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BBEJAEHUE

Huskne Temmeparypsl SBISIOTCS OJHMM W3  Beaymmx (HaKTOpOB,
BBI3BIBAIONIMX MMOBPEXKICHUE pAacTeHUU. XOJIOJIOBOM CTpecc BIMSIET Ha POCT U
pa3BUTHE PACTCHHM W  OTUM  OTPAHUYMBACT  YPOXKAWHOCTh  BaKHBIX
CEIIbCKOXO3SIMCTBCHHBIX  KYJIBTYpP. YCTOMYMBOCTH PACTEHHMHM K  HU3KOH
HEOJIAronpusITHOM TeMIeparype TMOBBIMIACTCS TPU JJIMTEIBHOM JCHCTBUU
HEMOBPEKIAOIIEH HU3KOW TEMIIEpaTypbl, TaKOM MpPOLECC, B YaCTHOCTH,
MPOUCXOJUT B OCEHHUH TMEpUOJ] Y O3UMBIX 3JIaKOB U TMOJY4YUJI Ha3BaHUE
«X0JI07I0BOe  3akanmBaHue» [44]. B mpolecce 3akaiMBaHUS — MPOUCXOJSAT
pas3TuYHbBIC M3MEHEHHSI MEeTa0O0M3Ma, COBOKYITHOCTh KOTOPBIX MPHUIACT KICTKaM
YCTOMYMBOCTh K OTPHUIIATEIBHBIM TeMIlepaTypaM. Takue W3MEHEHHs BKIIIOYAIOT
CHHTE3 CTPECCOBBIX OCIKOB, YBEIWYCHHE COAepKaHus (GoCcHOIUIUIOB |
MOBBIIICHUE CTENEHU HEHACHIIIEHHOCTH WX JKUPHOKUCIOTHBIX  OCTAaTKOB,
HAKOIUJICHUE KPHUOMPOTEKTOpPOB (B 4YHCIE€ KOTOPHIX caxapa), CHIKEHHUE
WHTCHCUBHOCTH JIbIXaHusA M (oTocuHTe3a u np. [21, 40, 173, 210]. dorocunTtes u
JBIXaHWE SIBISIIOTCS OCHOBHBIMU TYTSAMH  YTJAEPOJHOTO M IHEPTreTUYECKOTO
MeTabonmu3ma B pacteHusx [11, 23, 35, 219]. B nmocneaHue roapl MOSBISCTCS BCE
OOJbIIIe JAHHBIX O TECHOM B3aMMOJICUCTBUH XJIOPOIJIACTOB U MUTOXOHIPHM depes
BHYTPHMKJICTOYHBIC MyJabl HHTepMeauaroB [61]. Bomee toro, nmuchyHKus
MUTOXOHJIPHH BIUSACT Ha (QYHKIIMOHAIBHYIO aKTHBHOCTH XjioporiactoB [73]. s
mpoieccoB (HOTOCHHTE3a, B pe3yjibTaTe KOTOPBIX MPOUCXOJUT OOpa3oBaHUE
caxapoB u BbIcBoOOXkAeHUE O,, HeoOxoaumbl cBetoBas sHeprus, CO, u H,O.
3aTeM CHHTE3MpyeMble B (POTOCHHTE3C caxapa HMCIOJIB3YIOTCS B JIBIXaHUH JIJIS
MOJJIEPKaHUST pOCTa W JIsi 00pa30oBaHUS BOCCTAHOBUTEIBHBIX DKBHUBAJIICHTOB U
AT®. B nporecce npixanusi BeicBoOoxkaaercss CO,, a O, BOCCTaHABIMBAETCA 10
H,O [219]. Pomp caxapoB, oOpasyembix mpu (OTOCHHTE3E, B IOBBIIICHUN
MOPO30YCTOMYMBOCTH PACTEHUW HE BBI3BIBAET COMHEHHUS, YTO OBUIO IMOKa3aHO
paHee B paboTax oTedyecTBEHHbIX YyueHbIx [41, 43, 44]. Ilpu xomomo0BOM

3aKaJIMBaAHWHM O3MMBIX 3JIaKOB HM3MCHACTCA aKTHBHOCTD MI/ITOXOHI[pI/Iﬁ H CKOpPOCTH



OKHCIICHUSI MUTOXOHJIpUSAMU cyOcTpaToB abixanus [1, 26, 47]. JlpixarenbHas 1eb
MUTOXOHJPHA PACTCHHM, IO CPAaBHEHHUIO C KMBOTHBIMHU, 0OJI€€ Pa3BETBIICHHAS U
COJIEP)KUT YCTOMYMBYIO K mHruomTopam komruiekcoB Il u IV tepmunaibHyio
abTepHATUBHYIO OKcHaa3zy (AO) u ycToWdMBBIE K WHTHOMTOPY KOMIUIeKca | —
porenony HAJI(®)-H-gerumporenassr (HAJ(®)-H-ADI' Il tuna) [100]. /lanubie
dbepMeHThl HE SBISIIOTCS MPOTOHTPAHCIOLMPYIOUIMMU U HE BHOCST BKJIal B
oOpa3oBaHHe MPOTOHHOTO rpaaueHTa u cuHTe3 AT®. OgHAaKO OHU BBHITIOJHSIOT
Ba)KHbIE (DYHKIIMM B PACTUTEIBbHON KJIETKE, B TOM 4YHCIE oOecreyuBas CBA3b
MHUTOXOHAPHUN U XJIOPOIUIACTOB. BrisiBieHa BaxkHas posnb AO B 3a1IUTE 3JIEKTPOH-
TpancnoptHoil 1enu (OTL)) xyopomnacToB OT (OTOMHTUOMPOBAHUS —TNpPU
n30bITOouHOM ocBemienuun [95, 117, 228, 230]. Muruduposanue AO mpHUBOAMIO K
cBepxBoccTanoBaeHHIO D TL xinopormnactoB [229]. [Tox aeiicTBHEeM cBeTa BHICOKOM
WHTCHCUBHOCTH HaOJFOaIM YBEIMUYCHHE SKCIpPeccuu He Tojbko reHa AO [116],
HO U T€HOB, KOJUPYIOIUX «BHyTpeHHUE» U «BHemrHue»y HAJ(D)-H-AI' I tuma
[97, 100, 199]. IIpeanonaraercs, uto «BHyTpeHHss» HAJ[-H-JI' Il tuma urpaer
BOXHYIO POJIb B TOMJEPKaHUU (HOTOCHHTETHUECKOTO0 METaboau3Ma MpOoIecCoB
doroapixanms  [199], a  dynkumonuwpoBanue  «BHemHeid» — HAJID-H-
JIETUIPOT€HA3HI, CITOCOOHOM OKUCJIISTh U TO30JIbHBIN HAJI®H,
HKCIIOPTUPOBAHHBIN M3 XJIOPOIUIACTOB, BEPOSITHO, CIHOCOOCTBYET MOJEPKAHUIO
OKHCIIUTEIbHO-BOCCTAHOBUTEIILHOTO  Oamanca  xmoporutactoB  [100]. AO
MPUHUMAET y4yacTUe B OTBETHOW pEaKIMM PACTEHUN Ha HU3KYIO TEMIIEPaTypy
[100, 219] u ee ¢yHKIMS TpU 3TOM, BEPOSITHO, CBS3aHA C IPEIOTBpAICHUEM
pa3BuTHs okucauTeabHOro crpecca [71]. C ucnonab3oBaHHEM 3€IICHBIX JIUCTHCB
MIIIEHUIBI, HO HE HW30JIMPOBAHHBIX M3 HUX MUTOXOHApPUA, OOHapyXeHa MpsiMas
KOppEJSLUS MEXIY COJIepKaHUEM caxapoB B Cpelle MHKYOalluh U CKOPOCTHIO
JBIXaHWS, W BKJIAJIOM B JIBIXaHHE ITUAHUI-PE3UCTCHTHOTO aJIbTEPHATUBHOTO MYTH
npu 22 °C [68]. B 10 e Bpems o cBsizu pyHKImoHupoBanus AQO, Tak ke Kak H
HAJI(®)-H-JAI II tuma c conmepkaHueM caxapoB B KIETKax IN VIVO B yCIOBHSX
JENUCTBUSL HU3KUX TEMIIEpaTyp Ha pacTeHUs JTaHHbIX HeT. Tak *e OTCYTCTBYIOT

cBeAIeHUs O compsbkeHHOCTH QyHkunoHupoBanusi AO ¢ HAJI(®)-H-AI' II tuna B
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ATUX YCIOBUSX, XOTS COXPAHEHHUE CITOCOOHOCTH MUTOXOHIPHIA U3 TeTePOTPOPHBIX
TKaHEW pAaCTEHU OKUCIATh «BHemHUNW» HAJI'H npum pgelictBuM HU3KUX
temneparyp [103, 170, 232], xak npeamnoaaraeTcs, sBJISeTCS BaKHBIM (JaKTOPOM B
MEXaHHU3MaxX XOJIOJI0- U MOPO30yCcTOMUMBOCTH. Takum oOpa3om, aHAIN3 HAyYHOU
JUTEpaTyphl BbISIBUIA, uTo (yHkiuonupoBanue AO u HAJI(®)-H-AI' Il tuna B
pPaCTUTENBHBIX MHUTOXOHAPUAX KaK TreTepoTpodHBIX, Tak U (POTOABTOTPOGHBIX
TKaHEW MPHU XO0JIOJOBOM 3aKaJlMBAaHUU HE JOCTATOYHO M3YyYE€HO, HE BBIICHEHO KakK
M3MEHEHHUE YTJIEBOJHOTO CTaTyca MPH XOJIOJOBOM 3aKaJIMBAaHUU PACTCHUN BIUSET
Ha aKTUBHOCTh MUTOXOHJPUN M MUTOXOHAPUAIBHBIX CHUCTEM, HECOMPSHKEHHBIX C
cunte3oM ATO.

B cBsi3u ¢ 3THM, LeJIBI0 HACcTOSIIEH PaOOThI SIBUJICSI CPABHUTEIHHBIN aHAIIN3
(YHKIIMOHUPOBAHUS aJlbTEPHATUBHOM OKCHJIa3bl U POTECHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-nerunporenas B MUTOXOHAPUSIX STHOJIUPOBAHHBIX U 3€JICHBIX MTOOETOB
O3MMOM TIIECHUIIBI TMPU XOJIOJOBOM 3aKajJMBAHUU W BBIACHEHUE BO3MOXHBIX
MEXaHU3MOB PETYJIAINU UX aKTUBHOCTH.

B 3amaum nccienoBaHust BXOAUIIO!

1) W3YUYUTh napaMeTphl HU3KOTEMIIEPATYPHOTO 3aKaIMBaHUs
(uHTUOMpOBaHUE pOCTa, CHUHTE3 JETHAPUHOB, COJEPKAHHE BOJOPACTBOPUMBIX
VIJIEBOJIOB) W MOPO30YCTOMYMBOCTH STHUOJMPOBAHHBIX UM 3€JEHBIX PACTECHUM
03MMOM ITIICHUIIBI,

2) u3yunTh (YHKIIMOHUPOBAHWE AIbTEPHATUBHON OKCHZIa3bl M POTECHOH-
HeuyBcTBUTENbHBIX HAJ[(®P)-H-neruaporena3 B MUTOXOHAPUSIX M3 MOOETroB
ATUOJIMPOBAHHBIX MPOPOCTKOB, 3TUOJUPOBAHHBIX U 3€JICHBIX JMCTHEB O3UMOMU
TIIICHUITBI;

3) mpoBeCTH CPaBHUTEIbHBIN aHaIn3 (QyHKIMOHUpPOBaHHS AQO M POTCHOH-
HeuyBCcTBUTENbHBIX HAJ[(®D)-H-meruaporeHa3 B MUTOXOHAPUSIX €3 IMOOETOB
ATUOJIMPOBAHHBIX TMPOPOCTKOB, STUOJUPOBAHHBIX M 3€JICHBIX JIUCTHEB O3UMOM

IIICHUIBI IIPHU 3aKaJIMBAHUHA K XOJIOAY,



4) ouenuts 3aBucuMocTh pynkunonupoanus AO u HAJI(®)-H-AT Il tuma
B MHUTOXOHJpPUAX W3 JHMCTHEB O3UMOM MIICHUIIBI OT YCIOBUH OCBEIICHHOCTH U
00€eCIeYeHHOCTH caxapaMu IpH JIeHCTBUM HU3KON TeMIIEpaTyphl;

5) mpencTaBUTh BO3MOXKHBIE MEXaHH3MBI PETyJsuu akTuBHOCTH AO u
HAJI(®)-H-AI' Il tTuma B MUTOXOHAPHUAX TeTEpOTPODHBIX U (HOTOABTOTPOPHBIX
PaCTUTENBHBIX KIJIETOK.

OcHOBHBbIE MOJIOKEHUSl, BBIHOCHMMBIC HA 3allIUTYy

1. HTeHCUBHOCTb [IbIXaHHSI MUTOXOHAPUA B TKAHSIX O3MMOW MIIECHULIBI
ONPENEIAECTCS COAEPKAHUEM BOJOPACTBOPUMBIX YIrieBoAoB. OT coxepkaHus
BOJOPACTBOPUMBIX YIJIEBOAOB B JUCThSIX, HE3ABUCUMO OT THIA TKaHU ((hOTOABTO —
WIH TeTepoTpo(dHast), 3aBUCUT (PYHKUHOHHUPOBAHUE aJbTEPHATUBHOM OKCHA3bl,
«BHYTPEHHUX» W  «BHEIIHHX» pOTEHOH-HeuyBCTBUTENbHBIX  HAJI(D)-H-
JEruAporeHas Kak B KOHTPOJIBHBIX YCIOBUAX, TaK U IIPU XOJIOJ0BOM 3aKAJIMBAHUM.

2. AnprepHaruBHasg okcuaaza u «BHewHss» HAJ[-H-nermaporenasa
YYaCTBYIOT B IOBBIIIEHHWH MOPO30yCTOMYMBOCTH O3UMOM MNEeHHNbl. OgHON u3
GyHKIIMN  albTEpPHATUBHOW OKCHJa3bl TMpPU HU3KOM TeMIiepaType sBISETCS
cHrkeHne ypoBHs ADK.

3. MexaHu3Mbl pEryisiliMM aKTUBHOCTH aJbTEPHATUBHOM OKCHIA3bl U
poreHoH-HeuyBcTBUTENbHBIX HAJ[(®)-H-nerunporenas B MUTOXOHJIPHUSX O3UMOM
MIIEHALBI TPHU XOJIOAOBOM 3aKaJMBAaHMM ONOCPEAYIOTCS BIMSHHUEM CBETa U
JOCTYITHOCTBIO CYOCTpaToB JJIsl ABIXaHUSI MUTOXOHIPHIA.

Hayuynas HoBu3Ha. l3ydyeHO (YHKIIMOHMpOBAaHHWE B HW30JUPOBAHHBIX
MUTOXOHAPHUSIX PACTEHUN O3UMOM IMIIEHHULIBI, BBIPAILIEHHBIX B TEMHOTE U HA CBETY,
anbTepHaTuBHOM Ookcunaasel U HAJI(®)-H-nermaporenas |l tuna, onpeneneHo ux
y4acTHE B MEXAHU3MAaX IOBBIIIEHUS MOPO30YCTOMYMBOCTH U MPEIIIOKEHBI
BO3MOYKHBIE IIYTU PETYJISILIUU UX aKTUBHOCTH MPHU JEHCTBUN HU3KUX TEMIIEPATYD.

YCTaHOBIIEHO, YTO caxapo3a HWHIAYLUPYET CHUHTE3 HU3KOMOJIEKYJSIPHBIX
neruapuHoB (¢ Moia. Maccamu 18 u 24 kJ/I) B JHUCTBAX O3UMOM MIICHUIIBI
HE3aBHCHUMO OT TeMIIepaTypbl 00pabOTKH (KOHTPOJIbHBIE YCIOBUS HIIA XOJIO0J0BOE

3aKaJliBaHue) U THMA TKaHu (PoToaBTO- MK rerepoTpodHas).
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[TokazaHo, 4TO MPH XOJOJOBOM 3aKaJUBAaHUU B MOOErax 3THOJUPOBAHHBIX
IIPOPOCTKOB  O3UMOM IIIICHMIBI IIPOMCXOJAUT YBEJIMYECHUE COJACpPKAHUA B
MUTOXOHIPHSX aJbTEPHATUBHON OKCUAA3bl U CHU)KEHHE aHTUMHIVH A-3aBUCUMON
renepaunn ADK.

BnepBele ¢ HUCHOJIB30BAaHUEM  MUTOXOHAPHUM,  OYMILIEHHBIX U3
ATUOJIMPOBAHHBIX W 3€JIEHBIX JINCTHEB O3MMON MIIECHUIIBI, BBIABJICHBI CXOACTBA U
pa3nuyus B aKTUBHOCTH pOTEHOH-HEeuyBCTBUTENbHBIX HAJI(®D)-H-gerunporenas B
¢oTtoaBTO- M TeTepoTpopHBIX  TKaHAX  pacteHud.  [lokazano,  4TO
(YHKIMOHUPOBAHUE ATbTEPHATUBHOM OKCHAA3bl U POTEHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-neruaporeHa3 B MHUTOXOHJPHUSX JIMCTHEB 3aBHCHT OT YIJIEBOIHOTO
craryca. BBICOKOE colep)KaHHE BOAOPACTBOPUMBIX VYIVIEBOJOB M  BBICOKAs
aKTUBHOCTHh B MUTOXOHAPHSAX aJbTEPHATUBHOM OKCHIa3bl U «BHewmHe» HA/[-H-
JEruAporeHaspl Ipu JACHCTBUM HU3KHUX TEMIIEpPaTyp SBIAIOTCA OJHUMMU U3
MEXaHHU3MOB IIOBBIIIEHNS] MOPO30YCTONYMBOCTH O3UMOM IIICHULIBI.

Teopernueckasi ¥ NpakTHYecKasi 3HAYUMOCTb padoTbl. [lomyueHHbIE
JAHHBIE  PACIIUPAIOT  COBPEMEHHBIE  MPEACTAaBICHUA O  MEXaHU3Max
(GYHKUMOHUPOBAHUS W peryasiuud HeQocQOopuIMpyromux NTyTel TpaHcnopTa
AJIEKTPOHOB B JIBIXATEJIbHOM LENMU MUTOXOHAPUN PACTEHUN U POJIM MUTOXOHIAPUU
B Ipolieccax aJanTaluu (pOoTOaBTO- U TeTePOTPOPHBIX PACTUTENBHBIX KIIETOK K
HU3KUM Temmeparypam. Marepuanbl JUCCEPTALMH MOTYT OBITh MCIOJIb30BaHbI B
0o0pa30BaTeNbHBIX M HAayYHO-HCCIEAOBATEIbCKUX YUPEXKICHUAX IO MPOPUIIIO
paccMaTpruBaeMOM TUCCEPTALUH.

Cesa3b paldoThl € IUIAHOBBIMH  MCCJICJIOBAHUSIMM M HAYYHBIMH
nporpammamu. VccnenoBanusi npoBogwinck ¢ 2011 mo 2014 rr. B pamkax
teMatuyeckux mianoB HUP naboparopun dusnonoruueckoit renetnku CUOUBP
CO PAH no mnpoekram @OHU VIA49.1.1. «MonekyisapHble MeXaHU3MBbI
B3aMMOJICUCTBUS HH(POPMAIMOHHON M HDHEPreTUYECKOW CHUCTEM KJIETOK TMpHU
cTpecce, M3y4yeHHUE MEXAaHU3MOB YCTOMYMBOCTUM PpACTEHUH K aOMOTUYECKUM
cTpeccaMm;  pa3paboTka  (U3HOJOTO-OMOXUMUYECKUX  KPUTEPHUEB  OILCHKHU

noiuMoppu3Ma yYCTOMUMBOCTH PpPACTEHUM K HeOJIarompusTHeIM  (akTopam
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BHenHer cpenbl» (Ne roc. peructparuu 01201056460) u V1.56.1.1. «M3yuenue
TeHETUYECKUX U (PU3UO0JIOT0-OMOXUMUYECKUX MEXaHU3MOB POCTa U YCTOWYMBOCTHU
pacTeHUM Tmpu (QUIyKTyaluusx BHEIIHUX YyciaoBui» (Ne roc. perucrtpamuu
01201353693), npu momnepxke DI «Hayuneie u HaydHO-TIEIArOrWYeCKHe
KaJpbl MHHOBaIMOHHOW Poccum» (Ne 2012-1.1-12-000-2008-6400) (2012-2013
rT.) u rpadTa POOU (Nel12-04-16138 Mo6 3 poc) (2012 1.).

JlnuHoe  ywyacrume  aBTopa. Jlucceprauus =~ HamucaHa — aBTOPOM
CaMOCTOSATEIBHO. B JUCCEPTALIMOHHON pabore HCIIOJIb30BaHBI
DKCIIEPUMEHTAJIbHbIE MaTepuaibl, IOJYyYEHHbIE JHMYHO AaBTOPOM, a TaKKe
COBMECTHO C COTpYJIHHMKaMH Jaboparopuu ¢usunosornyeckoi renetuku CUOUBP
CO PAH. ABTOp JHMYHO NPUHUMAJ yYacTHUE B IJIAHUPOBAHHHM U TMPOBEICHUU
HKCIIEPUMEHTOB, B CTaTUCTHYECKOW 00paboTKe, O00OOIIEHHH M WHTEpHpETaluu
MOJIYYCHHBIX JIAHHBIX, a TaKK€ B HAMHCAaHUM CTaTei, OMyOJUKOBAHHBIX TIO
pe3ysbraTtaM paboThl.

Anpobauusi padorel. Pe3ynbraThl ucciaeoBaHUM ObUIM TPEACTABICHBI U
00CYKIaJIMCh HA POCCUMCKUX U MEXIYHAPOJIHBIX Che3aX U KOHPEpEeHIUAX, B TOM
gucie: FEBS Congress «Mechanisms in Biology» (St. Petersburg, 2013), FEBS
EMBO Conference (Paris, 2014), VII Cse3ne Bcepoccuiickoro o0riectsa
¢busunonoroB pacrenuii (Hwmwxuauit Hosropon, 2011), 2-oif mexmayHapoaHON
KoH(pepeHunnu «l'eHeTHKa, reHOMUKa U OuoTtexHosnorus pacrenuit» (MpkyTck,
2012), VI Bcepoccuiickoit KOH(pEpeHIMH MOJOABIX yueHbIX «CTparterus
B3aUMOJICMCTBUST MHUKPOOPTaHU3MOB M PACTEHUHM C OKPYXKAIOIIEH CPEAOK»
(CapatoB, 2012), Bcepoccuiickux Hay4yHbIX KOH(pepeHuusx «DakTopbl
YCTOMYMBOCTH PACTEHUN B DKCTPEMAIBHBIX MPUPOIHBIX YCIOBUSX U TEXHOTCHHOU
cpene» (Upkyrck, 2013) u «MexaHu3Mbl peryiasiquu (QyHKIUN pPacTUTEIbHBIX
opranemm» (Upkyrck, 2014), a takxke Hayunbix ceccusix CUOUBP CO PAH
(Upxytck 2012, 2014).

Iyonaukanuu. [To Teme quccepranuu onyoiukoBaHo 17 HaydHbIX paboT, B

TOM unciie 4 cratbu B )KypHanax u3 [lepeuns BAK PO.
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Crpykrypa u o0bem paborbl. JlucceprannoHHass padoTa COCTOUT H3
CIHMCKA COKpAaIlleHUs, BBEACHUsS, 0030pa JIHUTEpaTypbl, OMHCAHUA OOBEKTOB H
METOJ/IOB UCCJIEIOBAHUSI, PE3YJIbTATOB UCCIEIOBAHUS, X 00CYX/ICHHUSI, BEIBOJOB U
CHHCKa JUTEpaTyphl, BKIoyaromero 232 HauMeHOBaHUs, B TOM uucie 178 Ha
WHOCTpaHHOM s3bike. PabGorta um3nokena Ha 178 crpaHunax ManIMHOMKMCHOIO
TEKCTa, COJACPKUT 37 PUCYHKOB U 4 TaOJHIIBI.

BbaaronapuocTu. ABTOp BbIpa)kaeT TIyOOKYyIO CepACYHYyIO O0JaroaapHOCTb
HAay4YHOMY pyKoBoauTento 1.0.H., goueHty O.M. ['paGenbHbIX 32 BCECTOPOHHIOIO
MIOMOILlb, LIEHHBIE COBETHl U PEKOMEHJIALNH, a TAKXKE COTPYIHHKAM J1JabopaTopuu
¢usnonornyeckor renetuku CHUDOUBP CO PAH n.6.H., pounenty T.IL
[ToOexnMOBON 3a ILIEHHBIE COBETHl M PEKOMEHJAIMU U BeA. TexHosory H.A.
KoposieBoii 3a momollp B NPOBEICHUHM HKCIEPUMEHTAIBHON paldoThl. ABTOp
OnaromapuT 3aBejaytolero Jiadboparopueit ¢pusznonornyeckoi renetuku CUOUBP
CO PAH n.6.H., npodeccopa B.K. BoiiHukoBa 1 BeCh KOJUIEKTHUB JJaOOpaTOPUU 32

TEIJI0€ OTHOILIEHHUE U MOPAJIbHYIO MOAJAECPHKKY.
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1. OB30P JIMTEPATYPBI

1.1. OBIIUE INPEACTABJIEHUA 0 INPOLECCAX
®OTOCHUHTE3A U JILIXAHUSA B KJIETKAX PACTEHUI

@DOTOCHHTE3 W JbIXaHWUE SBJSIOTCS OCHOBHBIMH MYTSAMH YTIAEPOTHOTO U
SHEPreTHYECKOro MeraboiauaMa B pacrenusx [23, 35, 219]. [us mporeccos
dboTocuHTE3a, B pe3yibTaTe KOTOPHIX IPOUCXOJUT OOpa3oBaHUE CaxapoB H
BbICBOOOXKIeHUE O,, HeoOxomumbl cBeToBas dHeprust, CO, u H,O. O6pa3yembic B
npouecce (OTOCHHTE3a caxapa MCIOJNb3YIOTCS B IPOLECCe JIbIXaHUs s
MOJIICpKAHUST pOocTa M Il 00pa3oBaHWsI BOCCTAHOBUTENBHBIX IKBHUBAJICHTOB U
AT®. B nporiecce npixanusi BeiceoOoxaaercss CO,, a O, BOCCTaHABIMBAETCA 0
H,0 [11, 23, 35].

bnarogaps poTocuHTETHYECKHM peaklusM PaCTCHHS TMOTJIOMIAIOT SHEPTHUIO
COJTHEYHOTO CBETa U MCHOJIB3YIOT €€ JUIsl CUHTE3a OPraHUYECKUX COECTUHEHUM U3
Heopranuueckux Mojiekys (CO,) u moHoB (HUTpaTt, cyiabdar) [46]. DoTtocunTe3
MPEACTABIICH JBYMsI JTallaMHd — CBETOBBIM M TEMHOBBIM. (CBETOBOW 3Tall
CBETO3aBHUCUM U BKJIFOYAET B ceOsi: 1) MOIIOIIEHUE SHEPTHH COJIHIIA TUTMEHTAMU
(anTeHHBIX) cBeTocoOmparommx komiuiekcoB (CCK), 2) npeoOpa3oBaHue dHEPrHU
¢doroHOB peaknnoHHbIME LeHTpamu ¢orocuctembl | (PC 1) u dporocucremsr Il
(®C 1) u 3) tpancnopt 3nekrponos nmo ITI] xmopormnactos [46].

DOTOCHHTETUYECKHNE TUTMEHTHl MEMOpaH THJIAKOUJIOB (MX OOJbIIAs 4acTh)
HaxoJATCA B (hopMe MUTMEHT-OENKOBBIX KOMILIEKCOB, KOTOphie BKItouaoT CCK,
conpsbKeHHbIH ¢ peakiuoHHbIM 1eHTpoM DPC [23]. B cocraB CCK Bxomst
MOJIUTIICHITHIBI, C KOTOPBIMH CBsA3aHbI XJI0poduiuIbl a (Xi-a), xnopoduiier b (Xi-
b), kcantobwrasl u Kapotuubsl [46]. IlepBUYHBIM JOHOPOM 3JEKTPOHOB
peakuuonnoro neHTpa OC |l susercs numep Xi-a ¢ MAKCUMYMOM TOTJIOIICHHS
680 1M, 1 ero anteHHa coaepkut detbipe ocHoBHBIX CCK (CCK-II a-d), mpu sTom
CCK-ll-b siBnseTcst OCHOBHBIM KOMIIOHEHTOM, T.K. Ha HEM pacIoyiokeHo 67%
Bcero xnopodwmmia antenusl ®C 1l [23, 46]. YV peakumonnoro nenrpa ®C |

INCPBUYIHBIM JOHOPOM DJJICKTPOHOB ABJICTCA JIHUMCP X1-a ¢ MAaKCUMYMOM
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norsomiernst 700 am [23, 46]. @C | conmepxxut menbine CCK, wem ®@C I, HO ee
CCK cxomnbl ¢ takoBeiMu @®C Il [46]. OT akTHBHOCTH TPOTCHHKHHA3 U
OKHUCJIUTEIIbHO-BOCCTAHOBUTEIHHOTO COCTOSIHUSI KOMITOHEHTOB
dorocunTernueckoit DTL] 3aBUCHT mepepacnpesieieHue HEPrUH CBETa MEXIY
®C uepes BozamokHocTh CCK 1 cBsi3zpiBaThes ¢ OC | [23].

KoHeuHbIMM TpOJyKTaMH CBETOBOTO JTana (OTOCHMHTE3a SBISIOTCS
HAJI®'H u AT®, xoTOpble pacXOAylTCs B PEakUUAX TEMHOBOW CTaauM s
cuHTe3a yrieBojoB [46]. B oTiauume OT CBETOBOro »Tama Ui HPOTCKAHUS
TEMHOBBIX PEaKIMil CBET HE HYKCH, B ATHX PEAKIUAX MPOUCXOIUT aCCUMUIISAIUS
CO, B mnwmkme KampBuna ¢  oOpazoBammem Tpuoszodochara —  3-
dbochormunepunoBoro anpaeruaa (OI'A). Hukn KanpBuHA yCI0OBHO HenAT Ha
YEThIPE CTaJuu: 1) KapOOKCUJIMPOBAHHUE, 2) BOCCTAHOBJICHUE
dochormunupunoBoit  kuciotel  (PI'K), 3) pereneparus pudynoszo-1,5-
ouchocdara (Pybd) u 4) cunrte3 yrieBoAHBIX MpoaykToB (oTocuuTe3a. Cramus
KapOOKCHJIMPOBAHMS XapakTepu3yeTcss peakiusmu mnpucoenunernss CO,
JTMEHOJbHON dbopme Pyb® c oOpa3zoBaHUEM OI'K.
Pubyno3obuchocharkapbokcunaza/okcurenasa (Pybucko) — dhepmeHT
HETOCPEJCTBEHHO KaTanusupyromuii peaknuto ¢ukcanun CO, [46]. Ha Bropoii
cranuu 1ukia KameBuHa mnpoucxoaut BocctaHoBieHue DPI'K go PI'A ¢
ucnonb3zoBanueM AT® u HAJI®-H, o0pa3oBaHHBIX B CBETOBBIX pEaKUUAX
dotocunrteza. Ha tpetneit craguu nmukna Kanssuna ®I'A mpeobpazyercst B Pybd.
Perenepanus Pyb® neobxomuma niis toro, uto Pyb® BHOBH MOr y4acTBOBaTh B
¢ukcarmn CO,. U3 mectu monekyn PI'A narb MONEKysl HCHOJB3YIOTCS B
perenepanuu Pyb®, a oqHa NOKMAAET UUKI U UCIIOIB3YETCS B UETBEPTOU CTAJAUU
nukia KaneBuHa s cuHTe3a yriaeBogoB. U3 ®I'A u pocdoanokcuaierona nosu
JIEUCTBUEM allbJI0JIa3bl MPOUCXOAUT CHHTE3 (pykT030-1,6-mudocdara. 3atem us
bpykT0o30-1,6-1rdochaTa MoryT 00pa3oBBIBATHCS caxapo3a uin Kpaxma [23].

VYTriekucnblii ra3 U KUCIOPOJ CIOCOOHBI KOHKYPUPOBATH APYT C JIPYrOM B
KaTaIMTUYECKOM  1eHTpe PyOucko, mo3ToMy 3TOT  (EpPMEHT  MOXKET

KaTtanu3upoBath JBa mpouecca ¢ Pybd: kapGokcunmpoBats — ¢ukcamus CO,
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(muxn KambpBuHA) W OKCHUTeHHMpOBaTh — MmoOoudHas peakiusa — ¢ukcarus O,
(poronprxanue) [46].

B peaknusax Qoroasixanus npoucxoauT okucieHue Pybd no ®I'K u
dbochormukoaeBoil KUCIOTHI. 3aTeM U3 (HOCHOTITUKOICBON KUCIOTH 00pa3yroTCs
AMUHOKHUCIIOTHI, a B X0Ji¢ peakiui 3tux npespamieHuil Boigensercs CO,. Takum
o0Opa3oM, B mpornecce (pOTOAbIXaHUS MPOUCXOAUT moriyomieHrue O, U BbIIEICHUE
CO,. dortonmprxaHwe OCYIIECTBISACTCS C YYaCTHEM TPEX OpraHeil KICTKH —
XJIOPOILIACTOB, MEPOKCHCOM M MuUTOXOHApuil [23, 46, 183]. OOpa3oBaHHBI B
XJIOPOIUTIACTaX TIMKOJIAT MOCTYMaeT B MEPOKCHCOMBI, TJI€ META0OIU3UPYETCS 10
[IUIOAHA, KOTOPBIM MOCTynaer B MUTOXOHApUU. C MOOMONIIBIO peakiuin
TJIMIUHIEKapOOKCUIIA3HOTO  KOMIUIEKCA, PACHOJIOKEHHOT0 B MHUTOXOHJIPUSX,
MPOUCXOIUT OOpa3zoBaHue cepuHa U BbiaeraeHue CO,. 3aTeM CEepUH MOXKET
MOCTYIATh B MEPOKCUCOMBI, TJI€ MPETEepIIeBaeT PsiJl U3MEHEHUI 0 00pa30BaHUs
®T'K, unu ocraBatbcs B MUTOXOHApHUsX [23, 46, 183].

B kneTkax pacTeHuii IHOKO3a MPETEPNEBAET PAl OCHOBHBIX NMPEBPAILCHUM:
1) 3amacaercsa B BHZE€ caxapo3bl WM TMOJHMCAXApPUIOB; 2) 3a CYET TJIMKOJIHM3a
OKHUCIIIeTCS A0 mupyBaTa ¢ oOpazoBaHueM AT® u pa3nUUHBIX UHTEPMEIAUATOB,;
3) B peakiusx NeHT030(ocHaTHOTO MYTHU JbIXaHHUS OKHUCISETCS 10 pubd030-5-
dbocdara, KOTOpBIM HEOOXOAUM JJIsi CHHTE3a HYKJIEHMHOBBIX KucioT u HAJID-H
[27, 35].

['mukonuTHYecKue TMpeBpalieHus YriieBooB (Tinukoiu3), mukia Kpebca u
IIUTOXPOMOKCHAa3Has IIeMb TPAHCIIOPTa 3JCKTPOHOB — OCHOBHOMW MYTh JBIXaHUS
muctbeB [35]. I'mukonam3 — mporecc aHa’poOHOro pachajga IIFOKO3bI 10
oOpa3oBaHus TIUpyBaTa, UAYIIUNA C BBICBOOOXKICHHEM HSHEPTHHU, YaCThb KOTOPOU
3anacaercs B Bune AT® u HAJI-H [27].

['nukonu3 mpoTekaeT B TpH dTama: 1) TMOATOTOBUTEIbHBIA  ITal
(o6pazoBanue ¢pykTo30-1,6-6uchocdara, xkoTopwiii pacmieruisiercs Ha OI'A u
dochoanokcuarneron); 2) mepBoe cyodcrparHoe ¢ochopunupoBanne (u3 OI'A
obpazytorcs HAJI-H, AT® u ®I'K); 3) BTopoe cybcTpatHoe dochopumupoBanme

(cunTe3 AT® nipu nepenoce ocrarka GochopHoit KucaoThl ¢ pochoeHonmupyBaTa
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Ha AJI® wu oOpa3zoBanue mnwmpyBata) [23]. 3arem oOpa3oBaHHBIH B
TIMKOJUTUYECKUX PEAKIUSIX MUPYBAT U3 IUTOIIA3Mbl OCTYIAET B MUTOXOHPHH,
rae okuciasiercss a0 CO, um H,O [35]. OnmHako KOHEYHBIM MPOIYKTOM
TJIMKOJINTUYECKUX PEaKIMii MOXET OBbITh HE TOJhKO NHPYyBaT, HO W Maar,
KOTOpBbIN 00pa3zyercst u3 okcajoarerara. Mamar 100 OKHUCIAETCS C MOMOIIbIO
MajaTAeruaporeHasbl J0 OKcajoalerara, Ju00 C TOMOIIBI0 MaJMK-IH3UMA
JNEKapOOKCUIIMPYETCS 10 MUpyBaTa, 3aT€M OKCaloaleTaT WM NUPYBAT MOCTYHAKOT
B ki Kpebca [23]. Okucienue nupyBara 10 anetuia-kosuzuma A (aretuin-KoA)
u oOpazoBanne HAJI-H npoucxonut B MaTpUKCE MHUTOXOHIPHA C ydacTUEM
nupysaraeruaporeHaznoro kommiekca (IIJIK). 3arem anernn-KoA Bcrymaer B
peakuuu 1ukia Kpebca, B3aumMonelcTBys ¢ okcaioarietatoM. B Xxone peakiuii
nukina Kpedca npoucxoaut obdpazoBanue HAJ[-H, HAJI®-H, ®AJI-H,, kotopsie
OKHCJISIOTCS (PepMEHTAaMU JIbIXaTeIbHOW e MUTOXOHApHit [35].

KoMnoHEHTbI ~ OCHOBHOM  JBIXaTE€IbHOM  LENM  MPEJICTAaBICHBI 5
kommuiekcamu: HAJ[-H: yOuxunoH-okcumopeaykTaza (koMmiuiekc [), CyKIuHaT:
yOuxuHOH-OKcuaopeaykraza (xkomruiekc II), yOuxuuom: uuroxpom  c-
okcunopeaykrasa (komruiekc III), mutoxpom ¢ okcuaasa (komriekc V) u ATO-
cunrasa (komruiekc V) (puc. 1) [100]. TpancnopT 37€KTPOHOB Yepe3 KOMILIEKCHI |,
11 u IV compsikeH ¢ mepeHOCOM MPOTOHOB M3 MUTOXOHJIPUAIBHOTO MaTpHKCa B
MEXMEMOpPAHHOE MPOCTPAHCTBO MHUTOXOHJPHUN, UYTO MPUBOJUT K TEHEpaIuu
TpaHCMEMOPAHHOTO MOTEHIIMaaa MPOTOHOB U cuHTe3y AT® uepe3 ATd-cunrazy
[219].

