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Cnucok cokpaimeHui

A®K — akTuBHBIE (OPMBI KHCIIOPOIA

OXC — OKHUCIIUTENBHBIN XOJI0A0BOM CTpecc

CO/l - cynepokcuaucmyTasza

Cu /Zn-COJ - uzodopma CO/I, comeprkariiast HOHbI MM U IUHKA KaK KO()aKTOPBI
Fe-CO/] - mzodopma CO/l, coneprkaias HOHBI Jkelie3a Kak KopakTop

Mn-CO/I - uzodopma CO/I, comeprkaiiias HOHbBI MapraHiia Kak KopakTop

KAT — karanaza

[1OJI — nepekrcHOE OKUCIIEHNE JTUTTUIOB

OmnpenesieHus1 OCHOBHBIX MOHSITUI M TEPMHHOB, OOILICTIPUHATHIC B HAYYHOU JIUTEPATYPE.

H3odepmMeHTHl — pepMEHTHI, KaTATU3UPYIOIINE UACHTUYHBIC PEaKIMU, HO OTIUYAIOIIUECs APYT
OT Jpyra CTpOCHHEM U KaTalUTHYeCKUMHU cBoicTBamu. JInOo B kauecTBe Oosiee MIMPOKOTO
OTIpeNIeNIeHUs] MOXKHO CKa3aTh, YTO 3TO — MHOYKECTBEHHBIE ()OPMBI (PEPMEHTOB — BKIIFOYAET KaK
n30(hepMEHTHI, TaK U T GOpPMBI (PEPMEHTOB, KOTOPBIC 00IATAF0T CBOHCTBAMU U30()EPMEHTOB, HO
00pa3yloTcsi B pe3ysbTare MOCTTPAHCISIIUOHHBIX — Moaudukauuit. (Yunkuncon JIxk.,
N3odepmentsr. 1968)

Crpecc — ObICTpHIN Hecenn(UIECKUd OTBET OpraHM3Ma Ha J000H MoBpexIaromui (axkTop
(Selie, 1955). DyHKIIMOHMPOBAHHE CHUCTEMBI IIIOKOBOT'O OTBETAa OOECIEYMBAET B TEUEHUE
KOPOTKOTO BPEMEHU BBDKMBAHUE pacTeHUs pH nerictBum crpeccopa (Kysneros, 1992)

AKKJ’II/IMaTI/BaHI/IfI — Ppa3BUTUC PE3UCTCHTHLBIX MCXAHU3MOB, CHOCO6CTBYIOHII/IX BBDKHWBAaHHUIO
opraHu3mMma B H€6HaFOHpI/I$ITHI)IX YCIOBUSAX, B HaCTHOCTH, TP HU3KUX TEMIICpAaTypax.

AHTHOKCHJAHTHAs 3aIIMTHAsl CHCTEMa — KOMIUIEKC (EpMEHTOB, KaTATU3UPYIOMIUX PEaKIUH
netokcukaun A®K, U HU3KOMOJNEKYJISpHbIE COEIMHEHUs (MeTaboJauThl), 00JaaaroIue
cBorictBamu nornorureneit AOK.



BBenenue.

Xonoxa ABISETCS OJHUM M3 OCHOBHBIX (DAKTOPOB OKpYXAIOMIEH Cpellbl, OrpaHHUYMBAIOIIUM
apeasjbl OOMTAaHUSA PACTEHHI M OTPHULATEIbHO BIHUSAIOIIMX HAa MPOAYKTUBHOCTH XO3SHCTBEHHO
LHEHHBIX KylIbTyp. B Xozme sBomtonuu pacteHus Bbipabotanu 3¢ dekTuBHbe (HU3HOIOrO-
OMOXMMHYECKHE CIOCOObl OTBETa Ha IyOUTENbHOE BIMSHHE HU3KOTEMIIEPATypHOI'O CTpecca.
CrpeccoBblil CUTHAll BOCIPUHUMAETCA KICTOYHBIMHM PELENTOpaMH W TepeAaeTcsl Mo Ienu
MECCEHKEPOB, MPUBO/IS B KOHEYHOM MTOTE K aKTHBALMU T'€HOB CTPECCOBOT0 OTBeTa. IIpoIyKThI
3TUX TEHOB MNPHUBOJAT K HEMEUICHHOMY OTBETYy Ha cTpecc OO0 K aJanTaliyd pPacTeHUS.
HemeneHnslii OTBET MOMKET MPUBECTH M K MHTHOMPOBAHUIO POCTA WMIHM KIETOYHOM CMEpTH
(Mahajan and Tuteja, 2005), amantanus (WM aKKIMMAaTH3alUsg) JK€ SBJISETCS OCHOBOM
YCTONYUBOCTH.

B 1985 romy Ha mmwuHaTEe BIEpBBbIC OBUIO MOKA3aHO, YTO TOJ ACHCTBHEM XOJIOAA MPOMCXOIUT
U3MCHEHHE dKCIpeccHu HeKOTophix reHoB (Guy et al., 1985). 3arem ObLIO yCTAaHOBJIEHO, YTO B
OTBET Ha MOHWXEHHBIE TEMIEPATYpPbl MPOUCXOIUT PSJl MPOLIECCOB, M3BECTHBIX KAaK XOJOJ0Bas
agantauus, win akkaumatusanus (Guy and Haskell, 1988). Kak B TedeHue roma, Tak U B
TEYCHHE CYTOK DPACTEHHUS YMEPEHHBIX DPETHOHOB IIOJBEPraroTCsl BO3JACUCTBUIO KOJeOaHUU
TeMriepatyp. B Temioe Bpems rojia uX CrioCOOHOCTh MPOTHUBOCTOSITH XOJIOAY HEBBICOKA, OJTHAKO
C MPUXOJOM OCCHH YCTOMYHMBOCTH K XOJIOAY MHOTHX pacTeHWH moBbimaercs. [loHWKCHHBIE
TEMIIepaTypbl BKJIOYAIOT KAacKajbl TE€HOB, NPHUBOAIIMX K HAKOIUICHUIO METa0OJIUTOB U
CTPYKTYPHBIX OCIIKOB, TIO3BOJISIONINX H30ekaTh moBpexaeHui kietok (TpyHnosa, 2007).

OueBHIHO, YTO Ha XOJOJOCTOMKOCTH BIHSET IaJeKO HE OJWH KacKaj peakIuid, HO HX
B3aMMOCBSI3b JPYr C JIPYyroM [0 CHX MOp He HCCIIeN0oBaHa Ha JOKHOM ypoBHe. IIupoko
W3BECTHBIN (PM3HOJIOTaM PAaCTEHHH TOPMOH — THIICH — OTBEYAET 32 MHOTHE IPOIIECCHI, HO €ro
CBSI3b CO CTPECCOBBIMH PEaKIUAMH, HACTYMAIOUMMH IPHU OXJAKICHHH, MPAKTHYECCKH HE
u3ydagacb. B 93TOMl CBA3M MPEACTABISET WHTEPEC W3YYUTh 3aKaJMBaHUE DPACTECHUIA,
OTJIMYAIONIMXCS MO0 PEaKIWH Ha JTWIEH. B KkadecTBe 0ObekTa OBLIM BBIOpAHBI PACTEHUS
apabumnorncuca (Arabidopsis thaliana Heinh (L.)) sxotumna Columbia (Col-0) u ero myTtanTsl 1Mo
peuentopy oStuiaeHa (etr 1-1) u s;meMeHTY CHTHaJdbHOTO Kackama (ein 2-1). Pacrenus
apaOuIoICcHca SBISIOTCS TOAXOIAIIAM O0BEKTOM ISl M3YYEHHs 3aKAMBAHUSA B CBSI3H C TEM,
YTO apeasl JAaHHOTO BHJIAa OYCHb IMHPOK M BKIIOYACT B CeOs TEPPUTOPHHM OT TPOIMYECKUX JIO
APKTHUYECKHUX, YTO JEMOHCTPHUPYET HIMPOKYIO CIIOCOOHOCTH JaHHOTO BHJA K TEMIIEPaTyPHOM
azanTanuy. J{OMOJHUTENLHBIM TOJE3HBIM (DAKTOPOM SBIIIETCSA TO, YTO TE€HOM apabujorcuca
W3BECTEH W IMO3BOJIUT TMPOBOJUTH JAIbHEHIIME HCCACIOBAHHS TPH OOHAPY)KEHHH T'CHOB-
KaH/IUJIaTOB Ha W3y4eHHE MOJICKYIISIpHO-OHOIOrnYeckuMu Mmeromamu. B pabore (Shi et al.,
2012) yka3bpIBaeTcCs, YTO JAaHHBIC MYTAHTHI 3aKAJUBAIOTCS JIyUIlle, YeM HEU3MEHEHHBIH dKOTHII
(MK Ui THIT), 9TO MPEANOoJIaraeT HETaTUBHYIO PETYJISINIO alallTAI[iH STHICHOM.



Leab Hamiero mcciaeI0BaHUsI COCTOUT B CIEIYIOIIEM - CPaBHUTH M30(EPMEHTHBIE CHEKTPHI
AHTUOKCHJIAaHTHBIX (DepMEHTOB y apabujorcuca npu XoJ00BOM 3aKaJMBaHUU MyTaHTOB €tr 1-1
U ein 2-1, BBIICHUTh aKTUBHOCTH PACCMOTPEHHBIX HM30()OPM M IPOBEPUTH IPEINOJIAracMYyFo
HETraTUBHYIO CBSA3b C TWICHOBOM pEryJIALUEH.

