTh B amoruiacT (epMEHTHI, CIIOCOOHBIE YHHUTOXHUTh MpOHUKIMN (utonatoren (Doke,
1985; Apostol et al., 1989). Kpome Toro, BOoKpyr MecT MH(EKIMH HAKAIUMBAIOTCS (PEPMEHTBHI,
CIIOCOOHBIE CHHTE3UPOBATH TOJMMEP JIMTHHUH, OOJAJAlONINii BBICOKOW TPOYHOCTHIO M CO3TAFOIINI

Oapbep MPOTUB MPOHHUKHOBEHUS MMAaTOreHa B pactutenbHyro Kietky (Cosio, Dunand, 2009; Maksimov
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et al.,, 2011; Shigeto, Tsutsumi, 2016). Ilpu uHUIMPOBaHHK OOHAPYKUBAIOTCSI aHUOHHBIE (OPMBI
nepokcuaas, ooOpasoBanubie de novo (Graham, 1991; Melon, 1991; Yusupova et al., 2006).
[pennonaraercsi, 4To W3OMEPOKCHIA3bl, B3aUMOACHUCTBYIOIIUE C IMOJHCAXapHIaMU, OOECICYHBAIOT
HampaBJIeHHOE OTJIOKEHHE JUTHUHA B KJIETOYHBIX cTeHKax pacrenuii (Maksimov et al., 2011).
Cunrtaercsi, YTO JMTHUH MOSIBUIICS Yy COCYAUCTBIX pacTeHui 450 MUJLTMOHOB JIET Ha3aJl, HO JINTHHUH-
NOZI00HBIC WU MPETUTHUHOBBIC COCMHEHHS ObUIM OOHAPYKEHBI €IlIe Y MOX00Opa3HbIX U BOJOPOCICH
(Martone et al., 2009; Espifieira et al., 2011). B HeckoabKuX COOOLICHUSAX YKA3bIBACTCS, YTO (PEPMEHTHI
BCEro NyTH OWOCHMHTE3a JIMTHHHA (32 WCKIIOYCHHEM IIyTH, BEIyIero K O0pa30BaHUIO
CHUPUHTWUIMTHUHA) OT KaTajau3a (eHWIalaHuHa 10 00pa30BaHUs KOHU(PEPUIOBOTO CIIMPTA BIIEPBBIC
HOSIBUIIMCH Y MXOB. DTO OBbLIO MOKa3aHo Ha P. patens HecMoTpsi Ha TO, YTO JJAaHHBIA MOX HE HAKAILUIMBACT
JUTHUH B KieTtouHoi creHke (Xu et al.,, 2009; Labeecuw et al., 2015; Renault et al.,, 2019).
[Ipeamnonaraercs, yro y P. patens B 6MocuHTE3€ JIMTHUHA y4acTBYeT nepokcuaasa PpaPrx19, Tak kak
0 CBOMM KHHETHYECKUM U CTPYKTYPHBIM XapaKTCpUCTHKaM OHa CIIOCOOHA K OKHCJICHUIO
konugepminooro cnupta (Martinez-Cortés et al., 2021). Beposito, PpaPrx19 Beimonusier GpyHKIHIO,
AQHAJOTUYHYI0 (QYHKIUSIM, KOTOPBIC BBIIOJHSAIOT TEPOKCHIA3bl COCYIUCTBIX PACTCHUH IpH
JUTHU(PUKAIMKA. JTa TUTIOTE3a TOATBEPKIACTCS CTPYKTYPHOH M KHHETUYECKO# romostorueit PpaPrx19
¢ mepokcuaasamu, Hampumep, ¢ ZePrx u3 Zinnia elegans (Gabaldon et al., 2005), ¢ yxe onucaHHOU
pOJIbIO B OMOCHHTE3E JIMTHUHA, a TAKKE B3aUMOJICHCTBUEM C IPYyrUMU (DepMEHTaMH IyTH OMOCHHTE3a
JIMTHHUHA.

AHWOHHBIC MEPOKCUIA3bl YUACTBYIOT B CHHTE3¢ CyOepHHA MPH PACHpPOCTPAHCHUU WHQEKIUH
(Espellie et al., 1986; Melon, 1991). Ilepokcuaasbl, okuciss (eHoJ, MPEeBpaIaloT €ro B XHHOH,
KOTOPBIN SIBISIETCSl 0OJiee TOKCHYHBIM JUIsl TAaTOT€HOB, B PE3yJbTaTe BOCCTAHOBIICHHS XWUHOHA JIO
THJIPOXMHOHA WM CEMUXUHOHOBOTO paaukana (Kosuge, 1969; Porosuna u sip., 1996). Rensing ¢ coasT.
(2008) u Mikko ¢ coart. (2009) oTMETHIIM TPHUCYTCTBHE TMEPOKCHIA3bI U OBICTPOE YBEIUYECHHUE €¢
aKTHBHOCTH B KYJIBTYpalbHOM cpene P. patens mpu o06paboTke KiteTok Mxa xutozaHoMm. OOpazyromuecs
B anoriacte ADK, B TOM yucie U B pe3ysbTaTe akKTUBHOCTH MEPOKCHJIA3, UTPAIOT POJb B Hepenaye
CHTHAJIOB BHYTPb KJIETKHM U OYEHb TOKCHYHBI JUIS aTaKYyIOUIMX MATOI€HOB M TPBHI3YIIMX HACEKOMBIX
(Bindschedler et al., 2006; Gechev et al., 2006). O6pa3yembie niepokcuaazoit ADK ucnonb3yroTes npu
MOJIMMEPHU3aliK JIMTHUHA, 00pa3oBaHMU CyOepHHa — BaXKHBIX 3JICMEHTOB PACTHTEIBHON KIICTKH,
HEOOXOIMMBIX TS 3KUBJICHHS PaH M YCTOHYUBOCTH OT ataku narorenos (Hiraga et al., 2001).

IMpu ctpecce KoaMuYecTBO (PEPMEHTOB, BBHICBOOOKIAFONIMXCSA B aroIUIaCT, 3HAYUTEIHHO
Bo3pacraet (Sgherri et al., 2007), o1HaKO TOYHBIE MEXaHU3MBI ATOT'O TIPOLIECCa JI0 HACTOSIIIETO BPEMEH!
HEH3BECTHHI. BeposiTHO, BHICBOOOKIEHHE TIEPOKCHIA3 B alIOILIACT MTO3BOJISIET PACTEHUSIM 00Pa30BbIBAThH
A®K B x0/1€ HAYAILHOTO OTBETA HA JACHCTBUE CTpeccopoB. bombinee komnyuecTBO M30OopM NEPOKCHIA3

MOXET (POPMUPOBATHCS B PE3YNIbTATe MOCTTPAHCKPUIIIIMOHHOMN M MOCTTPAHCIISIITUOHHONW MO (UKAIIHI
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(Pandey et al., 2017a). BeposTHO, 94TO H3MEHEHHUSI, IPOUCXOISIINE B OKPYKAIOIICH Cpeie, ¥ pa3IudHbIC
SHJIOTEHHBIE CTUMYJIBI BIMAIOT HA aKTUBHOCTh M30(pepMeHTOB. [loHuManue 31oro pepMeHTaTHBHOTO
pa3sHooOpa3us U ero PyHKIHMOHAIBHON 3HAYMMOCTH SIBJISIETCS. OCHOBHBIM HAIIPAaBJICHUEM CTPYKTYPHBIX
Y MEXaHHUCTUYECKHUX UCCIIEIOBAaHUM MTEPOKCH/IAa3 PACTEHUN.
1.5. AckopbaTnepokcuaasa

Acxkop0Oarnepokcunaza (APX, K® 1.11.1.11) ¢epMeHT, HCHOIB3YIOIUI acCKOPOUHOBYIO
KHCJIOTY B Ka4eCTBE JIOHOPA 3JEKTPOHOB npH pasznoxkeHun HzO2, BrepBbie ObLT BbIIEIEH U3 IBIIICHBI
3eneHoi. K aToMy Kiaccy Takxke mpuHaaiiexar OakTepuaabHble KaTana3bl-MEePOKCHIa3bl U LIUTOXPOM
C-nmepokcuiaspl, KOTOpbIE MOTYT NPHUCYTCTBOBaTh KaK B (DOTOCHHTE3UPYIOIIUX, TaKk M B
HE(OTOCHHTE3UPYIONINX dyKapuoTax, Torma kak APX oOHapyXHBarOTCS TOJIBKO Y OPTaHHU3MOB,

UMEIOIIMX IJIacTUABL. Y LUAHOOAKTEPH OTCYTCTBYIOT TI'eHBI, OTBedaromue 3a cunHte3 APX, y
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Puc. 6. Jlokanuzarust APX B pactutenbHoit kiretke (1uT. mo Caverzan et al., 2012).

[Tpumeuanune: Aquaporins channels — axBamopunsl, Ascorbate — ackopOunorsast kucnota, Electron
transport — DnekTponHo-TpancnoptHas 1enb, Glycollate oxidase — rnmkomarokcumaza, MDHA —
MoHozeruapoackopbar, Mehler reaction — peakiust Menepa, NADPH oxidase — NADPH-okcuaasa;
KJIeTOYHbIe KommapTMeHThl: Apoplast — amormiact, Chloroplasts — xnoporutact, Cytosol — iuromnasma,
Mitochondria — mutoxonapus, Peroxisome — nepokcrucoma.

OOJIBIIIMHCTBA K€ dYKApUOTUYECKHX Bojopociiell ux Heckoibko (Caverzan et al., 2012; Gest et al.,
2013). APX mmpoko pacmnpocTpaHeHa cpean (OTOCHHTE3UPYIOIMX JyKapuoT. EE& wu3ohopmbl
OOHApY)KMBAIOTCSI B PAa3IMYHBIX  KOMIIAPTMEHTaX PACTUTEIBHON  KJIETKH:  XJIOPOIUIACTaXx,
MHUTOXOHJIPHSIX, TIEpOKCHCOMax U B ruTo3oute (puc. 6) (Sajitha Rajan, Murugan, 2010; Caverzan et al.,
2012; Song et al., 2012; Gest et al., 2013; Maruta, Ishikawa, 2018). N3opopmbr APX HecTaOHIbHEI B
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orcyrctBue ASC. B wactHocTH, xnopomtactHas APX (chAPX) Gonee crenuduuna mist ASC, yem
IUTO30JbHAs ackopOarmnepokcuaaza (cAPX); ciemoBarensHo, nepBas 6osiee nadbunbHa. DakTHUECKH,
npucyrctBue Trp-175 B chAPX BmecTo Phe-175 B cAPX koHTpONMMpYET ero 60IbIIyo crienu@uaHOCTh
k ASC (Jespersen et al., 1997). Konnenrparuss ASC amxe 20 uM mpuBoAWT K OBICTpPOM TOTEpe
aktuBHOCTH ChAPX (Anjum et al., 2016). B xjopormactax npuCyTCTBYIOT JBa THUIIA: CTPOMAJIbHBIC U
THIIaKouHO-MeMOpaHHbie APX. DToT depMeHT oTimuaercs: BeicokuM cpoactBom k H202 (Shigeoka,
Maruta, 2014).

I'em 6enka APX mpencraBisier coOol MPOCTETHUYECKYIO TPYMIY, B KOTOPOM JKEJIe30 UrpacT
Ba)XHYIO pOJIb B Karanutudeckoit axkrmBHoctu (Maruta, Ishikawa, 2018). APX upe3BbruaiiHo
qyBCTBUTEIHHBI K KOHIIeHTpaiuu ASC. Ecin ona ciiumikoM Huskast (Huxke 20 MKM), pepMEHTBI TEPSIOT
CTaOUIIPHOCTh U HMX aKTHUBHOCTH cHIDKaercs (Shigeoka et al., 2002). DTo OOBACHSAET CIOXKHOCTH,
BO3HHMKAIOIIKWE TpH TOmNbITKax BbiaeneHuss APX wu3 pactenuii (Dabrowska et al., 2007). ASC
CBSI3BIBACTCSl C aKTHBHBIM IIEHTPOM O€JIKa YEThIPbMSI BOJOPOJIHBIMU CBSI3SIMU C OCTaTKaMH JIM3MHA U
apruHuHa, a TeMm, calWT cBs3biBaHus cyOctpara (Cys-32, Arg-172, Lys-30) (puc. 7) BBICOKO

koncepBatuseH (Macdonald et al., 2006).

ARG 172! HIS 42

Puc. 7. Ctpykrypa aktuBHOro yuactka APX ¢ cybcrparom — ackopobunoBoit kucinotoit (ASC) (uut. mo
Dabrowska et al., 2007). AMUHOKUCIOTHBIE OCTaTKH, 00pa3yIoLIie BOAOPOIHBIE CBSA3H C CyOCTpaTOM
0003HAUEHBI 3€JEHBIM [[BETOM; OCTATKH, OTBEYAIOIIUE 3a CBA3bIBanre K™ — CHHUM; IPOKCHMMAJIbHBINA 1
JVCTATBHBIN THCTUANH — (DHOJIETOBBIM; OCTATKH BOJM3H AUCTAIBHOTO THCTHIANHA — OPAH)XEBBIM; TeM
(HEME) — sxentbim; ASC — cBeTJIO-3€/ICHBIM.

ITpu ctpecce aktuBHOCTE APX MOXKET Bo3pacTaTh. Y BeianueHne akTuBHOcTH APX mokaszaHo B
OTBET Ha CTPECCOBBIC BO3JEHCTBHS, TaKHE KaK 3aCOJICHHE, XOJO, JACHCTBHE TSDKEIBIX METaJUIOB,
HeOaronpusITHas Temreparypa, 00e3BOKMBaHUE M pETUIpaTallns, B pa3HbIX BUIax pactenuii (Sajitha

Rajan, Murugan, 2010). Panee 66110 IPOJIEMOHCTPUPOBAHO, YTO BO MXaX M NICYCHOUYHHKAX aKTUBHOCTh
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APX u3Menstach pu AHCTBUN pa3InYHbIX abnoTHUecKuX cTpeccopos (Shigeoka et al., 1987; Paciolla,
Tommasi, 2003; Dazy et al., 2009; Pitsch et al., 2010; Sun et al., 2010a; Sun et al., 2010b). Ysenuuenue
aktuBHOCTH APX 3ayacTyro [OMONHAETCS AaKTHBHOCTBIO JIPYTMX AHTHOKCHIAHTHBIX (EPMEHTOB,
KoTopbic paborator B Tangeme ¢ APX (Teixeira et al., 2006; Lee et al., 2007).

1.5.1. I'ennt APX

I'enbt APX y BBICIIMX PACTCHHU MPEICTABICHBI MYJIbTUTCHHBIMUA CEMEHCTBAMHU, a pa3IMYHbIC
130 OpMbI KJIAaCCH(PUIIUPYIOTCSI B COOTBETCTBHH C UX CYOKJIeTOUHOM Jiokanu3anuei (Song et al., 2012).
Bbutn npeniokeHbl JBe MOJICIH dBOJIIOIMHA MYJIBTHUTCHHBIX ceMeHCTB. [lepBasi Moaenb MpencTaBiseT
c000¥ cormacoBaHHBIN CIIOCOO IBOJIONHH, TPU KOTOPOM MOJUMOPPHU3M (TEHETHIECKOE Pa3HOOOpa3ue)
o0pa3oBajics MyTeM MEXIJIOKYCHOW PEeKOMOMHAIIMK WM MPEoOpa3oBaHMEM TI'€HOB C MOCIEIYIOIIUM
€CTeCTBEHHBIM 0TOOpoM. /Jlpyras Mozens mpeamnoiaraer, 4ro MYJIbTHTCHHBIE CEMEHCTBa MOTYT
CYIIECTBOBaTh B T'€HOME KaK CIEICTBUE 3BOJIIOLMU. [IpenmonaraeTcs, 4To HOBBIC TE€HBI CO3JIAIOTCS
yTEM MOBTOPHOTO MyOJIMPOBaHUS CYIIECTBYIOIIMX, HEKOTOPhIE U3 KOTOPHIX OCTAKOTCS B I€HOME B
TEUCHHE JUTUTEIBHOTO BPEMEHH, a IPyTUe YAAISIOTCS WK nepecTtaoT ¢pyHkunonuposats (Dabrowska
etal., 2007). Zamocky (2004) nmpeanosaraert, 4To MOBTOPHAS AYILTUKAIMS T€HOB IIPUBEJIA K MOSBICHUIO
OTIENBHBIX ceMeHcTB APX, IIUTOXpPOM-Cc-TIEPOKCHIA3bl M KaTala3bl-IEPOKCUIA3bl U UX JAIbHEHIICH
sBomonuu. llpeanonoxenue, uro APX BO3HUKIM M3 OJHOTO OOMIErO MpENIKa, MOATBEPIKIACTCS
BBIBOZIOM O TOM, YTO BCE€ M30()OpMBI 00JIaal0T BHICOKO KOHCEPBATHBHBIMH y4acTKaMu B 00JjacTu
CBSI3BIBaHMS MOHOB. VcciieoBaHNe TEHOB pa3IMYHBIX BUJOB PACTEHHH, MOoKa3ano, yto APX mmpoko
pacnpoctpaHeHbl B napctBe pacrenuii (Passardi et al., 2007¢; Caverzan et al., 2012). B pe3yxoBujke
obL10 00HapykeHo 9 reHoB APX, a B puce — 8 APX (Narendra et al., 2006; Song et al., 2012). CpaBHenue
nzoopm APX puca ¢ uzohopmamu Ipyrux BUIOB BBISIBIIO BBICOKYIO CTETIEHb KOHCEPBATHBHOCTH
cpenu stux OenkoB (Henrissat et al., 1990). Kpome pe3yxoBUIKH U puca — pacTeHHUi, TCHOM KOTOPBIX
MIOJTHOCTHIO CEKBEHHPOBAH, W3BeCTHBI APX W y Ipyrux BUJIOB, HallpUMEp, y IIMUHATA U CHApKEBOU
(haconu, CeKBEHHUPOBAHUE KOTOPBIX SBIISETCS JIUIIbL YacTHuHbIM (Song et al., 2012). Beuio mposeaeHo
MHOTO JKCIIEPUMEHTOB C paszinuuHbiMH reHamMu APX, Ho ren, kommpyromuii APX1 B A. thaliana,
SIBIISIETCS CTPYKTYPOI, KOTOpast HauboJiee MOTHO 0XapaKTepHU30BaHa.

B nocnennee pecsartunerne ObUIO MPEINPUHATO HECKOJIBKO IMOMBITOK BBIICIUTH U
OXapaKTEePHU30BaTh IeHBI, MPUHAISKAIINE K ceMeHCTBY n30o(epMeHToB APX, 4TOOBI JIydIlie MOHATh UX
y4acTHe U 3HAYMMOCTb B PM3UOJIOTHUECKHUX MTPOIIEcCaX PACTEHUH B YCIOBUSIX OKHCIHTEIBHOTO CTpecca.
B pa6ore Park ¢ coasrt. (2004) 61710 00HApyKEHO, YTO MOCIe 00pabOTKH MATOT€HOM B JIMCThAX OaTara
MPOMCXOIUIIO HHIYITUPOBaHKE 1TUTO30JIbHOTO reHa APX (SWAPX1), KOTOpBIH MOXET OBbITh BOBJICUCH B
nerokcukamuio H202, u crmocobcTByeT aganTalud K OKHCIMTEIBHOMY CTPECCy, BBI3BAHHOMY
aOMOTHYECKNM ¥ OMOTHYECKHM cTpeccopami. B HacTosimee Bpems mH(opMaIus o reHax, KOAUPYIOMIHX

APX y 6puoduToB, oueHs orpanndera. B 6a3e manusix NCBI cogepxxurcs 20 annoTnpoBanHbix APX
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MOX000pa3HbIX, BKIOYas oxuH 1uro3oibHbi APX G. pilifera (Song et al., 2012), ugersipe APX
P. nutans (Zhang et al., HeonyOnukoBaHo), Tpu runoreTudeckux Oenka M. polymorpha (Bowman et al.,
2017) u 60 APX B S. fallax B Phytozome (Slater, Birney, 2005), coorBercTBeHHO0. Kak yxe oTMe4anoch
paHee, Haubosee M3y4YEHHBIM BUJOM MXOB sBisieTcs P.patens, KoTopslii comepXUT ceMb H30(popm
APX, BcTpedaromuxcsi B IUTO30J1€, XJIOPOIIACTaxX WM MUTOXOHAPUSAX, U TPU THIOTETHYECKUX Oenka
APX (Rensing et al., 2008).

B ornamume ot cocymucThix pacteHuil, oOpazoBanne ADPK wu pomp depmero APX B
nerokcukauun H2O2 BO Mxax H3ydeHbl HENOCTaToO4HO. MOKHO mosarate, 4ro nogobHo APX
COCYIUCTBIX pacTeHui, APX MXOB urpaer Kiiro4eByro posib B snumuHanuu H2O2 v pyrux cTpeccoBbIx
peakuuax. C 3BOJIOLMOHHON TOYKH 3PEHUS, MOJIEKYJsIpHO-TeHeTndecknii ananmm3 APX Opuodutos
SBIISICTCSA AKTYaJIbHBIM JUIS TIOHMMAHHWs KOHCEPBAaTHBHBIX CBOMCTB M (YHKIMH 3THX (PEPMEHTOB B
CTPECCOBBIX OTBETAaX PACTCHUH.

1.5.2. ®yukuuu APX

B cBs3u ¢ Tem, uro m3odopmbr APX wurpator 3amutHyo poib oT ADK, oOpasyrommxcs B
U30BITKE TP HEONArOMPHUATHBIX BO3JCHCTBUSAX OKPYXKAIOIIEH Cpeibl, yPOBEHb HKCIPECCHH TaHHOTO
(epmenTa yacto ciyxuT nokasarenem crpecca (Dabrowska et al., 2007). Oaun u TOT e cTpeccop
MOJKET I0-Pa3HOMY U3MEHSTh IKCIPECCHIO IMTO30JIbHOTO ¥ XstoporuiactHoro reHoB APX (Nishikawa et
al., 2003). Jerokcukanus H202 ¢ nomoripto APX oCyIIecTBIseTCs: PAIOM PeaKiiii, KaTalu3upyeMbIX
MDHAR, DHAR u GR. BmecTe 3T peakiiuu COCTaBIISIFOT OJIHY U3 CAMBIX BaKHBIX aHTHOKCHUJAHTHBIX
cucteM B pactenusx 1ukn Poiiep-Xommsen-Acana (Foyer-Halliwell-Asada cycle), wiu ASC-GSH

ki (puc. 8).

ASC

H,0, \/ T GSSG
7 V4

AL MDHAR DHAR

GR
H,0 A N osu ‘/\ANADP

MDHA /" NADP)H

NADPH

DHA

Puc. 8. [{ukn ®oiiepa-XommmBena-Acana. @epMeHTHI M TPOMEKYTOUHBIC TIPOTYKTHI KA (it ASC-
GSH). B 6enbix npsMoyroabHUKax (pepMEHTHI aKTHBHBI KaK B KJIETKaX KUBOTHBIX, TaK U B PACTCHHUSX;
B CEPOM MPSIMOYTOJIbHUKE (PEPMEHT SKCKIIIO3UBHO MPUCYTCTBYET B KieTkax pacreHuil. (Noctor, Foyer,
1998; Locato et al., 2013).

[Tpumeuanue: depmenter: APX — ackopOarnepokcumaza, GR — riyrarmonpenykraza, DHAR —
neruapoackopbarpenykraza, MDHAR — mononerunapoackopOatpenykrasza; ASC — ackopOuHOBas
kucinora, DHA — neruapoackopounoBas kucinora, GSH — riryrarnon, GSSH — okuCIIEHHBIH TITyTaTHOH.
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B stom mukne ASC m GSH nelicTBYIOT Kak BOCCTaHABIMBAIOIIHME CYOCTpaThl IS YAAJICHUS
H20., u B koHeuHom utore BoccranapiauBaroTcs 3a caer AT® u NAD(P)H (Noctor, Foyer, 1998). I{ukn
ASC-GSH wurpaet BaXHYIO poJib B pEOKC-3aIATE XJIOPOTUIACTOB. DTH OPraHEIIbl JTUIICHBI KaTalas u
SBISIIOTCST OCHOBHBIM HCTOYHMKOM O2" m H202 B pesynbraTe BBICOKOIHEPTETHYECKHX PEaKIIHiA,
INPOUCXOJSIIUX BO BpeMsi (DOTOCHHTETHYECKOW aKTHBHOCTH. YOEIUTEIbHO IMPOJECMOHCTPHPOBAHA
akTUBHOCTH (pepMeHTOB 1HKiIa ASC-GSH B MUTOXOHIPUSAX PACTUTENBHBIX KJIETOK, IIOATBEPKAAS, YTO
9TOT IIUKJT TAK)KE UTPACT BAXKHYIO POJIb B 3alllUTE OT BpeaHoro Bo3eiicteus ADK (Mittova et al., 2004).

Takum oOpazom, APX sBisieTcsl KIOUEBBIM (EPMEHTOM, pPEryJupyronmM ypoBeHb ADK,
JNCHCTBYIOIIMM B PAa3IMYHBIX CYOKJIETOYHBIX KommapTMmeHTax (puc. 6). PasHooOpasubie 3((deKTs
HOKayTa pa3in4HbIX TeHoB APX Ha pocT pacteHuil, (U3HONOTHIO U aHTUOKCHIAHTHBIM METa0O0IU3M,
YKa3bIBalOT Ha TO, 4To APX MOXET TakKe peryjiupoBaTb OKHCIUTEIbHO-BOCCTAHOBUTEIIBHbIE
CHTHaJbHBIC MYTH, Y4acTByIoIine B pa3Butum pactenuit (Caverzan et al., 2012). UsBectHO, uTO
skcnpeccusi reHa APX yBelnMuMBaeTCs NPU 3acyXe, 3aCOJICHWH, MPHU JCHCTBHH HU3KHX M BBICOKHX
TEMIIeparyp, MpH MaTOTeHHON HH(EKINN, paHEBOM CTPECCE M MPU BO3ACHCTBUH IPYTUX OMOTHYECKUX
wim abuorudeckux crpeccopos (Rosa et al., 2010; Bonifacio et al., 2011; Gest et al., 2013; Pandey et
al., 2017b; Maruta, Ishikawa, 2018). Iloka3ano yBenuueHue skcrnpeccur APX mpu aOHOTHYECKOM
cTpecce B ropoxe, puce u ciaakom kaprodese (Mittler, Zilinska, 1992; Agrawal et al., 2003; Park et al.,
2004), ogHaKO YypOBEHb 3KCIIPECCHH BAPbHPYET B PAa3HBIX CYOKJICTOYHBIX KOMIIAPTMEHTAX, a TaKKe
3aBHCHUT OT CTAJHMI Pa3BUTHUS PACTCHUS U YCIIOBHH CTpecca.

1.6. 3aknouenue k O630py JUTEPATYPHI

W3 BbIIECKa3aHHOTO ClIEAYeT OTMETUTh, YTO MEPOKCHIa3bl UTPAIOT pa3HOOOpa3Hble POJU B
NPEIOTBPALICHUN OKHCIUTEIBHOTO MOBPEXKIECHHUS PACTUTEIBHBIX KIETOK. BOJIBIIMHCTBO MMEIOIIUXCS
Ha CETOMHSIIHUI JeHb JTaHHBIX OTHOCHTEIBHO MEXaHHM3MOB JEHCTBUS W PETYISIIHHA aKTHBHOCTH
OTHCBIBAIOT NMEPOKCUAA3BI BBICIINX COCYIUCTBIX pacTeHuil. K cojkanenuto, B auTEpaType UMEeTCs JHUIIb
HECKOJIBKO COOOIIEHUH 00 aKTUBHOCTH MEPOKCHUIA3bl U SKCIPECCUN KOAUPYIOLIMX T'€HOB Y OpHopHUTOB
B OTBET Ha JICHCTBHE a0MOTUYECKHUX CTPECCOPOB. YUUTHIBAS TO, YTO OPHOMUTHI SIBISIOTCS OJHUMH U3
HBOJIIOLIMOHHO JPEBHUX PpACTEHHH, 00JaJalolMX BBICOKOM YCTOMYMBOCTBIO K HEOIAronpusTHHIM
YCIOBUSM OKpY)Karolled cpelbl, MOXHO IojlaraTh, YTO JKCTPEMO(UIIbHBIE MXHU SBISIOTCA
MPUBJICKATETFHBIMA ~ MOJEIBHBIMU  OOBEKTaMH /i M3YyUYEHUsT TEeHETHYECKMX MEXaHHM3MOB,
TIO3BOJIIONINX PACTEHHUsIM BbDKHMBaTh B 3THX ycioBusix (Rensing et al., 2008). B cBsizu ¢ 3tum,
uccienoBaHue nepokcuaas mxa D. scoparium u apyrux OpHOMUTOB MOXKET MOMOYb B BBISICHCHUH
(U3UOTIOTMUECKON POJIM OTAEIbHBIX H30()OpM MEPOKCH a3 P HOPMAIBHOM Pa3BUTHUU PAaCTEHUH U B
OTBET Ha pazuuHble (PakTOphl OKpyxkaromieil cpeasl. Kpome Toro, nonumManne 6MOXMMHUYECKHX CBOWCTB

U aHaJIM3 W3MEHEHMH OKCIpPEeCCMU OTAEIbHBIX H30(opM Tmepokcuaaz OpHOPUTOB MOXKET
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croco0cTBOBaTh pacmudpoBke GYHKIHMA 3THX (HEPMEHTOB, a Takke Oosee MMPOKOMY M TOJHOMY

INOHUMAaHUWIO 3BOJIIOIMH 3alllUTHBIX MECXAaHU3MOB BbICIINUX paCTeHI/If/i.
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IKCIHEPUMEHTAJIBHAS YACTbD
2. OBBEKTBI 1 METO/bI HCCJEIOBAHUI
2.1. O0beKTHI HCCIe10BAHUS
ITo6ern mxoB Dicranum scoparium Hedw., Pleurozium schreberi (Brid.) Mitt., Hylocomium
splendens (Hedw.) B.S.G. Gbuir coOpanbl B AMITHHCKOM JIECHHYECTBE B OKpeCTHOCTsAX I. KasaHwu,
Tarapcran, Poccust (55°53"21.3"N48°38'14.3"E). [locne ouncTKM MOOETH BBICYIIMBAIN HA BO3IYyXE B
TeYCHHE 2 JHEW MEXIy JHMcTaMd Oymard, a 3areM XpaHwid B MoposunbHuKe mnpu -20° C. B
9KCIIEPUMEHTAX ObUIM MCIOJIBb30BaHbI AlMKAbHBIC YaCTU CTEOS AITMHOM 2 CM.
2.2.1. llonyyenne pepMeHTATUBHON BBITSKKH
[ToGern MXOB (UKCHPOBAIHM KUAKUM a30TOM M PACTUPad B CTYNKE C MOMOIIBIO MECTHKA.
W3MenpuyeHHBIN pacTUTENBHBII MaTepuall 3KCTparupoBaiud B cooTHowmeHuu 1 : 10 (pacTUTenbHBbIM
marepuai : 0ydep) xomoaubim (+4° C) Tpuc-HCI (0,25 M, pH 8,0) 6ydbepom u tieHTpudyrupoBaiu npu
+4° C npu 4300 g B Teuenue 20 muH. [lonydeHHbIN cynepHAaTaHT MCIIONb30BAJICS AJIS ONpPEACIICHUS
U30(epPMEHTHOTO COCTAaBa M aKTUBHOCTU (PEPMEHTOB.
2.2.2. DpaknMoOHUPOBaHNe 0EJIKOB KJIeTO4YHOI crenku D. scoparium
Jns gpakuuoHUpOBaHUs OENKOB KJIETOYHOW CTEHKHM HCIOIb30BAIM MOAU(DHUIIMPOBAHHYIO
METOJIUKY, IPUMEHAEMYIO JUIs HPaKIIMOHUPOBAHUSI OEITKOB KJIIETOUHOM CTEHKH I'PUOOB 1 IIEUEHOUYHUKOB
(Rast et al., 2003, Li et al., 2010). Mcrmonp3oBayin 10 T pacTHTETHLHOrO MaTepuaia, dKCTPAKIIHIO
npoBoauian cornacHo (1m.2.2.1.). IlomyuyeHHBIH cCynepHaTaHT MpPEACTaBIsUl IIMTO30JIbHYIO WM
BHYTPUKIIETOUHYIO pacTBOpuMyo ¢pakuuio «C». He uckitoueHo, 4To mpu 3TOM 4acTb (PEpMEHTOB,
cy1ab0 CBSI3aHHBIX C KJIETOYHOM CTEHKOH, amtoupoBaia Bo ¢pakuuio C, 4yTO MpUBENO K HEOOJBIION
HEJIOOIIEHKE aKTUBHOCTHU aroIIacTHRIX (pepMeHTOB. [lomydeHHbII 0caloKk pecyCcieHAupOBaIu B 75 M
docharroro 6ydepa Copencena (NaHPO4/KH2PO4) (0,05 M, pH 7) u uenrpudyruposanu. Bcee
HEHTPUPYTUPOBAaHUS NPOBOAMIM, Kak omnucaHo Bbime (m.2.2.1.). Ilponenypy HOBTOpsIM IBaskibl,
CylepHaTaHThl 00beqUHAIN. B nomydyenHol ¢pakiun «B1» Haxoawiucs 6enku, ciabo cBA3aHHBIE C
KJIETOYHOM CTEHKOH C MOMOIIBIO BOJOPOJIHBIX cBA3ei. OcTaBIIMIICS 0CalOK CHOBA PECYCIIEHANPOBAIN
B 50 mn Oydepa Copencena (0,05 M, pH 7) c nmobaBnenuem paereprenta aurutonuna (0,3%
Mmacca/o0bem). CMech nomemany B XoaoauibHUK (+4° C) Ha MelanKy U BbLACP)KUBAIM B T€UEHHE 3 U
IpU HENPEephIBHOM MEJIEHHOM IEepeMEUIMBaHUU. 3aTeM CMECh H3BJICKAIW M LEHTpUYrHpOBaIH.
[TosryueHHBIN cynepHaTaHT sBisieTcs Qppakiueil 6eakoB «B2y», CBA3aHHBIX C KJIETOYHOU cTeHKoi Ban-
nep-BaanbcoBeiMu cmiiamu u TUAPO(POOHBIMU B3amMojeWcTBUsAMU. OCTaBIIUNCA OCaJOK CHOBA
pecycnenaupoBaiu B 35 mu 6ydepa Coperncena (0,05 M, pH 7) ¢ no6asnennem 2,0 M NaCl. Cmechb
MOMEIIATIH B XONOMIbHUK (+4° C) Ha MEIIAJIKy U BBIACPKUBAJIH B TeueHue 12-14 4 npu HenmpepbIBHOM
MEIJIEHHOM [epeMEIIMBaHNuU. 3aTeM CMeCh U3BJIeKalu U LeHTpudyrupoanu. IlomyueHHblit

CyMepHATaHT TpeaAcTaBisieT (pakiuio O6enkoB «B3», CBS3aHHBIX C KJIETOYHON CTEHKOW CHUIIBHBIMHU
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JIEKTPOCTATUYECKMMH CHUJIaMU  (MOHHBIMH  CBs3AMH). JIaHHBIH METOA MNPUMEHSICS C LEJIbIo
UCCJICIOBAaHHS 3aBHCUMOCTH PEIOKC-aKTHBHOCTHM B KileTkax D.scoparium or mpodHOCTH CBs3ei
(epMEHTOB CO CTPYKTYPHBIMHU AJIEMEHTAMH KJIETOYHBIX CTECHOK.
2.3. CTpeccoBble BO3/IeiiCTBUS
2.3.1. O0e3Bo:XxMBaHME

[Tobern mxa moaBeprainch 00C3BOKMBAHHIO ¢ Tocheayromeil perunparanueii (Onele et al.,
2018). Cyxue noberu (0,5 r) cHayana NOTHOCTHIO TUApaTHpoBain B 20 il auctiwiumpoBanHoid H20 B
TeyeHHe | Y MPH OCTOPOKHOM BCTPSAXMBAaHMKM Ha opOurtanbHoi Kawaiake (Biosan SIA, EU).
OO0e3BOKMBaHUE TMPOBOAWIIM B dKcukarope npu +25° C B TeMHOTE, BbIICP)KHBash 00paslbl HaJ
pactBopom 35% CaCl, (0-168 4) unu cunukarenem (0-72 9) B COOTHOIIEHUH MOX:cuiaukarenb 1:10.
3arem oOpa3lbl MXa MoOMelanu B cTakaHuyuku Jis B3BemuBaHus (CB 40 x 25 MM) ¢ OTKpPBITBIMH
KPBILIKAMH B 9KCUKATOPE Ha/l CUIIMKAreJeM.

