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OBLIASA XAPAKTEPUCTUKA PABOTbI

BBEJIEHHME. Moxoo6pa3ubie (OpnoduThl), BKIOYAOMNUE B C€0s MXHU, IMEUCHOYHUKUA H
aHTOLIEPOTOBBIC, SIBISAIOTCA JIPEBHEHIIMMU HA3eMHBIMH DPACTEHUSMHU - MOTOMKAMU paHHUX
pacxomsmuxcs auHui amMopuodurtos (Rensing et al., 2008). Takum o6pazom, 6prodUTH 3aHUMAIOT
ONTUMAJIbHYIO (PUIIOTEHETHYECKYIO MO3ULIUIO JUIS U3YUYCHHS] IPEBHUX SBOIIOIIMOHHBIX U3MEHEHUH B
pacTeHUsIX B MEPUOJ OJHOTO M3 CaMbIX BAKHBIX COOBITUN B UCTOPUHM 3EMIIM - KOJIOHH3ALUU €€
pactenusmu (Ponce de Ledn, Montesano, 2013, 2017). U3BecTHO, 4TO MXH 00JIa/Ial0OT BBICOKOMH
YCTOWYMBOCTBIO K  HEONAarompusiTHBIM  YCIOBUSM  CpeAbl M  3a4acTyld  HCIOJIb3YIOTCA
UCCIIEIOBATENsIMU B KaueCTBE MOJIEIbHBIX OOBEKTOB JJIsi HM3Y4YEHUS peakuuid Ha JeiicTBue
crpeccoBbix ¢aktopoB (Turetsky et al., 2012). OgHuM U3 BaXKHEWIIHMX IPOLIECCOB MPH CTPECCE
SIBJIIETCS U3MEHEHUE OKHCIUTEIbHO-BOCCTAHOBUTENILHOTO MeTa00In3Ma. DBOIIOIMOHHOE Pa3BUTHE
a’pOOHBIX METa0OJUYECKUX MPOILIECCOB, TAKUX KaK AbIXaHHE U (OTOCUHTE3, HEM30EKHO MPUBEIIO K
obpazoBanuio akTUBHBIX Gopm kucimopoaa (APK) (Uarrota et al., 2016). ADK 061a1ar0T BBICOKOM
TOKCUYHOCTBIO, IOCKOJIbKY IOABEPratOT OKUCIUTEIbHBIM MOIAU(PUKALUAM >KU3HEHHO Ba)KHBIC
BBICOKOMOJIEKYJISIPHBIE COSAMHEHUSI, TAaKHEe KaK O€JIKH, TUMUbI, HYKJICHHOBBIE KUCIOTHI, YIIIEBOIbI,
YTO BIMAET Ha HX (PUIUKO-XUMUYECKHE CBOMCTBAa W (PyHKUMOHAIBbHYIO akTUBHOCTH (Das,
Roychoudhury, 2014). Bpewms sxu3uu ADPK kpaiiie HEBEIMKO U COCTABIISIET, B 3aBUCUMOCTH OT THIIA
A®K, OT HECKOJBKMX MHUKPOCEKYHI 10 MHUHYT. OHH OBICTpO 00€3BPEKMBAIOTCA C IMOMOIIBIO
Pa3IMYHBIX KJIETOYHBIX ()EPMEHTATUBHBIX M HE(PEPMEHTATUBHBIX MEXaHU3MOB. l3BecTHO, 4TO
pacTeHus, KOTOpble MOTYT BBDKHUBATh B CTPECCOBBIX YCIOBHUSX, 001anaT 3()QeKTUBHOIM
AHTHOKCHIaHTHON CHUCTEMOM, 3aluInaromiei ux or Tokcuynoro aeiicteus ADPK (Breusegem et al.,
2001). Kak u B KII€TKax BETKOBBIX PACTEHHH, aHTHOKCHIAHTHAS CHCTEMa OPHO(GHUTOB BKIIIOYAET B
ceOs  aHTHOKCHAAaHTHBIE  (EepMEHTHI, Takue Kak KaTamaza, mnepokcugaza (POD),
ackopOarnepokcuaaza (APX), cymepokcuamucmyrtaza (SOD), a Takxke HU3KOMOJEKYJISPHbBIE
antrokcunantel (Dey, De, 2012). M3BecTHO, 4TO B LIBETKOBBIX PACTEHHIX BBICOKAsl aKTUBHOCTh
MEPOKCHUJIA3 MOXKET KOPPEIUPOBATh C YCTOMYMBOCTHIO K JEHCTBUIO HEOIAronpHUATHBIX (haKTOPOB.
BeposiTHO, 4TO mepoKcHAa3bl HECOCYAUCTBIX pacTeHHl - OpHOPHUTOB, Kak M TMEPOKCHAA3BI
COCYAMCTBIX PACTeHUH - KIIOYeBbIE ()EPMEHTHI, MPUHUMAIOIINE YIaCTUE B CTPECCOBBIX PEAKIIHSIX.
CBoiicTBa MepOKCH/Ia3 COCYAUCTHIX PACTECHHUH U UX POJIb IPU OMOTHUECKOM U a0MOTUYECKOM CTpecce
IIUPOKO HW3YYEHBI C MOMOIIBI0 PA3NUYHBIX OMOXMMHUYECKUX U MOJEKYISIPHO-OMOIOTHYECKUX
MeTo/10B. HecMOTpsi Ha OYeBUAHYIO BaXKHOCTh, OMOXMMUYECKUE CBOMCTBA MEPOKCUIA3 U TeHBI, UX
KOJUPYIOIIHE, Y MOX000pa3HbIX U3YUeHBI KpaliHe HEOCTATOYHO.
Heabr u 3apaum ucciaenoBanusi. llenp HacTosed paboThl — UCCIEOBaTh OMOXUMHUYECKHE U
MOJIEKYJISIDHBIE ~ XapaKTEePUCTHKH TEPOKCHIa3 MxXa JauKpaHyma MemioBuaHoro (Dicranum
scoparium).

bputn mocTaBieHs! caeayOIMe 3a1a4m:

1. O1eHUTh HHTEHCUBHOCTH 00Pa30BaHMsI CYIIEPOKCHIHOTO aHHOH-paaukaia (O2™), mepekucu
Bogoponaa (H202) u rumpokcunbpaoro paaukaiga ("OH) B D. scoparium B HopMe M Ipu CTpecce.
O1eHNUTh BO3MOXKHBIH BKJIaI IEPOKCH/IA3 B AeTOKCHKaIHIO u oopazoBanre ADK B D. scoparium.

2. Onpenenutb H30QEPMEHTHBIA COCTaB M AaKTUBHOCTh MpU aOMOTHYECKOM CTpecce,
WHIYIIUPOBAHHOM  00€3BOKMBAaHWEM/pETHUpaTaliiell W JIGHCTBHEM  IOJIOKHTEIBHBIX U

OTPHIIATENILHBIX TeMmepaTyp, nepokcuaas Il kimacca n ackopbarnepokcuaassl B D. scoparium.



3. NnentudunmpoBath TeHBI B MPOBECTH OMOMH(OPMATHYECCKUN aHAIN3 (PU3UKO-XUMUUYECKHUX
CBOWCTB M CTPYKTYpBI OesikoB mepokcuaas Il kimacca u ackopbarnepokcuaassl mxa D. scoparium.
4, [Ipoananu3upoBaTh ypOBEHb SKCIPECCUU T€HOB, Koaupyroumx mnepokcunasbl Il kmacca
(DsPOD) u ackopbatnepokcuaasy (DSAPX), npu o6e3BoxxuBanuu/peruaparaiun, aeictsun CdCly,
MapaxkBaTa, MOJIOKUTEIbHBIX U OTPULIATEIbHBIX TEMIIEPATYP.
HayuyHasi HoBH3HA padoThl. YCTaHOBJIEHO, YTO Bce M30(epMeHTHI mepokcuaasbl kiaacca [ mxa
o0nafalT Kak Mpo-, TaK M aHTUOKCUAAHTHON aKTHUBHOCTHIO. BriepBble MoKa3aHo, YTO BO MXe
D. scoparium u3odhepMeHThI IEPOKCH1a3 IPUHUMAIOT ydacTre B oOpazoBanuu O™

BriepBoie maeHTHdUIMpoBaHbl 22 reHa nepokcuaas kiacca III (DSPOD) aukpanyma c
UCIIONIb30BaHWEM ©0a3bl JAaHHBIX apXMBa 4YTEHUH mocienoBaTesnbHOCTe. C  MOMOIIBIO
OnonH(pOPMATHUYECKOTO aHalM3a MEPBUYHONW CTPYKTYpbl OenkoB mepokcuaas D. scoparium
oxapaktepuzoBanbl N SilicO ux (u3MKO-XUMHUYECKHE CBOWCTBA, BBISBICHBI KOHCEPBATHBHBIC
MOTHBBI U JOMEHBI, CalThl MOCT-TPAHCISIUOHHBIX MoAU(UKaIM, CyOKJIeTOuHasl JOKaTu3alus
6enkoB. [Ipoananu3upoBaHbl BTOPUYHAS M TPETHYHAS CTPYKTYPBI Iepokcuaas kiacca 11 nukpanyma.
Ha ocHOBaHMU (PUIIOT€HETHYECKOrO aHaTu3a aMUHOKHCIOTHBIX MMOCIEAOBAaTEIbHOCTEH IMOKa3aHa
SBOJIIOIIMOHHAS B3aUMOCBSI3b MKy MEPOKCHUA3aMU JUKPaHyMa U IPYTHX BUJIOB PACTCHHIA.

Brniepseie naentudunrpoBan ren ackopoarnepokcunassl (DSAPX) aukpanyma. B pesynbrate
KJIIOHUPOBAHMS M CEKBEHUPOBAHUS MocienoarensHocTeld reHa DSAPX BhisiBIIeHA BBICOKAs CTETICHB
romonorur ¢ APX Grimmia pilifera u Physcomitrella (Physcomitrium) patens. Ilposeaen
OoronH(popMaTUUYECKUIl aHATN3 NIEPBUYHOM, BTOPUYHON U TPETUYHOU CTPYKTYyphl Oenka DsAPX, a
Tak)Xe CpaBHEHHE cO CTPYKTypoil APX npyrux MxoB. DKcliepUMeHTaIbHbIe JaHHbIE 00 U3MEHEHUH
npoduns sxcnpeccun renoB DSPOD u DSAPX mipu Bo3aeiictBuu Ha moderu mxa CdClz, napakBara,
HEONIaronpUATHBIX TEMIEpaTyp U 00€3BOKMBAHUS/PETUPATALUN CBUACTEIHCTBYIOT O BOBJICUCHUU
3TUX aHTHOKCHIAHTHBIX (epMeHTOB B oTBeThl D. scoparium Ha pedcTBue aOHOTHYECKUX
CTpPECCOpOB.
Hay4yHo-npakTnyeckasi 3Ha4MMOCTb. MOX JUKpaHyM, OOJaJarolMi BBICOKOH cTpeccoBOn
YCTONYMBOCTBIO, SIBISIETCS YIOOHON MOJIEBIO ISl U3YYEHUS POJIH TIEPOKCHa3 B OTBETAX BBICIINX
pacTeHuil Ha abuoTHyeckHe cTpeccoBble Bo3aeicTBUA. COBOKYMHOCTh OHOXMMHMYECKHX W
MOJIEKYJISIPHO-OMOJIOrMYECKMX METO/0B M MOJXO/A0B, a TaKKe MOJY4YeHHbIE Pe3ylbTaThl MOTYT
CIIY’)KUTb TEOPETUYECKON OCHOBOM [uisi (yHIaMEHTAIbHBIX HCCIEAOBAHUN 10 BBISIBICHUIO
MEXaHU3MOB YCTOWYMBOCTH PACTEHHH K Ppa3NUYHBIM CTPECCOBBIM (hakTopaMm, a TaKxKe
METOAOJIOTMYECKOH OCHOBOM JUIsl MPHUKJIAAHBIX PAbOT MO HKOJOTMYECKOMY MOHMTOPUHTY U
MEpONPHUSITHAM MO TOBBIILIEHUIO YCTOWYMBOCTU CEIIbCKOXO3SICTBEHHBIX pacTeHui. J[laHHBbIe,
MOJIy4YeHHBIE B X0JIe paboT, MOTYT OBITh MCHOJIB30BaHBI B JEKIIMOHHBIX MaTepHaliax MPH YTEHUU
KYPCOB JIEKIIUHU TIO CTPECCOIOTHH, (PU3UOTIOTHH PACTECHHH, OMOXUMUU U MOJIEKYJIIPHOW OMOIIOTHH B
BV3ax.
Cas3b padoThI ¢ HAYYHBIMH MPOrPaMMaMH U JIUYHOE y4yacTue aBTopa. PaboTa mpoBoaunace ¢
2016 mo 2021 r.r. B cOOTBETCTBHHM C TuIaHOM Hay4HbIX ucciaeaoBanuii KMbb ®UI] KasHI[ PAH no
TeMe: «Pa3BUTHE TEHOMHBIX U TMOCTTEHOMHBIX HCCIEIOBAHUM MJS BBIICHEHUS MOJICKYIISPHBIX
MEXaHU3MOB (YHKIIMOHUPOBAHUS JKUBBIX CHCTEM U CO3JaHHUS OPraHU3MOB C 3aJaHHBIMU
cBoiicTBamu  (TOcynapcTBeHHBId  perucTpammonHeiii  Noe AAAA-A18-118022790082-2).
HccnenoBanust mo Teme auccepranuu Obuid mozanepkansl rpantamu PODOU u [IpaBurenbcrBa
Pecny6onuku Tatapctan B pamkax HaydHbIX TpoeKToB Ne 17-44-160142 «CtpeccoBasi ycTOIUMBOCTD
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MXOB KaK KpHUTEpUW BBDKMBAaHUS B OKCTPEMalbHBIX yCIOBUAX cpemb» U Ne 18-44-160031
«JIucrocrebenpHble MXU — OMOWHIMKATOPHI 3arpsi3HEHUS TSDKEIbIMU MeTallJIaMH OKpY’Karolei
cpenbl Pecniybnmuku Tatapcrany.