3agaun:

. [TonyunTs AaHHBIE O BBDKMBAEMOCTH HM3y4a€MbIX MYTAHTOB M JIMKOIO THUMA IMOCIE
BO3/ICIICTBUS MOBPEXKIAIOIIEH TeMIepaTypbl

. O1eHNUTh MHTEHCUBHOCTh OKHCIUTENIBHBIX ITpoLieccoB B xoe 3akanuBanus (I10JI)

. Onpenenutb CKOPOCTh T€HEPALMK CYIIEPOKCUAHOIO aHMOHA Y MYTaHTOB U IUKOTO TUIIA
. Omnpenenenne n3odpepmMeHTHOr0 coctaBa u aktTuBHOCTH CO/J

. Onpenenenne n30pepMEHTHOrO COCTaBA M AKTUBHOCTHU KaTaJla3bl

AKTYyaJIbHOCTh 3TOH PadoThl COCTOMT B TOM, YTO B COBPEMEHHOM CEJIbCKOM XO035HCTBE
TpeOOBaHUS K IPOJYKTHUBHOCTH BBIPALMBAHUS KYJIbTYPHBIX COPTOB PACTEHUN IOCTOSIHHO
pacTyT, 4TO MOABOAUT YYEHBIX, 3aHATBIX JTOW OTPaCiIM, K BOIPOCY O CHIKEHUH BIIMSAHUSA
HEraTUBHBIX (DAaKTOPOB BHEUIHEH Cpeibl Ha PACTEHUs U Ha BBIBEJEHUE MOPO30YCTOHYMBBIX
BUJIOB B YaCTHOCTH. BBICOKHMX pe3ynbTaToB B JaHHOM 00JaCTH MOXHO AOOMUTHCS MOCPEICTBOM
IJIyOMHHOTO MOHUMAaHHMsI MPOLECCOB, MPOUCXOAIINX B PACTUTEIBHON KJIETKE MPU MOHWKEHUN
TEMIIEpaTyphl.



I'napa 1.
O030p uTEpPATYyPBHI.

1.1 Yro Takoe X0JI0J0BOI cTpecc.

Kak cmenyer wu3 omnpenenenuss crpecca (Cembe, 1972) B pacTeHUH MPOUCXOIUT
HecnenupuiIeckoe N3MEeHEeHUEe MeTa0oIn3Ma, TPOUCXOSIIEe B TPU CTAAUU:

1. [TepBudHas cTpeccoBasi peakiius

2. Ananranus

3. Hcromenne pecypcoB HAACKHOCTH TPH CIHMIIKOM JIUTEILHOM WM CHIBHOM
BO3JCHCTBUH

ITockoyibKy y pacTeHuil OTCYTCTBYIOT PEAKUHMM Ha TMOBEJCHYECKOM YPOBHE, OCHOBHBIE
aJlanTUBHBIC U3MEHEHHS MPOXO/IAT Ha (PU3UOJIOTHUECKOM U OMOXMMHYECKOM YPOBHSIX.

SIBnenus, HaOmomaeMple B OpraHM3ME pAcTEHHUS TPU BO3JEHCTBHHM CTPECCOPOB, MOXKHO
pa3zieIuTh Ha JIBE KaTErOpUU:

1. [ToBpexnenus

2. OTBeTHBIE pEAKIMH, COCTABJISIONIMMU KOTOPBIX SIBIAIOTCS: HM3MEHEHHE B XOe
MeTabonmu3mMa, W3MEHEHHE (U3HONIOTHMUYECKUX (DYHKIMHA TeX WIM WHBIX CHCTEM, a TaKkKe
M3MEHEHUE B aKTUBHOCTH dKcripeccuu TeHoB. (H. A TNaesckuit, T. W. 'onoBanosa, B. M. I'onbp -
W306paHHbIe T1aBbI 9KOJIOTHYECKON (PU3UOTIOTHH PACTCHHM, T1.2)

[TocnenHee siBiseTcs caMblM Ba)KHBIM B JaHHOM MCCJIEIOBAHUHU, TaK KaK MMEHHO aKTHBHOCTb
OKCIPECCHMM TE€HOB BIMSIET Ha KOJWYECTBO (PEPMEHTOB, BBI3BIBAIOIIMX IIOBBILICHHUE
MOpPO30CTOMKOCTH, EPMEHTOB, 3aJIAI0IINX KOH(OPMAIIHIO IPYTUM pepMEeHTaM U T.1.

X0J1010BOH CTpecc — 3TO MOJBU/ CTpecca, MPOSIBISIONIMM ce0st B upe3mepHoil BeipaboTke ADK,
YTO NMPUBOJANUT K OKUCIUTEIHLHOMY MOBPEXACHUIO MEMOpaH U MEMOpPaHHBIX opraHesl. B Hamem
Clly4yae aJanTHBHAs PEAKIMS MPEIOJOKUTENBHO 3aKII0YaeTcss B TOM, 4TO 3()(PEeKTUBHOCTH
paboThl (hepMEHTOB, OTBETCTBEHHBIX 3a yTminzauuioo ADPK U uxX KOJIMYECTBO yBEIMUMBACTCH.
Taxxke npH 3TOM IPOUCXOAAT HEKOTOPBIE APYTHE MPOLECCHI, YTO B KOMIUIEKCE MPUBOIUT K
AKKJIMMAaTU3aLuN



1.2 BoznelicTBue X010/1a HA paCTEHUE

Jnsg Kaxxzoro BuJa pacTEHUM CYIIECTBYET CBOM [MAIla30H ONTHUMAIBHBIX TEMIIEpaTryp, M
OTKJIOHEHHE OT MPEAEIOB HOPMBI 3TOrO ONTUMYyMa SBJISETCS CTPECCOM [UIsl OpraHu3Ma.
[ToBpexxnaromee BO3AEHCTBHE XOJOJOBOTO CTpecca pa3IM4yHO MpH JEHCTBUMU: HU3KHX
TIOJIOKUTENBHBIX TeMIeparyp u temmeparyp uuke 0°C.

[Ipr DOJIOXKUTENBHBIX CYOONTHMAJIBHBIX TEMIIEpaTypax B IEPBYIO ouepelb MeMOpaHHbIE
JUNUAIBl TEPeXOaAT M3 JKUAKOW JIaMeJUIIpHOW (a3bl B COCTOSIHME Telsl, 4TO HeoOpaTumo
Hapymaer ¢yakuun MemOpanbl (Kawamura and Uemura, 2014). CHmkeHue ypoBHS
HEHACBHIIIECHHOCTH MEMOpPaHHBIX JIMIKJOB MOBBIIIAET TEMIEpaTypy, IPU KOTOPOH MPOUCXOIHUT
cMeHa (a3 W, CIIeOBATENbHO, CHIDKAET TEKy4eCTh MEMOpaH NpU HU3KHUX TeMIlepaTypax.
[TokazaHO, YTO YYBCTBUTEIBHOCTH PACTEHUH K XOJIOAY KOPPEIUPYET CO CTENEHbIO
HCHACBIIICHHOCTH THIIAKOMIHBIX MeMOpaH xyopomiactoB (Kawamura and Uemura, 2014).
doTocucTeMbl  XJIOPOIJIACTOB  IOJABEPraroTcs  (POTOMHAYLHUPOBAHHBIM  HOBPEKICHUSM.
Boccranosnenue kucinoponga Ha (otocucreme | mpuBOAUT K 0Opa3oBaHUIO AKTUBHBIX (hopm
Kucinopoaa: mnepekucu Bojgopona HOp, ruapokcunbHoro pamukana — OH, cymepokcujaHOoro
anuoHa — Oy, cuHrietHoro kuciaopojga — Op, KOTOpbIE SBISIOTCA CUIBHBIMU OKHUCIUTEISIMU
pazHooOpa3HbIXx KoMIlOHEHTOB KieTku (KpecnaBckuit u gp., 2012). Ilpoucxomsar Takxke
HApyIICHUs TPOLECCOB MeTaboyM3Ma, CBS3aHHBIE C 3aMe[yieHHeM paboTel (HepMEHTOB,
3akucienue nuroriazmel (Kawamura and Uemura, 2014).

[lpu namenuu Ttemreparypsl Hmwke 0°C MEpBUYHOW MMINEHBIO CTAHOBATCS MEMOpaHHbBIE
cuctembl kietku (Steponkus., 1984). O6pa3oBaHue IbJa B CUMILIACTE CMEPTENBHO IS KIETKH,
B TO BpeMs Kak Jie[l B aloIllacTe MOXET He NPUBOAUTH K rubenu pacteHus. GopmupoBaHue
KPHUCTAJJIOB JIbJ]Ja HAYMHAETCSI B MEXKKJIETOYHOM IPOCTPAHCTBE, TJI€ KOHLIEHTPAIUs COJeH HUXKeE,
CJIeZIOBaTeNIbHO, BhIIIE TeMIepaTypa 3aMep3anus. Heo0XxoauMo oTMeTUTh, YTo JieJ] oOpa3yercs B
CUMIUIacTe IpH Temmeparypax, Onmskux Kk —38.5°C. Kpucrammmsauus ipJa B amoruiacre
MPOUCXOIUT BOKPYT sifep kpuctamnusauuu (Franks, 1985). Tak xak xumuueckuil moTeHIMA
JbJ1a MEHbBIIIE, YeM BOIHBIH, (POPMHPOBAHNE BHEKJIETOUYHOTO JIbJ]a TIPUBOIUT K BBIXOAY BOJBI U3
KJIETKH 10 TPaJMEeHTy XuMmMudeckoro morenimana. [pu -10°C Gonee 90% BOIBI BHIXOJUT W3
kiaeTku. OO0e3BOXHMBaHHME WM KOMOMHALUs O0€3BOXKMBAaHMS M MEXaHMYECKOIo CTpecca,
OPUYMHAEMOr0 KpHUCTAIaMHM JIbJIa, MPUBOAUT K TECHOMY COJMKEHHMIO IU1a3MaTHYeCKOH
MeMOpaHbl ¢ MeMOpaHaMM BHYTPUKJIETOUHBIX OpraHelUl WM JUCTAJbHBIMH y4acTKaMu
IUIa3MaTHYECKOM MeMOpaHbl, YTO BBI3BIBACT (DOPMUPOBAHHE T'€KCATOHAIBHBIX CTPYKTYp U3
munuoB (Kawamura and Uemura, 2014). 3atem, kKak mpaBuiio, MeMOpaHbl CIMBAIOTCS JTHOO
pa3pbIBalOTCA, MPUBOAS K HEOOPAaTUMBIM KJIETOYHBIM MOBpexIeHusM (Steponkus, 1984). Takxke
NPOUCXOIUT AeHatyparus oenkoB (Kawamura and Uemura, 2014).