[utoxpom ¢ okcumaza wiu nuToxpomokcuaaza (IIO) — tepmuHanbHas
OKCHJIa3a IUTOXPOMHOIO IMYTH, KaTanusupyromas BoccTtaHoBienne O, mo H,O
[219]. B no0aBok K OCHOBHOMY LHUTOXPOMHOMY IIYTH TPaHCIOPTa 3JIEKTPOHOB
(LIIT),  compstxkennomy ¢ ¢ochopunupoBanrem  AJlD, pacTutenpHbIC
MUTOXOHJAPUHM HMEIOT aJbTEPHATUBHBIN MNYyTh TpaHcnopra 3aeKTpoHOB (All),
CBSI3aHHBIA C (PYHKIIMOHUpOBaHMEM HMaHUA-pe3ucteHTHOU AO u HAJ(D)-H-AI'
II tuma [56, 100]. ®dynkumonwpoBanue HAJ(D)-H-AI' II tuma mo3Bosser

06X0,Z[I/ITB HpOTOH-TpaHCJIOHI/Ipy}OHII/Iﬁ KOMIIJICKC I NN OKHUCJIATH
17



nutornazmatuaeckuit HAJI(®)-H, a pynkunonuposanne AO — 06X0AUTH IPOTOH-
TpaHcnouupyromue kommuiekcsl 11 u IV [134].

MeXMeMbpaHHOEe NPOCTPAHCTBO

w3
gy ,

MaTpUKC

ATO

Puc. 1. [lpixarenbHas 1ienb, JIOKAJW30BaHHAas BO  BHYTPEHHEH
MUTOXOHJIPHAIEHON MeMOpaHe pacTUTEIbHBIX KiteTok [100].

Obo3nauenua: € —  pOTCHOH-HEUYBCTBUTENbHblE  «BHewHue»  HAJ(D)-H-
JIETHIPOTreHasbl;, | — POTEHOH-HEYyBCTBHUTENbHBIC «BHYyTpeHHHE» HAJ[(P)-H-neruaporenassr,
AO — amprepHatHBHas okcupaza; QHy; — youmxuuonm; Q — yOuxwmHOH; Cyt C — IIHMTOXpPOM C
okcuaaza; I, 11, 1, IV, V — xommiekchb! nbIxaTenbHON 1IeMH MUTOXOHAPHUH.

Ilepenoc nanextpoHoB mnocpenctBom HAJ(D)-H-JT' II tuma u AO He
CONpPSKEH C IIEPEHOCOM IPOTOHOB 4YEPE3 BHYTPEHHIOI MHTOXOHIPHAIBHYIO
memOpany [100].

B knerkax pacteHuil moMumo rimkosn3a u uukina Kpebdca pyHKunoOHHpYyeT
€lle OJMH  BaXHBIM IyTh  OKHCIEHHS  TE€KCO3 —  OKHUCIUTEIbHBIN
nento3opocdatueii myth (IIDII), monst kotoporo He npesbimaer 30% oOuiero
neixanus [35]. TIPIT nporekaeT B HUTOIIIa3Me, MPOIIACTHAAX M XJIOPOIJIACTax B
JIBa dTalla: OKUCIMTEIBHBIA dTall — OKUCIICHUE TIIF0K030-6-hocdara (0Opa3zoBaHue
pubynozo-5-pochara, HAJI®-H u Beinenenre CO;) 1 HEOKUCTUTEIBHBIN 3TaNl —
oOpa3oBaHue TIII0K030-6-(pochara u3 pubyno30-5-pocdara. Xots
sHepreruyeckuil Beixo I1DII Beicokuii, ero pusmosiornueckas poiib 3aKiIr04aeTcs

B TIOJ|JICP)KaHUM IIACTUYECKOT0, a He dHEpreTHudeckoro oomena [23].
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B mocnemHee Bpems B HAy4HOW JHMTEpaType TMOSBISETCS BCE OOJbIIe
JIAHHBIX, CBUJCTEIBCTBYIOMIUX O TECHOM B3aUMOJCHCTBHU XJIOPOIUIACTOB U
MHUTOXOHJIPHI Yepe3 BHYTPUKJICTOYHBIC MyJbl WHTepMeauatoB (puc. 2) [61].
OOpazoBanHble B (OTOCHHTETHYECKHX pEaKIusIX TpuozopocdaTsl 10O
TPaHCIIOPTUPYIOTCS B LUTO301b, TNl MOCTYMAIOT B TIIMKOIU3 C 00pa3oBaHUEM

cyoctpaToB mis 1ukiia Kpebca, 1100 MCHOIB3YIOTCS )1 CHHTE3a caxaposbl [61].

HopmanbHble ycnoBus

"MUTOXOHA

CBeT -y & < - _ 4,
‘ , (o) /ﬁ‘v ;@

L Co N\

NH3
HAH

\
\
\

AKP’L(‘;

KneTtouHbin meTabonuam
W HYXAb! ANA pocTa

Perynayua
3aMbIKAROLLUX
KNEeTOK YCTbUYHOM
en

Puc. 2. B3auMopeicTBue XJIOpOIIACTOB U MUTOXOHAPHA B PACTUTEIHHOU

KJICTKE Yepe3 BHYTPHUKIICTOUHBIC MyJIbl HHTEpMeruaToB [61].

Oébo3nauenun. 1 — nexapbokcuiatHslil Tpancnoptep; 2-OI° — 2-pocdornukonar; 3-OI'A
— 3-dbocpormunepar; AKPL] — aMHHOKHCIOTBI ¢ pa3BICTBICHHBIMH 1emsimu; All —
QIbTEpPHATUBHBIA MyTh JAbIXaHus; Ack — ackopOar; Tan/Il' — L-ramaktono-1,4-
naktouaeruaporenasza; ['JIK — rnmunmunanekapOokcunaszupii komruiekc; ['JI — L-ramakrono-1,4-
naktoH; ['mu — rmumun; Ilup — mupysar; Cep — cepun; T® — Ttpuozodocdar; LIT —
LUTOXPOMHBIN IYTh JIbIXaHMUS.

Tpuozodocdarsl Takke MoryT oOpaszoBbiBaThesa B [IDII xmoporiactoB u
MOCTYyNaTh B peakiuu riaukonusa u nukia Kpeodca [23]. Oxomo 70-95% Bcex
rekco3odocdaroB ruaponusyroTcs depe3 IIJIK u anpaonazy riaukonus3a, B TO
BpeMsi KaK OCTAaTKH OKHCISIOTCS B Tprozodochar uepez [IDIT [161]. Tlpm
BPEMEHHOM  HMHAKTUBAIlMM  (POTOCMHTETUYECKOM  aKTUBHOCTH  MPOUCXOAUT

YCHUJICHHUEC ObIXaTCIbHOI'O MeTabojm3Ma B KIIETKax JUCTa, 4YTO KOMIICHCHUPYCT
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nepumur CO,, HAJID-H, AT® wu npomykroB obOmena [35]. VYcuienue
IBIXaTeILHOTO ~ MeTaboiaM3Ma  TMPUBOAWT K  CTAOWIM3allMd  TEPBUYHBIX
(GOTOXMMHUYECKUX pEaKIMid, JOKAJIW30BaHHBIX B XJIOPOIIACTaX, a TaKXkKe
CTUMYJIHPYET KapOOKCHIIMPYIOIIYI0 aKTHBHOCTH Pybmcko [35]. CoenmHenwus,
obopazoBannbie B IIDII, moryr BKIOuUaThCS B peaknuu Iukia KambBuHa u
yuactBoBaTh B ¢ukcanuu CO, [23]. IIPII GyHKHHOHHUPYET B TEMHOTE, YTO
CIIOCOOCTBYET TOAJICPKAHUIO B XJIOpoTuIacTax Heooxoaumoro ypoBas HAJI®O-H B
OTCYTCTBHH cBeTa [23].

CKOpOCTh JBIXaHWS CHJIBHO 3aBHCHT OT HWHTEHCHBHOCTH (POTOCHHTE3A
(muxra KanpBuna) w Qoronbixanus [183]. Ilpu W30BITOYHOM OCBEIICHHH B
xJjioporiactax oopasyercss MHoro HAJI(®)-H, koroppie MOryT BIMSTH Ha
JBIXaTeIbHYI0 aKTUBHOCTh MUTOXOHAPHA M (DYHKIIMOHUPOBAHUE B HUX POTEHOH-
HeuyBcTBUTEIbHBIX HAJ(®)-H-JAI' u AO [228]. Ot aktuBHOCTH (HepPMEHTOB
nukia KpebOca 3aBucar peakiuu  (HOTOCHHTE3a: OT  (DYHKIIMOHUPOBAHUS
MajaTAeTuaPOreHasbl, pymMapa3bl U CYKIIMHATICTHAPOTCHA3bI 3aBUCSAT IMPOIECCHI
accumuwisiiuu CO,, (QYHKIIMOHUPOBAHUE H3OIMUTPATICTHUAPOTCHA3bl BIMSIET Ha
ypoBenb HAJ[(®)H wu coaepxxkanue (QOTOCUHTETUYECKUX MUTMEHTOB B
XJIOPOILIACTaX, a MUTPATCUHTa3a MOKET UHTHOMPOBATH ACCUMUIIAIIMIO HUTPATOB
[61]. OOnapyxena Baxknas poiab AQ, pazobmiaromero Oenka UCP  (anrm.
“UnCoupling Protein™), a Takxe komIuiekca | 1bIxaTteabHON e MUTOXOHAPUI B
nojepkanuu  poTrocuHTeTHUeCKUX peakiuit  [61, 117, 151]. Kowmmiaekc |
JBIXaTEILHOW IIEMHM MUTOXOHAPHUA HEOOXOIUM IS TOJICPIKaHUS ONTHMAabHON
s pexTrBHOCTH (POTOCHHTE3a, OCOOCHHO KOT/1a aKTUBHBI TTPOLIECChI (DOTOABIXaHUS
[61]. Mamar Bamser Ha CKOpPOCTh (OTOCHMHTETHUECKHUX pEakiuil uepes
accuMusiio CO,, T.K. BBITOJHACT BAXHYIO POJIb B META0OJIN3ME 3aMBIKAFOIIINX
kiaetok ycteuil [46]. Tlpeamosaraercs, YTO yBEIWYEHHAss aKTHMBHOCTh L-
raJlakToHO-1,4-TakKTOHIETUAPOTeHAa3bl MUTOXOHJPHUN TMPUBOAUT K aKTUBAIUU
peakuuii porocunTesa [61].

Takum oOpaszom, mporiecchl (OTOCHHTE3a U JABIXaHUS B PACTUTEIHHOU

KJICTKC B3aHMMOCBA3aHbl MU HM3MCHCHHA OJHOI'O M3 HHX HEN30€KHO IMPpUBOOUT K
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U3MEHEHUSM Apyroro. OCOOEHHO Ba)KHO U3YYEHHE MEXAHM3MOB B3aWMOJECHCTBUS
JAHHBIX IIPOLIECCOB IIPU U3MEHEHHUH YCJIOBHM OKPYXKAIOIIEH CPENbl, B YaCTHOCTH,

IIpU USMCHCHUU TCMIICPATYPHBIX OIITUMYMOB CPCAbI IIPONU3PACTAHU].

1.2. OU3NO0JIOTI'O-BUOXUMHNYECKHUE MEXAHU3MbI
AJJANITAIIUU PACTEHUI K HU3KUM TEMIIEPATYPAM

CHikeHHe TeMmmeparypbl cpeibl OOMTaHUS PACTeHHIl BIUSAET Ha POCT U
pa3BUTHE PACTCHWA W  OTHM  OTPAaHUYMBACT  YPOKANHOCTh  Ba)KHBIX
CEJIbCKOXO3SICTBEHHBIX KYJIbTYp. Huzkue HeOmaronpusiTHpie TeMnepaTypbl MOTYT
MPUBOJNTHh K TOBPEKACHUIO PACcTeHWH W WX ruOenn. CTeneHb MOBPEKICHUS
3aBUCHUT OT TEMITEpaTyphl U MPOJAOKUTEIBHOCTH BO3ACHCTBHUSA, OT BUAA PACTCHUS
U TpeABIYINUX YCJIOBUHM mpouspactanus [21]. VCTOHYMBOCTH TpPaBSHUCTHIX
pacTeHu# K ACHCTBUIO TTOBPEKIAIOIMINX OTPUIIATCILHBIX TEMIIEPATYP MOBBIIIACTCS
Opy  JUIUTEIBHOM JCHCTBUU HEMOBPEKIAIONMIEH HU3KOW TIOJOKUTEILHON U
OTpHUIIATEIBLHON TeMIeparyp, TaKOW IMpollecC MOJMYyYUl Ha3BaHUE «XOJOJIOBOE
3akanmBanue» [17, 44].

[Tox neiicTBMEM HM3KOW TOJOXXHUTEIBHON TEMIEpaTypsl B MeTa0oJIM3Me
pacTeHU TPOUCXOAT PA3IMUHBIE U3MEHCHHSI, COBOKYITHOCTh KOTOPBIX TPHUIACT
KJIETKaM YCTOWYMBOCTh K OOpa3oBaHUIO JibJla U 00e3BOKMBaHMIO. Huskas
TEeMIlepaTypa BJIMSIET Ha TMOTJIONICHHE BOABl U MUTATEIBHBIX BEIIECTB, TEKYUeCTh
MeMOpaH, KoH(pOpMalUiO OETKOB M HYKJIEUHOBBIX KHCJIOT, PE3KO BJIMSIET Ha
KJIETOYHBIH  METa0OJM3M  HEMOCPEJCTBEHHO 4Yepe3 CHIDKCHHE CKOPOCTH
OMOXUMHUYCCKUX peakuii WM KOCBEHHO gepe3 MacITabHOe
nepenporpaMMHpOBaHue dKcrpeccuu reHos (puc. 3) [81, 87, 173, 210].

HaunlGonee cymecTBeHHBIM H3MEHEHHEM MeTa0oIn3Ma MPU  XOJIOJOBOM
3aKaJIMBaHUU SBIIICTCS CHHTE3 CHEIU(DUUSCKUX CTPECCOBBIX OCIIKOB, TIOBBIIICHUE
comepkanus  ¢GochoauMnuIOB MeMOpaH M CTCINEHH HEHACHIIEHHOCTH UX
YKUPHOKHMCIOTHBIX OCTAaTKOB, HAKOIUICHHE KPUOMPOTEKTOPHBIX BermecT [40, 190,
210, 224]. Ilox neficTBUEM HU3KOW TEMIIEPATYPhI TAKXKE MPOUCXOIAT U3MEHEHHUS B

TOPMOHAJILHOM cTaTyce pacteHuit [87, 96], B comepkaHMM aHTHOKCHIAHTOB H
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AKTUBHOCTH aHTHOKCUIAHTHBIX epmeHTOB [120].

Anantanus AnanTanous
doTocHETE3A AbISAHAS i
TOPMOHATHOTO
cTaTyca
TopMoKeHHe POCTOBBIX
TpoNeccoB
\ V3MeHeHAs B IKCHPeCCHH TeH0B
/ H CHHTe3e 0e/JIK0B
Ha(:(fiu;:ne Xo71010B0€
AT 3AKATHBAHHE

™ H3MeHeHHS B CTPYKTYpe

/ \ K.1eTOUHBIX MeMOpaH
Haxomienne

KPHOIPOTeKTOPHBIX H3MeHeHHS B AKTHBHOCTH
CoeJHHEeHHH i (pepmenToB
Haxomienne AGK
H AKTHBAIHA AHTHOKCHIAHTHBIX
(pepmenTOB

Puc. 3. M3MmeHneHus B MeTaboOIM3MeE DPACTUTENBHBIX KIETOK B IpOIECCe
XO0JIOJIOBOTO 3aKAIMBAHUSL.

VY pa3snuYHBIX PACTUTENIBHBIX BUIOB YCTOMYMBOCTHh K HU3KOM TeMIepaType
IPOSIBISIETCS. MO-Pa3HOMY M 3aBUCUT OT INEPENPOrpaMMHUPYEMON 3KCHPECCHU
T'CHOB, KOTOpasi U3MEHsET UX (PU3UOJIOrHIo, MeTaboau3M u pocT [81]. B ycrmoBusix
HU3KOM  TeMiepaTypbl  MPOMCXOAMT  MHAYKIUS  DKCOPECCHMH  T'€HOB
xosjonoperyaupyembix OenkoB (COR-renos, anrir. “Cold Regulated”) [173].
Hekotopbie pacTBOpHMBIC caxapa, akTuBHbIC (GopMmbl kuciopoga (ADK) wu
doTocuHTETUYECKHE META0ONUTHl BBICTYNAIOT KAaK CHTHAJIbHBIE MOJIEKYIIHI,
KoTopele Moryt peryaupoBatrh skcrpeccuio COR-renoB [110]. Uupyknums
skcrpeccun COR-reHOB MOXET MPOUCXOAUTH Yepe3 TPAHCKPUIIIIMOHHBIE KaCcKaIbl
nyTei, 3aBUCUMBIX M HE3aBUCUMBIX OT abcim30Boit kuciaotsl (ABK) [39, 110]. Ipu
Hu3kon Ttemreparype A®K wMoryr akTHBUpOBaTh MUTOI€HAKTHBUPOBAHHBIN
NpOTEeMHKWHA3HbIN Kackan (MAP-kunHasueni kackan) (AtMEKK1-AtMKK?2-

AtMPK4/6), xotopblii perynupyer YCTOMUMBOCTh pACTeHHM K  HHU3KUM
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OTPHIIATENIFHBIM TEMIIEpaTypaM U JpyruMm crtpeccoBbiM (akropam [80]. ADK
MOTYT BBICTYNaTh B KayeCTBE CHUTHAIBHBIX MOJEKYN U IMEpenporpaMMHUpPOBATH
OKCIIPECCHUIO TEHOB, BEPOSTHO, MTyTeM MU3MEHEHHSI KOHIICHTPAIIMA HOHOB KaJIBIIHUS U
AKTHBAIIMHA COOTBETCTBYIOIIMX TPAHCKPHUIIIMOHHBIX (hakTopoB [81]. [luTo30MbHBIIH
Ca”" BimsleT Ha PKCIIPECCHIO TEHOB TPAHCKPHIIIMOHHBIX (akTopoB CBFS (aHrL
“C-repeat binding factors”) u COR-resoB npu XosogoBoM 3akanuBaHuu [81].
Tpauckpurmonnsie gaktopel CBFS, DREB1 (anrn. “Dehydratation-responsive
element binding factor’) m ICE1l (amrn. “Inducer of CBF Expression 17)
yuacTtBytoT B peryisinun AbK-ne3aBucumoit sxcnpeccun COR-renos [110, 135].
XoJio10BoM cTpecc nHayuupyer MAP-kuHa3HbIA Kackaa, HO MOJICKYJISIpHAs CBSI3b
MEX/y KHHA3aMU W TPAaHCKPUILMOHHBIMH (AKTOpaMU OCTaeTCs 10 CHX IOp
HensBecTHOW. ICE1-CBF3/DREBIA TpaHCKpUNIIMOHHBIA KackKaj — Ba)XKHBIN
KacKaJl B PeryJIsIiH NIepeiaun CUTHAJIOB M X0JI0I0BOM ananrarmu [135].
W3MeHeHus, NOpOUCXOASAIIMEe B MEPHOJ  XOJIOAOBOIO  3aKallMBaHU,
HaNpaBlIeHbl HAa TOJACpPXKaHUE CTPYKTYPHOM IEIOCTHOCTH U (DPYHKIIMOHAIBHOTO
COCTOSIHUSI PAcCTUTEIbHBIX KIETOK K TMOCIEAYIOIIEMY JEHCTBUIO HHU3KHUX

MOBPEXKIAOIINX TEMIIEPATYP.

1.2.1. Anantanusi pacTeHUil K HU3KHM TeMIepaTypaM Ha YpPOBHe
U3MEHEHUN JIMNUIHOM COCTABJAINEH KJIETOYHBIX MeMOpaH, CHHTe3a

CTPeCcCOBBIX 0€JIKOB M HAKOIJICHUSI KPUONIPOTEKTOPHBIX COeIMHEHUMH

Krnerounsle MeMOpaHBbI SBISIOTCS MUIICHSIMHU TEPBUYHOTO BO3EHCTBHUS
cTpeccoBoro ¢akropa M TepBOH JvHHMEHW 3ammTbhl OoT Hero [49]. bnaromaps
MHOro0oOpasuio (yHKIMIA KJICTOYHBIX MeMOpaH (OapbepHas, OCMOTHYECKas,
TpPaHCIOPTHAsA, CTPYKTYypHasi, OMOCUHTETUYECKAs, YHEPTeTUYECKasi, PEIEenTOPHO-
peryJsiTopHasi, CeKpeTopHasi U T.J.), ©I3MCHEHUS B MeMOpaHax MOTYT BJIHSTH Ha
OpoTeKaHue OOJBIIMHCTBA KIETOUHBIX MPOLECCOB 3a CYET HW3MEHEHUH B
MEMOpaHHOM TPAHCIOPTE, CBSI3bIBAHWM WM BBICBOOOXKICHUN (DEPMEHTOB U
PEryIATOPHBIX OCJIKOB, U aKTUBHOCTH MeMOpaHHbBIX (pepmenToB [49, 81, 172, 224].

Casi3aHHbBIEC C TeMIepaTypoit MoaudUKau (GU3NMYECKOTO COCTOSTHUS MEMOpaH U
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OENKOB TPHUBOIAT K M3MEHEHHUIO METa0OJMYECKHX pPEaKIHil M KOHLEHTpaluu
MmeTabonuToB [81].

[Ina3zmatnueckass MeMOpaHa MOXET OBbITh TNEPBUYHBIM  CEHCOPOM
HU3KOTEMIIEPATypHOTO BO3JICHCTBHS 3a CUET M3MEHEHUs ee Tekyuectu [49, 135,
172]. CrpykrypHble MoauduKanud B MeMOpaHax B OoJjbllel CTEHCHH
3aTparvBarOT JHMNUIBI (MIPEKAC BCEro JKUpHbIC KuCOTh) [49]. Jlunumnble
MEAMATOPHI, Takhe Kak (ochaTuaHas KUcIoTa, TU30Pochomunuasl U cBOOOIHBIE
JKUPHBIE KUCJIOTHI BOBJICUEHBI B Iepefady CUTHAJIOB B PACTUTENHHON KIIETKE B
otBeT Ha cTpecc [224]. Ca®" siBisieTcst CTAGMIM3ATOPOM KIETOYHBIX MEMOpaH —
BJIMSIET HA MPOHUIIAEMOCTh MEMOpaH JJIsl IPYTHX MOHOB U PEryIHPYET TPAHCIOPT
BOJIbI, @ TAKXKE €r0 CTAOUIM3UPYIOLIEee AEMCTBUE MOXKET MPOUCXOAUTh U KOCBEHHO
yepe3  CoAep)KaHME  MOJMAMHUHOB, HEOOXOJUMBIX NS  BOCCTAHOBJICHUS
MeMOpaHHO! mnponunatensHocTH [49]. B ycnoBusX HU3KHMX — Temeparyp
FRY1/HOS2 uHosuronmnoiaudpocdar-1-pocharaza  perymupyer  ypoBeHb
IUTO30JIbHOTO  MHO3UTON-1,4,5-Tpudocdara, KOTOpHIA, B CBOIO OYEpPElb,
KOHTPOJIMPYET YPOBEHb LIUTO30JILHOTO Ca* [80]. JleiicTBHe HU3KOI TeMITEpaTyphl
NPUBOINT K BPEMEHHOMY YBEIMUYCHMIO KOHIeHTpaumuu Ca’’ B 1uTo3ole, 9TO
npuBoauT K aktuBanuu COR-renoB [135]. B pe3ysnbrare CHIIBHOTO BO3ICHCTBHS
HEONaronpusITHOM HM3KOM TeMIepaTrypbl KOJMYECTBO MOHOB KallbLUsi B
UTOIJIa3Me  3HAUMTENBHO  YBEIMYMBACTCS, W  MEMOpaHHBIE CTPYKTYpPBI
HapyIalTcs, TaK K€ Kak ¢ (QYHKIHMOHMPOBAHHWE MEMOpPaHOCBA3AHHBIX
depmentos. Tak, H'-AT®d-aza unaktuBupyercs, a Qocdonunassl, Ha060pOT,
AKTUBHPYIOTCS, YTO CTUMYJIHPYET Jerpajaruio MemOpanHbix aunuaoB [40] wu
BBICBOOOKICHUE CBOOOHBIX KUPHBIX KUCJIOT, KOTOPhIE MOTYT CTaTh CyOCTpaToM
st okucnenus [20].

[ToBbIIIEHHE YCTOWYMBOCTH IIJIA3MATHUYECKOW MEMOpaHbl K JCHCTBHUIO
HU3KOW  HEONarompusiTHOW TeMIieparypbl OOYCIOBJICHO W3MEHEHMSIMH B
COOTHOIIIEHUM PA3JIUYHBIX TPYII >KAPHBIX KHUCJIOT JIMIKUJIOB W CTENEHU HX
HACBICHHOCTH/HeHAChIIIeHHOCTH [49]. [lmst Toro 49TOOBI TIpH CHW)KCHHHU

TEMIICPATYPhbI M€M6paHa HC 3aTBCpACBajia, OHAa AOJIKHa COACPKATL AOCTATOYHOC
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KOJIMYECTBO JIMIHJIOB C HEHACBHIICHHBIMU >KHPHOKUCIIOTHBIMU OcTaTkamu [48],
YTO JIeNIaeT ee OoJiee TeKy4Yel Mpy MOHMKEHHBIX TeMIEpaTypax U YBEIUYHBAET €€
npoHHIaeMocTh s Boabl [21]. TlonMHEHACHIIEHHBIC XKUPHBIC KHUCIOTHI MOTYT
CIIOCOOCTBOBATH TMOICPKAHUIO JKUJIKOW KOHCUCTCHIIMH JIMITHIOB, CMEIIAsi TOYKY
nepexojia B TBEPJOC COCTOSIHUE B OoJiee HU3KOTEMIepaTypHyro obmacts [48]. Bo
BpeMs XOJIOJIOBOHM aJamnTaliil TOBBIIIAeTCs oOIee coaepKaHne MeMOpPaHHBIX
JUMHUIOB, 0COOEHHO (OCPaTHINIXOJIUHOB, KOTOpPbIE Y4aCTBYIOT B OOpa30BaHUU
JaMEIUISIPHON CTPYKTYpbhl MeMOpaH, W HaOJIOAAaeTCs YBEIWYCHHE CTCIICHU
HEHACBIIIICHHOCTH JKUPHBIX KUCJIOT MeMOpaHHbIX JmmuaoB [40, 224]. Jlunwumel,
coJiep KaIlie O-THHOJICHOBYIO KHCJIOTY, WTPAIOT PEIIAIONIYI0 POJIb B Pa3BUTHHU
MOPO30CTOMKOCTH  pacTeHWil, TOCKOJIbKY  YBEJIIMYEHHUE  COJCp)KaHUS  O-
JUHOJICHOBOM  KHCJOTHI  TIOBBIMIAET TEKYy4eCTh JUIOUAHOTO OWCIOS U
npenoTBpamiaeT (pazoBoe paszjieliecHHe JIMMOUAOB TMOJ JIEWCTBHEM HHM3KHX
temnepatyp [5, 220]. YcTOWYMBOCTh PACTHTEIBHBIX KIETOK K XOJIOAY MOXKET
YBEIMYHMBATLCSA M 3a CUET CHIDKEHHUS COJCpKaHUS B IUIa3MaTHYECKONH MeMOpaHe
chunronunuao [148]. ChuHroaMMuUabl, TaKk K¢ KaK U CTEPOJIbI PEryIHPYIOT
aKTUBHOCTh MEMOpaHHOTO TPAHCIIOPTA, IO3TOMY W3MEHCHUS B JIUIUIHBIX
MUKPOJOMEHAX MOTYT OINPEEISITh AKTUBHOCTh OCJIKOB TIPU XOJIOJAOBOM aanTaIuu
[148]. TlockonbKy mIa3MaThdeckass MeMOpaHa WIpacT 3HAYUTEIBHYIO POJb B
BOCIIPUSTHU CHUTHAJa W KIETOYHOM TOMEOCTa3e, TO COXPAaHCHHWE AKTUBHOCTHU
OCNKOB IUIa3MaTHYEeCKOM MeMOpaHbl — BaXHBIM (akTop, ompenensonui
YCTOMYMBOCTB pacTeHmid K cTpeccy [49, 172].

[Tpu xomomoBoMm 3akaiauBaHuu mnpoucxoauT cuHTe3 COR-6Genkos [110],
Cpel KOTOPBIX BBIACISIIOTCA JETHAPUHBI — BBICOKO THUIAPO(WIbHBIC OCIKUA W3
ceMeiictBa OenkoB mo3aHero osmoOpuorenesa (LEA-OGenkoB, anrn. “Late
Embryogenesis Abundant™) [171, 173, 187]. OtiuuuTenbHONH 0COOEHHOCTBHIO BCEX
JETUIPUHOB SIBIISIETCS HAJIMYME KOHCEPBATUBHOTO JIM3MH-OOOTANEHHOTO JOMEHA
EKKGIMDKIKEKLPG Boau3u C-koniia, u3BectHoro kak K-cerment [83]. I'eHbr
JETHIPUHOB DKCIPECCUPYIOTCS HA CTaud TO3JHETO SMOpHOTreHe3a Wi B

BCICTaTUBHBIX TKaHAX paCTeHI/Iﬁ 1o I[@ﬁCTBPIGM PA3JINYHBIX CTPECCOBLIX
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(daxTOpoB (HU3KHE U BHICOKHE TEMIIEPATYPbI, BOJHBIA NE(PHUITUT, 3aCOJICHHE U T.]I.),
KOTOpBIC MPUBOJIAT K 00€3BOKMBaHMIO KiteTok [124, 171, 173, 187]. Dkcnpeccus
MHOTHX JIETHIPUHOB 3aBUCUT OT cojnepxkanus ABK (ocHOBHOro ropmoHa,
HAKaIUITMBAIOMIETOCS B TIEPHOJ HAWOOJBIIETO0 IOBBIMICHUS MOPO30CTOWKOCTH
pacTeHmii), MOATOMY JETHJAPUHBI Takxke HaszpiBaloT RAB-6enkamu (aHri.
“Responsive to ABA”) [124, 171]. B ycnoBusix IEHCTBUS HU3KUX TEMIIEpaTyp
JETUPHUHBI 3aIUIIAI0T MaKpOMOJIEKYJIBI KIIETOYHBIX CTPYKTYP OT JeTrpajallviH,
BBITIOJHAIOT KPHOMPOTEKTOPHYIO (PYHKIMIO, TMPOSBISAIOT aHTUPPHU3HYIO U
aHTHOKCHIAHTHYI0 aktuBHOCTH [124, 187, 190]. JeruapuHbl UMEIOT MOJ. Maccy
ot 9 10 200 k/[ u JToOKanu3yrTCs B pa3IMYHBIX KOMIIAPTMEHTAX KIETKH — BOJIU3U
IIa3MalieMMBbI, B IIMTOILIA3Me, siApe, Bakyosid, Mutoxouapusax [32, 171, 187]. B
pPacTeHHUSAX O3WMOM TIIICHHUIIBI BAaXXKHYIO POJIb TPH XOJIOJOBOM CTPECCE HIrpact
neruapud WCS120 u3 cemeiictBa WCS (anra. “Wheat Cold-Specific”) [87].

[Ipy 3akanMBaHWM PACTEHWH K XOJIOAY BAXKHYIO pOJIb HIPAIOT TaKke
aHTH(pU3HBIE OCJIKH, KOTOpPBIE JTUOO TOPMO3ST 00pa3oBaHHE KPHCTAUIOB JIbJA
WIM OTrPAaHUYMBAIOT HMX POCT, JMOO 3aIlMINAlOT MeMOpaHbl W O€JIKH OT
nociencTeuii ooe3poxkuBanus [173]. B pacreHusx o3uMol mieHHIbl 0OHAPYKEH
oenoxk TalRI-1 (amrm. “Triticum aestivum Ice Recrystallization Inhibition™),
KOTOPBI HHTUOUPYET POCT JICASHBIX KpUCTALIOB. JKacMOHOBAs KHUCJIOTA U THIICH
BOBJICUCHBI B PETYJIIHIO TEHOB 3TOro O€lika TpPH XOJIOJOBOM 3aKaJIMBaHHUU
X0JI0ZI0yCTOHYUBBIX pacTeHui [214].

[Tpy X0JI0T0BOM 3aKaJMBaHWK B PACTCHHSX IOBBIIIACTCS M COJACPIKAHHE
O€JIKOB BOJHBIX KaHAJIOB — aKBAIIOPUHOB, (YHKIIMOHUPOBAHKE KOTOPHIX MPUBOIUT
K YCHJICHHUIO BBIXOJa BOJBI U3 KIETOK IMPU BHEKJICTOYHOM JIbJI000PA30BAHHH, UTO
CIIOCOOCTBYET MPEIOTBPAICHUIO HYyKJIealuu JibAa BHyTpH Kietok [40]. B
pacteHusix mmeHubl ooHapyxkeHnbl Ocenku WCSPL (anrm “Wheat Cold Shock
domain Protein 1”), koTopbie BBIMOIHSIOT T¢ K€ OMOXUMHUECKUE (DYHKIMH, YTO U
OakTepuanbHble OelKkH ¢ AoMeHOM xoyogoBoro moka CSD (aumrm “Cold Shock
Domain”) [177]. Otu Oenku JIOKaTM30BaHbBI B MUTOXOHAPHSX, SAPE W IUTO30JIC U

MOI'YT CBA3BIBATLCA C HYKICHMHOBLIMH KHCJIOTaMH, IIOHWIXKAA TCMIICPATYPY
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IUTABJICHUST WX JIBOWHBIX CIIHPAJICH, YTO B YCIOBHSIX HU3KHX TEMIIEPATyp MOXKET
CIIOCOOCTBOBATh  TMOJAJEPKAHUIO  HEOOXOAMMOTO  YPOBHS  CTPYKTYPHOUH
HOJIBMYKHOCTH HYKJICHHOBBIX KHCIOT [36]. Hakoruienne WCSPs npu x051010BOM
3aKaJIMBAaHWW IPOWCXOJIUIO B MEPHCTEMAaTHYCCKHUX TKAHSIX IO0OEroB O3MMOTO
copTa TMIICHMIIBI, HO HE SPOBOTO, YTO IMPEANOIaracT BO3MOXKHYIO pPOJIb ATHX
OeJIKOB B X0JI0J0BOI ajanTaiuy pactenuit [177].

B pa3BuTHH MOPO30YCTOWYMBOCTH PACTEHUI HEMOCPEICTBEHHOE YYacTHE
IPUHUMAIOT BOJOpacTBOpuMbie yrieBoAsl [92, 173]. Hakomienuwe OOJbIIMX
KOJIMYECTB CaxapoB SBJIICTCS OJHUM W3 IIyTeld COXpaHEHUsS BOJbI B KJIETKax
pacTeHWil B He3aMep3IIieM COCTOSHUU Tpu Hu3KoW Temmeparype [40, 210].
[ToBbiieHHas: MOPO30YCTOWYMBOCTH PACTCHUH CBSi3aHA C  YBEJIHMYCHHUEM
COJIep KaHMUsl MPOCTBIX CaxapoB, TAaKMX KakK Tperanosa, paduHo3a, (pykTo3a u
caxaposa [92, 173]. 3MeHeHus B coJiepyKaHUH BOAOPACTBOPUMBIX YTIICBOJIOB MPH
HHU3KOM TeMIlepaType MOTYT BJIMATh Ha skcrpeccuio reHoB [138]. [TokaszaHo, 4To
HAKOIUICHHWE caxapo3bl W paduHO3BI COMPOBOXKAACTCS JKCIPECCHEN T'eHOB,
Y4acTBYIOIIMX B CHHTE3€, MeTabOJIM3Me M TpaHCIOpTe caxapoB (P-amuiaza u
caxapocunTasa) [92]. B pacrenusix apabumorncuca xojoaoBoe Bo3zeiicteue (5 °C)
NPUBOJWIO K MHIYKIIMM TCHOB [B-aMMiIa3bl, 9YTO KOPPEIUPOBATIO C HAKOIICHHEM
ManbTo3bI [121]. MansTo3a B yCIOBHSIX HH3KOTEMIIEPATYPHOTO CTpecca CIOCOOHA
3alUIIaTh Oesku, MeMOpansl U GotocuHTeTnyeckyro DTL [121]. K yBenuuenuto
MOPO30YCTOMYNUBOCTH O3WMOM MIICHHUIIBI TPUBOIUT HAKOIICHUE OJMIOCaXapHHa,
KOTOPBIA YBCIIMYMBACT BOCIPHUUMYKUBOCTh KJIETOK K ABK-cHrHajabHBIM MyTsSIM
[162]. Kpome Toro, caxapa SIBJISIFOTCS OCHOBHBIMH CyOCTpaTaMu KJICTOYHOTO
JBIXaHUS, CyOCTpaTaMu Ui CHHTE3a CTPECCOBBIX OCIKOB M JIUTTUIOB M perapauu
THUX MAaKpPOMOJIEKYJ TIOC/Ie HH3KOTEMIIEpaTypHOTO CTpecca, BBICTYMAIOT B
Ka4eCTBE HHU3KOMOJICKYJISIPHBIX AHTHOKCHIAHTOB W IOCPEIHWKOB B Tieperade
HHU3KOTeMITepatypHoro curnana [11, 40, 110].

B oTBeT Ha HU3KYI0 TeMIEpaTypy pacTeHHUS HAKAIUIUBAIOT W JpyTHe
3alIUTHBIC COCIUHEHHS, TAaKHE KaK CBOOOJHBIC CTEPHHBI, aleTUIMPOBAHHBIC

CTCpUHBI, CTCPUHOBLIC TJIMKO3WUAbLI, TIJIIOKO3WAbl, TJIYTaAMHHOBYIO KHUCIIOTY,
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AMHHOKUCIIOTHI (aJJaHWH, TIUIHH, IPOJIMH, U CEPHH), MOTMaMuHbI 1 6etanHbl [96].
OTtn  pasnuyHbIe COCIMHEHUS  BBIIOJHSIOT  OCMOPETYJSITOPHYIO 17}

OCMONPOTEKTOPHYIO pyHKImu [210].
1.2.2. JIbixanue U (poTOCHHTE3 MPH HU3KUX TEMIepaTypax

[Ipoueccel npixaHust U (OTOCHMHTE3a 3aBUCAT OT MHOIMX CTPECCOBBIX
(GakToOpoB, B TOM 4YHCIE U OT HU3KOW TeMmieparypbl. MI3MeHeHue TemiiepaTrypbl
OPUBOJUT K OBICTPOMY H3MEHEHHMIO WHTCHCUBHOCTH JIbIXaHUS, T.K. JbIXaHHE
SBJISIETCSL  TEMIIepPaTypo-3aBUCHUMBIM TiporieccoM [94]. Hamwmume cyOctpaToB
IBIXaHUs,, TOTPEOHOCTh B TMPOJIYKTaxX JbIXaHWs (AICHWIATBI, B YaCTHOCTU
ortHomeHne [ATOD)/[AAD]) u akTUBHOCTh (DEPMEHTOB NBIXaHHSI KOHTPOJIHPYIOT
JbIXaTeNbHbI 1moTOK. Ilpu u3MeHeHHM TeMmepaTypbl OKpYXKaIoLEH Cpelibl
U3MEHSETCS M KOHTPOJb JBIXaTeIbHOTO TMOTOKa [66]. B menom moHmkeHue
TEMIEPATYPbI IPUBOJUT K U3MEHEHUIO MOP(OJIOTUN MUTOXOHAPUMN, JOCTYITHOCTH
CyOCTpaTOB JbIXaHUs, HKCIPECCHUM TE€HOB, COJAEpkKaHMUS OEIKOB M AKTUBHOCTH
JBIXaTeNbHBIX (PEPMEHTOB, a TAaK)KE€ K IepepacrlpesieieHUI0 BKIIaJa B JbIXaHHE
aJIbTEPHATUBHOIO U [IUTOXPOMHOI'O ITyTEH.

