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OBLIASA XAPAKTEPUCTHUKA PABOTBI

IMoctaHoBKa mpo0jieMbl M ee aKTYyalbHOCTh. AKTHBHBIE (Qopmbl kuciopona (ADK) B
HACTOSIIEE BPEMS PacCMaTPUBAIOT KAK CUTHAJbHBIE MOJIEKYJbI, MX pOJIb IOKa3aHa B
CTPECCOBBIX OTBETAX MIPH OCYILIECTBICHUN MPOTpamMm Mposmdepannu u 1 hepeHIupoBKY,
€CTeCTBEHHOTO W WHJIYIIMPOBAHHOTO CTapeHHUs, TMOEIM KIeTok pacteHuit (Sauer et al.,
2001; Van Breusegem, Dat, 2006). Bonpmioe 3HaueHHE B PEryJisiluu (HU3HOJOTHUCCKUX
mpoIecCOB B pacTUTelbHBIX KieTkax A®K wumeer ToHkmMI Oamanc Mexay HX
(YHKIMOHUPOBAHNWEM B KAa4ECTBE CHTHAJIBHBIX MOJIEKYJT U TOKCHYECKUMH 3PdeKramu,
UHAYIMPOBAHHBPIMU  HM30BITOYHBIM  HAKOIJICHHEM  KHUCJIOPOJHBIX pamukanoB. llpu
HakotuieHu A DK nmpoucxoauT MOBpekACHUE KUZHEHHO BaXKHBIX MAaKpOMOJIEKYJ, B TOM
Yuciae HYKICMHOBBIX KHUCIOT, OenkoB u sunuaoB. [logpepikanue pegokc-romeocTasa
SABISIETCS. OJHUM U3 BaXXHBIX YCJIOBHM HOPMAJIbHOM JKHU3HENESTEILHOCTH KIETKH, YTO
npuaaeT HCCIIEJ0BAaHUSIM MEXaHU3MOB PEOKC-PeryJMp O BAHHS Pa3IHYHBIX
(U3HOTOTHYECKUX MMPOLIECCOB AKTY AJIbHOCTB.

OmarMU 13 OCHOBHBIX opraHei, renepupyromux ADK u perympyronmx peaoke-
NOTEHIMANl KIETKH, SsBIsitorca MutoxoHapuu (Navrot, 2007). VYcTaHOBIEHO, YTO
U3MEHEHHUS, MPOUCXOIAIINE B MUTO XOHAPHUSAX, BIUSAIOT HA PA3MIHbIC aCTICKThI aJanTalliu
U THOEIM KIETOK TIOCPEICTBOM OCBOOOXKICHHUS psAa MUTOXOHIPHAIBHBIX OEJKOB,
pacceuBaHHsl TpaHCMeMOpaHHOW Pa3HOCTH IMOTEHIIMATIOB, OOpa30BaHMs aKTHBHBIX (OpM
KUCJIOPOJA U a30Ta, HApYIIECHUS B paboTe 3JEKTPOH-TPAHCIIOPTHON LETH M TOPMOKEHUS
cunteza AT® (bpa u gp., 2005). HecmoTpss Ha Haimmyue B MUTOXOHJPHUSX MOIIHOM
CHUCTEMBbI aHTHOKCHIAHTHOM 3aIIUThI, MUTO XOHpUaabHbie MeMOpansl, JJHK 1 6enku MmoryT
noBpexmatecss mnpu Hakomiennn A®K (Taylor et al, 2005). Hatencudukanus
nepekucHoro okucieHus ymnuaoB (I10JI) B MUTOXOHIpUAIBHBIX MeMOpaHaxX MPUBOHT K
HapyIIEHUIO LEJOCTHOCTH MeMOpaH, HaO0yXaHUIO M MOCJEAYOMEMY JU3UCY MUTOXOHIPUA
(Rhoads et al., 2006). [ToBpexaeHUs: CTPYKTYypbl MUTOXOHAPHIA, SBISIONIMXCS OCHOBHBIMU
9HEProoOpa3yoUMM U OpTaHEeJIAMH, B YCJIIOBHUSIX OKHCIUTEJILHOTO CTPECCA MOTYT MPUBECTH
K HapYIICHUIO YHEProoOecreueHus: KIeTOK, HEOOX0MMOTO Ui aJanTallid B CTPECCOBBIX
ycioBusx. bompmmHcTBO pabor mo wu3ydenuto BmusHEUS ADK Ha CcTpyKTypHO-
(¢ yHKIHOHATIBHOE COCTOSIHUE MUTOXOHIPHUIA TMPOBOAMIOCH HA BBIJCICHHBIX MUTO XOHIPHUSX.
W3yuyenne  CTpyKTypHO—(pYHKUMOHAJIbHBIX WM3MEHEHHH MUTOXOHIPUH, a  TaKke
yABTPACTPYKTYPHBIX MEPECTPOCK APYTHX OpraHEeIUl KIETOK B PACTUTENBHBIX TKAHIX MPH
NeWCTBUH MTPOOKCUAAHTOB HE MPOBOINIOCH.

HecMoTps Ha To, 4TO B HacTOsIIEe BpEMS AKTUBHO M3yYalOTCS aHTHOKCHUJAHTHbBIE
(dbepMeHTbl, OKHUCIHMTENbHBIE METa0OIUTHl W HWACHTU(GUIHUPOBAHBI MHOTHE TE€HBI,
KOJMPYIOLINE CTPECCOBBIE O€JKU U Crenu(HUecKUue perysaTOPHbIE 3JIEMEHTbI, MHOTHE
BOTIPOCHI, KacaroIuecsi M3MEHEHUH YIbTPAaCTPYKTYphl KICTOUHBIX OPTaHE/Ul B yCJIOBUAX
OKHCIIMTEIBHOIO CTpecca, JI0 CHUX IOpP OCTAIOTCS OTKPBITBHIMU. B yacTHOCTH, KakoBa
B3aUMOCBSI3b ~ ME@KAYy  CTPYKTYPHO-(YHKUMOHAJbHBIMH  HM3MEHEHHSMU  OpTaHEel,
SHEPreTUYECKUM CTaTyCOM M JKU3HECTIOCOOHOCTBIO PAaCTUTENbHBIX KJIETOK PH U3MEHEHUH
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OKHUCJIMTEIbHO-BOCCTAHOBUTENBHBIX YCIOBHI? Oco0yi0 BaXHOCTh MPU 3TOM MpHOOpeTaeT
KOMIUICKCHBIA TOJX0 M3y4eHUS MOP(OJOTHIECKUX M3MEHEHUI B KJIETKaX COBMECTHO C
OMOXUMUYECKUMU B (DU3UOJIOTUIECKUMHU U3M €HEHUSIMU Ha TKAHEBOM yPOBHE.

Heas u 3amaum wucciaegoBanuid. llespio mpoBeaeHHON paboOThl SBUJIOCH BBISBICHUE
yABTPACTPYKTYPHBIX TMEpPecTpoeK MU (YHKIHMOHAIHHBIX W3MEHEHUH B KIETKaX KOpPHEH
NIIEHUIBI B yCJIOBUIX OKUCIUTEJILHOTO CTpECCa.

b ocTaBIEHBI Clie Iy FOIIME 3a0a4U:

1. U3yuute muHamMuky cozaepxkanusi ADPK u ypoBeHb NEPEKUCHOTO OKHUCIICHHUS JIMIIUJOB B
KJIeTKaX KOpPHEW MIIEHUIpl MNpU JAEHCTBUM IMPOOKCHUIAHTOB: IapakKBaTa, CaJUIMIOBOMN
KUCJIOTBI, HOHOB JIUTHS;

2. OxapakTepu3oBaTh JUHAMUKY CTPYKTYPHBIX U (YHKIMOHAJbHBIX H3MEHEHUH
MUTOXOHJPUM B KJIETKAX KOPHEU IPU PA3BUTUN OKUCIIMTEIILHOTO CTPECCa;

3. UccnenoBaTh M3MEHEHUS YJIBTPACTPYKTYPHI OPTaHell B KIETKaX KOpPHEH NpH ACHCTBUU
IPOOKCH/IAHTOB;

4. BpIIBUTh M3MEHEHHS MPOHHUIIAEMOCTH IUIA3MaTUYECKOW MeMOpaHbl il HOHOB Kaus U
IIPOTOHOB B yCJIOBUAX OKUCIMTEILHOIO CTPECCa;

5. HccnemoBaTh poCT M MUTOTUYECKYH0 AKTUBHOCTh KIETOK KOPHEW MIIEHULBI IpPU
JEVCTBUM POOKCHUIAHTOB.

Hayuynast HoBu3Ha pa0oThl.

1.BnepBeie BBISBIECHO, YTO B yCJIOBHUSX OKHCIUTEILHOTO CTPECCA YBEIMUYCHUE MOTPEOICHUS
KUCJIOpOJila KOPHSMHM HE COIPOBOXKIAETCS YCWJICHHMEM JIblXaTeJIbHON aKTMBHOCTU
MUTOXOHJIpUI, a OOYCJIOBJIEHO MNPEUMYILECTBEHHBIM BOCCTAHOBIEHUEM KHUCIOPOJAA IpHU
redepanun ADK; 2. B ycloBHsIX OKHCIMTEIHFHOTO CTpecCca BBISIBJICHBI H3MEHEHUS
yABTPATOHKOW OpraHu3aliil MUTOXOHIpHH (TopoupansHas, «C-oOpasHas» (opmbl
MHUTOXOHJPUH, MPOCBETIICHHE MAaTPUKCa M PEIyKUIUs KPHCT) KOTOPHIE COMPOBOKIAIOTCS
CHI)KCHHEM MUTOXOHJPUAJBHOTO MeMOpaHHOTO moTeHIHana, 3. BrepBbie moka3aHo, 4To
Opy WHAyUUPOBAHUU OKHCIHTEIFHOTO CTpecca MPOHCXOJUT oOpas3oBaHHe OOJBIIOTO
KOJIMYECTBA ayTOJUTUUECKUX BaKyOJIEH, COJEPKAINX YUACTKU LIUTOIUIA3Mbl U OPTaHEeIUIbl,
NpEenMyUIIeCTBEHHO MUTOXOHIpuM; 4. Bnepsele oOHapyxkeHo, uto npu xaedctBuun CK
UHTUOMpPOBaHUE JICNICHHs U THOENh YaCTH KJIETOK KOPHS 00YCIOBICHBI POOKCUAAHTHBIMU
u npotoHopopuemmMu cBoiictBamu CK; 5. BmepBbie 0OHapykeHO, YTO HOHBI JUTUSA
IPUBOJT K Pa3BUTHIO B PACTUTEIIbHBI X KJIE TKAX OKUCIIUTEJILHOTO CTpECca.

IIpakTnyeckass 3HaA4YUMOCTb pPadoTbl. Pe3ynbTaTel NPOBEAEHHOIO MCCIEIOBaHUS
3HAQYUTEJIIBHO JOMOJIHAKT W PACIIMPSIOT CYUICCTBYIOIIME MPEACTABICHUS O POJH
OKHUCJIMTEJIbHOTO CTpecca B U3MEHEHUH MOP(OJIOTHH U ()YHKIIMOHUPOBAHUH PACTUTEIHHBI X
KJIETOK U MOTYT OBITh HCIIOJIb30BAaHbI B Y4€OHOM MpOIIECCE.

CBsi3b  padoTbl ¢ HayyHbIMH Hporpammamu. PabGota mnpoBomuimace B paMkax
ucciaenoBannid no 1mianHy HUP nabGopatopuu OKUCIMTENBHO-BOCCTAHOBUTEILHOTO
metabomuava KWBb  KasHLl PAH  «®yHKIMOHMpOBaHHME  aloOIUIACTHBIX U

BHYTPUKIICTOYHBIX OKUCIIM TCIIbHO-BOCCTAHOBUTCIIbHBI X CUCTCM PACTUTCIIbHBI X KJIC TOK» (NQ
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0120.0 803028), monnepxana rpantom PODU Ne 06-04-48143, rpanTom npesuaeHTa PO
JUTSI TIO IJICP KKH Be My I X Hay4uHbIX kot Ne HIIT-5492.2008. 4.