[Tocne o6e3BoKUBaHMSI MPOBOAMIIN PEruapaTanuio noderos B 8§ mu quctuuinpoanHoit H2O B
teuenue 0,5-2 4. B apyrom psay sKCriepuMeHTOB cyxue oOpasiel Mxa D. scoparium mpeaBapuTesibHO
runparupoBanu (24 4 mpu +4° C), 3aTem nHKyOHpoBanu B quctuiumupoBanaoil H20 ot 10 mun 10 24 4.
B kaxnplii MHTEpBal BpPEMEHHM H3MEPSUIM HKCTPAKIETOUHYIO U BHYTPUKIETOYHYIO AKTUBHOCTH
HEPOKCHIA3bI.

2.3.2. Bozneiicreue CdClz, mapakBaTta u Temneparypsi (-20°C, +30°C, +50°C)

Cyxue nmoberu D. scoparium npeaBapurtesbHo ruaparupoBanu (24 1 npu +4° C) B KOHTeHHEpax
Ha BJIAKHOM TKaHW, IOCJIE U3BJICUEHUS U3 KOHTEHHEPOB U30BITOK BJIark MPOMOKAIN (pUIBTPOBATIBHOMN
Oymaroil. AnukanbHble cerMeHThl nomemanu B pactBopbl ¢ 20 mi 100 MM CdClz umu 100 mxM
napaksata (1,1'-aumernn-4,4'-qunupuamia auxiaopuana) Ha 1 u 12 4. [Insg remneparypHoro ctpecca
o0pa31el Mxa BecoM 0,5 T momenanu B TepMoctar rnpu remneparype +30° u +50° C unu B MOpO3UIIbHYIO
kamepy (-20° C) a 2, 12 u 24 4. JIng aHanu3a SKCIpeccuy reHOB 00pa3Iibl MXa MOMEIIald B TEpMOCTaT
npu Temrneparype +30° C unu B Mopo3uibHyto kamepy (-20° C)Ha 1 u 12 4.

2.4. OnpenesneHue cyxoii Macchbl MXOB

TiaTenbHO BBIMBITBIE aJIOMUHUEBbIE OIOKCHI C MPHOTKPBITOM KPBIIIKOM BBICYIIMBAIM B
tepmoctate npu +105° C mo moctosHHO# Maccwl (He meHee 30-40 MHH), 3aTeM OXJakJadl UX B
HKCUKATOPE U B3BEIIMBAIHN HAa aHATUTUYECKUX Becax ¢ TOUHOCTHIO A0 0,0001 r. O6pa3isl Mxa (2-5T) B
BO3/IYILITHO-CYXOM COCTOSIHUM IOMEIIAIA B OIOKCHI, KOTOPBIE 3aKphIBAJIA KPBIIIKAMHU U B3BEIIMBAIU Ha
AHAINTUYECKUX Becax JI0 YEeTBEPTOro 3Haka rocie 3ansaTod. [Ipu momenieHnn OIOKCOB B TepMOCTaT
KPBIIIKY OIOKCa yCTaHABJIMBAIM B BEPTUKAIBHOM IOJIOKEHUH. BIOKCHI TOMeIIany B IEHTP TepMOCTaTa,
4T00BI, 000rpeB 0BT PAaBHOMEPHBIM U MPOBOAWIM BhIcymHBanue mnpu +105° C B teuenue 6 4. [locne

BBICYIIMBAHUS OIOKCHI 3aKpbIBAIM KPBILIKaMU, OXJIaXKaalu B akcukarope (0,5-1 1) u B3BemmBau, 3aTeM
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CHOBa CyLIWIH B TepMocTare (2-3 4). BeicymmBaHue mpoaoiiKain 10 TeX Mop, IoKa pa3HUIa MEXIY
JIBYMsI ITOCJIEIHUMH MaccaMu He jocturana npezaenos 0,2-0,3 mr.
Ouyenka omunocumenvHo2o cooepycanusn 600vt (OCB). [l pacuera OTHOCUTEIBHOTO COACP>KaHUS
Boasl (OCB) mpousBoawiu B3BemuBaHue marepuaia. OCB mpu 00e3BOKHMBAHWHM OINPEACIISUIA 110
dbopmyie: (Macca Mxa mociie 00e3BOKHMBAHMS - cyxas Macca) / (Macca Mxa Mociie TUAPATAINH - CyXast
Mmacca) x 100%.

2.5. OnpenesieHne aKTHBHOCTH OKUCIUTEILHO-BOCCTAHOBUTEILHBIX (DEPMEHTOB

AKTUBHOCTH (hepMeHTOB ompeneasuin crnekrpodoromerpudecku Ha UV-1900 («Shimadzuy,
Snonus). J{ns onpeneneHus akTuBHOCTH nepokcuaassl kiacca |11 (KD 1.11.1.7) B KloBeTy BHOCHIIUCH:
350 mxn Na-nurparaoro 6ydepa (pH 3,5), | MM o-auanu3uaus, S0 MKIT (hepMEHTATUBHOM BBITSXKKH, |
MM H2O; (YacoB, Munaubaesa, 2009; 2014; Onele et al., 2018). O0muii 00beM peaKIIMOHHON Cpeibl
coctapisit 500 mki. Peakuuto HaunHanu BHeceHueM HoO2. OnTrueckyro MI0THOCTh IPOAYKTA peakluu
mmMepsmi npu 460 M € = 30 MM cl. B kauecTBe KOHTpONs mis M3MEpEHHH HCIOIB30BANACH
muctrnpoBanHas HoO.

AxtuBHOCTh (enonokcunazpl (K@ 1.14.18.1) ompenmensiu Tak jke, Kak aKTUBHOCTb
nepokcuaasbl kiacca I, Ho ¢ uckimrouerrnem HoO2 u3 peakimoHHOM Cpesbl.

06 axktuBHOCTH Katanassl (K® 1.11.1.6) cymunu no yosumm Hz02 (€240 = 40 MMt em MM cm) B
peakunoHHOU cpene, coaepxamei 0,05 M Na-uurparssiii 6ydep, pH 7,0, 40 MM H202 u 0,15 mn
(depMeHTaTUBHOMN BHITSHKKH (001HiA 00heM 0.6 Mi).

Cybctpatnyto crneuuduuHOCTh Tepokcuaasbl kiacca Il ompenensnu ¢ ucnonb30BaHHEM
cnenyromux cyocrpatos: 0,5 MM 2,2'-azuHo0-0uc (3-3TUIOEH3THA30IMH-6-Cyb()OHOBAS KHUCIOTA)
(ABTS) (g405 = 36,8 MM cmt); 0,1 MM o-mmanmsnmus (g460 = 30,0 MM emL); 0,1 MM p-kymapoBast
kucioTa (g310 = 16,61 M) m 0,1 MM kodpeitnas kuciora (g311 = 9,91 MM lem2).

06 aktuHoctn APX (K@ 1.11.1.11) cynunu no yObun ackopOMHOBON KUCIOTHI (€265= 8,24
MMt emt) (Yacos, Munu6aesa, 2009; 2014). Peakuuonnas cMech o6mum o6bemom 500 MK cocTosna
u3 0,05 M Na-uutparnoro Oydepa (pH 6,0), 1 MM ackopOunoBoii kucinotsl, 1 MM H202 u 0,05 mn
(dbepmeHTaTuBHOM BBITSOKKHU. Peakunio HaunHanu BHecenneM H20:. I1pu uccnenosanuu Biusiaust pH Ha
aktuBHOCTH APX ncnonszoBanu 0,05 M Na-tiurpatssiii 6ydep ¢ pasnnyabivMu 3HadeHussMu pH ot 2 1o
10. Jlng wuccnenoBaHUs KMHETHYECKUX IMapaMETPOB PEAKIIMH OKHUCIIEHUS aCKOPOMHOBOH KHCIOTHI
UCIIONB30BaIM ee pasznuuabie kKoHueHTparuu (0,007; 0,01; 0,03; 0,06; 0,1; 0,2; 0,5 u 1 MM) mpu
noctositHHOM KoHIeHTpamuu H2O2 (0,1 MM) B 0,05 M Na-tmutpartueiii 6ydepe pH 6,0. C momonisio
npeoOpazoBanus JlaitHynBepa-bepka B JIBOMHBIX OOpaTHBIX KOOpAWHATAaX ObUIa paccyUTaHa

MaKCuMaJibHasA CKOPOCThb pCaKInuun (Vmax) 1 KoHcTanTa Muxasmuca K.
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2.6. DuexkTpodopernyeckoe pasjejieHue 0eJIKOB

Onekrpodopes mpoBomwiics B 7 u  10% mommakpunamumHom rene  ([TAAID) B
mouduimpoantoi cucrteme (Laemmli, 1970) na Mini-PROTEAN Tetra Cell («Bio-Rad», CIIIA) B
HaTUBHBIX YCIOBHUAX 0e3 mobapieHus poaermicyiabdara Na (SDS), mepkantosTaHosa U HarpeBaHUs
o0pa3loB, a TaKke B IOJy-HATUBHBIX ycloBHsX ¢ nobaeneHuem 1% SDS. B skcnepumenTax
ucnonb3oBaiu Mapkepsl (Broad range molecular mass markers, Bio-Rad, CA) ¢ okpamiiuBanueMm
Kymaccu G250, a Taxke okpamieHHble Mapkepbl (Spectra Multicolor Broad Range Protein Ladder,
Thermo Scientific, Lithuania).

N3oanextpodoxycuposanue (MIP) npooaunu Ha npubope («Xwuity-Kamnyp», Ictonus) B 5%
[TAAT c no6aBnenuem amdponunoB pH 3,5-10 («LKBy», IlIBemnus). O6pa3iibl mociie 00paTHOTO Juain3a
3arpysxaid B JIyHKY 1o 25 mxit. Habop cranmapros IEF-M1A (3,6-9,3) («Sigmay, CIIIA) ucnons3oBaiu
JUTSL OIIPEICIICHUS N303JIEKTPUYECKOM TOUKH OEJIKOB.

2.6.1. Buzyaau3anusi aKTHBHOCTH MePOKCUAA3

Jus Bu3yanuzanuu aktuBHOCTH mnepokcuaassl |l kimacca ucnons3oBanmu 5 MM o-InaHU3UANH,
npurotoBieHHbI Ha 0,05 M Na-tutparaom Oydepe pH 5,5, ¢ mobasnenuem 1 MM H2Oo.

Busyanuzanus aktuBHOocTH APX mpoBoawiack Npu  OKpallMBaHUU — MOJTY-HATUBHOTO
rpagueHTHOrO (3-12%) rens pactBopoM, coxaepkamuMm 2,4 MM HHUTPOCHHErO TETPa30iusl XJIopuaa
(NBT) u 28 MM N,N,N,N-rerpamerumstwieHauamuta (TEMEJT) 8 50 MM Na-docdaraom 0ydepe pH
7,8 mocne obpabotku pactBopoM, conepxkammm 4 MM ASC u 2 MM H202 B 50 MM Na-docharaom
oydepe pH 7,0.

2.7. O0pa3oBaHue aKTUBHBIX (pOpM KHCI0pPOIA
2.7.1. UHTEHCMBHOCTH 00pPa30BaHMsl CYNEePOKCHIHOT0 AHHOH-PAINKAJIA

OO0pa3oBaHuEe CYNEPOKCHIAHOTO aHUOH-PAJHMKalia ONPEACSUIM  aKIENTOPHBIM CHOCO0OM,
UCnomp3ys 2,3-6uc-(2-metokcu-4-Hutpo-5-cynbdodennn)-2H-Terpazonuit-5-kapookcanmmug (XTT).
[TpoBoaMIM CKaHUPOBAHUE OMNTHUYECKOW TUIOTHOCTH peakIHoHHOM cMmecu Ha Lambda 25 («Perkin
Elmer», CIIIA). B peakunonHoii cpeae conepxkanock 100 Mk pepmenTatuBHON BBITSX KU, 0,1 MM
NADH, 0,1 MM XTT B 0,08 M Na-uutpataom 6ydepe pH 7,6. Peakiuto npoBoanian B IpUCYTCTBUHU
i B orcyrerBue 250 en/mn SOD co ckopoctsio 1920 uM/MuH B Teuenue 50 muH. XTT B mpucyrcTBun
02" npespamancs B XTT-popmazan (es70 = 21,6 MM cm?, Sutherland, Learmonth, 1997), nakonienne
KOTOPOTO PACCUUTHIBAIN IO PA3HUIIE ONTHYECKOW TUIOTHOCTH B HadaJle M KOHIIE PEaKIIH.

Jerexmmto Oz OGenkaMu B TeNsx oCcyliecTBIsIM ¢ ucrnons3oBanuem NBT (Lopez-Huertas et al.,
1999). ITocne nposeneHus anekTpodopesa renb npomeiBasics B 50 MM Na-hocdarnom 6ydepe (pH 7,4),
conepxamiem 10% rmunepun, 0,1 MM MgCl2 u 1 MM CaCly, B Teuenue 30 mun. ['entb HHKYOHpOBAIICS
Ipy KOMHAaTHON Temmeparype B ToM ke Oydepe ¢ nobasiennem 0,4 MM NADH u 0,5 MM NBT B

tedeHue 30 MUH WM J0 TOSABJIEHUS YeTKUX CUHUX 1os1oc. KOHTpOIbHBIN reib MHKYOHpPOBAJIN B TOM K€
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pactBope, HOo 6e3 NADH (Lopez-Huertas et al., 1999). JIpyrum KoHTpoJIeM OBLIIO OKpAIIMBaHUE Telis B
npucyrctBur SOD (50 en/mun). Peakius ocraHaBIuBaiach MPOMBIBKOH reis nuctuiutupoBannoin HoO.
2.7.2. Onpenejienne 00pa3oBaHusi THAPOKCHIBHOIO paJMKaia

OO6pazoBaHue TUIPOKCUIBHOTO pajJiiKalia OLICHUBAIHU IMMYTEM HU3MEPEHUS CKOPOCTH OKUCICHUS
nezokcupu6o3bl (Gomez-Toribio et al., 2009). Ecnu He yka3aHo MHOE, MaTepual THIPaTUPOBAIN B
temHoTe mpu +5° C Ha HENEUIIOIO3HONW TKaHU B TeueHue 24 4. Tpu-msaTh OHOIOTHUECKHX
MOBTOPHOCTEH, KaXK/1asi U3 KOTOPBIX cojiepraiia SkBuBajieHT 0,2 T cyxoil Macchl, ”HKyOupoBaiu B 20 M
20 MM docdarnoro Oydepa, pH 5, cogepxkamero 0,5 MM 2,6-mumerokcu-1,4-6enzoxuHon, 0,1 MM
FeCls, 0,6 MM 1maBeneBoii KUcIOTH 2,8 MM ne3okcupr003sl. O0pasiipl peaknnonHoit cmecu (990
MKJT) otoupanu nocne 10, 20, 30, 60 u 120 mun uakyOauu, nodasnsum 10 M 50% HzPO4 B kadecTBe
CTOM-pacTBOpa U 3aTeM 3aMOpaXUBAIM ISl JalibHeHero ananusa. [lo3xe o0pasibl oTranBanu u S50
MK cMmemmBaiu ¢ 250 Mkn 2,5% tpuxmnopykcycHoi kucinotel U 250 mkn 1% Ttro6apobutypoBoit
kucnotel B 50 MM NaOH u 1o06aBnsuii JUCTUIUTMPOBAHHYIO BOY, YTOOBI HOMYyYuTh 00beM 1 Mit. 3ateM
cMech HarpeBasn B kurmsiieid Boze (+100 °C) B Teuenne 10 MUH U H3MEPSUTH MOTJIOIICHAE ONITHYCCKOM
IVIOTHOCTH Ha  cnekTpodoromerpe. Ilokazanust Obtm  mpeoOpa3oBaHbl B DKBUBAJICHTHI
manonauansaeruaa (MDA) (es32 = 0,156 MxM™? e, (Devasagayam et al., 2003). CrnenududasocTs
MeTojna ObUla TMOATBEPXKJACHA BHECEHHWEM W3BECTHBIX JIOBYIIEK THJIPOKCHIBHOTO paguKama —
tuomoueBuHbl (Gutteridge, 1987) u copoura (Smirnoff, Cumbes 1989), koTopbIie 10IaBISLITH OKHCICHHE
JI€30KCUPHUOO3HI.

2.7.3. Onpenenenne cojaepKaHus MepeKUCH BOI0OPoaa

O6pazoBanue H2O, ompenensnu ¢ ucmoib30BaHMEM KcuieHoida opamxkeBoro (Gay, Gebicki,
2000). [ns m3mepeHHs TOTOBUIW JBa peareHTa: peareHT A, comepxkamuii 25 MM FeSOs, 25 MM
(NH4)2SO04 1 2,5 MM H2SOa, u pearent b, conepkammuii 125 MkM kcuieHo0BOr0o opanxeBoro u 100
MM cop6urta. ®epmenTaTuBHYIO BBITSKKY (0,1 My, cMm. m.2.2.1.) cmemuBanu ¢ 0,5 M1 peakIIMOHHON
cpenst (0,1 ma pearenta A u 10 M pearenrta b). [TonyueHHyto cMech BbliepKUBaIU 1 4 1 onpenensiin
conepxkanne H»2O2 cnekrpodoromerpuueckn (A = 560 um). Conmepkanne H2O» paccumthiBaym 10
CTaHIApTHOU KamnOpoBOYHOM KpruBOil KoHIeHTpanuu H202 (1-50 MxM) (Mayaba et al., 2002).

2.8. Ouncrka 0e1KkoB
2.8.1. NonooOMeHnHasi xpomaTorpagus

Jlist BBIICTICHUST M YaCTHYHOW OYMCTKH OEKOB OTOMpANU CyNEepHATAHT TOCIIe TOMOTEHU3AIUH
noberos D. scoparium B 50 MM docdataom 6ydepe pH 7,0. Benku ocaxpanu ¢ HCIOIB30BAHUEM
(NH4)2S04 (30-80%), uentpudyruposanu npu 23 5009 B teyenue 20 MHH, U TOJTYYEHHBIH OCaIOK
MOBTOPHO cycrneH3upoBaiu B ochatHoM Oydepe. [Tocne auanuza 6enku ObUIM YaCTUYHO OYHUIICHBI C
UCIIOJIb30BaHUEM aHMOHOOOMeHHOW kojoHku Hi-Trap Q FF (GE Healthcare, Sweden),

ypasHoBemmenHoi 25 MM Tpuc-HCI 6ydepom, pH 7,5 (Chromatography System AKTAT™ Start). Benku
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smoupoBaiu tuHeHbM rpaguenTom NaCl (0—-1 M) npu ckopoctu motoka 1 mia/muH. I[lepokcumaznas
AKTUBHOCTH ONPEIEISIACh B KAXKI0U (QpaKIHH.
2.9. Boinesienne PHK u cunres apyxuenovyeunoii k/IHK

Jlnst Beinenenust TotanbHOM PHK Mxa ucnonb3oBanmu Habop GeneJET Plant RNA Purification
Mini Kit (Thermo Scientific, Lithuania) mo nporokony, ykazanuomy rnpousBoauTeieM. KoHieHTparmto
u yucrory PHK omnpenensmun na NanoDrop-1000 (Fisher, USA), 3aTtem i omnpeneneHus: KayecTBa
BeiienieHHol PHK ee pasnensiiu B 1% arapo3Hom rene B ropu3oHTalbHON kamepe SE-1 (Xenwkow,
Poccust). Onno u aByxuenoveunas k/IHK Obun cuHTe3npOBanbl ¢ momotisio Habopa Evrogen Mint 2
0 MPOTOKOJTY, YKa3aHHOMY ITPOU3BOIUTEIIEM.

2.10. DekTpodope3 HYKJIEHHOBBIX KUCJIOT B arapo3HoOM rejie

Onekrpodopernyeckoe pasnenenue JJHK npu Hanpspkenun snexrpuueckoro nois 5—10 B/em
ocymecTBIsin B 1-2% arapo3Hom rene B ropu3oHTanmbHOW kKamepe SE-1 (Xemmkon, Poccus) c
ucnonszoBanueM 40 MM Tpuc-aneratnoro 6ydepa, pH 8,0 u 2 MM >THIIeHIHaAMUHTETPAYKCYCHOU
KHCII0TA. J{7151 KOHTPOJIE MUTpAllii 00pa3lioB B 3JIEKTPUUYECKOM I10JI€ B 00pa3iibl IIEpe]] UX HAHECEHUEM
B JIHKH TeJs 100aBmsum OpomdenonoBsiii cunuii (Serva, 'epmanus). [{ns nerexun JJHK B ycranoBke
BugeoqokymentTanuu  reneii ChemiDoc (Bio-Rad, CIIA) B ynbTpaduOoiIeTOBOM CBETE Telln
oOpabatsiBanu 1% pactBopom 6pomucroro 3tuaus (XemukoH, Poccus) (Manuatuc u ap., 1984). DNA
Ladder (Thermo Scientific, CILIA) ucronb30Baiu B KauecTBE MapKEPOB MOJICKYJISIPHOW MacChl.

2.11. Moaekyaspuoe kionupoanue JHK

[Tpu KJIOHUPOBAHWHU B KauyecTBe BekTopa ucnoib3oBaiu PGEM-T Easy (Promega, CIIA) st
APX u pAL2-T (Esporen, Poccusi) nns POD. Knonuposanue B Bektop PGEM-T Easy u pAL2-T
IPOBOAMIIM COIJIACHO MpoTokoiaMm mnpousBoautene (Promega, CIIIA) u (Esporen, Poccus)
coOoTBeTCTBEHHO. [lma3Muael, copepxamiue IeJIeBble BCTaBKM, OBUIM TpaHCPOPMHUPOBAHBI B
KOMIIETEHTHbIE KJIeTKU. J[7s1 TpaHcopmariuu ucnosib3oBanu 50 MKII KOMIIETEHTHBIX KJIETOK, KOTOpPbIE
OTTaWBalu Ha NbAy B TedeHue 5 MuH, 3areM nobapmsuim 100-250 mr mmasmuanoin J[HK, cmech
MHKYOMpOBaJIM Ha JIbAY B TeueHue 5 MuH, 3ateM 30 ¢ ipu +42° C 1 BHOBb Ha JIbAy 2 MUH, 3aT€M BHOCHIIN
250 mx cpenst SOC kOMHATHOHM TeMIepaTypbl 1 HHKYOHpoBainu B TeueHne 1 1 npu +37° C. 3arem 100
MKIJI KYJIbTYpPbI BBICEBaIU Ha yamky IleTpu, copeprxkaliyro arapuszoBannyro Cpeay Luria-Bertani (LB) ¢
COOTBETCTBYIOIIUM aHTHOMOTUKOM. KynbTypy BblpamuBanu B TedeHue 15-18 u mpu +37° C,
TpanchopmaHThI poBepsuH ¢ moMotibio [P ¢ ncrons3oBannem cranmapTHOM mapel mpaiimepos (T7,
SP6). OctranbpHble KOJOHHH, KOTOPBIE BEICEBAIH HA KUIKYIO cpexy LB, ncnonbs3oBany uist nanpHemei
pa6otsl. [ns Beyienenus miasmMuanbix JTHK-koHcTpykumii ncnonp3oBanu Habopsr Plasmid Miniprep
(EBporen, Poccust) corsiacHO HHCTPYKIIMU TPOU3BOIUTEIS.

B pabote ncnons3oBanuck mrammel Escherichia coli Nova Blue. XXuakas cpena LB (pH 7,5)

JUIsL KyJIbTUBUpOBaHUs Oaktepuil comepxana 0,5% apoxokeBoit skcTpakT, 1% Oakto-TpuntoH u 1%
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NaCl. B cocraB xwuakoit mutareapaoii cpeast SOC Bxomaumu 0,5% apoxokeBoit sKCTpakT, 2% O6akTo-
tpunton, 10 MM NaCl, 2,5 mM KCI u 20 MM rimoko3a. Arapu3oBaHHas cpela T'OTOBHIIACH C
nobasiienuem 1,5% arapa. B cpeny LB st kyneruBupoBanust 6akrepuii mramma E. coli qo6asinsics
aHTuOnoTHK TerpanukiauH (12,5 mxr/mia). B cpeny LB, conepkamyto miasmuasl pPGEM-T Easy u
PAL2-T ¢ mneneBbIMM BCTaBKaMH, JOMOJHHUTEIBbHO g00aBiasd 100 HI/MKI aMOWIWLIAH IS
KYJIbTUBHPOBAHUS TPAHC(HOPMAHTOB.
2.12. OnpeneneHue HyKJIeOTHAHOI ocaenoBareabHocTu JJHK

Hykneoruanyro mocienoBarenpHocth JIHK onpegensuim MeToqoM  aBTOMaTHYeCKOTO
cekBeHHpoBaHus. JIisa moctaHOBKH peakiuu CaHrepa ucmoibs3oBanu Hadbop Big Dye Terminator v.3.1
Cycle Sequencing kit (Applied Biosystems, CIIIA). B cocraB peakinonHo# cmecu o0bemom 10 MK
Bxouiu: 0,5 Mkt npaiimepa (10 MM), 1 mxot mmasmuanoi JJHK (150-250 ur/mxn), 2 mxi Ready reaction
mix; 2 Mk 5-kpataoro BigDye Term Sequencing buffer u 4,5 mxi MilliQ. AMmndukaryo mpoBo I
na C1000™ Thermal Cycler (Bio-Rad, CIIIA) npu cieayromux napaMeTpax peakiuu: 1 Mun mpu +96°
C, 3arem 25 nukioB (10 ¢ mpu +96° C, 5 ¢ npu +45° C, 4 mun npu +60° C), xpanenue +12° C. Jlns
OUYHUCTKH PEAKIIMOHHON CMECH OT CBOOOIHBIX MOAM(DHUIIMPOBAHHBIX HYKICOTHAOB HCIOIb30BaIN 3 M
arterat Harpus, 80% u 96% crupt. ABtromarnueckuit JTHK-ananuzarop ABI 3130 Genetic Analyzer
(Applied Biosystems, CIIIA) nmpuMeHsIICS [IsE CEKBEHHUPOBAHKS HYKJICOTHTHBIX [TOCIIEI0BATEIBHOCTEH.
Jlns aHanW3a CEKBEHUPOBAHHBIX IIOCIECIOBATEILHOCTEH HCIONB30BAIM TMporpaMMmy Sequencing
Analysis 5.3.1. (Applied Biosystems, CIIIA).

2.13. buoundopmaTuyecKuii aHaIu3
2.13.1. Unentuduxanus nepoxcuaasnl kiaacca Il B D. scoparium

MeTaTpaHCKpUIITOMHBIE JaHHbIE Tt Mxa D. scoparium Obuth B3STHI U3 0a3bl TaHHBIX apXHUBa YTCHHUS
nocnenoBarenbHocTH (SRA), buonpoextsl (peructpanuonnsiii Ne: PRJEB21674, nnentudukanus:
393814; https://www.ncbi.nlm.nih.gov/bioproject/393814) u (peructpaimonnsiii Ne: PRINA499105,
unentuukanus: 499105; https://www.ncbi.nlm.nih.gov/bioproject/499105) (Chen et al., 2018, 2019).

@aitnbl OblTH 3arpyskeHsl ¢ moMoiubio SRA Toolkit (Leinonen et al., 2011) u nepeBenens! B popmar
fastq. IIporpamma FastQC ucrnonb3oBanachk AJig OlIEHKK KadecTtBa O6ubmuotex (Andrews, 2010). s
yJlaJIeHus aJanTepoB U HU3KOKaueCTBEHHBIX MPOYTEHUH Obli1a UCIIOJIb30BaHa IporpamMMa Trimmomatic
(Bepcus 0.39) (Bolger et al., 2014). 3arem npourteHus: ObuTH TIepenpoBepeHbl mporpammoii FastQC u
UCIIOJIb30BaHBI JIJIsi COOPKU TpaHCKpunToMa ¢ momoineio Trinity (Haas et al., 2013). ®unbrpanuio
TPAHCKPUIITOB MIPOBOMIIN c MTOMOLIBIO nakera EvidentialGene

(https://sourceforge.net/projects/evidentialgene/) ¢ mapamerpamu Mo yMOJYaHHIO JUISi YMEHBIICHHSI

u30bITOYHOCTH paciudpoBok. W3 ¢aitna co coopkoii (B ¢popmare fasta) co3naBanu J0KanbHyO 0a3y
JIAHHBIX, 3aTeM ¢ TToMoIrsio tblastn (Altschul et al., 1997) npoBoauu morck romooros nepokcuaas 1

KJacca cpefi coOpaHHBIX TpaHCKpunToB Mxa D. scoparium ¢ mepokcuaasamu P. nutans u P. patens.
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Jns HalJeHHBIX TPAHCKPUIITOB HAaXOMWIM pPAaMKy CUMTBIBaHUS C TMomolnsio Augustus u

AssemblyPostProcessor na cepsepe Galaxy V. 1.0.3.0 (https://usegalaxy.org/), 3atem mnoayyanu

AMHHOKHUCIIOTHYIO TIOCJIEZIOBAaTEIbHOCTh, KOTOpas B JaJbHEWIIEM aHAJIM3MPOBATACh C IOMOIIBIO
MeTo10B OnonHpopMaTuku. Bee HaliieHHbIe TOCIIeI0BATEIbHOCTH OBLTH NIPE/ICTABIICHBI B 0a3¢ JaHHBIX
cemetictB GenkoBbix gomeHoB (PFAM, El-Gebali et al., 2019), B 6a3¢ JaHHBIX KOHCEPBATHBHBIX
nomenoB (CDD) B NCBI (Marchler-Bauer et al., 2017), ¢ momoripto nporpamm InterProScan (Mitchell
et al., 2019) u HMMER (Potter et al., 2018) ans npoBepku JOMEHOB, KoIupyromux nepoxkcuaassl |1
kiacca. Ha ocHOBe HaiiHBIX TOCiIeqoBaTebHOCTEH U3 0a3bl JaHHBIX SRA ObLIM KIOHHPOBAHBI /1B
rena POD c ucnonb3oBaHueM mpaitMepoB:
DsPOD2
F5 - ATGGGTCACGCGAAGGGG - 3’
R5 - ATCCTTATAACTATTCACCCGATGG - 3’
DsPOD6
F5 - ATGGGGAGCAGCTGGAGGG - 3°
R 5 - TCATAAACCACAAGTGCTTCTCACAG -3’
2.13.2. Unentudukanus ackopoéarnepokcuaassl B D. scoparium

[Mouck B 6a3e maHHbIX mpoBoawIn Ha cepBepax NCBI ¢ momoreto Blast, Phytozome 12 (Joint
Genome Institute, https://phytozome.jgi.doe.gov/pz/portal.html)  u el EnsemblPlants
(https://plants.ensembl.org/index.html). ITockosbky rensi, koaupytomue APX B D. scoparium, He Obuiu

CEKBEHUPOBAHBI, B KadecTBe 3ampoca ucnojib3oBaiack K IHK G. pilifera (GpAPX) (romep moctyna B
GenBank: GU989311). B anajm3e UCMOIB30BaTaCh TOJBKO KOIUPYIOIIas MOCiea0oBareibHocTh APX.
[Tpaiimeps! 11t aMIuIMUKAIMK TOCIe10BaTeIbHOCTH reHa APX OBl CKOHCTPYHPOBAHBI C TOMOIIBIO
Vector NTI Suite 9 (Invitrogen, Carlsbad, USA). [loctpoeHHble mpaiMepbl UMEIH CIEAYIOIIHE
MOCIe0BATEIHLHOCTH:
F 5°- ATGACGAAGGTTTATCCTAAGGTCAGC - 3°
R 5 - TAGACAGAGCCTGGCTGACCC - 3".

2.13.3. AHaju3 nocJjieIoBaTeIbHOCTEH U MpecKka3aHue CyOKJIeTOYHOI JIOKATU3auuu

NepoKcuaa3

ITporpammer Vector NTI Advance 9 (Invitrogen, CIIIA) u Lasergene 2007 ucnonb30Banu st
CpPaBHCHHSI W BBIPAaBHUBAHWS aMHHOKHCIOTHBIX M HYKJICOTHIHBIX ITOCIIe[oBaTeIbHOCTEH. Du3nKo-
XUMHYECKHE CBOWCTBA OEITKOB IMEPOKCHIA3, TAKHE KaK MOJIEKYIISIpHAsi Macca, H309JIEKTPHUECKas TOUKa,
WHJCKC HECTAOMIBHOCTH U O0IIee CpeaHee 3HAaUeHUEe TUIPONATHIHOCTH, OBUTH MPOaHATH3UPOBAHBI C
nomoIipio naectpymMeHTa ProtParam ExPASy (Gasteiger et al., 2005). CyOkneTounas Jokanu3amnus Oblia
npenckazana ¢ nomoripio mporpaMMmbl CELLO (Yu et al., 2004) u ProtComp 9.0 (FGENESH:
www.softberry.com/berry.phtmi?topic=protcomppl&group=programs&subgroup=proloc).
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2.13.4. AHaan3 KOHCepBATHUBHBIX MOTHBOB M /IOMEHOB MePOKCHIA3

s uneHTUUKAMKA KOHCEPBATHUBHBIX MOTHUBOB HCIOJIb30BaNUCH Mporpammy MEME suite
(http://meme-suite.org/index.html) (Bailey et al., 2009). Kapra motuBoB, nonydennas nocie MEME,
OblIa JOMOJIHUTENBHO MOAM(HUIMPOBAHA C HCIOJIB30BaHHEM IMporpaMMmHoro obecrneueHus TBtools
(Chen et al., 2020). CTpyKTypbl JOMEHOB MEPOKCHIa3 ObUIHM TOIy4eHbI ¢ moMotnisto CDD (Marchler-
Bauer et al., 2017), a TBtools ucnosns30Baiuch JjIs MEPECTPOMKU KapThl ToMeHa U3 pesyinbraroB CDD
(Chen et al., 2020).