JleiicTBue HHM3KOM TeMIepaTypbl OOBIYHO TPUBOJUT K YBEIUUYEHUIO
COJIEpKaHUsl PaCTBOPUMBIX CaxapoB B JIMCThAX U, TAKUM 00pa3oM, K TOCTYITHOCTH
cyoctpatoB it apixanusi [138]. AKTUBHOCTH KITIOUYEBBIX (DEPMEHTOB, KOTOPBIC
KOHTPOJIMPYIOT MOCTYIIJICHHUE CYyOCTPaTOB B MUTOXOHJIPHH, TaKHX Kak (pepMEHTHI
MK u Maauk-3H3UM, MOXET CHIXKAThCA MPH HU3KMX Temmeparypax [129].
[TokazaHo, YTO WMHTEHCHUBHOCTH [IbIXaHUS JUCTHEB 3aBHCUT OT JJIUTEIHLHOCTU
nepuona oxyaxnaenus [11, 18, 94]. Huskas Ttemmeparypa B TEpBbIC 4Yachl
BO3JICICTBUSL TPUBOAMIIA K CHIDKEHUIO CKOPOCTH JbIXaHHSA, 3aTeéM K ee
BOCCTAHOBJICHUIO U TIOCTCAYIOMICH CTUMYJSIUU MPH JUIUTEIHHOM BO3ACHCTBUU
[18, 111].

B oTBeT Ha HHM3KyI0 TemIepaTypy BO3pacTaeT »SKCIPECCHs TEHOB U
aKTUBHOCTb psfia ()EPMEHTOB, BOBJICUEHHBIX B TJIUKOJIN3. TakK, yBEIMUHUBAETCA

CKOPOCTh PEaKIuil TUAPOM3a caxapo3bl B IIMTO30JIE U CKOPOCTh IMPEBPAILCHUI
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bpykTo30-6-dpochara B (pykTo30-1,6-Ouchochar u dochoenonnupysara B
nupyBaT [67], yBeauumMBaeTCS SKCIPECCHS TEHOB, KOAWPYIONIMX €HOJIa3y |
nupyBart-2,3-oucdocdorauiepar-3aBUCUMYIO dbocdoraureparmyTasy [84],
yBenuuuBaeTcsi  akTuBHOCTh ~ AT®d-3aBucumoit  docPodpykTokuHA3Bl U
nupodochar-3aBucumoii pochodpykrokrnassl [102]. Bbuto ycTaHOBICHO, YTO
akTUBHOCTh AT®d-3aBucumoit pochodpykroknnassl u nupodocdar-3aBUCUMOn
dochodpyKTOKHHA3EI BBIIIE ¥ XOJI00YCTOWYUBBIX copToB TomMaTa [102]. B To ke
BpeMs HH3Kas TeMIlepaTypa TMPUBOAUT K CHUKEHHUIO DSKCIPECCHH TEHOB,
KOAMPYIOMHUX (EepeMEHTHI, BOBJICUCHHBIE B peakiuu nukia Kpebca, B yacTHOCTH
aKOHHWTATrUaApaTa3sl [84].

Huskas temnepatypa Biusier Ha coaepxkanue ATO u AP B kieTkax
pacrenunii. 1lokazano, uro B nucthsx tomara kKoHueHTpamus ATO u AP npu
OXJIQKJICHUHM 3HAYUTEJBHO CHIDKAETCS, B TO K€ BPEMs B JIUCTHIX 3aKAJIEHHOTO
XOJIOJIOYyCTOMYUBOTO CcOpTa Tomara cHuxkeHue cojaepxanuss ATD u oTHomeHus
ATO/AI® B HavyalbHBIM MOMEHT 3aKAJMBAaHUS MEHEE BBIPAKEHO W
YBEJIUYHUBACTCS K KOHILYy XosiogoBoro 3akainuBanus [102]. Cunre3 ATD B kieTkax
pacTeHHil TPOUCXOAUT ¢ ydacTueMm ¢GepMeHTOB abixarenbHOM menu u ATO-
CUHTA3bl, JIOKAJIM30BAHHBIX BO BHYTpEHHEW MeMOpaHe MUTOXOHapuil. CyliecTByeT
JIOCTATOYHO MHOTO CBEJCHHI 00 OTBETHOW PEAKIMM MHUTOXOHAPUN HA HU3KYIO
temneparypy [1, 26, 47, 57, 79, 102, 141, 175, 194, 223]. O.K. ATkuH ¢ coaBT.
NPEUTOKUIIM J1BA MEXaHU3Ma aJlanTalliy JAbIXaHus K HU3KOoH Temmeparype (puc. 4)
[66]. Ilepmblii MexaHW3M XapaKTEPHU3YeTCSl OTCYTCTBUEM W3MEHCHHUN B
WHTCHCUBHOCTH  JIBIXaHUS, OJHAKO B  OTUX  YCIOBUSAX  HaOJOmaeTcs
nepepacnpesieicHie MyTel AbIXaHUs 32 CYET M3MEHEHW B aKTUBHOCTH TaKUX
depmentoB kak AO u B coaep)kaHUU OIpeAeNeHHbIX (GpepMeHToB. [Ipu BTOpOM
MEXaHU3ME ajanTaly TPOUCXOASIT HW3MEHEHUS B WHTEHCUBHOCTH OOIIETO
JBIXaHUS 3a CYET YBEJIMYCHUS KOHIICHTPAIIMM MHUTOXOHAPUAIBHBIX OEJIKOB U
collepKaHUsl  OMpeNeIeHHbIX (EepMEeHTOB. DTH JIBa MEXaHM3Ma aJanTaluu

JBIXaHUsI MOTYT MEPEKII0YaThCsl HA YPOBHE PETYISALMHA aKTUBHOCTH (DEPMEHTOB B

29



3aBUCUMOCTH OT JIOCTYITHOCTH CYOCTpaTOB [IbIXaHUS W/WIM OTpaHUYCHUS

ajieHHIIaTaMu [66].

M3MeHeHus B akTUBHOCTI
depmeHTOB (Hanpumep, AO)

HeT namenenun ) M3meHeHusa B pacnpegeneHuu

B NOTOKe MeXxay nyTamu
N3meHeHUNA B OTHOCUTENbHOM
cofiepXaHnn onpefesieHHbIX
depmeHTOB
ApanTauns
AblXxaHnA
K AnuTesibHoOMy | Tun:
N3MEeHeHNIo perynaTopHble N3MeHeHAf——) MBMQH::CQHZ:S:BC;%ZS;:: ——
TeMmnepartypbl AKTUBHOCTU pepMeHTOB 1/unu orpaHNyeHnn ageHunaTamm
M3meHeHnA

B MOTOKe YBenvyeHue KoHLeHTpaLmm
MUTOXOHAPWanbHoro 6enka

Ha efi. Maccbl UK NAOLWAAN

Il Tun:
M3MeHeHne
B aKTUBHOCTU
obuero AgbixaHuA

3meHeHUs B OTHOCMTENIbHOM
cofepaHum onpegeneHHbIX
depmeHTOB

Puc. 4. MexaHu3mbl ajantaiyu JAbIXaHUS PACTCHUN K U3MEHEHUIO
TemnepaTypsl [66].

IIpu neWictBMM Ha pacTEHUs O3MMOM MIIEHUIBI HU3KMX 3aKAJIMBAIOLIUX
TeMmreparyp HaOMIoAIM BBIPAXXEHHYIO MOP(OJIOTHYECKYIO T'€TEPOTr€HHOCTh
MUTOXOHAPUIA Y3JIOB KYLICHUS, HAPSAAY C OKPYIVIBIMH OpraHeJUIaMH MOSIBISIUCH
OpraHeJjibl ¢ TOPOUIAILHOMN, YalIeBUIHON, ranTeneBuaAHON hopmamu [1]. Takue
MUTOXOHAPUH, TIO0 CPABHEHUIO C OKPYIJIBIMH, UMEIOT OOJBIIYI0 OTHOCUTEILHYIO
MOBEPXHOCTh COMPUKOCHOBEHUSI C IUTOIUIA3MOM, YTO OOECreYrMBaeT BBICOKUI
ypoBeHb 3HeprooOMeHa Mmexay Humu [1]. Ha HavampHOM 3Tame XoJ0JI0BOTO
3aKajJMBaHUsl B JIMCThIX O3MMOM IIIEHMIIBI MPOUCXOAUIa Tposudeparus
mutoxouapuii  [18]. Mopdosornyeckyro TreTepOreHHOCTh W YBEIHYCHHE
KOJINYECTBa MUTOXOH/IPUI B PACTUTEIIBHOM KJIETKE MOYKHO OTHECTH K aJIalITUBHBIM
pEeaKIUsM MPU MOHWKEHUU TEMIIEPATYPhl OKPYKAIOIIEH Cpeibl.

[Ipu XOmOmOBOM 3aKaldWBaHWUW apabWIOIICHMCa HAONIOAAIA CHIDKCHUE

o0BeMa MaTpHUKCa B MHUTOXOHAPHUAX KICTOK MGSO(bI/IJIJIa, 4TO CBUACTCIILCTBYET O
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CHI)KCHUHM aKTHBHOCTH IMPOIIECCOB, PACIIOIOKEHHBIX B MATPUKCE, TAKUX KAK ITHKIT
Kpebca w/unmm ¢doTompixaHwe, MO CPAaBHCHHIO C aAKTHBHOCTBHIO TpaHCIOPTa
9JIEKTPOHOB TIO JbIXaTeabHON Ienu mutoxoHapwid [111]. Tlokazano, uto mox
JNEUCTBUEM HHU3KOM TeMIepaTyphl CHIDKAeTCsl CKopocTh mnorjomeHus O,
MUTOXOHApUSMH [26, 47], pu 3TOM TOPMO3UTCS TPAHCIOPT DJICKTPOHOB Yepes3
IIT [168], BcmeacTBHe dYero MOXKET MPOUCXOAUTh oOpaszoBanne ADK.
JlpixaTenpHasi 1enb MUTOXOHAPUN PACTCHHM, B OTJIMYME OT J>KUBOTHBIX, WMEET
aIbTEPHATUBHBIA MyTh TPAHCIIOPTA AJIEKTPOHOB C AIbTEPHATUBHOW OKCHIA30M B
KauecTBe TepMuHaibHON okcuaasel [100]. Ha MuToXoHApHAX con OBLIO MOKa3aHo,
yro AIl MeHee WyBCTBHTENCH K W3MeHeHHsM Temmepartypsl, yem L[IT [65]. Ha
done camkenus LT mpoucxoaut aktusanus AIl [79, 94, 101, 127, 141, 152, 168,
175, 184]. AxrtmBanms AIl mpu XO0JIOZOBOM 3aKaJIMBaHUU MOXKET CHHXKATh
oOpa3zoBanue ADK B KJeTKax pacTeHUM, YTO ObLIO BBISIBJICHO B OKCIEPUMEHTAX C
WCITIOJIb30BAaHUEM PACTEHU apaldujorcuca, sKcrpeccupyomux red AQO MmieHuIbl
— WAOX1a [168]. Ilepepacnpenenenue notoka 3iaekTpoHoB uepe3 AlIl u LI, a
TaK)K€ CTEMEeHb AaJCHWIATHOIO KOHTPOJS MOTYT WrpaTh BaXXHYIO pOJIb B
OIpeICIICHUH O0IIel YyBCTBUTEIIBHOCTH JIbIXaHUs PacTeHUH K Temmeparype [61].

Takum o0pazom, ajganTaiys ObIXaHUS K HU3KOW TEMIIepaType 3aBUCUT OT
BCEX COCTAaBJIAIONIMX MPOIlecca KIETOYHOTO JbIXaHWS, HAYMHAs C TJIMKOJIHM3a B
IIUTO30JIC M 3aKaHYMBas OKUCIHUTEIBHBIM (OCHOpUIMPOBAHHEM BO BHYTpPEHHEH
MeMOpaHe MUTOXOHJIPUH.

doTtocuHTe3, KaK M JIbIXaHHE — TEMIIEpaTypO-3aBHCHMBIA TIpOIlecC, HO B
OTIIMYME OT JbIXaHUsA (OTOCHHTE3 MEHEEe YYBCTBUTCICH K CHWKCHHIO
temnepaTypbl [19]. I3mMeHeHrne onTUMaIbHON TeMIepaTypbl OKPYKAIOIIEH Cpe/ibl
BJIUSCT HA CKOPOCTh peaknuii (OTOCHHTE3a IMyTeM H3MEHEHUS MEXKJICTOYHOTO
conepxkaausi CO,, ckopocTeli KapOOKCWIMpoBaHUs W pereHepanuu Pybd,
OTHOIIIEHUST cKopocTu perenepanuu Pybd k ckopoctu ero xapOOKCHIUPOBAHUS
[203], a Takxke comepkanueM Heopranmdeckoro Qocdara (d,) [189].
MakcumanbHast cKopocTh perenepanuu Pyb® yacto onpenenser temneparypHyro

3aBHCHMOCTh (POTOCHHTE3a K MOBbIIIeHHOMY cojepkanuio CO, [203]. Juddysus
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CO,; B JMCTh M XJIOPOIUIACTHl B HM3MEHSIOIIMXCS TEMIIEPATYPHBIX YCIOBUSX
3aBUCUT OT OHh(deKTa TeMIepaTypornpoBOAUMOCTH, YCTBHYHOTO KOHTPOJSA U
npoHunaemMoctd MeMOpan [189]. XomomoycToiunBbie BUbI PACTCHUH, B OTJINYHE
OT YyBCTBUTEIBHBIX, CITIOCOOHBI AU dHEepEeHITMPOBAHHO aIallTUPOBATHCS K HU3KUM
TeMIiepaTypaM Y  TPOSIBISATh  YBEIMYEHHYIO  CBETO3aBUCUMYIO  CKOPOCTH
nomomenust CO, npu 3akanmBanuu [207]. OpHMMU M3 TEPBBIX Ha JICHCTBHE
HU3KOW TeMIIepaTyphbl pearupyroT MeMOpaHbl XJIOPOIUIACTOB, MPUYEM U3MEHSIETCS
HE TOJIbKO X OMOXUMHUYECKUN COCTaB, HO U BCSI CTPYKTYpa TUIIAKOUTHON CUCTEMBbI
IpeTepIieBaeT HEebIi psia cepbe3HbIX n3MeHeHui [38, 45]. [lox neiicTBueM HHU3KOM
TEeMIEpaTypbl CHUXKAETCS OO0IIee YUCIO M JIOJSl KPYIHBIX TpaH, YBEIUYUBAIOTCS
pa3Mepbl KIETOK Me30(uilia, YUCIO0 M pa3Mephbl XJOPOIUIACTOB, YBEINYUBACTCS
IUTOIIA/Ib CTPOMBI, CHIDKAETCsl MHTCHCHMBHOCTH (poTocuuTe3a [19, 38, 84, 145]. B
NEepBbI€ Yachl JCHCTBUS HMU3KOM TeMIIepaTyphl CHHUXKAETCS 00Ilee Cojep>KaHue
xynopodpmwimoB  u  comepxkanue xinopopwwioB B CCK wu  yBenmmumBaercs
He(OTOXMMHYECKOE TyIeHHe QuryopectieHmnn xiopoduiuia [45]. TIpu xomom0BoM
CTpecce, BBI3BAHHOM JIEMCTBUEM HU3KOM Temmeparypel 6 °C, B JIUCTBSIX pHca
HaOJII01au Ierpajaluio 000N cyobeAMHUIBI PyOucko u 6€1K0B, BXOSIINX B
coctaB 6enkoBoro komruiekca OC |1, a Takxke cenorentynoso-1,7-6uchocdara u o
u B-cyobequnanil AT®-cunrassr [84].

Huskass temmepaTypa BIMSET Ha TMEpPBUYHBbIC peaklUu (POTOCUHTE3A,
katanuzupyemple ®C I wmw @®C I, m HA TpaHCHOPT DIJIEKTPOHOB MO
dborocunTernueckoit OTLl. Haubonee cunmbHblli 3P(DEKT HHU3KOTEMIEpaTypHOE
BO3JICHCTBHE OKa3bIBACT HMMEHHO Ha 3JICKTPOHHBIM TpaHcmopT [138]. Dromy
CIIOCOOCTBYET YBEIMUCHUE BA3KOCTH THJIAKOWIHOW MEMOpaHbI XJIOPOIIACTOB, YTO
NPUBOJUT K CHIDKCHHUIO CKOpOCTe (epMEHTaTUBHBIX peakiuil. CHUKEHHE
(dbepMEeHTAaTUBHON AaKTUBHOCTM TP HHU3KHX TeMIepaTypaX COBMECTHO C
Ype3MEpHOil CBETOBOW dHeprueii mpuBoauT K Gorounruouposanuio OC 11 [191].
Y MHOrux pacTteHui HU3Kash TeMIepaTypa BbI3bIBAET YMEHBIIEHHWE KBAHTOBOIO
BbIXoJa (uryopectieHniun  XJopoduiuia, UYTO CBHUAETEILCTBYET O Pa3BUTUU

MEJIJIEHHO 3aTyXaroIIUX MPOIIECCOB U MOBPEXKACHUHU peakIMOHHBIX [IeHTpoB DC 11
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[12]. CnabGoe cHKeHHWE KBAHTOBOTO BBIXOAa (IYOPECHEHIMH XJ-a y O3UMOTO
copTa MIICHUIIbI, IO CPABHEHUIO C SIPOBBIM, yKa3bIBaeT Ha Oosiee 3PPEKTUBHYIO
saiury @C II ot ¢orookucnurensHoro mnospexiaeHus [12]. Ha pactenumsx
apabuoncuca noka3aHo cHiwkenue aktTuBHOCTH @C I u ee doromnrubuposanue
npu 00pabOTKEe CBETOM M HHU3KON TeMIepaTypol, B TUX YCJIOBHUSX HAOJIOJAIH
yBEJIMYEeHHUE OCHOBHBIX (ochopunupoBanubix 6enkoB OC Il (P-CP43, P-D2, P-
DI), 4ro yKa3plBaeT Ha [OBBIIIEHHOE BOCCTAHOBIEHHOE  COCTOSIHUE
wiacToxuHoHOBOTO MmyJsa Mexay PC I u @C | [132]. beuto npennoiokeHo, u4To
uHaktuBanus OC 11, auccunanus sHEprund Bo30yXACHUS B PEAKIIMOHHBIX LIEHTPax
OC Il u nuccumnanus SHEPrUM B aHTEHHBIX KOMIUIEKCAX C YYaCTUEM 3€aKCAHTHHA
SIBJISIOTCS. OCHOBHBIMU (DOTO3AITUTHBIMU MEXaHU3MaMU MIPU CE30HHOM CHUIKEHUU
temnepatypsl [37]. [Ipu 3TOM Ha paHHHX dTanax JCUCTBUS HU3KOH TEMIIEpaTyphl,
BEPOSITHO, MPE00IIalaeT MEePBbIA MEXaHU3M, a TIPHU JEHCTBUU TPOJOJIKUTEIHHBIX
OTPHULIATCNILHBIX ~ TEMIIepaTyp  3aJeiicTBoBaHbl  00a  Mexanumsma  [37].
NurubupoBanne (QOTOCHHTE3a B YCIOBHIX HH3KHX TEMIIEpATyp MOXKET
MIPOUCXOIUTh U 3a cueT HexBaTku Dy, KoTOphii HeoOxomuM miisa padboter ATO-
CUHTa3pl ®  obOpasoBanmss AT® s BoccranoBiaeHus Pybd  [138].
HuskotemneparypHoe BO3JEHCTBHE TMPUBOJUT K CHUKCHUIO aKTUBHOCTHU
(bepMeHTOB, yyacTByIOIIMX B pukcanuu yriepoaa [191]. OueHb 4yBCTBUTEIBHBI K
JEHCTBUIO HU3KUX TeMmIepatryp (GepMEHThI, YJaCTBYIONIUE B CHHTE3€ Caxapo3bl —
bpykT030-1,6-6ucthocdarcunrasa, rIoK030-6-pocharcunraza  u  YO-
rioko3onupodochopunaza [138]. [Togasnenne GOTOCHHTE3a B YCIOBHIX HU3KHX
TEMITEpaTyp BBIMOJIHSACT BAXHYIO PETYISATOPHYIO POJb JUISl aKTHBAIIUU XOJOJ0-
3aBHCUMBIX T€HOB y 371akoB [96, 191].

X0J10/10BO€ 3aKaJTMBAaHHUE TMO3BOJISIET PACTEHUSIM H30€KaTh WHTUOUPOBAHUS
dorocunteza [191, 206]. Dto obecrneunBaercss Ojarogaps CTPYKTYPHOH u
GyHKIIMOHATBLHOM MepecTpoiKaM XJIOPOTUIACTHOTO anmapara. B xoe X01010B0ro
3aKaJIMBaHUs MPOUCXOJIUT BOCCTaHOBIIEHUE cojepxkanus xynopoduioB B CCK u
B0O300HOBJICHHE CcKopocTH ¢otocunTe3a (Ha 80%) [38]. Hemocratoxk @, B

YCIIOBUAX HU3KOU TEMIICPATYPbl KOMIICHCHUPYCTCA €TI0 BBICBO60}KIICHI/ICM n3
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Bakyosieii [189]. Ha HauwanpHBIX 3Tamax XoJioJoBoro 3akanwBaHus (1-6 mgHEl) B
pacTeHUSX O3UMOW ¥ SPOBOM TMIIECHUIBI HAOMIOJATM aKTHBAI[MIO TCHOB,
komupyronmx  Xi-a/Xn-b-ceszannble  Oenku  [213].  bomee  mmrenbHOE
3akanuBanue (36 qHEN) 03MMOU MIIEHUIIB TPUBOAMIIO K TIOJAABICHUIO SKCIIPECCHH
T€HOB, KOJHUPYIOIINX MaIyl0 CyObenuHuIly Pyorcko, kapOoaHTHIpa3y U aHTEHHBIC
oenku @®C [, W yBEIMUYEHUIO DKCIPECCHU TEHOB, KOAMPYIOMIHMX OOJBIIYIO
cyopenuuuity Pyowmcko [213]. Tlpm XOJ0q0BOM 3aKaJlMBaHWW  PAaCTEHUH
apabujoncuca TMPOUCXOIUT YBEIMUCHUE COACPNKAHHMS Majgod U OOJBIION
CyOBEIMHUIL Py6wucko, TIIF0K030-6-(hocharcunTassl, bpykT030-1,6-
oucocharcuntasel, Y D-riarokozonupodochopunazel, OenkoB ATD-cuHTasbl
(cyObemunaun o, B, A u 7y), yBeiauueHuHe OEJIKOB B JIIOMEHE XJIOPOILIACTOB,
cBsa3aHHBIX ¢ padoroit ®C II [138, 206]. B ommmumne ot PyOucko comepkanue
OeJKoB bepMeHTOB LMK KanbBuHa (PyOucko-akTrBasa, 3-
dbocdormunepaTkiHasa, raunepaibaerua-3-hocdaraeruaporesasa, Gppykro3o-1,6-
oucdocdaraza, pudynozo-5-hochardnumepaza u  pudyno-S-pocharkuHaza)
3HAYUTEIHFHO CHUKAJIOCH IO OTHOIICHUIO K MYy OEJIKOB CTPOMBI XJIOPOIIACTOB B
TEUYEeHUE XO0yiogoBoro 3akanuBanus [206]. Hapsay ¢ yBenmdeHHEeM colepiKaHWUsI
OENKOB MpHU 3aKAIMBAHUM K HHU3KUM TEMIIEpaTypaM B JIHCTBSIX MPOUCXOIHIIO
yBeJIMYEeHHE aKTUBHOCTU PyOucko, crpomanbHol (pykTo30-1,6-6ucdocdarassl,
cegorentysno3o-1,7-6ucdocdarassl, HAI[df-rnI/mepanB;[emz[-S-
docdaraerumporenaspl, aapaoya3bl, TIIOK030-6-PocdaTcurTaspl, GpykTo30-1,6-
oudocdarcunTazelr, Y P-raokozonupodochopunazsr [138, 189]. Veenuuenue
colepkaHusl OedKka M aKTHBHOCTH PyOMCKO CBHACTEIBCTBYET O TIOBBIMICHUU
YCTOWYMBOCTH PACTCHHI apaOKIoNCHca K IeHCTBUIO HU3KUX Temmeparyp [206].
Takum 00pa3om, X0J00BOE 3aKAIMBAHHUE CIIOCOOCTBYET MPEIOTBPAIICHHUIO
WHTHOMPOBaHUA (POTOCHHTETUYECKOTO ammapaTa XJOpOIUIACTOB MPU HUZKUX
TEMIlepaTypax W TPUBOJAUT K TIOBBIIICHUIO YCTOWYMBOCTH PACTCHHHA K
dorounrudbupoBanuto [191]. Coxpanenue (HOTOCHHTETHUECKONW AaKTHBHOCTH Y
pacTeHuil B YCIOBHUSAX HU3KUX TEMIIEpATyp OYEHb BAXKHO, TaK KaK (POTOCHHTE3 —

OJIMH U3 (I)&KTOpOB, OT KOTOPOT'O 3aBUCHT YCTOI>’I‘IPIBOCTI> paCTCHI/Iﬁ KaK K XoJioay,
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Tak W Mopo3y [44]. XosomoBoe 3akaqMBaHUE TNPUBOJAUT K KOMIUICKCHBIM
U3MCHEHUSM B MeTa0O0IM3Me JIbIXaHUsA U (OTOCHHTE3a, a YBEIIMYCHHOE OTHOIIICHUE
(GOTOCUHTE3/IBIXaHUE SBISCTCSI BaKHBIM YCJIOBHEM XOJOJOBOTO 3aKaTUBaHUS
[19]. MoxHO mNpeANnoI0kKUTh, YTO OT B3aUMOJCUCTBHSA XJIOPOILIACTOB M
MUTOXOHJIPUA 3aBHCHUT CIIOCOOHOCTh pPACTEHUH aJanTHPOBAThCS K HHU3KUM

TEeMIIepaTypaM.

1.3. POJIb MUTOXOHJIPUM B MEXAHW3MAX AJANTALIUU
PACTEHWH K HU3KUM TEMIIEPATYPAM

MwuToXOoHIpUH HEO0OXOIUMBI TUISL (YHKIIMOHUPOBAHUSA  JIFOOOM
DYKapUOTHYECKON KJICTKH, OHHM BBITIOJHSIOT IIEHTPAIBHYIO POJIb B YIJICPOJTHOM U
HPHEPreTUYECKOM METabOJIU3Me, BBICTYMAIOT B KAa4€CTBE CHUTHAJIBHBIX OpraHelll,
YYaCTBYIOIIMX B PETYJSAINHH OKCIPECCUH SASCPHBIX TEHOB M OOCCIICUCHHH
YCTOMYMBOCTU PACTEHUH K Pa3IMYHBIM CTpeCccoOpaM OMOTUYECKON U aOMOTHYECKOM
npupozasl [88, 150, 166, 219]. B MHUTOXOHAPHUSIX OCYIIECTBISIOTCS MPOIECCHI
KJIETOYHOTO JIbIXaHUS, KOHEUHBIM JTarlOM KOTOPOTO SIBJISETCS BBICBOOOXKIICHWE
CBOOOTHOM PHEPIHUH, KOTOPasi MOXKET OBITh MCIOJb30BaHa s cuHTe3a AT [150,
219]. MpixaTenpHas IElb MHTOXOHAPUH sBIseTcs wucTounukom ADK [71].
CornacHo coBpeMeHHbIM TipeacTaBiaeHusM Komruiekcol I, II u III gwpixatenpHOM
e MUTOXOHJIPHUI SBIISIFOTCSI MECTOM 00Opa30BaHUs CYIIEPOKCHU]] paluKaI-aHHOHA
(0,") [149, 154, 155]. Cymepokcu pamuKaa-aHHOH 00Opa3yeTcss B PE3YIIBTATE
OJTHOSJICKTPOHHOTO BOCCTAHOBJICHHMS KHCJIOpOJa IO BOJBI, SBISETCS KpaiiHe
HECTAaOWJIBHOW  MOJIEKYJIOM M OBICTpO  HEWTpanu3yeTrcsl TMpu  Yy4acTUHU
cynepokcuaaucmyTassl (COJ]) B mepokcua Bogopoaa (H,O;), koTopslii MOXeT
nupPyHAMpOBaTE B KJIETKE Ha 3HAYUTENbHBIC paccrosHus [29]. HawubGonee
omacHoi ¢opmoit A®DK sBusercs rumpokcumi-paaukan  (‘OH), kortopsbrii
oOpa3yeTcsi ipu BICOKOM cojiepskannu H,O, 1 crmocoOeH OKHUCTSATh MPAaKTUIECKU
Bce Omomosekysnbl, Bkmouas JJHK muroxonapuii [23]. B HOpMallbHBIX YCIOBHAX
n30bITOuyHOTO HakomieHus APK B MHUTOXOHIpHUSX HE MPOUCXOAUT, OJHAKO B

CTpecCOBBIX ycnoBHsX oOpa3oBanne A®DK B MUTOXOHAPHUSX MOXKET OBITh

35



HEKOHTPOJUPYEMBIM M YPE3MEPHBIM, YTO HEM30EKHO MPUBEAET K MOBPEKICHUIO
MaKpOMOJICKYJT M IepeKncHOMY okucieHuto aunuaoB [150]. B muToxomHmpusx
MPUCYTCTBYIOT (hePMEHTHI U HU3KOMOJIEKYJIIPHBIE COSAMHEHUS], HETTOCPEICTBEHHO
oTBevaronue 3a JukBuganuo ADK.

OcHOBHYIO poJib B CHIKeHHH ypoBHS O," B mutoxomapusx urpaet COJI,
KOTOpast KaTaIU3UpyeT TUCMYTalUi0 CBOOOAHOIO CYNIEPOKCU PaIUKaI-aHUOHA 110
nepokcuaa Bomopoaa [29, 58, 227]. B MUTOXOHIpHSIX pacTeHUH JOKAIU3YIOTCS
Mn-CO/1, pacniosioxxennas B Marpukce, 1 Cu/Zn-COJl, neiitpanusyromas O," B
MEKMEMOpPAaHHOM IPOCTPAHCTBE MHUTOXOHIpHHA [29]. MurtoxoHapuu 00Jaaar0T
MOJIHBIM ~ acKapOaTrIyTaTHOHOBBEIM ITMKIIOM, a TakKe Cojep)KaT ackopoOart-
TIIyTaTUOHPEAYKTa3y,  JETUApOoacKopOaTpenyKTasy,  MOHOJEruapoackopoar-
penykTaly H®  acKopOaTHmepoKCHaa3y, dYTO IIO3BOJSIET WM  PETyJIHPOBATh
BHYTpeHHIOW KoHIeHTparmmio H,O, [58, 157]. I'myratmoHpemykTaza BKJIIOYaeT
CEMENCTBO (EePMEHTOB, HCIONB3YIONINX TIIyTaTHOH I netokcukanuu H,O, u
ruaponepexkucedt munuaoB. OIHUM U3 (PEpMEHTOB JAHHOTO CEMEWCTBA SIBISIETCS
dbochomunua-ruAponepOKCUATITYTATUOHTIEPOKCH1a3a, KOTOpast JEHCTBYyET
HETIOCPEACTBEHHO Ha THAPONECPEKUCH JIMIUIAOB 0€3 MOTPEOHOCTH BBICBOOOKICHUS
ruIporiepekuceit upHbix KucioT [154]. B mukBupanuun H,O, MoryT y4acTBoBaTh
U TIEPOKCUPEOKCUHBI, OTHOCSIINECS K THOPEIOKCHMH3aBUCUMBIM TIEPOKCHIa3aM
[157]. HekoTopeiMu aBTOpaMu OBLIO IMOKA3aHO MPUCYTCTBUE B MHUTOXOHIPHUIX
pacTeHu# KaTanasbl, KOTOpas TakKe ydacTBYeT B JIETOKCHKAIIMU TIEPOKCH]IA
Bogopoza [29, 50]. MuToxoHapuu pacTeHHIA 00Jadal0T HX COOCTBEHHON CHCTEMOI
THOPEJOKCHHA, KOTOpas BKJIIOYAET JBa THIA THOpeaokcuHa (o u h-tum) u naBe
dopmer  HAJI-H-3aBucumoit  thopemokcuupenykrassl  [157]. Tuopemokcun
B3aMMOJICCTBYET CO MHOTHMMHM MHUTOXOHIPHAIBHBIMUA (PePMEHTAMH H, BEPOSITHO,
peryiupyer HMX aKTHBHOCTh. V3BECTHO, HampuMep, YTO o-THI H h-Tun
TUOPEIOKCUHA, UACHTU(MUIIMPOBAHHBIE B MHUTOXOHJIPHUSX PACTEHUH, MOTYT
B3auMojeiicTBoBath ¢ AO [64, 93, 157]. ITpu 3TOM Moka3aHo, YTO THOPEAOKCHH h-

THUIA YYACTBYET B BOCCTAHOBJICHUU TUCYIbPUIHBIX cBsizeit AO [64].
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BaxxnelmyMu aHTHOKCHIAHTAMH MHUTOXOHJIPUH SIBIISIOTCS aCKOPOMHOBAS
KHUCTIOTa, TIIYyTaTHOH, o-Tokodepon. llocnennuii nmokanu3oBaH B MeMOpaHax u
criocobeH HedepMeHTaTUBHO B3anmoJielicTBoBaTh ¢ ADK, npenorspaias mnpoiecc
IMIOJI [29]. B ymamenmu O, u °‘OH BaxHylO pOIb HIPAOT TaKHe
HU3KOMOJIEKYJISIPHBIE COCIMHEHHUSI, KaK acKopOaT U BOCCTAHOBJICHHBIN TTTyTaTHOH,
KOTOPBIE B BRICOKHX KOHIIEHTPAIMSIX PUCYTCTBYIOT B METOXOHAPHX [157].

IpenorBpamars renepanuio O," B IBIXaTEIbHON IEMM MHTOXOHIPHIA
pactenuii momoraror AO u paszobmatonie 6enku [71]. X GyHkunoHHpoBaHue
ABJISIETCSA MEPBOM JTMHUEH 3aLIUTHl MUTOXOHAPUN OT OKUCIUTEIBHOTO CTpecca, TakK
KaK OHM O0ECHeYMBAIOT PETYJSALHMI0 MEMOpPAHHOTO MOTEHLMada MUTOXOHIPHUM, U
MOTYT, TakuM o0pa3oMm, yMeHbIIUTh oOpa3zoBanue A®DK, BrI3BaHHOE
CBEPXBOCCTAHOBJICHHEM JbIxareiabHON mienu [142, 157, 195]. BreissiaeHa cBs3b
Mexay oopazoBanneM ADK u aktuBHOCThIO AO B MUTOXOHAPHUSIX PACTEHUI Mpu
JNEHUCTBUN HU3KOM Temnepatypsl. [IokazaHo, 4TO X0JI0I0BOE 3aKAJIMBAHUE CHUXKAET
JBIXaTeIbHYI0 aKTUBHOCTb MHUTOXOHIpHH U Ha ¢oHe Topmoxkenus LIIT moxer
IPOUCXOAUTHh CBEPXBOCCTAHOBJIEHHE YOUXMHOHOBOTO Iyna U obpa3oBanue ADK.
Veennuenne A®PK B ycloBHSX HHU3KUX TeMIEpaTyp MOXKET BBIIOIHATh
CUTHaJIbHYI0 (DYHKIIHIO, aKTHUBHPYs psn reHoB [166, 197, 200, 222]. Cynepokcun
paguKal-aHHOH BOBJIEYEH B TMPOLECC MUTOXOHJPUAIIBHOW PETPOrpaHON
peryisiuuu, aKTUBUPYd OJKcrpeccuto TeHoB AQO B pacTeHHMsX puca MOpu
HU3KOTEMITepaTypHOM Bo3jeicTBuu [166]. TIpu xomomoBoM 3akanuBaHuK Ha (hOHE
topmoxkenuss LIl mnpoucxomut yBenuuenue Bkiaga All, cBsizaHHOro c
¢dyunkuuronupoanueM AO [94], a Takxke HAOMIOACTCS YBEIMUCHUE TPAHCKPUIITOB
AO u comepxkanus ee Oenka [94]. AO sBiusercss 3¢hGEKTUBHBIM MapKepOM
KJICTOYHOTO MepenporpaMMUpPOBaHsl TIPU AeCTBUU XosioaoBoro crpecca [200]. B
pacTeHusix KyKypy3bl HakoruieHne A®K B ycHoBUSX HHU3KOM TeMmIeparypbl
WHIYIIUPYET TPAHCKPUIIIINIO TEHOB, KOAMPYIONUX pazodmatonuii 6enok PUMP
(anrn. “Plant Uncoupling Mitochondrial Protein”) [167]. Xosi010Boe Bo3aelicTBrE
MPUBOJNUT K YBEIMYCHHUIO aKTUBHOCTH TaKWX AHTHOKCHIAHTHBIX (DEPMEHTOB Kak

Mn-CO/l, ackopOaTnepokcuaa3bl U TIIyTATHOHPEIYKTa3bl B PACTEHUSAX KYKYpY3bl
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u nireHunsl [131, 158]. B pactennsx tabaka npu AeiCTBUN HU3KOW TEMITEPATyphI
HAOMIOJaN  yBEJIMYEHUE COJACPKAHUS AaCKOPOMHOBON KHCIOTHI, aKTUBHOCTU
CuZn-CO/Jl, rBaskoimepoKkcuaasbl ©  ackopoOarmepokcuaassl  [223].  Beuio
noka3aHo, 4to akTuBHOCTH Mn-COJl Brnuser Ha skcmpeccuto renoB AOXla u
AOX1b npu geiicTBUM HU3KOU TemIepaTypsl [166].