Anpodauusi padoTbl. MaTepuansl AMCCEPTAIIMU OBUIM JIOJIOKEHBI Ha MEXKyHapOHOU
KoH(epeHIH «Perysinus pocta, pa3BUTHS M POy KTHBHOCTU pacteHuit» (Munck, 2005),
BCEPOCCUNCKONW KOHpEpeHIMu MoJyioAblX ydeHbix u |l mkone wum. akagemuka H.M.
OmManya11 «OKUCIICHUE, OKUCIMTEIbHBIA CTpecc, aHTHOKcuaaHTh» (Mocksa, 2006),
MEKIyHapOJHOM CUMIIO3uyMe « CUTHaIbHBIE CUCTEMBI KJIETOK pacTeHuil: Poiib B agantanuu
u ummyHuTeTe» (Kazans, 2006), Bcepoccuiickoit kKoHPpepeHIMH « Y CTOMYUBOCTh PACTCHHI K
HeOmaronpusatTHeiM ~ (pakropam BHemHe#d cpemsl» (Mpkytck, 2007), MexIyHapOaHOM
koHpepenmumun «SFRR Plant Oxygen Group meeting» (Gent, Belgium, 2007),
MexayHapoaHoi koHpepenimu «Desiccation Tolerance of Plants» (Drakensberg, South
Africa, 2007), VI Cse3ne obOuiectBa (husnosioroB pactenuii « CoBpeMeHHass (U3HOJIOTHS
pacteHmii: oT MoJiekys a0 3kocucteM» (CeikteiBkap, 2007), IV chesne «Poccuiickoro
oOmecTBa OHOXMMHKOB U  MOJEKYyJspHbIX Ouonoro»  (HoBocubmpck, 2008),
MEXAYyHapOHOM cuMrniosuyme «Jlumummpl u okcwmnuubel pacteHuit» (Kaszans, 2008),
utoroBsix HayuHbIXKOH(Depennusx KUbBb KHL] PAH (2004, 2005, 2006, 2007).
IMy6auxanuu. [lo matepuanam muccepraruu omy6mkoBano 14 pador.

Crpykrypa u o0bem auccepranun. J(uccepranus uznoxeHa Ha 120 cTpaHuIIa X me4aTHOTO
TeKCTa M COCTOUT M3 BBEICHMSA, 0030pa JMTEpaTypbl, ONMHUCAHHUA OOBEKTOB M METOJIOB
UCCJICJIOBAHUSA, PE3yJIbTaTOB M HX OOCYXKJICHHs, 3aKIOYCHHS, BBIBOJOB M CIHCKA
matepatypsl. B pabGorte mpenctaBieno 18 tabmum u 22 pucynka. Cnucok IuTepatypbl
BKmo4daeT 180 nc TOUHUKOB.

1. MATEPHAJIbBI 1 METO/IbI UCCJIEJJOB AHUSA

1.1. O6bekT mcciaenoBanuii. B kadectBe 00BEKTa HCCIIENOBAHUS OBLIM HCIIOJIH30BaHBI
KOPHH TPOPOCTKOB sipoBo mmenntisl (Triticum aestivum L.) copta JIro6a u ropoxa (Pisum
sativum L.) copta Tan. IIpopoctku Beipamusamu Ha pactBope 0,25 MM CaCl, B Teuenue 1-
5 mueit mpu +22°C. Hasecky kopHeit (250 Mr) MHKyOMpOBaJM B COOTBETCTBYIOIIHX
MHKY GanmoHHbIX pactBopax (3 mur; pH 7.0) mpu +25°C.

1.2. OmnpeaejieHne coepKaHusA TNepeKHUCH BOAOPOAA, CYINEPOKCHIHOIO0 AHUOH-
panukana, uaTeHcuBHocTH ITOJI. Conepsxanne H,O, onpenensiii B pacTBOpe HHKY Oauu
¥ PAacTBOPHUMOM (ppaKIMK TOMOTEHATA C UCIOJIb30BAHHEM KCHIICHOJA OpaHkeBoro (A = 560
HM). Kouuentpauuto H,O, paccuutsiBamu no kamOpoBouHod kpusoi. KosmuecTBo
CyTIEpOKCHUA OTIPEACSUI ¢ HcTob3oBaHueM 3nuHedpuHa (A = 480 HM). IHTEHCUBHOCTH
[TIOJI ompepensinu B pacTBOPUMOM (pakiMM TOMOTEHATa MO COJEP>KaHUIO TPOJIYKTOB,
pearupyromux ¢ tHobapoutypoBoit kucinoroit (TBK) (A = 560 um). Ypoennr I[10JI
BbIpaxaimu B npoueHTax, 3a 100% mnpurumami kosmuectBo TBK-nmpopearmpoBaBmmx
IPOJIYKTOB, COJEPIKAIIMXCS B KJIETKA X UCXOAHBI X KOPHEH.

1.3. OmnpeneseHne HMHTEHCHBHOCTH MOTpeOieHus Kucjaopoaa. HTEHCHBHOCTb
MOTJIOMICHHSI KUCIOPOJa OTCEYEHHBIMU KOPHIMHU OTIPEICISIIM MaHOMETPUIECKUM METOJIOM
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BapOypra (CemuxatoBa, YynaHoBckas, 1965). HHTeHCHBHOCTb MAbIXaHUS W3MEPSIIH
KaKIpIi yac B TeueHue 6 4acos.
1.4. Onpenenenne NPOHULAEMOCTH IUIa3MajleMMbl KOPHEBBIX KJETOK [J HMOHOB
KaJIusA U NpoToHOB. [IpoHMIIaeMOCTh T1a3MajgeMMBbl KOPHEBBIX KJIETOK JJIsI HOHOB Kajus
OllEHMBAMM 10 cojepkaHmioo K B MHKyOAaIlMOHHOM pacTBOpe NOCIE HHKYOAIMH
OTCEYEHHBIX KOpHEW mIneHUUbl. M3mepenus mnpoBoaMimM Ha IUIAMEHHOM (oToMETpe
Phlapho-41 (Carl Zeiss, Jena, I'epmanust). U3mepenust pH cpenpr nposomm Ha pH-metpe
(Mettler Toledo, CIIIA) mociie u3BneYeHus: KOpHEH U3 Cpeibl HHKY OallHH.
1.5. Omnpenenenne murorndeckoro uuaexkca (MHU) u KU3HECNOCOOHOCTH KJETOK.
3adukcupoBaHHBIi B peaktuBe Kiapka MaTepuan oOKpallMBaid TpU HaIpeBaHUH B
aretoopcenHe. MU paccuuThiBai B TPOICHTAX (KOJMUYECTBO JCJIAIIMXCS KICTOK OT
obmero xoymuectBa kinetok). KommuectBo aHomanbHbIX aHadas (AA) paccUHMTHIBAIM B
OpOIEHTaX OT KOJMYecTBa KIETOK Ha cTtajuu aHadaszpl. KineTku KopHEBOW anuKaabHOU
MEPHUCTEMBl aHAIM3UPOBAIM C MOMOIIbIO cBeToBOro mukpockoma (Carl Zeiss, Jena,
Iepmanust) mpu  yBemmuenun x600. Jlng kaxmoro Bapuanta oOmbITa  OBLIO
IpOaHAIM3MPOBAHO HE MEHee S5 ThIC. KIETOK. JKM3HECIOCOOHOCTh KIETOK OMpPEACIsIn C
nomomipio 0,02% pactBopa DBaHca cuHero. Jlomo >KMBBIX KIETOK OIEHHUBAIA B 30HE
PAaCTDKEHHUS 10 KOJMYECTBY HEOKPAIICHHBIX KJIETOK C MMOMOIIBI0 CBETOBOTO MHUKPOCKOTIA
(Carl Zeiss, Jena, I'epmanus).
1.6.0mnpenesieHne MeMOPAHHOr0 MOTE HIIMAJIA MUTOXOHApUiA. MeMOpaHHBIN MOTEHITHAI
MHUTOXOH/IPHI OLIEHUBAJIM B KJETKAX 30HBI PACTSHKCHHUS C TMOMOIIBIO CHEIU(HUECKOTO
dbayopecuieHTHOTO Kpacutesss TeTpametwipomamMuna (Ayp 543 HM / Aem 573 HM).
HccnenoBanus mMpoBOJMIIM C MOMOIIBIO KOHPOKampHOTO MuKpockona LSM-510 META
(Carl Zeiss, Jena, I'epmanus).
1.7. UcciienoBanue yJbTPACTPYKTYPbl KJIETOK. DUKCalni0O ¥ MOArOTOBKY IpEnapaToB
TV 3JIEKTPOHHO-MUKPOCKOTTMYECKOTO MCCIIEIOBAHUS MPOBOIMIIN MO0 METOUKE, ONMCAHHOU
B ([Tonomapesa u np., 2002). [Insg ananmm3a yJib TpacTpyKTypbl ObUIM HCTIOJIH30BaHbI Ky COUKU
TKaHHu KOopHs (1-2 MM) U3 30HBI pacTshkeHHs. Ha monepeduHoM cpese KOpHS aHAJM3HUP OBAJIH
yABTPACTPYKTYPY KIETOK LIEHTPAIHLHOTO HUMHApa. Mccie [oBaHus IpOBOAMIN ¢ TOMOIIBIO
anektporHoro Mmukpockona JEM1200 EX (JOEL, SAnonwus).

Bce onpitel poBO MM B 3 OMOJIOTHUECKUX U 3-5 aHAIUTHYECKUX MOBTOPHOCTSIX.
CratrcTnyeckasi 00paboTka pe3yIbTaTOB MPOU3BOIMIIACH C UCIIOJB30BAHUEM t—KpuUTEpUS

Crbio IeHTa. 3BE3/I0YKOM OTMEUEHBI CTATUCTUYECKU 3HAUMMBble OTIUYUS OT KOHTpoJis (P <
0,05).

YcnoBHBIe 0003HaYEHUS K JICKTPOHHO-MUKPOCKOTIHIeCKIM doTorpadusm: AB — ayTommTHaecKas BaKyoJib;
AT — anmapar 'onppxu; B — Bakyouss; ['x — rerepoxpomatus; KC — knerounas ctenka; JIK — qunuanas
Karist; JIm — mamocoma; Mx — muroxonapus; I1 — mnactuna; Ilp — nepokcucoma; IIM — mnazmatuyeckas
memOpana; P — pubocomsr; T — ToHomnmact; Xp — xpoMaTut; OP — sHAOMIa3MaTHHECKUN PETUKYIyM; S —
a1po; SAnp — sapeiko; AM — simepHas MeMOpaH.
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2. PE3YJBTATBI NCCIIEHJOBAHUA U UX OBCY KIAEHUE
2.1. OxucauTe bHBIN cTpece ¥ rudesib KJICTOK NPH JeliCTBMH apaKBaTa

JIyis u3y4yeHus JMHAMUKH CTPYKTYPHO—(]yHKIIMOHAIBHBIX U3MEHEHUH B KIETKAaX MPHU
OKUCJIMTEJIbHOM CTpPECCe€ MBI TMPOBEIM HCCICIOBAHHWE MPHU JACHCTBHM CIEUU(HUYECKOTO
npookcuaanTa napaxsata (I1k) B konuentpamusax 1, 10 u 100 MmxM. Tokcuueckoe aeiictsue
[k oOycroBieHO MHIYKIMEH B KIETKaX CBOOOJHOpAIMKAIbHBIX MpoueccoB. OH Jerko
NPOHHUKAET B KJIETKA U B pe3yjbTaTe (pepMEeHTATHBHOTO BOCCTAHOBJICHHUS INPEBpAIaeTCs B
CBOOOJHBI MOHOKATHOH-PAJMKaJ, CHOCOOHBIH B3aUMOJCHCTBOBATH C KHCIOPOJIOM C
00pa3oBaHUEM CYTIEpOKCUIHOTO aHHOH-paaukaia (Hart et al., 1993).

BospelictBue IIk Ha KOpHM IpHBENO K Pa3BUTUIO B KIETKAX OKHUCIHTEJIBHOTO
cTpecca, B YaCTHOCTH, yBeInYeHHo cojaepkanud HoO, B KIeTkax M yBEIMYEHUIO YPOBHS
[TOJI (Tabn. 1). Makcumansnas uaTeHcuBHOCTh 110J] Habmomanace nmpu UCMOIb30BAHUU
100 MxM IIk (Tabn. 1), 4T0 MO3BOJIAET MPEANOJIONKUTh, YTO B 3TOM KOHIEHTparuu [lk
OKa3bIBaeT CHUJIbHOE NECTPYKTUBHOE BO3JCHCTBHE HAa MEMOpaHHbIE CTPYKTYypPhI KICTKH.
LenoctHOoCTh MazMaTUYECKON MEMOpaHbl MOXHO KOCBEHHO OLIEHUTh IO H3MEHEHHIO
IPOHUIAEMOCTH IJIa3MaJleMMBbl 11 MOHOB KaJMs U MPOTOHOB. B Hammx skcnepuMeHTax
npu Bo3acucTBuH Ik mpoucxomun BBIXOX U3 KIETOK HMOHOB K" u MOCJIE Y FOLIEE UX
MOTJIOIICHHUE, MOJOOHO TOMY, KaK 3TO MPOMCXOJMIIO B KOHTPOJE, a TakKe HaOII0AaIoCh
noienauynBanue cpeabl nHkyOaruu Ha 0,6 en. pH (tabu. 2). Ilpu peticteuu 100 MxM Tk
NOJUIENaYUBAHUE Cpeabl HMHKyOallMM CMEHSJIOCh 3HAYUTEIbHBIM IOJKUCICHUEM U
HaGII0 TAJICS TIOBTOPHBIH 3HAYNTENLHBINA BEIX0 HOHOB K 13 KieTok (a6 2). DTy JaHHbIE
CBUJCTENHCTBYIOT O HApPYyIICHUWH MPOHUIAEMOCTH KIETOYHOW MeMOpaHbl U ee
NOBPEKICHUH.