1.3 ITpuunab 006pazoanus ADK B HOpMe U IIpu cTpecce

A®K o00pa3yroTcst B KJIETKE M B IPOLECCE HOPMAaJIbHOW >KU3HEAEATEIbHOCTU OpraHusma. B
HOPMAJIBHBIX YCJIOBHSIX OCHOBHBIMH HcTOYHMKamMu A®DK B pacTeHusix ciyxar MOpoiuecchl
¢dorocunresa u poroasixanus (Foyer and Noctor, 2005). bsuto nokazaHo Takxke, 4TO MPOLECChI
OKHUCJICHUS HU3KOMOJICKYJISIPHBIX CYOCTpaTOB B MHTOXOHAPHUSAX U OKHCIIEHHE OEJIKOB B
HUTOIIa3ME€ U JpYIHMX OpraHeiyiax TakkKe BHOCAT OIIYTHUMBIA BKJIaJ B HapylleHUE
OKHUCJIMUTEIbHO-BOCCTAHOBUTENBHOIO OajlaHca KJIETKH B HOpMalibHbIX ycnoBusx (Kristensen et
al., 2004). CymectByeT Takxke OenkoBbId myTh oOpa3oBanus ADK, cBsi3aHHBIA ¢ paboToi
(bnoxuna u gp., 2003). Tpaguuumonno, ADK paccmarpuBaioTcs B NEPBYIO Ouepeib, Kak
paauKaibl, MOBPEXKIAIONINE KICTOYHBIE CTPYKTYpbl. Pajukanbl — 3TO aTOMbl WM TPYIIIBI
aTOMOB, COJIEpXAIllI€ HECMApPEHHbIE JJEKTPOHBL. Paaukansl Kak BBICOKOPEAKTHBHbBIC
COCIMHEHUSI MOTYT y4acTBOBATh B PsJC KJIETOYHBIX MPOIECCOB B OTCYTCTBUU (DEPMEHTOB. DTH
CBOICTBa OYEHBb XOPOILIO MOAXOMAST Il aKTUBALlMK CUTHANBHBIX KackanoB (Foyer and Noctor,
2005). K A®K oTHOCAT pagukaibl, MOJIy4aroluecs MPH OTIIEIUICHHH WIM MPUCOSAMHEHUU
3JIEKTPOHOB K MOJIEKYJIE KUCIOPOIa.

A®K B moaaBifOIIEeM KOJIWYECTBE OOpa3ylOTCsl B HECKOJIBKHMX OpraHeijiax, TaKk WM WHaue
CBSI3aHHBIX C TEMH PEAKIUSAMH, B KOTOPHIX MPUHUMAET y4acTHUE KUCIOPOJ. DTO XJIOPOIUIACTHI,
MUTOXOHJIPUH U TIEPOKCHCOMBI.

Xmoporactel — riaBHoe Mecto oOpaszoBanuss ADK B pacrturensHoll kietke. B pesynbrare
Hapymienue nenu nepeHoca 3JIEKTPOHOB B 3TOM OpraHelie, sIBISETCS MPUYMHON 00pa3oBaHUS
cynepokcua-paaukana. CHHIJIETHBIM KHUCIOpOA oO0pasyercss HpH TMepeHOce SJEKTPOHAa Ha
KUCTIopol ¢ Bo3OyxkaeHHoro xjopoduina B ¢otocucteme II. Monekyna nurmeHTa B
BO30Y)KICHHOM COCTOSIHUM TIepeJaeT JIIEKTPOH Ha KHUCIOpPOA U TpPHU B3aUMOJICHCTBUU
TPUILIETHOTO THUTMEHTa C KHUCIOPOAOM OO0pa3yeTcsi CHUHIJIETHBIM KHUCIOPOJ U THITMEHT B
HEBO30YKJICHHOM CTa0MIILHOM COCTOSIHUH.

[Tepokcucombl — 3TO AOTIOTHUTENBHBIA UCTOUHUK ADK, KoTOpBIE 00pa3yroTes 3a cUeT mporecca
(OTONBIXaHHS WITH OKUCIICHHS )KUPHBIX KUCIOT. DOTOIBIXaHNE, KaK U3BECTHO, TECHO CBS3AHO C
dorocuntezoM. [lpu yxyamenun ¢ukcauuu CO, B XJIOpoOMIacTax MOBBIMIAETCS OKCUT€HA3Has
aKTUBHOCTH pHOyn030-1,5-6udocar kapbokcunaszpl/okcurenassl. ['mukonsat, oOpa3oBaBLIMiics
B OTOH peakIMM, MOCTYyNaeT B MEPOKCHUCOMBI, IJe OKucisercs ¢ obpazoBanueM H,O; kak
n00OYHOT O MPOJTYKTA.

JlpIxarenbHas 1elb MATOXOHIPUN TaKXkKe CIY)KHT HCTOYHHKOM Cynepokcua-paankana u HyOs.
O6pazoBanne ADK B MUTOXOHJIpUSIX MPOUCXOIUT HE TaK aKTUBHO, YeM B XxJoporuiactax. Ho,
TEM HE MEHEe, MHUTOXOHJPUM BHOCAT CYLIECTBEHHBIM BKJAJ B pPErysLUHI0 KJIETOYHBIX
nporeccoB. ADK o6pa3yroTcs 1 B IpYruxX KIETOUHBIX OpraHeulaX, HO TaM UX BBIPaOOTKa MHOTO
MEHBIIIE, YEM B BBILICOIIMCAHHBIX.

PacTeHuss mOCTOSIHHO MOJIEP)KUBAIOT OanaHc Mexay obOpaszoBaHueM M paspymeHneMm ADK.
VYXyalieHue YyCIOBHM CyIIECTBOBAHUS HapyllaeT STOT OajlaHC H3-3a MOBBIIICHUS YpPOBHS
AaKTUBHBIX pAJAMKAIOB U HAKOIUIEHUS TMEpeKUCHBbIX coeauHeHuit. OO6pa3oBanue ADK B
M3MEHHUBIIUXCS YCIOBUSIX — OYEHb OBICTPBIN MpOIecC, CEKYH/Ibl MJIM MUHYTHI B 3aBUCUMOCTH OT
pacTeHus Wiu BUJa pacTuTenbHOM TKaHU. [Tockonbky ADK criocoGHBI pearupoBarh ¢ O0JIbIIUM
KOJIMYECTBOM COEJIMHEHHUN U SBJISAIOTCS MHULMATOPAMHU LIENH PAJIUKAIBHBIX PEAKLIUN, B KOTOPBIX



00pa3yIoTCsl BCE HOBBIC M HOBBIC paJMKallbl. Takue peakimu MOKHO OCTaHOBHTBH MPU TTOMOIIU
«JIOBYIIEK» PAIUKATIOB, KOTOPHIMH MOTYT CIYXHUThb (DEpMEHTBI, CIOCOOHBIC MPUCOCTUHSTH
pamukan 0Oe3 oOpa3oBaHusi HOBOro. B pesynbrare neicTBUS TaKMX BEHIECTB 0Opasyercs
CTaOUIIbHOE COSAMHCHHE, U paJUKalbHas peaKius oOpbIBaeTCs. ATake aKTHBHBIMU PaJIHKaIaMU
Jamie BCEro TMOJBEPraloTCs JHMHIBI MEMOpaH (OKHCIICGHHWE TIOJMHEHACHIIEHHBIX KHPHBIX
kuciot) (bioxuna u np., 2003).



1.4 ®epMeHTHI AHTUOKCUIAHTHOM 3aIUTHI.

B 3amuTte pacrenust or AQK npuHUMAOT ydacTHe caMble pa3sHOOOpa3Hble (PepMEHTHI C CAMbIMH
pa3sHOOOpa3HBIMU (YHKUUSAMH, HO MBI PAaCCMOTPHM JIMIIb JBa (epMEHTa — TE€, KOTOPHIE MBI
BBIOpaJH B KauecTBe 00bEKTOB Hccaenoanus. 1o CO/l u katanasa.