Hayunble mojoeHUS U BBIBOABI JUCCEpTAllMU 0a3upylOTCs Ha pe3yibTarax COOCTBEHHBIX
UCCIIEIOBAaHUM aBTOpa M Ha JaHHBIX, MOJYYCHHBIX IPH €ro HENOCPEACTBEHHOM YYacCTHUU.
DKCIIEpUMEHTHI [0 OYUCTKE OENKOB M ONPENCJICHHI0 00pa30BaHUS THUAPOKCHUIBHOIO paauKalia
IpOBEIeHbI COBMECTHO ¢ K.0.H. Bukroposoii JI.B. u k.60.H. Tpucdonosoii T.B. (06e KUBb ®UI]
KasHII[ PAH). Martepuainsl, BOoIeAne B COBMECTHBIE MTyOJUKAIIMU, 00CYKIAJIMCh C COABTOPaMHU U
PYKOBOJUTENIEM paOOTHI.

OcHoBHBbIE 110J10KeHHs, BBIHOCUMbIE HA 3a1IHUTY:

1. Bo mxe D. scoparium aOuoTHyecKkwii CTpecc, HHAYLHPOBAHHBIA OO0E3BOKHBAHHEM H
peruaparanueil mo6eros, BeI3bIBaeT nosbieHrne ypoBHs ADK. OgHuM U3 OCHOBHBIX HCTOYHUKOB
obpazoBanus 02" B Ki1eToYHOM cTeHke moberos D. scoparium sisisirorest mepoxcuaassr 111 kimacca.

2. Bo mxe D. scoparium mepokcumasel III kimacca um ackopOaTmepoKCHaa3a SBISIOTCS
CTPECCOBBIMU MapKepaMH, 4YTO TOJATBEP)KIACTCSI MOBBIIICHUEM aKTUBHOCTH (EepMEHTOB U
CTUMYJISIMEH SKCIIPECCHH KOJUPYIOIIMX UX T€HOB MpHU ACHCTBUM aOMOTHYECKUX CTPECCOPOB, TAKUX
Kak 00e3BOKHBaHHe/peruaparanus, Heobnaronpustasie Temnepatypsl, CdClz, napaksar.

3. Crpecc-unaynupyemasi akTUBHOCTb U HaJTU4KM€ KOHCEPBATHUBHBIX AJIEMEHTOB B CTPYKTYype
reHoB W OenkoB mepokcuaas D.scoparium  CBHAETEIBCTBYIOT O COXPAHEHHH  ITHX
MOCIIEIOBATEILHOCTEH B T€HOME PACTEHUH B XOJ€ SBOJIONMHU BBHUAY BakHOCTU mnepokcuaas Il
KJlacca M ackopOaTmepokcuaa3 B MOIACPXKAHUH OKUCIUTEIbHO-BOCCTAHOBUTEIHLHOTO CTaTyca
pacTeHHi.

Anpo6anusi padoTsl. Matepuasl quccepTai ObUIM IPEICTaBICHBI aBTOPOM Ha 1 cTyieHYeCcKOid,
1 peruonanbuoit, 11 Becepoccuiickux U MeXIyHApOIHBIX KOH(pEpeHIUsIX (CHUCOK MpPECTaBICH B
Te3ucax MOKIAI0B Ha cTp. 22-23), a Taxke Ha UTOroBoi koHpepeHuuu KOV (2018) u uTorobix
koH(pepenmmsix KUbb ®UI] KazHI[ PAH (2017, 2019, 2021).
Iyoaukanuu. [To marepuanam auccepTanuu OMyOJIWKOBaHO 17 paboT, U3 KOTOPBIX 3 CTaThu B
pEleH3uPYEMBIX U3JaHMsIX, pekoMeHayeMbix BAK.
CrtpykTypa u 00bem padoTsbl. /{uccepranus uznoxena Ha 136 cTpaHuiax MAlIMHOIIMUCHOTO TEKCTA
U COCTOMT W3 BBeleHHUs, 0030pa IUTEpaTypbl, OMUCAHUS MaTepUajIoB U METOJAOB, U3IOKEHUS
pe3yNbTaTOB M UX OOCYXKICHHUS, 3aKIIOYCHHs, BBIBOJIOB, CIHUCKa JHUTepaTypsl. B pabote
npenctasieHo 7 Tabmuil, 42 pucyHok. CIUCOK IUTEpaTyphl BKIOYaeT 417 UCTOYHUKOB, U3 KOTOPBIX
395 — HHOCTPaHHBIX.

1. MATEPUAJIBI U METOIbI HCCJIEJIOBAHUSA
1.1. O6bexThI HccaenoBanus. [Tobern mxoB Dicranum scoparium Hedw., Pleurozium schreberi
(Brid.) Mitt., Hylocomium splendens (Hedw.) B.S.G. 61 coOpaHbl B ARIITMHCKOM JIECHHYECTBE B
okpectHOCcTsx . Kazanu, Tarapcran, Poccus (55°53"21.3"N48°38'14.3"E). M3o¢epMeHTHBII cocTaB
U aKTUBHOCTH PEIOKC-(EPMEHTOB aHAIU3UPOBAIM BO BHYTPUKIETOYHOW PACTBOPUMON (PpaKiuu
6enxoB (C) u ¢ppakuusax kiaerounoit crenku (KC). @pakuusa C — cynepHaTaHT, OTYyYeHHBIH mocie
romorenmsanmu ¢ Tpuc-HCl Oydepom moberos. benku knerounoit crenku (KC) Boiaensm,
ucnone3ys, ¢ocharueiii Oypep Copencena, aqururonud u NaCl (Li et al., 2010). B pesynbrare
nonydanu ¢pakiuu Oenkos, cBszaHHbix ¢ KC: Bi — BomopoaneimMu cBsizsimu, Bz — BaH-zep-
BaaJbCOBBIMU CHJIAMU U TUAPOGOOHBIMH B3aUMOJICHCTBUSMU, B3 — MOHHBIMU CBSI3SIMHU.
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1.2. CrpeccoBblie Bo3aeiicTBusi. Cyxue modberu ruapaTupoBalINCh B nucTuumpoBanHoi HoO B
teueHne 1 4. OOe3BOXKMBaHHE MPOBOAMWIM B 3KcHKarope Haja pactBopom 35% CaCly (0-168 4y,
MeIJICHHOE 00e3BOKMBaHKe) win cuiaukareiem (0-72 u, 6picTpoe 00e3BOKMBaHKE). Peruaparanuio
no6eroB npoBoawH B TeueHue 0,5-2 4. OtHocuTenbHOe conepxkanue Boasl (OCB) onpenensnm mo
dbopmyne: (Macca Mxa mmocie 00e3BOKMBaHUS - CyXas Macca) / (Macca Mxa IMocCJie THAPATALUN - CyXast
Mmacca) x 100%. BozneiictBue CdCl, n mapakBara Ha MOX OCYIIECTBIISUIU ITyTEM HHKYOAIHK T0OETOB
B pactBopax 100 mxM CdCl, mwm 100 MxM mapakata (1,1'-mumernn-4,4'-gunupuaniia JUXJI0pua)
B TeueHue 1 u 12 4. [Ipu TemmepaTypHOM BO3JAEHCTBUH 00pasiibl MXa IoMelnaiu B tepmoctat (+30°
i +50°C) wm B Mopo3uibHyio Kamepy (-20°C) na 2, 12 u 24 .

1.3. Onpenenenne aKTHBHOCTH OKHCJIMTEIbHO-BOCCTAHOBUTEIBLHBIX (pepMEHTOB. AKTUBHOCTh
POD xnacca Il u peHoMOKCH1a3B1 OTIPENIETSIIN ¢ UCIIOJIB30BAHUEM O-TMaHU3UINHA, CYOCTPATHYIO
cnerupuanocts POD ¢ — ABTS, p-kymapoBoil u Ko(hEHHOW KHCIOTaMH, aKTHBHOCTH APX
OTIPEIEIISITH 110 OKHUCJICHUIO aCKOPOMHOBOW KUCIOTHI B MpucyTcTBHH H202, akTHBHOCTH KaTasas3bl
onpeaensin no paznoxeHno HoOz2. AKTUBHOCTh ()EPMEHTOB U3MEPSUIH CHEKTPO(HOTOMETPUUECKU
Ha UV-1900 («Shimadzuy, SInonus). Dnextpodopes npooaunu B 7 u 10 % nomuakpuiiaMugHOM
reae (ITAAT) B momudunupoBannoii cucreme (Laemmli, 1970) na Mini-PROTEAN Tetra Cell
(«Bio-Rad», CIIIA) B HaTHBHBIX W MOJy-HaTHBHBIX (C mobamieHueM 1% SDS) ycrnoBusx.
AxtuBHOcTh POD Il knacca B [TAAD BuzyanusupoBangach ¢ MOMOIIbIO o-nuanuszuauia u H202, a
aktuBHOCTh APX pactBopoMm, conepkamum ackopoat, TEMEJI, NBT, H20..

14. Anamu3 obpa3zoBanuss A®DK. HHrencuBHocTh oOpaszoBanuss O  OlCHHBAIH
CIEKTPOPOTOMETPHUYCCKHA C HCIONb30BaHueM 2,3-0muc-(2-MeToKcH-4-HUTPO-5-cyibdodennn)-2H-
teTpasonuii-5-kapookcanunuaa (XTT, Sutherland, Learmonth, 1997, Chasov et al., 2015).
Busyanuzanus oOpazoBanus O B rene mnpoBoaunach ¢ ucnonb3zoBanuem NBT u NADH.
ObpazoBanue "“OH olleHHMBaIM MO CKOPOCTU OKHCIEHUS J1€30KCUPUOO3bI B MPUCYTCTBUU 2,6-
numeTokcu-1,4-6enzoxunon (DMBQ), FeCls, maseneBoii kuciaotsl B pochataom 6ydepe, pH 5,0
(Gomez-Toribio et al., 2009). Yposenb ob6pa3oBanus ‘OH orieHUBa M B 9KBHBAICHTAX MaJOHOBOTO
muanpaeruna (MDA) (Devasagayam et al., 2003). N3mepenne H2O2 mpoBoauin ¢ HCMOIb30BAHUEM
KcuiieHooBoro opamkeBoro (Mayaba et al., 2002). Conepxanne H202 paccuuThIBagM 10
CTaHJapTHON KannOpoBOYHOM KpuBOM KoHIIeHTpauuu H20z.