X0JI0JI0OBOE 3aKaJIMBaHUE YBEIMYMBAIO COJIEP)KAHUE TPAHCKPUIITOB T'€HOB
UCP1 (xommpyromero pasoomatonuii  Oemok) u  NDB2  (komupyrormiero
«BHenH» HAJI-H-JII" II TMna) B pacteHusx Tabaka [94]. OkuciieHue BHEITHETO
HAJI'H npu HU3KHMX TeMIleparypax HIPAeT BAXHYIO pOJb B MOIIEpKaHUU
SHEPreTHYECKOr0 TOMeocTa3a BO BpeMs xoJojgoBoro mmoka [170]. [Ipu nelictBun
HU3KMX TEMIepaTyp NPOMCXOMWT yBENWdYeHHe KoHHeHTpamuu Ca’’ B
MUTOXOHJIPHSIX, KOTOPBIE YYaCTBYIOT B PETYISALUNA aKTUBHOCTH ()EPMEHTOB IIMKJIA
Kpebca, oka3piBas, TakuMm o00pa3oM, BIUSHUE Ha JbIXaTEJIbHYI0 AaKTHUBHOCTb
mutoxonapuit [136]. Kpome toro, Ca’* MOXeT perymmpoBaTh aKTHBHOCTB
anbrepHatuBHblx  HAJ((®)-H-ATI' I Tuna, QyHKIMOHUPOBAHHE KOTOPBIX
coBmectHO ¢ AO MmoxeT BiuATh Ha ypoBeHb HAJI(®)-H B knertke. I'mukomnus,
[IDIT n nukn Kpebca — OCHOBHBIE TYyTH JIbIXaHUS, KOTOPBIE CBSI3bIBAIOT OKUCIICHHUE
cyocrpatoB ¢ BocctaHoBienueM HAJI(®)" mo HAJ(®)-H [219]. Oxucnenue
mutoxonapuaibHoro HAJI®-H perynupyer ypoBens nuto3onbHoro HAJ[®D-H.
HAJI'H n HAJI®-H — ueHrtpanpHble MEIUATOPhl BOCCTAHOBUTEJIBHOW JHEPTUU
MEXIy  METa0OJMYEeCKMMH  MpoleccaMd B KJIETKaX, ypOBEHb  HX
BOCCTAHOBJICHHOCTH BJIMSET Ha CTPECC-3aBHCHUMBIC MeTabonmueckue mytu [179].
Takum oOpazoMm, pyukiuonrpoBanue AO nu HAJ(®)-H-AI' Il tuna npu HU3KOU
TEMIIepaType MOXET CIocoO0CTBOBaTh Oosiee ObicTpoMy okucieHuto HAJI(D)-H,
noaaep;xusas padory HAJ[(D) -3aBucuMbIX ()epMEHTOB H IIPOLIECCOB.

B ycToumBOCTH pacTE€HHU K HU3KOM TEMIIEPATYPE BAXKHYIO POJIb UIPAIOT
TPAHCTIOPTHBIE CUCTEMbI BHYTPEHHEW MEMOPaHbl MUTOXOHIPUNA. AHUOHHBIN KaHal
PIMAC, pacnonokeHHbIi BO BHYTPEHHEH MHMTOXOHAPHAIBHOM MeMOpaHe
pacrennii (anri. “Plant Inner membrane Mitochondrial Anion Channel”),

BOBJICYHCH B TpaHCIOPT METa00JUTOB U MOXKET UIpaTb BaXHYIO pPOJIb B
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YCTOMYMBOCTU pacTeHuil k Hu3Kkoil temmeparype [204, 205]. Bo BHyTpeHHei
MeMOpaHe MUTOXOHJIPUI KyKypy3bl JIOKaJIH30BaH O0enok xyuopuaHoro kanama CLC
(aurm. “ChLoride Channel”), u o0HapykeHa ero BOBJICUYEHHOCTh B YCTOMYHUBOCTh
pacTeHuil K XOJO01y, a TAKKE BO3MOKHAsI poJib B peryssinuu aktTuBHoctd PIMAC
[204]. Llurockener-cBs3aHHBIC OCIKH, a MMCHHO KHHE3WH-TIOJOOHBIH Oeaok 1
(AtKIN14h) BoBi€UEH B PETYJIALINI0 MUTOXOHIPHUAIBHOTO JIBIXaHUS Y MPOPOCTKOB
apabuorncuca Bo Bpemst xosoaoBoro BosnercTeusa. AtKIN14h, BzanmopeiicTBys ¢
oenxom VDAC3 (anria. “Voltage-Dependent Anion Channel”, mopuH) BHeIHeH
MUTOXOHJIpHAILHOM MeMOpaHbl 4epe3 ero XBOCTOBOW JOMEH, BOBJIEKAeTCS B
PETYIALNIO BIXaHUSI BO BpeMsl MPOpACTaHUs CEMSH MPU HU3KHUX TeMIepaTypax
[60]. Takoit TUm peryisuy HMEET BAaXKHOE 3HAUCHHE B YCJIOBUS HHU3KUX
TEMIIepaTyp, TaK KaK OEJKU-TIOPUHBI peryaupytoT Tpancnopt ATD/AJ D, Ca” u
JIPYTUX METa0O0JIUTOB MEKIY LUTO30JI€EM U MUTOXOHAPHUSIMHU.

Bo BpemMs X0J00OBOrO  3aKajlMBaHUs IPOUCXOIAT H3MEHEHMS B
KUPHOKHCJIOTHOM  COCTaB€ MHTOXOHApPHANBbHBIX MeMmOpan. [Ipoumcxoaut
HAKOIJICHUE TIOJMHEHACHIIICHHBIX >KUPHBIX KHUCIOT B TOJSPHBIX JUMUAAX, YTO
CIIOCOOCTBYET COXPAHEHUI0 HEOOXOAMMOW TeKydyecTh MeMOpaH U SBJISETCS
(bakToOpoM, KOTOPBIM OMpeAeNsieT aKTUBHOCTh MEMOpPaHOCBA3aHHBIX OEJIKOB,
yYaCTBYIOIIMX B JbIXaHMM MHTOXOHIpui [57, 146]. Bsicokoe coaepikaHue
MOJIMHEHACHIIIICHHBIX YKHUPHBIX KUCJIOT MO3BOJISIET MOEPKUBATH OKUCIUTEIBHYIO
U (hochopuIHMpyIONIyI0 AKTUBHOCTb MHMTOXOHAPUN XOJOJOYCTOMYUBBIX BHIIOB
pacTeHuil W CHOCOOHOCTh ATHX OpraHe/ll K W3MeHeHusM oObema [139, 140].
BaxxHyro ponb B TOBBIIICHHH HEHACHIIIICHHOCTH JKHPHBIX KHUCIOT MEMOpPaHHBIX
ounuaoB  urparoT  gecarypassl  FAD2  u FAD3, nokanu3oBaHHbBIE B
DHIOTUIA3MATHUECKOM PETUKYIyMe, KOTOphIC IMOCIEAOBATEIbHO MPEBPAIIAIOT
MOHOHEHACBHIIIEHHYIO OJICMHOBYIO KHCIOTY 18:1(A9) B mMOJMHEHACHIILIEHHbBIE
auHONIeBYI0 18:2(A9,12) m pamee B smHoieHOBYr0 18:3(A9,12,15) [46]. C
UCIIOJIb30BaHUEM KYJIBTYp KIETOK apabumoricuca fad2 (¢ BrIkitoueHHOM 06-0Jeat
necatypasHoil akTuBHOCTBHIO) U1 FAD3+ (cBepxakcnpeccupytomux red FAD3 u3

Brassica napus) Obuio jA0Ka3aHO, YTO MOAM(MHUKAIMS IOJUHEHACHIIICHHBIX
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KUPHBIX KHUCIIOT OMPEACISIET XOJI0J0YCTONYMBOCTh KJIETOK PACTEHUH, BIUSS Ha
MUKpPOBSI3KOCTh ~ MEMOpaH M CKOPOCTh  JbIXaHUS  MUTOXOHIPHA B
dochopunupytromiem cocrossaun [57]. Huszkoe copepikaHue MOJTUHEHACHIIICHHBIX
KUPHBIX KHCIOT M CHW)KCHHOE OTHOIICHHWE OCJOK/TUNUA B MHUTOXOHIPHSIX,
u30nupoBaHHbIX K3 fad2 mMyTaHTOB, BEpOSITHO, OBLIM MPUYMHOW WX CHUYKCHHOMW
X0JIOJJOYCTOWYMBOCTU U, HA0OOPOT, OOOTAIIEHHOCTh (-IMHOJICHOBOM KUCIOTOU U
MOBBINIICHHOE OTHOIICHHWE OCJIOK/IUIMU B MHUTOXOHApHUsAX u3 FAD3+ myTaHTOB
NPUBOJIMIIA K TIOBBIIIICHHONW YCTOWYMBOCTH KIIETOK apabujorncuca K HHU3KOH

temnepatype [57].

1.3.1. Pa3BeTBiIeHHAsl AbIXaTeJbHASl llellb MUTOXOH/IPHUI pacTeHU KaK

MEXAaHHU3M MOBBINICHUA AJAIITUBHOI'O IMIOTCHIIMAJIA KJICTOK paCTeHI/Iﬁ

Pactenusi, rpuObl, MPOTHUCTHI, HEKOTOpPHIE OaKTEepuu U MPUMHUTHBHbBIC
xuBoTHBIC conepxkaT psaq HAJ(®)-H-AI 11 tuma [56]. HAA(D)-H-AT 11 tuna
SBIIAIOTCS OJIMHOYHBIMM Oenkamu ¢ Mojl. Maccoit 48-61 /1, pacrnonoxeHHbIMU Ha
00euX CTOPOHAX BHYTPCHHEHW MHUTOXOHIpHAILHOM MeMOpaHnsl [56, 178, 180]. Otun
bepMeHThI coaep:KkaT HeKoBajdeHTHO-cBs3aHHbIn DAJ] [59] u aBa mykieoTH-
cBs3bIBatOMX ydacTtka: N-tepMuHanbHblil ydacTok (cBsizbiBaeT DAJ[) u C-
TepMUHAIBbHBINA ydacTok (cBsi3piBaeT HAJI(P)-H) [123].

«Buyrpennue» HAJ(®)-H-AI' Il tuma pacmomaratorcsi Ha BHYTPEHHEH
MUTOXOHJPHAIBHON MEMOpaHe cO CTOPOHBI MaTpukca, a «BHemHue» HA (D) -H-
AT 1l Tima — co cTopoHsl MeskMeMOpaHHoro mpoctpanctsa (puc. 5) [100, 179]. B
pacTeHHsIX OOHAPYKEHO CEeMb T'€HOB, KOJUPYIOIIUX POTCHOH-HEUYBCTBUTEIILHBIC
HA(®)-H-AI'. Tpu rena KoaupyrOT O€JKHM BHYTpPEHHEH Jjokanu3auuu (c
matpukcHor cTopoHbl) — NDAL (xomupyer HAJI®-H-mermmporenasy), NDA2
(mpennoxutensHo komupyer HAJ[-H-neruaporenasy) u NDC1 (mpeanoxutenbHo
xkoaupyer HAJI®-H-nmeruaporenasy), B TO BpeMs Kak YeTbIpe IeHa KOIUPYIOT
OenKky BHEUIHEW JoKalu3aluu (CO CTOPOHBI MEKMEMOPAHHOTO MPOCTPAHCTBA) —
NDB1 (kommpyer Ca’*-3aBucumyro HAJI®-H-merumporenasy), NDB2 (komupyer

Ca’*-3aBucumyio HAJI-H-nermmporenasy), NDB3 (mpeamoKuTeIbHO KOHpPYET
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HAJI-H-nerunporenasy) u NDB4 (xomupyer HAJI-H-nermaporenasy) [77, 106,
178, 179, 181].

BHEMMTOXOHAPVIaHbH ble peakuunm meTabonusma yrnepopga

MexmembpaHHoe HAOH  HAJOH
NPOCTPAHCTBO ;

' ca?t ca*t

H*

NDQ@ @/ KNDB'I ey cytc
___> UQ l é EOMH:IQKC KOMnneKc

{ \
\NDM/ \NDA} \NDFy KomnneKc I
LA

|
MepeHocunkn
BOCCTaHOBUTENEN

Komnnekc
|

1
|
I |
I
I

HAOH HALA®H Cykuuuar

MaTpukc X f f

MVITOXOH,ClpVIaﬂbele peakunun metabonunsma yrnepopga

Puc. 5. AnbrepHatuBHbIe (EPMEHTHI IBIXATEIHHOM IEMW MHUTOXOHAPUN

[179].

B pactenusax apabugoncuca uetbipe HAJ(D)-H-AI' 1 Tuma wumerot
JIBOMHYIO  BHYTpPUKJIETOUHYIO  Jokanmuzauuio: NDC1  jmokamuszyercs B
MUTOXOHApUIX U XJoporiactax, B To BpeMsa kak NDALl, NDA2 u NDB1 — B
MUTOXOHJpHSIX M mepokcucomax [215]. ¥V HAI(®D)-H-AI' Il tuma, umeronmx
JIBOMHYIO JIOKAIHM3AIMI0 B MUTOXOHJPHUSIX M TIEPOKCUCOMAX, €CTh JIBE OTICIbHBIC
CUTHAJIbHBIE TociIeoBaTenbHOCTH — C-TepMuHanmbHas sl mepokcucoM U N-
TEpMHUHAIbHAS 11 MUTOXOHAPUH [215]. Perynsius akTHBHOCTH aJIbTePHATHBHBIX
HAJI(®)-H-neruaporeHas  OCyIIECTBISIETCS ~ HAa  TPAHCKPUIIIMOHHOM U
nocrrpancisiuonHoM ypoBHsX [100]. Dkcmpeccuss renoB NDA2 u NDB2 B
reTepoTpodHBIX TKaHIX BbIlIE, 4eM B (hoToaBTOTpOdHBIX [59]. DKcnpeccus reHoB
NDAl1 u NDCl umeer cBeroByto perymsuuto [77, 134]. dyHKUHOHHpOBaHHUE
«rewHnx» HAJ[(®)-H-JT 1l tnna 3aBucut ot koHueHTparmn Ca?*, u3MeHeHns

pPH u xormenTpamuu cyocrparos [106, 178].
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AO o0OnapyxeHa B pacTeHHSAX, MpoKapuoTax (o-mpoTeodaKTepun),
NPOTHCTAaX, TpUdax, y HEKOTOPBIX BUAOB KHUBOTHBIX [219]. AO oTBeTBiIsieTcst OT
UTOXPOMHOTO TMYTH HA YpOBHE YOMXMHOHOBOTO IyJIa M CBS3BIBAET OKUCIICHUE
youxuHonma ¢ BoccraHoBieHnmeM O, mo H,O [228]. AO pacnosoxxeHa Ha
MaTpPUKCHON CTOpOHE BHYTpPEHHEH MeMOpaHbl MUTOXOHJPUM, €€ aKTUBHBIA CalT
JIOCTYIICH U JUJISI MOJIEKYJIIPHOTO Kuciopoaa, u i youxunona [100]. Cornacho
COBpeMeHHBIM mpeacTaBieHusM AQO mpencraBisieT coOoil OMsACpHBIA U-
JKele30coaepiKanuil KapOOKCHIIaTHBIN Oellok ¢ MoJj. Maccoi ot 30 mo 35 k/] [24,
85, 216, 217]. AO koaupyeTtcs cyOceMelcTBaMH JBYX T'€HOB B BBICIIIMX PACTCHUAX
— AOXI u AOX2. AOX1 mpuCyTCTBYeT Y OAHOJOJBHBIX W JBYIOJBHBIX BUIOB
pactenuii, B To Bpems kak AOX2 mpucyTCTBYeT TOJbKO Y ABYmoJbHBIX [153]. B
pacTeHusX apadujorncuca IPOUCXOIUT SKCIPECCHS NIATU F€HOB, Koaupyromux AO
(AOXl1a, 1b, 1c, 1d u 2), npu 3tom rersl AOX1a u AOX1d — ABasIOTCS OMHUMHU U3
CaMbIX  CTPECCOT3BIBUMBBIX MHUTOXOHAPHAIBHBIX TreHOB [82]. Perymsmus
akTUBHOCTH AQO OCYIIECTBISIETCS HAa TEHETUYECKOM M OMOXMMHYECKOM YPOBHAX
[24, 219]. 'enerudeckuii KOHTPOJbL 3Kcmpeccuu reHoB AO BKiIOYaeT B cels
peTporpasHble CUTHAIBI OT MUTOXOHJIPUI U IPYTHE CUTHAIIBI KIETKH, CBSI3aHHBIC C
pPOCTOM, PHEPreTUYECKUM METab0IU3MOM U cTpeccoM. bruoxumuueckuii KOHTPOJIb
BKJIFOYAET B ce0sl MOCIEA0BATEIIbHYI0O OMOXUMHUUYECKYI0 akTHBaIuio Oenka AO —
KOBAJICHTHYIO MOAM(HKAIUIO, 32 KOTOPOH CIEIyeT aJuIOCTEpUUYECKasi aKTHBAIIHS B
OTBET Ha W3MEHEHHE OKHMCIUTEIbHO-BOCCTAHOBUTEIBHOTO YPOBHS U YpPOBHS
JOCTYITHOCTH CyOCTpaToB JBIXaHWUS B MHUTOXOHAPUAIBHOM Matpukce [219].
AKTUBHOCTE AO 3aBUCHUT OT YPOBHSI BOCCTAHOBJIEHHOCTH YOMXHMHOJIOBOTO ITyJa,
colepKaHusl caMoro Oenka, OKHUCIUTEIbHO-BOCCTAHOBUTEIBLHOIO — CTaTyca
perynupyeMoi nucyinbGua/cynbPruipuiabHOi 00JaCTH IMUCTEHHA, BOBJICYEHHOIO
B aKTUBAalLMIO caMoro (epmMeHTa, W KOHIEHTpPAIMM TaKUX 0-KEeTOKHUCIOT, Kak
nupysat [100]. AO MoxeT akTUBHPOBAThCS CBETOM Yepe3 Takue (OTOPEICITOPHI,
KaK QUTOXPOMBI, (POTOTPOIHMHBI U KPUIITOXPOMBI [228].

Cxomuyio ¢ AO (QyHKIOMIO B PEryjsiiud  SHEPreTUYECKOro U

MeTabonuueckoro OajaHca B KJIETKaX pPAacTEHUH BBINOJHSIOT pa3o0Uiaromme
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OenKu, Tak)Ke PaCIOJIOXKEHHbIE BO BHYTpeHeH MmemOpane mutoxoHapuii [211].
UCP oTHOCATCS K CEMEWCTBY aHHUOHHBIX OEJIKOB-IIEPEHOCYMKOB BHYTPEHHEU
MUTOXOHJPHUAILHON MeMOpaHbl, U UX PYHKIIMOHUPOBAHKUE 3aKIIOYAETCS B MIPSIMOM
paccerBaHMH MPOTOHHOTO TpaaueHTa B 00Xoa ATd-cunTassl [119]. UCP cocrout
U3 TpeX TOMOJIOTHYHBIX JIOMCHOB M UMEET MOJI. maccy Onmskyro k 33 k]I [78].
UCPs obHapy»eHbI B KJIETKaxX >KMBOTHBIX, PAaCTEHUM, aMEOOBUIHBIX MTPOCTEHIITNX
u japoxokax. AxkrtuBHoctb UCP perynupyercss Ha ypOBHE 3KCIPECCHHM TI'€HOB,
aJUIOCTepUYECKUM HHruOupoBanuemM Hykieotuaamu (AT®D, I'TD) u ypoBHeM
cyOcTpaTtoB (KOHIICHTpAIlMell aHUOHOB CBOOOJHBIX MKXUPHBIX KHCJIOT Ha OO0Eux
CTOpOHaX MHUTOXOHApPHAILHOM MemOpanbl). Kpome Ttoro, TpaHcmMeMOpaHHBIN
NEKTPOXUMUYECKUNA TMOTEHIMad (OTpUIATEIbHBIM BHYTpU) U paszHocTh pH
(KUCIIBIN CHApY>KU) BIUSAIOT HAa UKIWYECKUH O0OOPOT aHUOHOB KUPHBIX KHUCIOT,
nepenocsmux H' [192].

Psanom aBTOPOB OBLJIO  TOKa3aHo, 4TO (GYHKIIMOHUPOBAHUE
sHEepropaccenBaroliux cucteM B MutoxouHapusx (AO, HAJ(®)-H-AT' Il tumna,
UCP) HeoOxoauMo I HOPMaJIbHOTO pa3BUTHs pactenuii [9, 56, 62, 95, 104, 151,
199, 219]. ®yukumonupoBannue AO um UCP BHOCHUT CyIIECTBEHHBIH BKJAJ B
DHEPreTUYECKuil OanmaHC MEXAy a30THBIM U YIJIEPOJHBIM METaOO0IU3MOM.
[Tokazano, uyto ot GpyHuuonupoanuss AO u UCP 3aBUCUT CKOPOCTh aCCUMUJISIIAN
HUTpaTa W yriepoaa KopHeBoil cuctemor [104]. B HOpManbHBIX YCIOBHUSX
YpOBEHb OdKcmlpeccuu TeHoB, koaupyrommx UCP, ropasgo Oombine, uem
skcrpeccust TeHoB, komupyrommx AO [99]. DyHKIMOHUpOBAHHE «BHEIIHEH
HAI®-H-AI' II Tuma  MOXET M3MEHATh  COOTHOIICHHE  KJIETOYHOTO
[HAJI®-H/HAJI®'], uto, B CBOIO OYepeab, BIMAET HAa MPOLECCH PAa3BUTHUS
pactenumii [62]. CHmwkenne uin n30bITouHas skcrpeccus NDB4 B apabumornicuce
NPUBOAUT K M3MeHeHuto (eHoruna yuctheB [56]. AO, UCPs u anbTepHaTHBHBIC
HAJI(®)-H-AI' II Tuna BoOBJIEYEHBI B OTBET MHUTOXOHAPHUN Ha JIEUCTBUE
crpeccopoB [201]. @yHKIIMOHMPOBAHUE B MHUTOXOHIPHUSX 3HEPrOPaCCEHBAIOIIUX
cucteM, Takux kak AO, HAJ[(®)-H-AI" II Tuna u UCP, B HOpManbHBIX yCIOBUAX

WIH TP cTpecce B3auMocBs3ano [56, 77, 201, 219]. IToka3aHo, 4TO B pacTCHHSIX
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apabunoncuca skcnpeccuss AOX2a u NDAL 3aBucut oT (QyHKUHOHHUPOBAHUS
XJIOPOIUIACTOB, B TO BpeMs Kak dkcrpeccust AOX1a, NDA2 u NDB2 u3mensercs B
OTBET Ha INMHPOKHH Kpyr BosxaercTBuil [77, 95, 228]. IloBblIcHHE DKCIPECCUU
NDB2 u AOXla B pesynbrate cHmxeHHOH skcnpeccun NDB4 Moxker npumaBath
pacTeHUsIM HE TOJIbKO YCTOMYMBOCTh K CTPECCY, HO M BJIMATh Ha MX Pa3BUTHE U
poct [56]. Ilom ngeiicTBHeM CBeTa MPOMCXOTUT KO-3KCIPECCHS T'CHOB,
koaupyronmx «BHyTpeHHioo» HAJI-H-/II' Il tuma u AO [77]. B Skunk cabbage
MPOUCXOIUT COBMECTHAs dKcrpeccus renos, koaupyomux AO u UCP, kotopbie
y4acTByIOT B TepMmorenese [78]. [loka3aHo, 4To 3KCTIpeccHsi TCHOB, KOIUPYIOIINX
UCP u AO, 3aBucuT OT cyOCTpara AbIXaHUS, €CIM B TEPMOTEHHBIX OpraHax
OCHOBHBIM CYOCTpaTOM SIBJISIIOTCS JIMIIU[BI, TO MHIYLIMPYETCS HKCIPECCHUS T€HOB
UCP, ecnu cy0OcTpatoMm SIBISIOTCS BOJOPACTBOPUMBIEC YTJIEBOJBI, TO TIPOUCXOIAHUT
UHIYKIUsS reHoB cemeirictBa AOX [118].

@OYHKIIMOHUPOBAHUE All MO3BOJIAET HOJICPKUBATh YpOBEHb
OKHUCJIUTEIbHO-BOCCTAHOBUTEIBHOIO OallaHCca KJIETKU U B IIUTO30JI€, U B MaTPUKCE
MHUTOXOHJIPUI B OTBET Ha pa3IMYHbIC KJIETOUHbIE cTpecch [91].

Yposens TpanckpunToB reHoB UCP1 u NDB2 yBennuuBasics npu 1eHCTBUH
HU3KHX TEMIepaTyp B pacTeHusix apadumoricuca [94]. DyHKIIMOHUpOBaHHE
anbrepHatuBHbIXx HAJ[(®)-H-JI' II Tunma B apixaTenbHOM IENMA MHUTOXOHIPUIN
CIIOCOOCTBYET MOAJEPKAHUIO OKHUCIUTEIbHO-BOCCTAHOBUTEIBLHOTO OanaHca B
IUTO30JI€ U MaTPUKCE MUTOXOHJPUN KIJIETOK PacTeHWi, a 3TO, B CBOIO OUYepelb,
BJIMSICT HA TIOTOK METAa0OJIMTOB Yepe3 NbIXaTeNbHbBIE MyTH. DHEPTOPACCEUBAIOIINE
CHCTEMBI CTIOCOOHBI OCBOOOIUTH KIETOYHOE JbIXaHUE OT aJCHUIATHOTO KOHTPOJI,
oOecnieunBasi 00OpOT Myna MeETAaOOJIUTOB MJii OMOCHMHTE3a, U YBEIUYHUBAThH
okuciutenbHbll noteHman HAJI(®)-H B mepuoabl BBICOKOTO JbIXaTEIbHOTO
nortoka [100].

Haunbonee wu3ydeHHON W3 DHEPropacCeMBAIONIUX CHUCTEM MHUTOXOHIIPHUI
apisgercss AO, 1 UMEHHO €l OTBOAMTCS HauOoJiee BaKHasl pojib — MOJEPKaHUE

MeTa00JMYECKOTO M CHUTHAJILHOIO I'OMEOCTa3a B KIJICTKC, OCOOEHHO B TaKHX
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CTPECCOBBIX YCIOBHUSX Kak HHM3Kas TeMIlepaTypa, 3acyxa, AePUIUT MUTATEIbHBIX
BEIIECTB, a Takxke OakTepuanbHas nHpekmus [71, 219].

Takum 00pa3oM, MOXXHO MpernoJiaraTh, YTO HAJIUYUE B MUTOXOHIPUSIX
pactutenbubix kiaetok HAJ(®)-H-AI' I tuna, AO u UCP cnocoOcTtByeT
NOJAJICP)KAHUIO0 CTAOMJIBHOM pPaOOThl JIbIXaTEeNbHOM IIeMU NpU JEeHCTBUM Ha

pacTeHusi CTPECCOPOB OMOTUYECKON U aOMOTUYECKON TTPUPOJIBI.

1.3.2. ®OYHKUHOHMPOBaHHE POTEHOH-HeuyBcTBHTeIbLHBIX HAJ[(®)-H-
JAEerMAPOreHas U ajJbTePHATUBHON OKCHAA3bI B MUTOXOHIAPUAX PacTeHUH NpHU

JAedCTBUM HU3KUX TeMIepaTyp

CymiecTByeT  JIOCTaTOYHO MHOTO  DKCIEPUMEHTAJbHBIX  JAHHBIX O
dbynkuuonupoBanun AO B MUTOXOHJPHUSIX PACTECHUH MpU JEHUCTBUU HHU3KHX
TeMIrepaTyp, ¥ Majao JaHHBIX O (YHKIIMOHUPOBAHUU IMPU HUZKUX TeMIIepaTypax
poteHoH-HeuyBcTBUTENbHBIX HAJI(D)-H-nerunporenas.

[TokazaHo, 4TO B JHCThsIX KapTodess cojepkaHue Oeyka, aKTUBHOCTh U
DKCIPECCUSI TEHOB, KOJMPYIOIIMX «BHYTPEHHIOIO» POTEHOH-HEUYBCTBUTEIBHYIO
HAJI-H-JII' (NDAL), cHmwkanuch mpu X0J070Boi o0pabotke [198], oanako B
mucThsix apadbupomncuca skcnpeccus NDAL npu xo5o010B0#M 00paboTke, HA000POT,
yBenuuuBaiachk [77]. [pu xonomoBoit 00paboTKe B pacTeHUsX KapTodest ypOBEHb
TPAHCKPUIITOB I'€Ha, KOJAUPYIOLIETO «BHEIIHIOKO» Ca2+-3aBI/ICI/IMyf0 HAJI®-H-AI"
(NDB1) me m3mensuicst [198], a ypoBeHb TPaHCKPHIITOB T€HOB, KOIUPYIOIIMX
«BremHo00» Ca’*-3aBucumyro HAJ[-H-neruaporenasy (NDB2) u HAJ(®)-H-
neruaporenasy (NDB3) B pactenmsx apaOumoricruca yBenuuuBaics [77, 82, 94].
[Ipyn BbIpamMBaHUM pacTeHUN apalOujorncuca Ha XOJIOAE TaKXke HaOIoaaIu
YBEIIMYEHUE YPOBHS TPAHCKPUIITOB reHa, Koaupyouiero «Buemxow» HAJ-H-AT
(NDB2), B muctbsix [94].

B mnpopacraromux cemeHax ropoxa MOKa3aHO COXpPaHEHUE CIOCOOHOCTH
MUTOXOHAPUIA K oKucieHnto 3k3oreHHoro HAJI-H npu neiicTBuu oTpunarenbHON
temneparypbl Ha MutoxoHapuu [170]. Oxwucinenue sk3orenHoro HAJI®-H B

JINCTBAX KapTO(l)eJ'Iﬂ CHWXAJIOCh IIPpU XOJOAOBOM 3aKaJIMBAHUH, ad OKHCIICHUC
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sk3orerHoro HAJI'H He wm3mensuiock [198]. CxomHble pa3nuyusi B aKTUBHOCTH
JIETUJIPOTEHA3, YUaCTBYIOIIUX B OkuciaeHnu 3k3orenHoro HAJ[-H v HA/I®-H, npu
JEUCTBUM HU3KUX TeMmIeparyp ObUIM OOHapy>KEHbl paHee B MUTOXOHAPHUSX W3
KOPHEILJIOIOB CTOJIOBOM | caxapHoi cBexibl [103, 232].

bonpmioe konuuecTBO pabOT CBUJIIETEIBCTBYET O IMOBBIIICHUH YPOBHS
TPAHCKPUIITOB, cojep:kaHusi Oenka W akTuBHOCTH AQ MOJ NEWCTBUEM HHU3KHX
MIOJIOXKHUTEIBHBIX TEMIIEPATYpP y PA3IHYHBIX PACTHTENBHBIX 00BbeKTOB [57, 79, 94,
101, 102, 141, 152, 166, 168, 194, 208, 223]. B T0 ke BpeMs CyIIECTBYIOT JaHHbIC
00 OTCYTCTBUHM TIOJIOKUTEIILHOU KOPpEIsALMU MeEXIy cojaepkanuemM AQO, ee
aKTUBHOCTBIO M  XOJIOJIOYCTOWYMBOCThIO pacteHuit [194, 208]. Iloka3zano
yBenuuenue TpanckpuntoB AOX1a, conepxanus 6eska U yBeJIMYeHUE aKTUBHOCTU
AQO B JIMCTBAX apabuoIICHca P X0JI0A0BOK oOpadoTke [77, 94, 101]. Ycunenue
skcnpeccun rena AOX1a HaOmroganu U nocie oOpadOTKU pacTEHUM K30TCHHOU
ABK [77, 107]. YBenuuenue TpanckpuntoB rena AOX1a u coaepxanus 6enka AO
P XOJIOJOBOM 00pabOTKe TakKe HaOJI0aIM B MUTOXOHApHUAX Tabaka [223]. B
JUCTBSAX  XOJIOAOYCTOMYMBOTO COpPTAa O3UMOM TIIEHHUIBI TIPU  XOJIOJOBOM
3aKaJIMBaHWW TMPOUMCXOAWJIO yBenudeHue TpaHckpuntoB reHoB AO — WAOX1a u
WAOX1c [79, 152] u yBennuyenue aktuBHOCTH AO [152]. IpyrumMu aBTOpamu
OBLJIO TIOKA3aHO, YTO B JIUCTHSIX KapTodens aKTUBHOCTh U cojiepkanne AO mpu
HU3KUX TeMIepaTypax He u3MeHsumch [198].

N3MeHeHne skcnpeccud TeHOB, Koaupyromux AQO, MOXKET NPOHCXOIUTH
COTJIaCOBaHHO C U3MEHEHHEM 3Kcrpeccuu reHoB, koaupytoumx UCP u NDB. Tak,
MOKAa3aHO, YTO IIPU XOJOAOBOM BO3ICHCTBUM BMECTE C HWHAYKIMEW TE€HOB,
konupytomux AO wu UCP, Moxer mnpoucxoauTb KO-3KCIIpECCUsl TeHa,
xoaupytoniero NDB2 [77, 102]. Tlpu oGpabotke sk3orenHoii ABK ycunenue
sxcnpeccun reHa AOX1a Taxke mpoucxoauT coriacoBanHo ¢ NDB2 [77]. B to xe
BpeMs BBIKIIOUeHHE dKcrpeccuu reHa AOX1a, komupytromero AO B pacTeHUSX
apalujorcuca, Mpyu HU3KOW TeMIiepaType MPUBOAMUT K YBEIWUYEHHUIO SKCIPECCUU
reHoB, koaupyromux NDB2 u UCP [225]. BeisBnena BaxxHast pois UCP B oTBeTe

Ha HHU3KOTEMIIEpATypHBIA CTpecc W IpeaoTBpaiieHuu odpaszoBanus ADK [209].
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Mexanu3mbl peryasiuuu 1 (QpyHKUHOHANIbHAsS poib anbTepHatuBHbIX HAJI(D)-H-
JI' B yCIOBHUSX HU3KHX TEMIIEpaTyp J0 CHUX TOp OCTAlOTCsA He m3ydeHHbIMU. A.C
CBEHCCOH C COaBT. MPEAMNOJIOXKUIN, YTO TOJIaBIICHUE DKCIPECCUN «BHYTPEHHHX)
HAJ[-H-JIT" 1l tuma HeoOX0oauMO JIT MUHUMHU3AINHN JadbHEHIIero 00pa3oBaHus
ADK mpu xomomoBoM crtpecce [198]. dynknumonupoBanne AO B YCIOBHAX
JEUCTBUSL HUBKUX TEMIEepaTyp, Kak Mperoiaraercs, MOXKET OBIThb CBSI3aHO C
HEOO0XOIMMOCTHIO CHIYDKEHUS MJTH TIpenoTBpamieHus oopasoanus ADK [101, 166,
168]. B pacteHusx puca co CBepXxdKcrpeccueii rena, koaupytoriero AO, Bo BpeMs
XOJIOZIOBOTO ~ CTpecca MPOHUCXOAMIIO CHHJKEHHE COJEpPXKaHUS MaJOHOBOTO
albJIeTUAAa, YTO CBUIETENBCTBYET O TOM, 4To AQO MOXKET CHnocoOCTBOBAThH
camkeHuto oopazoBanust ADK u mpoaykroB I1OJI Bo Bpemsi X010/10BOTO cTpecca
[166]. VBenuuenne axkTuBHOCTH AQO BaXHO TOJBKO B HAYadbHOH CTaauH
XOJIOZIOBOM 00pabOTKM M HOCHT BpeMeHHbIH xapaktep [94]. Ha pactenumsx
apabujorncuca OBUIO TMOKa3aHO, 4YTO TMEPOKCHU]l BOJOPOAA W HOHBI KaJbIUs
WHIYLHUPYIOT BBICBOOOXKIEHUE STUJIEHA MOJ ACHCTBUEM XOJIOJOBOIO CTpecca,
KOTOPBIN yuacTByeT B akThBaIuu AQO MyTeM yBEJIMUYCHUS COJCPKaHUS MUPyBaTa U
skcrpeccun reHoB AOX1a u AOX1c [222]. YcranosineHno, uyto AO BiuseT Ha
OamaHc yriieposa W a3oTa MPU HU3KUX TEMIIEpaTypax, a TaKKe Ha MEXaHU3MBI
aHTHOKCHIAHTHON 3ammthl [223, 225]. ComepkaHue Kpaxmaga B PacTCHHSIX
apabuorncuca, y Kotopsix orcyrctBoBan reH AOXla, kxogupyromuii AO, ObLIO
BBIIIIC, YeM B pacTeHHsX Aukoro tuma [225]. PacTenus Tabaka ¢ MOBBIIICHHOM
skcnipeccueit AOXIa npy HU3KOM TeMIiepaType HaKaIjJuBajiu OOJbIIE TJIIOKO3bI U
(GpPYKTO3BI, UeM PaCTCHUS TUKOTO THIIA, a PACTECHUS C MOHWKCHHOW SKCIPECCHCH
9TOr0 T'eHa HaKaIlJIMBaJIM caxapoB MEHbIIE, YeM pacTeHus aukoro tumna [223]. [Tpu
cHmkeHnn skcrpeccun AOX1a HaOMOganM yMEHBIIEHUE IUIOMIAAM JIMCTa U
pa3Mepa pOo3eTOK y pacTeHUM apaOuorcuca Mpu ACUCTBUU HU3KOW TEeMIEpaTyphl
(48 u, 12 °C) [101], yto yka3piBaeT Ha ydactue AQ B PErysAildd POCTOBBIX
nporeccoB. Cepxakcnpeccusi reHa AOXla B pacTeHusIXx puca TpUBOIUIA K
MOBBIIEHNUIO  YCTOMYMBOCTH KOPHEBOM CUCTEMBl K JCHCTBUIO HU3KOU

Temmeparypsl [166].
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AHaINM3 JMTEpPAaTypHBIX MCTOYHHMKOB CBHUIETEIBCTBYET O JOCTAaTOYHO
MPOTUBOPEUYHUBBIX JAHHBIX O (YHKIIMOHUPOBAHMHM B MHUTOXOHIPUAX pPACTEHUUN

«BHyTpeHHux» HAJI(®)-H-JAI' u AO npu HU3KUX TemIeparypax.