2.13.5. Anaan3 GpyHKUHOHAJIBHBIX CAliTOB M MpeAcKa3aHue MOCTTPAHCIAAIMOHHBIX

MoauduKanmii nepokcuaas

BosmoxHbIe caliThl (OCHOPUITHPOBAHMS], TAKUE KaK OCTATKH CEPUHA, TPEOHWHA M THPO3WHA,
OBLIM TIpeJCKa3aHbl ¢ ToMoIIbio BeO-cepBepa GPS (Xue et al., 2008). IIpenmonaracmpie CalThl
[VIMKO3WJIMPOBAHUS  aHAJIM3UPOBAIM C TOMOINBIO mporpammHoro obecrneuenuss NetNGlyc

(http://www.cbs.dtu.dk/services/NetNGlyc/). CaiiTsl S-najabMUATOUIMPOBAHUS " N-

MHUPHUCTOMIMPOBaHUs aHaau3upoBayu ¢ nmomoinsio GPS-Lipid 1.0 (Xie et al., 2016). [dpyrue caiTsl,
TaKWe KaK AaKTUBHBIC CAaWThl, CAWT CHUTHAJIBHOTO MENTHAAa M KOHCEPBATHBHBIX AMHHOKHCIOTHBIX
OCTaTKOB, TeM-JIUTaH 1, ObLIN MpeAcKa3aHbl ¢ momoibio InterProScan (Mitchell et al., 2019).
2.13.6. AHAJIM3 BTOPUYHON U TPETHYHON CTPYKTYPHI 0e1KOB

BropuuHnas cTpykrypa 06e1KoB epokcuaas Obiia mpeackazaHa ¢ noMomso nporpaMMbel NPSA-
PRABI: https://npsa-prabi.ibcp.fr/cgi-bin/npsa_automat.pl?page=npsa_sopma.htmi (Geourjon,
Deléage, 1995), a Tpetuunas cTpykTypa OenkoB Obuta ompeneneHa ¢ nomombio SWISS-MODEL:
https://swissmodel.expasy.org/ (Waterhouse et al., 2018). IlpoBepka Moxenu Oblja BBIIOJHEHA C
MOMOIIbIO aHaM3a rpaduyeckux pe3yibTatoB Pamauanapana ¢ nomoipto MolProbity (Chen et al.,
2010). CpaBaenue 3D cTpyKTyp MPOBOJUIOCH MyTEM pacdeTa 3HaUCHHU I MPOIEHTHON HICHTUYHOCTH U
CPEIHEKBAIPATUYHOTO OTKJIOHEHHS MOJIeNIel ¢ UCMOIb30BaHueM nporpammHoro ooecnedenuss UCSF
Chimera (Pettersen et al., 2004) nmocie npuMeHeHHs CYNEepHNO3UIMY U aHau3a (paidaoB GaHKa JaHHBIX
OenKoB.

2.13.7. ®ujioreHeTHYECKHIi M CPABHUTEIbHBII aHAIN3BI MOCJIEA0BATEILHOCTH 0€JIKOB
NepoKcuaa3

["oMos0rYHBIE TIOCIEI0BATENIBHOCTH OETKOB MepOKCcHIa3 ObUIN MOTYYEHbI ¢ moMolibio Blastp
Uniprot (https://www.uniprot.org/) u BeipoBHeHBI ¢ momombio ClustalW. dunorenernyeckoe apeBo
66110 mocTpoeHo u moauduipoano B MEGA X (Kumar et al., 2018).

2.14. AHaju3 3KCIpeccuy reHoB
2.14.1. Boinenenue totanbHoii PHK u cunte3 k/IHK npu nomomu OT-IILP
Toranmsuyro PHK D. scoparium Beiaessiiu ¢ momoinsio Habopa RNeasy Plant Mini Kit (Qiagen,

['epmanus), ucnonbs3ys HHCTpyKIuio npousoautens. Konnentpanuio PHK onpenensinu na NanoDrop
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1000 (Thermo Scientific, CIIIA), ee HATUBHOCTh OLICHUBAJIM MIPH pa3esieHuu B 1% arapo3HoM reje npu
nomon anekrpodopesa. s mpoBenenuss obpartHoi Tpanckpuniuu (OT) wcmonb3oBau
peaknnoHHyIo cMech 00beMoM 20 MkJi1. Ha mepBoii craguu 2 Mk totansHoit PHK B mpucyrctBum 1 M
npaiimepoB Oligo(dT)1e (1 MmxM) (Cunroi, Poccust) u 8 mxin MilliQ ¢ 0,01% DEPC nporpeBaiu mnpu
+65° C B Teuenwe S5 wMuH. Ha BrOopod cramum K OTOH cMecH J00aBiIsiM 4 MKI
ne3okcupobonykieoruadpocharos (2 MM), 4 Mk 5-kparHoro RevertAid RT oydepa (pH 8,3, 20 MM
MgCl2) u 1 MmxM (200 exn.) RevertAid RT ooparHoit Tpanckpunra3ssl (Thermo Scientific, CLLIA). OT-
1P npooammy, ucronszys C1000 Touch™ Thermal Cycler (Bio-Rad, CIIIA) ammundukarop npu
caenyromux pexumax: S muH npu +65° C, 60 mun nipu +42° C u 10 mun npu +70° C. B nansHeiimem
B KadecTBe uctouHuka marpuul ans [P B peanpHom Bpemenu (IIL[P-PB) ucnonwp3oBamu 2 Mk
nonyuyeHHout k/J[HK.
2.14.2. Amummpukanus yyactkon k/IHK ¢ nomomsio IIIP-PB

g ammunduxanuu yuactkoB K/ IHK nukpanyma ObLTH CKOHTPYHUPOBAHBI IpaiiMepbl Ha OCHOBE
MOCJIEIOBATEIbHOCTEH, TpeacTaBieHHbIX mnocie uaeHtupukammu POD wu kimonupoBanms APX.
IIpantmepsl KOHCTPYHUPOBAJIU c IIOMOIIBIO OHJIAMH-CcepBepa Roche
(https://lifescience.roche.com/global_en/brands/universal-probe- library.html#assay-design-center) u
nporpamm Vector NTI. Ouenky yposus sxcripeccuu renoB POD u APX D. scoparium ocymiecTBIisiiu ¢
nomonipto [II[P-PB otHocuTenbHO pedepeHcHbix reHoB: 18S  pubocomanbuoit PHK (18S),
rmnepanbaerua-3-pocdaraeruaporesazsl (GAPDH2) u a-tyoynuna (a-TUBL u a-TUB2, tabm. 1,
Onele et al., 2021). Pasmepsl Hapabotanubix ¢parmentoB kIHK nukpanyma COOTBETCTBOBAIH IO
MOJIEKYJISIPHBIM MaccaM, TEOPETHYECKH OXKHJaeMbIM, NPHU MPOBEpKE CIEeUU(UUYHOCTH IpaiiMepoB
nyreM pazzaenenus [ILP-npoaykroB B 1% arapozHom reie.

st npoenenust [1LP-PB ucnonb3oBanu peakiimOHHYIO cMeCh 001IIMM 00beMOM 25 MKIT: 2 MKJI
JHK-marpuisr (0,001 — 10 ur), 0,25 mxn kaxmoro npaiimepa (Thermo Scientific, CIIIA), 2,5 mxi 10-
kpatHoro Tag-Oydepa (pH 8,6), 2,5 mxnx 25 MM MgCl,, 1,5 wmkn cmecu 2,5 MM
ne3okcupudonykieosuarpudocharos u 15,75 mxin MilliQ. ITLIP-PB nposoaunu B rpaguentiom JTHK-
ammmdukatope CFX Connect™ Real-Time System (Bio-Rad) B crnexyromux pexxuMax: 3 MUH TIpH
+95° C, 10 ¢ mpu +94° C (40 uukinoB) u 40 ¢ npu COOTBETCTBYIOLIEH A KaKJOU Mapbl mpaiiMepos
temneparype. IIIIP mnpoayktel onenuBanu mno ¢uyopecueHuuun SYBR  Green, mnpumenss
COOTBETCTBYIOIKE GUIBTPHI JUIsl BO30OYkaeHUs Quyopodopa u ¢ukcupoBanust (GayopecieHIHH,
(abcopOmms ipu A = 497 HM u dmuccus ipu A = 520 HM). ONTUMHU3ANAIO PEAKIIHHA OCYIIECTBIISIIH,
Bapeupys koHneHtpammu MgClz, mpaiiMepoB, TemmepaTypy ¥ BpeMsl OTXKHTa NpaiiMepoB. AHaiu3
OTHOCHUTEJIBHOTO YPOBHSI JKCIPECCHU TEHOB IMPOBOJMIM C TOMOIIBI0 mporpammbel Bio-Rad CFX

Maestro™.

47



Tabmuma 1. Crimcok wmcmonb3oBaHHBIX mnpaiiMepoB (F — mpsmoit mpaiimep, R — oOpaTHbIit

npaiimep)
. , Pa3zmep nponykra, Temm.
IIpantmepsl [MocnenoBarensHOCTD 5' — 3 o
. H. oTxkura, °C
F: CTCCTCGTCCACGTTCAACT
DsPOD1 R: CGAGGTTGTGGAGAGGATGT 166 60
F: TGTGACCAAAGCAGCGATAG
DsPOD2 R: GCCAAGATGTCAGCACAAGA 243 60
F: GGCACTGCAAAAGCATACAA
DsPODE | p. TCCCGGAAGTACTGGTTGTC 169 59
F: TCCATGACTGCTTCGTTGAG
DsPODS R: GGGAGGCCTTGGAAGTTTAG 238 59
F: TGCTCACACCTTGGGAAGAT
DsAPX R: CACCCTCCAACAACACCTTG 110 58
185 F: TGGAGGGCAAGTCTGGTG 75 60
R: TTTAACTGCAACAACTTAAATATACGC
F: TCAGTGGTGGACTTGACTGTG
GAPDH?2 R: CTGCCTTGACGTCCTCGTA 61 59
F: TCTATGATGGCGAAGTGCGACCCC
o-TUBL R: GGGGGCTGGTAGTTGATTCCGCA 182 64
F: TTGTGGACTTGTGCTTGGACCG
«TUBZ I p. AGCCTCTCCAGCAACAGCGAAC 130 59

2.15. CtatucTuyeckasi 00padoTKka JaHHbBIX

Ananu3 GU3NOIOrMUECKUX U OMOXUMHUYECKUX TapaMeTPOB MPOBOAMIICS B 3-9 OMOIOTHYECKUX U
3-5 aHWIMTHYECKUWX  TMpOBOpHOCTsAX. Ha  pucyHkax w B Ta0nuuax  MpeaCTaBICHBI
cpenHeapu(MeTHyecKue 3Ha4Y€HUs M MX CTaHJApTHblE OTKJIOHEHHs. CTaTUCTHYECKYI0 00padoOTKy
pe3ysabTaTOB NMPOBOAMIM ¢ ToMolIbio Tecta ThiokH B mporpamme R, pe3ynbTaTbl CUMTAIN JOCTOBEPHO
sHaunmbiMe ipu P < 0,05 (*), P < 0,01 (**), P < 0,001 (***).

[Ipn aHamm3e HSKCIpecCMM TEHOB BCE pEaKIMM MPOBOAMIM B 3 OHOJOTMYECKMX H 6
AHAJTUTHYECKUX TPOBOPHOCTSX. Pa3nuumsi B SKCHPECCHH TEHOB OIEHHUBAIHM IO HOPMAIM30BAaHHOMN
skcnpeccun (AACQ) B Bio-Rad CFX Maestro™ u cunramu nocrosepusivu npu P < 0,05 (*), P < 0,01
(**), P < 0,001 (***) mo ANOVA wu Shapiro-Wilk Normality Test. BepTukanbHbie CTOJIOHKH

MOKAa3bIBAIOT CTAHIAPTHBIC OMKOKK cpenHero (N = 6).
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3. PE3VJIBTATBI U UX OBCYXJIEHUE
3.1. O6pazoBanune A®K B D. scoparium

YHUBEpCabHON CTPECCOBOM PEAKITNEH )KUBBIX OPraHU3MOB SIBIISICTCS TIOBBIIIICHUE 00pa30BaHUs
A®K. B kieTkax NMOCTOSHHO IMOJyIEp)KUBaeTcs OalaHc Mexay oOpazoBanweMm u ynaieHuem ADK.
W3BectHO, 4YTO JyuTenbHOE moOBbIIeHHEe YpoBHA A®MK MokeT HHIynMpoBaTh B KJIETKax
okuciuTenbHbI cTpece (Sharma et al., 2012; Das, Roychoudhury, 2014). Hamu oGHapyxeHO, 4TO
noberu D. scoparium moryr obpa3oBath BHekierounblii ‘OH (puc. 9A, B). Yposens ‘OH mocie
rUApaTaliii CyXxoro Mxa OblUT TOYTH B JABa pasa Bbime (puc. 9b), yemM B mpeaBapUTENBHO
TUAPATUPOBAHHBIX MOOErax 3a Te K€ MPOMEXYTKH BpeMeHU MHKyOauuu ¢ akuentopom (puc. 9A).
ObpazoBanue ‘OH MoxkeT mnpoucxoauth Kak HepepMeHTaTHUBHO B peakiun DeHToOHa, TaKk u
bepMeHTaTHBHO ¢ MOMOIIbIO penokc-hepmentoB (Gechev et al., 2006; Hasanuzzaman et al., 2020). B
yacTHOCTH, peakiusi DeHTOHAa B Cpele, CoJepKaliei HOHBbl Kene3a, crumynupyercs H20;,
oOpa3yromieiicas B pe3yibTaTe OKUCIMTEIHLHOTO B3pbIBA, MPOUCXOSIIETO MOCie 00e3BOKHBAHUS U

MOCJIEIYIOLIEN THIpaTaLUH.
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Puc. 9. Bueknerounoe o6pazoBanue ‘OH. A — oOpa3oBanue ‘OH B npeBapuTeIbHO THAPATUPOBAHHBIX
(24 4) moberax D. scoparium, B — o6pa3zoBanue ‘OH mpu rumparanuu Cyxoro mxa. 37ech U Jajee
nocroBepHo mipu P < 0,05 (*), P <0,01 (**), P <0,001 (***).

JleficTBUTENTFHO, OOHAPYKEHO, YTO TOCIIe THApaTaluu cyxux mobderos D. scoparium B reuenue
1 4 mpoucxoauyio 3HAYUTENIbHOE yBeanuuBaso coaepkanue H2O2 Bo Mxe, mpu 3TOM JanbHeiInee
00€3BO’KMBaHUE MPHUBOAMIO K TIOCTETICHHOMY CHWKEHHWIO coziepykanusi H,Oz B cpaBHEHHH ¢ CyXuM

MXOM K 72 1 Bo3neiictBus (puc. 10). PeruapaTanus mMxa nociie 72 4 00€3B0KHUBaHHS TAKKE TPUBOJIAIIA
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K yBenuueHuto cogepxkanud H2O2 (mpumepHo B 2 pa3a B CpaBHEHUU C KOHTPOJIBHBIM BAPHAHTOM (pHC.
10)). Beuto nmoka3zano, uto y mxa Atrichum androgynum nociie 00e3B0KMBaHuUsI BO BpeMsl perupaTalum
NPOMCXOIWII OKHCIUTENbHBIH B3pbIB (Mayaba et al.,, 2002). ABTOpHl NpeaNoNararoT, 4YTO
BBICBOOOXK1aeMasl pacTeHUsIMH BO BpeMs peruaparauuu HoO2 Ha camoM Jienie mpou3BOIUTCS BO BpeMst

00e3BOKMBaHUS M HaKaIuinBaeTcs B anoruiacte (Mayaba et al., 2002).
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Puc. 10. Comepxanue H202 B D.scoparium mpu 00e3BOKMBAaHMM HaJ CHJIMKAreieM W IOCie
perunparauuu. YepHbIl CTONOMK — CyxoM MOX, CTOJIOMK C To4ykaMdM — 1 4 Tuaparauuu 10
00e3BOXKHBaHUs, Oelible CTOIOMKN — 00€3BOXKHBAaHUE, 3aAITPUXOBAHHbIE CTOJIOUKN — peruapaTanusl.

B HacTosiiee Bpemsi M3BECTHO, YTO TEPOKCHIA3bl BBICIIMX COCYIUCTBIX PACTEHUH MOTYT
NPOSBIATh NMPOOKCUIAHTHYIO (YHKIMIO M KaraimusupoBaTh oOpaszoBbiBaHue A®PK (Richards et al.,
2015). OgHako KaTaJUTUYECKUH MyTbh, 110 KOTOpPOMY (DYHKIIMOHUpPYET MepoKcHuiasa (JerpajaupoBaTh
H20: nnu oopazoebiBath ADK), 3aBucHT OT ycinoBuil okpyxkenust pepmenta (Passardi et al., 2004a).

Psinom aBTOpOB OBLIO OTMEUEHO, YTO y COCYAHMCTBIX PACTEHH, B 3aBHCHMOCTH OT BHJA
pacrenwusi, Q2" B aroruiacte oopasyercs 3a cuet padborsl NAD(P)H-okcuaas w/wmu nepoxcuaas (Bolwell
et al., 2002; Torres, Dangl, 2005). Ananu3 Boccranosienus XTT mokasan, uro D. scoparium moxer
obpazoBath O B mpucyrctBun NADH (puc. 11). Jlo6aBnerne SOD noutu Ha 50% MHruOMpoBaio
CTETEeHb BOCCTAHOBIIEHUS, UTO yKa3bIBaeT Ha TO, YTO HEKOTOpoe BoccTaHoBieHue XTT mpoucxoanino
3a CYeT JAPYTuX paJuKaioB. 3HAYUTEIbHOE HHTHOMpoBaHue BoccTaHoBieHUs X TT ¢ momomsio SOD B

(dbepMeHTaTUBHOI BBITSKKE MXa MOATBepkaaeT oopazoBanue Oz (puc. 11). Panee O6bu10 okaszaHo, 4yTo
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B (pepMCHTATHBHOW BBITSDKKE aHTOIlepoca (Anthoceros natalensis) mpoucxomuino obpaszoBanme XTT
dopmazana, U naHHas peakius Obuta uyyBcTBHTeabHa K SOD (Chasov et al., 2015). Kpome Toro,
oOHapyKeHO, 4To rnedeHounruk Dumortiera hirsute criocOen k sxcTpakierouHoMy oopaszoBanuo Oz ¢

BBICOKOM CKOPOCTBIO Jaxke B 0TCyTcTBHE cTpecca (Beckett et al., 2004).
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Puc. 11. A — Buyrpukierounoe oopazoBanue O2" Bo mxe D. scoparium B npucyrcteuu 0,1 MM NADH
B KayecTBe BoccraHoBUTeNsd. OOpa3zoBanue Oz neTeKTHpoBaiochk ¢ nomousio XTT B NpUCyTCTBUU
wim B orcyrcTBue 250 en/mur SOD B HaTpumii-utparHom Oydepe, pH 7,8.

IIpu crtpecce B kieTkax OpHO(UTOB Tak e, KaKk W y OOJIIIMHCTBA PACTCHUH, MOXKET
npoucxonuTh moBsineHne yposus ADK (Minibayeva, Beckett, 2001). OcHOBHBIMH HCTOYHHKAMHU
ADK, 00pa3yronuxcsi BO BpeMs OKHCIHUTEIBHOTO B3pbIBA B PACTUTENIBHBIX KIIETKAX, BEPOSTHO,
SIBIISTIOTCSI (DEPMEHTBI, JIOKAJTM30BaHHBIC HAa BHEIITHEW MTOBEPXHOCTH PACTUTEIBHBIX KJIETOK, B YACTHOCTH
NAD(P)H-okcuaasbl win apyrue OKCHaas3hl W/WIK Mepokcuaasbl kierouHoi crenku (Bolwell et al.,
2002; Gechev et al., 2006; Becenoa u ap., 2018). [Tpu uzyueHun 3KcTpaKieTrouHoro oopazosanust Oz
y psiZia MOXO0Opa3HBIX U JIMIIAHHUKOB OBLII0 0OHApY)eHO, 9T0 poayKius O™ CHIIbHO pa3IudaeTcs y
pa3HBIX BHUJOB M YacTO CBs3aHA CO CIIOCOOHOCTBHIO BHAA MepeHoCUTh obe3BoxuBanue (Minibayeva,
Beckett, 2001). B to Bpems, kak npoaykius ADK sBisieTcst 4acThio 00IIEH peakiuu OpraHu3MOB Ha
CTPECCHI, TaKHUE KaKk 00€3BOKMBAHUE WM PETHIPATAIIHSI, MXH, TO-BUIUMOMY, IIPOU3BOIAT TOCTATOYHO
A®K u mna 3amuts! ot nmaroreros (Lehtonen et al., 2009, 2012).

3.2. AkTHBHOCTB penokc-pepmenToB D. scoparium

OmHUM W3 KIIOYEBBIX KOMIIOHCHTOB CTPECCOBOM YCTOMUMBOCTH PACTCHHM  SIBIISCTCS

CHOCOOHOCTH TIOJICPIKUBATh PEIOKC-CTATYC KIIETKU U KOHTPOJIHPOoBaTh ypoBeHb ADK, B ToM umcie ¢

IIOMOIIBIO aHTHOKCHIAHTHBIX q)epMeHTOB. AKTHUBHOCTD peHOKC-(i)epMeHTOB B KJICTKaX 3aBUCHT OT
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KOMIUIEMEHTAPHBIX W/WIA KOHKYPEHTHBIX B3aMMOOTHOLICHHWH, B TOM YHCIE M C JAPYTHMH PEIOKC-
depmentamu. KoHKypupoBaTh ¢ TEPOKCHAA30M 3a CyOCTpaT MOTYT Takue (HEepMEHTHI, Kak
denonokcuaasa, KoTopas, Kak u epoKCHIa3a, OKUCIAET (EeHOIbHbBIE COSIMHEHHS, M KaTaja3a, KoTopasi,
KakK U nepokcuaasa, ammuHupyeT H2O2. Bpilo moka3aHo, 4TO aKTMBHOCTH MEPOKCHIA3bl ObUIa Ha 2
MOpsI/IKa BBINIE aKTUBHOCTH KaTaixas3bl MU Ha 3 TIOPSIJIKA BBIIIC aKTUBHOCTH (heHOJOKCcHa3bl. (Tab. 2).
AHAJIOTUYHO, BBICOKAs MEPOKCHAA3HAsA aKTHMBHOCTb B CPABHEHUHU C JIPYTHMMHU peAoKC-(hepMeHTaMu
HaOJroMamack npu mccnenoBanu anrtouepoca A. natalensis (Chasov et al., 2015). BepositHo, 4to
BBICOKash aKTHBHOCThH Mepokcuaassl D. scoparium cesizaHa ¢ OOJbIIoN (YHKIIMOHAIBHOW POJIBIO,

KOTOPYIO OHA BBIINIOJIHACT B JAHHOM MXC€.

Tabnuna 2. AKTUBHOCTh OKHCIUTEIILHO-BOCCTAaHOBUTENILHBIX (hepmenToB B D. scoparium

DepMeHTEI CyOcTpathl HKAT I'* cyXoil Macchl
Ilepokcunaza O-IMaHU3UINH 9846 + 876
Karanaza H20: 94 + 18
denoi okcumasa O-IMaHU3UINH 2+0
bbul mpoBeneH KUHETHMUYECKUH aHainu3 oOmed akTtuBHOCTH nepokcuaasesl |l xmacca u

0o0OHapy)XeHO, YTO Mepokcumasza D. scoparium OKuCIsSeT Kak HPUPOIHBIC, TaK U CHHTCTUYECKHUEC
cyoctpatel (tabn. 3). CponctBo mepokcunasbl k cyocrparam (Km) yBeaMUMBaIoOCh B CIEAYIOIIEM
nopsiike: P-KymapoBas kuciota < kodeilHas kuciaora < o-amaHmsuamH < ABTS, Ttorma xak
MaKCHMaJbHasi CKOPOCTh PEaKIny MOBbImanachk B psaay: ABTS < p-kymapoBas kucnora < xoderHas

KHCJIOTa < o-AHaHu3HIuH. (Ta0i. 3).

Tabmuna 3. Koncranta Muxasnuca (Km) u MakcuManbHast cKOpOCTh (Vmax) OKHCIEHUS Pa3TUYHBIX

cyoctpatoB nepokcuazamu D. scoparium

CyOcTpaThl Km (MxM) Vmax (MKM mua ")
ABTS 99 0.1
0-/Imanu3uanH 246 877.2
p-Kymaposas kuciora 643 2.7

Kodoeiinas kucnora 365 552.5

Dicranum scoparium u apyrue mxu, Hampumep, Polytrichum, Sphagnum, H. splendens wu
P. Schreberi, sBustoTcs BakHBIME KOMIIOHEHTaMH OOpEabHOM JIECHOM JKOCHCTEMBI. DTH MXH
cocraBisitoT  30-95% cpenHero mokpoBa OOpeanbHOTO Jieca M JAlOT YHUCTYIO TEPBUYHYIO

npoaykTuBHOCTH OT 200 10 > 400 kr/ra ros, a ux obmras 6uomacca cocrassieT ot 0,1 1o 2,0 Mi/ra kax
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xuBoi Mox 1 2,0 — 4,0 Mu/ra kak meptBbIid Mox (Vogel, Gower, 1998; Turetsky, 2003). Kpome Toro,
accolMaIMy MOX - IMaHOOAKTEPUH JIUCTOCTEOCTBHBIX MXOB SIBIISIFOTCS TIABHBIMU (DUKCATOpPaMH a30Ta
B OopeanbHbIx cuctemax (Rousk et al., 2013), xots D. scoparium, mo-BuauMomMy, 0ObIYHO He 00J1a1aeT
stuM cuMmbuonToM (Bay et al., 2013). B nurepaType OTCYTCTBYIOT CBEACHHS O KaKHX-JTHOO
CHCTEMATHYECKUX TOMBITKAX W3YYEHHsS] aKTUBHOCTH IEPOKCHIA3 B OOpEalbHBIX MXaX, IO3TOMY B
MEPBOHAYANILHBIX ~ JKCIICPUMEHTaX Mbl HM3MEPHUIU aKTHBHOCTh B  HECKOJBKUX, COBMECTHO

IPOU3PACTAIONINX MXaX.

12 -

10 -

\t

AKTVBHOCTb MepoKcMaasbl, MKaT/r Cyxoi
macchl
()]
1

NN

N

Dicranum Hylocomium Pleurozium
scoparium splendens schreberi

Puc. 12. AKTUBHOCTH MEPOKCHU/Ia3bI B PA3IMYHBIX BUAAX MXOB.

B Hameit pabote Obutn mccnenoBanbl JecHbie Mmxu H. splendens, D. scoparium, P. schreberti,
npouspacratrompe Ha Tepputopun PecnyOnmuku Tarapcran. Hamum mnokasaHo, 4TO HauBbICIIas
aKTHBHOCTh TepOoKcHaa3bl Habmoaanack y D. scoparium (puc. 12). JlaHHasi akTHBHOCTH ObLa BBIIIE
aKTHMBHOCTH Tepokcuaa3sl MxoB H. splendens u Gosee dem B 2 pa3a mpeBOCXO/AMIA aKTHBHOCTb
nepokcuaasel P. schreberi (puc. 12). Bo Bcex Bumax Habm0ma10Ch 00Ib110€ pa3zHooOpasue n3ohopm
HepoKcHIa3bl (TaHHbIC HE MPEACTABIICHBI). DTO COTIACYeTCs C JaHHBIMU aHaJIHM3a MOCIIeI0BATEIbHOCTH
reHoMa MoJIeNIbHOro Mxa P. patens, B KOTOpOM BBISBICHO 45 mpennojaraéMbiX I'€éHOB MEPOKCH]IA3bI
knacca III (Lehtonen et al., 2009). B npeaBaputeabHOM UCCIEIOBAHUNA HAMH OBLJIO OOHAPYKEHO, YTO
MEPOKCHIa3a TUKPAHyMa COXPaHSIET CBOIO aKTUBHOCTH ITPH XPAHEHUH B TEUEHHE JITTUTEIIHHOTO BPEMEHU
(1aHHBIC HE TIPE/ICTABIICHBI).

Kak yxe ormeueHo Bo BBeneHuu, OpHOQUTHI SBISIOTCS NMEPCHEKTUBHBIMU MOJEISAMHU IS
U3y4eHHs] MEXaHU3MOB CTPECCOBOM YCTOMUMBOCTH pAacTeHUH, IOCKOJBbKY OO0NagaroT 0coOoi

YCTOWUYMBOCTBIO K JENCTBUIO TAKUX CTPECCOPOB, KaK BBICOKHE U HU3KHE TEMIIEPATYpHl U
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ob6e3BoxuBanue (Norr, 1974; Wood, 2007; Rensing et al.,, 2008). Kpome Toro, remsl MxXOB
BBICOKOTOMOJIOTHYHBI T€HAM COCYAMCTBIX pacTeHuid. Hampumep, moutn 66% reHOB y rameTo(uToB
P. patens u3 6a3 nanubix EST, uaeHTHOUIIMPOBAHHBIX TIPU aHATHN3E YKCIPECCUU T€HOB, TOMOJIOTUYHBI
renam Arabidopsis (Alam et al., 2012). Anamu3 renoma mxa P. patens mokasan, 4ro oH oOiagaer
OOJBIIMMHU MYJIBTUTCHHBIMU CEMEHCTBAMH, BOBJIEYEHHBIMH B CTPECCOBYIO YCTOHYHMBOCTH. OTHU
CeMelCTBa 'eHOB, BEPOSITHO, IEPBOHAYAIBHO CITIOCOOCTBOBAIIN SBOJIFOLIMOHHOMY Iepexory Opuoduros
Ha 3eMJTI0, a 3aTeM MPHOOpEeTeHnI0 cTpeccoBoi ycToitunBocTH (Rensing et al., 2008). B cBs3u ¢ aTum
HEYJUBUTEIBHO, YTO OKHCIUTEIbHO-BOCCTAHOBUTENbHBIE (PEPMEHTBI, TAKUE KaK TEPOKCHIA3bI, XOPOILIO
MIPE/ICTABJICHBI B TeHOME OPHO(HUTOB.
3.2.1. AKTHBHOCTbH MEPOKCH/IA3 B IINKJIe 00e3BO:KUBaHue/peruaparamus B D. scoparium

MoxHo monarats, 4ro kiacc III mepokcumaszbl UrparT BaXHYIO poib B (HOpMUpOBaHHH
YCTOWYMBOCTH K 00e3BOXHMBaHUIO Mxa D.scoparium. J[jist MOATBEP)KICHUS 3TOTO MPEIIIONI0KEHHS
HaMU OBLIM MPOBEJCHBI SKCIEPUMEHTHI 110 aHAIM3y aKTUBHOCTU MEPOKCHAA3bl MPU 00€3BOKUBAHUN
noberos D. scoparium B akcukarope Haja pactBopoM 35% CaCly, u cuiimkareiaeMm B TCUCHHE HEACTH U
72 4, COOTBETCTBEHHO.

O6napy»keHo, 4To npu o6e3BoxuBaHuM Haj pactBopoM 35% CaCl, ypoBeHb OTHOCHTEIHLHOTO
coaepskanus Bojpl (OCB) B mobere D. scoparium mocteneHHo CHUXajCs U gocturai 25% mocie 168 1
(puc. 13). Ilocne ruaparanuu cyxoro oopasma (10 MuH) B TeueHHE CYTOK MEPOKCHIAa3Hast aKTHBHOCTD
JIOCTOBEPHO HE M3MEHsJIach U ObLIA CX0XKa ¢ TOM, KOTopast HabIroAanack 10 OBICTPO peruapaTaniy B
cyxom oOpasue (puc. 13). Bpuio oOHapykeHO, YTO AKTUBHOCTh MNEPOKCHAA3bl MPH MEIJICHHOM
obe3BoxuBanuu D. scoparium, yBenuduBanach B 1,5 pasa, koraa conepkanue Bobl agano ke 80%,
YTO COOTBETCTBOBAJIO 48 4 00€3BOKMBAHMS B HCCIeyeMbIX ycinoBusx (puc. 13). K koniy Henenu Ha 6-
7 cytku obe3BoxkuBanus, korna OCB manano 1o 40-25%, akTUBHOCTH MEPOKCHIA3BI YBEITHUYUBAIACH
MOUTH B 2 pa3a B CPaBHEHHUU C TaKoBOW B cyxoMm oOpasiie (puc. 13). [Ipu nanpHeiimeil peruaparauuu
MXa aKTUBHOCTB MIEPOKCHA3bl CHaYala JOCTOBEPHO CHIKanach (1 4 MHKyOaInu B TUCTHILTUPOBAHHON
BOJIE), a 3aTeéM JOCTOBEPHO NOBbIIIANACh (2 Y WHKyOalMM), JOCTHras CBOEr0 MaKCUMyMa,
Ha0JII0JaeMOTr0 B JAaHHOM dKcriepuMenTe (puc. 13).

beuto mokazaHo, YTO THIpaTalus CyXOro MxXa NPHUBOJWIA K TMOBBIIIEHUIO AKTUBHOCTH
MEePOKCUA3bl, MpU JalbHEWIeM ObICTPOM O0E€3BOXKHBAaHUM HaJa CUJIMKareneM B TedeHue 24 4
aKTHBHOCTH (pepMeHTa He u3MeHsachk (puc. 14). OCB cocraBnsiio mpu 3toM 67% (puc. 14, Bpeska).
Hanpaeitmee nageaue OCB 10 6% yepe3 72 4 00€3BOKHUBaHMS MPUBOAWIO K CHIDKCHUIO aKTUBHOCTH
MEPOKCHUIA3bl B CpPaBHEHUHM C ypoBHeM, HabmogaemMoMm B cyxom Mmxe (puc. 14). Ilpu OwicTpoit
peruaparanuu moberoB Mxa B TedeHue 30 MUH TMEpOKCHAA3HAs aKTHUBHOCTh YBEIMUYWBAIAch IO
MaKCHMaJbHOTO YpPOBHS, HaOJII0OIaéMOT0 B 3TOM JKCIEPUMEHTE, a KO BTOPOMY Hacy peruapanuu

HECKOJIbKO CHIKajach (puc. 14).
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Oo6napy»xeHo, 4To npu o6e3BoxuBaHuM Haj pacTBopoM 35% CaCl, ypoBeHb OTHOCHTEIHLHOTO
conepxanus Bojsl (OCB) B mobere D. scoparium mocreneHHo cHuKaiics u gocturai 25% mocie 168 u
(puc. 13). Ilocne ruaparanuu cyxoro oopasma (10 MuH) B TeueHHE CYTOK MEPOKCUIAa3Hast aKTUBHOCTD
JIOCTOBEPHO HE U3MEHsJIach U Oblila CX0Xka C TOM, KOoTopasi Habtojanack 10 ObICTPON peruaparaluu B
cyxoMm obpasue (puc. 13). Bpuio oOHapykeHO, YTO AKTUBHOCTh MEPOKCUAA3bl IMPH MEIJICHHOM
obe3BoxkuBanuu D. scoparium, yeennuuBaiach B 1,5 pasa, kora cojgep:kaHue Bo bl maaano Hroke 80%,
9TO COOTBETCTBOBAJIO 48 4 00€3BOKUBAHUS B HCCIIeNyeMbIX yelIoBusX (puc. 13). K koHIy Hexenu Ha 6-
7 cytku obe3BokuBanus, korna OCB manano no 40-25%, akTUBHOCTD MEPOKCHIA3bl YBEITMYUBAIACH
MOYTH B 2 pa3za B CpaBHEHUH C CyxuM oOpasznom (puc. 13). Ilpu manmpHeimied peruapaTalia mMxa
aKTUBHOCTb IEPOKCHAA3bl CHayajla JOCTOBEPHO CHIDKajach (1 4 MHKyOanuu B JUCTHILIMPOBAHHOM
BOJIC), a 3aTeM JOCTOBEPHO TOBBIIIANACh (2 Y WHKYyOaluu), OCTHrasi CBOETO MaKCHMYMa,

HaOJIF0JaeMOTr0 B JAHHOM dKcrepuMeHTe (puc. 13).
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Puc. 13. IlepokcuaazHas akTUBHOCTB B mobOerax mxa D. scoparium mpu MeIjIeHHOM 00e3BOKHBAaHHU
Hax pactBopoM 35% CaCl, u otHocuTenbHOE comepkanue Bojabl (OCB, Bpe3ka). UepHbIil CTONOHK —
CyXOol MOX (KOHTPOJBHBIM BapHWaHT), CTOJIOMK C TOYKamMu — 1/6 4 rumpataruu 10 00e3BOKHBAHUS,
Oenmble CTONOMKM — O0E3BOKMBAHME, 3alITPUXOBAHHBIE CTOJOWKH — peruapaTamusi I[ocie
00€3BOKUBAHUS.