1.5. Ouucrka Oeaka ¢ NMOMOIILI0 HMOHOOOMEHHOW Xxpomartorpaguu. PacTBopuMbIe OeiKH
romorenara mooeros D. scoparium ocaxnanu ¢ ucrionszoBanueM (NH4)2SO4 (30-80%). Benku ObutH
YaCTHYHO OYHMIIEHBI ¢ wHcmois3oBanneM komonku Hi-Trap Q FF (GE Healthcare, Sweden),
ypasHoBemenHoit 25 MM Tpuc-HCI 6ydepom, pH 7,5, na Chromatography System (AKTAT™ Start).
Benku amouposaiu NaCl ¢ 0—1 M nmuHeHHBIM rpaJiueHTOM KOHIIEHTPAIIHH.

1.6. Boinenenue PHK u cunte3 apyxuenoueunoii kIHK. /lnsa Beinenenus toransHoit PHK mxa
ucnons3oBaian GeneJET Plant RNA Purification Mini Kit (Thermo Scientific, Lithuania). Ogno- u
neyxuenoueynass kJIHK Oblin cuHTe3MpoBaHBI ¢ MCHONb30BaHHEM Habopa Evrogen Mint 2 s
cuHTe3a apyxuenoueyHoi kJJHK, cormacHo mpoTokomy mpou3BOINUTENS.

1.7. Unenrndpukamus reaoB POD u APX B D. scoparium. MerarpanckpuntomMHble jaHHbie D.
scoparium ObUTH M3BJICYCHBI W3 0a3bl JAHHBIX apXHMBa YTEHHS MOCJIECIOBATEIBHOCTEH C IENIBIO
unentudukanuu POD knacca 1. [{ns kinonupoanus rena APX u3 D. scoparium ucmonb3oBajiach
Koaupytomias nocienoareabHocTh GPAPX u3 Grimmia pilifera. Knonupoanue POD B BekTop
pAL2-T u APX B pGEM-T Easy mpoBoaunu corimacHO mpoTokojam mpousBoautenein (EBporeH,
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Poccus u Promega, CIIIA, cootBeTcTBeHHO). HyKI€OTH/IHBIE TTOCIEI0BATEIILHOCTH OMPEACIIIHN C
nomoineio JIHK-ananmuzaropa ABI 3130 Genetic Analyser (Applied Biosystems, CIIIA).

1.8. AHa/IU3 AMMHOKHCJIOTHBIX M HYKJIEOTHIHBIX NOCJIe10BaTe/bHOCTel. OU3NKO-XUMUYECKUE
CBOlCTBa OenKOB aHanmu3upoBaiu ¢ mnomomibio ProtParam ExPASy (Gasteiger et al., 2005).
CTpyKTypbl JOMEHOB 0€JIKOB OblIH TIpeackazansl ¢ momombio CDD (Marchler-Bauer et al., 2017), a
TBtools wucmonp3oBaics s nepectpoiiku kapthl gomena (Chen et al.,, 2020). Bropuunas wu
TpPEeTUYHAs CTPYKTYPhI O¢lIKOB ObuTH mpeackasansl ¢ momornbio NPSA-PRABI (Geourjon, Deléage,
1995) u SWISS-MODEL (Waterhouse et al., 2018), coorBercTBeHHO. PHIOreHETUYECKOE IPEBO
Ob110 MocTpoeHo 1 MoauduimpoBano B MEGA X (Kumar et al., 2018).

1.9. Ananu3 skcnpeccun resoB. Toramsayro PHK D. scoparium Beigeasuin ¢ moMoImso Habopa
RNeasy Plant Mini Kit (Qiagen, ['epmanms). B kadectBe umcrounmka wmatpuil mis I[1I[P-PB
HCIIONIB30BaIN NosydeHHyto komiuiemeHTaprayto JIHK (xkIHK).

1.10. CraTucruyeckas 06padoTka 1anHbIX. CTaTHCTHUYECKYIO0 00paOO0TKY pe3yJabTaTOB MPOBOAIN
c nomoibio Tecta Trioku B mporpamme R. [Ipu ananuze skcnpeccuu reHOB BCe PeaKIui MIPOBOIMIN
B TpeX OMOJOrMYECKHUX U HIECTH AHAIUTUYECKUX MPOBOPHOCTSAX. Pa3nuuus B SKCIpeccuu reHOB
OLIEHMBAII 110 HOpMalKM30BaHHO# skcnpeccun (AACQ) B Bio-Rad CFX Maestro™.

2. PE3YJIBTATBI U UX OBCYXXJIEHUE

2.1. OopaszoBanue A®K B D. scoparium. O6uapyxeHo, uto moberu D.scoparium wmoryt
oOpazoBarb BHekjIeTouHbl ‘OH (puc. 1A, b). Yposens ‘OH mocie rugparanuu cyxoro mxa ObLa
MOYTH B JBa pa3a Bhimie (puc. 1b), yeM B mpenBapuTenbHO THIPATHPOBAHHBIX MOOErax 3a Te XKe
MIPOMEKYTKH BpeMEHH UHKYyOanuu ¢ akientopoM (puc. 1A). O6pazoBanue "OH MOXKET IPOUCXOIUTH
Kak He()epMEHTATUBHO B peakiinu DeHToHa, Tak U (PEPMEHTATHBHO C TIOMOIILIO PeAOKC-(HEPMEHTOB
(Gechev et al., 2006; Hasanuzzaman et al., 2020). B uactnoctu, peakiuss PEHTOHA B Cpele,
coJiep Kaliei HOHBI xkene3a, crumyiupyercs H2O2, oOpasyroreiicss B pe3ysibTaTe OKHCIUTEIBLHOTO
B3pbIBA, TIPOMCXOJISIIETO A E
nocjae  00€3BOXKMBAaHUS W

MOCJICYIONIEH — TUApaTaluy. 1.0 1
Tak, HaMH TOKa3aHO, YTO B 0.8 -
D. scoparium  mpoMCXOAUIIO
3HAYUTEIBHOC  yBEJIHUYCHUEC
comepxkanuss  H2O»  mocie
rHapataii B TeueHWe 1 9

CYXux 1mooeros MXa, IMpUu 3TOM

MIA, Mmos/r cyxon macchl
MIOA, mmos/r cyxor macchl

najpHelee 00e3BOKUBAHUE

IMPUBOJUIIO K IOCTCIICHHOMY

cHIKeHuIo0 conepxkanus HoOz 10 20 30 60 120
Bpewms, MuH Bpewmsi, MuH

(puc. 2A). Peruapararus Mxa

Puc. 1. A — obpazoBanue ‘OH mpenBapuTebHO peruapaTHpOBaHHBIM
noberom D. scoparium. B — o6paszoBanue ‘OH nipu rumpaTtaiuu Cyxoro
Mxa. 371ech U Janee pas3Huiia goctoBepHa npu P < 0,05 (*), P < 0,01 (**),
YBEIIMYEHUIO colepiKaHus P < (0,001 (***).

mocie 72 4 00e3BOKHWBAHUA

TaKXE mpuBoOauJIa K

H20; (mpumepHo B 2 pasza B

CPaBHEHUM C KOHTPOJbHBIM BapuaHToM (puc. 2A)). Ananu3 BoccraHoBieHuss XTT mokasain, 4To

D. scoparium mosxet obpazoBats O B mpucyrctBun NADH (puc. 2b). Jlo6asnerre SOD moutu Ha
7
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Puc. 2. A — Cogmepxanne HO, B D.scoparium mnpu 00OC3BOKMBAHWUHM Haj CHUJIMKAreJieM M I0Cie
peruaparanuu. YepHblid cToIOWK — cyxoll MOX (KOHTpOJIb), CTOIOMK C TOYKaMW — | 9 THApaTaluu 10
00e3BOXMBaHMsI, OeNbie CTOIOWKH — 00€3BOKMBAHUE, 3aIITPUXOBAHHBIE CTOIOMKN — peruapaTanus. b —
BuyTpukierouHoe oopazoBanue 0> Bo mxe D. scoparium B mpucyrctBuun 0,1 MM NADH B kauectBe
BoccranoButesst. O6pazoBanue Oy nerektupoBaniock ¢ momomnbio XTT B IPUCYTCTBUU WK B OTCYTCTBHE
250 ex/mn SOD B HaTpuit-uTpatHoM O6ydepe, pH 7,8.

50% WHruOMpoOBaJO CTENEHb BOCCTAHOBJIEHUS, YTO YKa3blBa€T Ha TO, 4YTO HEKOTOpOE
BoccraHoBieHne XTT mpoucxoamso 3a cyeT APYrux paavkaioB. 3HAYUTEIbHOE MHIMOMpPOBaHME
BoccraHoBieHus XTT c¢ momoupto SOD B (epMeHTATMBHOM BBITSDKKE MXa IOATBEPXKAAET
obpazoBanue Oz (puc. 2B). Takum 00pa3om, mpu cTpecce B KIeTKax OpHOPHUTOB Tak *Ke, Kak U 'y
COCYIUCTBIX PACTEHUH, MOKET IMPOUCXOUTH NOoBbIeHHe ypoBHI ADK.

2.2. AxtuBHOCTH penokc-pepmentoB D.scoparium. OgHUM H3 KIFOYEBBIX KOMIOHEHTOB
CTPECCOBON YCTOMUMBOCTU PACTEHUM ABISETCS CIOCOOHOCTh MOJAEP)KUBATh PEIOKC-CTATYC KIETKU
U KOHTpoJHupoBaTh ypoBeHb ADK, B TOM 4Hcie ¢ MOMOIIBIO AHTUOKCUJAHTHBIX (DEPMEHTOB.
AKTHBHOCTb pellOKC-(DEpMEHTOB B KJIETKaX 3aBUCUT OT KOMIUIEMEHTAPHBIX W/MJIM KOHKYPEHTHBIX
B3aMMOOTHOUIEHUH, B TOM 4HCJe U ¢ ApYyruMH perokc-pepmentamu. Konkypuposats ¢ POD 3a
cyOcTpaTbl MOTYT (DeHOJIOKCHIa3a, pearupyromas ¢ (EeHONbHBIMU COEJUHEHUSIMHU, U KaTallasa,
sanumuHupyromas H202. Beuto nokaszano, uto aktusrocts POD B D. scoparium Gbuia Ha 2 mopsijika
BBIILIE aKTUBHOCTU KaTajia3bl M Ha 3 TMOpsJKa BbIIE aKTUBHOCTH (hpeHOJOKCHIa3bl. AHAJIOTHYHO,
BbICOKasi akTUBHOCTb POD B cpaBHEHMH C aKTUBHOCTBIO IPYTUX pellokc-(hepMEeHTOB HabI0AaIach y
opuodura anTouepoc A. natalensis (Chasov et al., 2015). BeposiTHO, uTo BbIcOKast akTuBHOCTH POD
D. scoparium cBsizana ¢ 60ibIION (QYHKIIMOHAIBHOW POJIBIO, KOTOPYIO OHA UTPAeT B JaHHOM MXE.
Kunernueckuit anamu3 BeisiBui, uro POD D. scoparium oxucisieT Kak HpPUPOIHBIE, TaK H
cunrernueckue cyocrpatsl. CpoactBo POD k cy6erpatam (Km) yBenTMYMBAjIOCh B CIEAYHOIIEM
nopsiike: P-KymapoBas Kuciora < kodeilHas kuciota < o-muanmsuauH < ABTS, Torma kax
MaKCUMaJibHasi CKOPOCTh PeakLny MoBbIIanach B pany: ABTS < p-kymapoBast kuciora < kodeitHas
kuciota < o-auaHu3uauH. CpaBHeHHe akTHUBHOCTH POD B COBMECTHO MpOM3PACTAIOIIMX JIECHBIX
mxax H. splendens, D.scoparium, P.schreberi moxkazano, uto y D.scoparium naGiromanachk
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HauBbICIIasA aKTHUBHOCTH POD, KOoTOpasas ocCTaBajlacChb BBICOKOM B TCUCHUE AITATEIIBHOTO BPEMCHU

XpaHeHHs1 Mxa. Bo Bcex BHIax MXOB
0OHapyKUBAJIOCh 00110
pazHoobOpasue uzopopm POD.