1.4.1 COA

CO/l sBnsieTcss OTHUM W3 BOKHEUIUX (PEpPMEHTOB MEPBOM JIMHUM aHTUOKCHJIAHTHOMW 3aIUTHI.
E€ nzodopmsl JIokamM30BaHbl B pa3IMYHBIX OpPTaHeNIaX KICTKU: XJI0POIUIacTax, MUTOXOHIAPHSIX,
nepokcucomax, nurozosie u amnormiacte (ITomecckas, 2007). 3ToT hepMEHT MPUCYTCTBYET BO
BCEX JKHMBBIX OpPTaHM3Max, HO TOJILKO y pacTeHWil ectb Bce Tpu ero uszopopmsl (bapanenko,
2006). Mexanusm pgeiictBust COJ] 3akmrodaercs B IOCIEIOBATCIBHOM BOCCTAHOBJICHHH M
OKHUCJICHUU CYTIEPOKCHIHBIMH aHUOH-pafrKaiamMu Metaya (Me) akTHBHOTO IeHTpa (epMEeHTa.
Peakmuist MOXET MpOTEKaTh CIIOHTAHHO, HO B MPHUCYTCTBUH (PEPMEHTA CKOPOCTH MOBBIMIACTCS B
10000 pa3 (bapanenko, 2006).

Bcero CO/] B pactenuu umeeT 3 n30(hopMbl, KOTOPbIE OTIUYAIOTCS [0 METAUIy B aKTUBHOM
nentpe: Cu/Zn-CO/l, Fe-CO/l, Mn-CO/l. Yto uHTEepecHO, 3T M30(OpMbI OTIHYAIOTCA eUIé U
JOKanu3alMeld B KIETKE, YCTOMYMBOCTBIO K HMHTHOMTOpaM, MOJEKYJISIpHOW MacCo,
KOJINYECTBOM CYOBEIMHMII B O€JIKe M KOJIMYECTBOM aTOMOB METAJUIOB B AKTUBHOM IICHTpE.
(bapanenko, 2006). Tak, Hanpumep, Cu/ZnCO/] conepkuTcs B XJIOPOILIACTAX, TEPOKCUCOMAX,
MUTOXOH/IPHSIX, IIUTO30JI€ W amoruiactax, BocnpuuMynBa K CN™ rpymme U mepekucH Kak K
uaruouropy. Lurozonenas Cu/Zn-CO/] siBisieTcsi TOMOIUMEPOM, COCTOSIIIIMM U3 JBYX PaBHOTO
pasmepa cyObeMHHULI, CBI3aHHBIX HEKOBAJIEHTHO (Macca n30(popMbl KoJsiebiercs B npenenax 32-
34 x/la), xuoporutactHas u3opopma pacTeHui sBisercs romoterpamepoM. FeCO/]
JOKaJM30BaHA JIMIIb B XJOPOIUIACTax M MHruoOupyercs mnepekucbto. Monekyna Fe-COJl
paboTtaeT B popMe ToMOJUMEpPa, B XJIOPOIJIACTaX OHA UMEET MOJIEKYJISIpHYI0 Maccy 36-46 k/la.
MnCO/J] pacmomnaraercsi TOJNBKO B MHTOXOHJPUSAX M TEPOKCHCOMax H  aOCOIIOTHO
HEBOCIpUUMYMBA K HMHruouropam. MomnekynspHas Macca ¢epmenta 46 mmm 92 k/la u oH
COCTOUT COOTBETCTBEHHO M3 2 WM 4 cyOwbeAuHUI] oauHakoBoro pasmepa (bapanenko, 2006).
KommgectBo m3opopm Kojebnercss y pasIUYHBIX BHIOB pacTeHHil. Tak B KJIETKaxX JIMCTHEB
KyKypy3bl oOHapyxkeHO 9 m3zopopm CO/: 4 Cu/Zn-COJ] B nwmromnasme, 1 Cu/Zn-COJ] B
xyoporactax M 4 Mn-CO/] B mutoxonapusix. B Arabidopsis thaliana o6napyxeno 3 Cu/Zn-
CO, 1 Mn-COJl u 3 Fe-CO/I (Jithesh et al., 2006).

1.4.2. Karanaza

['oBOps 0 KaTanma3e, MOKHO CKa3aTh O TOM, YTO OHA LIMPOKO PACHPOCTPAHEHA B PACTUTEIIBHBIX
KJIETKaxX: B MEpPOKCHCOMaX, MUTOXOHJPUSIX U B LUTOIJIA3ME€ — U COCTOUT U3 2 KOMIIOHEHTOB:
COOCTBEHHO M3 OejKa M M3 KeJIe30coleprKallero reMatuHa. MoJekyisipHas macca KaTajla3bl
npubimsutensHo paBHa 220-270 k/la. AKTUBHOCTH JaHHOTO (epMEHTa HE 3aBHCUT OT
KOHIIGHTpaluil TmepekucH, aercTByeT odeHb ObicTpo: 44000 Monekynbl B CEKyHAY, YTO
MO3BOJIIET KaTaja3e yyacTBOBATh HE TOJIBKO B CBOEH aHTHMOKCHJAHTHOW JESTEIbHOCTH, HO U B
CHa0XEHUU KHCIIOPOJOM OTJAJIEHHBIX TKaHEW pacTeHus. B HacTosmmii MOMEHT M3BECTHO 5
n30(opM, HEKOTOpbIE U3 KOTOPBIX KOAMpYIOTCs mocpenctBoMm pasHbix MPHK, a nHe Tombko
MOJIBEPTaloTCsl MOCTTPAHCISLUOHHON MOAM(UKAIINKN, COTJIACHO HEKOTOPBIM HCCIIEI0BAHUSIM.
IIpu »sTOM Karama3a MOABEpPraeTcs MPOTEOJIU3y, MPUYEM pa3HULA MEXAYy Karana3on
MOJIBEPIIIECsS MPOTEOIM3y U MEXIy UeNOCTHBIM (depmeHTOM cocrtaBiuser 2 k/la.
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1.5 Axkknumatuzanus 1 €€ pojb

COBOKYIIHOCTh OTBETHBIX pEaKUMM Ha CTpecc Has3blBaeTcs axkkiaumaTuzanueil. OCHOBHOM
XapaKTEepUCTUKON AHHOrO IpOIecca MOYKHO Ha3BaThb HE3aBUCUMOCTH YCIOBHI OKpY’Karollei
Cpedbl OT JEHCTBHI PacTeHHUs, TO €CTh HEBO3MOXKHOCTh M30€kKaTh BO3JEHCTBUS CTPECCOPHOTO
arenra. Bo3HukaeT He0OOXOIMMOCTh B aHTHOKCHJAHTaX, CBA3aHHAS C TEM, YTO OHU IMO3BOJISIOT
MPEOTBPATUTh TOBPEKICHUE KUPHOKUCIOTHBIX OCTaTKOB € OOpa30BaHHEM TOKCHUYHBIX
MEPOKCUIHBIX MPOJIYKTOB MM HEHTPaIU30BaTh yxke 00pa3oBaBIIMECs OMAcHbIe BerlecTBa. B
TaKOro pojia YCJIOBHUSIX pacTEHHE BBIHYKIEHO pa3paboTaTh ONpPEIEICHHBIN KOMILIEKC OTBETA,
KOTOpBII Oyner obnagarb MakCUMaIbHOW 3()(PEeKTUBHOCTHIO B Y3KOM JHMAaIla30HE BO3JCHCTBHUS.
(H. A TaeBckuii, T. U. T'onoBanoBa, B. M. T'ompag — W30paHHBIC TJaBBl SKOJIOTHYECKON
¢usuonoruu pacTteHui, TI. 2). DTO BO3BpAIlaeT HAC K YaCTHOMY CIIy4al0 TNPUMEHEHUS
U30MEpHBIX (HOPM OJTHOTO M TOTO ke (pepMEeHTa B pa3HBIX YCIOBHSIX.

3akanuBanue — 370, de facto, upe3BpIuaiiHO MIATKHIT BApUAHT CTpecca, MPU KOTOPOM IPOUCXOTUT
OTHOCUTENIbHO HEOOIbIIasi Harpy3ka Ha aHTHOKCHAAHTHYIO cucTeMy. B pesynbpTaTe mpoiecca
3aKaJIMBaHUA MOPO30YCTOMYMBOCTh OpraHu3Ma pe3Ko moBbiaercs. COOCTBEHHO MpoLecc
3aKallMBaHus TpeOyeT KOMIUIEKCa BHEIIHUX YCIOBUN U MPOXOAUT B ABE (a3bl.

IlepBast ¢aza 3akanuBaHHUsl NPOXOAUT HA CBETY IPU HECKOJIBKO IOHM)KEHHBIX IIJIFOCOBBIX
temriepatypax (HO4Ybt0 okoyio 2°C) m yMmMepeHHOW BIaxHOCTH. B 3Ty ¢azy mpomomxaercs
JaNbHEWIee 3aMeNieHUe, W JaKe II0JHAs OCTaHOBKAa POCTOBBIX MpoleccoB. OcobeHHoe
3HaU€HUE B Pa3BUTHUM YCTOMYMBOCTH PACTEHUH K MOpPO3y B 3Ty (a3y HUMEEeT HaKOIUIEHHE
BEIIECTB-KPUOIPOTEKTOPOB, BBHIMOIHSAIOMIUX 3alUTHYIO0 (DYHKIIHIO: caxapo3bl, MOHOCAXapHI0B,
pactBopumbix OenkoB u ap. (M.M. Tymanos, 1979) B stux ycnoBusx obpazoBaHUE caxapoB B
npouecce (poTocuHTe3a UAET C JOCTATOYHOM HHTEHCHUBHOCTHIO. BmecTe ¢ TeM NOHMKEHHas
TEMIIEpAaTypa COKpallaeT UX Tpary, KaK B IPoLecce IbIXaHMs, TaK U B Ipoleccax pocta. bonee
MOpPO30CTOMKHE BMJBI M COpPTAa XapaKTEpPHU3YIOTCS OOJbIleH CIOCOOHOCTBIO K HAKOIUIEHUIO
caxapoB HMMEHHO IpU TMOHWXKEHHOM Temneparype. [loka3aHo, YTO HakaruIMBaKOIIMECS B
IIpOLIECCe 3aKallMBaHUs caxapa JIOKAIW3YIOTCA B Pa3sHBIX YacTsSIX KIETKU: KJIETOYHOM COKE,
UTOIUIa3Me, Oopraneiax (0co0eHHO XJIoporiacTax). biarogaps TakoMmy pacnpeneneHnuo 4acTh
CaxapoB MPOYHO YAECPKUBACTCS B KJIETKAX.