Beuto TOKa3aHO, YTO THIpATamus CyXOro MXa NPHUBOJWIA K TOBBIIICHUIO AKTHBHOCTH
MIEPOKCH/IA3bI, MPHU JaIbHEHUIIeM OBICTPOM OO0C3BOKMBAHUHM HAJ CUJIMKArejleM B TedeHHe 24 U
aKTUBHOCTH (pepMeHTa He m3MeHsmach (puc. 14). OCB coctaBmsiio npu atom 67% (puc. 14, Bpeska).

Hanbneiimee nagenrne OCB 1o 6% yepe3 72 4 06€3BOXKHUBAHUS PUBOJMIO K CHU)KEHUIO aKTHBHOCTH
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MEePOKCUIa3bl B CPaBHEHUW C YpPOBHEM, HabmtomaeMoM B cyxoM Mmxe (puc. 14). Ilpm ObicTpoit
peruaparanuun HO6€FOB mxa B Teuenue 30 muH MNEpoKCuaasHasd aKTUBHOCTb YBCJIMYHUBAJIAChL 0
MaKCHMaJIbHOTO YpPOBHS, HAOJFOJaeMOTO B ITOM JKCIEPHMEHTE, a KO BTOPOMY Yacy peruipanuu

HECKOJIBKO CHIKaach (puc. 14).
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Puc. 14. Tlepokcuia3Has akTUBHOCTB B moberax mxa D. scoparium mpu ObicTpoM 00€3BOKHBAHUU HAJT
CHJIMKArejaeM M Ipu peruaparauuu. YepHslid CTOIOMK — CyXOi MOX (KOHTPOJIbHBIN BapuUaHT), CTOJIOUK
C TOYKaMH — | 4 ruipaTanuu 10 00e3BOKUBaHMsI, Oelble CTOJIONKH — 00€3B0KMBaHNUE, 3aIITPUXOBAHHBIE
CTONOMKY — peruapaTaius nocie ooe3Boxkupanusa. OCB (Bpeska).

CunraeTcst, 4TO MOJ/Iep)KaHUE BBICOKOTO YPOBHS WJIM YBEIMYEHHE aKTHBHOCTH TEPOKCHIA3bI
IIPY BOJJHOM CTpecce BaXKHO JUIA penoTBparieHus HakorieHuss ADK 1 OKUCTUTEThHOTO TOBPEXKICHUS
(Wang et al.,, 2003). Pe3ynbraTsl HacCTOAIIETO HCCIEIOBAHUS IIOKA3bIBAIOT, YTO AaKTHUBHOCTb
NEPOKCHIa3bl MOKET 3HAUYMTENBbHO BO3paCTaTh, €CIM MXH O00€3BOXKMBAIOTCS B HKOJOTHUECKU
peanucTHuHbIX yenoBusx. OOHapyKHBaeMOe HaMH CHIDKCHHE akKTUBHOCTH Mepokcuaassl D. scoparium
npu | 9 peruaparamuy mocie MeIICHHOTO 00e3BOKUBAHMSI, BEPOSITHO, O0OYCIOBIECHO TTOBPEKICHUEM
NepoKcHia3 u3-3a u30biTka obpazoBanus ADK, KOTOpeI MPOUCXOAUT MPH MOBTOPHOW THApATALUU
TKaHel, ycToiunBbIX K 00e3BokuBanuto (Mayaba et al., 2002; Oliver et al., 2004; Cruz de Carvalho et
al., 2012). Oxnako, aKTHBHOCTh TEPOKCH/Ia3bl OBICTPO BOCCTaHABIMBAIACh — YK€ depe3 2 U IMocie
perunpatanuu (puc. 13), uro cormacyercs ¢ padotoit (Oliver et al.,, 2004), B xoTopoii MoKa3aHO
YBEIMYCHUE COJEPKAaHUS TPAHCKPUNTOB TEHOB TMEPOKCHA3, YYAaCTBYIOIIMX B 3allUTe OT

OKHCJIIUTCIIBHOI'O CTpECCa MMpU peruaparaiuu Mxa, YCTOﬁqHBOFO K 00€3BOKUBaHUIO. TakuM O6p330M,

56



YBEJIMYEHUE AKTHUBHOCTU (EPMEHTOB NpU 00E3BOKMBAHUU M OBICTPOE UX BOCCTAHOBJIEHHE IOCIIE
peruapaTanyy MO3BOJISIOT MPEIMOI0KUTh, YTO MEPOKCHIa3bl UTPAIOT BAXKHYIO POJIb B YCTOWYUBOCTH K
00€3BOKMBAaHUIO MXOB, BO3MOXKHO, 32 CUET CHIKEHUS CTpecCuHAyIupyeMbix ADK.

W3BecTHO, YTO B OOJIBIIMHCTBE PACTUTENbHBIX TKAaHEH IPUCYTCTBYIOT KaK KOHCTUTYTHBHbIE, TaK
U CTpPECC-UHIYLIUPYEeMbIE TEpPOKCHAa3bl. AKTUBHOCTb IEPOKCHIIA3 MOKET OBbITh YBEIHYEHA
pa3IMYHBIMH CTUMYJIAMH, MHOTHE W3 KOTOPBIX CBS3aHBI C 3alIUTHBIM OTBETOM Ha JCWCTBUU
OMOTHYECKUX U aOMOTHUYECKUX CTpeccoBbix (aktopoB (Grenier, Asselin, 1990; Pan et al., 1991,
Lagrimini et al., 1997). O6mas aktuBHOCTH mepokcuaassl B D.scoparium B kouTposie OblLia
KOHCTUTYTUBHO BBICOKOH. YPOBEHb €€ aKTUBHOCTH MOT COXPaHSIThCS HEU3MEHHBIM Kak Ipu
MEIJIEHHOM, TaK M IpuU ObICTpOM 00€3BOKMBaHMM. K KOHIly Kak MEUIEHHOIO, TaKk U OBICTpPOro
00€3BOKMBaHUsSI AKTUBHOCTh TEPOKCHIA3bl MOTJIA TMOBBIIIATHCS WM BOCCTAHABIMBATHCSA IOCIE
peruapatanuu (puc. 13 u 14). Takum obpaszom, D. scoparium o6magaeT BHICOKOH KOHCTHTYTHBHOM
AKTUBHOCTBIO TEPOKCHUIA3bl C pa3Iu4HbIMU H3odopmamu (puc. 13), koTopas MOXKeT OBITH JIHIIb
HE3HAYMTENIFHO yBEJIMUYEHA IIPH CTPECCe, B TOM YHCIe pu 00e3BoKUBaHUM. VccrenoBaHus mocieTHIX
JNECATHIICTAH 3HAYUTENHHO PACHIMPWIA HAllM 3HAHUS O KOHCTUTYTUBHOM W WHIyIIUPOBAHHOU
YCTOHYMBOCTU K JICUCTBUIO CTPECCOBBIX (pakTOpoB. CUUTAETCS, YTO MHIAYIUPOBAHHAS YCTOWYMBOCTD
MOXET 3aIlyCKaThCsl TOJBKO B OTBET Ha MEPBOE CHIIbHOE BO3jeicTBHE cTpeccoBoro dakropa (Dietrich
etal., 2004). CriocoOHOCTh MXOB IIPOTUBOCTOSITH JACHCTBUIO CTPECCOPOB U BOCCTAHABIMBATHCS K HOPME
rociie ObICTPOI TTOTEPH BOJIBI /10 BEJTMYMHEI BOAHOTO rnoTeHuana mwke -500 MPa B reuenne 30 munyT,
YVKa3blBaeT Ha TO, YTO OHHM HMMEIOT KOHCTUTYTHBHBIA MEXaHHM3M KJIETOYHOM 3aIlMUThI, KOTOPBII
aKTUBHPYETCS BO BpeMsi 00€3BOKMBaHUA. DPHEKTUBHOCTh ITON KOHCTUTYTUBHOM KIETOYHOMN 3alTUTHI
ObLIa JOKa3aHaHa 1. ru ral iS, TaK OpPraHeJIbl TOr0 MXa B CyXOM COCTOSTHUH OCTAJIMCh HEN3MCHCHHBIMU,
TUIa3MaTuvecKas MeMOpaHa Tak)Ke COXPaHsia CBOK0 HOPMAJIbHYIO IBYXCIoHYt0 opranu3anuto (Oliver,
Goffinet, 2008). YcraHoBiaeHO, YTO TOTEPS] BOABI B OYEHb CYXO# arMocdepe MPOUCXOTUT CIUIIKOM
OBICTPO, W, BO3MOXKHO, MOAXTOMY pAacTEHHUs HE YCIEBalOT HHAYIMPOBATh U 3aMyCKaTh MPOIECCHI
KJIETOYHOM 3amuThl. J{7Is1 coXpaHeHUs EeJTOCTHOCTH OpraHn3Ma TpeOyeTcs He TOJBKO MEPeKITI0YeHNe
METaOOIMUECKUX TYTSH JJIs CO3/MaHUs 3alUTHBIX KOMIIOHEHTOB, HO W WHAYKIHS TPAHCKPHIIIAUA U
CHUHTE3a HOBBIX OENKOB, KOTOpbIE HEOOXOIWMBI i ycToWunmBOCTH. Ha Bce 3TO HE0O0X0auMMO
3HAYUTEILHOE KOIMYECTBO BpeMeHH. J[okazaHo, 4uro cuHTe3 Ocnmka B T.ruralis m apyrux mxax,
0COOEHHO B MPOIIECCe MHUIMAITUH TPAHCIIAINN OSIKOB, UpEe3BBIYaiHO YYBCTBUTEIICH K TIOTEPE BOJIBI M3
ITUTOIIJIa3MbI, TTO3TOMY TP BO3HHUKHOBCHHWH TaKOW CHUTYyallMH MPEKpamiacTcs CUHTE3 OEIKOB, B TOM
qrcie U OEITKOB, HEOOXOIUMBIX JIJIS KiIeTouHOM ycToruuBocTr (Bewley, Krochko, 1982). Kpome Toro,
Jake TIPU MEJVICHHOM 00€3BOKUBAaHUH (B Te€UeHUE 6 U) HOBBIE TPAHCKPUIITHI HE IPUHUMAIOT y4acTHE B
MEXaHWYECKUX MPOIEcCcCax CHHTE3a OCIKOB, U TIOITOMY YCTOMUHNBOCTh K 00€3BOKMBAHUIO y OpHODHUTOB,

o KpaiiHei mepe, B Mxax T. ruralis ue TpeOyeT cuHTe3a HOBBIX O€KOB B (paze ooe3BokuBanws (Oliver,
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Goffinet, 2008). /Ipyrumu aBTOpamMu OBLIO IMOKA3aHO, YTO B IHKJIC 00€3BOKMBAHUE/PETHIPATAIMS HE
MPOUCXOMIIO HW3MEHEHHUE YPOBHS TPAHCKPHUIITOB T€HOB TEPOKCHAA3 MXOB, YCTOWYUBBIX K
obe3BoxuBanuio (Gao etal., 2015, 2017). Ha ocHOBaHUH MOJTy4SHHBIX PE3yIbTaTOB MOYKHO 3aKJIFOUHTh,
4yTO OEJIKM WK (DEPMEHTHI, YYaCTBYIOLIUE B CO3/IaHUU 3alIUTHBIX KOMIIOHEHTOB, YK€ PUCYTCTBYIOT B
KJIETKaX B JOCTATOYHBIX KOJIMYECTBAaX, YTOOBI TOOUTHCS YCTOMUMBOCTH K 00e3BOKMBaHUIO. HyxHO
YUUTHIBATh, YTO ATOT MEXAHU3M OTJIMYACTCSI OT CTPATETUN BET€TAaTUBHOW YCTOMYMBOCTH, KOTJa TaKUE
Oenku cuHTE3UpYyrOTCs de NoVOo pu obe3BoxuBanuu (Bartels, Sunkar, 2005).

3.2.2. Jlokaau3auus nepokcuaasol kiacca Il Bo ¢ppaxuuu mxa D. scoparium u Bo3MoKHasi PoJib

nepokcuaa3bl B oopazoBanumn O™

Knacc Il mepokcmmassl TpencTaBISIFOT COOOW TIIMKOMPOTEHHBI, KOTOpBIE cojaep:kaT N-
CBSI3aHHBIC OJIMTOCAXapHIHBIC LEMU W PACIOJIOKEHBI B ITUTO30JI€, BAaKyOJH, KJICTOYHOH CTEHKE W
BHekseTouHOM mpoctpaHcTBe (Hu, van Huystee, 1989; Asada, 1992). [lokazano, 4to yrieBoJgHbIC
¢dbparmMeHThl HEOOXOIUMBI ISl cTabuiIM3aluu Moyekyn mnepokcuaassl (Hu, van Huystee, 1989).
[Tpenmosnaraercs, 4To aKTUBHOCTh MEPOKCHIA3bI B KJIIETOYHBIX CTCHKAX PACTCHHM MOIJICPIKUBACT €€
YCTOHYHMBOCTH K CTpeccaM U CIIOCOOCTBYeT 3akuBlieHUIO paH. Ishida ¢ coast. (1985, 1987) ormerninw,
yTo OOJbIIas 4YacTh AaKTUBHOCTH TIEPOKCHAA3bl Oblla OOHApykeHa B KJIETOYHBIX CTEHKax
KyJabTUBUpPYEeMbIX KieTok M. polymorpha, mepokcuasa Takke BbICBOOOXIANACh B KYJIbTYpPaIbHYIO
CpeIy U3 KJICTKH.

C 1enbio BBISBICHUS 3aBUCHMOCTH aKTUBHOCTH TIEPOKCHUIA3bI OT IPOYHOCTH CBS3CH (epMeHTa
CO CTPYKTYPHBIMH 3JIEMEHTAMHU KJIETOYHBIX CTEHOK MPOBOAWIN (PpaKIMOHUPOBaHUE OEIKOB (CM. II.
2.2.2 paznmena «OOBEKTHI M METOJBI MCCIEAOBaHMI»). BbIIO MOKa3aHO, YTO HECMOTPS Ha TO, YTO
AKTUBHOCTh TIEPOKCHJA3 BO BHYTPHKJIETOYHOH (pakiuu ObLia BHINIC, YeM B JPYTUX (QPAKIHIX,
CYIIIECTBEHHAs YacTh AKTUBHOCTH TEPOKCHIA3 OblIa CBS3aHA C KJICTOYHOW CTCHKOW pPa3IMYHBIMU
cBs3smi (puc. 15A). [Ipu pazaenenuu 6enxoB ¢ momoribio MO® Bo Bcex dpakiusx 6b1710 00HAPYKEHO
8 maxxopHbIx m30hopm c pl 4,0, 4,3, 4,5, 4,6, 4,8, 5,1, 9,5, 9,8 (puc. 15B). Ilepokcumassr D. scoparium
MIPEJICTaBJICHB B OCHOBHOM aHHMOHHBIMH n30(opmamu. THTEpecHO, 4To 31eKTpohOpeTHIECKUi aHaIn3
MEPOKCH/IA3 B IIUTO30JIC U PA3NIHBIX (DPAKIUAX KICTOYHOW CTEHKH BBISBHII, YTO JJAHHBIC H30(OPMBI
obnanamu cxonubimu pl (puc. 155).

Hamu mokasano, 4dro mepokcuaasel B D.scoparium  mposBISIOT — KJIACCHYECKHUE
aHTHOKCcHUJIaHTHBIE QyHKIMHU (Tab. 3, puc. 12-15). M3BecTHO, 4TO EPOKCHAA3BI BBICITUX COCYIUCTHIX
pacTeHHI U MTePOKCHIa3bl OPHO(UTOB, UMEIOT CIIOKHBIH OKHCIUTEIILHO-BOCCTAHOBUTEIHHBIN ITHKIT U, B
OTIpe/IeIEHHBIX YCIOBHSAX, MOTYT MEpeKIouaThCs Ha MpOOKCHAaHTHBIM pexknm (Mika et al., 2004;
["azapsn, 2006; YacoB, MunubaeBa, 2009; Minibayeva et al., 2009; Chasov et al., 2015). Panee nHamu

OBLTO MOKA3aHO, YTO PSI/I JIMIIAWHUKOB, MXOB, a TAaK)K€ TICYCHOYHUK U aHTOLIEPOC 00JIaat0T BHICOKOM
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PEIOKC-aKTUBHOCTBIO, B 4YacTHOCTH, mpu obpasoBanuu O (Minibayeva, Beckett, 2001).

A b
V VWVY vy
L 81
S -
= 71
)
S
Sz
D
g 1
2 24
e
0 - C

C B B By 35 10

Puc. 15. A — aktuBHOCTH mepokcuaa3 u3 (Qpaxmuii kiaerounoit crenku C, Bi, B2 m Bz m ux
n3opepMeHTHbINH coctaB. C — BHyTpuKieTouHas ¢ppakuus. Ppakuuu OeIKoB, CBI3aHHBIX C KIETOYHON
cTeHkoi: Bi — BomopomHbIMU CBsi3AMH, Bz — BaHIepBaanbCOBBIMH CHIIAaMH U THIPOGOOHBIMHU
B3auMmojeiictBusamMu, B3z — wnoHHbiMM cBs3smMu. B — UD® wuzodopm mnepokcuaassl (ykasaHbl
TpeyrojabHuKaMu). Busyanuzauus 0-1uaHu3uIMHOM.

A [S) B

C B, B, Bj : B, Bz, B
O-OVaHU3NaOuH + NADH - NADH

Puc. 16. Dnextpodoperndeckoe pazneneHue 6enkoB u3 ¢pakauii: C, B1, B2 u Bz (7% ITAAD): A —
u3odopmel mepokcuaasbl Mxa D. scoparium oTMmeueHbl TpeyrojbHUKaMH (Teib ObLT OKpalleH o-
muanm3uauHoM), B — obOpasoBarre NADH-3aBucumoro Oz (rems Obut okpariern NBT), kpyxkamu
OTMEUEHBI TI0JIOCH], HECOOTBETCTBYIOIIME MOJ0CaM H30mepokcuaa3, B — rems, okpamennsiii NBT B
orcyrctBue NADH (koHTpOIIH).
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BbuTO MpoIeMOHCTPUPOBAHO, YTO Mepokcuaasza kiacca |1l mpuaumaer yuactue B oOpasoBanuu O B
xopusx T. aestivum (Minibayeva et al., 2009), B cemenax Castanea sativa u Trichilia (Roach et al., 2010;
Whitaker et al., 2010), B neuenounuke (Li et al., 2010) u B anTouepoce (Chasov et al., 2015). C
HIOMOIIIBI0 OKparinBanus rejeid NBT Hamu ObUIO MOATBEPXKICHO ydacTHe nepokcuaas D. scoparium B
renepanuu 02" (puc. 16A, b; 17b, B). bbuio mokazano, yto Bce H30(OpPMBI MEPOKCHIA3bI BO
BHYTPHUKJIETOYHOH (pakuuu W BO (Ppakuuu OENKOB, CBA3aHHBIX C KJIETOYHOW CTEHKOH, MOTYT

obpazoBate O B mpucyrctBuun NADH (puc. 16A, b; 17b, B). Dnektpodoperndeckuii aHamu3

pl 5,0 pl 8,2

Puc. 17. A — UDD 6enkoB u3 ¢ppakiuu Bi ¢ mocneayromum 2D-pazaenenuem B 7% I[TAAT (b, B). I'enu
OBLTM BU3YAJIM3UPOBAHBI ¢ Momomieio o-auanmuanaa (A, B), NADH 3aBucumoe obpazoBanue Oz,
BU3YalH3HpOBaHHOE ¢ nmoMolibio NBT-okpamBanus (B).

pa3IUYHBIX KJIeTOUHbIX (ppakumii B 7% ITAAI mokasan, 4To BU3yalM3UpPOBAaHHBIE MOJIOCH U30OPM
nepokcungazbl U3 Beex (pakumii: C, Bi, B2 u Bs (puc. 16A), cooTBeTcTBOBaiM IMoyiocam,
BU3yanu3upytommm oopazosanne Oz B mpucyrcteue NBT u NADH (puc. 16b). OnHako qBe mosocs
¢ O -o0pa3yromieit cnmocobHocThi0 U3 (Ppakiuu C HE COOTBETCTBOBAIM TOJIOCAM C TIEPOKCHIA3HOM
aKTUBHOCTBIO (puc. 16bB, kpyxkkamu oTmedeHbl). Takum oOpazom, Oz B gaHHOH (paknuu MoOT

oOpa3oBbIBaThes enle u apyrumu pepmentamu. OkpamuBanue renst NBT B orcyrctBue NADH (puc.
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16B) ne BbIIBWIO oOpasoBanus 2. bpuio moka3aHo, YTO YAaCTHYHO OYHWIIEHHBIC AHUOHHBIE
U30MepoKcuaassl U3 Gpakuuu B mocie ocaxneHus cynbhaToM aMMOHHS CIOCOOHBI IPOAYLIUPOBATH
O2": depments mocine MDD (puc. 17A) mpu mnocnenyromem 2D-pazpeneauun B 7% I[IAAT
O0OHapyXMBAIUCh B BUJE XapaKTEPHBIX MATEH NMPH BU3YATU3UPOBAHMM MEPOKCHUIA3HON aKTHUBHOCTHU
(puc. 17b) n Busyanuzanuu Oz -o0pa3yromieit ciocooHoctu (puc. 17B). AHanoruvable pe3ysabTaThl
OBUIN MOJTYYESHBI CO BCEMU (ppakiusiMu OEIKOB, CBSA3aHHBIX C KJIETOUHOM CTEHKOW pa3IMYHBIMU CBSI3IMU
(1aHHbBIC HE TIPE/ICTABIICHBDI).

Cpean BO3MOXKHBIX TOJOXKHUTENIBHBIX J(PPEKTOB MPOOKCUIAHTHONM (QYHKIMU TEpOKCUAIA3,
npuBoAIUX K oopasoBanuio ADPK y D. scoparium, moxer ObITh 3aluTa OT maroreHoB. Hampumep,
BO3/ICHICTBHE TpHOKOBOIO XHMTO3aHa Ha TKaHU P. patens BeibBasio ObicTpoe oOpazoBanne ADPK u
YBEIIMYCHUE AaKTHUBHOCTH HECKOJIBKHX OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX (EPMEHTOB, BKIIOYAs
nepokcuaasbl PpPrx34 (Lehtonen et al., 2009, 2012). HecmoTpst Ha TO, YTO aHAJINU3 MOTYYEHHBIX resiel
CBUJIETEIHLCTBYET O TOM, UTO MEPOKCUIA3HI ABISAIOTCA Harboliee BXKHBIMU (pepMeHTaMH B 00pa30BaHUU
0> y D. scoparium, sekoropas O2" obOpasyroiiias akTHBHOCTE y D. scoparium mMokeT mpouCXOoauTh 3a
cuer aApyrux ¢pepmeHToB (puc. 16B), Bepostao, NAD(P)H 3aBucuMBIX.

Takum oOpa3zom, MOXXHO manaraTh, uTo oOpazoBanue ADK mepokcugazamMu — 3BOJIOLHUOHHO
JPEBHUI 3aIIUTHBII MEXaHU3M, CIIOCOOCTBYIOIINI MOBBIIICHUIO a/1allTAIIMIOHHOTO MOTEHIIMAaTa BBICIITHX
pacTeHuii, WX NTPUCIOCOOICHUI0 K MEHSIOIMMCS YCIOBHSM CpeIbl M YCHEITHOW KOJOHHU3AINU
pasnuuHbIX sKonorudeckux Hut (Chasov et al., 2015; Onele et al., 2018).

3.2.3. BHyTpH- 4 BHEKJIETOYHAsI AKTHBHOCTH MEPOKCHAA3bI pu peruaparamuu D. scoparium

Ilepokcunaszpr  kiacca Il sBiSAIOTCS  KIIACCUYECKUMH  CEKPETOPHBIMU  PACTHTEIbHBIMU
nepoKcuIa3aMu ¢ yHuBepcaibHbiMu QyHKIMsMu (Liithje et al., 2018). B cTpeccoBbIX yCIOBUAX MOXKET
IPOUCXOJUTHh BBICBOOOXKIEHNE (epMeHTa C KiIeToyHol moBepxHocTu (puc. 18A, B). AKTHUBHOCTH
BHEKJIETOUYHOW TeEpOKCHIa3bl B  pacTBOpe, B KOTOPOM HHKYOMpOBaJIM  IpeIBapUTEIHHO
THJIpaTUPOBAaHHbIE MXH, Oblla HU3KOM M He HM3MeHsuach co BpeMeHeM (puc. 18A). AKTUBHOCTH
BHYTPHUKIIETOYHON TEPOKCHIA3bl B ()EPMEHTATUBHON BBHITSDHKKE TEX )K€ 00pas3IoB Takke HE MoKaszalia
3HAYUTEIHHBIX N3MEHEHUH (IaHHBIE HE MpecTaBieHbl). [lepokcuasHas akTHBHOCTh B PacTBOpE, TIie
THPATUPOBAIUCH cyxue oOpasubl D. scoparium, Obuia B mecth (6) pa3 Bbllie, YeM aKTHBHOCTH B
UHKYOallMOHHOM pPAacTBOpE MpelBapUTENbHO TUApPATHUPOBaHHBIX (24 1) wmxoB (puc. 18B).
DKCTpaKJIeTOYHAss aKTUBHOCTH IEPOKCHIa3bl OCTAaBAIACh CTAOMIILHOMN B TEUEHHUE 2 U peru/paTaliu, HO
cHmxkanach nocine 24 v (1440 mun) nnkyoaunu (puc. 185). AKTUBHOCTb BHYTPUKJIETOYHBIX IEPOKCUIA3

nocJjie ruaparanuu cyxoro D. scoparium He MeHsiiach co BpemeHeM (puc. 18B).
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Puc. 18. A — aKTUBHOCTH AIKCTPAKJIECTOUHOW MEPOKCHAA3bI MPEABAPUTEIHHO THUIPATUPOBAHHBIX B
teuenne 24 4 u cyxux (B) moberoB mxa. B — akTHBHOCTb BHYTPHKIICTOYHOW MEPOKCHIA3bI MPH
ruapaTanuu cyxux noderos mxa D. scoparium. A-B — unkyOarus B auctwutipoanHoit H20.

W3BecTHO, YTO NEPOKCHIA3bl HECOCYAMCTBIX DPACTCHHHA M3 BCEX OTIEIOB OpHO(UTOB, B
YaCTHOCTH, AHTOIIEPOTOBBIX, MEYCHOUYHUKOB U MOXOOOpa3HBIX, AKTHBHPYIOTCS MPH CTPECCOBBIX
BO3/elicTBUAX U BhicokomoOmabHbI (Hirata et al., 2000, Lehtonen et al., 2009, Chasov et al., 2015).
[Tepokcunmaza anToLEpoca, HampuMep, Obla JETEKTHPOBaHA B PACTBOPE, B KOTOPOM IPOBOIMIN
peruapaTanuio, 4To, BEPOSTHO, OOYCIOBICHO BBIMBIBAHWEM C KIETOYHOH IOBEPXHOCTH B PacTBOP
cnabocs3zanHbIX U30(hopm nepokcuaassl (Chasov et al., 2015), nepokcugaza cyCrieH3MOHHOMN KYIbTYPbI
M. polymorpha cekperupoBaiach B KyJbTYpalIbHYIO CpPedy B OTBET Ha BO3JCHUCTBHE XMMHYECKOTO
cTpeccopa — Oopumnanerara (Hirata et al., 2000), a mepokcuaassl CYyCIEH3HOHHON KYJIBTYPbl MXOB
P. patens u Racomitrium japonicum B OTBET Ha BO3JCHCTBHE TPUOHOTO ITUCUTOPA — XUTO3aHA TAKIKE
aKTHMBHPOBAINCH B KynbTypadbHo# cpene (Lehtonen et al., 2009). MoOWIBHOCTH amoOMIACTHBIX
NEPOKCHIa3 00BACHICTCS TEM, UTO 3TH (PepPMEHTHI IPUCYTCTBYIOT Ha KJIeTOYHOM noBepxHocTH (Passardi
et al., 2004b), orkyna oHH MOTYT OBICTPO BBICBOOOYIATHCS B CTPECCOBBIX YCIOBHAX €IIE 10 TOTO
MOMEHTA, KOT/1a HAYHETCs MX WHAYIIMPOBaHHBIN cTpeccoM cuHTe3 (Almagro et al., 2009; Lehtonen et
al., 2009).

3.2.4. Ouncrka nepoxcuaas u3 D. scoparium ¢ noMoub10 aHHOHOOGMEHHOIT XpomaTorpadun

K HacrositiieMy BpeMEHHM HCCIICIOBaHbI MEPOKCHIA3bl Pa3IMYHbIX BUIOB pacteHuid (Ahmad et
al., 2019). Bbuto O4YHMINEHO MHOXECTBO H30(EPMEHTOB IEPOKCHIA3, M OOHAPYKEHO, 4YTO OHH
OTJIMYAIOTCS JIpYT OT Apyra CBOE€H TEpMOCTAOMIBHOCTBIO, MOJIEKYJIAPHON Maccoi, cnenu(puuHOCTbIO
cyoctpara, ontumymoM pH u ux ¢usnonoruueckoii posbsto (Ahmad et al., 2019).

Hamu Obuta mpoBeneHa OYMCTKA Mepokcuaa3z mxa D. scoparium myreM ocaxIeHHs OClKOB
Cy1b(paToM aMMOHHSI C ITOCIEAYIOIIAM pPa3JIelIeHHeM C IOMOIIbI0 MOHOOOMEHHOW Xpomartorpaduu

(puc. 19). Kak B ¢pepMeHTaTUBHON BBITSDKKE, TaK M MOCIE OCAXICHHUS OENKOB Cyab(haToM aMMOHUS B
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Puc. 19. Ouncrka nepokcua3 JUKpaHyMa ¢ IOMOIIbI0 aHHOHOOOMeHHO# Xxpomarorpaduu (Hi-Trap Q
FF 25 MM Tpuc-HCI 6ydep, pH 7,5). Beaku smouposanucek rpaguentom NaCl (0-1 M).
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Puc. 20. UDD uzodopm nepokcuaaszsl D. scoparium; I' — romoreHat/pepMeHTaTHBHAS BBITSDKKA, ['o —
roMoreHatr/epMeHTaTUBHAsT BBITSDKKA IOCHE OCaxAeHHUs OenkoB cynbdarom ammoHus. B rene
MEPOKCUIA3bI OKPAIIMBAIY C TOMOIIBI0 5 MM o-muanusunuHa u 1 MM H202 B Na-uutpataom Oydepe,
pHS5,5., @p: > 1-8,9,10, 11, 12, 13, 14, Y 15-23 — dpakuuu mociie aHHOHOOOMEHHOM XpoMaTorpagu.
N3odopmbl nepokcH1a3bl yKazaHbl TPEYrOIbHUKAMU.
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pe3ynbTaTe pazzaesieHus oopas3nos ¢ moMoInpio M2 obHapyxuBaiocsk 13 n3zodopm nepokcuaassi ¢ pl
4,0, 4,1, 4,2, 4,3, 4,5, 4,6, 4,8, 5,1, 8,8, 9,1, 9,3, 9,5, 9,8, npu 3ToM OOIBIIUHCTBO U30(OpM ObLIH
annonHeiMu (puc. 20). B A. natalensis ¢ momompio MD® Obuio aeTekTupoBaHo 14 pa3iM4YHBIX
U30TIEPOKCHIa3, HO B OTJIMYHUE OT MXa B aHTOIEPOCE OOHAPYKHBATUCH B OCHOBHOM KaTHOHHBIC ()OPMBI
(Chasov et al., 2015). Ilpu >mrOMpOBaHMM OCAXKICHHBIX OEIKOB C AHMOHOOOMEHHOH KOJIOHKH
HAOIOIAICST OJIMH MK aKTUBHOCTU TEPOKCHIA3bI, KOTOPHIA HE COBMAJAl C MAKCUMAILHBIM MMHUKOM
amroriu 6enkoB (puc. 19). [Tocne annmoHo0OMeHHON XpoMaTorpaduu U pa3aeieHus: 0EIKOB C ITOMOIIBIO
ND® Bo ¢pakmusx, COOTBETCTBYIOIIUX IMUKY DIIIOLNUU TEPOKCHIA3, OOHAPYKHBAIOCH HECKOJBKO
aHrOHHBIX H30(hopM (puc. 20B); B He CBA3aBIIMXCS ¢ HOHOOOMEHHOM KONOHKOM (pakimsax (Ne 1-8)

CoJIepKaINCh KaTHOHHBIE N30(OpMBI Tepokcuas (puc. 20B).

A B

pI 3,5 10
kda : e
X .
197 »
“
6 |
|
|

Puc. 21. A — UDD OenkoB mocie aHMOHOOOMEHHOW xpoMmoTorpaduu (¢dpakuuum Y, 10-14) c
nocieayronmm pazaencauem B 10% ITAAT (2D-snektpodoperndeckoe pasaencuue 6enkos) (B).