2.3. AxtuBHoctb POD B nmkie
o0e3BoknBanue/peruapartanus D.
scoparium. MOoHO TmoJjarath, 4YTO
kiace [ POD urparot BaxxHyIO pOJib B
(GOpMHpPOBaHUM  YCTOMYUBOCTH K
obe3BokuBaHMi0 Mxa D. scoparium.
bbuto 0OHapyXeHO, YTO aKTHBHOCTb
POD
MEIJICHHOM, TaK W TpHU OBICTPOM
scoparium, a
TaKXKe MPU NOCICYIOMICH THApaTAIIN
CYXHUX (puc. 3).
Cuwnraercs, noJiiep KaHue

IIOBbBIIIIATIAaCh KaK IIpu

o0e3BoxuBanuu D.
moderos  mxa
4To
BBICOKOTO YPOBHSI HIJIM YyBEIHYCHUE

POD
CTpecce BaXKHO JJIsi IPEJOTBPALCHUS

AKTUBHOCTH Ipyd  BOJHOM
HakoruieHnsa ADPK U OKHCIUTEIBLHOTO
noBpexaenust (Wang et al, 2003).
HaMU IIOBBIIIICHUE
POD B

peruaparaiiii I10CJIC JIUTCIBHOI'O

OOHapyxeHHOe
AKTUBHOCTH X0J1e
obe3BoxkuBanus D. scoparium (pwuc.
3A, bB) cormacyercs ¢ JaHHBIMH
JUTEpaTyphl 00 yBEITUYEHUHU
POD,

3alIuTC oT

KOJIMYECTBA  TPAHCKPHUIITOB
y4acTBYIOIIMX B
OKHCJIUTEIILHOTO cTpecca npu
peruapaTandd Mxa, YCTOWYMBOTO K
obessoxuBanuio (Oliver et al., 2004).
Takum

obpazom, YBEJINYECHHE

AKTHBHOCTH pu MCIJICHHOM )51

OBICTPBIM 00€3BOKUBAHUU U OBICTPOE

cC BOCCTAaHOBJICHHC I0CJIC

617 100 A
g &
: -
m50
8 5 Q
e
|\_ 0 -+ T T T
g 0 48 96 144 Jokk
24 - Bpewms, u 1
3 Kk
8 *kk
T340 | ‘I‘
3]
x
: i
o
2
n 2 )
=
(&)
o
i
o1
[
4
0 = T T T T T T T T T T 1
0 1 2 4 24 48 144 168 1
Bpems, 4
6 -
§ 100 b
X X
© 54 x50
IS (@]
& o b—— S —
£ 4 0 24 48 72 9
- Bpems, y
3 _
g £ Fkk Fhk *kk
S 83 -
s = 1
o
o
)
i 2 1 *kk
'_
(8]
o)
I
m
E 1]
<
O = T i3 T T T T T 1
0 1 2 24 72 2
Bpewms, 4

Puc. 3. A — POD akrusHocTh B mo6erax mxa D. scoparium mpu
MeaJeHHOM o00e3BokuBaHMK Hajx pactBopoM 35% CaCly u
peruaparanun. B — Ilpu ObicTpoM 00€3BOKMBaHHM HaJ
CUJIMKAresjeM W perujpatanuu. YepHblid CTOJIONK — CyXOil MOX
(KOHTPOJB), CTONOWK C TOYKaMH — | 9 TUApaTanmud M0
00€3BOKMBAHUA, Oelble  CTONOMKM —  00e3BOKHBAHUE,
3alITPUXOBAHHBIE CTONOWKKM — peruaparaius. OTHOCUTEIbHOE
conepkanue Bojsl (OCB, Bpeska).

peruaparaiv MO3BOJIAOT IMPEAIIOJIOXKUTh, YTO POD UrparoT BaXXKHYHO pPOJIb B yCTOI\/'I‘-II/IBOCTI/I K

00€3BOKMBAaHUIO MXOB, BO3MOXHO, 32 CUET CHIKEHHS cTpeccuHaynnpyembix ADK.

2.4. Jlokanu3anus nepoxkcuaasbl kiaacca Il Bo ppaxumm mxa D. scoparium u Bo3mMo:kHasi poJib

POD B o0pazoBanum Oz

W3BecTHO, 4YTO MEpOKCHAa3bl OpHO(UTOB AKTUBHUPYIOTCS TPHU

CTPECCOBBIX BO3JICHCTBUIX U BEICOKOMOOMIBHEI (Lehtonen et al., 2009, Chasov et al., 2015). C uensto

BBISIBIIEHUS 3aBUCHUMOCTH akTUBHOCTH POD oT mpouHocTH cBs3eil (hepmeHTa CO CTPYKTYpHBIMU
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L

CyXoW mMacchbl
N

N W
L

AKTUBHOCTb nepokcuaasbl, Mkat/r

—_
1

C B B, B,

vV VWYVY vy

S G
s | B,
S
ST

pl 3,5 10

Puc. 4. A — AktuBaocts POD u3 ¢paknmii knerounoii crenku C, B, B2 n Bz 1 ux nzodepmenTHbIH
coctaB. C — BHyTpuKIeTOYHas Ppakius. Opakiyn O€NKOB, CBI3aHHBIX C KIIETOYHOM CTEHKOH: By —
BOJIOPOTHBIMH CBSI3SIMH, B2 — BaHIepBaabCOBBIMU CHIIAMU U THAPO(OOHBIMU B3aUMO/ICHCTBHAMH,
Bs — nonneMu cBsa3svu. B — UO® nzodopm POD u3 dpaxumit C, Bi, Bz, Bs. Mzodopmser POD
yKa3aHbl CTpeKaMu. Busyanusanus 0-AnaHu3uANHOM.

AJIEMEHTaMHU KJIETOYHOW CTEHKH NPOBOIWIM (paKIMOHMpOBaHHE OenkoB. Bpulo moka3zaHo, 4YTO

HECMOTps Ha TO, 4T0 akTUBHOCTH POD BO BHYTpuKJIETOUHON (pakuuu Oblia BbILIE, YEM B IPYIHX

bpakusx, CyIeCTBEHHas YacTh
aktuBHocT POD Oblna cBsizaHa ¢
KJIIETOYHOW CTEHKOW pPa3IN4YHbIMU
CBSI3SIMH. (puc.  4A). Tlpwm
pasneneHud OENKOB C  TMOMOIIBIO
ND® Bo Bcex (Qpakuuit OblIO
O00HapYKEeHO 8 Ma)KOPHBIX H30(OpPM
cpl4,0,43,45,4,6,4,8,51,95,9,8
(puc. 4B). POD D. scoparium
MIpPEJICTaBJICHBI, B OCHOBHOM,
AHMOHHBIMH nzohopMamu.
UszBectHo, uyto POD  BeICIIHX
cocymucTtbix pacrenuit u  POD
OpHOPUTOB  HMEIOT  CIIOXKHBIN
OKHUCIIUTEIHHO-BOCCTAHOBUTENbHBII
IUKII U, B ONIPE/ICJICHHBIX YCIOBHSIX,
MOTYT MEPEKITI0YATHCS Ha
MIPOOKCHUIAHTHBII peXUM
(Minibayeva et al., 2009; Chasov et
al., 2015). Panee Hamu OBLIO

A B
C Ba B> Bz

C B:1 B2 Bs s O
O-ONaHU3NANH +NADH - NADH

Puc. 5. Dnekrpodoperndeckoe pasjeneHue 0IKOB u3 (pakiuii:
C, By, B2 u Bz (7% ITAAT): A — wusopopmer POD wmxa
D. scoparium oTMe4eHbl TpeyroJbHUKaMu (Ielib ObLT OKpalieH o-
IuaHu3uanHoM), B — o6pazosanne NADH-3aBucumoro Oz (reib
on1 okpamied NBT), B — renb, okpamiennsiiit NBT B orcyTcTBrE
NADH (xoHTpOB).

IMOKa3aHO, 4YTO pPAN J'IPII.HaﬁHPIKDB, MXOB, a4 TAaKXC IMCYCHOYHUK U aHTOLICPOC O6J'Ia,[[aIOT BBICOKOM

PEIOKC-aKTUBHOCTBIO, B YaCTHOCTH, mpHu obpazoBanuu O™ (Minibayeva, Beckett, 2001). Bsuio

npoaeMoHcTpuposano, uro POD knacca Il mpunumaer yyactue B oopazoBanuu Oz B KOpHAX T.
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aestivum (Minibayeva et al., 2009), B cemenax Castanea sativa u Trichilia (Roach et al., 2010;
Whitaker et al., 2010), B meuenounuke (Li et al., 2010) u B anTonepoce (Chasov et al., 2015). C
moMoInbeio okparmuBanus reneii NBT mamu Obuto moarBepxkaeHo yuactue POD D. scoparium B
rernepanuu O™ (puc. 5A, b). beuto mokazano, uro Bce uzopopmsl POD ¢ 0,01, 0,05, 0,08, 0,31, 0,35
BHYTPHKJICTOYHOH (pakuuu W BO (Ppakiuu OENIKOB, CBSI3aHHBIX C KJIIETOYHOH CTEHKOW, MOTYT
obpazoBare O2" B mpucyrctBuu NADH (puc. 5A, B). Dnekrpodopernyeckuii aHaInU3 pa3IMIHbIX

] ormousnwe v may 1
—— 'paameHT KoHUeHTpauum NaCl, % A pl 3,5 10
80 —— AKTMBHOCTb nepokcuaasbl, % '
Kla 3 Pt
60 4
263 > % ‘
197 ™
40 -
b
20 | {
0 4 -
0 2 4 6 8 10 12 14 16 18 20 22 24
Ne dpakumm Puc. 7. A - HNOOD OcIKOB II0CJIC
AHHMOHOOOMEHHOW XpomoTorpaduu (ppakuuu
Puc. 6. Ouncrka POD nukpanyma ¢ TIOMOIIBIO 2. 10-14) ¢ mocnexnyroumum pasaencrnuem B 10
N . 0 -
aanoHooOMenHo# xpomarorpadun (Hi-Trap Q FF /o ITAAT (2D-anekTpodopernteckoe

25 MM Tpuc-HCl 6ydep, pH 7,5). Benkn paszenenue Genkos) (B).
amoupoBauch rpaaueaTom NaCl (0-1 M).

kIeTouHbIX ppakuuit B 7% [TAAT nmoka3za, 4to BU3yan3upoBaHHbIe onockl n3odopm POD u3 Bcex
¢bpaxmuii: C, B1, B2 u Bz (puc. 5A), cooTBeTCTBOBAIM MOJIOCaM, BU3YaTU3UPYIOIIUM 00pa3oBaHue
02" B mpucyrcreue NBT u NADH (puc. 5b). Kpome Toro, nee monocsl ¢ Oz -o0pa3yroriei
crocobnoctero ¢ Rf 02 u 0,42 u3

¢pakuu  C, He COOTBETCTBOBAIU 290 -

o OKoHTponb
nojocaM ¢ POD axTtuBHOCTBIO (pHC. 200 - — 5-20°C
Sb). Takum oOpasom, O2™ B naHHOM 180 J S:ggog
¢dpakuun MOr o0pa3oBBIBATHCS €lIe U i‘lGO |
apyrumu pepmentamu. OKpammBanue & 140 |
reast NBT B orcyrctBue NADH (puc. glzo |
5B) He BbIsIBMIIO 0Opa3zoBanus Oz §100 |
2.5. Ouncrka POD D. scoparium ¢ g
IOMOIIBIO AHNOHOOOMEHHOM % 801
xpomatorpapuu. benku POD wmxa E 00
D. scoparium, OCaXJIEHHBIE 40 1
Cynb(aroM aMMOHHMS, IOJBEPraluCh 20 1
pa3aeneHuIo c MIOMOIIBIO 0 '
MOHOOOMEHHOM Xpomatorpaduu (puc. Bpewmsi, 4

Puc. 8. POD aktuBHOoCcTh D. scoparium, Bbliep»KaHHOTO MPH -

6). HN3odopmbr  u3 aKIIUi,
) tbop DDA, 5o +30°C, +50°C b resertie 2, 12, 24 .