Ta6auna 1. Usmenenne conepxannss H,O, u ypoBus IIOJI B 0Tce4eHHBIX KOPHSIX NIIIE HALBI
Npu MHKY0anum B TeueHne 6 yacos B pacTBo pax k.

BapuanTtsl [TapameTpsl 24 44 64
KoHTpoJb H,0,, (10° M)* 8,6 +0,9 11,0+ 1,6 13,7+ 0,6
H,0,, (107 M)° 1,1+0,2 1,3+0,3 1,0+0,2
T10J1, % 108 + 15 98 + 15 102+ 11
Tk (1 MxM) H,0,, (10° M) 12,7+ 0,6 17,8+ 0,9 21,2+ 1,3
H,0,, (107 M)° 74404 95+0,3 11,0+ 0,6
T10J1, % 112+ 9 129+ 9 148+ 8
Tk (10 MxM) H,0,, (10° M)* 11,9+ 0,6 18,9+0,9 16,1+ 0,8
H,0,, (107 M)° 93+0,6 8,7 +0,7 10,4+ 0,7
TI0J1, % 131+ 14 151+ 15 153 + 14
Tk (100 MxM) H,0,, (10° M)* 12,6 +0,1 18,1+ 0,2 17,6+ 0,2
H,0,, (107 M)° 88+0,7 95+0,9 12,3+ 0,9
T10J1, % 171+ 8 174+ 8 187+ 12

[pumeuanue: * — cozpepxkanue H,O, B pacTBopuMOii (pakimu romMorenara, = — coaepsxanue H,O, B

pacTBOp € UHKY Oaruu.
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Ta6mauna 2. U3menenune pH u cogepkanns HOHOB KaJIusl B cpe/ie HHKYOAUu NMpu 6-4acoBoii
00padoTke kopHeil mmeHnunusbl Ik.

BapuanTsl [TapameTpbl 24 4y 64
KouTposm pH 6,2+0,2 59+0,3 61+0,1
K', MKIKB/T CHIP.B. 2,7+ 0,2 01+0,0 02+0,1
[Tk (1 MxM) pH 6,4 0,2 6,7 0,2 6,5+0,2
K', MKIKB/T CBIP.B. 20+0,0 01+0,0 01+0,0
[Tk (10 MxM) pH 6,7+0,2 6,8 +0,3 6,7+0,2
K', MKIKB/T CBIP.B. 28+0,1 03+0,1 0,2+0,0
[Tk (100 MkM) pH 6,7 +0,3 6,7 0,2 55+0,1
K*, MK9KB/T CBIP.B. 37+0,3 04+0,1 54 +0,4

Toxcuueckoe pevictBue IIk Ha mporecchl pocta W pas3BUTUA, 00YCIOBICHHOE
Pa3BUTHEM OKHCIMTEIHHOTO CTpecca, MPOSIBISIETCS B TKAHSAX Pa3IMYHBIX OPTaHU3MOB
(Breazeale, Camper, 1972; Simontacchi et al., 1993; Gonzalez-Polo et al., 2004; Peng et al.,
2004). B nammx skcnepuMeHTax ob6paboTka pacteHuit [Ik mpuBena K 3HAUYUTEILHOMY
MOJABJICHUIO POCTA U Pa3BUTHS MPOPOCTKOB MIIEHUIIb. MIHKyOaus 5-cyTOuHbIX KOpHEH B
TeueHue 6 Y TPUBOIIA K 3HAYUTEILHOMY CHIDKCHHIO MUTOTHUECKOW aKTMBHOCTU
KopHeBbIX KiIeTok Ha 25, 39 u 80 % npu wucnoms3oBanun 1, 10 u 100 mxm Ik
cooTBeTCTBEHHO. Takum oOpa3oMm, pa3BUTHE B KIETKaX OKHCIMTEIHHOTO CTpecca Mpu
nevictBuu 1k MpuUBOIMII0 K UHTHOMPOBAHUIO JIETICHUS KIETOK U POCTA KOPHEH MIIIEHUIIBI.

A b
700 - 700 1
] 600 T 600 T
2
& s 500 1 500 -
5 2
S £ 400 1 400 1
2 ¢
5 = 300 - 300 T
<E3I 5
= 2 2001 Koifrpozt 200 1 ——rommpomn
S —#— 1 mxM Ik —&— KoHTp 0716 (6€3 30 HBI pOCTA)
= 100 - —&— [OMKM Ik 100 4 —* 10 MM I
—%— 100 MxM Ik —%— 10 mxM IIk (6e3 30HBI pocTa)
O T T I I I 1 0 T T T T T 1
1 2 3 4 5 6 1 2 3 4 5 6
Bpewms, u Bpewms, 4

Puc. 1. /luHaMuka NOIIOIIEHUs] KUCJIOPOAA OTCEYEeHHBIMH KOPHSMH NIIEHUIbI NmpH 6-
YacoBOM JIeliCTBUM MapaKBaTa: A — oTcedeHHble KOpHU, b - oTceyeHHble KOpHU 0e3 30HBI
pocra.
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OcobOeHHO SIPKO BBIpaXEHHBINH 3(PEKT OKUCIUTENHLHBI CTpEeCcC OKa3bIBAaCT Ha
MHUTOXOH/IPHUH, MPUBOAA K PE3KOMY TMOBBIIICHUIO MHTCHCHBHOCTH JBIXaHUS U CHU)KCHHIO
ero 3(QQEeKTHBHOCTH, O YEM CBHUCTEIHLCTBYET HAKOIUIEHHWE O€NKOB — paszolmuTesnei
okucnenuss u Qochopmwmponanus (Taylor et al, 2005). B mammx skcrnepuMeHTax
Bo3JelicTBE Ha KOpHHM IIk B pasmMYHBIX KOHLEHTPALMAX BBI3BIBAIO yBEJIUYCHUE
notpebnenus kuciopoaa kopusmu (puc. 1). [Ipu neiictBum Ik B xoHnentpamuu 100 MxM
u3HavyajdbHOE ycuieHue notpedneHuss O, CMEHSJIOCh PEe3KUM €ro majeHueM Tnocie 3 9
unkyOamuu (puc. 1 A). [lo maHHBIM 31EKTPOHHONW MHKPOCKOTHMH, HU TNPH OJHOU U3
UCCJICJIOBaHHBIX KOHIEHTpanuii [k B kieTkax He HaOMOTanMCh KOHICHCHPOBAHHBIC
MHUTOXOH/IPUH, HAJIMYHEM KOTOPBIX MOXXHO OBLIO OBl OOBICHUTH HMHTCHCU(HKAIHIO
npixanus. [lepexon MUTOXOHIPHA B KOHACHCUPOBAHHOE COCTOSTHUE SIBISIETCS! CIIEJICTBUEM
YCUJICHUE JBIXaTeJIbHOM AaKTMBHOCTH MMUTOXOHJPHM, COMNpsKeHHOM ¢ cuHTe3oM AT

(Marmmanckwuii, PaGunoBwuy, 1987).
ComocTtaBieHUE WHTCHCUBHOCTH [IBIXAHHUS W
YVIABTPACTPYKTYPhl MHUTOXOHIPUN  TO3BOJIUIIO
HAM CJellaTh 3aKII0OYeHHEe O TOM, 9YTO
yBEIMYCHHE TIOTPEOJICHUST KHCIOpoJa TpHU

JEVCTBUU MPOOKCHUIAHTOB BO MHOTOM CBSI3aHO C
obpazoBanmem A®K, a He ycuieHHEM
Bl XaTe IbHO M AKTUBHOCTU MHUTO XOHJPUH.
HeoOxomuMo  OTMETHTh, 4YTO MOTJIOIICHHUE
KACIIOpOJa  KOpHSMH  0€3  30HBl  pOCTa

(MepucTeMbl + 30HBI pacTDKeHHA) ObuIa
3HAYUTEJIbHO HUKE TAKOBOMU LIEJIBIX KOPDHEU U HE
ObLIa yyBcTBUTENBHA K neiictrio [k (puc. 1 B).
Mpl momyaraeM, 4YTO CYILIECTBEHHBIM BKJIAJ B
OKHCJIMTEIIbHO—BOCCTAHOBUTEIILHBIE  TIPOLIECCHI
npu aeuctBun IIk BHOCAT KIIETKM pacTylieu
4acTU KOPHSL.

B X0J1e [Ik-vH 1y iUpOBaHHOTO
OKHCJIMTEJILHOTO CTpECCa YJILTPACTPyKTypHBIE
U3MEHEHHUs 3aTparuBajii HE BCE KIIETKU TKAHW,
0/JHaKO OOJIBIIMHCTBO WM3MEHEHUH, Pa3BUBAsCH
reTepOXpOHHO, HOCWJIM  OOImMU  XapakTep.

Puc. 2. O0pa3oBaHue ayToJIMTHYECKUX BaKyoJei
(AB) B KJIeTKaxX KOpPHeH NIIEeHUIbI IIPH AeCTBUH
napakBata: a — 1 MM IIk; 6 — 10 mxM IIk; B —
100 MM IIx. Crpeakamu yka3zanbl AB.
MacmTa0HblIi 0Tpe30K - 1 MKM.




pacmpenenieHueM  KJIETOYHOTO
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Puc. 3. U3smenennst Mop¢o10ruu sigep B KIeTKax
KOpHeil mmeHunbl mnpu jgeiictBun 1 MM
napakpara: a, 0 - u3Bumiaucras ¢opma sapa,
KOHJeHcanuss  xpomatuHa, 1 w 5 4
COOTBETCTBEHHO, B — KOHICHCAMSI XPOMATHHA B
siape, S 4. MacutaGHbIil 0TPe30K - 2 MKM.

OcHoOBHbIE W3MEHEHUS CTPYKTYPBI
BHYTPHUKJIETOUHBIX OpTraHell CBOAWIUCH K
CIEIyIOUIEMY: BaKyOJIM3allUM  LUTOIUIA3MBl,
KOHJICHCAllMU XpOMAaTWHA B SJp€, PACHIMPEHUIO
KaHAJIOB 9YHJOIUIA3MAaTHYECKOTO PETHKYJIyMa,
dbparmeHTan TOHOTIJIACTA (maHHBIC
MPEACTaBICHbl B AUCCEPTAIMU), 0Opa30BaHHIO
ayTOJMTUYECKUX  BaKyoJieil,  coJlepKalux
YYaCTKU [UTOTUIA3MbI i OpTaHeUTbI (PUC. 2).

[Ik B xoHueHTpauuu 1 MKM B TedyeHue
BCEr0 BPEMEHU BO3ACHUCTBUS B YacTU KIETOK
BbI3bIBAJl HEOOBMHBIE U3MEHEHU B saapax. [Ipu
TOM KOHJEHcalus XpoMathHa U ¢dopMma suep
3HAUUTEJIbHO OTIMYAIUCh OT TAKOBBIX MpH
nevictBuM [k B xoHuentpamuu 10 u 100 MmxM.
Snpa npuobOpeTasm HENpPaBUILHYIO JIOMACTHYIO
dbopMy, HacTh SA€p  XapaKIepU30BaJiach
HEOOBMHOM «TEKy4de) KOHJCHCAaIUEN
xpomatuHa (puc. 3). Uepes 6 1 Bozaeiicteus [k
HaOJIOJAJICST JM3UC OOJIBIIMHCTBA  KJIETOK,
KOTOPBIi COTPOBOKIAJICS paspylieHueM
MaasMaTH4ecko memMOpansl U AU dy3HBIM

COJCpP)KMMOIO MO BceMy oObemy  Kkietkd. [Ik-

WHIyIIUPOBaHHAs THOE/b KJIETOK ObIa MOATBEPK/I€HA B DKCIIEPUMEHTAX [0 BU3YaIU3alluu

MEPTBBIX KJIETOK OKpAIIMBAHUEM KpacuTejeM — DBAHCOM CUHUM (Ta0. 3).

Taoauna 3. )KuzHecnocoOHOCTh KIETOK KOPHeH MIIeHUIbI Mocjae 6-4acoBOro BO3aeWCTBUSA

k.