N3ohopmbl U3 ¢pakiuii, COOTBETCTBYIONIUX MUKY DIIONUUA MEPOKCHUIA3 PU MOHOOOMEHHOM
xpomaTorpaduu, B 1anbHeHIIeM UccieoBalu ¢ momouibio 2D renb-3nexrpodopesa: UDD (puc. 21A)
¢ nocnenytromum paszaenenueM B ITAAT (puc. 21B). Ananu3 ¢ nomouisio 2D renb-anextpodopesa
BBISIBUJI 7 MaXOPHBIX aHMOHHBIX u30dopMm: kKaxaod momoce ¢ pl 4,6, 4,8, 51 (puc. 21A)
COOTBETCTBOBAJIO TIO JIBa OenKa ¢ MONeKy sipHbIME Maccamu 197 u 263 k/la, a momnoce ¢ pl 4,0 — ogun
Oenok ¢ MonekynsapHoit maccoit 263 x/la (puc. 21B). OTu Genku, BEpOATHO, SBISIOTCS OJTUTOMEPAMU,
UCXOJs U3 TUIIMYHOM Macchl MOHOMepHOI nepokcuaassl kiacca I okono 40 x/la (Hirata et al., 2000).
C nmoMomibio 37eKTpohOpEeTUUECKOT0 pa3/ieJieHUs HaMU BBISIBJICHO HE MeHee 16 m3omepokcuaas (puc.
15B, 16A, 20, 21), Takum oOpa3oM, mepokcuaassl D. scoparium mpeacraBieHbl MUPOKUM CHEKTPOM

I/ISO(I)OpM, 4qTo MOATBCPIKAACTCA HallluUMH JanbHEUIITUMHU MOJICKYJIAPHO-TCHCTUICCKUMU
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uccnenoBanussmMu (M. 1.1.3.2.6-3.2.7.). MokHO Tmojarath, 4TO pa3HOOOpa3We IEepOKCHIa3 B
D. scoparium o0yci0BIeHO pa3HOOOpa3reM IeHOB U CHHTE30M Pa3IMYHbIX TEHHBIX MPOYKTOB, a TAKKE
MOKET OBITh PE3YJIbTaTOM TOCT-TPAHCISIIMOHHBIX MOAM(DUKAIUN, HAmpUMeEp, TITHKO3WIMPOBAHWS,
CYILIECTBYIOIIUX MEPOKCUAA3HBIX OEIKOB.
3.2.5. Bausinue HeOJIaronpusiTHBIX TeMIIEPATYP HA AKTUBHOCTH nepokcuaasbl Il kinacca
D. scoparium

Crpecc, MHIYIMPOBAHHBIN BO3JCHCTBHEM BBICOKUX M HU3KUX TEMIIEPATYp, SIBISICTCS OAHUM H3
OCHOBHBIX (DaKTOPOB, OTPAaHMYMBAIOIIMX POCT PACTEHHM BCJIEACTBUE HETaTUBHOTO BIUSHUS Ha
dborocuHTe3, NBIXaHUE, CTAOMIBHOCTH MEeMOpaH M MeTaboiau3M OenkoB. M3BecTHO, 4TO BO BpeMms
TEMIEPaTypHOTO cTpecca ypoBeHb ADK MoOXeT pe3ko Bo3pacTaTh, YTO MOXKET NPUBOAHUTH K
3HAYUTEILHOMY TIOBPEXKICHHIO KileTouHbIX cTpyKTyp (Chakraborty, Pradhan, 2011). Kak yxe ormeueHo
B0 Bmegenun, anurenbHoe HakorieHue A®DK, oOpasyrommxcs mpu BO3IACHCTBHH SKCTPEMalbHBIX
TEMIEPaTyp, BbI3bIBAET OKUCIUTEIBHBIN CTPECC, KOTOPHBINA, B CBOIO OUYEPE/ib, BHI3BIBAET JICHATYPAIUIO
(YHKIIMOHATBHBIX U CTPYKTYPHBIX OCJIKOB, aKTUBHUPYET KJIETOYHBIC CHTHAIBHBIC ITYTH W KICTOYHBIC
peaKiiu, HarpuMep, 00pa30BaHUE CTPECCOBBIX OCIIKOB, YCHUIICHHUE PETYJIAIUMN aHTHOKCHIaHToB (Rani
et al., 2009; Chakraborty, Pradhan, 2011). B pe3yabraTe Hammx 3KCIIEPUMEHTOB ObLIO OOHAPYKEHO,
YTO aKTHMBHOCThH MEPOKCHAA3bl TUKPAHyMa MOBBIIIANACH MOCHE 2 4 BO3JEHCTBUS KaK HU3KUX, TaK U
BBICOKHX Temriepatyp (puc. 22). Hanbonpmas aktuBHOCTH (hepmenTa Habmromanack npu +50° C (puc.

22). Ilpu oxnaxaenuu 1o -20° C nepokcuaasHasi akTUBHOCTb 3HAUMTEJIBHO CHUXKaslach uepe3 12 u u
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Puc. 22. TlepokcunasHast akTHUBHOCTb AUKPaHyMa METIOBUAHOIO, BbAepkaHHoro npu -20° C, +30° C,
+50° C B Teuenue 2, 12 u 24 4.
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24 4 BosneiictBus (puc. 22). OOHapyKeHO, YTO [UTUTEIBHOE BO3CHCTBIE HA MXHU TemiepaTypbl +30° C
HE MIPUBEJIO K U3MCHEHHUIO aKTUBHOCTH MEPOKCHIa3bl (puc. 22).

AKTHUBHOCTb EPOKCH/1a3bl 3HAUUTEIHHO MOAABIISUIACH IPH JUIUTEIILHOM Bo3eicTBuu (12 u u 24
4) BbIcOKON Temmeparypsl +50° C (puc. 22). VBenuveHHe aKTHBHOCTH (DEPMEHTOB B Hauaje
BO3JICUCTBUS (2 4) OOBICHIETCS TEM, YTO, BEPOSITHO, IPOMCXOAUT IMOBBIIIICHHOE oOpa3zoBanne ADK.
W3BeCTHO, YTO MOBBIMICHUE TEMIIEPATYPHI MPUBOJIUT K YBEIIMYCHUIO aKTHBHOCTH aHTHOKCHIAHTHBIX
(GEepPMEHTOB 10 ONPEICICHHON TEeMIIepaTyphl, MOClie KOTOpol akTUBHOCTH cHMkaercs (Chakraborty,
Pradhan, 2011). DddekT yBennyeHns aKTHBHOCTH MTEPOKCHIA3bI MPH TEMIIEPATYPHOM CTpecce paHee
ObLT OMUCAH IS psiZia PaCTCHUH. AKTUBHOCTD MEPOKCHIA3bl B TPYyOOM SKCTpakTe U3 nepukapia Litchi
chinensis yBenuumnace 10 Makcumyma npu +70° C 1 ocTaBanach akTUBHOM B TedeHue 120 MuH mpu
+70° C u +80° C (Mizobutsi et al., 2010). Ilepokcuna3a Oblaa MOJHOCTHIO HEAKTUBHOW NpHU
BeiaepkuBanun pd +90° C B teuenue 10 mun wam 1 muu npu +100° C (Mizobutsi et al., 2010).
[Tagenne akTUBHOCTU MEPOKCHUAA3BI MPU BBICOKUX TeMIiepaTypax (akTHYeCKH MOXKET OBITh CBSI3aHO C
paspylieHrueM TPeTUUHOM cTpyKTYypbl pepmenta (Lowrenco et al., 1990).

WuTepecHo, 4to B Hamiel paboTe, mepokcuaasa Obljia yCTOWYNBA U TIPU HU3KHX, U TIPU BBICOKHX
TEeMIIEpaTypax, MOCKOJIbKY OHa COXpaHsia CBOI0 aKTUBHOCTh Ha mouT 70—75% npu -20° C u +50° C B
teueHue 12 u 24 u Bo3aeiicTBus (puc. 22). AKTHBAIUs IEPOKCHIA3bl B Hadajleé BO3JCUCTBUS W
W3MEHEHHE YPOBHS AaKTUBHOCTH MEPOKCHAA3bl MXa JAWKpaHyMa MpPH Pa3IHYHBIX TEMIIEPATypHBIX
BO3/ICUCTBUSIX MOXET CBUACTEIBCTBOBATH O BAYXHOM POJIM MEPOKCUAA3Hl B YCTOMYMBOCTH AUKpaHyMa K
aOMOTHUYECKUM CTPECCaM.

3.2.6. UnenTndukanms reHoB U XapakTepucTuka oeaxos nepoxcuaa3s 11 knacca B D. scoparium

W3BecTHO, YTO y BBICHIMX COCYAMCTBIX PACTEHHH TIEPOKCHIA3bl TPEICTABISIOT COOOi
MYJIbTUT€HHOE CEMENCTBO M BHIOJHSAIOT MHOecTBO (pynkmmii (Yoshida et al., 2003; Passardi et al.,
2005). Kak otrmeuanocr B O030pe mnureparypbl (cm. 1m.1.4.1.2.3.1)), B COCYIHMCTBIX PACTCHHUSX
HEPOKCH/Ia3bl IMUPOKO U3YUYECHBI, U C MOMOILBIO MOJIHOTEHOMHOTO aHAJIN3a B HECKOJIBKUX COCYAMCTBIX
pacTeHusIX ObUIM MICHTU()UITUPOBAHBI TeHBI, KOANUPYIOIINE ITEPOKCHIa3bl. B oTIM4Me OT COCYANCTHIX
pacTeHuil, TeHbl, KOJUPYIOIIUE MEPOKCHIA3bl Y MOX000pa3HbIX, UIECHTH(PHUIMPOBAHBI HEJOCTATOYHO
MOJIHO @K€ B CEKBEHMPOBAHHBIX reHomax. Ha cerofHsmiHuii neHb reHoM mxa D.scoparium ae
CEKBEHHUPOBAH, W TEHBI MEpPOKCHAa3 B 0a3ze MAaHHBIX OTCYTCTBYIOT. Mbl uaeHTUHUIMpOBaIN 22
YHUKAJTBHBIX TPAHCKPUIITA MMEPOKCHIA3 JUKpaHyMa M3 apXuBa uYTeHHs rmocienoBareabHocTe (Chen et
al., 2018, 2019) B 6a3e manubix NCBI (ta6n. 4). [lns Bepudukanuu uaeHTudumposanubix in silico
POD-tpanckpunToB  AMKpaHyma ObTM  KJIOHMpPOBaHbBI U CekBeHHpoBaHbl 1Be  POD
MOCJIeI0BaTeNbHOCTU. Blast-cpaBHeHHE BBISBUIO BBICOKYIO TOMOJIOTHIO CEKBEHHPOBAaHHBIX TI'€HOB
nepokcunas aukpanyma (DSPOD) ¢ POD npyrux pactenmii B 6aze manabix NCBI: mHykieoTnmHas

nocneaoBarenbHocTH DSPOD2 (puc. 23A) uMeer Bhicokyto romoioruto (79,17%) ¢ mepokcumazoi
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P. nutans, (79,14%) c¢ AZ2-nepokcunazanofgobHoit wuzodopmoit P. patens, (80,99%) c 72-
nepoKcuIa3anojooHoi nzodopmoii P. patens u (53,09%) ¢ nepokcuaasoit Nicotiana tomentosiformis,
a DsPODG (puc. 23B5) nmeet Bbicokyto romonoruio (82,53%) ¢ 29-nepokcuaazanonooHoit n3opopmoi
P. patens. Beicokast roMosiorusi KIIOHUPOBAaHHBIX M CEKBEHHPOBAHHBIX HAMH IEPOKCHA3 AUKPAHyMa C
NEepOKCUIa3aMH JAYTUX PacTeHHH MOJABEpXKIaeT, 4To oOHapyxeHHble Hamu POD-Tpanckpuntsr u3 6a3

naHHbIXx SRA neiictBuTenbHO KonupyroT nepokcupaasel Il kiacca pacrenuii. KinoHupoBaHHBIE

nocnenosarensHocty DSPOD2  u DsPOD6  mpakTHueckd  MOJHOCTBIO — COBHAAAIOT €

I/I,I[eHTI/I(l)I/IHI/IPOBaHHI)IMI/I U3 apXuBa YTCHUA HOCHGHOBaTeHBHOCTeﬁ TPaHCKPHUIITAMH COOTBETCTBYIOIIUX

uzodopm (puc. 23).

Tabnuna 4. ®usnko-xumMuieckre cBoicTBa cemericta DSPOD u ux cyOkiIeToYHast TOKaTH3AIIHs

benoxk KII (11.1) KA Mr (x/1a) noT . necrab | C3I' Cy0. n0K.
DsPOD1 993 330 35.21 5.11 48.35 -0.037 | DK/XII
DsPOD2 1020 340 37.15 7.51 40.18 -0.150 | 3K
DsPOD3 1011 337 36.81 7.51 39.09 -0.137 | DK
DsPOD4 945 315 33.47 5.22 33.41 0.059 OK
DsPOD5 1185 395 41.98 5.68 42.94 -0.128 | [IM/XII
DsPOD6 936 312 33.08 4.89 36.87 0.023 OK
DsPOD7 984 328 36.20 6.26 43.59 -0.193 | BK
DsPOD8 1011 337 36.12 4.53 41.83 -0.103 | DK
DsPOD9 942 313 32.75 5.29 33.95 0.177 OK
DsPOD10 | 933 310 32.99 5.30 41.83 -0.070 | XIT
DsPOD11 960 319 35.26 8.09 37.03 -0.250 | DK
DsPOD12 978 325 34.52 9.48 32.55 0.098 OK
DsPOD13 | 963 320 34.91 8.97 29.66 -0.132 | DK
DsPOD14 | 957 318 34.64 8.90 58.88 -0.050 | BSK/AIM
DsPOD15 | 993 330 34.79 5.64 36.35 0.045 XII
DsPOD16 | 723 241 25.25 4.48 28.37 0.093 OK/Lur.
DsPOD17 1023 341 37.41 7.07 37.65 -0.247 | Lur.
DsPOD18 1023 340 36.99 8.32 32.89 -0.066 | DK
DsPOD19 1065 354 37.76 4.57 36.63 0.039 3K
DsPOD20 1035 344 37.69 8.88 39.37 -0.179 | SK/MTX
DsPOD21 1029 342 36.49 431 30.33 0.106 OK
DsPOD22 687 229 24.46 4.27 18.69 0.209 OK
*Cokpamenust: [IJI — mmmHa KOmupyromed mocienoBaTeabHOCTH, KA — KOIH4ecTBO
aMHHOKHUCIOT, Mr — MonekynspHas Macca, UDT — uzoanextpuueckas Touka, M. Hectad — MHJIEKC
HectaOunbHOCTH, C3I° — cpennee 3HaueHue ruaponatudyHoctH, Cy06. JOK. — cyOkieTouHas

noxkanmsanus, 9K — skcrpaknerounoe npoctpaHcTBo, XII — xnopomnact, IIM — nnazmatudeckast
MemOpana, [{ut. — nuronnazma, MTX — mutoxoHapus
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A. DsPOD2

(11 10 20 30 40 50 60 70 80 90 100 110 120 130 149
DsPOD2 clones (1) GAGAGATHCHCERCETGcAAFTCAGACATTTTHATEEETCABGCGAAGGGECTGTTGCTTCTAGTGCTAGT TGTGAGCTGTATGTTGCAGGT TGTGCARAGCACCTTTTGTACTAAGCCTGGTAAGCTCGTGAAGTCCTACTACCATGC
DSPOD2_ORF (1) —===-====—=————————~ APBCGHCACGGCEAC---TCA-GCGAAGGGGCTGTTGCTTCTAGTGCTAGTTGTGAGCTGTATGTTGCAGGTTGTGCAAAGCACCTTTTGTACTAAGCCTGGTAAGCTCGTGAAGTCCTACTACCATGC
DsPOD2_Transcript (1) --BGERAHTHTERAGEE - - -FcErcIcAG----AFEEETCABGCGAAGGGGCTGTTGCTTCTAGTGCTAGT TGTGAGCTGTATGTTGCAGGT TGTGCARAGCACCTTTTGTACTAAGCCTGGTAAGCTCGTGAAGTCCTACTACCATGC
Consensus (1) G CA T T CA GIC  TTG GTCA TATGGGTCACGCGAAGGGGCTGTTGCTTCTAGTGCTAGTTGTGAGCTGTATGTTGCAGGTTGTGCAAAGCACCTTTTGTACTAAGCCTGGTAAGCTCGTGAAGTCCTACTACCATGC

(150) 150 160 170 180 190 200 210 220 230 240 250 260 270 280 298

DsPOD2 clones (150) CTCATGTCCTAAAGCCGAGCAGATAGTGCGCAAGGTTGTGACCAAAGCAGCGATAGACGACCCCAGAGCGCCTGCTTCCCTTGTGCGCTTGTATTTCCATGATTGCTTCGTATCGGGCTGCGATGCATCGGTACTGCTAGACAACTCCA
DsPOD2_ORF (126) CTCATGTCCTAAAGCCGAGCAGATAGTGCGCAAGGTTGTGACCARAGCAGCGATAGACGACCCCAGAGCGCCTGCTTCCCTTGTGCGCTTGTHTTTCCATGATTGCTTCGTATCGGGCTGCGATGCATCGGTACTGCTAGACAACTCCA
DsPOD2_Transcript (141) CTCATGTCCTAAAGCCGAGCAGATAGTGCGCAAGGTTGTGACCARAGCAGCGATAGACGACCCCAGAGCGCCTGCTTCCCTTGTGCGCTTGTEITTCCATGATTGCTTCGTATCGGGCTGCGATGCATCGGTACTGCTAGACAACTCCA
Consensus (150) CTCATGTCCTAAAGCCGAGCAGATAGTGCGCAAGGTTGTGACCAAAGCAGCGATAGACGACCCCAGAGCGCCTGCTTCCCTTGTGCGCTTGTTTTTCCATGATTGCTTCGTATCGGGCTGCGATGCATCGGTACTGCTAGACAACTCCA
(299) 299 310 320 330 340 350 360 370 380 390 400 410 420 430 447
DsPOD2 clones (299) CAGCAATGGTGAGTGAGAAGGGAGCTCGCCCGAACGTCAACACACTACGTGGGTTCGAAATCATTGAGGACATCAAGGAAGCCCTCGAGAAGGAATGCTGTAACACAGTCTCTTGTGCTGACATCTTGGCCATTGCTGCACGAGACTCT
DsPOD2_ORF (275) CAGCAATGGTGAGTGAGAAGGGAGCTCGCCCGAACHTCAACACACTACGTGGGTTCGAAATCATTGAGGACATCAAGGAAGCCCTCGAGAAGGAATGCTGTAACACAGTCTCTTGTGCTGACATCTTGGCCATTGCTGCACGAGACTCT
DsPOD2_Transcript (290) CAGCAATGGTGAGTGAGAAGGGAGCTCGCCCGAACATCAACACACTACGTGGGTTCGAAATCATTGAGGACATCAAGGAAGCCCTCGAGAAGGAATGCTGTAACACAGTCTCTTGTGCTGACATCTTGGCCATTGCTGCACGAGACTCT
Consensus (299) CAGCAATGGTGAGTGAGAAGGGAGCTCGCCCGAACATCAACACACTACGTGGGTTCGAAATCATTGAGGACATCAAGGAAGCCCTCGAGAAGGAATGCTGTAACACAGTCTCTTGTGCTGACATCTTGGCCATTGCTGCACGAGACTCT
(448) 448 460 470 480 490 500 510 520 530 540 550 560 570 580 596
DsPOD2 clones (448) ATCGTTCAGACTGGGGGCCCACACTACGACGTGCTGTTGGGTCGGCGAGACAACACCGTCGCCAACTACAGTGGTGCAAAACTGTGCTTCCATCACCCAAGTTCAACGTCACGACGCTCACACAGAAGTTTATAGACGTTGGCTTAAC
DsPOD2_ORF (424) ATCGTTCAGACTGGGGGCCCACACTACGACGTGCTGTTGGGTCGGCGAGACAACACCGTCGCCAACTACAGTGGTGCAAATACTGTGCTTCCATCACCCAAGTTCAACGTCACGACGCTCACACAGAAGT TTATAGACGTTGGCTTAAC
DsPOD2_Transcript (439) ATCGTTCAGACTGGGGGCCCACACTACGACGTGCTGTTGGGTCGGCGAGACAACACCGTCGCCAACTACAGTGGTGCAAACACTGTGCTTCCATCACCCAAGTTCAACGTCACGACGCTCACACAGAAGTTTATAGACGTTGGCTTAAC
Consensus (448) ATCGTTCAGACTGGGGGCCCACACTACGACGTGCTGTTGGGTCGGCGAGACAACACCGTCGCCAACTACAGTGGTGCAAATACTGTGCTTCCATCACCCAAGTTCAACGTCACGACGCTCACACAGAAGTTTATAGACGTTGGCTTAAC
(597) 597 610 620 630 640 650 660 670 680 690 700 710 720 730 745
DsPOD2 clones (597) GAAGGAGGACATGGTCACTCTCTCAGGCGCCCATACAATTGGCAAGTCGCACTGCACCTCTGTAACAACCCGCCTCTTCAACCARAGTGGCACAACCAAGCCCGACCCCGCCATCCCCTCGGCGCTCCTARAGAAGCTCCAAACCAAGT
DsPOD2_ORF (573) GAAGGAGGACATGGTCACTCTCTCAGGCGCCCATACAATTGGCAAGTCGCACTGCACCTCTGTAACAACCCGCCTCTTCAACCAAAGTGGCACAACCAAGCCCGACCCCGCCATCCCCTCGGCGCTCCTAAAGAAGCTCCAAACCAAGT
DsPOD2_Transcript (588) GAAGGAGGACATGGTCACTCTCTCAGGCGCCCATACAATTGGCAAGTCGCACTGCACCTCTGTAACAACCCGCCTCTTCAACCARAGTGGCACAACCAAGCCCGACCCCGCCATCCCCTCGGCGCTCCTARAGAAGCTCCARACCAAGT
Consensus (597) GAAGGAGGACATGGTCACTCTCTCAGGCGCCCATACAATTGGCAAGTCGCACTGCACCTCTGTAACAACCCGCCTCTTCAACCARAGTGGCACAACCAAGCCCGACCCCGCCATCCCCTCGGCGCTCCTAAAGAAGCTCCARACCAAGT
(746) 746 760 770 780 790 800 810 820 830 840 850 860 870 880 894
DsPOD2 clones (746) GCCCAAATGACCCAAATGACCTCAATACCACCCTGETGCTTGACGACACGACGCCTGAAACGTTCGACAACCAGTATTATAAAAACCTTCTTGCTCGACAAGGCATTCTGTACTCGGACCAAATTCTGGCAGACACAGAAGGCTCCAAT
DsPOD2_ORF (722) GCCCAAATGACCCAAATGACCTCAATABCACCCTGCTGCTTGACGACAGACGCCTGARACGTTCGACAACCAGTATTATARAAACCTTCTTGCTCGACARGGCATTCTGTACTCGGACCAAATTCTGGCAGACACAGAAGGCTCCAAT
DsPOD2_Transcript (737) GCCCAAATGACCCAAATGACCTCAATAGCACCCTGETGCTTGACGACATGACGCCTGAAACGTTCGACAACCAGTATTATAAAAACCTTCTTGCTCGACAAGGCATTCTGTACTCGGACCAAATTCTGGCAGACACAGAAGGCTCCAAT
Consensus (746) GCCCAAATGACCCAAATGACCTCAATAGCACCCTGGTGCTTGACGACATGACGCCTGAAACGTTCGACAACCAGTATTATAAAAACCTTCTTGCTCGACAAGGCATTCTGTACTCGGACCAAATTCTGGCAGACACAGAAGGCTCCAAT
(895) 895 900 910 920 930 940 950 960 970 980 990 1000 1010 1020 1030 1043
DsPOD2 clones (895) CTGGAGCTCGTGAAGHTGTACGCTGCTGATCAGAATCTGTTCTTCGACGCGTTTGTGAAGTCGATGACGAAGATGGGAAATATCAGCCCTTTAACGGGAAGCGATGGCGAGATTCGCAAGAAGTGCCATCGGGTGAATAGTTATA-GGA
DsPOD2_ORF (871) CTGGAGCTCGTGAAGATGTACGCTGCTGATCAGAATCTGTTCTTCGACGCGTTTGTGAAGTCGATGACGAAGATGGGAAATATCAGCCCTTTAACGGGAAGCGATGGCGAGATTCGCAAGAAGTGCCATCGGGTGAATAGTTATARGGA
DsPOD2_Transcript (886) CTGGAGCTCGTGAAGETGTACGCTGCTGATCAGAATCTGTTCTTCGACGCGTTTGTGAAGTCGATGACGAAGATGGGAAATATCAGCCCTTTAACGGGAAGCGATGGCGAGATTCGCAAGAAGTGCCATCGGGTGAATAGTTATARGGA
Consensus (895) CTGGAGCTCGTGAAGTTGTACGCTGCTGATCAGAATCTGTTCTTCGACGCGTTTGTGAAGTCGATGACGAAGATGGGAAATATCAGCCCTTTAACGGGAAGCGATGGCGAGATTCGCAAGARGTGCCATCGGGTGAATAGT TATAAGGA

(1044) 1044 1050

— -

DsPOD2 cloneg(1043) TAATTGTCE( MAEHTUYHOCTD
DsPOD2_ORF(1020) TTAR----~- [ [———
DsPOD2_Transcript(1035) TTAACAATI(
Consensus(1044) TTAA T e BCTaBKa/yaaneHue
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b. DsPOD6

(257) 257 270 280 290 300 310 320 330 340 350 360 370 380 390 405

DsPODS6 clones (1) ——---- ATGGGGAGCAGCTGGAGGGCATGGGTGGTTGCAGTGGGTATGGTGACAATGGTGGAAGCGCAGCTGCAGTATGGGTACTATGATCAGCTGGGGTGTGCGGGGGTGGAGGATAGAGTGCAGACGCTGGTGCGACGAAGCTATCT
DsPOD6_ORF (1) ------ ATGGGGAGCAGCTGGAGGGCATGGGTGGTTGCAGTGGGTATGGTGACAATGGTGGAAGCGCAGCTGCAGTATGGGTACTATGATCAGCTGGGGTGTGCGGGGGTGGAGGATAGAGTGCAGACGCTGGTGCGACGAAGCTATCT
DsPOD6_Transcript (257) AGTGCAATGGGGAGCAGCTGGAGGGCATGGGTGGTTGCAGTGGGTATGGTGACAATGGTGGAAGCGCAGCTGCAGTATGGGTACTATGATCAGCTGGGGTGTGCGGGGGTGGAGGATAGAGTGCAGACGCTGGTGCGACGAAGCTATCT
Consensus (257) ATGGGGAGCAGCTGGAGGGCATGGGTGGTTGCAGTGGGTATGGTGACAATGGTGGAAGCGCAGCTGCAGTATGGGTACTATGATCAGCTGGGGTGTGCGGGGGTGGAGGATAGAGTGCAGACGCTGGTGCGACGAAGCTATCT

(406) 406 420 430 440 450 460 470 480 490 500 510 520 530 540 554

DsPODS clones (144) GACGGATGCGACTGCAAGCGCTGCAATGCTGCGAGTGGCCTTCCACGACTGCCAAGTCGGGCCGGGAGGGTGCGATGGGTCGATTATGATTGAGGGGAGCGGGGGGGAGATGTCCTCGGACGGGAACTTCGGGGTGAAGCGGCTGGACA
DsPOD6_ORF (144) GACGGATGCGACTGCAAGCGCTGCAATGCTGCGAGTGGCCTTCCACGACTGCCAAGTCGGGCCGGGAGGGTGCGATGGGTCGATTATGATTGAGGGGAGCGGGGGGGAGATGTCCTCGGACGGGAACTTCGGGGTGAAGCGGCTGGACA
DsPOD6_Transcript (406) GACGGATGCGACTGCAAGCGCTGCAATGCTGCGAGTGGCCTTCCACGACTGCCAAGTCGGGCCGGGAGGGTGCGATGGGTCGATTATGAT TGAGGGGAGCGGGGGGGAGATGTCCTCGGACGGGAACTTCGGGGTGAAGCGGCTGGACA
Consensus (406) GACGGATGCGACTGCAAGCGCTGCAATGCTGCGAGTGGCCTTCCACGACTGCCAAGTCGGGCCGGGAGGGTGCGATGGGTCGAT TATGAT TGAGGGGAGCGGGGGGGAGATGTCCTCGGACGGGAACT TCGGGGTGAAGCGGCTGGACA

(555) 555 560 570 580 590 600 610 620 630 640 650 660 670 680 690 703

DsPOD®6 clones (293) TCATCAACTCCGTGAAATCCGACATGGAGCAGATGTGCCCCGGCACGGTGTCGTGCGCGGACATCATCGCCCTCGCGGGCCGCGACGCCGTGGCCTTCAACGGCGGCCCGGAGATCCGAATCCCGCTCGGCAGGAAGGACGCCGACTCC
DsPOD6_ORF (293) TCATCAACTCCGTGAAATCCGACATGGAGCAGATGTGCCCCGGCACGGTGTCGTGCGCGGACATCATCGCCCTCGCGGGCCGCGACGCCGTGGCCTTCAACGGCGGCCCGGAGATCCGAATCCCGCTCGGCAGGAAGGACGCCGACTCC
DsPOD6_Transcript (555) TCATCAACTCCGTGAAATCCGACATGGAGCAGATGTGCCCCGGCACGGTGTCGTGCGCGGACATCATCGCCCTCGCGGGCCGCGACGCCGTGGCCTTCAACGGCGGCCCGGAGATCCGAATCCCGCTCGGCAGGAAGGACGCCGACTCC
Consensus (555) TCATCAACTCCGTGAAATCCGACATGGAGCAGATGTGCCCCGGCACGGTGTCGTGCGCGGACATCATCGCCCTCGCGGGCCGCGACGCCGTGGCCTTCAACGGCGGCCCGGAGATCCGAATCCCGCTCGGCAGGAAGGACGCCGACTCC

(704) 704 710 720 730 740 750 760 770 780 790 800 810 820 830 840 852

DsPODS clones (442) TCCAGCGCCTCCGAGGCTGACGCCGAACTGCCCCCGGCTACTTCCGGCGTCGACCGCGTGCTCAGCGTCTTCTCCGCCTTCGGCATGACCCCCCAAGAAAGCGTCGCCATGCTCGGGGCACATACGCTTGGCGTGGGGCACTGCARAAG
DsPOD6_ORF (442) TCCAGCGCCTCCGAGGCTGACGCCEAACTGCCCCCGGCTACETCCGGCGTCGACCGCGTGCTCAGCGTCTTCTCCGCCTTCGGCATGACCCCCCAAGARAGCGTCGCCATGCTCGGGGCACATACGCTTGGCGTGGGGCACTGCARAAG
DsPOD6_Transcript (704) TCCAGCGCCTCCGAGGCTGACGCCEAACTGCCCCCGGCTACETCCGGCGTCGACCGCGTGCTCAGCGTCTTCTCCGCCTTCGGCATGACCCCCCAAGARAGCGTCGCCATGCTCGGGGCACATACGCTTGGCGTGGGGCACTGCARAAG
Consensus (704) TCCAGCGCCTCCGAGGCTGACGCCCAACTGCCCCCGGCTACCTCCGGCGTCGACCGCGTGCTCAGCGTCTTCTCCGCCTTCGGCATGACCCCCCAAGAAAGCGTCGCCATGCTCGGGGCACATACGCTTGGCGTGGGGCACTGCARAAG

(853) 853 860 870 880 890 900 910 920 930 940 950 960 970 980 990 1001

DsPODS clones (591) CATACAAGATCGGTTGCCTTTTAACAGCCCTACGGAGCCGGAGAGTTTGATGTACAGGACGCAGCTGCGAGCTGCGTGCGCGGTGAATGTGTTTGACATTGCGATTCTGACCAACGATGCGACGCAGTTCACGTTTGACAACCAGTACT
DsPOD6_ORF (591) CATACAAGATCGGTTGCCTTTTAACAGCCCTACGGAGCCGGAGAGTTTGATGTACAGGACGCAGCTGCGAGCTGCGTGCGCGGTGAATGTGTTTGACATTGCGATTCTGACCAACGATGCGACGCAGTTCACGTTTGACAACCAGTACT
DsPOD6_Transcript (853) CATACAAGATCGGTTGCCTTTTAACAGCCCTACGGAGCCGGAGAGTTTGATGTACAGGACGCAGCTGCGAGCTGCGTGCGCGGTGAATGTGTTTGACATTGCGATTCTGACCAACGATGCGACGCAGTTCACGTTTGACAACCAGTACT
Consensus (853) CATACAAGATCGGTTGCCTTTTAACAGCCCTACGGAGCCGGAGAGTTTGATGTACAGGACGCAGCTGCGAGCTGCGTGCGCGGTGAATGTGTTTGACATTGCGATTCTGACCAACGATGCGACGCAGTTCACGTTTGACAACCAGTACT

(1002) 1002 1010 1020 1030 1040 1050 1060 1070 1080 1090 1100 1110 1120 1130 1140 1150

DsPOD®6 clones (740) TCCGGGACATCCAGAGTGGGCATGGGTTGTTCACGGTGGACAATGCCATCAGCACCGACCCGCGGACGGCGCCGATCGTGTCGCTGTACGCGGCCAACCAGGGGGCGTTCTTCGCCGCCTTCCAGTCGGCGTACGTGAAGCTCACCTCG
DsPOD6_ORF (740) TCCGGGACATCCAGAGTGGGCATGGGTTGTTCACGGTGGACAAEGCCATCAGCACCGACCCGCGGACGGCGCCGATCGTGTCGCTGTACGCGGCCAACCAGGGGGCGTTCTTCGCCGCCTTCCAGTCGGCGTACGTGAAGCTCACCTCG
DsPOD6_Transcript(1002) TCCGGGACATCCAGAGTGGGCATGGGTTGTTCACGGTGGACAACGCCATCAGCACCGACCCGCGGACGGCGCCGATCGTGTCGCTGTACGCGGCCAACCAGGGGGCGTTCTTCGCCGCCTTCCAGTCGGCGTACGTGAAGCTCACCTCG
Consensus(1002) TCCGGGACATCCAGAGTGGGCATGGGTTGTTCACGGTGGACAACGCCATCAGCACCGACCCGCGGACGGCGCCGATCGTGTCGCTGTACGCGGCCAACCAGGGGGCGTTCTTCGCCGCCTTCCAGTCGGCGTACGTGAAGCTCACCTCG

(1151) 1151 1160 1170 1180 1190 1200 1210
DsPODS6 clones (889) AGGGCGTTGACAGGAACGCAAGGCTCTGTGAGAAGCACTTGTGGT TTATGAAAR——————————- MAEHTUYHOCTE
DsPOD6_ORF (889) AGGGCGTTGACAGGAACGCAAGGCTCTGTGAGAAGCACTTGTGGTTTATGA-~——~~=-=-===- I sevpentnanocts
DsPOD6_Transcript(1151) AGGGCGTTGACAGGAACGCAAGGCTCTGTGAGAAGCACTTGTGGTTTATGATTMTACACATCTA"
Consensug(1151) AGGGCGTTGACAGGAACGCAAGGCTCTGTGAGAAGCACTTGTGGTTTATGA T  ======mmmomoes BCTaBKa/ypaneHue

Puc. 23. Pe3ynbTar BeIpaBHUBAaHUS KJIOHUPOBAHHBIX HYKJIEOAUTHBIX nocienoBarenbHocTeit DSPOD2 u DsSPOD6 ¢ nomomrsio Vector NTI.
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B pesynpTaTe 00HapyKEHO, U4TO JTMHA KOJAUPYIOUIUX IMOCIEA0BAaTeIbHOCTEH COCTaBIseT OT 687
.H. (DsPOD 22) no 1185 n.u (DsPODS5) co cpeanum 3nauenueM 972,545 n.u. MonekyinspHas macca
6enxoB DsPOD Bapwupyer ot 24,46 x/la (DsPOD22) no 41,98 x/la (DsPODS), a ux reoperuueckas pl
-0t 4,27 (DsPOD22) no 9,48 (DsPOD12), npu 3TOM MOXHO CKa3aTh, 4TO OOJbIKUHCTBO OeakoB DSPOD
ABIAIOTCA KUCIbIMU (Taba. 4), 4To corjacyercss ¢ JaHHBIMU [0 ONpEAeNICHUI0 H30(epMEHTOB
mukpanyma (puc. 15b, 17A, 20A, b, 21A). OOHapyXeHO, 4YTO JJIMHA aMHUHOKHCIOTHOU
MOCJIEIOBATEIBLHOCTH cocTaBisieT oT 229 amunokuciot (DsPOD22) no 395 amunokucnor (DsPODS),
CO CpeIHUM 3HaYeHueM B 323,636 aMMHOKHCIIOTHI.