COOTBETCTBYIOLINX NMUKY 3o POD
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pu  HMOHOOOMEHHOW Xpomatorpaduu, B JaJdbHEHIIEM pa3ieisiu ¢ momompbio 2D  rems-
anektpodopesa: UDD (puc. 7A) ¢ nocnenyromum pasaeneHueM B [IAAD (puc. 7b). Anamus c
nomouipio 2D renb-anekTpodopesa BHISBUI HaIM4KUe 7 Ma)XOPHBIX aHMOHHBIX M30(OPM: KasKIOM
nostoce ¢ pl 4,6, 4,8, 5,1 (puc. 7A) cOOTBETCTBOBAJIO 10 JiBa O€JIKa ¢ MOJIEKYJISIPHBIMUA Maccamu 197
u 263 x/la, a monoce ¢ pl 4,0 — ogun 6emok ¢ MoJieKysspHO# Maccoi 263 k/la (puc. 7b). OTu 6enkwu,
BEpOSITHO, SIBJISIOTCSI OJIMTOMEpPAaMM, MCXOAS W3 THUMHYHOW Macchl MoHoMmepHod POD kmacca 111
oxouto 40 k/la (Hirata et al., 2000).

2.6. Bausinne Temneparypsl Ha akTuBHocTh Kiaace III POD D. scoparium. beuto oGHapyskeHO,
4yT0 akTUBHOCTH POD nukpanyma mnoBblianach nocie 2 4 BO3AEHCTBUS KaK HU3KUX, TaK U BHICOKHX
temneparyp (puc. 8). HambGonpmas aktuBHOCTH ¢epMmeHTa Habmomamace mnpu +50°C. Ilpu
oxnaxaeHuu 10 -20°C aktuBHOoCTh POD 3HaunTensHO cHUXKaIachk yepe3 12 4 u 24 4 BO31eHCTBHS.
OO6Hapy»x)eHo, 4TO JJIUTEIbHOE BO3eHCTBIE HAa MXU TemmiepaTypsl +30°C He MpUBEO K N3MEHEHHUIO
aktuBHOCTH POD. AxtBHOCTh POD 3HAUMTENHLHO MOIABIISIIACEH TIPH JUTUTEILHOM Bo3aekcTBUH (12
4 1 24 9) BeIcOKO# Temmeparypbl +50°C (puc. 8). Uurepecno, uro POD mxa D. scoparium 6buia
ycTOluMBa M TpPH HUBKUX, U TPU BBICOKUX TeMIlepaTypax, MOCKOJIbKY OHa COXpaHsja CBOIO
akTHBHOCTH mouTH Ha 70—75% nipu -20°C u +50°C B Teuenue 12 u 24 4 Bo3aeicTBus (puc. 8).

2.7. Unentudukanus reHoB M xapakrepucruka oeaxos POD Il kmacca B D. scoparium. B
OTJIMYHE OT COCYTUCTBIX pacTeHuid, koaupyrouue reasl POD y Mox000pa3HbIX HASHTHPHUIIMPOBAHBI
HEJOCTAaTOYHO MOJIHO Ja)K€ B CEKBEHHPOBAHHBIX I'eHOMax. Ha ceroaHsimHuii JeHb T€HOM MXa

A )
. el gl L — Motif 1
DsPOD13 il il L Motif 7
AT -y Motif 2
— LT - | Motif 10
T —_— T Motif 6
TR T Motif 3
! T Motif 8
e — Motif 4
i — Motif O
. ’ __ m— Motif 5
— L L, " cekpeTopHble Nepokcuaasbl
c —1 — :::‘: HaiceMeViCTBO NepoKcuaa3onofobHbIX pacTeHwi
TR
ol ] L
— R
POL - Jom_—m
—

5'0 50 10015020025030035040:; 5’O 50 1001;502002;3030035040045:;
Puc. 9. AHanu3 KOHCEpBaTMBHBIX MOTHBOB M JOoMeHa nepokcunas kiacc III. A — pacnpenenenue 10
MperoiaraéMbIX KOHCEPBATUBHBIX MOTHBOB B Oenkax DsPOD. KoncepBaTrBHBIE MOTHBBI PEACTABICHBI
MPsIMOYTOJIEHUKaMU pPa3HOro LBETa, IPOHYMEPOBaHHBIMHU OT 1 10 10. b — npucyTcTBre JOMEHa MepoKcHaas
B DsPOD. 3enensiii npsAMOYroiIbHUK 0003HAYAaET CEKPETOPHYIO MEPOKCUAA3Y, KEIATHIH MPIMOYTOJIBHUK —
HaJCEMENCTBO PACTUTENIBHOM IEPOKCHIA3EI.
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D. scoparium ue cekBerupoBat, u relbl POD B 6a3e TaHHBIX OTCYTCTBYIOT. MBI HACHTUDUIIMPOBAIIH
22 yaukanbHbIX TpaHckpunta POD nukpanyma u3 apxuBa uteHus: nocienoBatenbHocTeir B NCBI
(Chen et al., 2018, 2019). Jlns Bepudukanuu uacHTuduimpoBanubix in Silico POD-tpaHcKpUITOB
JAMKpaHyMa ObUTH KJIOHMPOBaHbI U cekBeHupoBanbl 18e POD nocienoBarensuoctH. Blast-cpaBrenue
BBISIBHJIO BBICOKYIO TOMOJIOTHIO cekBeHHpoBaHHBIX POD ¢ POD npyrux pactenuii B 6a3e JaHHBIX
NCBI (79-82%). Ananu3 KOHCEPBATHBHBIX MOTHBOB M JOMCHOB IIOKa3all, YTO BCC HAMICHHBIC
aMUHOKHCIIOTHBIE TOCJIEI0BaTeIbHOCTH, 0003HAYEHHbIE COOTBETCTBYIOLUM oOpasom: DSPOD1-
DsPOD22, comepxkar 10 pasnmuyHbIX KOHCEPBATHBHBIX MOTHBOB JUIMHOM oOT 6 g0 50
AMUHOKHCIIOTHBIX 0cTaTKOB 1 oMeH POD (puc. 9 A, B). [Ipenckazanue CyOKICTOYHOM JTOKATA3AI[HH
MoKa3aJio, 4to 0oJbIIMHCTBO OeikoB DSPOD sBISIFOTCS KCTpaKIeTOUHBIMU TepoKcuaazamu. s
nanpHeimero ananuza 0einkoB POD nukpanyma Hamu Obuto BeIOpaHo Bocemb OenkoB DsPOD c
camoii Beicokoit romosiorueit k POD III kmacca P. nutans u P. patens. Hamu npencka3ano, 4to y
DsPOD umetroTcs Takue calThl TOCTTPAHCIAIMOHHBIX Moaudukanuii, kak ¢pochoprimpoBanue, N-
rIMKo3uinupoBanue, N-MupHcTOWIMpOBaHHE U S-MaJbMUTOWJIMpOBaHUE. B pesynbrate
KOMITBIOTEPHOTO aHalu3a BTOPUYHON M TPETUUYHON CTPYKTypbl 6enkoB DsPOD obnapyskeHo, uTo
POD nukpaHyma cOCTOSIT, B OCHOBHOM, H3 O-CIIUPAJICH M HECTPYKTYPUPOBAHHBIX IETEIIb.
dunoreneTuvyecknii anaau3 nokaszai, 4yro 6enku DsPOD crpynmnupoBaHbl B pa3HbIX BETBAX ApeBa
(puc. 10). BepositHo, pazHooOpaszue uzopopm POD MoxkeT ObITh pe3yabTaTOM AYILUTHKAIAI B TEHOME
nanekux mnpeakoB MxoB (Ramsey, Schemske, 1998; Liu et al., 2011). PacnosoxeHne pa3iIndHbIX
nzopepmentoB POD ofHOTO BHJIa paCTEHHUS B Pa3HBIX TPYIIaX U OJJHOBPEMEHHOE PACIIOJIOXKECHUE B
ATHX K€ IpyMIax u30(GpepMEHTOB JAPYTHX BUJOB PACTCHUH JAPYTHX KIACCOB U JAXKE OTACIOB MOXET
CBHJICTEIILCTBOBATH O TOM, YTO JUBEPICHTHOCTh M30MIEPOKCH/Ia3 BO3HUKIIA JIO PA3/ICIICHUs PACTCHUH
Ha JIBE YBOJIFOIIMOHHBIX BETBH: COCYAMCTHIC U HECOCYUCThIC BBICIINE pacTeHus (puc. 10).

2.8. Ikcnpeccusi renoB DSPOD npu neiictBun abuorudeckux crpeccopon: CdClz, mapakBara,
He0IaronpusITHBIX TeMIepaTtyp u o0e3Bo:kuBaHusi/peruapartanuu. [loBbilieHUE aKTUBHOCTU
POD Bo mxe D. scoparium B yciaoBusix BoaHoro (puc. 3) ¥ TeMreparypHoro (puc. 8) CTpeccoB MOXKET
ObITh OOYCJIOBJIEHO KaK peryysilueil akTUBHOCTH OEJIKOB, TaK M perysilueil akTUBHOCTU T'€HOB.
Amnanu3 skcnpeccun reHoB DSPOD1-DsPODS8 noxka3zan, uto uetsipe reHa u3 soceMmu (DsSPOD1,
DsPOD2, DsPOD6 u DsPODS8) aktuBrpoBanuch B pa3InyHOM CTENEHN IPU BO3ACHCTBUM XJIOpUIA
kaqmuss  (CdClz), mapakBara, OTpHIATEIBHBIX U MOJOXUTEIBHBIX  TEMIeEparyp, Mpu
00€3BOKMBAaHUM/pErupaTalliy, 4To MpeanojaraeT (yHKIHOHAIbHOE pa3HOOOpa3ue 3TUX T'eHOB.
YcranoneHo, uto BozzaeiictBue CdClz B TeueHue 14 3HAUUTENBHO YCHIJIMBAJIO HKCHPECCHIO BCEX
yetbipex reHoB DSPOD1, DsPOD2, DsPOD6, u DsPODS, 6onee nnurensHoe (12 9) Beiep:KuBaHNe
B CdCl2 nmpuBOAMIO K CHI)KEHHIO SKCIIPECCUU 3THX I'€HOB 10 ypoBHs KoHTpoist (DsPODG6), nnu
Hwke (DsPOD1, DsPOD8), 3a uckmouennem DSPOD2, koTopslii ocTasics akTHBUPOBaHHBIM TOCIIE
12 4 o6pabotku xyopuaoM kagmus (puc. 11A). JlelicTBMe NMpooKcHIaHTa MapakBaTa MOJABIISIO
HKCIPECCHIO TEHOB B O0OMX HCCIIEAYEMBIX NMPOMEXYTKaxX BpeMeHH, 3a uckimoueHuem DsPOD?2,
IKCTIpecCHsl KOTOporo ycuimBanack yepe3 12 u (puc. 11A). [TokazaHo, 4TO BO3JCHCTBHE HU3KOM
orpunaresnbHoi Temneparypbl (-20°C) Ha moOern MXOB 3HAYMTEIBHO YCHIIMBAIO SKCIPECCHIO
DsPOD1, DsPOD2 u DsPODG6 uepe3 1 4 (puc. 11B), a yepe3 12 4 sxcnpeccust DSPOD2 cumkanachs,
HO y DsPODG6 »skcmpeccusi ocraBasiach MoBbIIeHHOH. HabGmiogamochk Takke HeOONbIIOE, HO
3HaynMoe yBennueHue sxkcrpeccuu DSPODS uepes 12 4 Bo31eHCTBHSI MUHYCOBBIX TEMIIEpaTyp (pHc.
11B). Bo3neiicTBrEe yMEPEHHBIX MOJ0XKUTENBHBIX Temnepatyp +30°C Ha Mxu 1u60 He BIUATIO, 00
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cHMXano skcnpeccuio Bcex TeHoB POD, 3a wuckmouenmem DsPOD6. OOGnapykeHo, dYTO