BapuanTtel Kusseie knetku, %
Kontposm 99,1+ 0,2
[Tk (1 MxM) 71,3+ 11,1*
[Tk (10 MKkM) 66,7 + 10,1*
[Tk (100 MxM) 34,8+ 11,2*
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Hamm paHHble CBUIETENBCTBYIOT O HECOMHEHHOM BOBJICUYEHMM BaKyoJlM U
ayTo(armieckux MEXaHM3MOB B Tpolecchl Trubemn KIeToK pacteHuil npu I[lk—
UHIYIIMPOBAHHOM OKHUCIUTENbHOM cTpecce. OOpa3oBaHHE ayTOJMTHUYECKHE BaKyoJei,
OKpY>KEHHBIX MEMOpaHOH U cojepKaImux (parMeHTsl MUTOIIIa3Mbl U OpTaHeuIbl (puc. 2),
IPOUCXOUT MPHU MPOTPAMMHUPOBAHHOW KIIeTOUHOH rubemm (Bantomma u ap., 2000; Sarkar
et al, 2004). Ognako akTMBamMsS MPOIECCOB ayTo(arnd MOYKET MPOHMCXOJUTh U TMPH
HEKPOTUYECKON THOENN KIETOK, a TAKKE MOXKET UIPaTh POJb CTPECCOBOM peaklnu, JajaeKo
He Bcerza Beayei k rudemu kietku (Slavikova et al., 2005; Basshamet al., 2006; Xiong et
al., 2007).

[Tpu neiictBum [1x Hanbosnee 3HAUUTEIHHBIC U3MEHEHUS MPETEPIICBAM CTPYKTypa U
dbopma mutoxoHIpuil. B 3aBucuMOCcTH OT KOHIEeHTpauu [k Mbl HaOMOMAMM pa3nuyHbIe
M3MEHEHHUs B YJIbTPATOHKOM opraHu3anuu Mutoxonapuil. Ilpu neiictBun 1 u 10 MmxM Ik
OOJIBIIMHCTBO MUTOXOHJPHNA MOCe HEOOJBIIOTO M BPEMEHHOTO MPOCBETICHHS] MaTpHUKCa
npuoOpetamn «C — o00pa3Hyio» WM KOJbIEBYI0 ¢opMmy, a K 5-6 4 BHOBb HMEJH
OPTOJIOKCAJbHBIN BUJ, COXpaHssl CBOIO CTPYKTYpPY JaXe B pa3pyILIECHHBIX KJIETKaX (JaHHbIE
npeacTaBieHsl B mucceptarun). [Ipu aeviceuu 100 MxM Ik B kneTkaX KopHeH HaOJrO qam
MUTOXOHJIPUM C YMEHBUIEHHBIM KOJMYECTBOM KPUCT U NMPOCBETIEHHBIM MaTpukcoM. Yepes
5 u Bo3geiictBusa 100 MKkM Ik MUTOXOHIPUM UMENN CWIBHO NMPOCBETIEHHBIM MaTpUKC U
JMIIb €MHUYHBIE KPHUCTHI, YTO COBIIAJIAET CO CHUKEHUEM MHTEHCUBHOCTHU JbIXaHus (puc. 1
A) u, BEepOSITHO, CBHICTEILCTBYET O CHI)KEHHH OKUCIUTEJHHOTO (hochOpUIMPOBAaHUS B
MUTOXOHpUsX. Bo3pactanue BHyTpukiaeTtouHOTro ypoBHs A®PK, Kak M3BECTHO, BBI3bIBAET
HapylieHue (yHKIMH MUTOXOHAPHH, BKIIIOYAs TPAHCIOPT JIEKTPOHOB U Mpoaykiuo AT
(Maxwell et al., 2002). Yepe3 2 u gerictBus [Ik B KJIeTkaX HaOJOJATOCh 3HAUHUTCIILHOEC
CHI)KCHHE MUTOXOHJPHAIBHOTO MeMOpaHHOTrO moteHiuana (puc. 4). Mpl monaraem, 4To
rubenb kneTok npu aerictBun Ik B Bbicoko#t (100 MkM) KOHUEHTpaLMK, TO—BUAUMOMY,
00ycCIIOBJIEHA PE3KUM HapyIIEHHEM IHEPIeTUYECKUX MPOLIECCOB, BCIEACTBUE HApYyILIEHUS
yABTPACTPYKTY Pl MUTOXOHAPHH U majnenus cute3a AT®. ['ubenp kietok npu obpaboTke
xopueir Ik B Oomee Huskux koHHeHTpamusax (1 w10 mMxM), BeposTHO,

Puc. 4. MutoxoHApHaJIbHbIH MeMOpPaHHBI NMOTEHIHAJ KOPHEH NIICHHIbI, OLICHEHHBIN IO
HHTEHCHUBHOCTH ¢iyopecueHIIUM TeTpaMeTHJIpoJAaMHHa, mociae 2 4 jeiicrBusa Ilk: a —
KOHTPOJIb, 0 — 1 MKM IIk. MacmuraOHbIi 0T pe30K - 20 MKM.
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oOycnoBiieHa  HEY(DDEKTUBHOW  pabOTON  MUTOXOHAPUHA W HEIOCTATOYHOCTHIO
JHEPTOCHAOKEHMsI, HECMOTPSI Ha COXPAHSIONIYIOCS CTPYKTY Py MHUTOXOHIPHA.

Takum 00pa3oM, UBMEHEHHsI B HOHHOU TMPOHHUIIAEMOCTH TUIA3MaJIEMMBbI, U3MCHEHUS
CTPYKTYPbl MUTOXOHJPUH, AJCHHE MEMOPAHHOTO MOTECHIMAIA MUTOXOHAPUN TO3BOJISIFOT
HAM TIpemoJyiarath, 4Yto [Ik-MHIyIMpOBaHHAs TPEXKAECBPEMEHHass THOEIb KIETOK

IIPOUCXOIUT BCJIEJCTBUE HEAOCTATOYHOCTH SHEPTETUUECKUX PECYPCOB.

3.2. A®K- u H'-onocpeoBaHHoe feiicTBHE ¢ ATHIUJIOBOii KHCJIOTHI HA POCT U
YJIbTPACTPYKTYPY KIETOK

EcTtec TBEHHBIM NPOOKCUJIAHTOM, BOBJIEUYEHHBIM B TOPMOHAJIbHYIO CUTHAJIM3ALUIO,
KOHTPOJIb pocTa W mposmdeparnuy, Kak H3BECTHO, SBIICTCS pPaCTUTEIbHBIH TOPMOH
cammumnoBas kucnota (CK). CK cnocobctByer ycunenuto obpazoBanust ADK u mMoxeT
NPHUBOJUTH K Pa3BUTUIO OKUCIMTEILHOTO cTpecca. JeicTBUTeIbHO, MHKYOAIsl KOpHEH ¢
CK npuBoauna k yBeiandenuto coaepxanus HyO, u noseimenuto yposus [10JI (tabi. 4).

Ta6nuna 4. Usmenenus conep:xkanusi HyO, n yposusi IIOJI npn nHkyOauum KopHeit
NeHUIbI B TeuyeHue 6 4 B pactBopax CK.

BapuanTsl [TapameTpsl 249 4y 64
Kontpoib H,0,, (10'b M) 71+10 89+16 95+0,3
H,0,, (107 M)° 29+0,2 38+0,1 1,9+0,7
T10J1, % 112+ 19 94 + 15 99 + 17
CK (0,01 MM) H,0,, (10° M) 93+0,9 13,4+ 0,7 16,1+ 1,0
H,0,, (107 M)° 1,7+0,2 25+0,3 21+0,6
T10J1, % 102 +16 117+ 10 129 + 14
CK (0,1 MM) H,0,, (10° M)* 10,1+0,4 14,0+0,9 15,8+0,8
H,0,, (107 M)° 1,4+0,2 27+0,3 2,6 +0,1
T10J1, % 111+ 8 121+ 19 144 + 17
CK (1 MM) H,0,, (10° M)* 91+0,3 14,8+ 0,6 27,1+ 1,0
H,0,, (107 M)° 31+0,2 49+0.2 33+0,2
T10J1, % 124+ 9 140 + 12 153+ 8

) [9)
ITpumeuanue: * — comepxanue H,0O, B pacTBopuMoil ppaKkimy romMoreHara, — — coaepsxanue H,O, B
pacTBOp € UHKY Oarmy,

Kpowme toro, CK BbI3Bajia 1ojaBjieHNe MUTOTUYECKOW AKTUBHOCTA KOPHEBBIX KJIE TOK
(Tabi. 5) u pocta kopHei. MOKHO mosaraTh, 4T0 0OHAPYIKEHHOE B HAIIMX IKCIIEPUM EHTaX
CK-ungyuupoBaHHOE WHTUOMpPOBAHWE JENICHUS KIETOK M POCTa KOpHEH MOXKET ObITh
00YCIIOBJIEHO pa3BUTHEM B HUX OKUCIHM TENILHOTO cTpecca. OHako pazHooopasue 3¢hdexToB
CK na dwusuonornueckue GYHKIUU OpPTaHU3MOB 0OycloBieHO He Toibko ADK-
OTMOCPEIOBAHHBIMU MEXaHM3MaMH, HO TaKKe U €€ MPOTOHOPOPHBIMU CBOWCTBAMH.
N3BecTHO, 4TO 3K30TeHHast CK nepeHoCUuT npoToHbI B KIETKY, UYTO IPUBOJIUT K 3aKUC JICHUIO
UTOIJIA3Mbl M H3MEHEHUsSM B JHeprethyeckomM Metabom3me (Ckynaues, 1969).
YBenuueHue B KJie TKe COJIepKaHusl IPOTOHOB (IOAKUCIICHUE IIUTOTIIIa3Mbl) SBIISIETCS OJTHOM
u3 npuuuH nHrHOupoBanus cuuteza JJHK u npomdepanuu knetok (I'opaon u ap., 2002).
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Ta6auna 5. U3MeHeHHe MUTOTHYECKOl AKTMBHOCTH B KJIeTKaX KOPHEeBOH MepuCTeMbl

NIIeHNIbI IpH 6 4 MHKyO0anuu kopHeii B pacrBopax CK, CCCP, 2,4-TH®, kapHo3uHa u Tris-

HCI 6ydepa.

BapuanTel 24 44 64
KonTponm 45+0,4 42 +0,3 41+0,2
CK (1 MM) 3,7+0,9 14 +0,7* 1,7 +0,6*
Kapnosun (20 MM) 43 +0,2 3,74£0,7 3,9 40,5
CK + Kaprosun 43+03 37+09 39+0,38
CK +Tris-HCl 6ydep (10 MM) 4.6 +0,5 3,6+0,8 3,3+0,2%
Koutposm 43+0,3 39+0,7 41+0,1
2,4-THD (0,1 mM) 37+0,6 1,9 +0,7* 0,6 £ 0,5*
2,4-JTH® + Kapnosun 4,7+0,2 36+0,8 34+0,3*
2,4-JTH® +Tris-HCI 6y ep 44+0,1 38+04 | 33+03*
KouTposm 45+0,3 41+04 38+04
CCCP (50 MkM) 34 +1,0% 1,9 +0,6* 1,2 +0,2*
CCCP + Kapnosnu 35+1,0 37+0,7 32+0,6*
CCCP +Tris-HCI -0y dep 41+05 39406 36+21

Jlnsg moATBep KAEHUS MTPEIOJIOKEHUS] O MPOTOH-ONMOCPEAOBAHHBIX MEXaHU3MaX
neiicteust CK  Ha JielleHME KJIETOK HaMHW  OBIIM  TPOBEACHBI DKCIEPUMEHTHI  C
UCIOJIb30BAaHUEM KJIACCHUYECKUX MPOTOHO(POPOB U COECNMHEHUM, 001aatoluX NPOTOHHON
Oydepnoit cnocobHOCTRIO. [IpemoTBparieHne COBUTOB MPOTOHHOTO TpaJvMeHTa TIpHU
UHKYOMpoBaHUHM KOpHEH ¢ noOasnenueMm 20 MM kapHo3uHa win 10 MM Tris-HCI 6ydepa
(pH 7.0) mpuBomiio k HUBeMpoBaHUto uHrKOupyrouero 3ppexra CK, CCCP u 2,4-THD
(tab6:. 5). Takum obpazom, apdexts CK Ha pacTuTeNIbHBIEC KIETKH 00YCIOBICHBI CJI0KHBIM
KOMIUIEKCOM pEaKLUid, 3aBUCUMBIX OT €€ MPOOKCHAAHTHBIX M MPOTOHO(OPHBIX CBOMCTB.

14007 __
KOHTPOJIb

- CK
—A— KapHO3UH
== CK+xapHo3uH

ITormmonienue kucnopoaa,
MKJI/9 T CBIP.BE

800 T
600 7
400 ——
200 1
0 T T T T T "
1 2 3 4 5 6
Bpewms, u

Puc. 5. IlornomeHue KMCJI0POaa KJIeTKAMHU 0TCeYe HHBIX KOpPHe# NMie HULbI P 6 4 AecTBUHU
CK u xapHo3uHa.