[ToBbImaeTcst conep:kaHUE HEHACBILICHHBIX JKUPHBIX KHCIOT. DTO MO3BOJIAET MNOIICPKUBATH
BBICOKYIO IPOHHUIIAEMOCTh MeMOpaH, HEeoOXOIUMYI0 sl TpaHcrmopra Bojbl. [Ipoucxoaut
nepecTpoiika ()epMEHTHBIX CHUCTEM Ipollecca JbIXaHWs, BO3PAcTaeT aJbTEPHATUBHBIM MYyTh
JIBIXaHUS, YTO YCUJIMBAET pacCeMBaHUE SHEPIHM B BUAE Telula. BiusHue cBeta B nepByto ¢asy
3aKalMBaHMsI HE OTPAaHUYMBAETCS YBEIMYEHHUEM HAKOIUJICHHSI CaxapoB, NOMHUMO 3TOTO CBET
OKa3bIBAET PETYJISITOPHOE BIMSHUE. DTO MOATBEP)KIAETCS TEM, YTO 3THOJMPOBAHHBIE PACTECHUS
HE CIOCOOHBI K 3aKalMBaHMIO Jlake MpH oborameHuu ux caxapamu. Cpeau MeXaHHU3MOB
aJanTalyy K JIEHCTBUIO IMOHMKEHHBIX TEMIEpaTyp — CHUHTE3 psla CTPECCOBBIX OEIKOB, K
KOTOPBIM OTHOCAT JecaTypasbl, JErMApHWH, a Takke OEJIKHM XOJIOJOBOrO MIOKa. ITH
ruIpoUIbHbIE OENKM CHUHTE3UPYIOTCS B IIMTOIUIA3ME MO JIeHCTBMEM HHU3KUX TeMIepaTyp U
BBIIETAIOTCA B KieTouHyro creHKy. BXIII pacnonararorcs Ha NMOBEPXHOCTH KPUCTAIUIOB JIBJA,
OPEMATCTBYIOT MX POCTY, TOPMO3SAT oOpazoBaHHe MexkieroyHoro jpaa. BXII pazobmiaror
OKHCIUTETbHOE (HOChHOPUIMPOBAHUE, UTO IO3BOJSET MCIONb30BaTh DHEPTUI0 OKHCIEHHUS Ha
MOBBIIICHUE TEMIIEPATYpPbl OPraHOB pacTeHM Ha 4-7°C BbIIIE OKPYKAIOIIETO BO3yXa.

Bropas (a3za 3akanuBaHus MPOTEKAET MPHU JaTbHEHIIIEM MTOHWKEHUU TeMriepaTypbl (okoso 0°C)
u He TpeOyeT cBeTa. B cBs3u ¢ 3TUM 1715 TPABSIHUCTHIX PACTEHUM OHA MOXKET MPOTEKaTh U MOA
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cHeroM. B 3Ty a3y mpoucxoauT OTTOK BOJBI M3 KIETOK, a TaKXe MepecTpoilka CTPYKTYpbI
npotorutacta.  Ilpomomxaercss  HOBoOOpa3oBaHWE — CIEHU(PHUECKUX,  YCTOHYMBBIX K
00e3BOKMBaHUIO OenKkoB. OMBITH MMOKA3aJd, YTO B NMPUCYTCTBUM MHIMOUTOPOB CHHTE3a Oeika
npouecc 3akanuBaHus He npoucxoaut (Tpynosa, 2007). Ilepectpoiika IUTOIIA3MbI
CIOCOOCTBYET YBEIIMUEHHUIO €€ MPOHHUIIAEMOCTH I Boabl. biaronapst 6osiee ObICTPOMY OTTOKY
BOJIbI YMEHBIIIAETCS OMACHOCTh BHYTPUKIIETOYHOTrO JbA0oOpa3oBaHus. He nis Bcex pacteHuit
HEOOXOJUMO TPOTEKaHHE IMPOLIECCOB 3aKaluBaHUs B JBe (a3bl. Y JApEeBECHBIX pPACTEHUH,
o0Jafaomux  JOCTaTOYHBIM  KOJIMYECTBOM  CaxapoB, Cpa3y MpOTEKaloT HU3MEHEHUs,
COOTBETCTByIOIIME BTOpoil. Takum oOpa3oM, B TMpolecce 3aKaluBaHUs BO3HUKAET
MOPO30yCTOMYMBOCTh, KOTOpasi ONPENEIACTCS PSAOM HU3MEHEHUH. Y 3aKAJICHHBIX PacTECHUMU
Oslarojapsi BBICOKOM KOHILIEHTpAallMM KJIETOYHOIO COKa, YMEHBIIEHUIO COAEpkKaHHUS BOAbI
KPHUCTAJLIBI JIb/1a 00pa3yloTcsl HE B KJIETKE, a B MeXKJIeTHHKaX. KonmdyecTBo 0Opa3zoBaBIerocs B
MEXKJIECTHHUKAX JIbJa Y 3aKaJICHHBIX PACTCHUHN TaKKE 3HAYUTEIIbHO MECHBIIIE.

H3meHeHne CBOWMCTB OEJIKOB LUTOILIA3MbI NMPUBOAUT K TOMY, YTO OHM CTaHOBSTCS Ooisee
YCTOHYMBBIMU K 00€3BOXKUBaHUI0. HakorieHnrne caxapoB OKa3bIBaeT JAOMOIHUTEIBHOE 3aIUTHOE
BIUsSHUE. BaxkHOe 3HaueHHE MMEET MOBBIIICHHE YCTOWYMBOCTH MEeMOpaH K 00€3BOKMBAHHUIO U
MEXaHWYECKOMY JaBlieHHIO. MIMeITCs JaHHble, 4YTO MpPU 3aKAJIMBAaHUU YBEIMYHUBACTCS
KoJIn4ecTBO (OCONUMUAOB M HEHACBHIIICHHBIX JKUPHBIX KHCIOT. BakHO OTMETHTH, YTO B
KJIeTKaxX 3aKaJeHHBIX pacTeHui HakarumBaercs AT®. Yem Oosblie pa3BUTHE YKa3aHHBIX
IIPU3HAKOB y OTHAEIBHBIX BHUJIOB M COPTOB PACTEHHUH, TEM BBIIIE UX MOPO30yCTOWYUBOCTB.
Mopo30yCTOMYMBOCTE — KOMIUIEKCHBIM IPU3HAK, 3allpOrPaMMHUPOBAHHBIA T'€HETHYECKH,
OJIHAKO OH MPOSBISETCS B onpeaeneHHbIX ycnoBusax cpeabl. (U.W. Tymanos, 1979, Tpynosa T.
U., 2007)
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Metoabl u O00opyaoBaHue

KynpTuBHpOBaHUE paCTCHUN.

Pacrenus BbIpamuBaiy B NOYBEHHOW KyJbType. B KauecTBe IrpyHTa MCNOJIB30BaIN CyOCTpaT HA
OCHOBe BepxoBoro Ttopda «Arpobant—C» («PocropdunBect», Poccus). Iloakopmky
OCYIIECTBIISUIM OJMH DPa3 B HEAEN0, HCIOJb3ysl TOTOBYI0 MHHEpAIbHYIO cMech «JIroKe»
(«Fertika», Poccus). KynpTuBHpOBaHHE NpPOM3BOIMIOCH B Kamepe ¢durorpona HHctutyta
¢busunonornn pacrennii PAH npu ¢oronepuone 8 4 cBera/16 4 TEMHOTHI U MHTECHCHUBHOCTH
ocserieHust 100 MkmoJb q)OTOHOB/(MZ*c). B kadecTBe MCTOYHHMKA CBETa MCIOJb30BAIHA OCIbIC
namnel nHeBHoro cBera LB-40. Temmeparypa B kamepe mnopjaepxuBaiack Ha ypoBHe 22°C.
OO0paboTKy pacTeHHMH AEHCTBHEM NOHWKEHHOW TEeMIIepaTyphl MPOBOIMINM B KIMMATHYECKOU
kamepe KBW-240 («Binder», I'epmanust) B ycrnoBusix 8/16 — portoneprona u ocsemeHnocta 50
MKMOJIb KBaHTOB cBera/(M’*c) mpu Temmeparype 2°C. Takoil pexnM 3aKaliBaHHS OBLI
nogoOpad paHee B Hamiedl jgabopatopuu (ActaxoBa W Jp., 2014) W 1O3BOJSET CHHU3UTH
temneparypy rudenu 50% pacrenutii ¢ -3°C no -6°C.

Brinenenue 0e1KoBOro SKCTpaKTa.