_:AOA2KTKV85 Physcomitrium

— AODAZK1JZUG Physcomitrium
DsPOD10
AOAZKTKPAS8 Physcomitrium Tpynna
—— A9S830 Physcomitrium
QCP71060.1 Pohlia

i DsPOD1

Q8LMR6 Oryza ] —
Sphfalx0044s0057 1 Sphagnum
D8SWRT Selaginella
A0AZR6VYT6 Marchantia
— DsPODg
L A0AZK1JE45 Physcomitrium
A0A176VDV?2 Marchantia ] Tpynna IV
DsPOD12 ] MpynnaV
A0A183X8MT Nicotiana
Sphfalx0154s0053.1 Sphagnum
DsPOD9 Tpynna Vi

A9RJ25 Physcomitrium

DsPOD5

Tpynna lll

DsPOD14
DsPOD15
i DsPOD16 Tpynna VIl
DsPOD11

e I
DsPOD22 ]

[ DsPOD2

DsPOD3

QCF46612.1 Pohlia
Sphfalx0011s07140.1 Sphagnum
Sphfalx0015s0231.1 Sphagnum
DsPOD21 Mpynna VIl

DsPOD17
QCF46613.1 Pohlia
QCPT1061.1 Pohlia
DsPOD18
DsPOD20

DsPOD19

— A9SQM2 Physcomitrium
L pspop7

D8QRGE Selaginella
AO0AZR6WLPY Marchantia
QILSPO Arabidopsis
AIRGR1 Physcomitrium
Mpynna [X
Sphfalk0119s0022.1 Sphaghum
AQAZKTIGT Physcomitrium

DsPOD4

DsPOD6&

AQAZKTIGAO Physcomitrium
ACQAZKTKEXS5 Physcomitrium

I

010
Puc. 10. ®unorenernyeckoe MApeBO, IMOKA3BIBAIOIIEE B3aUMOCBS3b MEXKIY
aMHUHOKHUCJIOTHBEIMH  ItociefgoBaresbHocTsMu  DSsPOD u  aMHHOKHCIOTHBIMU
nocnenoBatensHocTaMu POD Il kmacca apyrux BUAOB pacTeHHil. MaciiraOHast
muHus npenctasisietr 10% pacueTHOe pacXoXkIeHHE MOCIE0BATEbHOCTEH.
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KpaTKOBPEMEHHOE M JTUTEIbHOE BO3/IeicTBUE TeMIiepatyp B +30°C Ha MXU NPUBOAWIO K YCHIICHUIO
skcnpeccun DSPODG6 (puc. 11B). Ilpu ruaparamnuu, 00€3BOKUBAHUH U PETHAPATAIINS IKCIIPECCUS
reHoB DsPOD 3amerno BapwsupoBasia (puc. 11B). Okcnpeccus DSPOD1 cHukanach B YCIOBHSIX
BogHOTO cTpecca. ObHapyxeHo, uto TeH DSPOD2 aktuBu3npoBayicst mpu 00€3BOKUBAaHUH, TTPUYEM
MaKCUMaJIbHasl SKCIIPecCHus HaOIoanack uepes 24 4 00e3BOXKUBAHMUS, a Yepe3 72 9 ero dKCIpeccust

DsPOD1 DsPOD2 DsPOD6 + DsPOD8

]
X
g 3 O KoHTponb
S s B5CdCl,

S
s 8 O[lapakBaT
8
L C
5 o
O 2
Eo®
o
e}
I
=
o

o

*%
O KoHTtporb

®|+30°C
2-20°C *

S

i
S

e
R

s

aKcnpeccumn

£

%
%
b
e

&
s

e
£
£

R

i

R

ok I

|

5

e

T
o,

S
7

RS

s
B

o
£
7

B

i)
=

+..
4
+A++

=
i
BT
e
e

AR,

i3
e
&

SRR,

5

e

52t

£
s
ik

*%

=
i
e

OTHOCUTENbHBIA YPOBEHD
SRR
2

ety
&
55

b
by

bt

£
T

&

£
&

£

bt

2
£
e

&

55

T

5

s

5
T
)
HEE
5
2%

o
ot
2

b
o
e

&
o

it

&

&
T

i
o

52

52

&
——
5

S
i

£

5

fi
S,
H
5
*
*
*

tel

i

¥
e
e
7
S

R e R o]

R R

G
T

52

£
i

52

52

¢
™
it

52

52

bt

52

52

.
S
o
i
)
]
i
i

o

e
£
£

R
i

bR
bt

R

R

&%

R

5
5
)

i

i
7

52

.,.
i
i
=
i
i
T
T
i
=
i
ik
B
z
2
e

[

55

&

2
2%
bt

o

L

&
e
o

—

it
7
&%
o
£

s
s
G
[
e
f
f

=

[

Je
[
e
B
=
i
ke
i

1

1 12 1 12

IR

[E
I
L

10 -+ | 3 -

OTHOCUTENbHBIN YPOBEHB
aKcrpeccum

*
for ] = ()

0 1 2 247205 2 0 1 2 247205 2 0 1 2247205 2 0 1 2 247205 2

T G R Ry s

R

Ll el Tl Tl ol Tl

P L L L L L L T T

Bpewms, u

Puc. 11. OtHOCcHTenbHBIH YpoBeHb 3kctpeccun reHoB DSPOD nipu BeiepkuBanun noderos D. scoparium B
A — CdCl; (100 mxM) u mapaxsare (100 MmxM) B Teuenue 2 u 12 4. besnbie CTONOUKH — KOHTPOJIb, CTOJIOHKH
C MPSMOYTOJIBHBIME KOpoOkamu — Mxu o0pabotanHsie CdCly, cTONOWKY ¢ BEPTUKAIBLHBIMU JIMHAMHU — MXH
oOpaboTannsie napakBaToM. b — Bo3aeticTBre HeOnaronpusaTHeIX Temiepatyp (-20°C) u (+30°C) B TeueHue
2 u 12 4. benbie cronduku — koHTponb (+25°C), crombuku co 3Be3moukamu — +30°C, cTONOMKH C
ropusoHTadbHbIME JIHHEAME — (-20°C). B — 00e3BokuBanue/peruaparaims. YepHble CTOIOUKN — CyXOi MOX
(KOHTpOJIB), CTOJIOMKH C TOUKaMU - | 4 ruapaTannu 10 00e3BOKUBaHMSA, OeNble CTOIOUKH — 00€3BOKHBaHUE
Hax cuiukaresieM (1 r mMxa/10 r cunukaresns), 3alITPUXOBAaHHbBIE CTOIOUKY — peruapaTanusl.
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CHHMXXKaJ1aCb u ocTaBaiaChb

(V) 90 T 100 A
HU3KOH TIpU  peruapaTaivy.
3 R
HeGonbimoe — yBenuyeHue B § 80 1 350
9KCIIPECCHH DsPOD6 = 70 {© *x
o 0 T T T T T 1
Ha0JIFO JaJIOCh npu 2 60 0 72 144 216 288 ok
. © Bpewms, u
ob6e3BokuBanuu u pannert (0,5 £ * .
< 50 A fid *k
9) peruaparanud, a 3areM T % T
X 4
OKCHPECCHs  CHIKATACh MpH & 40
nanpHelmen peruaparanuu (2 é 30 A *
o
y). Ilocnme 1 u rugpartanuu 5 20 |
AKCIIPecCus DsPOD8 3 10
3HAYUTEIHHO YCUJIMBAJIACh,
v O h T = T T T T T T T 1
OCTaBaliach  IOBBIIICHHOM B 0 1 2 24 48 72 96 120 163 187 257 331 0.17 1
TEYCHHE MIEPBOTO Jaca Bpewms, 4
00€3BOKUBAHMUS, 3aremM 90 1 E
CHIKanach 4depes 24 u 72 u 5 80 1 \0100
[&] -
00€3BOKUBAHMS, HO S o 50
= 70 T O o
MOJHMMANach 0  YPOBHS § 0 24 48 72 9
KOHTPOJISl TPH  TOCICAYIOIIEH & 60 1 Bpewmsi, u s
—
rugparanun (puc.  11B). B E 50 | A
x
[eJIOM,  OOHapyXeHO,  YTO : +
40 -
W3MEHCHHS OJKCIIPECCUH ObLTH <
0
Oojiee  3HAYUTEIBHBIMH  IIPHU §30 T o
*
00C3BOKMBAaHUM, 4YeM  TIpU ézo | i
E e
peruaparanuu [ocJie < T
10 | 5
obe3BoxuBanus (puc. 11B). Ha £
=)
OCHOBaHHUU pe3ynpTaToB 0 - el - - - -
0 1 2 24 72
aHalM3a  JKIPECCHH  T'€HOB Bpems, 4
DsPOD, Moskno Puc. 12, AxtmBHocts APX u B mobGerax mxa D. scoparium mpu

o0e3poxkuBaHum, A — Haja napamu 35% CaCly, b — Hax cuukareneM u
perunparanun. YepHbIil CTOIONK — CyXOH MOX (KOHTPOIIB), CTOJIONK C
DsPOD2 u DsPODS8 BoBneuens!  toukamu — 1 9 ruAparanui 10 00e3BOKHUBAHMSA, O€Jble CTOJIOMKH —
B paHHUe OTBETHI Ha OOe3BOXXMBaHHE, 3alITPUXOBaHHBIC CTOJOMKKM — peruapaTamus. OCB
(Bpeska).

npennonoxurs, yro DSPODI,

BO3JEHCTBUE  CTPECCOPOB, a
DsPODG6 yuacTByeT Kak B KpaTKOCPOUHBIX, TaK U JJOJTOCPOYHBIX OTBETAX MXa Ha BO3ECHCTBUE BCEX
areHTOB, MHIYLUPYIOIIUX OKUCIUTENbHBINA CTpecc.

2.9. AckopbaTnepokcuaasa MXxa AUKPAHYM MeTJIOBUIHBII : BJIUSIHHE
o0e3BoKUBaHUsI/peruaparanuu. B kieTkax BBICHIMX COCYAUCTBIX PACTEHUN OJHUM U3 OCHOBHBIX
Mexanu3MoB netokcukaun H2O2 aensercas ASC-GSH nuki, B kotopom (pepmentsl APX urpatot
KIIIOYEBYIO poiib, Katanuzupys npespauienne H202 B H20 ¢ ucnons3oBanueM ackopbata B KauecTBe
cnenuduueckoro aoHopa nekTpoHoB (Caverzan et al., 2012; Sofo et al., 2015). beuto mokazano, 4to
APX nmukpanyma umeer Oosee BBICOKOE CpoJcTBO K ackopOary (Km 9,5 MxM), uem APX npyrux
¢dorocuHTe3Mpyonmx opranu3smMoB. Hampumep, Km HeounmeHnHoro skcrpakra u3 Crocus sativus
cocraBiseT 150 MmkM (Ghamsari, Keyhani, 2004), Torna kak Km ouniieHHsix APX 13 pa3znuuHbIx
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BHJIOB pacTeHuii coctanisieT oT 220—480 MxM (Mittler, Zilinskas, 1991; Ishikawa et al., 1996; Takeda
et al., 1998). Ontumansueiii pH m1s aktuBHOCTH APX nrikpanyma cocTaBisieT 6-7, 4TO THITUYHO IS
oonpmmHcTBa APX cocymucthix n Hecocymucthix pacteHuit (Chen, Asada, 1989; Sajitha Rajan,
Murugan, 2010). O6napyxeHo, yTO akTHBHOCTH APX MOBBIIIAIaCh KaK MPU MEIEHHOM, TaK U MPH
obIcTpOM 00e3BOKHBaHuH (prc. 12A, B).

2.10. Bausinue HeOJIArONMpPUSITHLIX Temieparyp Ha akrtuBHocth APX B D.scoparium. B
COCYIUCTBIX PACTCHHSX IOKA3aHO,

YTO MPH TEMIIEPATYPHOM CTpecce 140 - ok g[(;(;ig””"
MIPOUCXOTUT MOBBIIIICHHOE 0+30°C
obpazoBanne ADK u ctumynsmms 120 1 B+80°C
aKTUBHOCTH aHTHOKCHIAHTHBIX <10 -

dbepmenToB (Chakraborty, Pradhan, X

2011; Kaushal et al., 2016). < 80 1

Pe3ynbrarhl HamuX McciaenoBaHUM g 60 -

MOKa3ajnd, 4YTO aKTHUBHOCTHL APX E

yBeIMUMBAJIACh  TOJBKO HOcIe < 40 -

KPaTKOBPEMEHHOTO  BO3JICHCTBUS

temneparypsl +30°C (puc. 13), B TO 201

BpeMsl Kak Oojee AJIMTENbHOE 0 . .