B nammx skcnepumenTax ¢ momombio UDO® 6s110 BeisiBICHO 13 M30dopMm nepokcuaassl ¢ pl B
nuarnasone ot 4,0 1o 9,8, npudyem GosbIMHCTBO M30QopM ObuM anuoHHBIMU (pHc. 20A). [Tocne 2D-
AEKTPOPOPETUIECKOTO pa3IeIeHU YaCTHIHO ouniIeHHBIX O0enkoB B 10% ITAAT nocne DD namu
oOHapyXeHbl CEMb OCHOBHBIX M30(hopM MepoKcuaas: 4eTbipe uodepmenta 6butn ¢ Maccoit 263 k/la u
Tpu ¢ maccoit 197 x/la (puc. 21B). BepositHO, 3TO oiauromepHbie OENKH, MOCKOIbKY OONBIINHCTBO
NEPOKCHUIA3 SIBIIIOTCS TJIUKONPOTEMHAMHM C OJHOM monmmenTuaHo wnenmbio u3  300-350
AMUHOKHUCIIOTHBIX OCTaTKOB M MOJICKYJIIPHOW Maccoi, Bapbupyromei ot 33 no 55 k/la (Jovanovié et
al., 2018). M3BecTHO HECKOJIBKO OJIMTOMEPHBIX MEPOKCHIa3, TAKUX, Kak TOMOTETpaMepbl U3 KOKoca ¢
MOJIeKYJIsIpHOM Maccoi 55 x/la ans kaxnaoit cyobenuuuisl (Mujer et al., 1983), rereporpumepsl U3
Leucaena leucocephala (cocrosimiue u3 AByx cyobeaunuir mo 66 k/la u ogHo# cyobeauauibl 58 kJla)
(Pandey, Dwivedi, 2011) 1 romomumepsl U3 OPIOCCETBCKON KamycThl (1B cyObeanHuIsl o 45 k/la)
(Regalado et al., 1999).

Kpome Toro, Hamu 06HapykeHO, YTO 0OJBIMHCTBO OenkoB DsPOD cTaGmiibHBI IO CTPYKTYpE,
MIOCKOJIbKY 3Ha4yeHHs] MHAeKca HecTaOuminbHOCTH HIbke 40 (Tabn. 4). OTpuuartenbHble 3HAYEHHS 110
CpeHEMY 3HAYEHUIO THIPONATHYHOCTH IMOKA3bIBAIOT, YTO OOJMpIIMHCTBO OenkoB DsPOD sBustorcs
rUIPOGUIBHBIMY, CIIE0BAaTEIbHO, OHM XOPOIIO B3aUMOACHUCTBYIOT C alOIUIAaCTHOM Cpeod KIETKH.
Hamu Obl10 MOKa3zaHo, YTO aKTUBHOCTb NMEPOKCUAA3BI JUKPaHyMa 0OHAPYKUBAETCS B IKCTPAKIECTOYHOM
pactBope (puc. 18). [Ipenackazanue cyOKIETOUHOMN JIOKATU3AIMH MTOKA3aJI0, YTO OOJBITUHCTBO OEIKOB
DsPOD sBnsiroTcsi 3KCTpakJIE€TOYHBIMU TIepoKcuaazamMu. Hamu mokaszaHo, 4TO J0Jsi TEPOKCHIA3,
CBSI3aHHBIX C KJIETOYHOW CTEHKOW KakMMH-T100 cBs3simu (pp. B1 — Bs, puc. 15A), ecau cyauts mno ux
CYyMMapHO# akTHBHOCTH, cocTaBiseT 10 30% ot pactBopuMbix nepokcuaas u3 ¢p. C (puc. 15A). Eciu
yuecTh, uTo BO ¢p. C Takke MOTYT HaXOJUTHCS HE TOJIBKO LIUTO30JbHBIE, HO U PACTBOPUMBIE OEIKU
arnorJiacTa, KOTOpble He B3aUMOAEHCTBYIOT C KJIETOYHOM CTEHKOM KaKMMH-JIMOO CBS3SIMH, TO BKJIAj
HKCTPAKIIETOUHBIX MEPOKCHa3 B OOIIYI0 aKTUBHOCTH OyieT emie Ooublie. IHTepecHO, 4TO HEKOTOpbIe
6enxku DsPOD Obutn mpenckazaHbl B BYX pasHBIX KOMIIAPTMEHTaX KieTKu, Hampumep, DsPODI
JIOKAJIN30BaH KaK B HJKCTPAKJIETOYHOM IPOCTPAHCTBE, TaK W B XxJoporuactax, DsPODS5S - B

1asMaTHuecko memOpaHe W xjopormjactax, DsPODI14 - B 3KCTpakieTOYHOM HPOCTPAHCTBE U
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mazMatudeckoir Memopane, DsPOD16 - B akcTpakieToOuHOM MPOCTPAaHCTBE U uToIIazme, a DsPOD20
pacroJiaraeTcsi Kak B JKCTPAKJICTOYHOM MPOCTPAHCTBE, TaK MU B MUTOXOHApusX (Tabn. 4). Hamu
00Hapy’>KEHO, YTO OAMHAKOBBIE M30()OPMBI HAXOJATCS KaK B UTO30JbHON (p. C, Tak U BO (pakimax
0€JIKOB, CBSA3aHHBIX C KJIETOUYHOM CTEHKOW KaKHMMH-IMOO CBSA3SIMH, UTO MOATBEPXKAAET HAIIU JaHHBIC
(puc. 15B).

N3BecTHO, uyTO nmepokcuaassl 11 kinacca SBIAIOTCA IIUKONPOTEUHAMHU, KOTOPBIE CHHTE3UPYIOTCS
B OHJAOIUIA3MaTHYECKOM PETUKYIYME M TpPaHCHOPTUPYIOTCA depe3 ammapar [oiappku Kak B
9KCTPAKJIIETOYHOE ITPOCTPAHCTBO, TaK U B Bakyoub (Jovanovic et al., 2018). [Ipeamnomaraercs, 4Tto cpeau
9KCTPAKJIETOYHBIX M30(OpM HAXOAATCS T€ MEPOKCUAA3bl, KOTOPHIE CBA3AHBI C MATPUKCOM KJIETOYHOU
CTCHKM W y4acTBYIOT B JmrHudukanuu (Sato et al.,, 1993), torma kak pacTBOpuMBIC H30()OPMBI
BBIMOJIHAIOT (YHKIHIO aHTHOKCUAAHTOB, »UMUHMPYSd H202. C moMompio MpoTEOMHOTrO aHaiu3a
obHapyxeHo, uto u3 73 mepokcumaas Il kmacca 32 usodopmsel nepokcuaas A. thaliana naxomunuce B
9KCTPaKJIETOUYHBIX (ppakiusax, 17 U3 KOTOPHIX OBLIM BCTPOCHHI B MJIa3MaTHYECKYI0O MEMOpaHy, a ceMb
BO (pakuusx, oborameHHbx Bakyonsimu (Francoz et al., 2015). Ilepokcumassr Il kmacca Obutm
UACHTU(PUIMPOBAHBl B TUJIAKOMJAX, TOHOIUIACTE M IIJJa3MaTH4YeCKOod MeMmOpaHe y KaTapaHTyca
PO30BOTO, €11, KOPHEH KyKypy3bl U SUMEHS, JIUCTheB U KopHeil nienunsl (Laloue et al., 1997; Zapata
et al., 1998; Yusupova et al., 2006; Costa et al., 2008; Mika et al., 2008; Sottomayor et al., 2008).
buonndopmaTiueckuii aHamu3 JToKaTU3aiKi OEJIKOB MEPOKCHIA3 MOKa3al, YTO HEKOTOpPbIE 13 OETKOB
DsPOD moryT pacrosaratbcsi B 3THX KJICTOUHBIX KOMIIAPTMEHTax (Tadi. 4).

C nomotsto MEME B DsPOD o6napyxeno 10 pa3nuuHbIX KOHCEPBATUBHBIX MOTHUBOB JJIMHON
oT 6 10 50 aMHHOKHUCIIOTHBIX OCTAaTKOB (puc. 24A). BaxHo oTmMeTuTsh, 4to Bee Oenku DsPOD conepixat
oT 5 10 10 KOHCepBaTHBHBIX MOTHBOB, TPETUH M YETBEPTHII MOTHBBI OOHApPYKUBAIOTCSI BO BCEX
NEPOKCHIa3aX, BEPOSITHO, 3TU MOTHBBI MOTYT Y4acTBOBaTh B BaXKHBIX (QYHKIHUSAX IMEpOKcHaas. Y
DsPOD1-DsPOD3, DsPODS, DsPOD8, DsPOD11 u DsPOD13-DsPOD15 nepokcuaa3s coaepkarcs Bce
10 MOTHMBOB, Yy HEKOTOPBIX OEJIKOB MOTYT OTCYTCTBOBAaTh OJMH WIM JABa MoTuBa, a y DsPOD22
OTCYTCTBYET TSATh MOTHBOB (puc. 24A). JlanbHelinee M3ydyeHHe KOHCEPBATHBHBIX JOMEHOB B 0a3e
nanabix NCBI mokaszano, uto 21 u3 22-x 6enkoB DsPOD sBiSIFOTCS CEKpETOPHBIMH TIEPOKCHAA3aMU
(puc. 24B). DsPOD22 mpuIHaIJIeKHUT CYNEPCEMEHCTBY MEPOKCHIA3 PACTCHHI, OIHAKO HESCHO,
ABJIIETCS JIN OHA CEKPETOPHON NEPOKCUIA30M, BCIEICTBUE OTCYTCTBUS IMOJIHOM IOCIIEN0BATEIBbHOCTH
TpaHCKpUNTOB. Takum oOpa3om, oOHapyxkeHHbie DsPOD, B COOTBETCTBMHM C BBISIBICHHBIMU
IIOCJIETIOBATEIBbHOCTSIMH, JIE€UCTBUTENBHO SBISIIOTCS Kiaccuueckumu nepokcupasamu Il kmacca

pacTeHUN.
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Puc. 24. Aganus KOHCEPBAaTUBHLIX MOTUBOB U JJOMCHA IICPOKCHUAA3 KIIACC 1. A — pacopeacicHunue 10

MpeAnojaraéMbplXx KOHCEpPBAaTUBHBIX MoOTHBOB B Oenkax DsPOD. KoncepBaTuBHBIE MOTHBBI
MIPEACTABICHBI MPIMOYTOJIbHUKAMHU Pa3HOI0O LIBETA, MpOoHYMepoBaHHbIMU OT 1 10 10. b — npucyrcreue
nomeHa miepokcuaaz B DsPOD. 3enensiii mpsaMOyrojabHUK 0003HAYAET CEKPETOPHYIO MEPOKCUIIA3Y,
JKENTBIA MPAMOYTOJIbHUK — HAJICEMENCTBO paCTUTEIBbHON NEPOKCUIA3I.

Jns nanbHeiniero aHanu3a OENKOB MEPOKCHA3 AMKpaHyMa HaMu ObLIO BBIOPaHO BOCEMb
6enxoB DsPOD c camoii Bbicokoit romosorueil nepokcuaasam Il kmacca P. nutans u P. patens. B
pe3ysbTare MoMcKa BO3MOKHBIX TOCTTPAHCISIIUOHHBIX MoupUKaluii ¢ momoluisio Bed-cepBepa GPS 3
(Wang et al., 2012) 6b111 npeacka3anbl caiiThl (ocPOpPHINPOBAHUS CEPUHA, TPEOHHHA U THPO3UHA B
BbIOpaHHBIX 6enkax DsPOD (puc. 25A). U3BecTHO, uTo (hochopuarpoBaHne MOKET U3MEHATH CBOMCTBA
(bepMeHTOB, KpOME TOT0, OHO HE0OX0auMo Juid Oenok-0enkoBbIx B3aumojeiicTBuit (Jovanovié et al.,
2018).

Caiitel N-rnmko3uinpoBaHus acnaparuHa oOHapyxkensl B DsPOD1, DsPOD2, DsPOD3 wu
DsPODS, nampumep, 2 npeanonaraeMsix caiira N-rnukosunupoBanus (96-NFSL u 152-NVSD) 6bu1n
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oboHapyxensl B DSPOD1, 3 caiita (90-NSTA, 163-NYSG, 218-NQSG) B DsPOD2, 4 caiita (87-NSTA,
160-NYSG, 215-NQSG, 246-NSTL) B DsPOD3 u 1 caiir (101-NLTV) B DsPOD8 (puc. 25B).

M Serine M Threonine M Tyrosine
60

w B %
o o o
1 1 1

Number of distribution (%)
3

10 A

DsPOD1 DsPOD2 DsPOD3 DsPOD4 DsPOD5 DsPOD6 DsPOD7 DsPOD8

B
} Haem domain
Ge N N
| | |
DsPOD1 | & | ] tsem porosidase domain || 0
] Active site Haem ligand
G8
Glz c19 N c130 N r‘l
DsPOD2 | SP [ u Haem peroxidase domain
| ] Active site Haem ligand
Go c29
52C16 c27
i i . ¥ o
DsPOD3 |$P I u Haem peroxidase domain I | [I
T | Active site Haem ligand
G6 c26
DsPOD4 | = | ["] Haem peroxidase domain | | [
Active site Haem ligand
\1|‘<
DsPODS5 | 5 | ["] Haem peroxidase domain | |
Active site Haem ligand
g Active site
DsPOD6 | s? I I I Haem peroxidase domain “
Haem ligand
cr2
0312“ N - N-ranKosunmposaHuma
SP Haem peroxidase domain
DsPOD7 I I kag Site m.mll!p“d [ N-mupucrounmposaHusa
Il S-nanbMUTOMAMPOBAHUA
G2 N
| | o
DsPODS [ P I u e Ay I ] [ SP- curHanbHbIVi nentua,
Active site Haem ligand

Puc. 25. Ananu3 moaugukanuii DsPOD c BaxHbIMH caliTamu, OTBedarouMu 3a ¢pynkuun POD. A —
KOJIMYECTBO caiToB (ochopunmpoBanus. b — cxematuueckoe crpoenme OenkoB DSPOD,
MOKa3bIBaIOIIee BO3MOXKHOE PACHOJIOKEHHWE CUrHajJbHOro mentuia (SP), akTUBHOro LEHTpa, rem-
nurasfa, caiToB N-N-rmuko3uanpoBanus, S-manbMUTOMINPOBAHIS U N-MUPHUCTOMINPOBAHMUSL.

73



['muxo3unmpoBanue nepokcuaas Il kmacca, mo-BuauMomy, HEOOXOAMMO IS YKIAAKH, CTAOUITEHOCTH
U KaTaJTUTHYECKON akTUBHOCTH (pepmenToB (Newman et al., 1994). benku, auunupoBaHHbIE KUPHBIMU
KHACJIOTaMH, — 3TO OENKH, KOTOpBIE MOABEPIINCH MOCTTPAHCIAIUOHHBIM MOAM(HUKAIMAM U CTaIU
KOBAJICHTHO CBSI3aHHBIMU C )KHPHBIMH KHUCJIOTaMU 110 HEKOTOPHIM aMUHOKHUCIOTHBIM ocTaTkaM (Resh,
2006; Wilson et al., 2011). K yuciy )UpHBIX KHCIIOT, HAMOOJIEE YacTO CBSA3aHHBIX ¢ O€IKaMM, OTHOCST
HACBILIEHHYIO 14-yriepoaHyt0 MUPUCTUHOBYIO KUCIIOTY U 16-yIriepoaHyto NaJlbMUTUHOBYIO KUCIIOTY.
Benku mMoryT ObITH CBSI3aHBI KaK C OJHOW M3 3THX XHPHBIX KUCIOT, Tak u ¢ 1BymMms (Resh, 2006). C
nomotnsio mporpammbl GPS-Lipid 1.0 (Xie et al., 2016), Ham ymanocs npoaHaIM3HpOBATh BO3MOKHBIE
caiTel JmnuaHOW Moaudukarmuu OenkoB DsPOD, wnampumep, N-mMupucrownmmpoBaHus u S-
nansmuromsupoBanusi. N-MupucronnupoBaHue IPOUCXOJUT BO BpeMsI CUHTE3a O€JIKa U MPEACTaBIIsAET
co0oif MOIM(DUKALUIO JHUIMUIUPOBAHUSA, TPU KOTOPOW MHUPHCTOWMJIBHAS TpYyIINa, IOJNydyeHHas W3
MUPHUCTUHOBOM KHUCJIOTHI, KOBAJEHTHO MPHUCOSAUHSICTCS aMHUAHON CBs3bIO K a-aMuHoOrpymme N-
KOHIIEBOTO OCTaTKa TIHUIMHA MOCPEACTBOM MeNnTUAHOW cBsizu. N-MupucrounmpoBanue — 3T0, Kak
npaBWiIoO, HeoOpatumas MoIUQHUKAIMs OCTKOB, Yy4YacTBYIOIIMX B KOHTPOJE OKHCIUTEIHHO-
BOCCTAaHOBUTEIILHOTO OajlaHCa, BO3HUKAIOMIAs B PE3yJbTaTe pa3IMuHBIX cTpeccoB y pacteHuit (Resh,
2006; Traverso et al., 2008). MoaudunrpoBaHHbIe OEIKH OKa3bIBAIOTCS 3aSKOPEHHBIMU JIMIHIAMH B
MeMOpaHy, Iie OHM NMPUHUMAIOT ydacTHe B MyTsx nepefauu curHana (Traverso et al., 2008). Hamu
BBISIBJICHO, 4TO Bce BbIOpanHble Oenku DsPOD comepxat caiitel N-MUPHUCTOMIMPOBAHMS, KPOME

DsPODA4 U DsPOD7 (puc. 25B). S-TIlanmeMuTOMIHPOBAHUE - oOparumast

Ta6n1z1ua 5. CooTHoIllIeHHE O-CIIMPAJIbHBIX YYaCTKOB, YYaCTKOB YHHHHCHHOﬁ OCIIu, B'HOBOPOT u

HECTPYKTYPUPOBAHHBIX METEIb BO BTOPUUHOM CTPYKTYpe Oernka

N30dopmel Iepokcuias O-CHMpanb | YAJAMHEHHas | [-moBopoT | HECTPYKTYpUPOBAaHHBIE
(%) uernsb (%) (%) netiu (%)
DsPOD1 38.18 15.76 6.97 39.09
DsPOD2 39.12 14.41 8.53 37.94
DsPOD3 38.28 14.84 6.82 40.06
DsPODA4 41.90 13.97 6.67 37.46
DsPOD5 34.43 13.67 6.08 45.82
DsPOD6 35.90 15.06 7.37 41.67
DsPOD7 43.90 12.50 4.88 38.72
DsPOD8 39.76 15.13 5.64 39.47

JIUIIN IHAaA MO)II/I(i)I/IKaHI/IH 66J’IKOB, npu KOTOpOfI MNAJIBMUTUHOBAA KHCIIOTAa MNPUCOCIHUHACTCA K

crienuPuUIecKkoMy OCTaTKy HMHUCTeWHA mocpenctBoM TuodgupHoit cBszu (Resh, 2006). B pesynprare
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aHaym3a ¢ nomompeio GPS-Lipid 1.0 Takxke ObTM OOHApPY)KEHBI CAWTHl S-TIAJBMHTOWJIMPOBAHHS Y

DsPOD2, DsPOD3, DsPOD6 u DsPOD7 (puc. 25B). M3BecTHO, 4YTO S-NaJbMUTOMIMPOBAHHE
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Puc. 26. Bropuunsie ctpykTypbl 6ekoB DsPOD ¢ pa3nuuHbIMU CTPYKTYPHBIMH YYaCTKAMU.
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ydacTByeT B peryisiuu GyHkuuii 6enkoB (Zhang, Hang, 2017) 1 MOIyNISIIMU CUTHATBLHBIX KacKaI0B
dochopmmposanus pacternii (Hemsley et al., 2013; Srivastava et al., 2016). Kpome Toro, o6patumoe
S-maJIbMUTOMIMPOBAHUE MOXET HCIIOJIB30BAaThCA ISl PETYSIIMUA BHYTPUKICTOYHOH JIOKaIM3aIluu
Oenka, crabuiapHOCTH W Kpyroobopora (Aicart-Ramos et al.,, 2011). BaxHo oOTMETHUTBH, YTO
BBIIICTIEPEUUCIICHHbIE MOAU(DUKALUU SIBISIFOTCS PE3yJIbTaTOM KOMIIBIOTEPHOTO MpeICKa3bIBaHUs, B
OyayiieM He0OX0IMMO OATBEPKICHHE SKCIIEPUMEHTATBHBIMH JAHHBIMU.

Jlnist u3ydeHus: CTPYKTYphl BHIOpAHHBIX OCKOB HAMH ObUI NMPOBEJCH KOMITBIOTEPHBIM aHAIH3
BTOPUYHOW M TPETHYHOH CTpyKTyphl OenkoB DsPOD. B pesynapraTte 0O0HapyXeHO, YTO MPOICHT
Y4aCTKOB C O-CIIUPAJIbHON CTPYKTYpoii B 6enke coctasiisii 34,43-43,90%, ¢ yanunenHoii nensio 12,50-
15,76%, — ¢ B-nmoBoporom — 4,88-7,37% u HecTpyKTypHUpOBaHHbIMH TieTisiMu — 37,46-45,82% (tabu.
5). Ilokazano, 4ro OEMKM TEPOKCHIA3 JMKPaHyMa COCTOST, B OCHOBHOM, W3 O-CIHpajed |
HECTPYKTYPUPOBaHHBIX TieTenb (puc. 26). [1o maHHBIM JUTEPATYpPhl, (i-CIUPAIN UTPAOT KITHOYCBYIO
pOJIb B TEPMOCTAOMIBHOCTH OejKa Ha OCHOBE UX BHYTpeHHeW crabunbHocTu (Sarkar et al., 2019).
[Ipenmonaraerca, 4YTO HECTPYKTypUPOBaHHbIE TMETIM YYacTBYIOT B THOKocTH Oenka U
KoH(popmannoHHbIx u3mMenenusx (Chauhan et al., 2020).

Ananm3 TpetudHoi cTpykTypsl 6enkoB DsPOD B cepepe SWISS-MODEL mnoxkazan, uro 92-97%
OENKOBBIX OCTAaTKOB HAXOAWUJIUChH B pa3pelieHHON obnacTu KapThl PamavanipaHna, 4To yKa3blBaeT Ha
XOopolllee KayecTBO MOCTPOeHHBIX Moxeneil (puc. 27). Kaprtel Pamauanapana ucnonb3yroTcs IS
OTIMCaHMsI 3HAUCHHH YTJIOB IMOJIMIETITHIHOH IIeTIH, KaK MPaBUIIO, OHU ONMUCHIBAIOT KOH()OPMAITUIO IEITBIX
MoJiekyn Oenka. CriexyeT 3aMeTHTb, 4TO KapTa PamadanapaHa He OompenessieT TPETHYHYIO CTPYKTYPY
Oenka OJHO3HAYHO, TIOCKOJBKY HE IOKAa3bIBAET MOPSIOK COCOUHEHHS aMUHOKHCIOT. OHa JHIIb
MO3BOJISIET YBUJAETh Mpeobalarolylo KoH(GOpMalui0 aMUHOKUCIOT B Oenke. Ha mpakTuke KapTbl
Pamavanpana ucnonabp3yoTCs sl JEMOHCTPAIIMK MPUCYTCTBUS B O€JIKE Te€X WM UHBIX BTOPUYHBIX U
CBEPXBTOPUYHBIX CTPYKTYp (cTpykTypHbIX MOTHBOB) (LIBerkom, 2017). bonee Toro, Hamu ObuLIN
NIPOAHATM3UPOBAHBI PA3JIMYHE U CXOACTBO B CTPYKTYPE B MOTYYSHHBIX MOAEISX. [JJIst 3TOTO CTPYKTYpBI
OBLTM HAJOKEHBI OPYT Ha JApyra A pacyeTa MPOILEHTa CTPYKTYPHOTO TMEPEKPHITUS U 3HAUYCHUU
CPEIHEKBAIPAaTUYHOTO OTKJIOHeHHs (Tabn. 6). B pesynpraTe aHamu3a OOHApYKEHO BBICOKOE
CTpyKTypHOE cxo0acTBO (99,35% u 72,16%) B mapax DsPOD2/DsPOD3 u DsPOD4/DsPOD6 co
3HAYCHUSIMHU cpenHeKkBaapaTiHaHoro otkiaoneHus (0,083 u 1,177), cooTBercTBeHHO (pHc. 27, Tabm. 6).
Kpome TOro, cormacHo mpeicKa3aHHOM CYOKJIETOYHOW JIOKalIM3allid, 53T Mapbl  SBISIOTCS
HKCTPAKJIETOUYHBIMU TMEPOKCHIa3aMU C BBICOKOTOMOJIOTHYHOM CTPYKTYpOW, U HE HCKIIOYEHO, YTO
JaHHbIE U30()OPMBI MOTYT HECTU OJMHAKOBble GyHKIMU. Mexny HekoTopeiMu DsPOD nabmronanuch
CyIIECTBEHHBIE BapHallMy B CBOpayMBaHUU OenkoB (puc. 27, Tadi. 6). Bo3MOXHO, 9TO 3TH paziIudus

BJIUAIOT U HAa TPECTUYHYIO CTPYKTYPY Ocnka u MOTYT BHOCUTH BKJIAJ] B KaTAJIUTUYCCKYIO aKTUBHOCTH
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depmenta. Hamm nanpHeiimue pe3ynbTaThl MO aHaIN3y aKTUBHOCTH T€HOB TaKXe MOJITBEPAUIIU

Pas3IM4HYI0 KCIIPECCHIO TAHHBIX Mepokcuas (puc. 29).

DsPOD7 DsPODS8

Puc. 27. Tpermunas crpykrypa OemkoB DSPOD, momyuennsix u3 cepBepa SWISS-MODEL, c
yKa3aHUEM UX CTPYKTYPHOTO PACHOJI0KEHHS.
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Tabmuua 6. 3HaueHUs! CTPYKTYPHOTO MEepeKphITHs (%) U CpeIHEKBAAPATUYHOTO OTKJIOHEHHUs Npu HajoxeHuu OenkoB DSPOD. Ilapsl, B BbIIEIEHHBIX

H‘leIKaX, IMOKAa3bIBAIOT BLICOKO KOHCEPBATUBHLIC CTPYKTYPHBIC IICPECKPLITHA.

DsPOD1 DsPOD?2 DsPOD3 DsPOD4 DsPOD5 DsPOD6 DsPOD7 DsPOD8

DsPOD1 - 47.44/0.977 47.44/0.977 30.24/1.000 34.13/0.591 28.67/1.153 36.86/0.351 48.12/0.170
DsPOD2 47.44/0.977 - 99.35/0.083 33.68/1.011 31.37/1.118 31.08/1.193 35.45/1.003 39.87/0.990
DsPOD3 47.44/0.977 99.35/0.083 - 33.68/1.012 31.37/1.118 31.08/1.194 35.45/1.003 40.20/0.989
DsPODA4 30.24/1.000 33.68/1.011 33.68/1.012 - 29.90/1.136 72.16/1.177 30.24/1.020 32.65/1.004
DsPOD5 34.13/0.591 31.37/1.118 31.37/1.118 29.90/ 1.136 - 29.73/1.217 27.76/0.651 34.85/0.590
DsPOD6 28.67/1.153 31.08/1.193 31.08/1.194 72.16/1.177 29.73/1.217 - 31.42/1.187 30.74/1.160
DsPODY 36.86/0.351 35.45/1.003 35.45/1.003 30.24/1.020 27.76/0.651 31.42/1.187 - 35.12/0.362
DsPOD8 48.12/0.170 39.87/0.990 40.20/0.989 32.65/1.004 34.85/0.590 30.74/1.160 35.12/0.362 -

78




_:AOA2K‘IKV85 Physcomitrium
] AC0AZK1JZUB Physcomitrium
DsPOD10

AOAZK1KPAS Physcomitrium Tpynnal
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Puc. 28. ®unoreHernyeckoe ApeBO, MOKA3bIBAIOIIEE B3aUMOCBI3b MEXKIY AMHUHOKHUCIOTHBIMHU
nociegoBaTenbHOCTIMU DsPOD 1 aMMHOKHCIIOTHBIMU TTOCTen0BaTeNbHOCTIMU nepokcuaas 11 knacca
Ipyrux BHUIOB pacreHuil. Macmtabnas nuHus npeacraBisier 10% pacdeTHOe pacXOXIACHHE
nocineaoBarenbHocTel. PazHble rpynimbl ObUTH OTMEUEHBI Pa3HBIMH LIBETAMHU.

Mpynna Il

—
010
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Jlnst Toro, 4ToOBI TOHSATH IBOJIIOIIMOHHBIC B3aMMOCBSI3M MEXIy mepokcumazamu Il kmacca
TUKpaHyMa W JPYTHX BHJOB pAacTEHUH, HaMH OBUIO TOCTPOCHO (IIOTCHETHYECKOE JPEBO C
UCTOJIb30BaHUEM TocienoBaTenbHocTell O6enkoB DsPOD M pasnuuHBIX TOMOJOTMYHBIX OEIKOBBIX
nocneaoBarenbHocTell nepokcuaas Il knacca uz MoxoobpasHbix, Takux kak mxu (P. nutans, P. patens
u S. fallax), meuenounuk (M. polymorpha), ruxodut (Selaginella moellendorffii) 1 mokperrocementbie
pactenus (A. thaliana, Oryza sativa u Nicotiana tabacum) (puc. 28). B pe3ynbrare ycTaHOBIICHO, 4TO
¢dutorenernyeckoe ApeBo paszaeneHo Ha aeaTh rpyni (I — 1X), ormedennsix munusMu. OGHapyXKeHO,
yTto O6enku DsPOD crpynmupoBanbl B pa3HbIX BeTBsX, Hanpumep, rpynmnsl |, 1, V, VI, VI, VI u IX
(puc. 28), HecMoTpst Ha TO, YTO OONBIIMHCTBO OenkoB DSPOD mpuCyTCTBYIOT B 3KCTPAKJIETOYHOM
npocTpaHncTBe. BeposTHo, pazHooOpa3ue n30hopM nepokcuIa3 MOKET OBITh PE3yIBTATOM TYTLTUKAIIAN
B F€HOME JJAJICKHX MPEAKOB MXOB. JlymiMKanuu B TeHOMaX PacTeHUM, MO TaHHBIM JIUTEPATYPHI, MOTYT
ObITh MO0 MENKOMAcIITaOHBIMU (TAaHAEMHBIMH M CETMEHTApHBIMU) AYIUIMKAIMSIMH, JTHOO
KpYyIHOMAacCIITaOHBIMHU, KOTOPBIEC BKIIIOYAIOT yOaupoBanue Becero reioma (Ramsey, Schemske, 1998).
W3BeCTHO, UTO CErMEHTApHBIC TYIUTMKAIIMH YaIlle BCETO BCTPEYAIOTCS B PA3HBIX XPOMOCOMAX, TOTa KaK
TaHJCMHBIC TYTUTUKAIIMHA HAOJIOIAI0TCS B OJTHOM U TOH ke xpomocome (Liu et al., 2011). O6HapyxeHo,
yro DsPOD2/DsPOD3 crpynnuposans! nonapuo B rpynne VI, a DsPOD4/DsPOD6 pacnonaratorcs
B JIBYX COCEIHMX Kianax B ogHoil rpymme IX (puc. 28), 4to corjacyercs ¢ pe3yibTaTaMH aHAlW3a
TPETHYHOW CTPYKTYpHl. Clie0oBaTeIbHO, MOKHO MPEIIOJIOKHUTh, YTO OTH TMapbl UMEIOT BBICOKOE
CXOJICTBO Ha ypOBHE OeJiKa.

PacrionokeHue paznuyHbIX U30(EPMEHTOB IMEPOKCHAA3 OJHOTO BHAA PACTEHHS B pPa3HBIX
rpynmnax 1 OTHOBPEMEHHOE PACIONI0KEHUE B ATHX K€ TPYMIax u30epMEHTOB JPYTUX BUIOB PACTCHHIA
JIPYTHX KIACCOB M JIaXXe OTACIIOB MOXET CBHUACTEILCTBOBATH O TOM, 4YTO JUBEPreHTHOCTH
W30MEPOKCHIa3 BO3HUKIIA JIO Pa3/IeICHUS PACTCHUH Ha JBE JBOJIONMOHHBIX BETBU: COCYAWCTBIE U
HECOCYIHUCThIC BBICIINE pacTeHus (puc. 28).