1.3.3. Poab MHUTOXOHIApPMII M aJbTEePHATHBHBIX MyTeil AbIXaHUS B

(doTocuHTE3E M 3a1UTE XJIOPOIVIACTOB OT (POTOMHTMOUPOBAHUSA

JlpixaTenbHbli MeTa0onu3M B (OTOCHUHTE3UPYIOIIUX PACTEHUSIX TECHO
CBs3aH C (DOTOCHMHTETHUECKUMU peaknusaMu Iukiaa KambBuHa M (HOTOIBIXaHHEM
[61, 160]. JuchyHkins MUTOXOHAPUH BiIHSeT Ha (QYHKIIMOHAJIBHYIO aKTHBHOCTD
xnopomnactoB [73]. Korna cootHomenne [HAJI®-H/HAJD'] B xnopomnacrax
CJIIMIIIKOM BBICOKOE, KOMMOHEHTHhl (oTocuHTeTnueckoit OTI[ Haxomsarcs B
MEPEBOCCTAHOBJIICHHOM COCTOSTHUU, YTO YBEJIMYUBAET BO3MOXKHOCTH O0pa30oBaHUs
A®OK u ¢orounrudoupoBanus [161]. /i CH¥>KEHUS CBEPXBOCCTAHOBJICHHOCTH
XJIOPOILJIACTHOTO arlfapaTa HMCIOJIB3YIOTCS pa3uyHble MEXaHU3MBI. MEPexo] U3
OJIHOTO JHEPreTHYECKOr0 COCTOSIHUS B JAPYroe, pacCeMBaHHME HIHEPTrUU B BUJIC
Terua, (GoroapixaHue W accHUMMAIMsA azota [161]. Ecam 3T MexaHHM3MBI HE
CIIOCOOHBI IPEIOTBPATUTH CBEPXBOCCTAHOBJICHUE, TO UBITUIIEK
BOCCTAaHOBUTEIHHBIX DKBHBAJICHTOB MOYKET TPAHCIIOPTUPOBATHCS U3 XJIOPOILIACTOB
yepe3  MajaT/oOKcalloalleTaTHBIM  IMyHT W 3-(pocdormuiepat/muruapo-
arieroHdocdaTHpiii myHT (mepeHocunk @D,) B IMTO30JIb U HCIOJIB30BATHCS
muToxoHapusmu [161, 228]. Takoe HaOmOgaETCS MPH U30BITOYHOM OCBEIICHHUH,
KOTOpO€ TYOWTENBbHO i pPACcTeHHWH U TPUBOAWT K HAPYIICHUSIM B
dorocunTeTHueckoM amnmapare [95]. B ycloOBHSX BBICOKOW OCBEHICHHOCTH
BOCCTAHOBUTEIbHBIC JKBHBAJICHTBHI OKCHOPTHUPYIOTCS M3  XJIOPOIUIACTOB B
LIUTO30J1b, BEPOSITHO, yepes HAJI® -ManataernaporeHasHolit 151
Mayiat/oKcaaoaneTaTHbId I[IYHTBI, M BaXHYIO pOJb, Kak I0JaramT, B 3THX
CTPECCOBBIX YCIOBUSAX WUTPACT JbIXaTeNbHAsS 1ETb, KOTOpPas pacCenBaeT M3IHUIICK
BOCCTAHOBHTEJIbHBIX 3KBHBAJICHTOB, O0pa30BaHHBIX B XJjoporuiactax [228].
OYHKIIMOHUPOBAHUE [IBIXaTEJIbHOM 1ENW MUTOXOHJAPUM TpU HU30BITOYHOM

OCBEIICHUH HEOOXOIUMO ISl ONTUMH3AIUMU (DOTOCHMHTE3a IMyTeM O0OECTeUCHUS
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HeoOxomumoro ypoBHs AT® B 1uTo3051€, MOBBIINICHUS CHUHTE3a Caxapo3bl WU
paccemBaHUsS W30BITKA BOCCTAHOBUTEIBHBIX OKBHBAJICHTOB OT XJIOPOIUIACTOB
[229]. B nmnocnemnue ronmel BbIsIBICHA BaxHas poidb AQO HM  POTEHOH-
HeuyBcTBUTENBHBIX HAJI(®)-H-gerunporenas B 3amure DTL[ xjmopornactoB ot
dboTouHrnOupoBanus Ipu U30BITOYHOM ocBemenuun [95, 117, 228, 230]. ®. Xy ¢
COAaBT. MPEJJIOKUIN MEXAaHU3M aKTUBAIIUU TeHOB, konupyromux AO u HAJI(®P)-H-

AT 1l Tuna gepes dpotopenentopsl (puc. 6) [228].

XnoponnacTtbl
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Puc. 6. IlpenmnonaraeMbie CUTHAJIbHBIE TTYTH B PACTUTEIBHOM KIIETKE IS
3amuThl  (POTOCUHTETUYECKOTO  ammapata oOT  (OTOMHTHOMPOBAHHS  MpU

U30BITOYHOM OCBelieHnu [228].
Oobo3nauenuna: AO — anpTepHatnBHas okcuaasa; ADK — akTuBHBIE POPMBI KHUCIOPO/A;
MPP — muTOXOHIpUanbHas peTporpagHas peryisuus; Td — TpaHCKPUNIMOHHbBIE (HaKTOPHI;

NDex - «BHemHue» poreHoH-HeuyBcTBUTEIbHBIE HAJI(®)-H-neruaporenassr; NDin  —
«BHYTpEHHHE» poTeHOH-HeuyBcTBUTeNbHbIe HAJI(D)-H-neruaporenassr; Cyt ¢ — nuroxpom c
okcunasa; I, I, I, IV — xommuiekchl nbIxaTenbHON e MATOXOHIPHIA.

OynkuuonupoBanue AQO He TONBKO 3amumaer (OTOCMHTETUYECKUI

anmnapat oT (OTOMHTHOMPOBAHUS MPH U30BITOYHOM OCBEIIEHUH, HO M yYaCTBYET B

49



CTaHOBJICHUH (DOTOCHHTETHYECKOTO arrapaTa MpH JEeITHOISAINN JUCTheB [9, 95,
133]. AO wMoxerT wWrpath BaXHYIO pOJIb B HadalbHBIC JTallbl Tpoliecca
JTUATUOJISIIMK Yepe3 MyTH MHTOXOHJIPHAIBHON peTporpajHoi perymsuuu [228].
Kpome Toro, AO cmocoOcTByeT ONTHUMH3AIMH (POTOCHHTE3a MyTEM pETYJSAIUU
ckopocTterl pereHepanuu Pyb® B yciioBusx MNOBbIIEHHON KoHIeHTpauuu CO;
[105]. Ot ¢dynkimonupoBanuss AO 3aBUCHT W paboTa Maiar/OKcaloaleTaTHOTO
IIYHTa, AKTUBHOCTh KOTOPOTO B pACTCHHUSX apabuiorncuca C TOHMKEHHON
skcmpeccueir AOX1a, Obuta Hibke, ueM B pacTeHusx aukoro tuma [105]. Ha ¢one
NOBBIINIEHHONW akTUBHOCTH AQO, HaOM0JaIM HAKOIUJIEHUE BOCCTAHOBUTEIBHBIX
DKBUBAJICHTOB B XJIOPOIUIACTaX M YBEIWYCHHE AaKTUBHOCTH (DEPMEHTOB,
HEOOXOMUMBIX Il WX TpaHcrmopra [231]. Murubupomanue aktuBHOCTH AO
MPUBOAWIO K CBepxBoccTaHoBieHnto OTL[ XyopormactoB ¥ MHIyUHAPOBAJIO
nukinyeckuit motok Bokpyr ®C [ mpu HU3KOM TOTOKE (OTOHOB, a TaKKe
ymenbInano otHomenue OC II/DC I paxe npu Hu3koM notoke [229]. In vivo 6bu10
MoKa3aHo, 4To akTUBHOCTh AQO cBs3aHa ¢ 3()PEeKTUBHOCTHIO (HOTOCHMHTE3a U
yCTOMUMBOCTBIO K (hoTomHrnOMpoBanuto [117]. Tlox meiicTBueM cBeTa BBICOKOIA
MHTEHCUBHOCTU HaONIOAAIN YBEJIMYEHUE IKCIPECCUU He TOJbKOo reHoB A0X1a u
NDB2 [116], vo u renoB NDAl u NDC1 [97, 199]. IIpeamonaraercs, 49TO
«BHyTpeHHss» HAJ[-H-JII' II Tuma wurpaer BaxXHYH poOjb B MOJJAEpKaHUU
(doToCHHTETHYECKOTO ~ MeTaboiau3Ma  mporeccoB  ¢oroabixanus  [199].
OynkuuonnpoBanue «BHemHe» HAJD-H-AI' I Tuma, kotopas cmocoOHa
OKUCJIATHh 1UTO30JbHBIN HAJID-H, »skcnopTupoBaHHBIA M3  XJIOPOIJIACTOB,
BEpPOSTHO, CIIOCOOCTBYET TMOJCPKAHUIO OKHCIHTEIbHO-BOCCTAHOBUTEIIBHOTO
OaaHca XJIOPOIIACTOB, TaKUM OOpa3oM, MUHUMHU3UPYS (HOTOMHTHOMPOBAHUE B
TeueHne Bbicokoro ocBemieHus [100]. B momgaepkaHuM — OKHCIUTEIBHO-
BOCCTAaHOBUTEIHHOTO OajlaHCa B XJIOPOIUIACTaX MpPU JIEUCTBHM CBETa PAa3TMYHON
WHTEHCUBHOCTU BaxHYI0 poyib urparoT UCPS, KoTopble paccenBaroT MPOTOHHBIN
IpagueHT, oOpa3yeMblil B JbIXaTEIbHOM €M MUTOXOHAPUN TPU OKUCIECHUU
BOCCTAHOBUTEHHBIX HKBUBAJIECHTOB OT XJIOPOIUIACTOB, a TaK)XE Y4YacTBYIOT B

perynsun ckopoctd accumuisiiuu CO, [151].
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1.4. BBIBO/JblI M3 OB3OPA JIMTEPATYPbHI, IIOCTAHOBKA
HEJIN UCCJIIEJOBAHUA

Takum 00pa3oM, aHAIU3 JAHHBIX, UMEIOIIUXCS B JTUTEPATYpPE, MMOKA3al, YTO
MHUTOXOHJIPUH pacTteHuit MPECTABISIOT co0oi OpTraHeIIbl, oT
(GYHKIMOHUPOBAHUST KOTOPBIX 3aBUCUT (DYHKIIMOHAJIbHA AKTUBHOCThH JAPYTHX
OpraHesI U KIETKHU B 1eJIoOM. MUTOXOHAPHUH UTPAIOT BaKHYIO POJIb B CTAHOBJICHUU
XJIOPOIIACTOB, a TaKXKe B MOJAJCpPKaHUM (YHKIIMOHUPOBAHUS XJIOPOIJIACTOB B
HOPMAQJIBHBIX YCJIOBUSIX W TIpU JEUCTBUM CTpeccopoB. Tak, JpIXxaTeiabHas
CIIOCOOHOCTh MUTOXOHJIPUM BIUSET HA HWHTCHCUBHOCTh (DOTOCHUHTE3a MpHU
M30BITOYHOM OCBEIIEHUU. B 3THUX yCIOBUSX MUTOXOHAPUU TIOJICPKUBAIOT OallaHC
BOCCTAHOBUTENBHBIX  3KBHBajJeHTOB oT OTI[ xjopomnacToB 3a  CUer
(GYHKIIMOHUPOBAHUS SHEpropaccenBamnmx cucrem, Takux kak AO, HAJI(D)-H-
AU 1l tuma u UCP, He nmomyckasi cBepxBoccTaHoBienue IDTL[ xmopomiactoB u
pa3BUTHE OKHUCIUTEIBHOTO cTpecca. Hamnuwe Takoro MexaHus3Ma II0Ka3aHO B
YCJIOBUSIX M30BITOYHOTO OCBEIEHMS pacTeHUM apabumoricuca. B To xe Bpems
MoJJIep)KaHNe WHTEHCUBHOCTH (DOTOCHHTE3a OCOOCHHO Ba)XHO B YCIOBHUAX
JEUCTBUSI ~ HU3KMX  TEMIIEPATYpP, TOCKOJbKY  YBEJIMYEHHUE  OTHOUICHHS
(boTOCUHTE3/AbIXaHUE U CBSI3AHHOE C 3TUM HAKOILJIEHUE PACTBOPUMBIX CaXapoB —
OJIMH M3 OCHOBHBIX (PaKTOpOB 3(P(HEKTUBHOTO MOBBIIIEHUS MOPO30yCTONYMBOCTH
pactennii. OIHMMH W3 NEPBBIX HA JEHCTBUE HU3KOW TEMIIEPATYpPbhl PEarupyroT
MeMOpaHbl XJIOPOIJIACTOB, U3MEHSAETCS UX OMOXMMHUYECKUU COCTaB M CTPYKTypa
TUJIAKOWJHOM CHUCTEMBl. YBEJIMYECHHE BSI3KOCTH THJIAKOUJIHOW MEMOpaHBbI
XJIOPOIUIACTOB MPH HU3KOTEMIIEPATYPHOM BO3IECHCTBUU OKA3bIBAET HETATUBHOE
BIUSIHAE HA TPAHCIOPT 3JeKTpoHOB Mo QorocuuTerndeckoit DTIl. Cauxenue
CKOpoCcTel (pepMEHTATUBHBIX pEaKIUd COBMECTHO C YPE3MEPHOW CBETOBOM
sHepruerd  mpuBoguUT K  QoroumnrubupoBanutro  DC Il.  TloBpexnenue
(OTOCUHTETUYECKOTO arapara XJOPOIIACTOB MPU HUBKUX HEOJIarompHusTHBIX
TeMIlepaTypax MOXET, TakKuM o0pa3oM, CHUXaTh CHHTE3 CaxapoB U

MOPO30yCTOMYMBOCTh pacTeHuid. PacTBopuMble caxapa — OCHOBHOM cCyOCTpar
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KJIETOYHOTO JbIxaHWs. J[pIxarenpHbI MeTaboim3M B (POTOABTOTPODHBIX U
reTepoTPO(HBIX KIETKaX PACTCHUHN OTINYAeTCs. BhISBICHBIC OTIMYHS B OCHOBHOM
CBSI3aHBI C BBIOOPOM CyOCTpPaTOB AJIs IbIXaHHUSI MUTOXOHAPUN U UX JTOCTYITHOCTHIO.
AxTtuBHOCTE AQO TaKke 3aBHUCHUT OT COJCpXKAHUS caxapoB W OT CyOcTpara
npIxaHusa. Okcnpeccust reHoB, komupyoommx AO u HAJ(®)-H-AI' 1l tuma,
3aBUCUT OT TUIA PACTUTEIBHOW TKaHU. J[pIXaTeNbHBIA METa0O0JIU3M U3MEHSETCS
IIPU XOJIOJIOBOM 3aKaJIMBaHWU, MPOWCXOANT U3MECHEHHE aKTUBHOCTH (PEpPMEHTOB
rinukonu3a, [IDII u ukna Kpebca, cHIkaeTcst MHTEHCUBHOCTH AbixaHusi. Ha done
WHTUOUMPOBAHUS ILUTOXPOMHOTO IYyTH TP JIEUCTBUU HUBKUX TeMIEpaTyp
ycunuBaercs Bknag AO B apixanne. CkopocTh okuciieHus «BHemHero» HAJ['H B
reTepoTpO(dHBIX TKAHSIX B YCIOBUSX HU3KHUX TEMIIEpaTyp HE CHUXKaeTcs. MOxKHO
npeanoiarars, uto pynkurnonupoBanne AO u HAJI(®)-H-AT" Il Tuna y pactenuit
Py HU3KOM TEMIEpaType HrpaeT BaXHYIO pPOJIb HE TOJBKO B TeTepOTPOHBIX
TKaHsX, HO U B (oToaBTOTpodHBIX. [IpoBeneHHBIN aHAIN3 HCTOYHUKOB
JUTEpaTypbl MO3BOJSIET TOBOPUTH O TOM, YTO AaKTUBHOCTh POTEHOH-
HeuyBCcTBUTENbHBIX HAJ(D)-H-AI' Il Tuna B ycioBusX JeWCTBUS HHU3KHX
TEMIIepaTyp Majlo U3y4eHa, a B 03UMbIX 3J1aKax BOOOLIE HE n3ydyeHa. OTCYyTCTBYIOT
nanaple 0 cBsa3u aktuBHOcTH AO m HAJ(®)-H-AI' Il Ttuma B ¢oToaBTo- M
reTepoTpPOMHBIX TKAHAX O3UMBIX 3JIAKOB C COJEPKAHHEM CaxapoB U Pa3BUTHEM
MOPO30YCTOMYHUBOCTH.

B cBA3uM ¢ HEIOCTAaTOYHOW HM3YYEHHOCTHIO MUTOXOHAPHUAIIBHBIX CHUCTEM,
OTBETCTBEHHBIX 3a HecompsbkeHHOe ¢ cuHTe3oM AT® npixaHue, B KIETKax
pacTeHu NpHU HU3KOHM Temmeparype, Oblia OnpejesieHa Hesb JAUCCePTalUOHHOM
paboThI, KOTOpasi 3aKI0YaNach B CPAaBHUTEIHLHOM aHAM3E (DYHKITMOHHUPOBAHUS
aNbTEPHATUBHOM  OKCHUJA3bl M  pPOTEHOH-HeuyBCTBUTENbHBIX  HAJ(D)-H-
JETHIPOTCHAa3 B MHUTOXOHAPHUAX ITHOJUPOBAHHBIX M 3CJICHBIX MOOErOB 03MMOU

MIICHUIBI 1 BBIICHCHUHW BO3MOXHBIX MCXAHU3MOB PCTYJIIIUN UX aKTUBHOCTH.
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2. OFBEKTBI U METO/IbI UCCJIEJIOBAHUSA
2.1. O0BeKT uccjaeI0BaHus

B pabote ObUIM MCHOJIb30BaHbl 3TUOJMPOBAHHBIE U 3€JIEHBIE PACTEHUS
o3umoii mmenuner (Triticum aestivum L.) copra Upkyrckas. Copt Hpkyrckas
nosiyuedH B CuOUpCKOM MHCTUTYTE ¢u3noiorun u o6moxumuu pactenuit CO PAH
nyreM otOopa HamboJiee MOPO30YCTOMYMBBIX M 3MMOCTOMKHX 0Opa3loB U3
KOJUICKIIMM JIMHUM O3MMOU MIIEHUIIbI, MOTYyYeHHBIX U3 MHCTUTYTa LUTOJIOTUH U
reuetukd  CO PAH [15]. VYuuThiBas BBICOKYIO MOPO30YCTOWYMBOCTH H
3UMOCTOMKOCTh, 3TOT COPT O3UMOW MIIEHUIBl OBUT HMCHOJIB30BaH B JIaHHOM
UCCJIEIOBAHMH.

CemeHa 03UMOM MUIEHULIBI TIEPE] MPOPAIIMBAHUEM MPOMBIBAIA MBUIBHBIM
pactBopoM. XOpOWIO MNPOMBITBIE BOojmoM cemeHa 3amuBamu 0,1% pactBopom
IEpMaHraHatra Kajus, B KOTOPOM BbIACpKHUBaIu B TeueHHe 20 MHUHYT M 3aTeM
CHOBA MMPOMBIBAII BOJOM.

9TI/IOJ'II/IDOBaHHBI€ IIPOPOCTKH. I[J'IH IMOJIYUCHMU 9TUOJIMPOBAHHBIX

MIPOPOCTKOB CEMEHA NpPOpallMBaM B KIOBETaX Ha BJIAXHOW (DUIBTPOBAIBHOU
OyMare B TEMHOTE B TepMocTatupyemoii kamepe npu 25+1 °C B Teuenue 3 CyTOK.
KoHTponbHbIE MPOPOCTKH UCHOIB30BAIM B Bo3pacTe 3 cyTok. [l aHanuza Opanu
no0eru mpopoCTKOB.

OTH OJIMPOBAHHBIC n 3CJICHBIC PaCcTCHUA. I[J'IH IIpopalrruBaHNA

ATUOJIMPOBAHHBIX M 3CJICHBIX PACTEHUI TIICHMIIBI, TIPOMBITBIC TIOCIe 00pabOTKH
NEPMaHTaHATOM KaJlusl CEMEHA 3aJIMBAJIM BOJAOW M OCTaBIIsIM HaOyxaTh npu 25+1
°C B TeueHue cytok. HaOyxiume ceMeHa XOpoIIo MPOMBIBAIN, BOAY MOJHOCTHIO
CJIMBAJIM, KOHTEWHEP C CEMEHAMHU HAKPBHIBAIHM KPBIIIKOW W CHOBA BBIJICPKUBAIU B
temHote npu 25+1 °C B TedueHue cyTok. [IpoMbIThie MPOKIIOHYBIIKECS CEMEHA
MIpOpaIIuBaIi Ha MOJUIPONUICHOBON CETKE B KOHTEHHEpE B TEMHOTE Ha BOJC B
TeueHue cytok npu 25+1 °C. Jlnsg noiydyeHus STHOJHMPOBAHHBIX PACTECHUI
KOHTeiHep nepeHocwin B kamepy MIR-154 (“Sanyo”, Slmonus) ¢ TemmepaTypoii
2241 °C, a nmns 3eneHeix — B kKamepy KBW 720 (“Binder”, TI'epmanus) c
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temneparypoit 23/20+0,1 °C (16 u ¢dortomeproa) u oOcBelIeHHOCThIO 250
mrmous/(M?-c) orocunTernueckoil axtuBHO# paguaupn (DAP). Uepes msoe
CYTOK BBIpAIlIMBaHUsI PACTCHUS IIEPSHOCIIIN Ha Y2 pacTBop KHoma u BeIpammBamm
UX B TCUCHHUE MOCIEAYIONHX 4-6 cyTok. KOHTpOJIbHBIC STHOMPOBAHHBIC PACTCHHS
UCIIOIB30BaJIM B Bo3pacte 7,5 CyTOk, a 3eiieHble — B Bo3pacte 9 cyrok. Jlis

aHanu3a Opaju JIUCThsI PACTEHUN.
2.2. TemneparypHasi 00padoTka u 00padoTKa caxapo3oi

9TI/IOJII/II)OBaHHBI€ IIPOPOCTKHU. I[J'DI MPOXOKACHUS XOJIOJOBOTO 3aKaJIMBAHUS

3-X CYTOYHBIE STHOJMPOBAHHBIC MPOPOCTKH O3MMOHM TMIICHHIIBI MEPEHOCUIN B
uHKy0aTop ¢ Temnepatypoii 2 °C Ha 7 cyTOK. 3aKajqrBaHHE MPOBOIMINA B TEMHOTE.

9TI/IOJII/IDOBaHHI>I€ N 3CJICHBIC PAaCTCHMII. HJ’IH 06pa6OTKI/I C&X&pO?:OfI WA/ 1

HU3KOM  3aKAJIMBAIOUICH  TEMIIEPATYpOM  HCIOIB30Bald  /-MH  CYTOYHBIE
ATUOJIMPOBAHHBIE U 3€JICHbIE PACTCHUS 03UMOU MIileHUIlbl. B paboTe mpumeHsun
pactBop 12 %-0it caxaposbl, KOHIIEHTpAIUsi KOTOporo Hanbosee d3hPpexTuBHA IS
XOJIOJIOBOTO 3aKaJMBaHUs 03UMOM mineHunbl [44]. J{ns oOoramieHus caxapaMu B
KOHTPOJIbHBIX ~ycnoBusix (22 °C) 3TUONMPOBAHHBIE W 3€JIEHbIE PACTEHUs
MOMEIad Ha PacTBOpP Caxapo3bl W BBIJCPKHUBAIM MX B TEMHOTE B TeueHUE 7
cytok (K+Cax), MeHsisi pacTBOp caxapo3bl €XKEIHEBHO. XO0JO0JI0BOE 3aKaJWBaHUE
ATUOJIMPOBAHHBIX W 3€JICHBIX PACTEHUU OCYIIECTBISJIM B TEUEHHE 7 CYTOK.
OTHONMPOBAaHHBIE PAcTEHUs 3aKaluBaiud B TeMHoTe npu 2 °C Ha )2 pactBope
Kuomna (T) u B Temuore npu 2 °C Ha 12 %-om pactBope caxaposbl (T+Cax).
3eneHble pacTeHUS MIICHUIIBI 3aKaIUBad MIPU CICAYIOMINX YCIOBUAX: a) Ipu 5/2
°C (16 u doTomeproxn) Ha % pactBope Knomna u ocsementocts 200 MKMOIB/ (M %-¢”
Y ®AP (CB(16)); 6) mpu 5°C (24 u ¢ortomepuon) Ha % pactBope Knoma u
ocsemenHoctH 200 Mxmonb/(M%ct) DAP (Ce(24)); B) B TemHoTe nipu 2 °C Ha Y%
pactBope Knoma (T); u r) B Temuore npu 2 °C Ha pactBope 12 %-oif caxapo3sl
(T+Cax).

Temneparypuyro o6pabotky npoBogmin B kamepax KBW 720 u KBW 400
(“Binder”, I'epmanus) u uakyodaropax MIR-153 u MIR-154 (“Sanyo”, Slnoxus).
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2.3. OmnpeneneHue cTeneHM HWHIMOMPOBAHMS POCTA NPOPOCTKOB M

pacTeHui

9TI/IOJIHDOB&HHI>I€ IIPOPOCTKH. J_—[J'ISI OIIPCACIICHUA CTCIICHU I/IHFI/I6I/IpOBaHI/I}I

pocTa 3aMepsIv IJIMHY MOOETOB MPOPOCTKOB J0 3aKaauBaHus (3 CyTOK) U uepe3 7
CYTOK TOCJIE ACHCTBHS HU3KOW 3akamuBaromieil temmeparypbl. 10-Tu cyTouHbIe
MPOPOCTKH, BBHIPAIIICHHBIE B KOHTPOJIBHBIX YCIOBHUSX, OBLIM WCIIONH30BaHBI B
Ka4yeCTBE KOHTPOJISI.

3THOJ’IHDOB3HHI>I€ pacTCHHIL. I[J'ISI OIIpCACICHUA CTCIICHU PIHFPI6I/IpOBaHPIH

poCTa 3aMepsUTH JJIMHY MOOEroB pacTEHUN O3UMOM MIIEHUIIbl 10 3akaauBanus (7
CYTOK) U 4yepe3 7 CyTOK JEMCTBUS HU3KOM 3aKalMBaIOLIEH TeMIlepaTypbl W/WIH
BBIDAlllMBAHUSI HA pAaCTBOPE caxapo3bl. 14-TH CyTOUHBIE STHOJHUPOBAHHBIC
pactenusi, BbIpamieHHble npu 22+1 °C nHa Y pactBope KHoma, ciyxuiu
KOHTPOJIEM.

3eneHble pacteHud. g omnpeneneHus CTENEHH WHTHOMPOBAaHUS POCTa

3aMepsUTv ITMHY T0OETOB pacTeHUN O3UMOM TMIIIEHUIIBI 10 3aKauBaHus (7 CyTOK)
U uepe3 7 CyTOK JEHCTBUS HHU3KOM 3aKajuBalolled TeMmIepaTypbsl W/WIu
BBIpAIIUBAHUS Ha pPacTBOpPE caxapo3bl. 14-THM CyTOYHBIE 3€JIEHbIE PACTEHUS,
BeIpamennbie pu 23/20+0,1 °C (16 u dotomepuon) Ha ‘2 pactBope Knoma,
CIYKWJIM KOHTPOJEM i 3aKaJIeHHbIX Ha CBETYy pacTeHud. 14-Tu CyTOYHBIE
3eJIeHbIe pacTeHusl, BeIpaieHHbie 7 cyTok npu 23/2010,1 °C (16 g dhoTonepuon) u
7 cytok nipu 2241 °C B TemHOTE Ha Y2 pactBope KHoma, CiyKuiu KOHTpOJEM st
3aKaJICHHBIX B TEMHOTE PACTeHUl M paCTEHWH, BBIPAIICHHBIX Ha caxapo3e B
KOHTPOJIBHBIX YCIIOBUSX.

JUis  XapakTepUCTHKH CTENEHHM YTHETeHHs] POCTOBBIX  MPOIECCOB,
OIPEICIISIN CTEeNeHh MHIMOupoBaHust pocta moderos (I, %) mo dpopmye: | = (ALK
- ALt)/ALkx100%, rme ALK — cpemnuii mpupocT moOeros, He MOABEPTHYTHIX

obpabotke; ALt — cpeaHuit mpupoOCT MOOEroB, MOABEPrHYTHIX 00padoTke [16].
2.4. OnpenesieHue MOPO30yCTOMYMBOCTH

OTHOCI/ITGJ'IBHYIO MOpOBOYCTOP’I‘II/IBOCTB 03UMOM MNIICHUIbI OIMPCACIIAIN
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IyTEM CTEIIEHYATOro MPOMOpakuBaHusi 00pas3moB [33]. st 7TOro KOHTPOIBHBIE U
3aKaJICHHBIC ATUOJUPOBAHHBIE TPOPOCTKU MPOMOPAKUBAIH MIPU TeMIieparypax —4,
-6, -8, —-10, —12, —14, —16 °C, a KOHTPOJbHBIC U 3aKAIICHHBIC ATHOJIUPOBAHHBIC U
3eJIeHbIE pacTeHus — Mpu Temmeparypax —4, —6, -8, -10, -12, -14, -16, 18, —20
°C (MpoAOHKUTEIBHOCTD TPOMOPAKUBAHUS MPU KAKI0M TEMIIEpaType cOoCTaBlisia
24 4). ITpopoCTKH 1 pacTEHHUSA BO BIAKHBIX MapJieBbIX Memoukax 1mo 30-50 mryk B
TpeX MOBTOPHOCTSIX MOMEMIANM B IJIACTUKOBBIE KOHTEWHeEphl. [IpoMopakuBaHue
ocymectBisuin B kamepe MKT-240 (“Binder”, Tepmanus). CHumkeHHE
TEMIIepaTypbl IPOUCXOAMJI0O pa3 B CYTKH co ckopocteto 1 °C/u.
Mop030yCTOMYUBOCTD OMPEAEIISUIIN C TOMOIIBIO MOJICYETa BEDKUBIIUX ITPOPOCTKOB
U pacTeHuil mociie orpactanus. [locie nedcTBHUs OTpUIATEIBHBIX TEMIIEPATyp
ATUOJIMPOBAHHBIE MTPOPOCTKU MEPEHOCUIIN B Kamepy ¢ temmneparypoir 2 °C Ha 2
CyTOK, a 3areM B KaMmepy c Ttemneparypoi 25 #1 °C. IIpomMopoKeHHbIE
ATUOJIMPOBAHHBIC U 3€JICHBIE PACTEHUS MEPEHOCUIIM B KaMepy C TeMIepaTrypoid 2
°C Ha CyTKH, a 3aTeM B TEMHOTY B Kamepy c¢ Temmepatypoi 22 °C (B ciyuae
ITHOJINPOBAHHBIX) M B Kamepy ¢ Temmeparypoid 23/20+0,1 °C (16 g dhoTtonepuon)
(B ciydae 3ejeHbIX pacteHwmii). [logcyeT KONMMYeCTBa BBDKUBIIMX MPOPOCTKOB H
pacTeHU NPOBOAWIM Yepe3 7 CyTOK MOCIe IpoMOpa)xuBaHus. B skcnepumeHTax
M0 MOPO30yCTOMYMBOCTH aHanu3upoBaics mnapamerp LTsy — Temmeparypa,
BbI3bIBaromas rubdenb 50% pacrenuii. LTy BRIUUCIISIIM HA OCHOBE TPOOUT-aHAIH3a
¢ nmomompio IBM SPSS Statistics 21.0. Tounocts onenku LTsy omuceiBaim ¢
nomoiplo 95% nosepurensHoro murepBana (M) ¢ ykazaHuem ero BepxHed U

HIDKHEH rpaHuis [22].
2.5. Onpenaesnenne coaep:KaHusi BOAOPACTBOPUMBIX YIJIEBOA0B

KonmyectBeHHOE  cojfepkaHWE  BOJOPACTBOPUMBIX  YIJICBOJIOB B
ITHOJIMPOBAHHBIX MPOPOCTKAX M JIUCTHSIX ITHOJIMPOBAHHBIX M 3€JICHBIX PACTEHUIA
OIpeeIsTN ¢ ucnojib3oBanueM 0,2% aHTpoHa B KoHIIeHTprpoBanHoit H,SO, [14].
Jlsiss 3TOTO TPOPOCTKM WIIM JIUCThSI BBICYIIMBAIM JIO TOCTOSHHOTO Beca IpH

temrepatype 70 °C, pacTupaiud B CTYNKe IO MOPOIIKOOOPA3HOTO COCTOSIHUSI U
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BOJOPAaCTBOPHMBIE  YIJIEBOABI M3  CyXOIO  pacTUTENBHOIO  MaTepuasa
AKCTPArupoBajy TOpsiuei BOJON. 3aTeM NPOOUPKU C 3KCTPAKTOM OCTABIIA B
Tepmoctatupyemoit kamepe npu 25+1 °C Ha cytku. K oTOOpaHHBIM ajavKBOTaM
CylepHaTaHTa A00aBIAIN YJIBOCHHBIH OO0BEM aHTPOHA B KOHILIEHTPUPOBAHHOMN
H,SO,, BbiiepkuBaii 15 MUHYT U IJIOTHOCTh OKPAIIEHHOTO KOMILJIEKCA U3MEPSUIH
cnexktpogoroMerpudecku npu 620 HM. B xauecTBe KOHTPOJIS UCTIOIB30BAIU BOILY
C aHTpoHOM B KoHueHTpupoBanHoi H,SO,. Copaepkanue BOJOPACTBOPUMBIX
YTJIEBOJOB PACCUUTHIBAIM MO KaJTUOPOBOYHOU KPUBOM, IMOCTPOCHHOM IO caxapo3e.
JlanHbIe npeacTaBIsuik B % OT BO3AYIIHO-CYXOIO Beca.

ConepxaHue BOAbI B PACTUTEIBHOM TKaHU OMNPEIEISUIM B MPOLEHTaX OT
CBIPOTO Beca, HUCXOJA W3 OTHOLICHHsS PAa3HOCTH CBIPOr0O M CyXOro Beca,

OTHECEHHOTO K CBIPOMY BECy.
2.6. BolejieHHe U 0YMCTKA MUTOXOHAPUIA
2.6.1. BoizejieHHue MUTOXOHAPHIA U3 I THOJTHPOBAHHBIX IPOPOCTKOB

Boigenenre MUTOXOHIPHI U3 TPOPOCTKOB MPOBOAMIIM B KpHocTare npu 2-4
°C mo paHee omucaHHOM Metoguke [28] ¢ HEKOTOPBIMH H3MEHCHHSMH.
PactutensHyr0 TKaHp paspylmiaid C DOMOIIBIO IpPecca, HCHOJIb3Yys Cpexy
Boiiesienust (CB), B cooTHomienun 1 : 3 (pacTUTenbHBINM Matepual, T : cpena
BbIicNieHUsT, MuT). JIis  BBIIENEHHMS MUTOXOHAPUN  HCIONB30Bald  Cpeny,
conepxkaniyto 300 MM caxaposy, 40 MM MOPS-KOH (pH 7,4), 10 MM KCI, 2 MM
OATA, 1 MM MgCl,, 0,5% uucreun u 0,1% BCA. 'oMorenar omxumanu 4depe3
KalpoHOBYIO TKaHb W LeHTpudyruposamu npu 5000 g B TeueHue 4 MuH. 3aTeM
0CaJIoK 0TOpachiBalld, a CynepHaTanT HeHTpudyruposaiv npu 15000 g B TeueHue
4 wmuH. [lonydeHHBI OCaJOK MHUTOXOHAPHUI MPOMBIBAIM CPEIOM MPOMBIBAHUS
(CII), conmepxaieid Te ke KOMIOHEHTHI, uTo U CB, 3a HCKIIOUEHHEM HHUCTEHHA.
3aTeM MpPOMBITBIE MUTOXOHJPUU MNOBTOpHO ocaxnanu npu 15000 g B TeueHue 4
MUH W TOJy4eHHBIHA ocaiok pecycnenaupoBamu B CII, u3 coctaBa KOTOpOu
uckinroyanu bCA. M3onupoBaHHbIE MUTOXOHIPUU UCTOJIb30BAIM ISl JalbHEUIIEH

OYUCTKMH.
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OuucTKy MHUTOXOHAPHUI OCYHIECTBIISLUIA C MCIHOJIB30BAHUEM CTYIEHYATOIO
rpaJveHTa MNEPKOJUIa, NPUTOTOBICHHOTO Ha cpene, coxepxamen 300 mM
caxapo3y, 10 MM MOPS-KOH (pH 7,4) u 0,1% BCA. I'panuent coctoss u3 25 u 8

mit 23 u 35% (Vv/V) nmepkoiuia, COOTBETCTBEHHO (pHC. 7).

[paguneHT nepkonna,

23%

35%

Puc. 7. IlonmydyeHne MUTOXOHAPUNA U3 HTHOJHUPOBAHHBIX IMOOETOB
MPOPOCTKOB O3WMOM TIIEHUIBI MYTEM OYUCTKA Tpy0oil MUTOXOHAPUATBLHOMN
dbpakuuu B rpaauente nepkosia (23/35%).

CycnieH3uto MpoMBITEIX MUTOXOHIpUH (60-90 M Oenka) pecycrneHIupoBaIn
B 1-1,5 mu cpenpl pecycnienaupoBanus (CP), cocrosimeii u3 300 MM caxapo3sl 1
40 MM MOPS-KOH (pH 7,4), HacnauBanu Ha TpPaJUCHT IMEpPKOJIa H
nentpudyrupoBanu npu 24500 g B Teuenwe 45 MuH. Dpakiys WHTAKTHBIX
MHUTOXOHJIpUM Haxoauiach Ha rpanuue 23 u 35% mnepkomia. MUTOXOHIpUUN
NpOMBIBAIM OT TepKoyIa, pa3dasiasisi ero B 20 pa3 CP (v/V). Ocaxnenue
MUTOXOHIpUI U3 pazdaBieHHOU cycnien3un nposoawiu npu 24500 g B Teuenue 10
MuH. OCalioK OYUIIEHHBIX MUTOXOHAPUNA TOBTOPHO TTpoMbiBaiiu 10 o6bemamu CP
u ocaxmanu B TeueHue S5 muH npu 24500 g. Ilocnme pecycnenaupoBaHus

OYHIIIeHHbIC MUTOXOHApUH (5-10 Mr Oeika) XpaHWIM B IPOOHMpPKE HA Jbay IpH 2-4
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°C ¥ UCHOJB30BANIM AJIA MOJSPOrpadUyecKoro aHajan3a, WK 3aMOpPaXHBAIA B

ZKHUIKOM a30TC U UCIIOJb30BaJIX AJI BBIACIICHU A OCJIKOB.