BozneiictBue (12 m 24 4) kak 2 Bpons,

HHU3KHX — OTPUHATCIBHBIX, Tak M pye 13 Axrusrocts APX BeiepskanHoro npu -20°C, +30°C u
MOBBIIIEHHBIX Temrneparyp +50°C B reuenue 2, 12 u 24 4. B kauecTBe KOHTPOJIS HCITOJIb30BAIH

TUIIPAaTUPOBAHHBIE MOOETH, KOTOpbIE XPaHWIM NpPU KOMHATHOMN
TeMIepaType.

CHMWXano akTuBHOCTh APX (pwuc.
13). IlepBoHayanbHOE MOBBIIIEHUE
aktuBHOcTH APX BO Mxe, BbuiepxkanHoro mpu +30°C,
MOXKET OBITh OOYCIOBIIEHO YCHUJICHHEM aKTUBHOCTH
dbepmenta, HeWtpammsywomero ADPK, B To Bpems Kak
UHTHOMpOBaHKUE Tocle Ooliee JTUTENBbHBIX WU Oojee
KECTKUX  TEMIEpPaTypHbIX  BO3JCHCTBHI,  BEPOSTHO,
SBIIAETCS OTPaKEHHUEM OOIIEro MOBPEKICHHUS CTPYKTYpPhI
0ernka, BEI3BAHHOTO TEMITEPaTypoil.

2.11. APX

D. scoparium. B pe3ynbTate mpoBeeHUs MOTy-HATUBHOTO

43 »

DaekTpodopeTHyYecKoe  pa3aesieHHe

31—

rpaJMeHTHOrO rejbaiekTpodopeza B D. scoparium Obuin
APX:
k/la u

L A

oOHapyXeHbl JBe H30(OpPMBI MakOpHast ¢

MOJIEKYJISIpHOM  Maccoi 31 MUHOpHast ¢

MoJeKysipHoit Maccoit 43 k/la (puc. 14). Bo3amoxxHo, 4TO

MaXOpHas 1uTO30ibHAs u3odopma APX  sBinsercs Puc. 14, Dmektpodopernueckoe

OCHOBHOH M30(pOopMOIl, a MUHOPHBIH H30(PEPMEHT MOKET
obiTh tactuaabM (Mittler, Zilinskas 1991; Madhusudhan
etal., 2003).

3.3. NaenTnduKanus reHa M XapakTepUCTHKa Oeska
APX D. scoparium. Hcnonb3ys nocienoBareabHOCTh APX

17

paznenenne APX D. scoparium. A —
MOJTy-HATUBHBIN TpanueHTHbIH (SDS)
anekrpodope3 (3% - 12%), remm
okpammBanu pactsopom 50 MM Na-
¢dhocharnoro 6ydepa pH 7,8 ¢ 28 MM
TEME/, 2,4 MM NBT, M — mapKepsI.



u3 G. pilifera (GpAPX, Song et al., 2012), 6muskoro pojacrBennuka D.scoparium, wmsi
UJEHTU(DUIIMPOBATIN U CEKBEHUPOBAIN KOIUPYIONIYIO TTOCiIeIoBaTeIbHOCTh APX U3 Mxa TUKpaHyMa,
o6o3nauuB ero kak DSAPX. C momompio Blast B 6a3e ganHeix NCBI Opu10 0OHapykeHO, 4TO
HyKJIeOTHAHas mocienoBarenbHoctTd  DSAPX  wumeer Boicokyto romonoruto  (90,79%) c
HYKJICOTHIHOU [I0CJIEJOBATENBbHOCTH GpAPX. WnentnunocTsb HYKJICOTHUTHBIX
nocienoBarenbHocTel DsAPX ¢ napyrumu pacteHusMu coctasisiia 64,4—79,9%. B pesynbrare in
silico ananm3a nokazaHo, yto DsAPX xomupyeT 1uTo30ibHYI0 APX, comepXuT 256 aMHUHOKHUCIIOT,
HMEET MOJICKYJIsIpHYI0 Maccy — 28,35 klla u p/ — 5,71.

AHanm3 BTOPUYHOM CTPYKTYphl 0enkoB DSAPX moxkasai, 4to 6€J0K COCTOUT, B OCHOBHOM,
U3 0-CIIUPAJIH U HECTPYKTYPUPOBAHHBIX METENIb U OYeHb MOX0K Ha apyrue APX mxa u3 0a3 JaHHbIX,
YTO yKa3blBaeT HA BBICOKYIO KOHCEPBATUBHOCTH 3TuX OenkoB. B APX monHocThIO OTCYTCTBYET [3-
MOBOPOT, YTO MOJKET HETaTHMBHO BIWATH Ha CTaOWibHOCTH Oenka (Marcelino, Gierasch, 2010).
dutoreHeTndeckuil ananus nokasai, yto DsAPX crpynnuposana Bmecte ¢ APX u3 apyrux Bu10B
MXOB C OJHUM 00LIMM TpenkoM, B ommuue ot DsPOD (puc. 10, 15). Okazanock, uto APX u3 M.
polymorpha maxoauTcst B OHOW Kjaae ¢ IPEAKOM, OT Kotoporo mpousonuid APX cocymucTeix
pacteHui, u pacnonaraercs Mexay APX mMxoB u cocyaucteix pacrenuii (puc. 15). [lpu stom, M.
polymorpha 3anumaer KpUTHYECKOE MOJIOKEHUE B DBOJIOI[MOHHOM PA3BUTHH HA3EMHBIX PACTCHHM
OT BOJOPOCIICH, BOBMOXHO, COXpaHssi YepThl IPEIKOB Ha3eMHbIX pacteHuii (Bowman et al., 2017).

_I:EF528482.‘I Malus x domestica
XM 009354139.1 Pyrus x bretschneideri

[ JX104653.1 Pyrus pyrifolia
XM 009359993.2 Pyrus x bretschneiden

{XM 020720786.1 Phalaenopsis equestris
XN 020838047.1 Dendrobium catenatum
XM 021995024 1 Spinacia oleracea

XM 012972496.1 Erythranthe guttatus -
I XN 012983200.1 Erythranthe guttatus APX BbICLINX COCYAMCTBIX paCTeHN#

XM 009786123.1 Nicotiana sylvestris
XM 009599196.2 Nicotiana tomentosiformi
XM 016577264.1 Nicotiana tabacum
MF782866.1 Carex duriuscula
XM 004958747.2 Setana italica
[ EU969033 1 Zea mays clone 325682
NM 001112030.2 Zea mays
Mapoly0188s0011.1 Marchantia polymorpha ] APX M. polymorpha
Sphfalx0001s0311.1 Sphagnum fallax
Sphfalx0098s0003.1 Sphagnum fallax
DsAPX Dicranum scoparium
—:U9893‘I‘I. 1 Grimmia pilifera
MHS25264 Pohfia nutans
XM 024502078.1 Physcomifrium patens
XP 024357846 Physcomitrium patens
L{ XM 0245024211 Physcomitrium patens

|

APX mxoB

XM 0245024221 Physcomitrium patens
XP 024358189 Physcomitrium patens

_
0.050
Puc. 15. O®wuorenernueckoe JApeBO, IMTOKA3BIBAIOIIEE B3aWUMOCBS3h MEXKAY aMHHOKHCIOTHBIMU
nocienosatensHocTIMU DSAPX u APX npyrux pacrenumit. MacmtaOnast jauHusl npeactasisier 5%
pacueTHOE PacX0oXAeHHE TIOCIEI0BATEILHOCTEH.
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3.4. IKcnpeccust reHa

DsAPX

npu TeMIlepaTypHOM BO3/1eiiCTBUM,

obe3BokuBaHuu/peruapaTanmun, aeiicreun CdClz m mapakBara. [ COCyAMCTBIX pacTeHHI

IIOKa3aHO, YTO 3KCIIPECCHUs I'€Ha APX YBCIUYUBACTCA IIPU a0MOTHYECKOM H OMOTUYECKOM CTpecCCE,

KPOME TOTO, JKCIPECCHsI 3aBHCUT OT CTaJWd pa3BUTHS PACTEHUS W YCIOBUH CTPECCOBOTO
Boszaeiicteus (Mittler, Zilinska, 1992; Agrawal et al., 2003; Park et al., 2004; Pandey et al., 2017).
Jlnst BBIABJICHHST O0COOCHHOCTEW akTMBHOCTH TeHa DSAPX Hamu ObuT MpPOBENEH aHAIU3 YpPOBHS

skcnpeccuu ¢ nomonisto [IP-PB nipu
CdCly,
MOJIOKUTETIBHBIX M OTPHUIATEIbHBIX

BOSI[CI\/'ICTBI/II/I ImapakKBara,

TEeMIIEpPaTyp 51 pu
00€3BOKMBaHUN/pErUApaTaliuy
mobero  D.  scoparium.  beuto

OOHApyXEHO, YTO HJKCIPECCHs TeHa
DsAPX He wMeHsutace 1iocie 1 u

BO3IENCTBUSI CdCly, HO
yBEJIMYMBAIACH  IOCIIE 12 4
BozneiicTBus. OOpaboTka mo0Oeror
MXa TPOOKCHJAHTOM IapaKBaTOM

NpUBOJMIA K  HE3HAUUTEIHHOMY
CHIDKEHHUIO YPOBHSI DKCITPECCUU TTOCITE
KpaTKOBPEMEHHOTO (1 q)
BO3JICHCTBUS, OHAKO AnuTensHoe (12
q) BO3JICHCTBUE MapaKkBaToOM
MOBBILIAIO YPOBEHb IKCIPECCUU T'eHA
DsAPX mouru B 1Ba pasa (puc. 16A).
[Ipu 1 4 nEelcCTBUM MOJIOKUTEIBHBIX
temneparyp (+30°C) nabmonanach
TEHJCHIIH K

DsAPX,

COXpaHdAJIaCb W HOpU TIHUTCIBHOM

YBEJIINUEHUIO
IKCIIPECCUU KOoTOpas
Bo3zeiicteuu (12 1) (puc. 16B). Ilpu
HU3KOTEMIIEPAaTYPHOM  BO3JEHCTBUU
(-20°C) DsAPX
HEJOCTOBEPHO CHIDKaNach K 12 4

OKCIIPECCUA

BozaeicTBus (puc. 16b). MoxHo
NOPENoN0XKUTh,  YTO  CHID)KEHHE
skcnpeccun  reHa  DSAPX  mpu
JeWCTBUN OTpHUIATENbHBIX

TEMIIEPATYP, MOXKET IPUBOJUTH U K
cHIKeHHI0 akTuBHOCTH APX (puc.
13), ¥ COOTBETCTBEHHO K YCHJICHHUIO
obpazoBanust A®PK. Kpome Toro,
ObUI0 OOHAPY)KEHO, YTO HKCHPECCHS

3 - 2
OKoHTponb OKoHTponb
a @ Cdcl, ﬂ @+30°C
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Puc. 16. OtHocuTenbHbI ypoBeHb 3Kkcmpeccuu reHoB DSAPX
npu BeiepkuBanuu moberos D. scoparium B A — CdCl, (100
MKM) u mnapaksare (100 MxM) B Tedenue 2 u 12 4. Benbie
CTOJOMKH — KOHTPOJb, CTOJOWMKKM C TPSAMOYTOJHHBIMH
KopoOkamMu — wMxu oOpaborannele CdClz, cronbuku c
BEPTHKAJIBHBIMH JITHSIMH — MXH 00paboTaHHbIe TapakBaToM. b —
Bo3eiicTBre HeOnaronpusaTHeix Temneparyp (-20°C) u (+30°C)
B TeueHne 2 u 12 4. benwie ctombuku — xoHTpoib (+25°C),

croioukn co  3Be3goukamu — +30°C, crombukum ¢
TOPHU30HTATBHBIMU JTUHHASMHA - (-20°C). B -
00e3BoKMBaHHe/peruapatanus. YepHble CTOIONKH — CyX0i MOX
(KOHTPOJb), CTONOMKM C TOYKaMW - | 9 ruApaTanmuud [0

00€3BOKMBaHHUA, Oe€jble CTOJOMKM — O0O0€3BOXKMBAHHE HaJ
cumkareineMm (1 v mxa/l10 T cuiuMKarens), 3allTPUXOBAHHBIC
CTOJIOWKH — pEeTHUAPATAITHA.