Puc. 6. I3MeHeHNsl yIbLTPACTPYKTYPHI KJIETOK KOpHel nmmeHuubl npu Aeiicreuu 1 MM CK: a
— KOH/ICHCHPOBAHHbIe MHTOXOHJIpPHUM, 00pa3oBaHHe AyTOJIMTHYECKHX BakKyoJei, 1 4; 0 —
o0pa3oBaHue He0O/bIIUX BaKYyoJIeil B IMTOILUIa3Me, MUTOXOH/APUH, KOHTAKT MUTOXOHJAPH ¢
JIMNMIHBIMU KAIVIAMU (CTpeJika), 4 4. MacmuTaOHbIH 0TPe30K - 1 MKM.

Hakornenne A®K u ciBuru mpOTOHHOTO TpaJMeHTa Ha MeMOpaHax, BEpOSTHO, PUBOLIT K
uHTHOUpoBaHuo AeneHus kietok npu aeiicteuu CK. Kpome Toro, cMmemieHrue mpoTOHHOTO
romeoctaza npu geiictBun CK MOXKeT NPUBOIUTh K AKTHBAIMU PEIOKC-CUCTEM Ha
MOBEPXHOCTH U BHYTPU KJIETKM W, TEM CaMbIM, CIIOCOOCTBOBATh YCHWIJICHHIO TE€HEpaIuu
ADK.

Panee Obuio mokazano, 4yto 3dpdexktst CK Ha ApIXaTeNbHYIO aKTUBHOCTh U
TETUIONPOAYKIIMIO KOPHEW MIIEHUIBI BO MHOTOM OMNPEACTSIOTCS €€ MPOTOHO(GOpHBIMHU
cBoiictBamu (I"opaoH u 1p., 2002; Gordon et al., 2004). B nammx sxkcnepumentax 1 MM CK
BbI3BaJla 3HAUYMTEIBHOE yCUJICHHE MOTPEOIeHUs KUCIopoa nociie 4 4 Bo3neicTBus (puc.
5), KoTopoe ImpeAoTBpaIiaiock mpu coBMectHoM feiictBun CK u kapHo3uHa (puc. 5).

Jns BeiscHeHus Toro, MmosxeT i CK npu BO3AeiCTBUM HA KIETKH KOpHEW JACWCTBOBATh KaK
KJIAaCCUYECKUA pa3o0umuTens okuciaeHus u (pocopumipoBanus, HaMu ObIJIM TPOBEICHBI
YIABTPACTPYKTypPHbIE M TUCTOXMMHUYECKUE HCClieoBaHUs MUToxoHApui. Yepes 2-3 u
Boszeiictust 1 MM CK yacte MUTOXOHIpWII Ha TMOINEpPEYHOM cpese npuodperana

Puc. 7. MutoxoHApHaJIbHbIH MeMOpPAaHHBI NMOTEHIHMAJ KOPHEH NIICHUIIbI, OCHCHHBINH 110
HHTEHCHUBHOCTH (iyopecueHIIMM TeTpaMeTHJIpodamMuHa, mociae 2 4 aedicrBuss CK: a -
KOHTPoJb, 0 — 1 MM CK. MacmiTadHbIil 0TpPe30K - 20 MKM.
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TOpOUIATBHBIN (KOJBIIEBOM) BU. B Kile Tka X HaOIOJAMCH TaK)KE KOHTAKTHI MUTOXOHJIP A
C TMNUIHBIMU KarmusiMu (puc. 6 6). [locne 4 4 KOJM4eCTBO TOPOHIATIBHBIX MUTOXOHIPHIA
3HAYUTEIbHO YMEHBIIAIOCH, U OOJILIIMHCTBO MUTOXOHAPUNA UMEJI0 OPTOAO0KCAIIBHBIN BUJI C
HEOOJbIIMM MpOCBETIEHMEM MaTtpukca. [lpu nelicTBMM Ha KIETKH KJIACCHYECKUX
pasoOumreneii MUTOXOHAPUU XapaKTEPU3YIOTCS PpPEAyKLUHMEH KpUCT, 3HAYUTEILHBIM
NPOCBETICHUEM MaTpHKca, yBeandenueM pasmepa (I[lonomapesa u ip., 2004; [lonomapesa u
ap., 2006). Takum 06pazoM, UCCIIEJOBaHUE YIBTPACTPYKTYPbl MUTOXOHAPHUH MOKA3aJ0, YTO
neiicteue CK otimyaercst ot Aelic TBUSI KJlacCHYecKuX pazobmmreneir. OgHako dyepes 2 4
neiictBug CK B KIeTKaX HMPOUCXOJIUJIO 3HAYUTENBHOE CHHMKEHHE MMTOXOHIPHAIBHOTO
MEMOpPaHHOTO  MOTEHIMAJNa,  BBIIBJICHHOTO IO  yYMEHBIICHHIO  MHTCHCUBHOCTU
dayopecueHIMM ~ TeTpaMETHIPOJAMHHA -  KpAacHTEeNsl,  HaKaIUIMBAIOUIETOCs B
SHEPIrU30BAHHBIX MUTOXOHIApUAX (puc. 7). MoxHo nonarate, 4yto CK, xak m MHorume
npookcuaantel (Taylor et al., 2005), mpuBOAUT K MATKOMY pPa300IICHHUIO OKUCJICHUS U
b ochopunmpoBaHUs B MUTOXOHIPHUSX.

[MoMuMO M3MEHEHUH B CTPYKTYPE MUTOXOHIPUH, HAOII01a)I U3MEHEHHUS U B IPYTUX
opraHesiax: MPOUCXOJMJa KOHJCHCALUA XpOMAaTWHA B spe, o0pa3oBaHHE MEPOKCHCOM,
pacmmpenne kaHajoB mepoxoBatoro DIIP. Kpome Toro, yxke nocne 1 u Bo3aelictBust CK
Ha KOPHU Ha0M0Aan0ch 00pa3oBaHUE OOJIBIIOTO KOJIMYECTBA ayTOJIMTUYECKHUX BaKyOJIEH,
CoJIep KAIIMX YYaCTKU IUTOIUIA3MbI U pa3indHble OpraHesusl (puc. 6 a). AyToiauTuyecKue
BaKyOJIM XapaKTepHbl JUIl CTAPEIOUIMX KJIETOK pPACTeHMM M KIETOK, HCHBITHIBAIOIINX
HeJocTaToK nuTatesibHBIX BemectB (Slavikova et al.,, 2005). CornacHo cymiecTByOIMM B
JUTepaType NpeACTaBICHHUSM, OOpa3oBaHHWE TMOJOOHBIX BaKyoOJie XapakTepHO IS
npoiecca ayrodaruu, KOTOPbIA B HACTOSINEE BpeMs OTHOCAT K ogHomy u3 BujoB [TKC
(Contento et al., 2005). Takum oOpa3oMm, BO3ICHCTBHE HA KICTKH JBYX MCCJICIOBAHHBIX
Hamu npookcuaanToB (Ilk m CK) mpuBoamio k ycuiaeHuo oO6pa3oBaHUs ayTOJIUTAYECKUX
BAKY OJICH.

OOHapy»keHO TaKke, 4To mojao0Ho neiicteuio Ilk, 6-uacoBas mHKyOanus KOpHEH ¢
CK Bb3bIBaia rubeib 4acTH KJETOK, KOTOpash COMPOBOXKIAIACH MAacCOBOW YCHIICHHOU
BaKyOJIM3alliel UTOIUIa3Mbl KJIETOK, pa3pblBaMH TOHOIUIACTA, YCUJICHHBIM 00pPa30BaHUEM
ayTOJMTUYECKUX BaKyoOJiel, colep KalluX Y4YacTKH LUTOIIa3Mbl U OpraHesUbl, MOJHOU
JNEeCTPYKUMEW BHYTPUKIETOUHON OpraHu3alMM (JaHHbIE MPEACTABIECHBI B JHUCCEPTALIMH).
[Ipy okpamMBaHUM KJIETOK KpacUTEIEM ODBAHCOM CHHHMM, KOTOPBIII NPOHUKAET TOJILKO B
MEpTBBIE KJIe TKH, Ob1I0 0OHapy»keHo, uyTo nocie 6 4 Bo3zaeicBus CK okpammBaeTtcst 0ko10
40% xnetox kopHs (Tabn. 6). Ilpu coBmectHoM pneiictBun CK M KapHO3MHA MPOLEHT
MEPTBBI X KJIETOK CHIDKAJICS (TabIL. 6).

Mpbl  mpeamoniaraeM, dYTO TOpuUYMHOM rmOemn  kiuetok B ycioBuax CK-
UHIYIIUPOBAHHOTO OKHCIHUTEIBHOTO cTpecca, Kak U mnpu [Ik-unaynupoBaHHOM rubenm,
SIBIACTCS. HapyUIEHHWE JHepreTuyeckoro romeoctaza. llomaBnenue cuntesa ATO npu
nevictBur CK mokaszano i kieTok Tabaka (Xio et al., 1999). Hamm npemmosnoxeHus: o
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Tabauua 6. ’)Ku3HecnocoOHOCTh KJETOK KOpHeH Mie HUIBI MOocjae 6-4acoBOro Bo3aeiicTBUS
CK u kapHo3uHa.

Bapuantsl Kussle knetku, %
Kontposb 97,3+ 0,7

CK (1 mM) 59,2+ 14,7*
Kapnosun (20 MM) 95,5+ 1,65
CK + KapHO3WH 77’7 + 6,57*

CHIWKEHUU DSHEProoOecreyeHHs] KIETOK OCHOBBIBAIOTCS Ha JAaHHBIX DSJIEKTPOHHO-
MUKPOCKOIMYECKOTO HCCIIEOBAHUS M CHIKEHUH MUTOXOHJPHAIbHOTO MEMOPaHHOTO
NOTeHIIMaNa. BbIsBIEHHbIE KOHTAKTbl MUTO XOHAPUN C JMIOUAHBIMU KarusiMu (puc. 6 0)
NOATBEPKAAIOT, YTO B KIETKaX MPOUCXOJUT HEAOCTATOK HJHEPrOpecypcoB, M OHU
UCIOJIBb3YIOT JIMIH/Ibl B KAUECTBE alIbTEPHATUBHOTO YHEpreTuyeckoro cyoctparta. Jdepuuur
PHEPTUM TaKKE€ MOXKET BO3HHMKATh BCJEJCTBUE HEOOXOJMMOCTH BOCCTAHOBIICHUS
HAapYUIEHHOTO MOHHOTO IPaJMEHTa Ha TUla3MalieMMe U 3alIUThl KJIETOK OT OKUCIUTE IbBHOTO
ctpecca. CHMIKEHHME poOcCTa KOpHEM, MUTOTMUECKOW AKTUBHOCTH KIETOK, pa3pylIeHue
BHYTPHUKJIETOUHOW OpraHM3allMy U THOEeNh YacTu KIETOK KOpHEH MIIEHULb MpU JeHCTBUU
CK o0ycnoBneHbl yBEJIMYEHHEM HMOHHOM MPOHUIAEMOCTH IUIa3MalieMMBbl, HapylICHUEM
G YHKIIMOHUPOBAHUS MUTOXOHJIPUI, pa3BUTHEM OKHUCIUTEILHOIO CTpecca, U B KOHEYHOM
UTOTEe, HAPYLIEHUEM YHEPTro00eCcreueHUs KIETOK.

3.3. CrpyKTypHO-QYyHKUHMOHAIbHbIE W3MEHEHHUsI KJETOK KOPHEHd IeHUuUbl IPH
. -+
aeiicTBUM MOHOB LI

Jng  MHAYKOUUW OKHUCIUTEIBHOTO CTpecca 4YacTo HCMOJBb3YIOTCS HE  TOJILKO
cienuuyecKkue TMPOOKCHUIAHTHI, HO TaKKe M JApyrHe COeIUHEeHHus, obiazaronme
crocoOHOCThIO MHAyLHpoBaTh oOpa3zoBanne A®DK. MoHbl qUTHS OTHOCSTCS K PENOKC-
HEAKTUBHBIM COCIMHEHUEM, KOTOpble MOTYT NPUBOJUTH K aKTUBAIMM CBOOOJHO-
pamukaibHbl X peakuuii ¢ yyactuem A®K 3a cueT HapyIeHUs: TMHAM MMECKOTO PaBHOBECHS
B cucteMe Tipo- u antnokcuaantel (Kietczykowska et al., 2004). B Hammmx skcriepuMeHTax
obpabotka kopHe# mmrenunbl 10 MM LICI mpuBommna K YCHICHHIO —IPOIyKIHK
CYTNEpOKCUIHOTO aHUOH-pajuKajia OoJjiee yeM B JBa pa3a IO CPaBHEHHUIO C KOHTPOJEM
(mTaHHBIE TIPEJICTaBJICHbI B AUCCEPTALMU), a TAKKE K YBEJIMUCHUIO COJIEPKAHUS B KIETKaX
H,0; (tabn. 7) u ycunenuto npoitecco [1OJI (Tabi. 7). DTo CBH IETEILC TBYET O Pa3BUTHHU B
KJIeTKa X OKUCIU TeJIbHOTO CTpecca.