3.2.7. Dkcnpeccusi renoB DSPOD npu neiicrBun abuornveckux crpeccopos: CdClz, napaksara,
He0IaronpusITHBIX TEMIEPATYP U 00€3BOKUBAHMSI/PeruipaTauuu

[ToBbIlIeHHe aKTUBHOCTH TMEpoKcHaa3sl Bo Mmxe D. scoparium B ycinoBHSX BOJHOTO U
TEMIEPATYPHOTO CTPECCOB MOXKET ObITh OOYCIOBJIEHO KaK pPEryJsiueil akTUBHOCTH OEIKOB, TaKk U
perynsiueir akTuBHOCTH TeHoB (puc. 13, 14, rmasa 3.2.1.). Ananu3 skcmpeccun renoB DSPOD1-
DsPOD8 moka3an, uro dvereipe rena u3 BochbMu (DSPOD1, DsPOD2, DsPOD6 u DsPODS)
aKTHBUPOBAINCH B Pa3IMYHON CTermeHW Tpu BosaectBuu xiopuga kaamus (CdClz), mapaksara,
OTPUIATENILHBIX W  TIOJNOKUTENBHBIX ~TEeMIIeparyp, TMpH 00e3BOKHBAHHUH/pETHApATAlliH, YTO
npejnonaraeT (QyHKIUOHAIbHOE pa3sHooOpasue 3tux reHoB. [lpu neiictBum CdCl,, mapaxsara,
HEOJIAarONPHUATHBIX TEMIIEPATyp W O0E3BOKHBAHUS/PETUIAPATAIINN HE MPOUCXOIIIO CYIIECTBEHHBIX

U3MCHEHHMI B JKCIpeccuu Apyrux dersipex uzodopm (DSPOD3-DsPODS5, DsPOD7) (nanHbie He
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npeJicTaBiIeHbl). BeposTHO, 3TU reHbl SKCIIPECCUPYIOTCS Ha ONPEIETICHHBIX CTAAUSIX Pa3BUTHUS MXa WU
UHIYLHUPYIOTCS CTPECCOPAMU, OTIIMYHBIMHU OT TE€X, KOTOPBIE MCIOIb30BATUCH B 3TOM HCCIIEIOBAHHH.
Ycranosneno, uro Bo3zaeiictBue CdCl, B Tedenue 14 3HAUMUTENHHO YCHUIIMBAIO IKCIPECCHI0 BCEX
yeTripex reHoB DSPOD1, DsPOD2, DsPODG6, u DsPODS8, 6onee nimutensHoe (12 9) BbIICp)KUBaHKE B
CdCl; npuBoaMIO K CHIKECHHIO SKCIIPECCHHU 3TUX T'eHOB 10 ypoBHS KoHTpouss (DSPODG6), win Hibke
(DsPOD1, DsPODS8), 3a uckmtouenuem DSPOD2, koTopbIii OCTaics akTHBUPOBAaHHBIM mmociie 12 4
00paboTku xyopuaom kaamust (puc. 29A). JleficTBre MPOOKCHIaHTa apaKBaTa MOaBIIsII0 SKCIIPECCHIO
F€HOB B O00OMX HCCIEAYEMBIX NPOMEKYTKax BpeMeHH, 3a wuckiaoueHneM DsPOD2, skcnpeccus
KOTOpOro ycuiauBaiachk yepe3 12 4 (puc. 29A). [lokazaHo, yTO BO3JEHCTBHE HU3KOH OTPUIIATEIHLHOM
temrepatypbl (-20° C) Ha mobern MXOB 3HAYHMTENILHO ycuiuBaio 3kcrpeccuo DSPOD1, DsPOD2 u
DsPODG6 uepe3 1 u (puc. 29b), a uepe3 12 u skcnpeccuss DSPOD2 cumxkanace, Ho y DSPOD6
9KCIIPECCHsl OCTaBalach MOBbIIEHHOW. Habmionanoch Takke HEOONbIIOE, HO 3HAYUMOE YBEITUYCHUE
skcrpeccun DSPODS8 uepe3 12 4 Bo3zgeiicTBusi MUHYCOBBIX Temmepatyp (puc. 29b). Bosgeiictue
YMEPEHHBIX TOJIOKUTEIBHBIX TeMmepaTyp +30° C Ha Mxu MO0 HE BIHSLIIO, JTHOO CHIKAIO SKCIPECCHIO
BCEX TEHOB Iepokcuaasbl, 3a wuckimodeHneM DSPOD6. OOHapykeHO, 4TO KpaTKOBPEMEHHOE U
JUTUTEIbHOE Bo3aeiicTBUe TemmepaTyp B +30° C Ha MXH IPUBOIIIO K yeHiIeHHUO dkcnpeccun DSPOD6
(puc. 29B). Ilpu rugparamnuu, 00€3BOKMBAHUN M peruaparamnus skcrnpeccus reaoB DSPOD 3amerHo
BappupoBana (puc. 29B). Okcmpeccus DSPOD1 cHmkanach B YCIOBHSIX BOJIHOTO CTpecca.
ObHnapyxeno, uyto rer DSPOD2 axtuBu3upoBasics mpu 00E3BOXKHBAHUW, NPUYEM MaKCHMaJIbHAS
JKcIpeccHsi Habmonanach yepe3 24 4 00e3BOKUBAHMS, a 4epe3 72 U ero SKCIPECcCHs CHUKANACh U
ocTaBaJlach HU3KOM Ipu peruapatauuu. Hebonpioe ysennuenue B sxcnpeccun DSPOD6 nabronanocs
npu 00e3BoKUBaHUM U paHHel (0,5 1) peruapaTaiim, a 3aTeM SKCIPECCHsI CHIKAIACh IPU AajibHe el
peruapatanuu (2 9). [locme 1 u ruapatammm skcnpeccus DSPODS8 3HaumrtensHO ycuimBaiack,
OcTaBaJIach MOBBIIIEHHOH B T€YEHUE MEPBOro Yaca 00€3BOXKMBAHUS, 3aT€M CHMXKaJIach uepe3 24 u 72 u
00€3B0OXKHMBaHUS, HO MOAHUMAJIACh J10 YPOBHs KOHTPOJIS U Hocieayrouiei runparamnuu (puc. 29B). B
11eJI0M, OOHAPYKEHO, YTO U3MEHEHHUS DKCIPECCUU ObUTH 0OJiee 3HAUUTEIbHBIMU TTPH 00€3BOKUBAHUH,
YeM MPH peruapaTauy mocie ooe3poxuBanus (puc. 29B).

Ha ocHoBaHMHU pe3ynabTaToB aHaiu3a sknpeccuu reHoB DSPOD, M0OXXHO MpeanoiaokuTh, YTO
DsPOD1, DsPOD2 u DsPODS8 BoBiieueHbl B paHHUE OTBETHI Ha BO3JeicTBHE cTpeccopos, a DSPOD6
y4acTBYeT KaK B KPaTKOCPOUHBIX, TaK W JIOJITOCPOYHBIX OTBETaX MXa Ha BO3JICHCTBHE BCEX areHTOB,
WHIYIHPYIONINX OKUCIUTENBHBIA cTpecc. B nmreparype mmeercs wHbopmanus 00 W3MEHEHHH
sKcrpeccuu reHoB nepokcuaas Il kimacca pacteHuil B OTBET Ha AECUCTBUE Pa3IMYHBIX CTPECCOPOB:
Manihot esculenta (Wu et al., 2019), Brachypodium distachyon (Zhu et al., 2019), Vitis vinifera L (Xiao
et al.,, 2020) u Zea mays (Wang et al., 2015). Pe3ynbraTsl HaIIMX HCCIACIOBAHHWN IMOKA3aJH, YTO

sKcnpeccus TeHoB mepokcuaassl Il kiracca aukpaHyma ycuiaMBaeTcs IpU JEWCTBHM MHOXKECTBA
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a0MOTHYECKNX CTPECCOPOB, UTO MOXKET CBHJETEILCTBOBATH 00 ydacTtuu mnepokcupaassl Il kmacca B
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Puc. 29. OrtHocutenbHblil ypoBeHb 3kcnpeccun reHoB DSPOD mpu BbiepkuBaHHM 11OOETroB

D. scoparium 8 A — CdCl> (100 mxM) u mapaksate (100 MxM) B Teuenue 2 u 12 4. b

HeOnaronpusaTHeIX —Temmeparyp (-20°

— BO3JIECTBHE
B

12 4.

C) B TeueHne 2 W

C) u (+30°

o0e3BokKuBaHue/peruaparanusi. YepHble CTOIOUKH — CyX0il MOX (KOHTPOJIbHBIN BapUaHT), CTOJIOUKHU C

TOYKaMu - 1 4 ruaparanuu 1o OGCSBO)KI/IBaHI/I}I, OcIble CTOJIOMKH — 00C3BOKMBAHUE Haa CHUJIMKArcjicM

(1 r mxa/10 r cunukaress), 3alITPUXOBAHHBIE CTOJIOUKU — peruipaTaims.
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3.3. AckopOaTnepokcuaasa Mxa IMKPaHyMa METJIOBUAHOI0: WIeHTU(PUKALNS TeHa,
AKTHBHOCTH (pepMeHTa

B xiieTkax BBICIIMX COCYAMCTBIX PACTEHHM OJHMM W3 OCHOBHBIX MEXaHH3MOB JIETOKCHKALIUU
H20, aBisiercss ASC-GSH 1ukit, B kotopoM epmenTbl APX UrparoT KITIOUeBYIO poJib, KaTalIU3Uupys
npespamenre H202 B H2O ¢ ucnonszoBannem ASC B kauecTBe CieliuUUECKOr0 JTOHOPA dIISKTPOHOB
(Shigeoka et al., 2002; Caverzan et al., 2012; Sofo et al., 2015). IToka3ano, yro mxu Brachythecium
velutinum, Brachythecium piligerum, P. patens, Hypnum plumaeforme, F. antipyretica, Octoblepharum
albidum u neuenounuku M. polymorpha u Pallavicinia lyellii conep:xat APX, u ee aKTUBHOCTB, KaK U
y COCYAMCTBIX paCTeHHUH, yBelInuuBaeTcs npu adbmormueckoM crpecce (Seel et al., 1992a,b; Paciolla,
Tommasi, 2003; Dazy et al., 2009; Pitsch et al., 2010; Sajitha Rajan, Murugan, 2010; Sun et al., 2010a,b;
Lubaina et al., 2013). B nacrosimee Bpemsi rebl, kogupytomue APX, uaeHTHOUPOBAHBI JHIIb Y
€IMHUYHBIX BHJIOB OpHO(UTOB, a CBEJICHHSI 00 M3MEHEHHSIX UX DKCIPECCHU MPU AOMOTHYECKOM CTpecce
KpaliHe HEJOCTaTOYHbI M (parMeHTapHbl. MOXHO MpPEANOJOXKHUTh, 4To B D. scoparium, Hapsay c
nepokcugazoit Il kimacca, APX Taxke npuHUMaeT ydacTue B OTBETaxX Ha aOMOTUYECKUE BO3JCHCTBUSL.
C 1enpIo MPOBEPKHU TaHHOTO MPEATIONIOKEHHSI B JAHHOW paboTe ObLIN OXapaKTepU30BaHbI H30(OPMEI U
rensl APX u uzyuena posib APX B ycroiturBoctu D. scoparium mpu aeiicTBHH CTPECCOPOB.

3.3.1. Bausinue 00e3Bo:KMBaHNS/PeruIpaTali HA AKTUBHOCTb aCKOPO0aTIepoOKCHIa3bI

Haunbonee yHuBepcaabHBIM aHTHOKCHAAHTHBIM (DepMEHTOM B IIHKIIE XOJUIHBEN-Acaza BISIETCS
APX, xotopas >¢p¢pexkTuBHO ydacTByeT B AeTokcukamuu Hz02 B X0H€ OKMCIMTEIBHOTO CTpecca y
pacrenuii (Kavitha, Murugan, 2017). Ackopbarnepokcunasa yaanser ADOK myrem mpespamienuss ASC

B Aeruapoackop6at (Sharma et al., 2012).
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Puc. 30. 3aBucumocts aktuBHocTH APX oT pH.
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beuto nokazano, uro APX nukpanyma uMeeT 6osee Beicokoe cpoacTtBo kK ASC (Km 9,5 MkM),
yeM APX npyrux (poTocMHTE3Mpyomux opranu3smMoB. Hampumep, Km HEOUMIEHHOTO 3KCTpaKTa M3
Crocus sativus cocrasisier 150 MxM (Ghamsari, Keyhani, 2004), Torna kak Km ountienabix APX u3
pa3IMYHBIX BUIOB pacTeHmii coctaBiseT ot 220-480 mxM (Shigeoka et al., 1980; Mittler, Zilinskas,
1991; Ishikawa et al., 1996b; Takeda et al., 1998). Onrumanbubiii pH mas aktuBHoctd APX nukpanyma
cocrassiet 6-7 (puc. 30), uTo THIUYHO 1t GonbIHCTBA APX COCYIMCTBHIX M HECOCYAUCTHIX PACTCHUI

(Chen, Asada, 1989; Ishikawa et al., 1996b; Sajitha Rajan, Murugan, 2010).
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Puc. 31. AkrusHocts APX u OCB (Bpeska) B moberax mxa D. scoparium mpu 00e3BOKHBAaHHU Ha
napamu 35% CaClz u perunparaiuu. YepHslil CTOIOUK — CyX0ll MOX (KOHTPOJIbHBIN BapHaHT), CTOJIOUK
C TOYKaMH — | 4 ruipaTanuu 10 00e3BOKUBaHMsI, Oelble CTOJIONKH — 00€3B0KMBaHNUE, 3aIITPUXOBAHHBIE
CTOJIOMKY — peruparanus.

[lo maHHBIM NTHUTEPATypHI, YBEIHMYCHHE AKTUBHOCTH aHTHOKCHUIAHTHBIX (DEPMEHTOB SBISETCS
Ba)KHBIM KOMITOHEHTOM YCTOHYHMBOCTH K 00e3BokuBanuio (Proctor et al., 2007; Gao et al., 2017; Pizarro
etal., 2019). [lns noaATBep K ACHHS HAILIETO MPEANOI0KEHUs 0 BoBiieueHHH APX B cTpeccoBbIe peakiiiu
OBLTH IPOBE/ICHBI SKCIIEPUMEHTHI 0 aHan3y akTuBHOCTH APX mpu o6e3BoxuBanmu D. scoparium Han
pactBopoM 35% CaCly u Hag cunukarenem (puc. 31, 32). Pe3ynbrarhl SKCIEpUMEHTOB MTOKa3aJId, YTO
akTHBHOCTH APX cTabmibHO yBenmuuBaiack npu oode3BoxuBanuu (puc. 31, 32). [Ipu BeinepkuBaHUN
mxa D.scoparium B skcukatope Han HacbkimeHHbIME mapamMu CaCl; m cumnmkarenem B moGerax
MPOUCXOIMIIA 3HAYMTENbHAsT ToTepst Boabl (puc. 31, 32 — Bpe3ku) U KO BTOPBIM CYyTKaM MeEIJICHHOTO

00e3BOXHMBaHUsI HA0MIOAaI0Ch yBenuueHune aktuBHOCTH APX (puc. 31). Hanbosbmas aktuBHOCTH APX
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Ha0JTrI01a1ach yepes aBe Hepean ooe3pokuBanust Ha CaCly (puc. 31), korma OCB nocturano 40% (puc.
31 — Bpe3ska). [Tokaszano, 4To peruparanus Mod6EroB Mxa Mocie MeIJICHHOTO 00€3BOKMBAHUS CHAYAla
npuBoania K cHwkeHnto APX akTUBHOCTH, a 3aTeM — K €€ BocCTaHoBjieHuio (puc. 31 —

3aIITPUXOBAHHBIC CTOJIOUKH).

©
o
J

100

(0]
o
1

50

\l

o

1

OCB, %

0 24 48 72 96 Fkk
Bpems,u

[e)]
o
1

*kk

*kk

AkTMBHOCTL APX, HKaT/r cyxon Macchl
N w H a1
o o o o
1 1 1 1

=
o
1

o
I

Puc. 32. AxktuBnocts APX u OCB (Bpe3ka) B moberax mxa D. scoparium mpu 06e3BOKMBaHUH HaJ
cunukarenaeM. YepHbld CTOIOMK — CyXxoil MOX (KOHTPOJIbHBIM BapuaHT), CTOJOMK C TOUYKamMH — 1 4
THJIpaTaliy 10 00e3BOKUBaHMsI, Oelible CTOJIOUKH — 00€3BO’KMBAaHUE, 3AIITPUXOBAHHBIC CTOJIOMKH —
peruapaTanus.

BeicTpoe 06e3BOkMBaHue Haj cunkareaeM B TeueHue 24 1 (OCB B 67%) 3HaYUTENILHO YBETHYMBAIIO
akTuBHOCTHE APX (puc. 32); a uepe3 72 4, korma OCB mocturano npubmusutenbHo 6%, akTHBHOCTb
APX cHmKkamach, HO BCe-TaKU OCTaBaJlaCh BBIIIe KOHTPOJbHOrO BapuaHTa (puc. 32). [locnemyrommas
ruaparanus moderop mxa B TedeHue 0,5 4 mpuBoamia K yBeaudeHHto aktuBHOCTH APX, a depes 2 4
peruaparanuyd MPOUCXOANIO HE3HAUYUTEIbHOE CHI)KEHHE aKTHBHOCTH (puc. 32, 3alITPUXOBAaHHBIE
cTon6ubl). TakuM 00pa3oM, pe3ynbTaThl MPOBEIECHHBIX SKCIIEPUMEHTOB CBUJETENLCTBYIOT O TOM, YTO
APX BoBJIeueHa B CTPECCOBBIC OTBETHI IPU 00e3BOKMBaHUK/peruaparanuu D. scoparium. Kpome toro,
HAaMHU BBISBJICHO, 4TO cojaepxanne H2Or mpu 00e3BOKMBAHWM W IOCIEAYIOIIEH peTrHIpaTanuy
KOppenupoBalio ¢ ypoBHeM akTUBHOCTH APX ¢ koaddurmentom koppensuu 0,7 (puc. 10 u 32).
HekoTopsie nccienoBaHusi moka3aiu, 4TO 00€3BOKMBAaHUE YBEIMYUBAET aKTUBHOCTH APX BO
mxax. Hampumep, y Octoblepharum albidum, akruBHOCT APX Takxke yBeIHUMBANIACH IMIPU

00e3BOXKMBAaHUH HaJl CUITHKaresieM B Teuenue 24-72 4 (Lubaina et al., 2013), y Dicranella palustris mpu
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00€3BOKMBAHUHU TPU CJTA00M OCBEIICHUH B T€UCHHE 72 4 HAOJIFOAAIOCh MOBBIIICHHE aKTUBHOCTh APX
(Seel et al., 1992b). be1o moka3zano, uro B cemenax Mimusops elengi npu 06e3BoKKMBaHIK aKTUBHOCTb
APX cHavana BO3pacTaeT /0 MaKCHMAaJbHOTO YPOBHS, a 3aT€M CHIKACTCS HapsAy C JAPYTHMHU
aHTHOKCUAaHTHBIME ~ pepmentamu  (Anjun, 2012). HM3BecTHO, YTO B CTPECCOBBIX YCIOBHIX
00e3BOKMBaHUsl KoinyecTBO BoccTtaHoBieHHOro ASC, nmoctymuoro s APX, yBenuuuBaercs, a
akTUBHOCTH APX HampsMyr 3aBHCHUT OT KOHIeHTpaiuu BoccraHoBieHHoro ASC (Shigeoka et al.,
2002). Kpome Toro, MOBBIIIEHHAS aKTUBHOCThH (DepMEHTA TAK)KE MOKET OBITh CBsI3aHA C HAKOIUICHUEM

H20> ¢ yuerom cnnocobnoct APX addextuBno ynansate H20o.

OKoHTponb
. *k%k
140 8-20°C
o+30°C

=

N

o
I

0+50°C

=

o

o
I

(o]
o
I

*kx KRk

@]
o
I

*

*%

AkTuBHOCTb APX, %

N
o
1

N
o
I

RN RRNNRRRR

Y-

Bpems, 4

Puc. 33. AxtuBHocts APX Beiaep:xannoro npu -20° C, +30° C u +50° C B Teuenue 2, 12 u 24 4. B
KayecTBE KOHTPOJIS MCIIOJIb30BAJIM THAPATUPOBAHHBIE MOOETH, KOTOpPbIE XPaHWIM MPU KOMHATHOM
TEMIIEPATYPE.

3.3.2. BrusiHue He0IaronpusTHBIX TEMIEPATYP HA AKTHBHOCTh aCKOPOAaTNEPOKCHAA3bI B
D. scoparium
HeOmaronpusitHass Temmeparypa SBISE€TCS OJHUM U3 PACHpPOCTPAHEHHBIX CTPECCOBBIX
(axTopoB, NEWCTBHIO KOTOPBIX MoaBepraercs pactenue B npupone. (Karimzadeh et al., 2006; Jiang et
al., 2011; Hasanuzzaman et al., 2013; Hussain et al., 2018). Oxxum 13 MocieACTBUI KaK TEIIOBOTO, TaK
U HHU3KOTEMIIEPATYpPHOTO CTpecca COCYIMCTBIX PACTCHHM SBISETCS MOBPEKICHUE MEMOpaHbI, MPH
KOTOPOM MPOHMCXOJUT YT€YKa PACTBOPEHHBIX BEIIECTB U3 KIETKU, YTO KOPPEIHUPYET CO CTEIECHBIO

noBpexaenus (Zou, 1988; Earnshaw et al., 1990; Marcum, 1998).
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B cocynucThix pacTeHMsIX [IOKa3aHO, 4YTO IMpU TEeMIIEpaTypHOM CTpecce MPOUCXOAUT
noBbIllieHHOE oOpa3oBanne ADK u cTuMynsnus akTUBHOCTH aHTHOKCUIAHTHBIX GepmenToB (GUO et
al., 2006; Rani et al., 2009; Cansev et al., 2011; Chakraborty, Pradhan, 2011; Kaushal et al., 2016).
Nudopmanus o aeiictBuu HeOIaronpusaTHbIX Temneparyp Ha APX OpuoduToB BechMa OrpaHHYCHA.
Pe3ynbraThl HAalIMX MCCIICAOBAHUMN TMOKa3aiu, 4to akTuBHOCTE APX B D. scoparium yBeiauyuBaiach
TOJILKO MOCJIE KPaTKOBPEMEHHOT0 Bo3zelicTBus Temiepatypbl +30° C (puc. 33), B To Bpems Kak OoJjiee
JurtenbHoe BosaeiicTBue (12 u 24 4) kak HU3KMX OTPHULATEIbHBIX, TaK U MOBBILIEHHBIX TEMIIEPATYP
camwkano aktuBHOCTE APX (puc. 33). Camas Huskas aktuBHOCTH APX HaOmoganach BO Mxax,
BhIZiep)kaHHbBIX 1pu +50° C. IlepBoHauanbHOE MOBBIICHHE aKTUBHOCTH APX BO MXe, BBIIEpKAaHHOTO
npu +30° C, MokeT ObITh 00YCIIOBIICHO YCHJICHHEM aKTHBHOCTH (pepMmeHTa, HelTpanusytoniero AOK,
B TO BpeMsi KaKk MHTHOMpOBAaHHWE IOcie 0ojee ATUTEIbHBIX MM 00Jiee KECTKHX TeMIepaTypHbIX
BO3/ICHICTBUI1, BEPOSITHO, SIBISETCS OTPAXKEHUEM OOIIETO MOBPEKICHUS CTPYKTYPhI Oelka, BBI3BAHHOTO
TEeMIIepaTypo.

3.3.3. DaekTpodopeTnyeckoe pazieeHue ackopoarnepoxkcuaas D. scoparium

Bricmme cocyaucTeie pacTeHHs 001a1al0T MHOKeCTBOM U30(hopM APX, KOTOPBIE OTIUYAIOTCS
Ipyr OT Jpyra MOIEKYJISIpHON Maccoil, onTumMymMoM pPH, cTabUIbHOCTBIO, CHEIU(PUYHOCTHIO K
cyOcTpary, JOKalu3alued W CTENEeHbI0 MX AKTUBHOCTH K JIEHCTBUIO CHEIU(PUYECKHX CTPECCOpPOB

(Caverzan et al., 2012).

N
(<))
o

140

100
70

50

40
35
25

43

31—

15
10

Pttt s

Puc. 34. Dnextpodopernueckoe pasaencare APX D. scoparium. A — mony-HaTHBHBIN TpaJIdeHTHBIH
(SDS) anexrpodopes (3-12%), renu okpammBainu pactBopom 50 MM Na-docdarroro Oydepa pH 7,8 ¢
28 MM TEME]], 2,4 MM NBT, M — mapkepsl.
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N3BecTHO, uTO IMTO30BHBIN H30hepMeHT APX mipeacTaBisieT co0oil TuMep, KOTOPBI COCTOUT
U3 MJCHTUYHBIX CYOBEAMHUI] C MOJEKyJspHOW wMmaccoir 28 kJla, XiopomacTHble H30(QOPMEI
CYIIECTBYIOT B MOHOMepHOH opme (Mittler, Zilinskas 1991; Miyake et al., 1993). IInactuaras APX ¢
MOJICKY/IsipHOM Maccoit 34 k/la Obuta oummieHa u3 miactua tadaka (Madhusudhan et al., 2003), a
HeractTuaabeie u30hopmel APX ¢ monekynsipHoit Maccoit 28—31 k/la ObutM BBIJENIEHBI W3 THIKBBI
(Yamaguchi et al., 1995) u x;1omika (Bunkelmann, Trelease, 1996). XnoporuiacTel UMEIOT JBe H30()OPMBI
APX: Ttunakoua-cBsizaHHble (MosiekyysgpHas macca 37,5 k/la) u cTpoManbHbIe (MOJEKYJsipHas Macca
33,2 k/la) (Chen, Asada 1989; Ishikawa et al., 1996a). DTu u30POPMBI BapbUPYIOT B 3aBUCHMOCTH OT
BHJIa PACTCHUU.

B pesynbTare npoBeneHus Moay-HaTHBHOTO TPaIMeHTHOrO refbaiekTpodopesa B D. scoparium
Obutn 0OHapyxeHbl 1Be n3ohopmel APX: MaxopHas ¢ MoseKysipHoit Maccoit 31 k/la u MuHOpHAas ¢
MonekyisipHoit maccort 43 k/la (puc. 34). BoamMoxHO, 4TO Ma)kopHas UTO30ibHAs u3ogopma APX
ABIISIETCS OCHOBHOM M30()OopMOI, 8 MUHOPHBIN H30()EPMEHT MOXKET ObITh IJIACTH/IHBIM.

Jlnist oripeiesieHus JIOKanu3anuu U GyHKIMU Kaxoi nuzopopmer APX D. scoparium tpebyercs
nanbHedmas pabora. He uckmoueno, uro Bce mzodopmber APX D. scoparium, kak ¥ u30(popMbl
(dbepMeHTa B COCYAMCTHIX PACTEHUAX MPUHUMAIOT yyacThe B feTokcukanuu H20: B kieTkax.

3.3.4. UapenTudukamus reHa 1 XapakTepucTHKa 0ejika ackopoaTnepokcuaassl D. scoparium

['eHOMBI COCYIUCTBIX pacTEHUIl COAEP)KAaT T'€HbI, KOTOPBbIE KOAMPYIOT MHOMKECTBO H30(OpM
APX, (QyHKIMOHUPYIOIIMX B Pa3IMYHBIX CYOKIIeTOYHBIX KommapTmenTtax (Mittler et al., 2004).
Hudopmanus o renax APX y Moxoo0Opa3HbIX oueHb orpannueHa. Mcnonb3ys nocienoBarenbHOCTh APX
u3 G. pilifera (GpAPX: momep nocryma B GenBank GU989311) (Song et al., 2012), 6auskoro
poactBennunka — D.scoparium, ™Mbl HACHTHQUIMPOBAIM ¥  CEKBEHHPOBAIM  KOIAMPYIOIIYIO
nocienoarenbHocTh (CDS) APX u3 mxa aukpanyma, o0o3HaumB ero kak DSAPX (puc. 35). C
nomorpio Blast B 6a3e manubix NCBI 0buT10 00HApYKEHO, YTO HYKJICOTHIHAS MOCIIEA0BATEIbHOCTH
DsAPX umeer Bwicokyro romomnoruto (90,79%) c mykmeotumHoit mocnemoarensHocTd GpPAPX, a
pacxoxaenne DSAPX u GpAPX cocrasisiio Becero 9,9% (puc. 36). MaeHTHYHOCTh HYKJICOUTHBIX
nocienoBarenbHocTeit DSAPX ¢ apyrumu pactenusimu cocrasisiia 64,4—79,9% (puc. 36).

B pesynbrare OuomHdopmarmueckoro aHanuza ¢ nomombio cepsepa CELLO,
MPEJICKAa3bIBAIOIIETO CYOKIETOUHYIO JOKAIM3alHio, ObIO0 ompeneneHo, uto reH DSAPX koaupyer
1uTO307pHYI0 APX, 4TO coriacyercst ¢ JaHHBIMU IO BBICOKOM romosoruu DSAPX ¢ nuTo3oiapHBIMU
APX npyrux BHUJIOB MXOB M COCYIUCTBIX pacTeHuid. buonHdopmarnueckuil aHanu3 MNepBUYHOU
CTPYKTYpHI Oenka nmokaszai, uto DSAPX comepkut 256 aMUHOKHUCIIOT, UMEET MOJIEKYISIPHYIO MacCcy —
28,35 x/la u pl — 5,71. B amunokucnotHo nocnenoarenbHoctd DSAPX Hamu Oblto 0OHApYX)EHO
HECKOJIBKO BBICOKOKOHCEPBATHUBHBIX 3JICMCHTOB, HAINPUMEp, CANTBHl CBS3BIBAHHS TeMa, CaNThI

CBSI3bIBAHUS CYOCTpaTa M CaifThl cBs3biBanus K, HeoOXoqumble it pepMeHTaTHBHON

88



11 10 20 30 40 50 60 70 80 90 100 110 120 130 141

Dicranum scoparium CDS (1) ATGACGAAGGTTTATCCTAAGGTCAACGAGGAGTACACTCTCAACATTGAGAGAGCTCGCAGGARACTGAGGGGTTTGAT TGCAGAGAAGAACTGCGCCCCAATCATCTTGCGCCTGGCATGGCACGCATCAGGCACTTAT

GU989311.1 Grimmia pilfera CDS (1) ATGACGAAGGTTTATCCTAAGGTCAGCGAGGAGTACACTCTCAACATTGAGAGAGCTCGCAGGAAATTGAGGGGTTTGAT TGCAGAGAAGAACTGTGCCCCGATCATCTTGCGCCTTGCATGGCACGCTTCAGGCACTTAC
Consensus (1) ATGACGAAGGTTTATCCTAAGGTCA CGAGGAGTACACTCTCAACATTGAGAGAGCTCGCAGGAAA TGAGGGGTTTGATTGCAGAGAAGAACTG GCCCC ATCATCTTGCGCCT GCATGGCACGC TCAGGCACTTA

(150) 150 160 170 180 190 200 210 220 230 240 250 260 270 280 290

Dicranum scoparium CDS(150) GACAAAGACGGGAGGTCCTTTGGGAACAATCCGGTTCGGACAGGAACTTGCCCACGGCGCCAATGCCGGTCTTCAGATCGCTGTGAATCTGCTCCAGCCTATCAAGGAACAATTCCCAGACTTGACGTACGCTGACTTTTA

GU989311.1 Grimmia pilfera CDS(150) GTCGAAGACAGGAGGTCCATTGGGAACAATCCGGTTCGGACAGGAGCTTGCTCATACCGCCAATGCCGGTCTTGAGATCGCTGTGAATCTGCTTCAGCCTATTAAGGAGAAATACCCAGACTTAAGCTATGCTGACTTCTA

Consensug(150) G C AAGAC GGAGGTCC TTGGGAACAATCCGGTTCGGACAGGA CTTGC CA  CGCCAATGCCGGTCTT AGATCGCTGTGAATCTGCT CAGCCTAT AAGGA AAT CCCAGACTT A TA GCTGACTT TA

(300) 300 310 320 330 340 350 360 370 380 390 400 410 420 430 440

Dicranum scoparium CDS(300) TGGAGTTGTTGCTGTTGAGGTTACCGGCGGACCCACTGTTCCTTTCCGCCCTGGCCGAARGGACCATGAAACCGTTCCTGTCGAGGGTCGGCTACCTGACGCCACTAAAGGCATTGACCACCTTCGATGTGTGTTCACCAA

GU989311.1 Grimmia pilfera CDS(300) TGGTGTTGTCGCTGTTGAGGTCACCGGCGGACCCACTATTCCCTTCCACCCTGGCCGARAAGGACCATGAAACCGTTCCCGTTGAGGGTCGCCTACCTGATGCTACCAAAGGCATGGATCACCTCCGATGTGTGTTCACCAA

Consensug(300) TGG GTTGT GCTGTTGAGGT ACCGGCGGACCCACT TTCC TTCC CCCTGGCCGAAAGGACCATGAAACCGTTCC GT GAGGGTCG CTACCTGA GC AC AAAGGCAT GA CACCT CGATGTGTGTTCACCAA
(450) 450 460 470 480 490 500 510 520 530 540 550 560 570 580 590

Dicranum scoparium CDS(450) TCTCACTGACAAGGATATTGTGACGTTGTCCGGTGCTCACACCTTGGGAAGATGCCACAAGGACCGGTCTGGATTTGAAGGAGCATGGACTCCCAACCCGCTGCAATTTGACAACACATACTTCAAGGTGTTGTTGGAGGG
GU989311.1 Grimmia pilifera CDS(450) TCTTACTGATAAGGACATTGTGACATTGTCCGGTGCACACACCTTGGGAAGATGCCACAAGGACCGCTCTGGATTTGAGGGAGCATGGACTCCCAACCCCCTGCAGT TTGATAACACCTACTTCAAGGTGTTGTTGGAGGG
Consensug(450) TCT ACTGA AAGGA ATTGTGAC TTGTCCGGTGC CACACCTTGGGAAGATGCCACAAGGACCG TCTGGATTTGA GGAGCATGGACTCCCAACCC CTGCA TTTGA AACAC TACTTCAAGGTGTTGTTGGAGGG

(600) 600 610 620 630 640 650 660 670 680 690 700 710 720 730 740

Dicranum scoparium CDS(600) CGGATTGATCATGCTCCCATCCGACAAGGCTCTTCTGACTGATCCCAAGACTCGTGAATTGGTGGAGT TGTATGCCAAGAACGAGGATAAGT TCTTCGAGGAT TACGCAGAATCACACGAGAAGCTGTCAGAGCTGGGGTT
GU989311.1 Grimmia pilfera CDS(600) TGGTCTGATCATGCTCCCATCTGACAAGGCTCTTCTTGGTGATCCCAACACTCGTGCATTGGTGGAGT TGTATGCCAAGGACGAGGATAAGTTCTTCGAGGACTACGCTGAATCGCACCTGAAGCTGTCAGAGCTGGGGTT
Consensug(600) GG TGATCATGCTCCCATC GACAAGGCTCTTCT  TGATCCCAA ACTCGTG ATTGGTGGAGTTGTATGCCAAG ACGAGGATAAGTTCTTCGAGGA TACGC GAATC CAC GAAGCTGTCAGAGCTGGGGTT

) _ (632) 750 760 771

Dicranum scoparium CDS(632) 5cGGaTCAGCCAGECTCTGTCOTAG

GU989311.1 Grimmia pilfera CDS(632) ccGGGETCAGCCAGGCTCTGTCTAG
Consensuq632) GCGGGTCAGCCAGGCTCTGTCTAG MOEHTUYHOCTb

I:l HeUWaAeHTU4YHOCTb

Puc. 35. BeipaBHUBaHIE KIOHUPOBAaHHBIX HYKJICOIUTHBIX mocienoBatenbHocTeir DSAPX u APX G. pilifera ¢ momormpto Vector NTI.
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EF528482.1 Malus x domestica.seq
ELISE9033.1 Zea mays clone 325682 seq
JX104653.1 Pyrus pyrifalia.seq

MF782866.1 Carex duriuscula subsp. rige
MM_001112030 2 Zea mays.seq
KM_004958747 .2 Setaria italica.seq
KM_009354139.1 Pyrus x bretschneideri.s
KM_009359993 2 Pyrus x bretschneideri.s
KM_009599196.2 Nicotiana tomentosiformi
KM_008786123.1 Micotiana sylvestris.seq
KM_012972496.1 Erythranthe guttatus se
HKM_012983200.1 Ervthranthe guttatus.seq
KM_016577264 1 Nicotiana tabacum.seq
KM_020720786.1 Phalaenopsis equestris.s
KM_020838047 .1 Dendrobium catenatum.seq
KM_021995024 1 Spinacia oleracea.seq
KM_024502078.1 Physcomitrella patens.se
KM_024502421.1 Physcomitrella patens.se

Puc. 36. BeipaBHHBaHME HYKIICOTHIHBIX TochenoBarenbHocTel DSAPX n naenTrnaHOoCTh (%) C rOMOJIOTHYHBIME I€HHBIMH MOCIIEA0BATEIbHOCTIMH JIPYTUX
pacTeHuii ¢ momouisio Lasergene.
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DsAPX_Dicranum scoparium
GU989311.1 Grimmia pilffera protein
MH925264 Pohlia nutans
Sphfalx0001s0311.1 Sphagnum fallax
Sphfalx0098s0003.1 Sphagnum fallax
XM_024502078.1 Physcomitrella patens
XM_024502422.1 Physcomitrella patens
XP_024357846 Physcomitrium patens
Consensus