19



DsAPX yBennuuBaeTcs pu MPOXOKICHUU TTOOETOB MXa Yepe3 UK 00€3BOKUBAHKE/PETUApaTAIIIS
mxa D. scoparium (puc. 16B), uro KOppenupoBaio ¢ yBEIWYEHHEM aKTHUBHOCTH (epMEHTa IpH
00e3BOKMBAaHUH HaJl cuinKarenem ¢ koaddumuentom 0,7 (puc. 12B).

AHaorn4HbIe pe3ynbTaThl ObutM mosyueHsl it mxa G. pilifera, roe o6e3BoxuBanue
aktuBupoBasio skcrpeccuto GPAPX (Song et al., 2012). Koppensusa mexny coaepxkanuem Ho0-
(puc. 2A), axtuBHocThi0o APX (puc. 12b) m skcnpeccueir rena DSAPX (puc. 16B) B Hammx
IKCIIEPUMEHTaX B IUKJIE 00e3BOKMBaHHe/peruapatanus y D. scoparium cBHAETEILCTBYET O
BOBJICYCHUHU acKopOaTIepoKcuaa3bl B KOHTposib ypoBHsi A®DK, HakamimBaeMbIX TpU cTpecce
COOTBETCTBEHHO. BO3MOXHO, UTO M3MEHEHHE aKTUBHOCTH (pepMeHTa MpH OBICTPOM 00€3BOKMBAHUU
CBSI3aHO C CHHTE30M (QepMeHTa (€ NOVO, MOCKONbKY Ha MPOTSDKCHHH BCErO SKCIEPHMEHTA
aktuBHOCTh APX kopemmupoBania ¢ skcrpeccueir DSAPX (puc. 12b, 16B). M3meHneHust ypoBHs
skcnpeccun DSAPX mnipu 00€3BOKMBAHUU W TEIUIOBOM CTPECCE MOATBEPXKIAOT HAIy THIIOTE3y O
ToM, ut0 APX ydacTtByeT B 3ammre Mxa D. scoparium ot ctpecc-uHIYIHPYEMOr0 OKHCIUTEILHOTO
cTpecca.

3AKVIIOYEHUE

Hamu noxa3aHo, 4TO mepoKcuaa3bl BBICIIMX HECOCYIUCTBIX pPAaCTEHUI, TaKUX KaK MXH,
o0manaroT QyHKIUSIMH U CBOMCTBAMH, IMOJOOHBIMUA TaKOBBIM y MEPOKCHIA3 BBICIIUX COCYAUCTBIX
pacrenuii. Mox D. scoparium xapakTepu3yeTcss HauBBICIICH MEPOKCHIA3HON aKTHBHOCTBIO CpEIn
COBMECTHO IPOM3PACTAIOIIMX JIECHBIX MXOB. MOJKHO IOjlaraTth, 4TO IEPOKCHUJA3bl SBISIOTCS
KiroueBbiME (akTopamu oTBera D.scoparium na peiicTBue aOMOTHYECKHX cTpeccopoB. Harm
JaHHbIE JIEMOHCTPHUPYIOT, YTO BBICOKAs KOHCTUTYTHBHAsi aKTHMBHOCTb IE€POKCHJIAa3bl MOXKET €lle
Oonplie TOBBIIIATBCS INPH  aOMOTHYECKOM CTpecce, B TOM 4YHCIE, HMHIYIUPOBAHHOM
00€e3BOKMBAaHUEM, pETUApaTanuell W HeOJaronpusTHBIMH Temiieparypamu. OOHapyKeHO, YTO
nepokcuaasbl kiacca I1I B D. scoparium mpencTaBieHbl MHOXKECTBOM H30(OpM, MPOSIBIISIONINX KaK
aHTH-, TaK U IPOOKCUAAHTHYIO aKTUBHOCTh. [IpoOKcHaaHTHAs aKTUBHOCTh HEKOTOPBIX MEPOKCUAA3
kiacca III Opima panee mokazaHa W Juis BeIcIIMX cocynucTeix pacteHuid (Bolwell et al., 2002;
Minibayeva et al., 2009). Takum o6pa3om, obpazoBanue ADPK mnepokcugazaMu — BOJTIOIHOHHO
JPEBHUM 3aIIUTHBIA MEXaHU3M, CIIOCOOCTBYIOIINI MOBBIIIICHUIO aIallTallMK BBICIINX PACTEHUM, UX
MPUCIIOCOOICHUIO K HM3MEHSIIOMIMMCS YCJIOBUSIM BHEIIHEH cpeibl M, KaK CJIEeICTBHE, YCHEIIHON
KOJIOHU3ALMU PA3IMYHBIX 3KOJOTUYECKUX HUIIL.

B mactosimeit pabGore ¢ momombi  OMOMHGOPMATHYECKOTO aHalIW3a BIEpPBBIC
unentuduimposansl 22 rena DSPOD, komupyromux nepokcunasel I xmacca B D. scoparium.
[Toka3zaHo, 4TO JIBa KIOHHMPOBAHHBIX M CEKBEeHHPOBaHBIX reHa DSPOD, BBICOKOTOMOIIOTHYHBIX MO
OTHOIIEHHI0O K TreHam P. patens, xapakrtepuzoBaiuchb HauOOJbLIEH CTpecc-MHIYLIMPOBAaHHON
sKkcnpeccueid. buonadpopmaTnaeckuit ananus mokasai, 4to Bee 6enku DSPOD nmeroT kimaccnyeckyro
CTPYKTYpY MEPOKCHJIA3HOTO JOMEHa. YBEIUYEHHE aKTUBHOCTH (pepMEHTa U MOBBILICHHE YPOBHS
skcnpeccrn DSPOD B oTBeT Ha JIeliCTBHE Pa3TUYHBIX CTPECCOPOB MPEAIOIIAraeT, YTO MEePOKCHIA3BI
III kyacca urparoT OJHYy M3 KIFOYEBBIX pojiel B GOpMHUPOBaHHUHU ycTOHUMBOCTH Mxa D. scoparium k
abuotnueckuMm crpeccam. Hamu BrnepBble HASHTH(QHUIMpPOBAHA M CEKBEHHWPOBAHA KOIUPYIOLIAs
M0CJIeTOBATEIBHOCTD IUTO30JIbHOM ackopOarmepokcuaassl DSAPX u3 mxa D. scoparium, umerormas
BBICOKYIO TOMOJIOTHIO C HYKJICOTHAHBIMU TocieaoBaTenbHOCTIMU APX npyrux pacTeHHil.
N3menenne oskcnpeccun teHa DSAPX u ypoBHs aktuBHOCTH DsAPX, koppemmpyromee c
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comepkanueM H2O2 mnpu abuoThyeckux BO3JACHCTBUSX, CBUACTEIBCTBYET O BOBJICUECHUU
ackopOarmepokcuiassl B KOHTposib ypoBHS A®DK, HakammmBaembix mnpu crtpecce. Ctpecc-
HHIylUpyeMas aKTUBHOCTh (DEPMEHTOB M OOHapy)XeHHble B pesyiapTare In Silico anammza
KOHCEPBaTHBHBIC 3JIEMEHTBI B CTPYKTYpe reHoB 1 OenkoB nepokcuas I u 111 kinacca D. scoparium, a
Takke (PUIOreHETUYECKUI aHalu3 CBUIETENbCTBYIOT O COXPAHEHUHU 3THUX IMOCIIEI0BAaTEIbHOCTEH B
TreHOME PacCTeHUN B XOJI€ IBOJIOLMU BBUAY BAXXHOCTHU MEPOKCHIA3 B MOAJIEPKAHUU OKUCIUTEIBHO-
BOCCTAaHOBUTEJIBHOIO CTaTyca B KJIETKaX PaCTCHUI.

BbIBO/IbI
1. O6HapyxeHo 00pa3oBaHUEe THIPOKCHIIBHOTO pajiiKaia, CyepoKCHIHOTO aHMOH-PaIuKaa 1
MepeKrcH Boopoaa B moderax mxa Dicranum scoparium. Briepssie mokasano, uro B D. scoparium
B 00pa30BaHUHU CYNEPOKCHUTHOTO aHHOH-PaIuKajia MPUHUMAIOT y4acTHe u3omnepokcuaassl kiacca lll.
YcTaHoBneHo, 4To mnepokcuaassl kiacca |l Mxa mposiBISIOT Kak aHTHU-, TaK U MPOOKCHAAHTHBIC

CBOIICTBA.
2. [Tokazano, uto D. scoparium o6namaeT HaWBBICIICH MMEPOKCHUAA3HON aKTHMBHOCTBIO CpeId
COBMECTHO MPOM3PACTAIONIUX JeCHBIX MXOB. OOHapyxeHo, urto mepokcuaassl Il kmacca u

ackopOaTIepOKCHIa3bl BOBJICUYCHBI B CTpecCOBbie OTBeThl D. scoparium mocie BO3AEHCTBUS
00€3BOKMBAHUS/PETHIPATAIIMH U HEOJArONPUATHBIX TEMIIEpATyp, YTO NMPEINOIaracT BaXKHbIC POIIU
nepokcuas B GOPMUPOBAHUN YCTOMYMBOCTH MXa JUKPaHyMa K aOHOTUYECKOMY CTpECCy.

3. BrnepBeie unentudunupoBansl rensl nepokcuaas Il kmacca DSPOD  mukpanyma. C
ucrnoib3oBaHueM OuonH(popmarnueckoro ananu3a B DSPOD komupyeMmbix Oenkax 0oOHapyX eHO
HaJINYME KOHCEPBATUBHBIX JIOMEHOB, XapaKTEPHBIX JIJIsl THIHYHBIX epokcuaas Il kimacca.

4, Brepseie B D. scoparium uaentudunupoBan red ackopbarnepokcuaassl DSAPX, umeroruii
BbICOKYIO crernieHb romosiorun ¢ APX G. pilifera u P. patens. C momomsio in silico ananmza
NOKa3aHo, 4To  OeJok  ackopOarmepokcumassl  D.scoparium — coAepKHT — HECKOJBbKO
BBICOKOKOHCEPBATUBHBIX CAWTOB, BaXHBIX AN (EPMEHTAaTUBHON akTUBHOCTU. Ha ocHOBaHuuU
o6uonHdopmarrueckoro aHanmuza DSAPX BeIsBIEHO, uTO HAEHTUGHIMPOBaHHBIN reH APX koaupyer
TUIMYHYIO HUTOIUIa3MAaTHYECKYIO acKopOaTIepoKcuaasy.

S. N3menenne ypoBHs dkcrpeccun reHoB DSPOD  u  DsAPX npu  BozneiictBum
obe3BoxuBanust/peruaparanuu, CAdCly, mapakBara u HEOIArONPUATHBIX TEMIIEPATYP MPEANOJIAraeT,
YTO 3TU O€JKH MOTYT UTPaTh 3alUTHYIO POJIb JUI NPEAOTBPALICHNUS OKHCIUTEIbHBIX TOBPEXICHUN
B JMKpaHyMe mpu crpecce. CTpecc-MHAyLMpyeMas aKTUBHOCTb M HaJW4YMe KOHCEpPBAaTHBHBIX
3IIEMEHTOB B CTPYKTYpE I'€HOB U OeIKOB mepokcuaas D. scoparium cBuaeTenbCTBYIOT O COXpaHEHHU
3THX MOCJEeI0BATEIbHOCTEH B TEHOME PACTEHUI B X0/1€ SBOJIIOLIMU BBUYy Ba)KHOCTH MEPOKCUAA3 B
NOJIeP>KaHUU OKUCIIUTENIbHO-BOCCTAHOBUTEIIBHOI'O CTaTyca B KJIETKaX PacTeHUM.
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