Onnako 3¢ dexts Li Ha pacTeHns MoryT GbITh 0OYCIOBICHEI HE TOJIBKO PAa3BUTHEM
B KJIE TKa X OKHCJIM TeJIbHOTO cTpecca. Hanbosee mmpoko pacrpocTpaHEHHOM TMIIOTE30M IS
00bsicHeHUST I(PPEKTOB MOHOB JMUTHUS, SBJAETCS «TUIOTE3a MHO3ZUTOJHLHOTO HMCTOIIEHUS
(Berridge, 1993), koTopasi ocCHOBaHA HAa MHTHOMPOBAHHMH JIMTHEM HHO3HMTOJHHOTO ITUKIIA,
y4acTBYIOIIEr0 B peryssuuu aeiaenus kinetok (Kpacumsnukos, 2000; Ercetin, Gillaspy,
2002). B Hamux 3kciepuMeHTax 6 4 MHKyOaruss KopHeH MieHuIsl B pucyTeteun 10 MM
LiCl BeI3Basia CHIDKEHUE MUTOTHYECKON aKTHBHOCTH MEPUCTEMATHYECKUX KIIC TOK (JIAaHHBIC
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Ta6auna 7. Usmenenus copep:xkanusi HyO, n ypoBusi IIOJI npu 6 4 neiicTBMU Ha KOPHH
nmmeHunbl LiCl 1 MuonnosuToJia.

BapuanTts! ITapameTpsl 24 44 64
KOHTpOIb H,0,, (10° M) 15,4+ 0,8 17,3+ 1,2 12,4+ 0,7
H,0,, (107 M)° 21+0,2 29+0,3 24+0,2
T10J1, % 107+ 9 112+ 12 116 + 13
LiCl H,0,, (10° M)* 19,1+ 0,6 29,7+ 0,9 28,7+ 1,4
(10 Mmm) H,0,, (107 M)° 37+0,2 44+0,2 46+0,4
I10J1, % 123+11 156 + 7 143+ 9
MHOHO3HUTOT H,0,, (10° M)? 6,5+0,7 16,8+ 0,4 13,9+0,6
(15 MM) H,0,, (107 M)° 1,4+0,1 27+0,1 2,6 +0,1
T10J1, % 111+ 7 112+5 129+ 7
LiCl + H,0,, (10° M)* 16,0+ 0,6 19,1+ 0,5 21,2+0,8
MHOHHO3HTOII H,0,, (10" M)° 39+04 34+0,1 33+04
T10J1, % 120+ 13 131+ 7 134+ 6

a o 6
[Ipumeuanue: = — conepkanue H,O, B pactBopumoit ppakiwm romoreHara, — conepxkanue H,O, B
pacTBOp € UHKY OaImy,

npeICcTaBlieHbl B quccepTaiiuu). Beipamuanue npopoctkoB Ha 10 MM LICl B Teuenwue 5
CYTOK MPUBOJIIO K 3HAYUTEIILHOMY MHTMOMPOBAHUIO JIEJICHNS KOPHEBBIX KIETOK U pOCTa

(v ,+
KopHeir (1abn. 8). CHsiTHE MHUOMHO3UTOJOM MHruOWpyromero BiusHusS Lit  Ha

MHUTOTHYECKYIO AKTHBHOCTh CBHJCTCIILCTBYET 00 yYacTMM WHO3UTOJILHOTO IIMKIA B

-+
peryJsIiK MPOIEeCCOB JeeHUs KIeToK. Kpome Toro, MHOMHO3HWTOJ TpeaoTBpamian Li -
UHIYIIUPOBAHHYIO CTUMYJISIHI0 oOpa3zoBanus A®K (tabm 7). Bo3MOXKHO, B HAIIHUX

-+
OKCIICPUMCHTAX  CHATUC BBI3BAHHbIX L1 HEIraTUBHBI X Bq)q)eKTOB Ha JCJICHUC

MCPUCTCMATUYCCKHUX KJICTOK O6yCJ'I0 BJICHO AHTUOKCHUAAHTHBIM 1 CBOMCTBAMHU

MHUOMHO3UTOJIA. BeIpamyBaHue MpopoCTKOB HA PACTBOPE MUOMHO3UTOJIA B TEUEHUE 5 CyTOK
CIocoOCTBOBAJIO CTUMYJISIIIUM POCTAa KOPHEW M YBEIMUEHUIO MUTOTUYECKON aKTHBHOCTU
KOPHEBBIX KJIe TOK (Ta0J1. 8).

Cnenmyer, OJHaKo, 3aMe€TUTh, YTO YBEJIMYEHHAs MHUTOTHYECKAs AKTUBHOCTb
COIPOBOJK/IAJIACh BOBHUKHOBEHUEM B KJIETKaX XPOMOCOMHBIX abeppauuii (Tabm. 8). OaHoi
U3 MPUYUH HMHO3UTOJ-UHAYIUPOBAHHOTO TOSIBJICHHUS XPOMOCOMHBIX alOeppaiuil MOXKeT
Taoauna 8. Bamsinmwe LiCl, CaCl, 1 MHOMHO3MTO0JIa HA UIMHY KOPHeid, MHUTOTHYECKYIO
akTuBHOCTh (MM) M 4yacTOoTy BO3HHKHOBEHHMS XPOMOCOMHBIX al0eppaunuii (AA) B KJeTKax
KOPHEeBO# MepHcTeMbl IIIIeHULbI IPH BbI PAIlIMBAHNHU 11 POPO CTKOB B TeYeHHE 5 CYTOK.

BapuanTel Jmana, Mmm MU, % AA, %
Kontpoisb 66+ 11 51+0,9 2,77
LiC1(10 MM) 36 + 9* 29 +£0,2* 0
Nuo3uton (15 MM) 74 £ 15* 6,7 +1,5* 12,36*
LiCl + uno3uron 60+ 11 48 +0,8 6,78
Kontponb 64+ 14 46 +0,7 2,4
CaCl, (10 MM) 61+ 12 45+0,8 13,9*
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ObITh M30BITOK HAKOIUICHHS B IMTOIUIA3Me HOHOB Kambius (Scott et al., 1991). Kak
U3BECTHO, (PYHKIIMOHHPOBAHHWE WHO3UTOJBHOTO IMKJIA COIMPOBOXKIACTCS YBEJIMYECHUEM
KOHILIEHTpAIlMU MOHOB KAJIBIMS B IIUTO30JI€ 332 CYET UX BbIXOJa U3 BHYTPUKIIE TOYHOTO JETO
— BaKyOJIM, SHJOIUIA3MaTHYECKOr0 peTukyyma, Mutoxouapuii (Blume et al., 2000). Do
MPE/MOJI0KEeHHE T0ITBEPIUIIOCH B IKCIIEPUMEHTAX, B KOTOPHIX BEIpALIUBAHNE TIPOPOCTKOB
Ha 10MM CaCl, mpuBomMiIO K YyBEJIMYCHHIO KOJMYECTBA KICTOK C XPOMOCOMHBIMH
abeppamusmu  (tabn. 8). Takum oOpazom, HeCcMOTps Ha TO, YTO Ca®* sBmsercs
HEOOXOMMBIM 3JIEMEHTOM Ul MPOXOXKICHUS Mutotndeckoro mnukina (Whitaker, 1997),
U30BITOYHAS AKKyM yJIALIHS Ca®, BosHuKaolmas W60 B pe3yJibTaTe BBIXOJAa €ro Hu3
BHYTPHUKJICTOUHBIX JIENIO MPU aKTUBAIIMM MHO3UTOJBHHOTO IHMKIA, JIMOO B peE3yJbTaTe €ro
YBEJIMYEHHOTO TOCTYIUICHUSI W3 BHEIIHEH cpenbl 1o Ca’*-kaHanam, Moxer MPUBOJUTH K
BO3HMKHOBEHHIO XPOMOCOMHBIX abeppauuii. Hamm paHHble TO M3y4YEHUIO BIMSHUSA
MOJIyJIATOPOB MHO3HUTOJILHOTO IUKJIA U Ca®" na xietxu KOpHEW MIIEeHUIIbI T10TBEP I
JaHHbIEe, TIOJIy4EHHbIE HaMU Uil KJIETOK KOpPHEHW ropoxa (JaHHbIE MPEICTABICHBI B
JCCepTalliM), MOKa3aB YHUBEPCAILHOCTh MEXAaHHU3MOB IO JICHCTBHUIO Ca®" wm wietok
pa3MYHBIX ceMeicTB pacTeHuil u noareepuB Ca — 3aBUCHUMYI0 pabOTy MHO3HUTOJLHOTO
IIUKJIa B KJIETKA X PACTCHHIA.

Dddextsr monos Li*, ogmako, MoryT O6bITE 00yCNOBIEHBl KaK OJOKaoif
(G oChOMHO3UTONEHOTO UK, TAK M MHAyIHMpoBaHMeM Li° B KlleTKax OKMCIHTEEHOTO
ctpecca. M3BecTHO, 4TO TOKCHYECKoe JeiicTBHe MOHOB Li* Ha KIeTKH MIEKONMMTAIOMMX U
yeJioBeKa CcompoBokaaetcs: ycuieHueMm mpoiieccoB [10JI, nuHrubupoBaHueM AbIXaHUS U
pazobmieHueM okucieHus u dochopunmpoBanus B mutoxoHapusx (dGumnosa u ap., 1988;
Pizarro et al., 2008).

Bosmeiictee 10 MM LICl B Hammx 3KCIEpUMEHTaX MPHUBEIO K CTHUMYJIIHH
MOTJIONIEHUST KUCJIOpOJia B TeueHUEe BceX 6 yacoB mHKyOamuu (puc. 8). Bo3zmoxkHO, 4TO

R 700 T
CI:G(
%3 600
5 & 500 7
g &
o 5 400 1
E —
o = 300 T -
H B KOHTpPOJIb
S E200q9 -=Licl
F—
é 100 - —A— MHOUHO3UTOJI
= LiCl+-MHOHUHO3UTOJI
0 T T T T T 1
1 2 3 4 5 6

Bpewms, u

Puc. 8. IloriomeHue Kuca0poAa KJIeTKAMHM OTCeYeHHBIX KOPHeH MNMIIeHHIbI NPH AelHCTBUH
LiCl u muonno3urona.



Puc. 9. MuroxoHapHaJbHbIH MeMOpaHHbI NMOTEHIHAJ KOPHEH NIICHHIbI, OLICHCHHBIN IO
UHTEHCUBHOCTH (pJIyopecleHIIMN TeTpaMeTWIpoAaMuHa, mocie 2 4 aeiicrBusi LiCl: a -
KOHTPOJb, 6 —10 MM LiCl. MacmradHblii oTpe3ok - 20 MKM.

NPUYHHOW CTUMYJBSIIIMM TOTJIONMIEHUST KUCJIOPOJa KOPHSMHU MIICHHWIBI TPU JCHCTBUM Ha
kopHH Li*, Takke Kak MpH AeHCTBHH APYTHX HCCIEI0BAHHEIX HaMK mpookcuaanTos (T1k,
CK), MoxeT OBITh OKHUCIMTEIbHBI CTPECC W yCWICHHOE BOCCTAHOBIICHHE KHCIOPOJA,
cBsi3aHHOE ¢ 0Opa3oBanueM A DK, a He ycueHHe JbI Xa TeTbHON aK THBHOCTH MHUTO XOHPHUH.
DTO MOATBEPIKAACTCSI OTCYTCTBHEM B KJIETKAaX KOH ACHCUPOBAHHBIX MUTOXOHAPUH (TaHHBIS
NPEACTABIICHBl B JUCCEPTALIMM) W 3HAYUTEIBHBIM CHIDKEHHUEM MUTOXOHAPHUATLHOTO
MeMOpaHHoTO ToTeHInana (puc. 9). Takum 006pa3oM, BEpOSATHO, OJHUM M3 MEXaHH3MOB
TOKCHYECKOTO JIeHCTBHsI HMOHOB Li Ha pacTuTeNbHBIC KICTKH SIBISICTCS CHIDKCHHE
OKHUCIMTETBHOTO (hOCHOPUIMPOBAHUS B MUTOXOHIPHUSIX.