2.6.2. BblaejeHHue MHUTOXOHAPHH M3  JIHCTbEB  3€JIeHbIX H

ITHOJIUPOBAHHBIX paCTeHI/Iﬁ

Boinenenue MHUTOXOHIPUI U3 JIMCTHEB 3€JIEHBIX U 3TUOJMPOBAHHBIX
pacTeHUN O3MMOM MIIEHUIIbl OCYIIECTBISIIM C TOMOIIBI0 U] PEepeHIaIbHOTO
neHTpudyrupoBanus. Bce 3Tambl MO BBIACICHUIO W OYUCTKE MHUTOXOHAPUN
npoBoawin 1ipu 2-4 °C mo onucanHoi meroauke [34, 133]. PacTurenbHyro TKaHb
pacTUpaii B OXJIQXKJCHHOW CTYIIKE Ha JbAy CO CpEIOd BBIICICHUS B
cooTHoOIIeHnH 1 : 4 (pacTUTENbHBIA MaTepual, T : cpefa BblAeneHus, mi). Jus
BBIJICJIICHUSI MUTOXOHJPUNA M3 JUCThEB ObUIM HMCHOJB30BaHbl cpeabl mo Keech c
coaBTopamu [122] ¢ HekoTopsiMu MoaudukanusMu. Cpea BeIICICHUS coaepkaa
300 MM caxapozy, 40 MM MOPS-KOH (pH 8,0 — ans 3enensix, pH 7,5 — nns
ATUONMPOBAHHBIX JUCTheB), 2 MM DBJITA, 10 MM KH,PO,, 1 MM raunun, 1%
nonuBUHUITHPPOINI0H-40 (BogopactBopumsiii) (IIBI1-40), 50 MM ackopb6at, 20
MM mucteun u 0,5% BCA. ['omoreHat oTkumanu 4epe3 KampOHOBYIO TKaHb U
nentpudyrupoBanu cHadana 10 mua npu 3000 g, a 3areM cymnepHaTaHT
nentpudyrupoBanu eme 5 mMuH npu 3000 g. MutoxoHapuu U3 CynepHaTaHTa
ocaxknanu neHtpudyrupoBanueM npu 15000 g B Teuenue 15 muH. Ocanox
MUTOXOHApHUI mpombiBasiM cpenoil mpomeiBanust (CII), copepxamein 300 MM
caxapo3sy, 10 MM MOPS-KOH (pH 7,5) u 10 MM KH,PO, ¢ no6asnerunem 0,5%
BCA. MUTOXOHIpHH MMOBTOPHO ocaxaainu, pecycnenaupoBam ux B CIT (40-90 mr
Oesika) W HacllauBaJld Ha TPAJMEHT IUJIOTHOCTH MEPKOJUIAa, MPUTOTOBICHHOM Ha
cpene, comepkarierr 300 MM caxaposy, 10 MM MOPS-KOH (pH 7,5), 0,25%
I1BIT-40 u 0,1% BCA. I'paguent coctostn u3 22, 8 u 6 miu 28, 45 u 60% (v/V)
MepKoJUia, COOTBETCTBEHHO (puc. 8). IIporeHTHOCTh pacTBOPOB MEpKoIIa ObLIa
B3ara u3 ctatbu [159]. HaHeceHHyr0 Ha TpajMeHT TEpPKOJIa CYCIIEH3UIO
MUTOXOHApUM 1eHTpudyrupoBanu npu 24500 g B Teduenue 60 muH. Dpakiuio

WHTaKTHBIX MUTOXOHAPHM, JIOKAJTM30BaHHYIO B HWXKHEH yacTu 28% mepkoiia Ha
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rpanune ¢ 45%, ocBoOoxmanu ot mepkoiuia, pazodasmss ero CII B 20 pa3 u
ocaxxnamu npu 24500 g B Teuenwe 15 muH. OcajoK MHUTOXOHJPUN HOBTOPHO
npombiBaiin 10 o6bemamu CII u mepeocaknanu B TeueHue 5 MuH npu 24500 g.
Cycnensuro ountieHHbXx Mutoxouapuii (0,3-0,8 Mr Oenka) pecycrneHaIupoBaid B
CII, xpanunu Ha apay npu 2-4 °C ¥ UCHOJIB30BAIM I MOJSPOrpaduyecKoro
aHaIKM3a WM 3aMOPKHUBAIM B KUIAKOM a30T€ W HCIOJB30BAIM JJIS BBIJICICHUS

OEJIKOB.

[pagveHT nepkonna,

a

Puc. 8. IlonyyeHrue MUTOXOHIPHIA M3 STHOJUPOBAHHBIX (@) U 3eJCHBIX (0)
JUCTHEB O3UMOM TIIICHUIIBI MMyTEM OYUCTKU TPyOOil MUTOXOHAPUATHHON (PpaKIiH
B Ipajiuente nepkosua (28/45/60%).

KonmuecTtBo Oenka B CYCNEH3WM MUTOXOHIPHMA, W30JUPOBAHHBIX U3
IPOPOCTKOB W JINCTHEB O3MMOM MIICHHUIIBI, omnpeaessui no Merony Jloypu [137].
Bce ykazannbie nenTpudyrupoBanus ocyiiectsisuid B rieHtpudyre Allegra 64 R
(“BECKMAN COULTER?”, CIIIA).
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2.6.3. Onpene/ieHNe HHTAKTHOCTH W30JIMPOBAHHBIX MUTOXOHPHIi

NHTaKTHOCTh BHEIIHEW MHUTOXOHAPHUATBLHOWM MEMOpAHBI PACCUMUTHIBAIHN IO
pa3HUIle CKOPOCTH acKopOaT-3aBUCUMOTO CTUMYJHpyeMoro nutoxpomom ¢ KCN-
YyBCTBHTEILHOTO IOTJIONMEHUS Kuciaopona [51] B oTCyTcTBHE M B MPUCYTCTBHH
0,04% Tpurona X-100 [89]. [1y1st o1ieHKHM HHTAKTHOCTH HCIIOJb30BAIH CIICAYIONINE
peareHThl B UX KOHEeUHOM KoHIeHTpanuu: 60 MM ackop6at, 30 MKM 1TUTOXpOM c,
0,4 MM mmanun xamus (KCN) (ans MUTOXOHApUN U3 MpopocTkoB) win 1,2 MM

KCN (711 MUTOXOHPHIA U3 JIUCTHEB).

2.6.4. Omnpenenenne  CTeNeHU  3arps3HEHHOCTH  MUTOXOHAPH

xJiopoiiactTaMu

O 3arps3HEHUM MHTOXOHAPUATBHONW (pakIMU U3 3CJICHBIX JIMCTHEB
XJIOPOIIIACTAMHU CYAMIN TI0 COJCPKAHUIO XJIOPOPHUIA B MHUTOXOHAPUATEHOM
cycnensun. Conepkanue xiaopodumia (cymma Xi a u b) B rpy0oit U ounIieHHOM
GpakusaX MHUTOXOHAPUN ONPEISISUIA  CIIEKTPOPOTOMETPUUCCKH TIPH  JJIMHE
BOJIHBI 652 HM mocne 3kctpakiuuu 80% ameronom mo Gopmyine ApHona [63].
Copnepxanue xyopoduiia B OYMIIEHHOW MUTOXOHAPUANIBEHON Gpakuuu ObLIO
HU3KMM W cocTaBiasmio Bcero 0,04-020 mxr/mo? (3-6% ot conepxaHus

xjopoduiia B rpyooit ppakium).

2.7. OnpenejieHue OKHUCIUTEILHOI U ¢ochopuaupyromeii aKTUBHOCTH

MUTOXOHAPHUI

OxucnurensHyio u  (pochopunupyronyro akTUBHOCTh OYMINEHHBIX U3
MPOPOCTKOB M JIMCTHEB MMTOXOHJIPUU OMNpEeAeNsuid  NoJaporpaduyuecku ¢
MJIATHHOBBIM 3JIEKTPOJIOM 3aKphITOro Tumna (daektpos Kiapka) Ha mosnsporpadax
OH-105 (“Radelkis”, Benrpus) u Oxytherm system (“Hansatech Inst.”, Aurnus) B
sauelike oobemoMm 1,4 mu npu Temneparype 26 °C. Mutoxonapuu 100aBisiid B
noJyisiporpaduyueckyro sS4YEHKy CO Cpenod WHKyOanuu, B KOTOPYHO ObUI BHECEH
cyocTpar OKHCJIEHUS. Jnst WHUTIAAPOBAHUS OKHUCJTUTEIIbHON u

dbochopunupyromieii aKTUBHOCTU MHTOXOHApPUN B sueiky BHocuiau AJ[D.
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Koneunas konuentpauuu pgob6asieHHoro AJI® cocrasmsna 100-200 mxM. B
paboTe B KauecTBe MHTUOMTOpPOB JbixaHus ucnoiab3oBamu KCN u
oensruapokcamoByro kucioty (BI'K), kotopeie mo0asisian B coctosauu 3 (V).
Jlnis onpeneneHns SHePreTHYeCKo aKTUBHOCTH PACCUUTHIBATIN MapaMeTphbl
OKHCICHHUS U (ochoprimpoBaHuss MUTOXOHAPHUI: coctosiHre 3 (V3) — CKOpOCTh
noriomenus O, npu dochopunmupoBannu AJI® (amons Oy/(MuH - Mr Oenka));
coctosiiue 4 (V,) — ckopocts noriomieaus O, nocie ucromenus A (amoinb
O,/(mun - Mr Oenka)) [98]; ko3 duIMEHT ABIXaTEILHOTO KOHTPOJS Mo YaHcy u
Bunbsmcy (KIAK=V3/V,) — oTHOLICHHWE CKOPOCTH IBIXaHUS B COCTOSHHU 3 K
CKOpPOCTH JBIXaHUSl B COCTOSHHH 4 B JaHHOM IHKiIe (ochopmmpoBanus [76];
otHomenue AJID:O — otHomenue dochopunmpoBanHoro AJ[D k konuuecTBy

YTWIM3UPOBAHHOTO TPU 3TOM Kucioponaa (Hmonb AJld/HaHOATOMBI KHCIIOPO.a)

[98].

2.7.1. OnpeaejeHue OKUCJIUTEJIbHOH H  dochopunupyroiei

AKTUBHOCTH MHTOXOH}IpHﬁ N3 3THOJMPOBAHHBIX ITPOPOCTKOB

JIns u3ydeHus: AbIXaTeIbHONM AKTUBHOCTH MHUTOXOHIPHM, M30JIUPOBAHHBIX
M3 TIPOPOCTKOB, HCIIOJB30BAJIM Cpeay HHKyOamuu, coaepxamryro 300 MM
caxapo3y, 10 MM KCl, 18 MM KH,PO, (pH 7,4), 1 MM MgCl,, 5 MM D]/ITA, 0,3
% BCA. B xkadectBe cyOcTpaToB napIxaHusi ucnoib3oBanmu: 10 MM wmanar B
npucyrctBur 10 MM riyramara; 10 MM manar B npucyrcteuu 10 MM rmyramara
u 3 MKM poreHoHa; 8 MM cykuuHaTr B npucyrcTBuu 5 MM riyramara u 3 MKM
porenona; 1 MM HAJ‘H; 1 MM HAJI®-H. I'myramar wucnonb3oBa IJis
YCTPAHEHMs]  OKCAJ0aleTaTHOTO HWHruOupoBaHus. POTeHOH BHOCWIM  Jid
WHTUOMPOBAHUS  TpaHCIOpTa  AJIEKTpOHOB  dyepe3  komruieke | OTII.
OyuknuonnpoBanue «BHyTpeHHHX» HAJ(D)-H-AI' II Tuna oueHuBaiv 1m0
OKHUCJICHUIO MaJjlaTa B MPHUCYTCTBUM POTEHOHA, (PYHKIMOHUPOBAHHE «BHEIIHUX)
HAJ-H-AI' umu HAJI®-H-JAI" II Tuna — no okucienuro sx3orenHoro HAJI-H wium
HAJI®-H, coorBeTrcTBEeHHO, B mpucyrctBuu 3 MKM poreHona u 0,06 MM Ca”.

[Ipu oxucnennn HAJI'H u HAJ®DP-H u3z cpenpr wuckmouanu ITA. [nsa
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uarnoupoBanus I{I1 ucnomp3oBamm 0,4 MM KCN (uHruOuUTOp IUTOXpPOM C
okcupasbl), ms uaruouposanus AIl — 1 MM BI'K (maruburop AO). Bxuax LI
paccuuThiBaId Kak Jbixanue, uHruoupyemoe KCN, u Bblpaxkaaum B HMOJSIX
O,/(MuH - Mr Genka) U B % OT CKOPOCTH OKHUCIJICHHUsI CyOCTpaToB B COCTOSIHUU 3.
Bxnan All, cBszanHoro ¢ ¢pyHkunonupoBanuem AQO, pacCUUTHIBAIU KaK JbIXaHUE,
unruoupyemoe BI'K B otrcyrctBue KCN (peansubiii Bkinax AO) uium BI'K B
npucyrctBur KCN (morennmanbHass akTUBHOCTE AQ), W BBIpaKald B HMOJIIX
O,/(MuH - Mr Oenka) U B % OT CKOPOCTU OKUCJICHUSI CyOCTpaTOB B COCTOSIHUU 3.
MakcuManbHyl0 akTUBHOCTh AQ OILICHUBAIM MOCIEA0BATEIbLHBIM J00aBICHUEM
KCN u BI'K B mpucyrcTBum B peakunonHou cpeae 1 MM mupysata u S MM ITT.
KoHIIeHTpali0 HMHIHOUTOPOB MOAOUpanu myTeM TuTpoBanus [53] ckopocTu

neixanus muroxouapuii KCN (0,1-1,6 MM) u BI'K (0,1-3 MM).

2.7.2. OnpeaejeHue OKHUCJUTEJIbHOH H  dochopuaupyroiei

AKTHBHOCTH MI/ITOXOHI[pI/Iﬁ N3 ITHOJHUPOBAHHLIX M 3€JICHLIX JINCTHEB

JIns u3ydeHus: AbIXaTeIbHONW AKTUBHOCTH MHTOXOHIPHM, M30JIUPOBAHHBIX
13 JIMCTHhEB, UCIIOJIB30BAJIM PEAKIIMOHHYIO cpeay, coaepsxairyro 300 MM caxapo3y,
18 MM KH,PO, (pH 7,4), 125 mM KCI, 5 MM BTA u 0,3% BCA. B kauectBe
CyOCTpaTOB OKHCJICHHSI MCTIOJIB30BAIA TAKHE K€ CYyOCTpAaThl, KaK U MPHU JAbIXaHUU
MUTOXOHAPUA W3 STHOJUPOBAHHBIX NPOpocTKOB. Ilpm oxucnennn HAJ[-H u
HAJI®-H u3 cpensl Taxxe uckmoyanu S/ TA.

JInss W3ydeHus OKHUCIUTEIIBHOM aKTUBHOCTM MUTOXOHAPUM U3 3E€JIECHBIX
micTheB Mcnonb3oaan 10 MM rammun B nmpucyrersuu 0,2 MM HAJL'. Jlns
unruoupoBanus L1 ucnons3zoBamu 1,2 MM KCN, mis uarubuposanus All — 3
MM BI'K. Bxmang III paccuuteiBanu kak apixanue, uHruoupyemoe KCN, u
BoIpakamu B HMoisix O,/(Mun - wmr Oenka). Bxnam All, cBsizanHoro c
dbynkuuonupoBanueM AQO, pacCUMTBHIBAIM Kak abixanue, marnoupyemoe bI'K B
npucyrctBu KCN (moteHuuanbHass akTUBHOCTh AQ), M BbIpaXali B HMOJISIX

O,/ (Mun - wmr Oenka). KoHIEHTpalui0o HWHTHOUTOPOB MOJAOHpaIM IyTeM
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tutpoBanus [53] ckopoctu apixanms muroxoHaApuid KCN (0,1-24 mM) u BI'K
(0,1-6 MM).

2.8. OmnpenejieHue cojaep:kaHusi AaKTHUBHBIX ¢opM KHCI0pPOaa B

MUTOXOHAPUSAX

Conepxxanue A®K B H30JMPOBAHHBIX U3 ATHOJUPOBAHHBIX MPOPOCTKOB
MHUTOXOHIPHSIX  ONPEIeIsIM € HCIOJb30BAHMEM  Kpacutens 2, 7 -
muxnopoauruapodiayopectenn aumanerara (H,DCF-DA). Drto HemomsipHOE
COCMHEHHE JIETKO IMPOXOJUT BHYTPh KIETKM M C T[OMOILIBIO 3CTepa3s
npeBpamiaercs B moispHoe mnpousBogHoe H,DCF. H,DCF cam mo cebGe He
ABISAETCS (DITyOPECIIEHTHBIM, HO OBICTPO OKHUCISIETCA B BBICOKO (DITyOPECIICHTHBIN
DCF npu peakiun ¢ BHyTpukietounbimu A®DK [142, 202]. H,DCF-DA
pPacTBOPSUIM B ATaHOJIE M JOOABISUIM K MUTOXOHIPHUSIM B KOHEYHOW KOHIIEHTPALIUU
1 MxM. MuToxoHApUN UHKYOUpOBAJIM B TeueHUe 1-2 MUH B cpesie, coieprramieit
300 MM caxaposy, 20 MM MOPS (pH 7,4), 5 mM MgCl,, 10 MM DJITA u
paznuunble uHrHOUTOphl DTLL. Ucnonbs3oBanu cnenyromue HHruoutops: 20 MmkM
anTuMuIH A (uaruburop komruiekca |l mprxarensHoit nenu), 3 MKM poTeHOH
(maTHOMTOp KOoMIUTekca | merxarenmpHOW memwm), 0,4 MM KCN (uHTHOHTOP
xomruiekca IV aeixarenbroit menu) u 1 MM BI'K u CT'K (uaru6uropsr AO). 3atem
B cpeny ¢ MutoxoHapusamu nodasisuii H,DCF-DA u uakyOoupoBanu B TeueHue 25
muH 1ipu 26 °C Ha Tepmorneiikepe TS-100 (“Biosan”, Jlatsus). [Tocne uHkyOarum
MUTOXOHApHUH ocaxaanu ueHtpudyrupoBanueM npu 13000 g B TeyeHue 5 MuH B
mukporeHtpudyre MiniSpin (“Eppendorf”, I'epmanus), cynepHaTaHT CIUBAINA U
MCNOJIB30BAIH In: aHaJIn3a. OnyopecleHINI0 DCF U3MEPSIIN
ciekrpodayopemerpudeckn Ha mpudbope RF-5301PC (“Shimadzu”, SAnonus).
Cset ¢ nnuHOM BOHBI 480 HM MCTOIB30BANIN I BO3OYKIeHUS (HITyOPECIISHITNH,
a WCIYyCKaHWE peructpupoBanu Ha jnuHe BoyuHBI 524 HM. Comepxanne ADK
paccUUTHIBAIA B OTHOCUTENIbHBIX equHuIax (0TH. en.) ¢uyopeuenuuu DCF Ha mr
MUTOXOHJpHAIbHOTO Oenka. KoMmmoHeHThl peaknmu 0€3 MUTOXOHAPHUA OBLIH

HCIIOJIBL30BaHbI KaK OTpI/IIIaTCJ'H)HHﬁ KOHTPOJIb. J_—[J'I}I OIpCACICHUA CHCHI/I(bI/I‘{HOCTI/I
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neiicteust H,DCF-DA cycnensuto mutoxoHapuii nHkyouposanu ¢ H,DCF-DA B
mpUCYTCTBHH mpookcuaanTa — | MM H,0, wim B nmpucyTcTBUU aHTHOKCHUAAHTA —
60 MM ackopbuHoBO# kucioTel. Takxke cnenuduurocts aericreus H,DCF-DA
MIPOBEPSLITH, UCITOJIB3YSI CYCTICH3HUIO MUTOXOHPHHA, MIpEeIBAPUTEIHLHO

MOJBEPTHYTHIX TemoBoi aenaryparuu (70 °C, 10 mun).
2.9. BplejieHne CcyMMAapHOT0 U MUTOXOHAPHUAJIBLHOI0 OeJIKa
2.9.1. BoljiejieHHe CyMMAapHOTo 0ejika

JIJist BBIZICNIEHHUSI CYMMapHOTO KIJIETOYHOTO O€Jika HaBECKY PacTHUTEIbHOTO
Matepuaia (1 r mpopOCTKOB WUJIM JIUCTHEB) PACTUPAINA B CTYNKE C KUJIKUM a30TOM
JI0 TIOPOIIKOOOPAa3HOr0 COCTOSIHUS M TOMOT€HU3UPOBAIIM B Oydepe, coaepkaiieM
100 MM Tpuc-HCI (pH 7,4), 1 MM B-mepkantostanon u 0,5-1 MM
beHmMeTHICYIbGOHMIGIIOOpU] B COOTHOmeEHHMH 1 : 4 (pacTHTEIbHBIN
matepuan, r : Oydep mis romoreHuszarmu, mii) [28]. IlomyueHHBIH roMoreHaTt
nentpudyruposanu nmpu 20000 g B Teuenne 20 MuH. 3aTeM CynepHaTaHT CIIMBAIU
B YHUCTblE NPOOUPKH, A00ABISIM K HEMY ABYXKPATHBIA OOBEM OXJIAKJIEHHOTO
alleTOHa M OCTaBSUTM B MOpPO3WIbHOM kKamepe Ha 30 muHyT. 3aTteM Oenok
ocaxxaau nentpudyrupoBanuem npu 10000 g B Teuenue 10 MUH U pacTBOpsUIA B
400 mxx 6ydepa st oopasiia (“Sample Buffer”, SB), kotopsiit Bkitouan 62,5 MM
Tpuc-HCl (pH 6,8), 1 MM DATA, 1% HAHAC-Na, 20% rauuepun, 5% p-
mepkarnrodTanos u 0,001% Opomdbenonosiii cuauii. PactBopennsiit B SB ocanok
Oenka MHKYOMpoOBaJiM Ha BOJsHOW Oane mpu 97 °C B TeueHwe 5 MUH, 3aTeM
nentpudyrupoBanu 15 mun npu 10000 ¢. CynepHaTtaHT, coAepKaIIUMA
BOJIOPACTBOPUMBIM  TOTaJIbHBI  KJICTOYHBIH  OCJOK, WCIOJB30BAIA IS
ANEKTPOGOPETUUECKOTO Pa3/IeSICHUs] U BECTEpH-OJOTTUHTA. BhilienepeurcieHHbIe
HeHTpU(YyrupoBanus ocymecTrisin B nentpudyrax Allegra 64 R (“BECKMAN
COULTER”, CHIA) u MiniSpin (“Eppendorf”, I'epmanus).
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2.9.2. BolaejieHue MUTOXOHAPHAJBLHOIO OeJiKa

K cycneH3un uU301MpOBaHHBIX MHUTOXOHAPUA HOOABISUIM JUTUOTPEUTO
(ATT) B xoHeuHo# koHIeHTpalu S0 MM U HHKYOHpPOBaJIM Ha JIbAY B TeueHue 60
MuH. Jlo6aBnenue JITT B Takoil KOHUEHTpAlUM I[O3BOJISIET JIE€TEKTUPOBATH
BOoccTaHOBICHHYIO Gopmy AO [94]. 3areM MHTOXOHIPHH  OCaXKIAIH
nentpudyrupoBanuem 1mpu 13000 g B Teuenue 15 muH. K monydenHoMy ocaaky
nobasisii SB 1 MHKYyOMpoBaiau Ha BoJsHON OaHe mipu 97 °C B TedyeHUue 5 MHH.
[Tocne uentpudyrupoBanus npu 10000 g B Teyenue 15 MHMH cCynepHaTaHT,
COJIEp Kallliii  BOJIOPACTBOPUMBIA  TOTAJIbHBIA  MUTOXOHJPUAIIBHBIA  OEJIOK,
UCIIOJIB30BAIM  JIJIE  MOCJEAyIomero siekrpodope3a MW BeCTEPH-OJIOTTHHTA.
LleatpudyrupoBanus mnpoBoawaun B neHtpudyre MiniSpin  (“Eppendorf”,

['epmanus).
2.10. Duexrpodopes B [IAAT'e ¢ JAC-Na

Onektpodope3 mnpoBogunu B 12,5% IIAAle ¢ JJAC-Na B
MoaudunupoBantoi  cucreme Jammim  [126], wucnoas3ys npubop s
anekrpodopesa Mini-PROTEAN 11 Electrophoretic Cell (“Bio-Rad”, CIIA).
Crexnsinable TacTUHbl (83x102 m 73x102 MM) BCTaBISUIM B YCTPOMCTBO JIJIst
3aMMBKA TelIsl W B TPOCBET MEXKIY CTEKJIaMH 3ajJUBAIM MEIKOMOPUCTHIN
noJiMakpuiaMuaueiii  renb.  [locme  ero  mosmMMepu3anu  3aJIUBaNIU
KPYIHOMOPUCTBIA Tellb, B KOTOPBIA MOTrpyXaJd 3yO0darblii 11abMoH st
dbopMHpOBaHUS KapMaHOB, HEOOXOIWMBIX IS HAHECEHHsS OENKOBBIX TPOO.
Bepxuuit u HiwkHul Oydep uMenn OJMHAKOBBIA COCTaB, U COCTOSIA U3 25 MM
Tpuc-HCI1 (pH 8,3), 192 MM mmmuna u 0,01% JIJIC-Na. Paznenstommii reib
noaumepusoBaau B 375 MM Tpuc-HCI 6ydepe (pH 8,8), a xoHIEHTpUpYIOIIHiA
resb B 125 MM Tpuc-HCI 6ydepe (pH 6,8). O6a rens coaepxanu 0,01% JIJIC-Na.
Paznenstonmii  renp uMen KoHmeHTpamuio  12,5% monmumakpunamunga  [28].
AHanu3upyembie OClKM B paBHOUM KoHIeHTpanuu (He Oonee 30-50 Mkr Oenka)
BHOCWJIM B KapMaHbl KOHIIEHTpUpytoiero rens. [lepsrie momyaca, koraa o0pasiibl

BXOJIMJIM B KOHIEHTPUPYIOLIUH Tejib, yCTaHaBIMBaIu Hampsbkenue 50 B Ha Gnok.
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3arem osnektpodopes mpoBomwm mnpu Hanpspkernnmn 180 B, moka cBumerens
(OpomdeHoIOBBIN CHHUI) HE MOXOIAWJI JO KOHIA pasaenstoriero rems. Ilocie
OKOHYaHHUs 3JeKTpodopesa Teinb M3BICKAIM W TMOMEIAIM WM B Kamepy st
okpammmBanus ¢ 0,1% Kymaccu, wim ucnosib30Baiu sl BECTEPH-0JI0TTUHTA.

I'ens oxpammBanu B pactBope, coaepxamem 0,1% Kymaccu, 25%

9 0

u3onpomnanon, 10% ykcycHyto kucnory. s oOecuBeunBanus QoHa rems
UCIIONB30BAJIM  PacTBOp, cojaepxkamuit 7% ykcycHyro kucinoty u  12,5%

U30IPONaHOI.
2.11. BecTepH-0JIOTTUHT

benku nmepenocunu Ha HuTpouewoio3Hyro Memopany (“GE Healthcare”,
HIseruss wimm “Sigma”, CIIIA) B COOTBETCTBHHM C PEKOMEHIAIMSIMH (UPMBI-
usroroButens B Oydepe, comepxkamem 25 MM Tpuc-HCIl (pH 8,3), 192 MM
riauiyH 1 10% MeTaHo, B CHelHalbHOM nmpudope aas omortunra Mini Trans-Blot
(“Bio-Rad”, CIIIA). [TepeHoc npoBOIWIN B XOJIOJA0BOM KOMHATE B TeUCHHE 2,5 U,
BBICTaBJISIS CUJTy TOKA Ha ucTouHuke nutanus 360 MA. Ilocie nepeHoca 0enkoB Ha
HUTPOLICIUTIONIO3HYI0 MeMOpaHy ee M3BJIEKalu W3 Mpudopa, MoMeniai B BOAHBIN
pactBop 0,1% ykcycHoit kmcimoTel, comepxkamuii 0,5% IloHco, m oTMeyann
MapKkepHble O€TKM W HampaBiIeHHE TPEKOB. 3areM MeMOpaHy THIATEIbHO
oTMBbIBaIM OT [IoHCO MucTHWIIMpOBaHHOM BOAOUW M noMemany Ha 12 4 ipu 4 °C B
OJIOKMPYIOIINI pacTBOP, coaepkamuii 2-3% cyxoe obe3xupeHHoe Mosoko, 0,2%
asunaa "Hatpus, 10 MM Tpuc-HCI (pH 7,4) u 150 MM NaCl (tpuc-cosneBoit Oydep —
TCB). Ot 65oKHpyOIIEro pacTBopa MeMOpaHy oTMbIBasN Bk bl TChH B TeueHue
20 muH Ha wMuHHpokepe MR-1 (“BioSan”, JlatBust). 3arem wMeMOpaHy
WHKYOMpOBAJIM C TMEpPBUYHBIMU aHTUTENaMu B TedeHue 1-6 uy. B pabore
MCIIOJIB30BAIM CIEAYIOLIME aHTUTENA: TPOTUB JAETUAPUHOB B pa3zeaeHuu 1 : 1000
(ADI-PLA-100, “StressGen”, CIIIA), npotus nopuHa (PORIN) B pa3seacuun 1 :
100 (sro6e3no mpenocrarieHsl Prof. T. Elthon, University of Nebraska, CIIIA),
npotuB AO B pasBenenuu 1 : 100 (AS10 699, “Agrisera”, IlIBernus), mpoTuB

«BHyTpeHHUX» (NDA) u «BHemHuX» (NDB) poTeHOH-HEUYBCTBUTEIBHBIX
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HAJI(®)-H-AI' I tuma B pazseaenuu 1 : 1000 (mo6e3no nmpenoctasiensl Prof. A.
Rasmusson, Lund University, [1Iserus) [180].

[Tocne nHKyOaMK ¢ NEpBUYHBIMYU aHTUTEIaMU MEMOpPaHy OTMBIBAIM 2 pa3a
no 10 mun ot HecBszaBmmxcsi antuten B TCBh, conmepxamem 0,05% Tsun-20
(TTCB). 3aTteM HUTPOIEIUTIONO3HYI0 MEMOpPaHy TIOMEIIAIN B PACTBOP BTOPUYHBIX
aHTUTEJ, KOHBIOTMPOBAHHBIX CO MIEIOYHOW ¢ocdara3oi, U HHKYyOMpOBaIM B
teueHne 1-3 4 Ha MuHUpOKepe. Mcnonp30Bany cieyomue BTOPUYHbIE aHTUTEA:
aHTUMbIMHbIE B pasBedeHun 1 : 1000 (“Sigma”, CIIA), aHTUKpOJIMYBU B
pazseaenuu 1 : 2500 (“Sigma”, CIIA unu “Promega”, CIIIA) u aHTUKPOJIUYbU B
passenenun 1 . 30000 (“Sigma”, CHIA). Ilocine WMHKYOAlud €O BTOPHYHBIMH
aHTUTENIaMu  MeMOpaHy oTmbiBasii 3 paza mo S5 wmumdH TTChb or
HEMPOPEarupoBaBIIMX AHTUTENI M MOMEIIAIN B pacTBop, comepxkammui 100 MM
Tpuc-HCI (pH 9,5), 100 MM NaCl, 5 MM MgCl,. 3atem MmeMOpaHy OKpaniuBaiu B
Tpuc-HCI-6ydepe ¢ pH 9,5, kotopsrii cogepxan 0,17 mr/ma 5-6pomo-4-xiopo-3-
uagomun ¢ochara u 0,33 mr/mm HuTpoTeTpaszoius cuHero. OTHOCHTEITHHYIO
MHTEHCUBHOCTh OKpAIlIMBaHUs OEJIKOBBIX MOJIOC U3y4Yaal C MOMOUIBIO POTPAMMBI
Gel Analysis (Gel Doc, “Bio-Rad”, CIIA). WHTEHCHBHOCTH OKpalIMBaHUS
paccuuThiBaii B % IO OTHOIIEHUIO K MOPUHY, KOTOPBIM HCHOJB30BaJM Kak

BHYTPEHHHUI KOHTPOJIb [94].
2.12. Cniucok MCnoJib3yeMbIX PeaKTHBOB

AJI® — «Sigma» (CIIIA); akpunamun — « GERBUy (I'epmanust); aHTUMHUAIIUH
A — «Sigmay (CIIIA); antpon — «Sigma-Aldrichy (Mcnanus); ackopOuHOBas
kuciora — «Sigma-Aldrichy (I'epmanus); BI'K — «Sigma-Aldrich» (CILIA); BCA —
«Sigma-Aldrich» (CIIIA); 5-6pomo-4-xi0po-3-unmonun Gocdar — «Sigma»
(CILIA); rmumue — «GERBU» (I'epmanus); rayramar — «Sigma» (I'epmanus);
JJIC-Na — «MP Biomedicals Inc.» (®panrus); ATT — «Sigma-Aldrich» (CILA);
kymaccu — «Sigmay (CIIA); mamar — «Sigma-Aldrich» (I'epmanust); HAJ['-H —
«ICN Biomedicals Inc.» (CILIA); HAJI®-H — «Sigmay (CILIA); HuTpoTeTpasonuii
cuauii — «Sigma» (CIHIA); mepkomn — «Sigma-Aldrichy (CIIA); TIBII-40 —
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«Sigma» (CIHIA); kpacutenp Ilonco — «MP Biomedicals Inc.» (®panmus);
poreHon — «Sigma» (I'epmanms); cykumaatr — «Fluka» (Anonus); Teuu-20 —
«GERBU» (I'epmanus); Tpuc — « GERBU» (I'epmanus); tputon X-100 — «Ferak
Berlin» (I'epmanmst); mucrenn — «ICN Biomedicals Inc.» (CILHA); autoxpom c -
«ICN Biomedicals Inc.» (CIIA); DATA — «AppliChem» (I'epmanus); H,DCF-DA
— «Fluka» (Hunepnanael); KCN — «Sigma» (Iepmanus); HAJ™ — «Sigma-
Aldrichy (CIIOA); MOPS — «AppliChemy» (I'epmanms). OctanbHble PEaKTHUBEI

OBLIM OTEYECTBEHHOTO MPOU3BOICTBA KBAM(PUKAIIMY Y.]1.a., X.U. ¥ 0.C.4.
2.13. CraTtucTtudeckasi 00padoTKa JaHHBIX

Bo Bcex cimyyasix mpoBOIMIN HE MEHEE 3-X HE3aBUCHUMBIX SKCTIEPUMEHTOB, B
KaKJIOM U3 KOTOPBIX MOBTOPHOCTH Oblila 2-6 KpaTHOU. J[aHHbBIE TTPEICTABICHBI KaK
cpeaHsiss apudmervyeckas WM MeIMaHa, a pa3dpoc 3HAYEHUU B BHUJIC
CTaHJAPTHOTO OTKJIOHEHUS WM MHTEPKBAPTWIbHOW MHUPOTH (25%; 75%
npoueHTHIb). HopManbHOCTE pacnpeneneHus mposepsiiach ¢ HOMOIIbIO KpUTEPHUs
Mamupo-Yuikun  (TOCT-UCO  5479-2002). B ciywae  HOpMaJbHOIO
pacnpeneneHuss Ui JI0Ka3aTeIbCTBA HAJWYMS 3HAYMMBIX pa3Inuuil  MEXIY
CPEeIHUMH TPUMEHSIN OTHO(PAKTOPHBIA IUCTIEPCHOHHBINA aHATN3 C MOCIETYIOINM
MHO’KECTBCHHBIM CpaBHEHHEM cpefanux mo Mertoay Pumepa [10], a B ciyuae
pacnpeziesieHus, OTIMYAIOLIErocss 0T HOPMaJbHOIO, MCIOJb30BaIu H-kpurepuii
Kpackena-Yomnuca [42]. [lapHoe cpaBHEHHE CpPEeTHUX 3HAYCHUN MTPU HOPMAITBHOM
pacnpezielieHud, MPOBOAWIN C HCHOjib30BaHUEeM t-kputepus CThIOJEHTa, a MpH
pacrhpeneNneHny, OTIWYAOIMIMMCS OT HOPMAJIBHOTO, HWCIOJB30Ball KPUTEPH
Bunkokcona-Manna-Yutau [10, 22]. Paznmuumsi Mexay 3KCIEPUMEHTATbHBIMH
JaHHBIMU CYHMTAIM CTAaTUCTUYECKH 3HaunmMbiMu Tipu P < 0,05. B mogmmcsx
pUCYHKaM U TabiuiaM N 03Ha4yaeT KOJWYECTBO HE3aBUCHUMBIX 3KCIIEPUMEHTOB.
CraTUCTHUYECKHE pacueThl OCYIIECTBISLIM C TOMOINBIO TMPOTPAMMHOTO MaKeTa

SigmaPlot 12.5.
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3. PE3YJIbTATBI HCCJIEJOBAHUSA

3.1. BJIMAHUE X0JI040BOI'O 3AKAJINMBAHUA HA
HAPAMETPBl  MOPO30YCTOMYMBOCTH DTHUOJUPOBAHHBIX
MMPOPOCTKOB O3UMOI NIIIEHUIIBI

Hns  onpenenenust  3G@(EKTUBHOCTH  XOJOJIOBOTO  3aKaJUBaHUSA
3TUOJUPOBAHHBIX NPOPOCTKOB O3UMOM MIIEHUIIBI AHAJIU3UPOBAIH BIUSHUE HU3KOU
MOJIOKUTENbHONU Temmeparypsl 2 °C (B TeueHue 7 CYTOK) Ha POCT IMOOETOB,
coJiepKaHue B TKaHSIX MOOErOB BOJIbI, BOAOPACTBOPUMBIX YTIIEBOIOB, IETUAPUHOB,

N BBIKMBACMOCTD IIPOPOCTKOB IIPpH I[eﬁCTBHH OTPULATCIIBHBIX TEMIICPATYP.

3.1.1. PocT 1 MOpPO030yCTOHYHUBOCTH NIPOPOCTKOB

Ha puc. 9 mnpexacraBieH BHEUIHUN BHJ 3-X CYTOYHBIX KOHTPOJIBHBIX
MPOPOCTKOB 03UMOM miieHuIbl. [lepemelieHue 3TUX TPOPOCTKOB B YCIOBUS
JUTUTEIIBHOTO BO3JIEUCTBUSI HU3KOM MOJIOKUTEILHON TeMmepaTypsl, 3pPexkTuBHON
JUISL 3aKaiuBaHUS O3UMBIX 31akoB (2 °C, 7 CyTOK), CONPOBOXIAJIOCH TMOYTH
MOJTHOM OCTAaHOBKOW POCTOBBIX MPOIIECCOB M XapPaKTEPU30BAIOCHh CHHXECHUEM

coJiepKaHus BOJIbI B TKaHsAX moberos (puc. 10).

Puc. 9. BHemnuil BuJ 3THOMUPOBAHHBIX MPOPOCTKOB O3MMOM MILIEHUIIBI B

BO3pacTe 3-X CyTOK.

B kauecTBe AOMOMHUTENBHOTO KOHTPOJS OBUIM MCIOJIB30BAHBI IPOPOCTKH,
BbIpanieHHble mpu 25 °C B TeMHOTe B TeueHue 10 CyTOK, COOTBETCTBYIOIIUE
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BO3pacTy 3aKaJeHHbIX mpopocTkoB (puc. 10). Jymua moderoB 10-Tv CyTOYHBIX
MIPOPOCTKOB 3HAYUTEIILHO TPEBBINIANA JUIMHY MOOETOB MPOPOCTKOB, 3aKaJCHHBIX
npu 2 °C B TeueHue 7 CyTOK, IPH 3TOM CTEleHb MHTMOUPOBAHMS POCTa MOOETOB
cocraBmina 93,6% (puc. 10a). CopmepkaHwe BOJBI B TKaHAX I00ErOB NIpH

3aKaJIMBaHUU CHIKAOCh (puc. 106).
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Puc. 10. Bimsame XoJ0m0BOrO 3aKkalMBaHWS Ha POCT TMOOEroB
ATUOJIMPOBAHHBIX MPOPOCTKOB O3MMOW TIICHUIIBI (@) U COACpKAHUE B HUX BOIBI

Obo3nauenua: K — KOHTPOJIbHBIE NPOPOCTKH, BbIpallleHHble npu 25 °C B TEMHOTE B
tedeHue 3-x cytok; K, 10 — KOHTposIbHBIE IPOPOCTKH, BbIpallleHHble B TeMHOoTe mpu 25 °C B
tedeHue 10-tu cyTok; Xoi.3ak — 3-X CyTOUHbIE KOHTPOJIbHBIE IPOPOCTKH, 3aKalieHHbIe NpH 2 °C

B TeueHme 7 cyrok. N=3-5. M+S.D. * — pasmuums Mexay Bapmantom K u mcciaeayeMbiM

0
BAPUAHTOM CTaTUCTHUYECKU 3HAYUMBI, — pasnuunsg Mexay BapuantoM K,10 u mccnegyembim
BAPUAHTOM CTAaTUCTUYECKH 3HAYMMBbI. CTaTUCTUYECKYIO 3HAYMMOCTh PA3ITUYMM ONPEEISUIH 110
kpurepuro dumepa.