Jnis BbIeneHust OenKa HaBeCKy JHCTheB Maccoi 500 MI TOMOT€HH3HMPOBAIM B JKUAKOM a30Te,
NOMEIIAJTH B BHUAC 3aMOPOXCHHOW TIBUIM B TPEABAPUTEIBHO OXJIKICHHYIO NPOOUPKY W
nobasisum 1 M cpensl BeieneHus, coaepxkameid S0 MM Tpuc-HCl (pH 7,6), 3 MM DATA
(aTUNIeHIMaMUHTETpayKCycHas kucioTa), 250 MM caxapossl, 5 MM ackOpOMHOBOW KHCIIOTHI, 3
MM MgCly, 2 MM ATT (autuotpeiiton), 2 MM OMCOD (dbenunmeruncyibhorundropun). Bee
omepanuu 1O BbIACNEHUIO Oelka mpoBoawiIM Ha xojonae. OOpasubl HeHTpUdyrupoBaiu B
teuenne 20 muH mpu 16000 g u 4°C (13000 o6/mun, uentpudyra Eppendorff 2415R).
CymepHatanT ouwmiand Ha kojoHkax PD-10 midiTrap G-25 («GE Healthcare», CIIIA).
Kononku npensaputenbHo npoMbiBaiu 15 mi oxnaxkaennoro 50 MM Tpuc-HCI (pH 7,6), 3aTtem
3arpyxaiu 1 mMi cynepHaTaHTa, mpoMbiBasiv 1,5 mit toro e 6ydepa u codupanu 1,5 mi amoara.
[Tomy4deHHBIN ATF0AT MCIIONB30BATIU ISl OTMPENIETICHUsI COJEpKaHus Oeika, 00IIeld aKkTHBHOCTH
AQHTHOKCUIaHTHBIX (DEPMEHTOB U MPOBEICHIS HATHBHOTO JIEKTpodopesa.

Omnpenenenue coaepxanus 6eaKa B mpoodax.

Copneprxanue Oenka B mpoOax OLIEHWBAIM HA OCHOBAHUHU PEAKLNHU C OUIIMHXOHUHOBON KHUCIOTON
¢ ucnons3oBanueM BCA kit (“Sigma”), cornacHo MHCTpyKUMH mpousBoautens. s sToro
cmemBayu B cooTHomeHuu 50:1 «PeareHT A» (OMIIMHXOHMHOBAs KUCIIOTa, KapOOHAT HATPHS,
Taprapar Hatpus, ruapokapOonar Hatpus B 0,1 H ruapoxcuzne natpus) u «Pearent B» (4%
pacTtBop neHtaruaparta cyiabdara menu (II). K 0,5 mur momyuenHoro pactBopa m100aBimsumm 25 MK
OenkoBoro skctpakTa U uHKyOupoBanu 30 mun npu 37°C. IlornoieHue pactBopa U3MEpPsUIU
IpH JUTHHE BOJIHBI 562 HM Ha criektpodoTtomerpe Genesys 10 (Thermo Fisher Scientific, Inc.) ¢
UCIIOJIb30BAaHUEM KIOBETHI € JIMHON onTuueckoro nmytu 1 cm. KommuectBo Oenka B mpoGe
paccuMThIBaIM 10 CTAaHAAPTHOM KAJIMOPOBOYHON KpPUBOM C MCIOJIB30BaHUEM OBIYBETO
CBIBOPOTOYHOT0 aTbOyMHHA B KaUeCTBE CTaHIapTa.

Onpenenenne akTUBHOCTH cyrniepokcuaaucmytassl (CO/).

AxtuBHocts COJ] onpenensiiu metogom (Beauchamp, Fridovich, 1971; Kumar, Knowles, 1993)
C He6OJ'H)H_II/IMH N3MCHCHHUAMMU. HpI/IHHI/IH OHpe)IeJ'IeHI/IH OCHOBAH Ha FeHepaHI/II/I CyHepOKCI/II[HI)IX
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AHUOH-PAIUKAIOB B peaknuu (orookucnenus puododuasuHa. [lpm sTOoM wMHIUKATOp —
HUTPOCUHUMTETPA30JIMK TEPEXOJUT B BOCCTAHOBJICHHYIO ¢GopMy — ¢opMaszaH, HMEIOIIYIO
MHTEHCUBHOE cuHe-¢puosieroBoe okpamuBanue. COJl KOHKYpHpYyeT ¢ HUTPOCHHUMTETPA30IHEM
3a CYNMEpOKCUIHbIE aHUOH-PAMKAIIBI, TIOITOMY IPU aKTUBHON padboTe (hepMeHTa OKpalIiBaHHe
pacTBOpa MEHEe BBIPAXKEHO.

Jns ompeneneHuss aKTUBHOCTU CYHEPOKCHUAAMCMYTa3bl TOTOBHJIM JIBa THMA PEAKIIMOHHBIX
cMeced. OmbITHRIE TPOOBI coaepxanu ¢ocdatHbii Oydepubiii pactBop (60 MM KH>PO, —
Na;HPO,4, pH 7,5); 13 MM Metnonuna, 63 MkM HUTPOCHHETOTETPA30JIUs, CyliepHaTaHT, 4 MKM
pubodnasuna. [IpoObl 1715 KOHTPOJIS BMECTO CYIIEpPHATAHTA COJEPKAIM aHAJOTUYHbIE 00BEMbI
Oyheproro pactBopa. [IpoObl HHKyOUpoBaK Ha TpoTshKeHnu 30 MuH npu Temmeparype 22°C Ha
0eJIoM CBETy IpU UHTEHCUBHOCTHU ocBerieHus: 100 MKMOJIB/(MZ*C) Jlanee u3Mepsid ONTHYECKYIO
IUIOTHOCTB pacTBopa mpu A=560 am Ha cnektpodoromerpe Genesys 10 (ThermoFisherScientific,
Inc.) mpoTuB peakuMOHHONH cMecHm Oe3 00aBIeHHS pPACTUTEIBHOIO oO0pa3na W He
MOJIBEPIaBILICHCS OCBEILECHUIO. 3a €IMHUIlYy aKTHUBHOCTH CYIepoKcHImucmyrasbl Opamu 50%
WHTHOMPOBAaHUE OKPALIUBAHUS PacTBOPA.

AKTHBHOCTB PaCCUUTHIBAJIH 110 GOpMYIIE:

A — aKTUBHOCTH CYIEPOKCHIUCMYTA3bI (€11. aKT./MT OenKa; ell. aKT./T CHIPOil Macchl);

Dc — 3HaueHue onTUYECKO! MJIOTHOCTH CBETOBOTO KOHTPOJIA pu 560 HM (€. OIT. INIOTHOCTH);
Do — 3HaueHne onTH4ECKO# TNIOTHOCTH OIBITHOTO pacTBOpa mpu 560 HM (€11. ONT. MIOTHOCTH);
m — macca 6emnka (Mr), BHOCUMOTO B peaKIIMOHHYIO cMech, 17s pacueta akTuBHOCTH CO/L (A) B
€/1. aKT./MT OeJIKa MJTK ChIpas Macca UCXOJHOW HaBeCKH (T), MPUXOAAIIasIcsS Ha 00beM
CYCIIeH3HH, BHOCUMOM B PEAKIIMOHHYIO CMECh JUIsS pacueTa A B €/l. aKT./T ChIPO MacChl.

Onpenenenne n3opepmMeHTHOro coctaBa cynepokcupaucmytassl (COJ).

st onpenenenus uzodepmentaoro cocraa COJl npoBoaunu anektpodopes mo meroay Davis
(1964) B 15% paznenstomem rene Ha mpuoope Mini PROTEAN Tetra (“Bio-Rad”, CIIA);
tonmuHa reast — 1 Mmm. OnuH renb cocrosut u3 0,5 Mt mpoOKu, 4 M pazaesnstonero rejas u 1 mi
KOHIIEHTpUpYIOLIero rens. PacTBop Ui 3aMBKY pa3Jessoniero reist TOTOBUWIIM Ha JIBa refisl U3
CTOKOBBIX PAaCTBOPOB ClieAyrOIIUM oOpa3zom: cMemuBanu 2 mi Tpuc-HCI-6ydepa, (1,5 M, pH =
8,8) u 4 mn 30% axpunamuga (29,2% akpunammuna, 0,8% Oucakpunamuna). Janee nodapnsiau 2
MJI  JUCTWIMPOBAHHOM  BoAbl. [l 3amycka moiauMepH3allMd BHOCWIM 5 MKI
terpamerwdTUiaeHanamMuia (TEMEJ]) u 25 mxn 10% pactBopa nepcynbdara ammonus. s
npurotoBieHust 4% KoHmeHTpupyioriero reis cmemmuBanu 0,5 ma Tpuc-HCl-0ydepa (1,5 M,
pH = 6,8), 0,535 mu 30% pacTBOpa akpuiamMuja U 100aBmsuM 2,965 M1 TUCTHUIUIMPOBAHHOMN
Bojbl. [yt momumepuzammu no6assum 5 Mk TEMEJL u 30 mxn 10% niepcynbdata ammonus. B
nyHkd BHOcuiH 30 MKr Oenka ¢ qobaBieHueM 225 Mr/mil caxapo3bl Ul “yTspKeneHus” o0pasia
u 2 mxi/mn 0,5% OpomdenosnoBoro cuHero. B kadecTBe 37€KTpOJHOrO MCHOIb30BaIM Tpuc-
I'muimuoBsiit Oydepnsiit pactBop (0,025 M Tpuc, 0,192 M rauuun, pH = 8,3). Dnekrpodopes
nposoawin pu 4°C B TedyeHue 2 4 npu HanpsbkeHuu 180 B ¢ ncnosnb30BaHNEM HCTOUHMKA TOKA
PowerPac™ UniversalPowerSupply («Bio-Rad», CIIA). [Ins npoBepku 3pQPeKTUBHOCTH
BbIpaBHUBaHMs O€IKOBBIX MPOO OAMH U3 renei okpammuBanu B TeueHue 1 4 0,1% Kymaceu G-
250, npenBapuTenbHO 3adukcupoBaB ero B TeueHne 30 MUH B pacTBOpE, B COCTaB KOTOPOTO
Bxogmmu 10% (NHy4)2SO4, 3% H3zPO4 u 20% stanon, coriacuo mporeaype (Candiano et al.,
2004).
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Jst Buzyanm3anuu uzodepmentoB COJ] ucnonb3oBanmu meron (Beauchamp, Fridovich, 1971) B
moaudukammu (Miszalski et al., 1998). I'enu uakyoupoBanu B pacrBope Tpuc-HCI 6ydepa (60
MM, pH 7,6) ¢ no6asnenuem 30 MkM pubodmnaBuna u 245 MKM HHUTPOCHMHETOTETPA30JIUs B
teueHue 30 MUH B TEMHOTE Ha Kadajke. 3aTeM Telld MPOMBIBAIM Oy(epHBIM PacTBOPOM H
NEPEHOCWIM Ha CBET, TJ€ OHHU NMPHOOpeTanu (HOIETOBYIO OKpPAcKy (IPUMEpPHOE HOPMAbHOE
BpeMs peakuuu — 15 MHH), a y4acTKH Telsd, B KOTOpBIX MposiBisuiack akTuBHOCTH CO[,
OCTaBaJIMCh MPO3pauHbIMU. ['e/li CKaHWPOBaIM, MHBEPTUPOBAIN U aHATU3UPOBAIHN C ITOMOIIBIO
nporpammbl  1DScan (“Scanalitics, CSP Inc.”); 06 aktuBrHoctu COJl cyawim 1o cTeneHH
obecuBeunBaHus (HoHa.