DsAPX_Dicranum scoparium(122
GU989311.1 Grimmia pilfera protein(122
MH925264 Pohlia nutans(122
Sphfalx0001s0311.1 Sphagnum fallax(122
Sphfalx0098s0003.1 Sphagnum fallax(122
XM_024502078.1 Physcomitrella patens(122
XM_024502422.1 Physcomitrella patens(125
XP_024357846 Physcomitrium patens(122
Consensus(125

Puc. 37. Pe3ynbraT BeIpaBHUBAHHS aMUHOKUCIOTHOH mocnenoBareabHOCTH DSAPX ¢ aMHHOKHCIOTHBIMY TTOce1oBaTenbHOCTAMU APX ceMu BU10B MXOB
¢ ucnonb3zoBanueMm Vector NTI. BeipaBHHBaHNE MOKA3bIBAET BBICOKOKOHCEPBATUBHBIE 00JIaCTH M (PYHKIIMOHAIBHBIE CAUTHI, TAKHE KaK CalThl CBA3bIBAHUS

(1)1 10 20 30 40 50 _60 70 80 90 100 110 120 135
(1) ---MTKVYPKVNEEY TLNIERARRKLRGLIAEKNCAP[LT WHASGTYDQETKTGEPLGT IRFGOELAHGANAGLQIAVNLLOPIKEQFPDLTYADFYELAGVVAVEVTGGPTVPFRPGRKDHETVPVEGRIP]
(1)——-MTKVYPKVSEEYTLNIERARRKLRGLIAEKNCPP I WHASGTYDQESKTGEPILGT IRFGOELAHTANAGLETIAVNLLQPIKEKYPDLSYADFYTLAGVVAVEVTGGPTIPFHPGRKDHETVPVEGRI|P|
(1) ---MTKVYPKVSEKYALDIERARRKLRGLIAEKNCAP[LT WHGSGTYDQATRTGEPILGT IRFGOELAHGANAGLQIAVNLLEPIKELYPDLSYADFYTLAGVVAVEVTGGPTVPFHPGRKDHPTVPVEGRI|P
(1) ---MAKNYPTVSAEYATAVEKARRKLRGLIAEKNCAPLT WHGAGTYDCKSKTGQEPFGTIRNAEELAHGANAGLDIAVKLLOPIKDQEPIITYADFYQLAGVVAVEITGGPTIPFHPGREDGPVCPVEGRI|P
(1)———MTKKYPQVSDEYAHAVEKARRKLRGLIAEKNCPP AVRIAWHDAGTYDKETKTGQEPFGTIRTPEMLAHLANTGLGVAVKLLOPVKDQEPILSYADFYQLAGVVGVENTGGPSIPFHPGRKDAPIPPVEGRIP)
(1) ---MAKSYPNVSEKYAALIEKARRKIRGMVAEKNCAP[LT WHGSGTYDQESKTGEPILGT IRFGOELAHGANAGLDIAVNLLQPIKEQFPELSYADFYTLAGVVAVEVTGGPTIPFHPGRKDHETCPVEGRI|P|
(1)MKWMAKAYPKVSEQYLLDIERARRKLRALIADKNCAP I WHGSGTYDQESKTGEPILGT IRFGOELAHGANAGLDIAVNLLOPIKEQEPELSYADFYTLAGVVAVEVTGGPTIPFHPGRKDHETCPVEGRI|P|
(1)———MAKSYPNVSEKYAALIEKARRKIRGMVAEKNCPP I WHGSGTYDQESKTGAPLGTIRFGOELAHGANAGLDIAVNLLOPIKEQFPELSYADFYTLAGVVAVEVTGGPTIPFHPGRKDHETCPVEGRIP]
(1) M K YPKVSEEYAL IE ARRKLRGLIAEKNCAP[II WHGSGTYDQESKTGGEPLGTIRFGQELAHGANAGLDIAVNLLQPIKEQFP LSYADFYTLAGVVAVEVTGGPTIPFHPGRKDHETCPVEGRLE
- S H
r{
S

(125) 140 _ 150 160 170 180 190 200 210 220 230 240 259

DAKGIDHLRCYFTKQMGLTDKDIVT LGRCHKDRS[EFEGAWTPNPLQFDNTYFKVLLEGEKDELIMLPSPKALLTDPKTRELVEYRKNEDKFFEDYAEJHEKLSELGFAEAGQPGSV

DA[TKGMDHLRCYFTKOMGLTDKDI VT LGRCHKDRSFFEGAWTPNPLOQFDNTYFKVLLEGEKDGLIMLPSPKALLGDPNTRALVEIYRKDEDKFFEDYAEJHL.KLSELGFAEAGQPGSV

DATKGMDHLRCYF [KOMGLTDQDIVT LGRCHKDRSGFEGAWTPDPLOFNNSYFKILLEGETGELIMLPSPKALLDDPNTRALVELYRAKDEDKFFDDYSEJHMKLSELGFAEEGHPL -~

DAKGVDHLRHWFNDGMGLIDLDIVT LGRCHKERSEFEGAWTPHPLOFDNTYFTELLSGEKEQLIQLPSPKALLEDPVTRELVEYRKDEDKFFEDYTIJHLKLSELGFAEA-----~

NP LGVPHLRQWFKAQMGLDDKDIVT LGRCHKERS[EIEGAWT LNPLOFDNSYFTELLGGEREGQLIQLPSPKALLDDPVTRELVEYRADQEKFFDDYAVYHLKLSELGFADEA---~-~

DATKGLDHLRCYEFFKQMGLTDKDIVYV] LGRCHKDRS[EFEGAWTPNPLRFDNSYFQVLLEGEKDGLIMLPSPKALLDEPKTRELVEYARKDEDKFFEDYAEJHMKLSELGFAEA------

DATKGLDHLRCYF[TKQMGLTDKDIVV] LGRCHKDRS[FEGAWTPNPLRFDNSYFQVLLEGEKDELIMLPSPKALLDEPKTRELVEYRKDEDKFFEDYAEJHMKLSELGFAEA----~-~

DAKGLDHLRCYFTKQMGLTDKDIVV] LGRCHKDRS[FFEGAWTPNPLRFDNSYFQVLLEGEKDELIMLPSPKALLDEPKTRELVEYRKDEDKFFEDYAEJHMKLSELGFAEA------

EéTKG DHLRCYFTKQMGLTDKDIVT LGRCH(DEESFEGA TPNPLQFDNSYF VLLEGEKDGLIMLPS)KALLDDPKTRELVEIXQKDEDKFFEDYAESE%KLSELGFAEA

T Lv—)j
H H H H H
H K* cBsi3bIBaOLLMIN
LEHTP

- HeMaAeHTU4YHOCTb

BCTaBKalyaaneHue

rémMa, CalThI CBSI3BIBAHUS CY6CTpaTa U CalThI CBSA3BIBAaHUSI K+, H u S 0003Ha4aroT caiiThl CBA3BIBAHUS T'eMa U CYGCTpaTa COOTBCTCTBCHHO.
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aktuBHOCTH (puc. 37). Tak, ructuaun (H163, puc. 38) npucyrctByet B akTuBHOM IieHTpe APX Bcex
pacTeHHi U HEOOXOUM [T B3aUMOJICHCTBHS ¢ HOHOM jkesie3a rema (Dabrowska et al., 2007). Psgom ¢
TUCTUAMHOM HaxosaTcs octatku aprunuHa (R38) u tpeonuna (T41, Jespersen et al., 1997), npu stom
aprunuH R38 urpaet GpyHKIIMOHAIBHYIO POJIb B KOHTPOJIE CBsI3bIBaHMs 1 opreHTanuu cyoctpata (Celik
et al., 2001). Kpome Toro, 6butn obHapyskensl T164, T180 u acnaparunosas kuciota (D187, puc. 38),
obpasyroriue cailT csi3piBanus K, KoTopblit HeoOXo1uM JijIst akTUBHOCTH pepmenTa (Jespersen et al.,
1997). Aprunun R173 (puc. 38) urpaer BaxHyio ponb B yrwimmzauun ASC mpu oOpazoBaHHU

npomexyrounoro coequnenus |l pepmenra (Bursey, Poulos, 2000).

» Homologous superfamil

wal R172

R38 P111 H163 w179

0 X A D O 0D [ ' » heme binding site

3 ] » substrate binding
\ » K+ binding site cd

D187
T164 T180

Puc. 38. IlepBruHas CTpyKTypa, KOHCEpBaTUBHBIE 311eMeHThI Oeka APX D. Scoparium.

B nureparype umeercss MHOTO AaHHBIX O cTpyKType APX B COCYIUCTBIX pacTeHUsX, Haubosee
U3YyUEHHBIM SIBIIIETCS TeH, Koaupyromuii nuto3onpayio APX — APX1 A. thaliana (Mittler, Zilinskas,
1992). xIHK APX BblieneHbl U OXapakTepU30BaHbl M3 HECKOJIBKHX BHJIOB PACTEHHMH, TaKUX Kak
Hordeum vulgare (Shi et al., 2001), Porphyra yezoensis (Ma et al., 2005), G. pilifera (Song et al., 2012)
U IPYTUX.

O6napyxeno, uro DSAPX coxepxutr mnepokcHIa3HbId JOMEH, YTO TMPEAINoJiaracT ero
NEPOKCHIa3HYI0 aKTUBHOCTh. Ilpu aHanms3e mocienoBarenbHOCTH HYKI€oTHI0B DSAPX BbIsIBIIEHBI
CCAAT-box, Bxomsmuit B coctaB mpomotopa (100-104 m.H.) u peryastopubiii CACGCA (124-129
I.H.) 35ieMeHT. CUnTaeTCs, 4To MOCIEIHNN HAXOAUTCS B (pepMeHTaX, HHAYLIUPYEMbIX KCEHOOMOTHKAMU
(Rushmore et al., 1991). Kpome Toro, ananu3 BTopuuHO# CTpyKTypbl OenkoB DsAPX moka3zai, 4to
0€JI0K COCTOMT B OCHOBHOM M3 0.-CIUPAIN U HECTPYKTYPUPOBAHHBIX METEIb U OYCHb MTOXO0K Ha Jpyrue
APX mxa u3 6a3 JaHHBIX, YTO YKa3bIBAET Ha BHICOKYIO KOHCEPBATUBHOCTB ATHUX OenkoB (puc. 39, Tadi.
7). B APX momHOCTBIO OTCYTCTBYeT [-mOBOpPOT (Tabi. 7), 4TO MOKET HETaTWBHO BIIMATH Ha
ctabunpHOCTh Oenka (Marcelino, Gierasch, 2010). BeposiTHO, 3T0 SiIBNIsieTCSl OAHON U3 IPUYUH TOTO, YTO

APX ObICTpO MHAKTHBUPYIOTCS TIPH BBIJICIICHUH B OTCYTCTBHE cybOcTparta (Shigeoka et al., 2002). B
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JUTEepaType NMPEeAnoaaraeTcs, YTo HECTPYKTYPUPOBAHHBIE METIH ABIISAIOTCA BaXXHOW YaCcThIO aKTUBHOTO

neHTpa ¢pepmentos (Liao et al., 2020).

DsAPX
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B o-crvparns
M yrvvenHas uens
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Puc. 39. Bropuunas crpykrypa DsAPX; G. pilifera (GU989311.1 GpAPX); Pohlia nutans

(MH925264_PnAPX); S.fallax (Sphfalx0001s0311.1 SFAPX, Sphfalx0098s0003.1_SFAPX n
Sphfalx0098s0003.1_SfAPX); P.patens (XM_0245020781_PpAPX, XM_0245024221 PpAPX u

XP_024357846_PpAPX).
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Tabmuua 7. CooTHOILIEHNE PA3MTUYHBIX KOH(POPMAIUii BO BTOpHUHON cTpyKType Oenka DsAPX u APX

JIPYTUX MXOB.

Benok O-CIUpaNIb | YUIMHEHHAs | [B-MOBOPOT | HECTPYKTYPUPOBAHHbBIE
(%) enb (%) (%) netiu (%)
DsAPX 36.72 10.55 0.00 52.73
GU989311.1_GpAPX 36.72 10.55 0.00 52.73
MH925264 PnAPX 31.50 13.39 0.00 55.12
Sphfalx0001s0311.1_SfAPX 35.20 12.80 0.00 52.00
Sphfalx0098s0003.1_SfAPX 37.45 10.36 0.00 52.19
XM_0245020781_PpAPX 36.40 11.60 0.00 52.00
XM_0245024221 PpAPX 35.57 12.25 0.00 52.17
XP_024357846_PpAPX 36.40 11.60 0.00 52.00

AHanu3 npeacka3zaHHbIX TpeTUYHBIX CTPYKTYyp DSAPX u APX u3 cemu BUIOB MXOB B cepBepe
SWISS-MODEL  mnokazan, uro  DsAPX, GU989311.1 GpAPX, MH925264 PnAPX,
Sphfalx0001s0311.1_SfAPX, Sphfalx0098s0003.1_SfAPX, XM_0245020781_PpAPX,
XM_0245024221 PpAPX u XP 024357846 PpAPX mMEOT HAUBBICHIYIO CXOXECTh MO CTPYKTYpE,
4TO YKa3blBa€T HAa MX BBICOKOKOHCEpBAaTHMBHOCTh, Kpome Sphfalx0098s0003.1 STAPX kotopsiit
NOKa3an JIPYryl MPOCTPAHCTBEHHYIO KOoH(opMaimioo B oTiuuue oT apyrux APX mxor (puc. 40).
CpaBHEHHE TPETUYHOMN CTPYKTYPHI OEIKOB ITUX MXOB TaKXKe MOJTBEpkKAaeT, uTo 6enku APX cocTosT,
B OCHOBHOM, U3 (.-CIIUpaeii 1 HECTPYKTYPHPOBAHHBIX reTenb (puc. 40), KOTOpbIe, Kak MPenoiaracTes,
UTPAIOT KJII0YEBYIO pouib B neTokcukanuu H202 (Liu et al., 2018; Liao et al., 2020).

Jlia uccnenoBaHus MOJIEKYJISIPHOM ABOJIIOLMK U (puitoreHeTHdeckux cBszeil mexay APX B
pacteHusix OenkoBble MocnenoBareabHocTd APX Obuin BblpaBHeHbI ¢ mnomounsio ClustalW2, u
nocTpoeHo (Qumorenernueckoe apeBo (puc. 41). dunoreHeTuyeckoe ApPeBO, MOCTPOCHHOE Ha
OCHOBAaHMH aHaJIM3a aMUHOKUCIIOTHBIX nocnenoBatensHocTeil DSAPX u nBaanatu mectu apyrux APX
M3 MOXO0O0Opa3HbIX U COCYJIUCTHIX pacTeHUM, mokasano, uyto Oernku APX MOXHO pa3aenuts Ha TpU
ocHOBHbIe Tpymibl. O6HapyxkeHo, uTo DsAPX Obuia crpynnupoBana BMecte ¢ APX u3 apyrux BuioB
mxoB, Takux kak G. pilifera, P. nutans, S. fallax u P. patens ¢ ogaum o0muM mpeaKoM B mporecce
spomonun, B otiruue ot DSPOD (puc. 28). APX U3 cocyTuCThIX pacTeHHUH TaKXKe CrPYIITUPOBAJIHCH B
onHoil rpymmne. MHrepecHo, uto APX MX0B pasgenunuch Ha Tpu NoArpynnsl, npu 3toM APX us
D. scoparium, G. pilifera, P. nutans u P. patens crpynmupoBajinch BMECTE, YTO CBHUICTEILCTBYET O

HAJIMYUK HEJIaBHEro 00IIero mpeska, a pacxoxaeHue rpymnmnbl APX u3 S. fallax ot rpynn APX apyrux
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MXOB IPOU3OIILIO Topa3 o panbiine. Okazanock, uro APX u3 M. polymorpha naxoaurcs B ofHO#M Kiaae

c IIPEAKOM, oT KOTOpOTrO [IPOU3OLILIN APX COCYAMUCTBIX

Sphfalx0098s0003.1_SfAPX XM_0245020781_PpAPX

XM_0245024221_PpAPX XP_024357846_PpAPX

Puc. 40. Tperuunas crpykrypa DsAPX; G.pilifera (GU989311.1 GpAPX); P.nutans
(MH925264 PnAPX); S.fallax (Sphfalx0001s0311.1 SfAPX, Sphfalx0098s0003.1_SfAPX wu
Sphfalx0098s0003.1_SfAPX); P. patens (XM_0245020781_PpAPX, XM_0245024221 PpAPX wu
XP_024357846_PpAPX).
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EF528482.1 Malus x domestica
—I: XM 009354139.1 Pyrus x bretschneiden
JX104653.1 Pyrus pyrifolia
XM 009359993.2 Pyrus x bretschneideri
XM 020720786.1 Phalaenopsis equestns
—L XM 020838047.1 Dendrobium catenatum
XM 021995024.1 Spinacia oleracea

XM 012972496.1 Erythranthe guttatus _
L XM 012983200.1 Erythranthe guttatus APX BBICLIMX COCYACTEIX PaCTEHMA

XM 009786123.1 Nicotiana sylvestris
XM 009599196.2 Nicotiana tomentosiformi
XN 0165772641 Nicotiana tabacum
MF782866.1 Carex duriuscula
XM 004858747 2 Setaria italica

1

[ EU969033.1 Zea mays clone 325682
NN 0071172030.2 Zea mays

Mapoly(188s0011.1 Marchantia polymorpha ] APX M. polymorpha
Sphfalx0001s0311.1 Sphagnum fallax
Sphfalx0098s0003.1 Sphagnum fallax

DsAPX Dicranum scoparium
—:U’QS%‘I 1.1 Gnmmia pilifera
MH925264 Pohlia nutans
XM 0245020781 Physcomitrium patens

XP 024357846 Physcomitrium patens
XM 024502421.1 Physcomitrium patens

|

APX mx0B

XM 024502422 1 Physcomitrium patens
XP 024358189 Physcomitrium patens

0.050

Puc. 41. dunoreHermyeckoe IpeBO, IMOKa3bIBAIOIIEE B3aUMOCBSA3b MEXAY aMUHOKHCIOTHBIMHU
nocnenoBarenbHocTIMU DSAPX u APX npyrux pacrenuil. MacmitabHast nuHus npencrasisier 5%
pacyeTHOE pacXoXKAEHue rocieaoBaTenbHoCTel. Pa3Hble rpymel ObUIM OTMEUEHBI pa3HBIMH 1IBETAMHU.

pacteHuii, u pacmnonaraercs Mexay APX mMxoB u cocymucthix pacteHuid (puc. 41). Ilpu stowm,
M. polymorpha 3aHuMaeT KpUTHYECKOE TOJIOKEHHE B BOIIOIIMOHHOM Pa3BUTHH HA3E€MHBIX PACTCHUIA
OT BOJIOPOCIICH, BO3MOXHO, COXpaHsisi YepThI MPEAKOB Ha3eMHbIX pacTenuii (Bowman et al., 2017).
3.3.5. Dkcnpeccusi reHa ackopoéarnepokcuaasbl D. scoparium nmpu TeMnepaTypHoM Bo3/1eiicTBUH,
oGe3BoknBaHuu/peruapatanuu, neiicreun CdCl2 u mapaksBara

JUis coCyAMCTBIX pacTeHHil MoKa3aHO, 4TO 3Kchpeccuss reHa APX yBenuuuBaercs npu
a0MOTHYECKOM M OHMOTHMYECKOM CTpecce, KpoMe€ TOro, 3KCIpPECCHs 3aBUCUT OT CTaaull pa3BUTHUS
pacTeHus U yciaoBuii ctpeccoBoro Bozaeiicteus (Mittler, Zilinska, 1992; Agrawal et al., 2003; Park et
al., 2004; Pandey et al., 2017Db).

Jlnst BBISIBIEHUSI OCOOCHHOCTEN akTMBHOCTU reHa DSAPX Hamu ObUT MpoBeJieH aHaIN3 YpOBHS
skcrpeccur € momornpio [TI[P-PB mpu Bo3aeiicteuun CdCly, mapakBara, MOJOKUTEIBHBIX U

OTPHIIATENIbHBIX TEMIIEPAaTyp W Tpu 00e3BOKMBaHUH/peruaparaiuu moderos D. scoparium. Beuto
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obHapykeHOo, 4To 3Kcmpeccus rena DSAPX ne wmensutacek mocie 1 u BosaeiictBus CdCly, HO
yBenuuuBaiachk nocie 12 u BozaeiictBusi. OOpaboTka mMoOEroB Mxa MPOOKCHAAHTOM IapaKkBaTOM
IPUBOJMIA K HE3HAUUTEIbHOMY CHUKEHHUIO YPOBHS 3KCIPECCUU IOCIE KpaTKOBpeMeHHoro (1 u)
BO3EHUCTBUS, OJHAKO AnuTeNIbHOE (12 9) BO3AEHCTBHE NMapakBaTOM IMOBBIIAIO YPOBEHb SKCIIPECCUU
rena DSAPX mouru B aBa pasa (puc. 42A). Ilpu 1 u geficTBum monokuTeNbHbIX Temmeparyp (+30° C)
Ha0JIr0/1a1ach TEHIEHIUS K yBeInueHuo skcnpeccun DSAPX, koTopas coxpaHsuiack U pyu JUIMTEILHOM
Bozaeiictuu (12 1) (puc. 42B). Ilpu auskoremnepaTypaom BosaeiictBuu (-20° C) skcrpeccust DSAPX
HEJIOCTOBEpHO CHIDKasach K 12 9 Bo3aewctBus (puc. 42b). M0XHO TIPEANoI0KUTh, YTO CHUKCHHUE
skcnpeccun reHa DSAPX npu aelcTBUM OTpULATENBHBIX TEMIIEpATyp, MOXKET HPHUBOAUTH U K
camxkenuto aktuBHOCTH APX (puc. 33), 1 COOTBETCTBEHHO K ycuiieHHI0 oOpazoBanus ADK.

Kpome Toro, 0bi10 00HapykeHo, uTo 3kcmpeccuss DSAPX yBenuuuBaeTcs pu MpOXOKISHUU
no0eroB Mxa uyepe3 LHKI 00e3BOkMBaHue/permaparanus wmxa D.scoparium (puc. 42B), uto
KOpPEIHPYET C YBEIIMUCHUEM aKTUBHOCTH (DepMEHTa Py 00€3BOKMBAHUU HAJI CHIIMKareneM (puc. 32).
Amnanoruysble pe3ysbTathl ObuIM TIONMy4YeHbl it mxa G. pilifera, ruoe o6e3BoknBaHME aKTHBUPOBAIIO
skcnpeccuro GPAPX (Song et al., 2012). Bruto mokaszano, uto aktuBHOCTH APX kopermpoBaia ¢
skcnpeccueit DSAPX ¢ koaddummentom 0,7 (puc. 32, 42B). Koppensus mexny conepsxkanuem HoOp,
akTuBHOCTHIO APX D. scoparium (puc. 10, cm. riaBy 3.1.; puc. 32, cm. riaBy 3.3.1.) u skcnpeccueit
rena (puc. 42B COOTBETCTBEHHO) B HAIIMX OKCIHEPUMEHTAaX IO M3YYCHHUIO JIEHCTBUSA
o0e3BOXHMBaHUsI/peruaparaiuy Ha Mox D. scoparium mpenmnosaraer, 4To KJIFYeBOW polibio hepMeHTa
apisierca yaanenue H2O2, u30bITOK KOTOpoil oOpaszyercs mpu 00e3BOXHMBaHUU. B0O3MOXKHO, 4TO
U3MEHCHUE aKTUBHOCTH (DepMEHTa IpH ObICTPOM 00€3BOKMBAaHHHU CBS3aHO C CHHTE30M (epmenta de
NOVO, TMOCKOJIbKY Ha TMPOTSHKEHUH BCEro SKCIEpUMEHTa akTUBHOCTHL APX KopemmpoBana ¢
skcnpeccuerr DSAPX (puc. 32, 42B).

NwmeroTcs nanuble, 4to skcnpeccust APX Heo6xoarnMa [uis OBBILIIEHNUS YCTOMYUBOCTH PACTEHUIN
K HeOJIaronpHusATHBIM BO3AEUCTBUAM OKpYy:xatolieit cpensl. Hanmpumep, APX B Tabake MOXKET 3alIUTUTh
JMCThsI OT OKHUCIMTEIBHOTO CTpecca, BbI3BAaHHOTO cosieBbiM Bo3xeiictBuem (Lee et al., 2007).
Caepxakcmpeccus APX B A. thaliana noka3zaia, 4To TpaHCTEHHBIC PACTCHUS MPOSBIISIOT MOBBIIICHHYIO
yCTOIUMBOCTH K coneBomy ctpeccy (Lu et al., 2007) u nedunury Boast (Yan et al., 2003). MuTtepecHo,
4TO B JIUTEpaType HEeT MH(POpPMALMK O BIMSHUU TeMIepaTypbl Ha skcripeccuio APX Bo mxax. OfHako
U3MeHeHus: ypoBHs skciipeccun DSAPX mpu 006e3BoXMBaHHM M TEMJIOBOM CTpEcCe MOATBEPHKAAI0T

Haly rurnoTe3y o Tom, uto APX yuactByer B 3ammre Mxa D. Scoparium ot OKHCIUTEIBHOTO CTpecca.
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Puc. 42. OtHOoCcuTeNbHBIN ypoBeHb dKcnpeccur DSAPX nipu BeiepkuBanuu moderos D. scoparium B A
— CdCl2 (100 mxM) u mapaksare (100 MmxM) B Tedenune 2 u 12 4, B — Bo3eiicTBre HEOIArONPHUSTHBIX
temriepatyp (-20° C) u (+30° C) B teuenue 2 u 12 4, npu o6e3BoxxkuBanuu/peruaparanuu (B). UepHsie
CTOJIOMKH — CyXOM MOX (KOHTPOJBHBIM BapHaHT), CTOJOMKM C TOYKaMH - 1 4 THJIpaTanuu a0
00€e3BOKMBaHUs, O€Jble CTOJIOMKN — 00€3BOKMBAHKUE HAJl CHIIMKAreaeM, 3allITPUXOBaHHbIE CTOJIOUKHU —
peruaparanus.
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3AK/IIOYEHUE

Hamu mokaszaHo, 4TO NEPOKCHAA3bl BBICIIMX HECOCYAMCTBIX PACTCHHH, TaKUX KaK MXH,
o0nagaroT (QYHKIMSAMUA U CBOMCTBAMH, MOJOOHBIMH TAaKOBBIM Y IMEPOKCHIA3 BBICIIMX COCYAMCTBIX
pacrenuii. Mox D. scoparium xapakTepu3yeTcs HauBBICIICH MEPOKCHAA3HON aKTHBHOCTBIO CPEIH
COBMECTHO IPOMU3PACTAIOLIMX JIECHBIX MXOB. MOXHO monaratb, 4YTO IEPOKCHIA3bl SBISIOTCA
KJIroueBbIME (hakTopamu otBera D. scoparium Ha aelictBue abMoTHUYECKHX cTpeccopoB. Hamm nanHbie
JEMOHCTPUPYIOT, YTO BBICOKAass KOHCTUTYTMBHAS AaKTHBHOCTH IMEPOKCHAA3bl MOXKET eIe OoJiblie
HOBBINIATECS MPU aOMOTUYECKOM CTpecce, B TOM 4YHCIE, HHIYLHUPOBAHHOM OO0€3BOKUBAHHEM,
peruaparanueil 1 HeOIaronpusATHBIMU Temneparypamu. OOHapyKeHo, 4To nepokcuaassl kiaacca |l B
D. scoparium mpenacraBieHbl MHOXECTBOM  H30(OpM, NPOSBISIONMX KaK aHTU-, TaK H
IPOOKCHUJAHTHYIO aKTUBHOCTh. [IpooKcHIaHTHAS aKTUBHOCTh HEKOTOPBIX Nepokcuaas kinacca 11 6puta
paHee MmokaszaHa U JiIsl BRICIIMX cocyaucThix pactenuit (Bolwell et al., 2002; Minibayeva et al., 2009).
Taxum obpazom, obpazoBanue ADK nepokcugazamu — 3BOJIOLMOHHO JIPEBHUN 3aLUTHBIA MEXaHU3M,
CHOCOOCTBYIOUIMI  TOBBINICHUIO  aJanTalldd  BBICIIMX pPAacTeHHWH, WX MNPUCHOCOOJICHUI0 K
M3MEHSIOMIMMCS YCIOBUSIM BHEIIHEH Cpelbl U, KaK CJIEICTBHE, YCICIIHON KOJOHHM3ALUU Pa3TUIHBIX
9KOJIOTUYECKUX HHUII.

B nacrosimeit  paGore ¢ nomomp0  OMOMH(OPMATHUECKOro  aHajiu3a  BIEpBBIC
uneHtuuimpoBanbl 22 rena DSPOD, komupyrommx mnepokcunmaser Il xmacca B D. scoparium.
[Tokazano, 4To JBa KIOHUPOBAaHHBIX M CEKBeHHpOBaHBIX reHa DSPOD, BBICOKOTOMONOTHYHBIX IO
OTHOLIEHHIO K TreHam P. patens, xapakrepu3oBaiauch HauOOJbIIEH CTpecC-MHIyLHPOBAaHHON
sKcrpeccueld. buonHpopmaTrueckuii aHanu3 mokasai, yto Bce O6enku DSPOD umeroT kimaccudeckyro
CTPYKTYPY TEpPOKCHIA3HOTO JIOMEHA. YBEJIWYCHHWE aKTUBHOCTH (DEpMEHTa M TIOBBIIICHHE YPOBHS
skcnpeccun DSPOD B oTBeT Ha AeHCTBUE Pa3IMYHBIX CTPECCOPOB MPEATIOIAraeT, yTo nepokcuaassr |1
KJ1acca UIpalT OJHY M3 KIIOYEBBIX pojedl B (opmupoBanum ycroiumBoctu mxa D. scoparium x
abuoTHueckuM crpeccaM. Hamu BrepBble HAEHTH(QHUUHMPOBAHA M CEKBEHHUPOBAHA KOJUPYIOIIAS
M0CJIeIOBATEIBHOCTD ITUTO30JIbHOW ackopOatnepokcuaazsl DSAPX u3 mxa D. scoparium, umeroras
BBICOKYIO TOMOJIOTHIO C HYKJICOTHIHBIMH TTocienoBateabHocTsIMI APX npyrux pactennid. 3smenenne
skcnpeccun reHa DSAPX u yposHst aktuBHocTH DSAPX, koppenupytomee ¢ cogepxanueM H202 npu
abMOTHYECKMX BO3JIEHCTBUSAX, CBUAETEIBLCTBYET O BOBJIEYEHHH acKopOaTHepoKcHIa3bl B KOHTPOIb
ypoBHs A®K, HakamnuBaeMmbIx npu crpecce. CTpecc-MHAyLHpyeMash aKTUBHOCTb (EPMEHTOB U
oOHapy)XeHHbIe B pe3yibraTe iN SiliCO aHanM3a KOHCEPBATHUBHBIC JJIEMEHTHI B CTPYKTYpe T€HOB U
oenxoB nepokcuaas | u Il kimacca D. scoparium, a Takke GUIOTeHETHYECKHUI aHATIN3 CBUIETEIbCTBYIOT
O COXpPAHEHMHU STHUX IOCIEI0BATEILHOCTEH B I€HOME PAaCTeHHUH B XOJ/€ SBOJIIOLMU BBUIY BaKHOCTH

MEPOKCHU A3 B IOAACPKAHNUN OKHCINTECIbHO-BOCCTAHOBUTCIIBHOI'O CTAaTyCa B KJICTKAX paCTeHHﬁ.
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BbIBO/IbI

1. O6napyxxeHo oO0Opa3oBaHHE THIPOKCHIBLHOTO pajguKaia, CYNEpPOKCHIHOTO aHUOH-
panuKaia u mepeKucH Bojaopoja B moderax mxa Dicranum scoparium. BriepBbie mmoka3aHo, 4To B
D. scoparium B 00pa3oBaHMU CYIEPOKCHUIHOIO aHHOH-pagMKajia MPHHAMAIOT  yd4acTHE
u3onepokcuaassl kiacca lll. Ycranosneno, uro nepoxcuaassl kinacca Il Mxa nposBisioT kak aHTH-
, TaK U IPOOKCUAHTHEIC CBOMCTBRA.

2. [Tokazano, uro D. scoparium o0iajacT HaUBBICIICH MTEPOKCUIA3HON AKTUBHOCTHIO CPE/IH
COBMECTHO IIPOM3pACTAIONIMX JIeCHBIX MXOB. OOHapykeHo, uto mnepokcuaassl |l kmacca u
ackopOaTIepoKCHIa3bl BOBJICUCHBI B CTPECCOBBIC OTBeThI D. scoparium mociie BO3AEHCTBHUS
00€3BOKUBAHUS/PETUAPATAIIUN U HEOIATONIPHUATHBIX TEMIIEPATYP, YTO MPEANOIAracT BaXKHBIC POIU
MepoKcuIa3 B GopMUpOBaAHUY YCTOWYMBOCTH MXa TUKPAaHyMa K a0MOTHYECKOMY CTPECCY.

3. Brnepeie umaentuduuupoBansl rensl nepokcunas Il kmacca DSPOD gukpanyma. C
ucrnoib3oBaHueM OuonHpopMatuyeckoro ananuza B DSPOD komupyembix Oenkax OOHapy>KeHO
HaJTMYMe KOHCEPBATUBHBIX JOMEHOB, XapaKTePHBIX I THIHYHBIX Tiepokcuaas 11 kmacca.

4. Brnepeeie B D. scoparium wuaeHTH(UIMpoBaH reH ackopOarmepokcuaassl DSAPX,
UMEIOIIHMH BBICOKYIO ctereHb romojorun ¢ APX G. pilifera u P. patens. C momormsto in silico
aHajM3a TIO0Ka3aHo, 4YTO OeJoK ackopbaTmepokcuaassl D. scoparium coaepHUT HECKOJIbKO
BBICOKOKOHCEPBATHBHBIX CAaHTOB, BaXXHBIX JUIsI (DEPMEHTATUBHON aKkTHBHOCTH. Ha ocHOBaHHH
ouonndopmaruaeckoro anannza DSAPX BbIsiBIeHO, 4TO HaeHTHGHIMPOBaHHBIN reH APX kogupyet
TUMUYHYIO IUTOIIA3MAaTHYECKYIO0 aCKOpOaTIepoOKCHIa3y.

5. N3menenne ypoBHs okcrnpeccun reHoB DsPOD u DsAPX mpu Bo3aelicTBuu
obesBokuBanus/peruaparamuu, CACly, mapakBara u HeOIArONPHUSATHBIX TEMIIEPATYP MPEIIOJIaraeT,
9TO 3TH OCJIKM MOTYT UTPATh 3aIIUTHYIO POJIb JIJIS PEAOTBPAIICHUS OKHCIUTEIBHBIX TIOBPEXK ICHUN
B JuMKpaHyme mpu ctpecce. CTpecc-MHAyIMpyeMas aKTMBHOCTh M HAIMYUE KOHCEPBATHBHBIX
3JIEMEHTOB B CTPYKTYpE T'€HOB U O€JIKOB Mepokcuaas D. scoparium cBUAETeIbCTBYIOT O COXPaHEHHN
3THUX MMOCJICIOBATEILHOCTEH B TEHOME PACTCHHI B XO/I€ YBOJIIOIMH BBUIY BaXXHOCTH IEPOKCHUIA3 B

moAACPIKAHUKU OKUCIIUTCIIBHO-BOCCTAHOBUTEILHOI'O CTATyCa B KIICTKaX paCTeHHi/JI.
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