BoseiictBue noHoB Li° Ha KOpHM TIPHMBOIMIO K M3MEHEHHSM YIbTPACTPYKTYPHl BCEX
KIeTouHbIX opraHemt. [locme 1 4 wmHKyOammm B KIETKax HaOMOMANOCh 00pa3oBaHUE
ayTOJMTHYECKUX BAKyOJICH, COMepIKAlIMX KyCKH IHTOIUIa3Mbl W opraHewisl (puc. 10).
Kpome Toro, HaOmoOManoch yBEIHMUYECHHE KOJMYECTBA TIEPOKCHUCOM, YTO COOTBETCTBYET
ycuneHHoMy oOpasosarmio A®K. Ilpu 6 u peiicteum Li* mpoucxommma rubens gactu
k1eTok (tabn. 9). Takum oOpaszoMm, HamM JaHHBIE TOATBEPIKIAIOT HMEIOIIHUECS B
matepatype (Sarkar, Rubinsztein, 2006) cBeaenus o ToM, 4T0 rHOEIb KICTOK IPH JCHCTBHH
WOHOB JIMTUS TIPOMCXOJUT TO TMyTH ayTodarnu. MUOHWHO3ZWTON TPHBOIMI K
HUBEIMPOBAHMIO HETaTWBHBIX A(¢pextoB moHOB Li° Ha ymeTpacTpykTypy u
KHU3HECTIOCOOHOCTh KIETOK (Tabm. 9). B Hamm X aKCriepuMeHTaX MPH COBMECTHOM JICHCTBUH
noHoB Li" 1 MuoMHO3MTOMA HAGMOMANI0CH Y MEHbIIIEHHE KOMYECTBA Pa3pyIICHHEIX KIETOK;
OOJIBIIMHCTBO KIETOK COXPaHSJIO HOpPMaJbHOE CTpOCHHE 0€3 CyNICCTBEHHBIX W3MEHCHHI
Mopgomnorui. Bo3MOXkHO, UTO CHATHE MHOWHO3UTOJIOM, BBI3BAHHEIX Li', HeraTMBHEIX

3(pdhexkToB  Ha  CIPYKTypYy BHYTPHUKIECTOUHBIX
OpraHes u AKHU3HECTIOCOOHOCTh KJIETOK,
00YyCIIOBJIEHO €ro AHTUOKCHUJIAHTHBIM JIEHCTBHEM

(tabm. 7).

Puc. 10. H3meHeHus1 YJIbTPACTPYKTYPbl KJIETOK
KOpHeil mmennubl npu naeiicreum 10 MM LiCl:
ayTOJMTHYEeCKHE BAKYOJIH B EHTPAIbHOIl BaKYO0JIH
KJIeTKH, 3 4. MacmiTaOHbIii 0TpPe30K - 1MKM.
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Tadauna 9. 7KuzHecnoco0HOCTh KI€TOK KOPHeW NMIeHWIbI Mocjae 6-4acoBoro Bo3aeiicTBus
LiCl u Muouno3uToJia.

Bapuantsl Kussle knetku, %
Kontpomb 99,1+ 0,1
LiC1(10 MM) 354+9,7*
Mmuono3uToa (15 MM) 943+ 0,5
LiCl + MUOMHO3HTOII 81,6+ 29

JlaHHbIE HAIMX JKCIEPUMEHTOB CBHUACTEIBLCTBYIOT O TOM, TOPMOXKEHHE pOCTa
KOPHEM, JIeieHns KIeTOK U TUOesb YacTH KJIETOK IMPH BO3JCHCTBUM MOHOB JIMTUSA, 110 BCEU
BEPOSATHOCTH, CBSI3aHO C PA3BUTHEM B KIIETKAX OKUCIMTEJIBHOIO CTPECCA U II0JIABIICHUEM
QyHKIIMOHUPOBAHNS MHO3HMTOJNHFHOTO IHMKIA. DTO HAXOJUT CBOE MOATBepskiaeHHe B Li'-
uHAyuupoBaHHoM u30bITouHOM HakoruieHnn ADK m mpomyxroB TIOJI, a Takke cHATAU
HEraTUBHBIX 3(G(PEKTOB IMTUS TPU BO3ACUCTBUM MHUOWHO3UTONA IyTeM aKTUBAILUU

WHO3UTOJIbHOTO LIMKJIA U Y CUJICHUS KAJIbLIUEBON CUTHAJIM3ALUN.
3AKIIFOYEHUE

HccnenoBanue CTpyKTypHO-QYHKIMOHATBHBIX HM3MEHEHHH B KIETKaX KOpPHEH
NIICHUIbl [pU JACWCTBUU BEIIECTB, PA3IUYAIONIMXCA IO CTPOCHHUIO M MEXaHU3MaM
NeUCTBUSA, OJHAKO NPUBOJALIMM K pPa3BUTHIO B KIETKaX OKHUCIUTEJBHOTO cTpecca,
MoKa3auo, YTO OTBETHAs pEaK[usl KIETOK B OOJBIIMHCTBE CJIy4aeB YHHUBEpPCAJbHA.
Hakxonnenne A®K B knetkax npu gaeiicteun npookcuaantos (CK, Ik, Li'), mpusomno k
NOJABJICHUI0O MUTOTUYECKON AKTUBHOCTH KJIETOK, CHM)KEHHIO POCTa KOPHEW, U3MEHEHHIO
MOHHOM MPOHUIIAEMOCTH IJIa3MaJjeMMbl, CTUMYJISILIUU MOTJIOUIEHUSI KUCIOPO/Ia.

MoHO mojarath, YTO OTBETHbIE€ PEAKLUMU KIETOK Ha JEHCTBHE NPOOKCHUIAHTOB
00ycnoBieHbl He ToJbKO HakomieHueM A®DK, Ho u apyrumu npuumHamu. M3meHenus
MUTOTUYECKON aKTUBHOCTU M MOHHOTO TOMeocTa3a KieTtok npu aerctsun CK Bo MHOTOM
ONpENEesIoTCs €€ MNPOTOHOPOPHBIMU CBOWCTBAMH, YTO MOJTBEPKAAETCS YACTUYHBIM
CHATHEM HETaTMBHBIX HJ(Q(PEKTOB TMpPHU HUCMOJb30BaHUM Oy(depHbIX COEIUMHEHUI.
TopmoskeHHE pocTa KOpHEH, JEJIeHUs] KIETOK M TMOesbh 4acTh KJIETOK MPHU BO3ACUCTBUM
MOHOB JIMTHS, Hapsaly C pa3BUTHUEM B KJIETKaX OKHUCIMTEILHOIO CcTpecca, Mo Bcei
BEpPOSATHOCTH, CBSI3aHbI C MOJABICHHEM (YHKIIMOHUPOBAHMS MHO3UTOJILHOTO IUKIA. DTO
HaXOJMT CBOE MOJITBEPHKJCHUE B CHATHUM HETaTUBHBIX 3P (PEKTOB JUTUS HA POCT, JCJICHUE
KJIETOK IpU BO3JICHCTBUM MHOWHO3MTOJIA IyTEM aKTUBALIMM HHO3UTOJBHOTO IHUKJIA U
YCUJICHUS KalbLIMEBOI CUTHAIMU3ALUY.

HaubGonee 3HauuTeNbHBIMU YJIBTPACTPYKTYPHBIMU M3MEHEHUSMU B YCIOBUAX
OKUCIIMTENBHOTO cTpecca ObLIM U3MEHEHMsI B CTPYKType MUTOXOHpHUil. Tak, B yCIOBUAX
KECTKOTO OKHCIUTEJILHOTO CTpecca HabIo1anoch X HabyxaHue, NpOCBETIICHUE MaTpUKCca
u penykius kpuct. Ilpu Oosnee craboM OKHCIUTEIBHOM CTpecCe MUTOXOHAPUH
BIIOCJIEJICTBUM BOCCTaHABIMBAIM CBOIO CTIpYKTypy. ComoctaBieHHE€ HWHTEHCUBHOCTH




21

Puc. 10. Cxemaruueckoe HU300paxkeHue
BO3MOKHBIX MeXaHN3MOB
¢ yHKUMOHUPOBAHMS MUTOXOH-APHii B
YCJIIOBUSIX OKHCIMTEJHLHOr0 crpecca: A —

pasofuienue OKHCJIC HUSI n

dbochopuaupoBanusi; b -  ynagenme

] MHTOXOH/IPHH npu HOMOIIH

R R ayTOJMTHYECKHX  mpomeccoB; B —

7 s [l N paspylIeHHe MHTOXOHIPHAJIbLHBIX MeMOPaH.
S~
7 3
@ @ O
b

) bl XAaHH S u YIIBTPACTPYKTYPhI

@ < Y /\\\1 ll
' : MHUTOXOHAPHHA TO3BOJIIO HaM CHENaTh

CHmKeHWe CHuxeHne
CW cuTeIa ATO KornuyecTea 3aKIf0O4YCHMC O TOM, HYTO YBCIMYCHHC

MO AR noTpeOeHuss KUCIopoJa IpHU JeHcTBUU

_ 5

4 / o MPOOKCUJAHTOB BO MHOTOM CBSI3aHO C
AKTMBHBI# r- E— oOpazoBanuemM A®K, a He ycuireHueMm
cuHTEd AT nyna AT®

JbI XaTE JIbHOW aKTUBHOCTHA MUTO XOHAPHM.
4 o S Mo>xHO mnoJjiarate, 4YT0 B YCJIOBHSIX
OKHCJIMTEJILHOTO CTpecca B PAaCTUTENIbHBIX
KJIETKaX BO3pPAacCTalOT 3aTpaThl SHEPTUM Ha
noJyiep>kaHle ToMeocTa3a M Bo3HHMKaeT aedunut sHepruu Ha poct (CemuxatoBa, 1995).
Hapymenue »oHeprooOecrieueHus KIETOK  MOXET  JIOCTUTAThCA  COBOKYITHOCTHIO
MEXaHU3MOB, 3HAYUTENbHYIO POJIb B SHEPTETHUECKOM qucOaiaHce MPU OKUCIUTEILHOM
CTpecce Urpaet HapylieHue (yHKIIMOHUPOBAHUS MUTOXOHIPUH.

Ha puc. 10 mpenctaBieHsl BO3MOXKHBIE MEXaHU3MBI  ()YHKIMOHHUPOBAHUS
MUTOXOHJPHUH, Kak OCHOBHON ADK-reHepupyronei BHYTPUKIETOYHOW CTPYKTYphl B
YCIOBUSIX OKUCIMTENILHOTO cTpecca. YcuieHHoe oOpazoBanue ADK moxeT mpuBOIMTH K
MOBPEXKJICHUIO MUTOXOHJAPHUAJbHBIX MEeMOpaH depe3 NMEPEeKHCHOE OKHUCIEHUE JHMMHUI0OB U
paspyuienuto mutoxoHapuii (puc. 10, B). Ognako ycuieHne B MUTOXOHIPHUSAX T€HEpaIuu
A®K MOXET SIBISATbCS CUTHAJIOM JJIsi YCTPAHEHUS «OIMACHBIX» MUTOXOHAPHUM - B KIIETKE
BKJTFOYAIOTCS MIPOIECChl Ay TOJMTUYECKOM Jerpajaiuy 3TUX OpraHesul B BakyoJsix (puc. 10,
b). Tlpu >TUX cueHapusix pa3BUTHs COOBITUH MPOUCXOJUT KOJMUECTBEHHOE CHUKEHUE
NOMYJIAIMA MHUTOXOHJPUM, YTO HEM30EKHO BeleT K CHIbKeHHio olOmero myma ATD u
MOXET NPHUBOAUTh K Tubemn kietku. Kpome TOro, u3BecTHO, 4YTO B OTBET Ha
ceepxnpoaykunio ADK B MHUTOXOHIpHUSIX BKIIOYAIOTCS MEXaHU3MBbI Pa300IIeHUS
okucyenns u hochoprmpoBanus it cHKeHus ypoBHI ADK (puc. 10, A), B pe3yibrate
yero Hapymarotcsi mpouecchl cuHte3a AT® u ymensinaetcs oOmuid myn ATO. D1o
MOTBEPIK/IA€TCS HAIMMU JJAHHBIMU 110 CHUKEHUIO MUTOXOHAPUAJILHOTO MOTEHIMAa PU
JENCTBUU MPOOKCUJAHTOB. Pa3BUTHE B KJETKaX OKHUCIMTEILHOIO cIpecca Mpl JUT K
NECTPYKTUBHBIM TpoliecCaM B KJIETKE, HEOOXOMMMOCTH HMX penapainud U, BCJEICTBUE
HEJIOCTATOYHOCTU YHEPTETUUYECKUX PECYPCOB VIS aIaliTAIINK, K MPEXKICBpEMEeHHOM rubdeu
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KIeTok. OTHAKO M3BECTHO, YTO TUOEJb KIETKM HE SBISIETCS 0053aTeNbHBIM ()HHAIHHBIM
JTAllOM IPHU PAa3BUTUM OKUCIMTEIBHOIO cTpecca. Ecim KiIeTka ¢ MOMOIIBIO Pa3IMYHBIX
¢ U3HONOTHYECKUX TPOIIECCOB crpaBuTca co cBepxupoaykuueir ADK, a moBpexaeHus
KJIETKHU, HE SIBJBSACH JICTAJbHBIMH, Oy Iy T pernapupoBaHbl, KJI€TKa aJall TUPYETCs K ICHCTBUIO
cTpeccopa W TOCJ€ HEoOXOJAMMOTO il BOCCTAHOBJIEHHS CBOUX CTPYKTYp BpEMEHHU
BEpHETCA K HOPMAJbHOMY (PYHKLIMOHUPOBAHUIO.