OrnpezenieHne akTUBHOCTH KaTajiasbl
AKTUBHOCTB KaTasla3bl U3MEPsUTU O cKopocTu aerpanamun H,O;, cormacuo meroauke (Kumar,
Knowles, 1993) ¢ moguduxammsmu (CunbkeBud u ap., 2011). s storo pobasmsimu 100 M
OenkoBoro skcrpakra K 2,8 ma docharaoro 6ydepa (60 mM; KH,PO, — NaHPO,4, pH 7,0).
3anyckanu peakuuto nobaenenuem 100 mxn 0,1 MM mepekucu Bojopola U HM3MEPSUIH
noromienue Ha crektpodoromerpe Genesys 10 (Thermo Fisher Scientific, Inc.) mpu A = 240 um
yepes kaxabie 10 cexynn. Kontponem ciyxun gocdartusiii 6ydep ¢ nodbapnenuem 100 mki 0,1
MM nepekucu BoIopo/ia. AKTUBHOCTB KaTalla3bl PACCYUTHIBAIIM 110 (popmyIie:
A= (AD*Vc¢p)/(m*e), rae:
A — akTUBHOCTH Katanassl (M pasznoxuBIieics nepekucu/ (T CeIp. MacCh*MuH); M
pas3ioxuBIIeiics epekucu/ (Mr Oenka*MuH);
AD —cKkopoCTh U3MEHEHHUsI ONITUYECKOM MIoTHOCTH 11pH 240 HM (y.e./MUH),
Vcp — 00beM peakiiMOHHOW CPeJibl, TP JAaHHOW CXeMe IKcIepuMenTa Vep = 3 M,
M — chIpas macca (T), npuxoasmasics Ha 0,3 M 0eIKOBOro SKCTpaKTa MpHU pacyeTe
AaKTUBHOCTH B M paznoxuBIIeiics nepekucu/ (T Cblp. MacChl*MUH) WK Macca Oenka (Mr),
npuxoasmasics Ha 0,3 M 0eIKOBOT0 IKCTpaKTa JIJIsl pacueTa akTUBHOCTH B M
pasnoxuBIIecs iepekucu/ (Mr 6eka*MuH),
€ — Ko (PULMEHT MOJISIPHOIN 3KCTUHKIMY nepekucH €(240) = 45,2 MM,

Omnpenenenne n30PEPMEHTHOTO COCTABA KaTalla3hbl.

Jns onpeneneHust U30(€pMEHTHOTO COCTaBa KaTajla3bl MPOBOJIMIM 3JIEKTPodope3 Mo METONy
Davis (1964) kax onucano Bsitie B 10% nosmakpunamugHoM reie Ha npudope Mini PROTEAN
Tetra (“Bio-Rad”, CIIA); Tonmmua rens — 1 mm. B nynku BHocunm mo 30 MKr Oenka c
nobaBieHNEeM caxapo3bl Ui “yTspkeneHus” obpasua u 2 Mkia 0.5% Opom¢peHO0I0BOro CHHErO.
Onextpodope3 npoomwu mpu 4°C B Teuenne 20 4. npu HanpsukeHuu 80 B. [{ns mpoBepku
3¢ PEeKTUBHOCTH BBIPABHUBAHUSI OCIKOBBIX MPOO OAWH M3 Tejied OKpamMBajid B TeueHue | d
0,1% Kymaccu G-250, npenBaputensHo 3adUKCUpOBaB ero B TeueHne 30 MUH B pacTBOpE, B
coctaB kotoporo Bxoamwtn 10% (NHg)2SO4, 3% H3PO4 u 20% 3TaHOM, COMTACHO MPOILEIype
(Candiano et al., 2004).

OxpammuBanue rtens mnpousBoamwin 1o cxeme (Woodbury et al., 1971) B moaudukanuu
(Zimmermann et al. 2006). Merto1 ocHOBaH Ha BOCCTaHOBJICHUH rekcaranodeppara (111) kanus
(K3(Fe(CN)g)) mepexucwsto Bomopoma mo rekcarmanodeppara (II) kamus (K4(Fe(CN)g)) u
nocnenyromei peakmnueit rexcanuanodeppara (II) xamus ¢ xmopumom xeneza (II1) (FeCls) ¢
o0pa3oBaHMEM OKpAIIEHHOTO COeAWHEHHMs] — OepiuHCKOW sasypu. Karamaza pasmaraer
MEPeKNuCch, TOATOMY B MeECTax €€ pAacCIONOKEHUS OKpalluBaHUS HE Mpoucxoiut. Jlims
BU3yaJIM3alluil M30()epPMEHTOB KaTalasbl Telb WHKyOMpoBasm B 4 MM pacTBOpe TMEpEeKUCH
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Bogopoaa B Tpuc-HCI 6ydepe (50 MM, pH 7.6) B Teuenne 5 MuH, IpOMBIBAIH B OydepHOM
pacTBope ¥ 3aTeM MPOBOIWIM CHEMUu(pUIECKOe OKpallMBaHWE Ha AaKTHBHOCTh Karaja3bl B
pactBope, coaepxameM 1% rexcanumanodeppara (I1I) kamus u 1% xmopuna xenesa (III). Tenn
WHKYOMPOBAIM B PACTBOPE JIsI OKPAITMBAHUS JI0 MOSBICHHS CBETJIBIX MMOJIOC HA 3€JICHOM (OHE
(mpuMepHOE HOpPMallbHOE BpeMs peakuud — 5 MuH). ['enmu ckaHUpoBanW, WHBEPTUPOBAIU H
aHAIM3UPOBAIM ¢ ToMoIbio mporpammbl 1DScan (“Scanalitics, CSP Inc.”); 06 akTtuBHOCTH
KaTayia3bl CyJIMJIH 10 CTEIIEHN 00eclBeYrBaHus (OHA.

Cratuctudeckas 00pabOTKa 1aHHBIX.

JlanHple  00paboTaHbl ~ CTATHCTHYECKH C  HUCIOJb30BaHWEeM mporpammbel  SigmaPlot.
[IpencraBieHsl cpelHUE 3HAYEHHUsS] TUIIMYHOI'O OIIBITA, COCTOSIIETO0 M3, KaK MHHUMYM TpeX
OuosIornyeckux MoBTOpHOCTEH (n < 3) M uxX craHmaptHeie ommoOku. Kaxnas Ouomormueckas
IIOBTOPHOCTb COCTOSIA U3 JIUCTHEB, B3ATHIX C 3-5 pacTEHHUH.
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PE3VIJIBTATBI U OBCYXJEHUE

Jns wnavama HeoOXoauMo ObLIO yOEOWTHCS, YTO B pe3yiabTaTe MOAOOPaHHOTO peXHMa
OXJIQXKJEHUSI pacTeHHsl apalOujorcuca 3aKajuBaJIUCh, T.e. MPUOOPETATU TMOBBIILICHHYIO IO
CPaBHCHHMIO C HE3aKAJICHHBIM KOHTPOJIEM YCTOMYMBOCTH K TOCIEAYIOIIEMY, 0oJiee KECTKOMY,
OXJIAKACHUIO. I[JI?[ 3TOTO paCTeHI/ISI Ha paSJ'II/I‘-IHLIX craausax 3aKaJIuBaHUS HOI[BepFaJII/I
npomMopaxkuBanuio mpu -3°C B TeUeHHE CYTOK U OICHUBAIN BEDKMBAEMOCTh KaK BU3YaJbHO, TaK
U 110 JAIBHEHUIIENH CIIOCOOHOCTH K 3allBETAHUIO.

Pucynok 1

Buemnuii Bua pactenuii mocie npomopaxkusanus npu -3°C B Teuenue cytok. CnpaBa —
He3aKaJIeHHbIE, B LIEHTPE — ITociie | CyTOK 3aKalluBaHMsl, CleBa — IOCJE 2 CYTOK 3aKaJlMBaHUS.