Hapsny ¢ u3MEHEHHSIMH pPOCTOBBIX TMPOLECCOB M COJECPHKAHUS BOMAbI
XO0JIOJJOBOE 3aKaJMBaHUE HSTHOJUPOBAHHBIX MPOPOCTKOB O3MMOM  IMIIICHUITBI
MOBBIIIAJO WX BBDKUBAEMOCTh IPU MOCIEAYIOLWIEM JACHCTBUM OTPULATEIbHON
temnepatypbl. Kak BuaHo u3 puc. 11, KOHTpOJIbHBIE MPOPOCTKH IMOJHOCTHIO
norubasm npu —6 °C, B TO BpeMs Kak 3aKaJICHHbIC MPOPOCTKU BBIICPKUBAIH
temnepatypel g0 —14 °C. B pabore mo omnpeaencHut0 MOpO30yCTONYMBOCTU

aHanusupoBasiu napametp LTsy, xapakrtepusyroumii Temneparypy, npu KOTOpon
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norubaer 50% pacteHuii. Y KOHTPOIBHBIX MPOPOCTKOB LTs5q O paBen —3,5 °C
(95% AN ot —3,3 mo —3,7 °C), B TO BpeMs Kak y 3aKaJCHHBIX IPOPOCTKOB OH

coctaBui —8,4 °C (95% JAU ot —8,0 no —8,9 °C).

Xon.3ak
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Puc. 11. BiusHue XOJIOJOBOTO 3aKajJMBaHUS Ha MOPO30yCTOMYHBOCTH

ATHUOJIMPOBAHHBIX IPOPOCTKOB O3UMOU IMIIIEHULIBI.

a — BHemHuW BuA KOHTponbHBIX (K) m 3akanenHpix (Xom.3ak) MPOPOCTKOB MOCIHE
NPOMOPKUBAHHUST W TOCIEIYIOMETO OTPacTaHWs; 6 — BBDKUBAEGMOCTh KOHTPOJBHBIX H
3aKaJICHHBIX IPOPOCTKOB MOCIE MPOMOPAKUBAHHUSL.

Oobo3nauenusn: Jlo o6p — no o6paboTku Temmeparypoii; K — KOHTpOJIbHBIE TPOPOCTKH,
BhIpanieHHbie npu 25 °C B TEMHOTE B TeUeHHUE 3-X CYTOK; XO0J.3aK — KOHTPOJIbHBIE MPOPOCTKH,
3akasieHHble Tpu 2 °C B TedeHHWe 7 CYTOK. N=3, B KaXKIOM HE3aBUCUMOM DJKCIICPUMECHTE
aHanm3upoBanu He MeHee 150 npopocTtkoB. Me[25%;75%.
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3.1.2. Conepxkanue caxapoB B nmoderax

KonnyecTBeHHBIH ~ aHaAM3  COAEp)KaHHMS ~ OOMIMX  BOJOPACTBOPHUMBIX
YIJIEBOJIOB BBISABHJ KX BBICOKOE COJAEp)KaHHE B MoOerax 3-X CYTOYHBIX
KOHTPOJIBHBIX TPOpOocTKOB (25,1% oT BoO3gymHO-cyxoro Beca) (puc. 12).
[TpoxoXeHre MPOPOCTKAMU XOJIOJAOBOIO 3aKaJWBaHHUA HE MPHBOAWIO K
JOCTOBEPHOMY M3MEHEHHUIO COIEP)KaHUs B HUX CaXapoB, OHO OCTaBaJIOCh Ha TAKOM

e BBICOKOM YPOBHE, KaK M B KOHTPOJBHBIX MpopocTkax (27,8%) (puc. 12).
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Puc. 12. Bimsgaue X0l0J0BOrO  3aKalMBaHMs Ha  COACp)KaHUE
BOJIOPACTBOPHMBIX YTJIEBOJOB B MOOErax 3THOJMPOBAHHBIX MPOPOCTKOB O3UMOI

IMNIIICHUIIBI 10 U ITIOCJIC XO0JIOAOBOI'O 3aKaJIBaHUA.

Odbosnauenun: xak Ha puc. 10. n=3-5. M£S.D. * — pasnuuus mMexay BapuantoM K n
HCCITEyeMbIM BAPHAHTOM CTATHCTHUECKH 3HAYMMEI, ° — pasiuums Mexay BapuanTom K,10 u
UCCIIETYeMbIM BapUaHTOM CTATUCTHYECKH 3HAYUMBI. CTaTHCTUYECKYIO 3HAYUMOCTH PAa3ITUIHN
oTpeneNsiy 1no kpureputo Oumiepa.

B noGerax 10-Tu CyTOYHBIX MPOPOCTKOB MO CPABHEHHIO C 3-X CYTOYHBIMHU
KOHTPOJIBHBIMU ~ MPOPOCTKAMH  COAEpP’KaHUE  BOJIOPACTBOPUMBIX  YTJIEBOJIOB

CHIKaJIOCh B 6,8 pasa u cocraBuio b 3,7% (puc. 12).
3.1.3. CuHTEe3 1eruIpuHOB B noderax

C ucrnosib30BaHUEM MOJUKJIOHAIBHBIX AHTUTEN MPOTHUB OOraTod JTHU3MHOM
nocienoBatenbHOocTH KIKEKLPG, pacnonoxernoi BOom3u C-KOHITA M BXOASIIEH

B COCTaB K-CCFMCHT&, YHHUKAJIbHOT'O AJIsA ACTUIPHUHOB, O6Hapy}KCHO, qTo I[GﬁCTBPI@
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HU3KOW TOJIOKUTEIBHONW TEMIIEPATYPhl HHAYIIUPOBAIO CHHTE3 JETHAPHUHOB C MOJL.
maccamu 209, 196, 66, 51, 46, 29, 24 u 17 x/| B moberax 3THOIMPOBAHHBIX
MPOpOCTKOB 03uMoi mieHuIbl (puc. 13). Coxepkanue ASTHAPUHOB 3aBUCEIO OT
JUTNTCIIbHOCTH ~ 3aKaJlMBaHWsA, OBbUIO HE3HAYUTEIBHBIM B l-€¢ CyTKH U
YBEIMYHMBAJIOCH K KOHITY 3aKaJTMBaHU.
Xon.zak
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Puc. 13. BausHue X00/I0BOrO 3aKalMBaHWS HAa CHHTE3 JCTHAPUHOB B

noberax 3THOIMPOBAHHBIX MPOPOCTKOB 03UMOM TIICHUITBI.

Obo3nauenua: K — KOHTPOJIbHBIE NPOPOCTKH, BbIpallieHHble npu 25 °C B TEMHOTE B
Te€4eHHE 3-X CYTOK; XOJI.3aK — KOHTPOJIbHbIE MPOPOCTKH, 3aKaneHHble npu 2 °C B TeueHue 7
cyTok; k[ — MonekynspHas macca 6enkoB. 1, 3, 5, 7 — cyTku 3akanuBaHus. N=4.

Taxum 00pazom, Ha OCHOBAHUHU JIaHHBIX 10 BIUSHUIO HU3KON TEMIIEPaTypbl
Ha POCT NPOPOCTKOB, COAEPKAaHUE BOJBI U BOJOPACTBOPUMBIX YIJIEBOJIOB, CUHTE3
JNETHJIPUHOB W PE3yJIbTaTOB IO BBDKMBAEMOCTH HPOPOCTKOB MOCIE JEHCTBHSA
OTPULIATEIIBHOM TEMIIEPATYPbl MOXHO 3aKIIOYUATh, 4YTO JIEMCTBUE HU3KOU
NOJIOKUTENbHON TeMiepaTypsl 2 °C B TeueHue 7 CyTOK Obuio 3((HEKTUBHBIM IS
NOBBILIEHUS MOPO30YCTOMYMBOCTH 3-X CYTOYHBIX 3THOJMPOBAHHBIX MPOPOCTKOB
03uMOIl mmeHulbl. KOHTpOIbHBIE U 3aKajJeHHbIE ATHOJUPOBAHHBIE MPOPOCTKU
O3UMOM MIIIEHUIbI ObUIH MUCTOIb30BaHbI AJIS1 BHIJCICHUS MUTOXOHIPUNA U aHAIHU3a
UX OKHCIUTENbHON U (hochopuianpyrome akTUBHOCTH, (DYHKIMOHUPOBAHUS B
MutoxoHApusix anbTepHaTuBHBIX HAJI(D)-H-meruaporenas u anbTepHATUBHOU

OKCHUJA3BbI.
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3.2. BJIUSAHUE XO0JI040BOI'O 3AKAJINBAHUA HA
OYHKINOHAJIBHYIO AKTUBHOCTb MUTOXOHIPUM n3
3TUOJUPOBAHHBIX TIPOPOCTKOB O3MMOM IIIIEHUIIBI

UtoObl  OmEHUTh  (PYHKIIMOHAIBHYIO  aKTHUBHOCTh  W30JMPOBAHHBIX
MUTOXOHJPUIA OMpPENesiid MHTAKTHOCTh BHEIIHEH MeMOpaHbl MUTOXOHJPUH,
OKHUCJIUTENIbHYI0O aKTUBHOCTh MUTOXOHJIPUH, CTENEHb COMPSDKEHHOCTU MPOIIECCOB
okucieHuss u GochopmwimpoBanuss (KodhGHUIUEHT HBIXAaTEIBHOTO KOHTPOJS H
orHomenue AJ[®:0), Bkimag B abixanue anbrepHaTUBHBIX HAJ(D)-H-

JETUAPOreHas 1 albTePHATUBHON OKCHUIA3bl, U COJIEP’KAHUE ITUX OCIIKOB.

3.2.1. OxkuciaurenbHas ®H  (ochopuupyrmiags  AKTHBHOCTb

MHUTOXOHAPHUI

JIist ompeneneHUsT KavdecTBa BBIACICHHBIX MHUTOXOHIPHH aHATU3UPOBAIH
WHTAaKTHOCTh BHEIIHEW MeMOpaHbl MO €€ MPOHMIIAEMOCTH JUIsl DK30T€HHOTO
uToxpoMa ¢ [51] B orcyrcTBue M B mpucyTcTBuHM aeteprenta Tpurona X-100.
Kak oxa3zaioch, MHUTOXOHIPWH, HW30JIMPOBAHHBIC M3 IMOOCTOB KOHTPOJBHBIX W
3aKaJCHHBIX MPOPOCTKOB O3UMOW TIICHUIIBI, XapaKTEPU30BAJIUCh BBICOKOMN

WHTAKTHOCTBIO BHENIHEW MeMOpaHsI (puc. 14).
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Puc. 14. VHTakTHOCTH BHEIIHEWM MeMOpaHbl MHUTOXOHIPUN W3 TOOEroB

KOHTPOJIBHBIX U 3dKAJICHHBIX 3TUOJUPOBAHHBIX ITIPOPOCTKOB 03UMOM NI CHUIIBI.
Oobo3nauenuna: K — KOHTpOJIbHBIE TPOPOCTKH, BbIpalnieHHble npu 25 °C B TEMHOTE B

TE€4eHHE 3-X CYTOK; XO0JI.3aK — KOHTPOJIbHBIE NMPOPOCTKH, 3aKajieHHble nipu 2 °C B TeueHue 7
cyTok. N=3-5. M+S.D.
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Jlng  onpeneneHuss  OKUCIUTEIBHOM  aKTUBHOCTH  W30JIMPOBAHHBIX
MUTOXOHAPUMA B KaUeCTBE CyOCTPATOB JJIs IbIXaHUsI UCMOJIb30BAIN MajaT, MajaT B
npucyTcTBUM poTeHoHa, cykuuHat, HA/[-H u HAJI®-H. Okucnenue manata B
MPUCYTCTBUHM POTEHOHA IO3BOJIACT BBIIBUTH (PYHKIIMOHUPOBAHUE «BHYTPECHHUX)
HAJI(®)-H-AI' II tuna, a okucnenue sk3oreHHoro HAJI'H u HAJI®-H B
IIPUCYTCTBUU POTEHOHA U Ca®* - dbynkuuonuposanue «BHemHux» HAJ-H-JI' u
HAJI®-H-JAI' II Tumna, cOOTBETCTBEHHO.

MUTOXOHAPUH U3 3THOJUPOBAHHBIX NMPOPOCTKOB OKUCISIA UCIOJIb3yEMbIC

CyOCTpaThl ¢ pa3IMYHON HHTEHCUBHOCTHIO (pHcC. 15).
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Puc. 15. BinsiHre X01010BOro 3aKalvBaHUs Ha AbIXaTEIbHYIO aKTUBHOCTH
u Bkiaa uuroxpomHoro (L{II) u anbrepnatuBHoro (AIl) myreil B abixaHue

MUTOXOHJIPUM 3THOJIMPOBAHHBIX IPOPOCTKOB O3UMOM IILIEHULBI.

Obo3nauenua: K, Xon.zak — kak Ha puc. 14. Manar — 10 MM manar B npucyrcreuu 10
MM rnyramara; Manar+Por — 10 MM manar B npucyrcrBun 10 MM riyramara u 3 MM
poreHoHa; CyknuHat — 8 MM cyknuHar B npucytcTBuu 5 MM riyramata u 3 MKM pOTEHOHa;
HAZ-H — 1 MM HAJI-H B npucyrcteuu 3 MxM potenona u 0,06 MM Ca?"; HAI®-H -1 MM
HAJI®-H B npucyrcrBun 3 MmkM potenona u 0,06 MM Ca®*. Ha puc. Bkinag All B npixanue

*
npe/cTaBieH B Buae NoTeHIHanbHOM akTMBHOCTH AO. n=3. M+S.D. — paznuuusa Mexay

**
BapuaHtoM K u BapmanTtom Xoi.3ak cratuctudecku 3HaumMbl (L[I1);  — pasmuums mexny
BapuantoM K u BapmantoM Xom.3ak cratuctuuecku 3HauuMbl (All). Cratuctuueckyro
3HAYMMOCTb PA3IN4uil onpenessuiy no t-kpureputo CTbloJIeHTA.

HpO&HaJII/ISI/IPOBaB AbIXaTCJIbHYIO AKTUBHOCTD MI/ITOXOH,Z[pI/Iﬁ u3
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KOHTPOJIbHBIX TMPOPOCTKOB, ObLIa OTMEYEHa BBICOKAS CKOPOCTh OKHUCIICHHUSA
sk3oreHHblx HAJ[-H n HA/I®-H. HanmeHnbimas CKOpoCTh NOTJIOMIEHUS KUCIOPOAA
OblIa XapakTepHa [JIi MHUTOXOHJIPUHM, OKHCIAIONIMX MajarT B MPUCYTCTBUH
poreHona. Hanbosnee BbICOKHE MapaMeTpbl COMPsHKEHUS (BEIMUMHBI KO3 PHUIIeHTa
JK — KK u otHomenus AJI®:0) HaOmoAaIu B MUTOXOHAPHUAX KOHTPOJIBHBIX
pacteHuit npu okuciienud Manata. Bemmunna KK npu okucienun manata Obuia
paBHa 3,54, B TO BpeMs Kak MpHU OKUCIICHWU CYKIIMHATa OHa paBHsu1ach 1,61, mpu
OKHUCJICHHMHM MallaTa B MPHUCYTCTBUM poTeHOoHa — 2,51, mpu okucnenun HAJ[-H u
HAJI®-H — 1,21 u 1,48, coorBercTBeHHO (Tad:. 1). 3nauenne otHomeHus AJ[D:O
IpU OKHCIEHHHM Majara M CyKUWHata ObUI0O OJM3KHMM K TEOPETHYECKU
BO3MOXKHOMY (2,91 u 2,07, cooTBeTCTBEeHHO) (TabI. 1).

Tabumuna 1

Benuuuna xoaddunmenta npixarenbHoro koHTpois (KJK) u otnomenne AJID:O
B MHUTOXOHJIPUSIX M3 MOOETOB 3THOJIUPOBAHHBIX MPOPOCTKOB O3UMOM MIICHUIIBI,
MOABEPTHYTHIX XOJIOJA0OBOMY 3aKATMBAHUIO

KK AJlD:0
CyOcTpar okuciieHus
K XoJ1.3aK K XoJ1.3aK

Mamnar 3,54+0,16 | 3,72+0,29 | 2,91+0,16 | 2,76+0,08

Mamart +Porenon 2,51+0,41 3,03+0,04 | 2,16+0,04 | 2,27+0,09
CykuuHat 1,61+0,15 | 1,54+0,04 | 2,07+0,24 | 1,90+ 0,34
HAJI-H 1,21+0,05 | 1,19+0,11 | 0,43+0,06 | 0,40+0,09
HA1®-H 1,48+0,15 |1,16+0,02 0,57+0,05 | 0,42+0,03

Ipumeuanue: O603HaueHus kak Ha puc. 14 u 15; n=3. M£S.D.

N3BECTHO HECKOJIBKO MOAXO0A0B ISl U3YUEHUS] aKTUBHOCTH AJIbTEPHATUBHOM
okcuaasbl: 1) ompenereHue peanbHOro BKIIAJa albTEPHATUBHOM OKCHUIA3bl B
npixaHue (Va), KOTOPBIA OIEGHWBAIOT KaK 4YacTh JBIXaHHUS, HHTHOHPYEMOTO

cnenuduyeckumMu uHruoutopamu AQO (Hambojee dYacTo THAPOKCAMOBBIMU
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kucinotamu — BI'K mwmn CT'K) B otcyrcrBue marudutopos LII; 2) ompenenenne
noteHuanbHOH akTUBHOCTH AQO (Vyi), KOTOPYIO OIICHWBAIOT B IMPUCYTCTBUU
uHruoutopoB L1 (0ObIYHO IMAHWIA) M KOTOpas XapaKTEPU3yeT MaKCHMAaJIbHO
BO3MOXHBIM TOTOK 3JIeKTpOoHOB 4epe3 AQ; 3) ompeneneHue NOTEHIUATBHON
akTuBHOCTH AO B mpucyrctBum ee aktuBatopoB — JITT u nupysata (Vg (irrsm);
4) ompeneleHHE BOBJICUYCHHOCTH TEPMHHAIBHBIX OKCHA3 PACTEHUH C ITOMOIIbIO
METO/Ia JUCKPUMHUHAIIMN WA U30TOITHOTO (paKIMOHUpoBaHus Kuciopoaa [69, 70,
143, 184]. B nacrosimeii padote st u3ydeHus akTHBHOCTH AO B MUTOXOHAPHSX,
M30JIMPOBAHHBIX M3 MPOPOCTKOB O3UMOW TMIIEHUIIbI, TPUMEHSUINCH TEPBBIE TpU
noaxoja. B tabn. 2 npuBeaeHbl HaHHBIC MO0 aKTUBHOCTH AO B MUTOXOHJIPUSX U3
KOHTPOJIBHBIX U 3aKAJICHHBIX MPOPOCTKOB O3WMOMW MIIICHUIIbI, OKHUCIISIIOINX MaJlaT
B IPUCYTCTBUHU TiyrTamara. Kak mokaszanum pe3ynbTaThl, peanbHbli Bkinaa All B
JBIXaHUE€ MUTOXOHAPHUM, H30JMPOBAHHBIX W3 KOHTPOJBHBIX IPOPOCTKOB,
n3MepsieMpli 1o ckopocTd BI'K-uyBcTBHTENBHOTO OKHCIEHHA CcyOcTpara B
orcyrctBun KCN, He mpeBbiman 11%, B TO BpemMs Kak MOTEHIIMATbLHAS
aktTuBHOCTh AO OblIa B 4,5 pa3a BbIlIEe, a MakcUMalibHast — B 6,0 pa3 BHIIIE 110
CPaBHEHHUIO C Vy; (TAO. 2).

Taoauna 2

[Torsomenne KUCIOpoAa U AKTUBHOCTh  AJIbTEPHATUBHOM  OKCHAA3bl B
MHUTOXOHJIPUSAX W3 KOHTPOJIBHBIX M 3AKAICHHBIX STHOJHPOBAHHBIX IMPOPOCTKOB
03MMOM MIIEHUIBI

Bapuant 10 MM manat B mpucyrctBun 10 MM rimyramara
00paboTKu V3 Vait Vi V ait 1T+ 1ip)
Kontponn 146,22+5,72 | 10,42+0,73 47,05£5,44 | 62,96+4,09

Xoi.3ak 124,05+1,03% | 28,49+5,75" | 58,39+3,03" | 61,94+5,11

Ilpumeuanue: V3 — cxopocts nornomeruss Op npu pochopunupoannu AJID (HMOIB
Oy/(muH -Mr Genka)); Var — peanbHbiid BkIaag AO B npixanue (asixanue uHruoupyemoe BI'K B
orcyrctBue KCN); Vu¢ — morennuanbHas akTuBHOCTh AO (mpixanwe wHruoupyemoe BI'K B
npucyrctBur KCN); Vit (ATT+up) — MakcuMaibHasi akTHBHOCT AO (IIbIXaHHEe HHTHOHpYEMOe
BI'K B mpucyrctBun KCN na ¢done 1 MM JITT u 5 MM mupyBara); var, Vait B Var (XTT+TTnp)

BeIpakeHbI B % o1 V3. Konnenrpanus bI'K cocrasnsana 1 MM, KCN — 0,4 mM. n=3-6. M£S.D.
— paznmnuus Mexay BapuaHToM K u BapuanToM Xo.3aK CTaTMCTUYECKH 3HAa4MMbl 1o t-
kputeputo CThIOAECHTA.
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X0J0/I0BOE€ 3aKaJMBaHWE MPOPOCTKOB O3MMOM IMIIEHULBI MPUBOAMIO K
NOBBIIICHUIO peasibHOro BkiIaga All u moreHnumanbHOW akTuBHOCTH AQO B
MUTOXOHApUsIX (Tabn. 2). CxomHble pe3yJabTaThl OBUIM  TMOJYYEHBI C
ucnoias3oBanueM cykiuHata u HAJ[-H (ae nmokazaHo).

[IpoxoxaeHne MpPOPOCTKAMH XOJIOJOBOTO 3aKaJIUBaHUs MPUBOIUIIO K
CHUKEHUIO CKOpPOCTH (HOChHOPUIMPYIOMIETO JbIXaHUS B M30JMPOBAHHBIX M3 HHUX
MUTOXOHJIpUSIX TIPU OKHUCJIEHHU Bcex cyOctparoB (puc. 15). YmeHsinenue
CKOPOCTH JbIXaHUSI MUTOXOHAPHUSIMHU TIOCJIE XOJIOJA0BOT0 3aKaJIMBaHUs POPOCTKOB
IIPOUCXOIMIIO 32 CUET CHMKEHUS TpaHcnopTa 3iekTpoHoB yepe3 LI (puc. 15). B
ATUX K€ YCIOBUAX OTMEYEHO IEpEPaACIIPEACIICHUE NTOTOKA INEKTPOHOB Mexay LI
u All: na ¢pone narubuposanus LI1 yBenmnuuBaics Bkian All B npixanue. Tak,
npu okuciaeHun cykuuHata 1 HAJ[-H B MUTOXOHApUSAX HaOMIOAaNM yBEIHYEHUE
noreHuanbHoi aktuBHOCTH AO Ha 8,0 m 82,2%, coorBercTBeHHO (pHC. 15).
[TockobKy X0JIOAOBOE 3aKAIMBAHUE YBEIUYUBAJIO TPAHCIIOPT MIEKTPOHOB o All
M COXPaHSIACh BBICOKAsA CKOPOCTh OKucieHus 3k3oreHHoro HAJI'H, to B
nanpHeimeM ObUla WM3y4yeHa aKTUBHOCTh  anmbTepHaTHUBHBIX  HAJ[(D)-H-
JETUAPOreHa3 M allbTepPHATHUBHON OKCHIa3bl, cojaepkanue OenkoB AO, NDB u

NDA B KOHTPOJIbHBIX YCIIOBUSIX H MOCJIE 3aKaJIMBaHUSI.

3.2.2. ®ynkuuonuponanue ajabrepHaTuBHBLIX HAJI(®)-H-neruaporenas

H aJILTepHaTHBHOﬁ OKCHIAa3bl

Bricokas ckopocth okuciaenuss dk3oreHHbix HAJ['H u HAJ®H B
MUTOXOHAPUSIX W3 KOHTPOJBHBIX MPOPOCTKOB O3MMOMW TIIIEHHUIIBl YKa3bIBaeT Ha
BBICOKYIO aKTUBHOCTh B 3THX YycioBusX «BHemHnx» HAJI'H m HAI®D-H-/T.
AKTUBHOCTh k€ «BHYTpeHHHX» HAJ(®)-H-AI' |l Tuna, onpenensemass 1o
CKOPOCTH OKMCJIEHUS MaJlaTa B MPUCYTCTBUU POTEHOHA, B 3TUX YCIOBUAX HUXKE 110
cpaBHEHHMIO ¢  «BHemHuUMH»  (puc. 15). [loTeHimambHast  aKTHBHOCTH
ABbTEPHATUBHONW OKCHA3bl, KaK BBISICHWIOCH, 3aBHCHT OT CyOcCTpara JbIXaHUs.
HauGonpmuit  Bkmag AO B jAbixaHue ObUI  OTMEYEH TMPU  OKUCIECHUU

MUTOXOHAPUAMU MajldTa MW CYKOUHATA, B TO BPCMA KaK ITOTCHIHAJIbHAA
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akTuBHOCTh AQO mpu  (PYHKIIMOHMPOBAHWU «BHEIIHUX» W «BHYTPCHHHUX)»
HAJI(®)-H-AI" |l Tuna 6puta HU3koi (puc. 15).

[Ipy XOIOZOBOM 3aKajlMBaHUM NPOPOCTKOB OTMEUEHO 3HAYUTEIBbHOE
CHMKEeHHE cKopocTH okucieHuss mutoxonapusmu HAJI®-H (B 2,1 pa3a) u manara
B MPUCYTCTBUU poTeHOHA (B 1,4 paza) (puc. 15). D10 yKa3bIBaeT Ha CHUKEHUE B
ATUX YCJIOBUSX akTUBHOCTH «BHemHe» HAJID-H-JII' u «BHYTpEeHHUX»
HAJI(®)-H-AI' 1l tuma. B To xe BpeMss ckopocth okucienus HAJ[-H
MUTOXOHJPUSIMHU 3aKaJICHHBIX MPOPOCTKOB OCTAETCS HA BBICOKOM YpOBHE (pHC.
15). B ycioBusX XOJIOJOBOTO 3akaiuBaHuUs Ha ¢GoHe wuHruOupoBaHus [II1
yBenuuuBaiicsi Bkiad B abixanue All, cBsizanHorOo ¢ (yHKIImoHupoBanuem AO.
ITpu oxucinenuu HAJI-H mutoxonapusimu Bkiag All B ApixaHue yBeIu4yuBajcs Ha
82,2% (puc. 15). D10 CBHIETENBCTBYET O TOM, YTO (PYHKIIMOHHPOBAHHE
«sHemHe» HAJI-H-JIT' 1l Tuma B MUTOXOHAPHUAX O3UMOM IMIICHUIIBI B YCIOBUIX
HU3KUX TeMIepaTyp conpsbkeHo ¢ pyHkuuonupoanuem AO.

C wucnosb30BaHUEM CHEIU(UUECKUX aAHTUTE]I B MUTOXOHAPUSIX U3
ATUOJIMPOBAHHBIX MPOPOCTKOB O3UMOM TIIIECHUIBI TTOKA3aHO MPUCYTCTBUE OEIKOB
aIbTEPHATUBHOIO IYTH TPAHCIOPTAa 3JIEKTPOHOB — «BHYTpeHHUx» (NDA) u
«BHemHux» (NDB) HAI(®)-H-AT' |l tuna u ansTepHatuBHOM Okcuaassl (AO)
(puc. 16) [25].

Anturena mnporuB  NDA  Solanum  tuberosum nerektupoBanmu B
MUTOXOHAPUIX O3UMOM IMIIESHUIIBI ABA TOJUIIENTHAA ¢ MOJI. Maccamu 63 u 56 k/I,
antutena npotuB NDB S. tuberosum — oaun noaunentu ¢ Mot maccoit 64 x/1, a
anturtena nmpotuB AO Sauromatum guttatum — aBa mojumnenTyua ¢ MoJ. MaccaMu
31 u 32 xJI (puc. 16). IIpoxokmeHre MPOPOCTKAMHU XOJIOJAOBOIO 3aKaaHBAHHS
MPUBOIMIIO K YBeJIMYEHHUIO conepkanus B mutoxoHapusx AO u NDB, B To Bpems

kak cojepkanue NDA B HUX cHkanoch (puc. 16).
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Puc. 16. Bausaue X01010BOTO 3aKaqvMBaHMs Ha cojaepxkanue OemkoB AOQ,
«BayTpeHHux» (NDA) u «sremnaux» (NDB) HAJ(®)H-AT 1l Tuma B
MUTOXOHAPUSIX U3 ITHOJIUPOBAHHBIX MTPOPOCTKOB O3UMOM IMIIICHHITBI.

a — UVmmynodoperpamma, 6 W 6 — OTHOCHUTEIIBHOE COJEpKaHUC

UCCIIETyEeMbIX OEJIKOB MO OTHOIICHHUIO K MIOPHUHY.
Obo3nauenua: K — KOHTPOJIbHBIE NPOPOCTKH, BbIpallleHHble npu 25 °C B TEMHOTE B
Te€4eHHEe 3-X CYTOK; XOJI.3aK — KOHTPOJIbHbIE MPOPOCTKH, 3aKaneHHble npu 2 °C B TeueHue 7

*
cyrok. 1, 3, 5, 7 — cyTku 3akanuBaHus; kJ| — MonekynsapHbele Maccsl OenkoB. N=3. M+S.D. —
pasnuuust Mexay BapuaHToM K U CyTkamMu 3akajiMBaHMs CTaTHUCTHYECKHM 3HAYMMbI 1O t-
kputepuro CThIOJICHTA.

Takum 00Opa3oMm, XOJOJIOBOE 3aKaIMBAHUE MPOPOCTKOB O3UMOW MILIEHUIIBI
NPUBOJAUIIO K  CHWKEHHIO  JIBIXaTENbHOM  AKTUBHOCTHM  MHUTOXOHAPHIA,
unruoupoBanuto LI1, yBemuuenuro Bkiaamga All u comepkaHus B MUTOXOHAPUSIX
AO. Tak e npu 3aKaIMBaHUU MUTOXOHIPHUH COXPAHSIIM CIIOCOOHOCTH C BBICOKOU
CKOPOCTBIO OKHCIATH dK30TeHHbI HAJI-H, 4TO OBI7I0 CONPSIKEHO C YBETUYCHUEM
Bkiasna AO B IpIXaHue. YUUTHIBasg BOZMOXHYIO aHTHOKCUAAHTHYIO GyHKIHIO AO
B PACTUTEIbHBIX MUTOXOHIPUIX, MOXHO HPEIIOJNIOKHUTb, YTO IPH XOJOJOBOM

3aKaJMBaHUU IPOPOCTKOB aJIbTEPHATUBHAS OKCHIa3a CHIbKAeT reHepanuo ADK.
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3.2.3. AHTHOKCHIAHTHASI POJIb ATbTEPHATUBHOMN OKCHAA3bI

[TockobKy MUTOXOHAPHUU SIBISIOTCS OCHOBHBIM HCTOUYHHUKOM OOpa3zoBaHUS
A®K B rereporpodHbIX TKaHSIX, TO MPEACTOSIIO BBISICHUTH KaK XOJIOJOBOE
3aKanuBaHue BiusAeT Ha couxepxkanne ADK B MUTOXOHIPHUAX ITHOJIMPOBAHHBIX
IPOPOCTKOB, U MOXKET i1 AO B 3TUX YCIOBHUSIX BBINOIHATH aHTUOKCHUIAHTHYIO
dbynkuuro. st aToro uzydanu coaepxanne AOK B MUTOXOHAPUSIX KOHTPOJIbHBIX
U 3aKaJeHHBIX MPOPOCTKOB, a TAaKXE B MHUTOXOHJPHUSAX U3 MPOPOCTKOB,
MOABEPIHYTHIX JEHCTBHUIO MOBPEKIAIONIEH OTPULIATENBHON  TEMIIEPATYPHI.
AHTHOKCHJIaHTHYIO0 QYHKIHIO AO U3ydalid C TOMOILBIO HHTUOUTOPHOTO aHAJIU3a.
Jns onpenenenust ypoBHs ADK B MUTOXOHAPUAX UCTIOIB30BAIN (PIIypECLIEHTHBIN
kpacutenb H,DCF-DA, xoTopwlii mpoHUKAaeT BHYTPh KJIETOK WM OpraHesul, ¢
nomoipo 3ctepa3 npespamaercss B H,DCF u npu peakuun ¢ APK ObicTpo
okucisiercs Bo ayopectentnsiii DCF [29, 142, 202].

Cyns no dayopecteniiuu DCF, MUTOXOHIpUHN U3 3aKaJICHHBIX MPOPOCTKOB
O3UMOM MIIEHUILI uMenu Oosiee Bbicokoe copaepxkanue ADK, mo cpaBHeHUIO C
MHUTOXOHJAPUSIMH KOHTPOJBHBIX MpopocTkoB (puc. 17) [2]. Conepxanne ADK B
MHUTOXOHJIPUSIX TOCJI€ 3aKajduBaHusa B 1,5 pa3a mpeBbllIao €ro CoAEp>KaHUE B
KOHTPOJIbHBIX MpopocTkax (puc. 17). JleiicTBue oTpunateabHON TemMmnepaTrypsl —8
°C B TeyeHue 6 4dacoB (X0JIOAOBOW IMOK) HA KOHTPOJBHBIE MPOPOCTKH O3UMOM
MIICHALBI TPUBOJWIO K 3HAUYUTENBHOMY YBeNIMYeHHIO conepxkanus ADPK B
W30JUPOBAHHBIX W3 HUX wMuToxoHApusax (puc. 17). Conpepxanune ADK B
MUTOXOHIPUSIX MOCIE XOJI0J0BOro 1oka 06110 B 11 pa3 BhIlIe MO CPaBHEHUIO C UX
COJICp’)KaHMEM B  MHUTOXOHIPHUSX W3  MPOPOCTKOB, HE  IMOJBEPTHYTHIX
oTpuliatenbHol Temmneparype (puc. 17). B MUTOXOHIpHAX 3aKaJIEHHBIX
MPOPOCTKOB TAKOr0 3HAYUTENbHOrO oOpa3zoBanus APK mocie X0J010BOTO MIOKa
He mpoucxoguino (puc. 17). MoKHO MPEaNoNIoKHTh, YTO B MPEAOTBPAIICHHUN
pPa3BUTHS OKHCIMTEIBHOTO CTpecca MPHU XOJIOJOBOM IIIOKE B 3aKaJEHHBIX
npopocTkax ywactByeT AQ, BkjIaa KOTOPOM B JbIXaHUE B OTUX YCIOBUAX

Bo3pactaer (puc. 15). Criemyer OTMETHTh, YTO BBDKHBACMOCTh 3aKaJICHHBIX
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MPOPOCTKOB TIOCJIE XOJIOJIOBOrO IIOKa coctaBisia 73%, B TO Bpemsi Kak

KOHTPOJIbHBIE MPOPOCTKU TOJTHOCTHIO Torndaiu [8].
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Puc. 17. Conepxanue ADOK B MUTOXOHAPUAX KOHTPOJIBHBIX U 3aKAJIEHHBIX

IPOPOCTKOB O3UMOI1 MILIEHULIBI, TOJBEPIHYTHIX X0JI0A0BOMY IIOKY (XII).

Obo3nauenun: xak Ha puc. 14. n=3-10. Me[25%;75%]. * — pasnmuuus MexAy
CTPCCCUPOBAHHBIM H HCCTPECCCUPOBAHHBIM BAPHMAHTOM CTATHUCTHYCCKH 3HAYMUMBI 110 KPUTCPUIO
Bunkokcona-ManHna-YuTHH.

Jlns ouenku cnocoOHocTH KoMmoHeHToB OTI[ muToxoHmpuit o3uMoi
nieHunbl K renepan ADK u BBIABICHUS aHTHOKCHUJIAHTHOM criocoOHoct AO
olleHUBAJIA U3MeHeHUs1 YpoBHA ADPK B MUTOXOHIPUSAX B NPUCYTCTBUU PA3IHMUYHBIX
WHTUOUTOPOB ITUTOXPOMHOT'O M aJbTEPHATUBHOTO MyTEH TPAHCIOPTA AJIEKTPOHOB
(puc. 18) [2]. B pabote ucnoapzoBanu HHruOUTOpH! Komiuiekca | DTL] — poTeHoH,
kommiekca |l OTL[ — amTtumuiua A, komimiekca |V DT — KCN w
anbrepHatuBHOM okcuaa3zbl — BI'K. Kak koHTponu crnenu@uuHOCTH HEeUCTBUS
dayopectentHoro kpacutenss H,DCF-DA npumensim ackopOWHOBYIO KHCIIOTY H
MEepOKCHUJI BOAOpPOAA, a TaKXKe€ MHUTOXOHJPUHU, TOJBEPTrHYThIE TEIJIOBOU
neHarypamuu (70 °C, 10 wMwuH). B KkadecTBe OTpPHIIATCIBHOIO KOHTPOJIS
MCIIOJIB30BAIM KOMIIOHEHThI peakiuu 0€3 MUTOXOHApH. M3BeCTHO, 4TO OAWH U3
unruoutopoB AO — camumuruapokcamoBast kuciota (CI'K), MoxeT mposiBisTh
ACTEpaszo-moAoOHYI0 aKTUBHOCTh, W npu B3aumozeicteuun ¢ H,DCF-DA
npuBoauTh K oOpaszoBanmo DCF [112]. Hecmorps Ha 3TO, HCCIemoOBaTeH

(GYHKIMI MUTOXOHAPUH U XJI0poIiacToB akTuBHO npuMeHstoT CI'K misa nzydyenus
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rereparuun ADK [108, 114], a guryopecniennuro, cBsi3anHyro ¢ odpazoBanuem DCF
npu B3aumoericteun H,DCF-DA ¢ CI'K, BeramraroT u3 o0mieit (iyopeciieHum
[114]. TlockonbKy B AaHHOW pabore npu u3ydeHun BkiIaga AO B JbIXaHUC
WCITOJIB30BAIM TIPOU3BOIHOE THUIPOKCAMOBOM KHCIOTHI — OCH3THAPOKCAMOBYIO
kucinoty (BI'K), To nHeobxomumo Owuio cpaBHuTh 3Pdextsi BI'K u CI'K npu
B3aumojericteuu ¢ H,DCF-DA. Crnenyer takxke ormetuth, 4To CI'K m BI'K
UMEIOT Pa3IuvHyl0 cTeneHb ad(UHHOCTH TPH CBS3BIBAHUU C TEpOKcHaa3zaMu (y
BI'K ona ropa3no Mensiie) [165] — moTeHIMANBHBIME KaTaIU3aTOPAMH PEaKIUH
okucnenns H,DCF no DCF [202]. B orcyrcTBue mutoxonapuii nobdasienne bI'K
w CI'K B peaknmonnyto cpeay npuBoamio K ¢puyopectieniiuu DCF (puc. 18a). B
ciyqae ¢ CI'K, dayopecieniust Oblsia 04eHb BBICOKON W OJM3KOM K 3HAYCHUIO
dyopecueHmu ans MUTOXoHIpHi, nkyoupyemsix ¢ H,DCF-DA B otcyrcTBHe
no6aBok. YpoBenb GayopecueHiiuu DCF npu nobapnenuun BI'K Obi1 He Takum
3HaunTenbHbIM, Kak ¢ CI'K, mo3ToMy 3TOT MHTHOUTOP OBLI HCHOJB30BaH s
onpenenenuss ADOK B nanpHeHINX 3KCIIepUMEHTaX, a (POHOBYIO (PiIyopecieHIInIo,
xapaktepayto st BI'K, Bbrumtanmu wu3 oOment duayopecueHnuu. PoreHow,
anTumvuniiHE A 1 KCN He mpuBoammu x 3HaunmMmoit ¢uryopecneniuun DCF (puc.
18a). OrtcyrctBue ¢ayopecuennuu DCF B  MHTOXOHApHAX, MOABEPTHYTHIX
TEIJIOBOM JIeHATypaluu, MOATBEpkKaaeT TOT ¢akr, 4rto gerekmus ADK B
MuToxoHapusX mpu nHKyOanuu ¢ H,DCF-DA o0ycnoBineHa GyHKIIMOHUPOBAHUEM
depmenTHbIX cucteM (puc. 18a). MHKyOamus MHUTOXOHIPHHA C aCKOPOMHOBOM
KHCJIOTOW TMOYTH TIOJHOCTBIO CHIJKalla ypoBeHb ¢uyopecueHiun DCF B
MUTOXOHJIPHSX, & MEPOKCH]] BOAOPOJA, HANPOTHB, 3HAYUTEIHHO €€ YBEIMYMBAI
(puc. 18a). Pe3ynbTaThl ¢ aCKOpPOMHOBOW KHCJIOTOM, DK30T€HHBIM MEPOKCHIOM
BOJIOPOJIa © MUTOXOHJIPUSMH, ITOABEPTHYTHIMH TCTUIOBOH JCHATYPAIlUH, SBISTFOTCS
KOHTpOJIeM CcHeruUIHOCTH JAHHOTO METoAa ompenencHus coaepxkanus ADK B

MUTOXOHIOPHUAX.
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Puc. 18. Kontponun cnequpUIHOCTH NEUCTBUSA 2°7—

muxjopoauruapodayopectienn  guanerata (H,DCF-DA) (a) u BiausHue
WHTUOUTOPOB JbIXaTeIbHOW 1emu Ha oOpasoBanne ADK B muToXOHApUSIX

KOHTPOJIbHBIX 1 3aKaJCHHBIX MPOPOCTKOB O3MMO# MIIICHHUIIBI (0).