Takum o0pazoM, HamM U JUTepaTypHbIE JAaHHBIE CBUJICTEIHCTBYIOT O
BO3HUKHOBEHUHU SHEPTETHUECKOTO aucOanaHca B PACTUTEIbHBIX KIETKaX MPU JCHCTBHH
NPOOKCUAAHTOB. ['MOenp KIETOK B YCIOBUSX OKUCIUTEIBHOTO CTpecca, MO—BHIUMOMY,
00ycIIOBJIEHA HAPYLIEHUEM 3HEPIEeTUYECKUX MPOLIECCOB 3a cUeT CHUKeHus cunte3a ATD u
yMeHblleHus obmero myna AT® BciaenctBue paspylieHUss CTPYKTYpbl U (QYHKUIHN
MUTOXOHAPUH u/mm HedpPeKkTHBHOW paboTel MHUTOXOHApUI. Kpome Toro, HapymieHue
sHEprooOecTneyeHusi, MPUBOIICEe K HAPYUICHUSM MPOIECCOB POCTA M Pa3BUTHSA, MOXKET
JNOCTATATbCSI COBOKYIHOCTBIO MEXaHU3MOB, B TOM YMCJIE YCHUJICHUEM DHEPrO3aBUCHMBIX
npoueccoB i netokcukanuu A®DK M npOOKCHIAHTOB, aKTMBALMEN CUHTE3a 3aLIUTHBIX
COCIMHEHUM, B TOM YMHCJIC AHTUOKCHUIAHTOB, BOCCTAHOBJICHUEM HAPYIUCHHBIX MOHHBIX

rpaJMeHTOB Ha MeMOpaHax.
BbBIBO/bI

1 Bo3nenictBue NpPOOKCHIAHTOB Ha KIETKM KOPHEW MIIEHUIBI XapaKTepU3yeTcs
OBICTPON M YCTOMYMBOW MPOIYKIMEH NEPEeKHCH BOJOPOJia M HapacTaHHWEM TMPOILIECCOB
MIEPEKUCHOTO OKHUCJICHHUS JIMITUIOB.

2. OKHCIMTebHEIH cTpece moj BimsHueM mpookcumantos (ITk, CK, Li") mpuBomuT k
YBEJIMUEHHUIO TPOHMIaeMocT TmasManemmsl ani K u HY, crumymsmun notpednerns Oy,
HE COTMPOBOXKIAIOIICHCS YCHJICHUEM JbIXaTeJIbHOW aKTUBHOCTH MUTOXOHIpwii. O0 3TOM
CBUJCTENILCTBYET  YMEHBUICHHE MHUTOXOHIPUAIBHOTO  MEMOpaHHOTO  MOTEHIIHAJA,
M3MEHEHHUE YJIbTPATOHKON OpTraHU3alli MUTOXOHAPUMA.

3. B ycnoBusix OKHCIMTENBHOTO CTIpecca B KJETKaX MPOUCXOJUT HHTECHCHUBHOE
o0pa3oBaHuE ayTOJMTUYECKMX  BaKyoJed, COJepX alulMX Y4YacTKHM  LUTOIUIa3MBl,
MHUTOXOHAPUH W JIPYTHE OPTAaHENIbl. DTO OOBICHSIETCS HEOOXOAMMOCTBIO YAaleHUs
noBpekIeHHbIX ADK CTpyKTyp U OKUCIEHHBIX MAKPOMOJIEKY 1.

4. OOHapy»eHO, 4TO MOJAaBJICHHE MHUTOTHYECKON aKTMBHOCTH KJIETOK MOJ JeHCTBUEM
CaJMIMJIOBOM KHUCIOTHI OOYCIOBJIIEHO €€ MPOOKCUAAHTHBIMU U TMPOTOHO(OPHBIMU
CBOMCTBAMMU.

S. TopMmoxkeHHE pOCTa KOpHEW, JeJeHUs KIETOK M THOedb YacTH KIETOK MpHu
BO3JICICTBUM MOHOB JIMTHUS 00YCJIOBJIEHBI Pa3BUTHEM B KJIETKA X OKHCIUTEIBHOTO CTpecca U
noiaBieHrueM (pyHKIIMOHUPOBAHHS WHO3UTOJIHHOTO LUKJIA.

6. B ycnoBusiX OKHCIMTENBHOTO CTpecca DHEPTreTUYECKUM Kpu3uc, 0O0YCIIOBICHHBIN
HapyuieHneM (QYHKIMOHUPOBAHUS MUTOXOHJAPUHN, YCHUJIEHHMEM pacxoJa OJHEpPruH Ha
npouecchl aeTokcukannu A®K v NpoOKCHIAHTOB M BOCCTAHOBJICHUEM HApyUIEHHBIX
MOHHBIX IPAJMEHTOB HA MEMOpaHaX, BbI3bIBAET MOJABJICHUE JIEJICHU, 3aMeJICHHE POCTa U
IPEXIEBPEM €HHY IO THOEIh YaCTH KIIETOK.



23
CIIMCOK OITY BJIMKOB AHHBIX PABOT IIO TEME JIUCCEPTALIUN

1. I3MeHeHUS MUTOTUUYECKOM aKTMBHOCTH MPU Y BEIMYSHUH TP OTOHHO I MP OHULIA€MOCT U KOP HEBBIX
kierok mueHuip! / C.A. ImutpueBa, A.A. IlonomapeBa, ®.B. Munubaepa, JI.X. T'opaon // IV
MeXIyHapoaHas Hay4Has KoH(epeHims «Perynsuus pocra, pa3BUTUS W TP OJAy KTHBHOCTH
pacrenuii».- M unck, 2005.- C.73.

2. ImutpueBa, C.A. MUTOTHY €CKU I MHIIEKC MEpUCTEMATHYECKUX KJIETOK M POCT KOpHEH ropoxa
Pisum sativum npu nefictBuu Moy JiiTopoB uHO3UTOJdBbHOrO Imkia / C.A. JImurpueBa, O.B.
M unubaea, JI.X. I'op aon // Huromorus.- 2006.- T.48, Ne6.- C.475-479.

3. CTpyKTypHO - ¢y HKIIMOHAIbHbIE U3MEHEHUsI KJIETOK KOp Hell MIEHUIIbI NP U e CTBUM TIap aKkBaTa
| C.A. JImutpueBa, A.A. IlonomapeBa, JI.X. T'opmon, ®.B. MunubaeBa // Bcepoccuiickas
KoH(pepeHtmsT MonoabiX yueHbIX U |l mkoma wMm. akagemumka H.M. Dwmmanyasns «Okucnenue,
OKHUCTUTeNbHBIN CTp ecc, aHTMOKCU IaHThI».- M ockBa, 2006.- C. 166-167.

4. Oy HKIMOHATbHASL AKTHBHO CTh KJIETOK KOP HEH IMIIIEHUIIBI TIP U JICHCTB MU CATAIIIOBOM K UCIIOTHI /
C.A. ImutpueBa, A.A. Ilonomapesa, ®.B. Munubaesa, JI.X. T'opmon, J.®. Paxmarymiuna //
M exy HapoaHbId cuMTio3nyM «CHTHalIbHBIE CHCTEMBl KJIETOK pacTteHuil: Ponp B amanrammu u
UMMy HUTeTe».- Kazanb, 2006.- C. 170-171.

5. Nuay 1mp oBaHHOE CTap €HHE U THOENb KJIETOK IP U OKHUCIUTEIbHOM CTpecce B KOP HSX IILEHHULIBI /
C.A. ImutpueBa, A.A. IlonomapeBa, ®.B. Munubaesa, JI.X. I'opaon // Hoknagst PAH.- 2007. -
T.414, Ne 1. - C. 133-136.

6. XapakTep UCTUKA YJIbTPaCTPy KTyp HbIX U3MEHEHU ! B KJIETKaX KOPHEW MIIECHUIBI P U WHIY KU
OKHUCIUTEeNIbHOrO cTpecca mapakBaroMm / A.A. ITonomapesa, C.A. ImutpueBa, ©.B. M unubaesa,
JLX. Topmon // Marepuansl BcepoccHiiCKO KoH(epeHImH «YCTOWYMBOCTh pPAacTeHHU K
HeO1aro np U THBIM (hakTOp aM BHEIIIHE | cp eapi».- MpkyTck, 2007. - C. 203-206.

7. W3MeHeHuWss B KJIETKaX KOpHEH ININEHUIBl MPHU HHIYKIUM OKHUCIMTEIBHOIO CTpecca
metwiBrosioreioMm / C.A. JImurpueBa, A.A. IlonomapeBa, ®.B. MunudaeBa, JI.X. Topaon //
M exny Hap oHast koH(Dep eHims «CoBp eMeHHast (PM3UOJIOT sl PaCTEHUI: OT MOJICKYJI JI0 DKOCHCTE M
VI Cbe3na obuiectBa pusuosnoros pacrenuit Poccun.- CoikteiBkap, 2007.- T. 2.- C. 115-116.

8. Cell proliferation and ultrastructure in the roots of young wheat seedlings induced by oxidative
stress. /S. Dmitrieva, F. Minibayeva, A. Ponomareva, L. Gordon // Abstr. International conference
«Desiccation Tolerance of Plants»:, South African Journal of Botany.- South Africa, 2007.- Vol. 73,
Ne3.- P. 499.

9. Oxidative stress induces autophagy-like cell death in Triticum aestivum roots / F. Minibayeva, S.
Dmitrieva, A. Ponomareva, L. Gordon // Abstr. International conference «SFRR Plant Oxygen
Group meeting».- Gent, Belgium, 2007.- P. 121.

10. 3meHeHust B KJI€TKaX KOp HEM M €HU b TIP M UHY KUK OKHUCII UTEIHHOTO CTp ecca MOHAMH JIUTHSI
/ A.A. Ilonomapesa, C.A. ImutpueBa, ®.B. Munubaera, JI.X. I'opaon // 1V cve3n «Poccuiickoro
o0recTBa 0 M0 XMMHUKOB M MOJIEKY JISIp HBIX OHOJIOTOBY».- HoBocubOup ck, 2008.- C. 172.

11. V3meHeHHs B KJCTKaX KOpPHEH IIICHUIBI MPU ACHCTBUM caauiimioBoi Kucinotel /| C.A.
JmurtpueBa, A.A. I[lonomapea, ®.B. Munubaesa, JI.X. I'opnon // IV cwee3n «Poccuiickoro
o01ecTBa 0 MO XMMHUKOB M MOJIEKY JISIp HBIX OHOJIOTOBY».- HoBocuOup ck, 2008.- C. 164.

12. Canmuuunar-uHIY IMP OBAHHOE YBEJIWMYEHHME TMPOTOHHOW MPOHHUIIAEMOCTH IUIa3 MAJIEMMBbI:
SHEpTeTHYECKU MeTabOJIU3 M, pOCT U YJIbTPACTPY KTypa pacTurenbHbIX kietok / C.A. iImutpuesa,
A.A. Tlonomapesa, @.B. MunubaeBa, JI.X. I'opaon / MexnyHapoHas Hay4Has KOH(Qep eHIsI
«DU3UKO-XMMUYE€CKHE OCHOBBI  CTPYKTYypHO-(y HKIIMIOHATLHON  OpTaHW3allMd  PAacTEHUI.-
ExarepunOypr, 2008.-C. 158-159.

13. dmutpueBa, C.A. Mopdonorus NOBpEKICHUA PACTUTENBHBIX KJIETOK TPH aKTHBALMHU
niep ekucHoro okwucinenus aumuaoB / C.A. JImurpueBa, A.A. Ilonomapesa, ®.B. Munubacpa //
M ex 1y Hap OIHBII CUMIIO3UY M «JIMmuapl 1 OKCWIMNMHBI pacteHui».- Kaszanp, 2008. — C. 55.

14. A®K- u m[poTOH-ONOCPENOBAHHOE JEWCTBHE CATMLIJIOBOM KHCIOTBI Ha POCT H
yIbTPacTpyKTypy Kietok kopHe / C.A. JImutpueBa, A.A. [Tonomapera, ®.B. M unnbaena, JI.X.
Tl'opnon // Yuensle 3amuck u Kazanckoro YHusep cutera.- 2008. (mpuHATa K TeYaTH).