Kak BugHO U3 dororpaduu, pactenus craiu cnocoOHbl NEPEHOCUTh CYTOUHOE
IIPOMOPaXUBAHUE YK€ MOCIIE ABYX CYTOK 3aKkanuBaHus. [Ipu mpoMopaxuBaHUM pacTEHUII 11ocIie
3-5 CYTOK 3aKaJluBaHMs IIOBPEXKICHUIN HEe HAOII0IaI0Ch.

B xauecTBe nokazaTeneil OKHCIUTEIFHOTO CTpecca B JAaHHOW paboTe MCIIOIb30BAINA CKOPOCTh
TeHepaluu CYNepOKCHIHOTO aHMOH-pauKaia 1 UHTeHCuBHOCTH [10J1.
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CKOpPOCTb reHepaLun cynepokcmaa,
efl. ONT. NJIOTHOCTU B MUHYTY

Pucynoxk 2

CKOpOCTB réeaepanru Cyn€cpoKCUAHOIr0O aHMOH-paarKajla B JMHAMUKE 3aKaJIUBaHHUA
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0,06 -
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0,02 A

0,00 T T T T T T

rlpOLl,OJ'DKVITeJ'IbHOCTb 3aKarmBaHud, OHU
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Tabmauma 1

Wurencusnocts I1OJI y skotuma Col-0, u myrantoB mo stmieny: etr 1-1, ein 2-1 mocie
HPOIOIKUTENBHOrO 3aKkanuBanus npu 2°C [en. oNTUYECKO# MIIOTHOCTU NP UIMHE BOJHBI 532
HM|, 2 IOBTOPHOCTH 110 4 PACTCHUS

Col-0 Etr1-1 Ein 2-1
[Tocne 3 cytok 0,071 0,052 0,053
0,064 - 0,108
[Tocrne 4 cytok 0,065 0,053 0,074
0,086 0,072 0,078
[Tocne 5 cytok 0,059 0,040 0,076
0,070 0,070 0,073
He3aKaJIeHHbIE 0,078 0,044 0,044
0,056 0,045 0,058

13 naHHBIX TaOMHIBI CICAYET, YTO HHTEHCUBHOCTH [10J] nepkuTcst y 3aKkajieHHbBIX MyTaHTOB Ha
YPOBHE HJIM HECKOJbKO HWe ypoBHs aukoro tuma (Columbia), 4to mepBUYHO MOATBEpKIaET
naunbie (Shi et al., 2012) o HeraTwBHOW perynsiuu (TOJABICHHH) STHICHOBBIM KacKaJoM
IPOIECCOB, CIIOCOOCTBYONIHX 3aIUTE PACTCHUH OT OXJIaXKICHUSL.
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Pucynok 3

N3odepmentnsrii criektp COJl apabuorcuca TUKOro TUMa Ha 3-5 CyTKH

‘r_#_‘—-___. —

v o ” i ” »
7 ’ , v /
/s 7/ 7 / 7/ 7
!
\ .
.\ __-'/

3 CYTKM 3aKaNMBaHUA 5 CYTKM 3aKanMBaHMA

W3 pucyHka ciefyeT, yTo B NpOLECCe 3aKaIMBAHUS MPHUCYTCTBUE M AKTUBHOCTh PA3IMYHBIX
n30(OpM MEHSETCs], YTO O3HA4YaeT aKTUBALMIO WIH, HA00OPOT, BBIKIIOUEHHE COOTBETCTBYIOIINX
IFE€HOB B IPOILIECCE CTPECCOBOrO OTBeTa. Mbl mokaszaiu, yto Hekortopble COJl 3aBucAT OT
XOJIOZIOBOTO 3aKajiMBaHUs. TeM He MeHee, aHalU3 aKTUBHOCTM W WHTUOMTOPHBIA aHAIN3
kKo(akTopoB (ompexaeneHue THIOBON mpuHamiexHoctd COJl) sBisercs neioM JambHEHIIHMX
HKCIEPUMEHTOB.
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Pucynox 4

W3odepmentrbiii crnektp COJ] myTaHTHBIX pacTeHuid apabunpomcuca etr 1-1 no m mocie
MIPOMOPAKMBaHUS B JMHAMUKE 3aKaluBaHUs (He3akaieHuele, , 1, 3,4, 5 cyTkun)

etr 1-1 mocne zakanueaHua

B oTnuume oT pacTeHuii AMKOro TUMA, Y 000MX MYTaHTOB mpucyrctBue Bcex uzodopm COJJ
OBLIO, TMO-BUAMMOMY, TIOCTOSHHBIM, YTO TIOJIPa3yMEBAaeT 3aBUCHMOCTh PETYISIIIHA TE€HOB
n3Mensttormxcst u3opopm COJl OT 3TUIEHOBOrO CUTHAIBbHOTO Kackajaa. llpeamonoxuTensHo,
CUTHANBHBIA KacKaj JTUJIEHAa OTBEYaeT 3a BPEMEHHOE IOJABJICHUE aKTHBHOCTH HEKOTOPBIX
n3ohopm
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Pucynok 5

CriexTp Karaiasbl MyTaHTOB apabumoncuca (ein 2-1, etr 1-1) 1o u mocie 5 CyTOK 3aKaauBaHMs

etr 1-1 rmocie zax

ein 2-1 go zax ein 2-1 rmocye zax

W3 pucyHka crienyer, 4YTO AaKTUBHOCTH KaXXIOM U3 JBYX wH30(OpM Karanasbl (IPKOCTh
COOTBETCTBYIOIIETO TSATHA) ObLIA Pa3IMYHONW y MYTAHTOB KaK 10, TaK M TMOCIE 3aKaJUBaHUS.
TenaeHIMN U3MEHEHUI aKTUBHOCTHU OBUIM TaK)Ke Pa3HOHAIPABJICHBI: aKTUBHOCTH KaTajlazbl y
MyTaHTa 10 PELEeNnTopy Oblla W3HAYaJbHO BHINIE, 3aTEM CHIJKAIach, aKTHBHOCThH KaTallasbl
MyTaHTa MO MPOMEXKYTOYHOMY O€JIKYy Kacka/la HW3HA4YaJlbHO ObLJIa HUXE, HO TOBBHIIIATIACh B
pesynbTare 3akanuBaHus. [Tockoibky ein 2-1 — 6esoK, 3a1eiiCTBOBAaHHbIM HE TOJBKO B KacKaje
JTUJIEHA, HO M, YaCTUYHO, B KacCKaJe OKCHJA a30Ta, MOKHO CKa3aTh, YTO IOJHOE BBIKIOUYECHHUE
000MX KackaJgoB BCJEICTBME MYyTallMM TIO3BOJISIET KaTaja3e HaKalIuBaThCS B IIpoIecce
3aKaJIMBaHMUS.

BriBoawr:

*  VYpoBeHb 3Kcnpeccuu pazHbix n30hopm katanasel 1 COJl ¥ X aKTUBHOCTH B MyTaHTax
etr 1-1 u ein 2-1 U B JOUKOM THUIE CYIIECTBEHHO OTIMYAETCS B 3aKAJICHHBIX U
HE3aKaJEeHHBIX PACTEeHUSAX Y KaKJOT0 MyTaHTa COOTBETCTBEHHO.

* [TlonHoe BBIKIIIOYCHHE OOOMX KaCKagoB y MYTaHTa ein 2-1 mo3BOJSET KaTajase
HAKaIJIMBATHCA B IIPOLIECCE 3aKAJIMBAHU .

- B mponecce 3aKkaIMBaHus MPUCYTCTBUC U AKTUBHOCTD PA3JIMYHBIX I/ISO(I)OpM MCHACTCA,
YTO O3HA4YaCT aKTUBAIlUIO HUJIN, HaO60pOT, BBIKJIITFOYCHHUEC COOTBCTCTBYIOIIUX I'CHOB B
mponecce CTpECCOBOIO OTBETA
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3akJIr0YeHue

Wtak, B naHHOW pabOTe MBI MOMBITAIUCH MOITBEPAUTh HETATHBHYIO STHICHOBYIO
PETYJSIMIO Yepe3 CIIOCOOHOCTh MYTAHTOB IO T€HAaM 3THUJICHOBOIO KacKaja M CHTHAJIBHOTO
AJIEMEHTA JIBYX KacCKaJIOB 3aKaJMBaThCs. Takke MBI MPOBENM aHAJIW3 aKTUBHOCTH KaTaiasbl U
CO/l B myranTax etr 1-1 u ein 2-1 u cBs3aiu €ro ¢ STUICHOBON PETYJISAIUCH U 3aKaTHBAHUCM.
Taxoke MbI BBISICHHIIM, KaK 3aBUCUT YPOBEHb I'€HEpaIH CYIEPOKCHU-PaJHKalia OT KOJIMYEeCTBa
CYTOK 3aKaJMBaHUS. BaXHBIM pE3ylbTaTOM MBI CUYHTACM BBISBICHHUE CBS3M HECKOJIBKHX
kackanoB (TwiaeHoBoro ¥ NO) npu W3ydyeHHMH aKTHBHOCTM KaTaja3bl B MyraHte ein 2-1.
[IpoBeieHHBIE OMBITHI AAIOT HaM HIAHC CYUTATh, YTO Mbl HEMHOTO NMPOJIBUHYIIUCH B U3YYECHUU
CBSI3U XOJIOJIOCTOMKOCTH U ATHIICHOBOW TOPMOHAJILHON PETYIISIIUN B PACTCHUSIX.
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