Oébo3nauenun: Puc. a. K — B orcyrcrBue no6aBok; Por — 3 MkM poteHon; AHTA —20
MkM antumuniua A; BI'K — 1 MM OGensrugpokcamoBas kwucimora; CIK — 1 MM
camuuuiaruapokcamonas kuciora; KCN — 0,4 MM uuanua kanusi; 70C — TemioBast 1eHaTypauus
npu 70 °C (10 mun); Ack — 60 MM ackopbunoBast kucinora; H O, — 1 MM miepokeny Bogoposa;

MUTOXOHJIPUU — MUTOXOHJPHH W3 KOHTPOJIBHBIX MTPOOCTKOB O3UMOM MIIEHUIIBI. PUC. 6. mereHaa
— K — KOHTpOJIbHBIE MPOPOCTKH, BhIpalieHHble npu 25 °C B TEMHOTE B TE€YEHHE 3-X CYTOK;
Xo071.3aK — KOHTPOJIbHBIC MPOPOCTKH, 3aKkajieHHbIe Tipu 2 °C B TeueHue 7 cyTok; och abcmuce — K
— B OTcyTcTBHE 100aBOK; PoT — 3 MKkM poteHoH; AHTA — 20 MxM antumunuH A; BI'K — 1 MM
oensruapokcamoBas kuciaora; KCN — 0,4 MM muanug xamust. N=3-8. M£S.D. * — paznmuuus
Mexnay BapuantoM K u BapuantoM Xo0/1.3aK CTaTUCTUYECKH 3HAYUMBI 1O t-KpUTEpHio
CTtbpIO€EHTA.
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Nukybauus mutoxouapuii ¢ antumunraoM A unu BI'K compoBoxaanacek
3HAYUTEIbHBIM ycuiieHneM YpoBHSI A®K B MHUTOXOHApHUSAX W3 KOHTPOJIBHBIX
POPOCTKOB: B 3,6 4,2 paza, COOTBETCTBEHHO (110 CPABHEHUIO C MUTOXOHIPUSIMH,
UHKYOMpYyEeMbIMU B OTCyTCTBUE uUHTHOUTOpOoB) (puc. 186). B oramume ot
aHTUMUIIMHA A, 700aBlieHHE POTEHOHA HE MPUBOAMWIO K MOBBIIICHUIO F€HEPALUH
A®DK, a unkybamus ¢ KCN cHuxkana HMHTEHCHBHOCTh HMX OOpa30oBaHUs B
MUTOXOHAPHUSIX.

B oTinune OT MUTOXOHJIpUN KOHTPOJIBHBIX MPOPOCTKOB, AHTUMULIMH A HE
BbI3bIBANl ycwieHHs oOpasoBaHusi ADK B MHUTOXOHIPHUSAX H3 3aKaJE€HHBIX
nipopocTkoB (puc. 186). Makybamus mutoxouapuii ¢ BI'K npuBena k moBBIIICHAIO
A®K B 6 pa3, uro npeBblmaeT 3Q(EKT JAaHHOTO HMHTMOMTOpPA B KOHTPOJIBHBIX
mutoxoHapusx. Jlobasnenne KCN npuBoauio k cHuxkenuto conepxxkannsg ADK na
73%. VYuutbiBas JaHHbIE O BIMSAHUIO HHTUOUTOPOB JbIXaTENbHOM LENU Ha
ypoBeHb ADK B MHUTOXOHIPHSAX 3aKAJICHHBIX IMPOPOCTKOB O3MMOM IIICHUIIBI
(conmpmmii  3pdpexr BI'K B  MUTOXOHAPUAX 3aKal€HHBIX MPOPOCTKOB H
HECHOCOOHOCTh ~aHTUMHMIIMHA A ycunuBath reHepaunto ADK B sTHX
MUTOXOHIPHSIX) MOXKHO 3aKIIOUHUTh, 4TO akthuBauusa AQO nOpuBOAUT K
npenoTBpauieHuo  oOpazoBaHuss A®PK B MHUTOXOHApPUAX TPU  XOJIOJAOBOM
3aKaJIMBaHUU.

[TockonbKy BBISICHWJIOCH, YTO ajbTEpPHATHBHAS OKCHJa3a M POTEHOH-
HeuyBcTBuTeNbHbIe HAJI(®)-H-gerunporenassl y4acTBYIOT B MeEXaHU3Max
MOBBIIICHUS MOPO30YCTOMYMBOCTH  3THOJIMPOBAHHBIX MPOPOCTKOB  O3MMOM
NIIEHUIBl, @ HMEIOIIMECs B JMUTEpaType CBEIECHUS CBHUIETEIbCTBYIOT 00 HX
BO3MOXKHOHM 3alllMTHOW poJid B (DOTOCHHTE3UPYIOIIUX TKAHAX MPHU U30BITOUHOM
OCBEIIEHUMU, TO Ha CIEAYIOIIEM JTane padoThl HEOOXOAWMO OBLIO MPOBECTH
CpaBHUTEJIbHBIN aHAMU3 (YHKIIMOHUPOBAHMS STHX OEJIKOB B 3THOJMPOBAHHBIX U
3€JIEHBIX JINCThAX O3MMOM IIIECHHUIBI NPU IEUCTBUM HU3KUX Temreparyp. [Ipexne
BCEro, HEOOXOAMMO OBLIO OIEHUTh 3(PPEKTUBHOCTH XOJOAOBOIO 3aKaTUBAHUS

THOJIMPOBAHHBIX U 3€JIEHBIX pacTeHUH Ha (PU3NOJIOr0-OMOXUMUYECKOM YPOBHE.
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3.3. IMAPAMETPBI MOPO30YCTONUYUBOCTH
STUOJUPOBAHHBIX M 3EJEHBIX PACTEHMH O3UMOM
MIIEHUIBI TTPH XOJIOJOBOM 3AKAJIMBAHUU M OBPABOTKE
CAXAPO30M

UtoOsI OLICHUTH 3¢ (PEeKTUBHOCTH X0JIOAOBOTO 3aKaJIMBaHUs
STUOJIMPOBAHHBIX M 3€JIEHBIX PACTEHUM O3MMOW TIIEHULbI, aHAJIU3HPOBAIA
UHTUOMpPOBaHME  pOCTa  MOOEroB,  COACpXaHUE  BOJBL,  COJEpIKaHUE
BOJOPAaCTBOPUMBIX YIJIEBOJAOB M CHUHTE3 JETUAPUHOB B JHCTBAX. Tak ke
OLICHUBAJIA BJIUSHHE XOJIOJOBOTO 3aKAJIMBAHUS HAa BBDKMBAEMOCTH PACTEHUH IpHU
MOCJIEYIONIEM JIEUCTBUM OTpULIATENbHBIX Temneparyp. [lockoiapky B pabdote
IUIAHUPOBAJIOCh  BBIIBUTH  CBSI3b  MEXIY MOPO30yCTOMUYMBOCTBIO PAaCTECHHUU,
COJIEP’KaHUEM BOJIOPACTBOPUMBIX YIJIEBOJOB M AKTUBHOCTBIO MUTOXOHAPHAIBHBIX
CUCTEM, CBSI3aHHBIX C HECONPSKEHHBIM JIBIXaHHEM, 3TUOJIMPOBAHHBIE U 3€JICHBIC
pacTeHust oboramanu caxapamu. JlJis 3TOro pacTeHusl BbIPALMBAIN Ha PAacTBOpPE
12%-o#i caxapo3pl B TEMHOTE B KOHTPOJBHBIX YCJIOBHUAX WM TPHU HHUZKOU
3aKaJlMBaoIel TeMiieparype. BplOpaHHass KOHUEHTpalusi caxaposbl SBISETCS

3¢ (GEKTUBHOM JIJ1s1 TIOBBIIIICHHS] MOPO30YCTONYMBOCTH O3MMOM MIIEHUIbI [44].

3.3.1. ITapaMeTpbl MOPO30yCTOMYMBOCTH 3THOJHUPOBAHHBIX PACTEHHMH

03MMOM NMIIEHUIIbI

3.3.1.1. Pocm u mopo30ycmouyueocms pacmeHuil

Ha puc. 19 npencraBneH BHENIHUI BUJT KOHTPOJIBHBIX, KOHTPOJIBHBIX MOCIE
BBIpAIIMBAHUS Ha caxapo3e, 3aKaJCHHBIX B TEMHOTE M 3aKaJICHHBIX B TEMHOTE Ha
caxapo3€ 3THOJIMPOBAHHBIX PACTCHUN 03UMOU IIIEHULIBI.

OO0paboTke caxapo3oi M HHU3KOW TEeMIEpaTypou IMOABEpPrald PAacTCHUS B
BO3pacTe 7 CyToK. B kauecTBE OCHOBHOTO KOHTPOJISI UCIIOJIB30BaIN 7,5 CYyTOUYHBIC
STUOJIMPOBAHHBIE PACTEHUS, BbIpallleHHbIE B TemHoTe npu 22 °C, KOTOpbIE
COOTBETCTBOBAJIM MO POCTOBBIM  TOKa3aTeNiIM  3aKaJCHHBIM  PACTCHHSIM

(pusnomornyeckoMy Bo3pacTy 3aKajaeHHBIX pacTeHuit) (puc. 19, 20) [7].
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Puc. 19. Buemmnui BHA KOHTPOJIBHBIX M 3adKaJICHHBIX O3STHOJHMPOBAHHBIX

pAacCTeHUH O3UMOM TIICHULIBI.

Oobo3nauenusn: K — KOHTPOIIbHBIC pacTeHus, BbipanieHHbie npu 22 °C B TeMHOTE B TeueHue 7,5
cytok; K+Cax — 7-Mu cyTO4YHbBIE KOHTPOJIbHBIE PAacTeHus, BeIpatieHHsle npu 22 °C Ha pactBope 12%-oi
caxapo3sl B Te€4eHHE 7 CyTOK; T — 7-MU CyTOUHBIE KOHTPOJIbHBIE pacTeHHs, 3aKajeHHble mpu 2 °C B
TeMHOTE B TeueHue 7 cytok; T+Cax — 7-MU CyTOUHBIE KOHTPOJIbHBIE PAaCTEHUsI, 3aKaJICHHBIE B TEMHOTE
Ha pactBope 12%-0i1 caxapo3sl B TeUeHHUE 7 CYTOK.

B kauecTBe NOMOMHUTEIBHOIO KOHTPOJIA OBUIM HCIOJIB30BaHbl PAacTEHU,
BbIpanieHHble npu 22 °C B TeMHOTE B TeueHUE 14 CyTOK, KaKk KOHTpPOJIb,
COOTBETCTBYIOIIMI BO3PAaCTy 3aKaJEHHBIX U BBIPAIICHHBIX HA Caxapo3e pacTeHUI
(puc. 20).

U3 puc. 20 BuaHO, YTO 3aKajJeHHBIE PACTEHHUS COOTBETCTBOBAIHU IO JIJIMHE
no0eroB 7,5 CyTOYHBIM KOHTPOJIbHBIM PAacTeHHsIM, B TO BpEMs KaK pacTEHus,
BBIPAILICHHBIE B KOHTPOJBHBIX YCIOBUAX HA PACTBOPE Caxapo3bl, MPEBbIIAIN
KOHTPOJIbHBIE PACTEHUS, BBIPAILICHHbIE B OTCYTCTBUE caxapo3bl, Ha 29%.

N3 mosry4eHHBIX NAaHHBIX CIEAYET, YTO BBIPAIIMBAHUE PACTEHUM O3UMOU
IIIEHUIBI B TEMHOTE Ha PACTBOPE Caxapo3bl B KOHTPOJBHBIX YCIOBUAX IMPHUBOIUT
K HMHruOupoBaHuio pocta (Ha 59,6%). 3akamuBaHWe pPACTCHHHA NPU HHU3KOU
TEMIIEPAType BBI3BIBAJIO 0OJiee BBHIPAKEHHOE MHTMOMpPOBAaHUE pOCTa MOOEroB, MO
CpaBHEHHMIO ¢ 00paboTkoi caxapo3oi. HMHrubupoBaHue pocta mOOETOB Yy

paCTeHHﬁ, 3aKaJICHHBIX Ha pPAaCTBOPC Caxapo3bl U B €C OTCYTCTBHUC, COCTABIIAJIO

96,4 u 93,8%, cooTBeTcTBeHHO (puc. 20).

88



350 -
300 - 2

250 -
a,b

200 - v

150 -

i

S HH
gar

AnvHa, mm

100 -
50 -

o obp K K, 14 K+Cax T T+Cax

T
Xon.3akK

Puc. 20. Biausaue sK30reHHOM Caxapo3bl U XOJIOJOBOI'O 3aKaJIMBAHMA Ha

POCT STHOJIHPOBAHHBIX paCTeHI/Iﬁ 03UMOH T CHUIIBI.

Oobo3nauenus: J1o oOp — KOHTPOJIBHBIE PACTEHMS, BhIpalieHHble pu 22 °C B TEMHOTE B
TedyeHue 7 cyTok; K — KOHTposbHbIE pacTeHus, BblpalieHHble npu 22 °C B TEMHOTE B TEUCHHE
7,5 cytok; K, 14 — KOHTpOsbHBIE pacTeHus, BelpallieHHble npu 22 °C B TEMHOTE B TeueHue 14
cytok; K+Cax — 7-Mu cyTOouHBIE KOHTPOJIbHBIE pacTeHus, BbIpamieHubie mpu 22 °C Ha pacTBOpe
12%-o0ii caxapo3bl B TeueHue 7 cyToK; T — 7-MU CyTOYHBIE KOHTPOJIbHBIE PACTEHUS, 3aKaIICHHBIC
npu 2 °C B TeMHOTe B TeueHue 7 cyTrok; T+Cax — 7-Mu CyTOYHbIE KOHTPOJIbHBIE PACTEHHUS,
3aKaJieHHblE B TEMHOTE€ Ha pacTtBope 12%-o0if caxapo3bl B Te€4eHHE 7 CYTOK. XOJL.3aK —
xoJ010Boe 3akanuanue. N=3-5. M+S.D. * — pasnuuus mexny Bapuantom K u ucciemayeMsim
BAPMAHTOM CTATHCTHYECKH 3HAYMMBI, * — pasindmst Mexay BapuantoM K,14 m mccaexyemsiM
BAPUAHTOM CTATUCTHYECKH 3HAYUMBI,” — pasianuus Mexay BapuantoM K+Cax u ucciemnyeMbim
BapHaHTOM CTaTHCTUYECKU 3HAYUMbl. CTaTUCTUYECKYIO 3HAUUMOCTh Pa3In4YMil ONpenessii mo
kputepuio duiepa.

BripamuBanue pacTeHud TpU HHU3KOM TEMIEpaType W Ha pacTBOpeE
caxapo3bl COIPOBOXKAAIOCH CHWKECHUEM COJEPKaHUA BOJABI B JIMCTHAX PACTECHUU
(MO CcpaBHEHHIO C COJAEpPKAHUEM BOJbl B KOHTPOJBHBIX 14-TH CYTOUYHBIX
pactenusx) (puc. 21).

Hapsny ¢ uamMeHeHussMu B CKOPOCTH POCTa U COJIEPIKAHUU BOJBI B JIUCTHAX
ATUOJIMPOBAHHBIX PACTEHUH MPU 3aKAIMBAHUU K XOJIOY TPOUCXOINIIN U3MEHEHUS
B MOpPO30YyCTOMYMBOCTM pacTeHHU. DBpIpamuBaHue pacTeHUM Ha pacTBOpE
caxapo3pl B  KOHTPOJBHBIX  YCJIOBUAX  IPUBOOWIO K  IIOBBILICHUIO
MOPO30yCTOMYUBOCTH pacTeHnil Ha 3 °C, B TO BpeMms Kak 3akanuBaHue mpu 2 °C B
TEMHOTE Ha pacTBOpPE C€axapo3bl MU B €€ OTCYICTBUE  YBEINYMBAJIO

MOPO30yCTOMYMBOCTE pacTeHuit Ha 8,5 °C u 6,8 °C, cooTBeTCTBeHHO (puc. 22).
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Puc. 21. BiausiHue >K30reHHOM Caxapo3bl U XOJOAOBOI'O 3aKaJlMBAHHA Ha
COACPKAHUC BOALI B JIMCTBAX STHOJIMPOBAHHBIX paCTeHI/Iﬁ 03UMOM [NIIICHUIIBI.
O6osnauenusn: xax na puc. 20. n=3-8. Me[25%;75%)]. * — pazmmuns Mex sy BapuanTom K

U HCCIeyeMbIM BapUAHTOM CTAaTHCTUYECKU 3HAYMMBbI, — paznuuus Mexay Bapuantom K,14 u
UCCJIEAYEMBIM BapUAHTOM CTATUCTUUYECKH 3HAUYMMBI. CTaTUCTHUYECKYIO0 3HAYMMOCTh Pa3IMunid
oneHuBanu no H-kpurepuro Kpackena-Yomnuca.

Kak cinemyer W3  JaHHBIX, HauWOOJBUIYIO  MOPO30YCTOMYHBOCTb
ATUOJIMPOBAHHBIE PACTEHUS PA3BUBAIIM MPH XOJOAOBOM 3aKaJIUBAaHUU HA PacTBOPE
caxapo3bl. [lo cpaBHEHUIO € KOHTPOJBHBIMH PACTEHHUSIMH, Yy KOTOpbIX LTsg
cocraBui —3,5 °C (95% AU ot —3,3 no —3,7 °C), 1 pacTeHuM, BEIPAIICHHBIX Ha
caxapo3e B KOHTPOJIBHBIX ycinoBusx, LTso=—6,5 °C (95% AU ot -5,1 go —7,7 °C),
JUISl pacTeHUM, 3aKaJIeHHBIX 0e3 caxapossl, LTs=—-10,3 °C (95% U ot —10,1 mo —
10,5 °C), a ansa pacTeHuii, 3aKaJICHHBIX HA PACTBOPE caxapo3bl, OH ObLIT paBeH —12
°C (95% N ot —-11,5 no -12,4 °C) (puc. 22). Ecau cpaBHUBaTH pacTeHus,
3aKajeHHble Ha caxapo3e, IO CpPABHEHUIO C KOHTPOJbHBIMH PACTCHUSIMHU,
BBIPAIIEHHBIMU HA caxapo3€ — BUJHO, YTO MOPO30yCTONUYMBOCTH MPHU 3aKAIMBAHUU
noBbImaercsa Ha 5,5 °C. DTo CBUAETENBCTBYET O TOM, YTO JUJISI PA3BUTHUS BBICOKOM
MOPO30YCTOMYMBOCTH PACTCHHUI O3MMOM MIIIEHUIIBI OJTHOTO 000TaIeHUsI caxapaMu

HEJ0CTAaTOYHO, TpeOyeTcsl BO3ACICTBIE HU3KOM MOJIOKUTEIbHON TEMIIEPaTyphI.
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Puc. 22. BiusiHue 3K30reHHOMN Caxapo3bl U XOJIOJOBOI'O 3aKaJIMBAHMA Ha

MOPO30yCTOWYHUBOCTb 3THOJUPOBAHHBIX PACTEHUN O3MMOU MILIEHULIBI.

a — BHenHM BuA KOHTponbHBIX (K, K+Cax) u 3akanennsix (T, T+Cax) pactenuii mocie
NPOMOPKUBAHHUST W TOCIEIYIONMETO OTPacTaHWs; 6 — BBDKUBAEGMOCTh KOHTPOJIBHBIX H
3aKaJICHHBIX IPOPOCTKOB MOCIE MPOMOPaKUBAHHUSL.

Oobo3nauenus: JIo o6p — no obpaborku temmneparypoit; K, K+Cax, T, T+Cax — xak Ha
puc. 19. n=3-4, B KaxJIOM HE3aBUCHMOM OKCIEPUMEHTE aHaJIU3UpoBaiu He MeHee 150
pactenuii. Me[25%;75%].

3.3.1.2. Cooepitcanue caxapos 6 1ucmuvsax

Conepxxanue caxapoB B JIMCTBhSIX JTHOJMPOBAHHBIX PACTEHUN O3UMOI
NIIEHULBI, BBIPAIIIMBAEMBIX B KOHTPOJIBHBIX YCIOBUAX, CHIXKAJIOCH C BO3pacToM. B
14-Tu CyTOUHBIX pacTeHHSIX OHO ObUIO B 3 pa3a MEHBIIE MO CPABHEHUIO C 7-MU

CYTOYHBIMH pacTeHussMu (BapuaHT «Jlo o0p») (puc. 23). Pacrenms o3mmon
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NIICHUIBl AKTUBHO TIOTJIOMA caxapo3y M3 pactBopa. [lpm 3TOM B JIMCTBIX
pacTeHuid, BeIpamieHHbIX mpu 22 °C Ha caxapose, cofiepKaHue caxapoB ObUIO B 3
paza 6oJbIle TI0 CPAaBHEHUIO C 7-MU CYTOYHBIMH KOHTPOJBHBIMU PACTEHUSIMHU H B
8,9 pasza OGombie 1o cpaBHeHHIO ¢ 14-T cyrounbiMU (puc. 23). XoJ0a0BOE
3aKaJlMBaHNE YBEIMYUBAJIO COACPKAHKUE BOIOPACTBOPUMBIX YTIIEBOJOB B JIHCTHSX,
3TO yBeJWYeHHE ObUIO OOJBINE y pacTeHUH, 3aKaJICHHBIX Ha PacTBOPE Caxapo3bl
[7]. Ecim B 3akaleHHBIX pacTCHHSIX B OTCYTCTBHE Caxapo3bl COJCpIKAHHC
BOJIOPACTBOPHMBIX YTIIEBOAOB ObIO B 1,7 pasza Oousbllie TIO CPpaBHEHHUIO C 7-MHU
CYTOYHBIMHU PACTEHHSIMH, TO B 3aKaJICHHBIX Ha PACTBOPE CaXxapo3bl PACTEHHUIX OHO

YBEIIMYUBAIOCH B 3 pa3a (puc. 23).

N -
im. BN

Puc. 23. BrnusHue 5K30T€HHON caxapo3bl U XOJIOJOBOIO 3aKaJIMBaHUS Ha
HAKOIJICHUE BOJIOPACTBOPUMBIX YTJIEBOJIOB B JIUCTHSIX ATHOJIUPOBAHHBIX PACTECHUMN
O03UMOU MIICHUIIBI.

O6o3nauenusn: xax na puc. 20. n=3-8. Me[25%;75%)]. * — pasnuuns mex 1y BapuanToM K
¥ HCCIelyeMbIM BAPHAHTOM CTATHCTHYCCKH 3HAYMMEI, © — pasiuuns Mexay Bapruantom K, 14 u
UCCIIEIYEeMbIM BAPHAHTOM CTAaTHCTHYECKH 3HA4YMMbl. CTaTHCTUYECKYI0 3HAYMMOCTH Pa3lUuuil
orneHuBanu o H-kpurepuro Kpackena-Yommuca.

N3 nmaHHBIX CcleayeT, 4TO COJEp’KaHHE BOJOPACTBOPHUMBIX YTIJIEBOJOB B
JUCTBSIX PACTEHUM, 3aKAJICHHBIX Ha pacTBOpe caxapo3bl npu 2 °C, HE OTINYAIOCh
OT UX COJZEP)KAHUS B JIUCThSIX PACTEHUM, BBIPAIIICHHBIX HAa PAacTBOpPE caxapo3bl B

KOHTPOJIBHBIX ycioBusx (22 °C).
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3.3.1.3. Cunmes 0ecudpuHog8 6 TUCMbAX

C momoImp0 UMMYHOOJIOTTUHTA C aHTUTEJIAMU TPOTUB JETHIAPHUHOB OBLIO
MIPOBEJICHO M3Y4YEHHE BJIUSHHUE DK30TCHHOW caxapo3bl U HU3KOM TeMIlepaTyphbl Ha
CUHTE3 JIETUJIPUHOB B JIUCTHSIX STUOJUPOBAHHBIX PACTCHUI O3UMOM MIICHUIIBI.
Kak okazanoch, 2K30reHHas caxapo3a B KOHTPOJIbHBIX YCJIOBHUSAX BBIpAIIUBAHUS
pacTeHUl MHAYLIUPYET CUHTE3 HU3KOMOJIEKYJISIPHBIX JETUIPUHOB C MOJI. MacCaMH
24 u 18 xJ| (puc. 24). XononoBoe 3aKaJIMBaHWE B OTCYTCTBHE Caxapo3bl
MHIYLUHPOBAJIO CUHTE3 JETUAPUHOB ¢ MoJ. Maccamu 209, 196, 66, 51, 46 u 24 k]|
(puc. 24). Haubomnee BBICOKOE COJEpKaHUE OBUIO XapaKTePHO IS JETHIPUHOB C
Mou. Maccamu 66 u 51 x/I. [Ipu 3axkanuBaHuM HA PaCTBOPE Caxapo3bl MPOUCXOIHII
CHHTE3 JErHAPHHOB ¢ MoJ. Maccamu 209, 196, 66, 51, 46, 24 u 18 k]I (puc. 24).
Haunbonee BbICOKOE cofiepkaHUEe OTMEUalu IS TTOJIUIENITHIOB ¢ MOJI Maccamu 66,

51,46,24 u 18 x /.

Xon.3ak
K K+Cax T T+Cax k[
: 209
196

) e L

S 46

Puc. 24. BrnusHue >K30T€HHON caxapo3bl W XOJIOJOBOTO 3aKaJIMBaHUS Ha

CHUHTC3 ACTUAPHUHOB B JIUCTBHAX 3THOJIMPOBAHHBIX paCTeHI/Iﬁ 03UMOU IIIICHUIIBI.
Obo3nauenusn: Xomn.3aK — X0J0JI0BOE 3aKanuBaHue; K/ — MOJIEKyIspHbIE MAaCChl OETKOB;
K, K+Cax, T; T+Cax — xak Ha puc. 19. n=3.

Coz:ep;xaHHe MOJIUMIICTITH A C MOJI. Maccoii 24 K]_I B JIUCTHAX 3aKaJICHHBIX Ha

pacTBOpe caxapo3bl pPacTeHUH OBUIO BBIINIE MO CPAaBHEHUIO C COJEPKAHHEM B
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JUCTBhSX PACTEHUM, 3aKAJIEHHBIX B €€ OoTcyTrcTBUE. CHHTE3 JErHJIPUHOB C MOJI.
Maccamu 24 u 18 k/l, BEposITHO, 3aBUCUT OT YIJIEBOJHOIO CTaTyca KJIETKH, TaK KakK
YBEJIIMYEHUE UX COJAEpPKAaHUS HAOJIOaJoCh KakK MPHU BHIPAIMBAHUU PACTEHUN Ha
pacTBOpe caxapo3bl B KOHTPOJIBHBIX YCJIOBHSIX, TaK M NPHU HU3KOW TeMmmepaTrype
(puc. 24). Takum 00pa3oM, BBISBICHBI JETHUAPHHBI, CHHTE3 KOTOPBIX, BEPOSTHO,

UHIYLIUPYETCS YIIIEBOJIAMH.

3.3.2. IlapameTrpsl MOPO30YCTOWYHUBOCTH 3€JEHBIX PACTEHHMH O3UMOW

NIEHHUIIbI

3.3.2.1. Pocm u mopo3zoycmoiuueocms pacmeHuil

Ha puc. 25 mnpencrtaBieH BHEUIHWH BHJA KOHTPOJBHBIX PACTCHHHA U
pacTeHMi, MOABEPrHYThIX 00pabOTKe caxapo30i U JEHCTBUIO HU3KUX TEMIIEPATYP.
3eneHble pacTeHus g OoOpabdOTKM caxapo30od W HHU3KOM Temmeparypou
UCIIOJIB30BAJIM B BO3pacTe 7 CyTOK. B KkadecTBe OCHOBHOTO KOHTPOJIS
UCTIOIB30BATIM 9-TH CYTOYHBIC 3€JICHbIC pacTeHus, BeIpaineHHbie mpu 23/20 °C (16
4 (OTONEeproa), OHU COOTBETCTBOBAIM MO POCTOBBIM IOKA3ATENSIM 3aKaJICHHBIM
pacteHusIM ((PU3HOIOTHYECKOMY BO3PACTy 3aKalieHHBIX pacTeHui) (puc. 25, 26)
[4, 34].

B kayecTBe MOMOTHUTENBHBIX KOHTPOJIEH OBLUTHM HCIOJIB30BAaHBI PACTECHUS,
COOTBETCTBYIOIIIME BO3PACTY 3aKaJE€HHBIX PACTEHUIN U PACTEHUM, BBIPAILICHHBIX Ha
caxapo3e: a) pacteHus, BeipaieHnbie npu 23/20 °C (16 u poroneprosa) B TeUeHUE
14 cyTok (KOHTPOJIb JIJIsl 3aKaJICHHBIX MPU CBETOBBIX PEKUMaX pacTeHuil) u 0) 14-
TH CyTOYHBIE pacTeHus, BoipamieHubie mpu 23/20 °C (16 u ¢poToneprona) B TeueHUE
7 cytok u nipu 22 °C B TEMHOTE B T€UEHHUE MOCIEAYIOMUX 7 CYTOK (KOHTPOIb JUIs
pacTeHHii, BBIPAIICHHBIX HAa pacTBOpe caxaposbl npu 22 °C u sl pacTeHUu,
3aKaJICHHBIX B TEMHOTE Ha paCTBOPE Caxapo3bl UJIH B €€ OTCYTCTBHE).

Cnenyer OTMETHTh, YTO JJisI PACTECHUW, BBIPAIICHHBIX B TEMHOTE Ha
caxapo3se npu 22 °C (K+Cax), xapakTepHO MOKeNTeHUE JIUCTheB (puc. 25). Takoe
MOXKEJITEHUE JMCThEB OBbUIO CBS3aHO C TMEPEMEIICHUEM 3€JIeHBIX pPACTeHH B

TEMHOTY, MIOCKOJIbKY IPY BBIPAILIMBAHUU 3€JIEHBIX PAaCTE€HUIl B TeMHOTE npu 22 °C
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Ha pactBope Kuoma HaOmromamu cxoaHyro KapTuHy. OTCYTCTBHE MOAOOHOTO
s dexTa mpu 3aKaTMBaHUHM PACTeHH B TeMHOTe Ha caxapose npu 2 °C (T+Cax)
wim B ee orcyrctBue (T) CBHUAETENBCTBYET 00 OTCYTCTBHM pa3pylICHHS
xjopodriia B yCIOBUSX JIUTEILHOTO TPEOBIBAHUS PACTEHUH B TEMHOTE TIPH

HU3KOHW 3aKaJIMBAIOIICH TEMIIEpaTypeE.

Puc. 25. BHemHuii BUJ KOHTPOJIbHBIX M 3aKaJCHHBIX 3€JICHBIX PACTCHHM
03UMOM MIIIECHUIIBI.

Obo3nauenua: K — KOHTpOJbHBIE pacTeHMs, BbIpamieHHble npu 23/20 °C (16 u
¢oronepron) B TeueHne 9 cyrok; K+Cax — 7-MM CyTOUHble KOHTPOJIBHBIE DPACTEHHUS,
BbIpanieHHbie npu 22 °C Ha pactBope 12%-0i1 caxaposbl B TeueHue 7 cyrok; Ce(16) — 7-mu
CYTOUYHBIE KOHTpPOJIbHBIE pacTeHus, 3akaineHHsle npu 5/2 °C (16 u doTtonepuon) B Teuenue 7
cyrok; CB(24) — 7-mMm CyTOYHBIE KOHTPOJBHBIC pacTeHus, 3akaieHHbie mpu 5 °C (24 u
¢doroneprona) B Teuenue 7 cytok; T — 7-MU CyTOUHBIE KOHTPOJIbHBIE PACTEHHSI, 3aKaJICHHbIE TIPU
2 °C B TemHore B TedeHme 7 cyrok; T+Cax — 7-MH CYTOYHBIE KOHTPOJIBHBIC DPACTEHUS,
3akasieHHble 1pu 2 °C B TeMHOTE Ha pacTBope 12%-01 caxapo3bl B TeUEHUE 7 CYTOK.

Huskas TtemnepaTrypa U 3K30T€HHas caxapo3a 3HaYUTEeIbHO MHTHOUPOBAIH
pOCT 3€JEHBIX pacTeHui. BpIpanuBaHue 3€l€HBIX pACTEHU HAa pPacTBOPE
caxaposbl mpu 22 °C mpuBOAWIO K MHTHOMPOBaHUIO pocTa moberoB Ha 76,4%,
X0JIOZIOBOE 3aKallMBaHME B TEMHOTE Ha PAacTBOPE Caxapo3bl U B €€ OTCYTCTBHE
UHTHOMpOBaso pocT moderoB Ha 87,7 u 83,5 %, COOTBETCTBEHHO, TIO CPABHEHHIO C
14-ti CyTOYHBIMM KOHTPOJIBHBIMH PACTEHHUSIMHU (pHUC. 26). 3aKaauBaHUE 3EJIECHBIX

pactenuit ipu 16 u 24 4 Qoronepuogax Mo CpaBHEHUIO C 14-TU CYTOYHBIMH
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KOHTPOJBHBIMU ~ PAacTeHHUsIMH, WHTHOWpoBasio poct Ha 86,3 m 82,5%,
COOTBETCTBCHHO. JIJIMHA 3aKaJICHHBIX PACTCHWH W PACTCHHM, BBIPANICHHBIX Ha
pactBope caxapossl mpu 22 °C, He OT/IMYanach OT JJIMHBI PACTEHUH OCHOBHOTO

KOHTPOJIS (9-TH CYyTOUYHBIX pacTeHuit) (puc. 26).
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Puc. 26. BrousHue 3K30T€HHOW caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha
POCT 3€JIEHBIX PACTEHUIN O3WMOM IMIIICHUIIBI.

Oébo3nauenua: Jlo oOp — KOHTpPOJIbHBIE pacTeHUs, BbIpamieHHble npu 23/20 °C (16 4
¢doronepuon) B TeueHue 7 cytok; K — KOHTposbHbIE pacTeHus, BelpaiieHnble npu 23/20 °C (16 u
¢otonepuon) B Teuenue 9 cyrok; K,14(CB) — KOHTpOIIbHBIC pacTeHHsl, BhIpalieHHbIe mpu 23/20
°C (16 1 dporonepuon) B Teuenue 14 cyrok; K,14(T) — 7-Mu cyTOUHBIE KOHTPOJIBHBIC PACTCHUS,
BbIpalieHHble B TeMHOTe Tipu 22 °C B TeueHue 7 cytok; K+Cax — 7-MM cyTOUYHbIE KOHTPOJIbHbIE
pactenusl, BlpatieHHble pHu 22 °C Ha pactBope 12%-0i1 caxaposbl B TeueHue 7 cytok; Ce(16) —
7-MH CyTOYHbIE KOHTPOJbHbIE pacTeHus, 3akaieHHsle mpu 5/2 °C (16 u ¢oTonepron) B TeueHue
7 cyrok; CB(24) — 7-MH CyTOUYHBIE KOHTPOJIbHBIE pacTeHHusd, 3akaneHHble npu 5 °C (24 y
¢doroneprona) B TeueHue 7 cytok; T — 7-MU CyTOUHBIE KOHTPOJIbHBIE PACTEHHSI, 3aKaJICHHbIE TIPU
2 °C B TemHOoTe B TeueHue 7 cyrok; T+Cax — 7-Mu CyTOYHBIE KOHTPOJIbHBIE PACTEHUS,
3aKajieHHble B TeMHOTe Ha pactBope 12%-o0if caxapo3bl B TeueHHE 7 CYTOK. XOJ.3aK —

X0JI0/I0BOe 3aKkanmBanue. N=3-6. Me[25%;75%]. * — pasnmums mexay BapuantoM K n

0
HCCJIETyeMbIM BapUaHTOM CTaTHUCTUYECKU 3HAUMMBbI, — pa3ianuus Mexy BapuantoM K,14(Cs)

B
U HCCIIelyeMbIM BapUAHTOM CTaTUCTHYECKH 3HAYMMBbI, — pa3inuuus Mexay BapuantoMm K,14(T)
Y UCCIIEYEMBIM BapUAHTOM CTAaTUCTUYECKU 3HAYUMBbl. CTaTUCTUYECKYIO 3HAYMMOCTD PA3IHYNAN
oueHuBaiu no H-kputeputo Kpackena-¥Yomuca.

Hapsiny ¢ uHrnOGmpoBanwem pocTa, HHM3Kas TeMIeparypa U SK30TCHHAs

caxapo3a BbI3bIBAJIM CHWIKCHUS COACPKAHUA BOAbI B JIMCTbAX 3CJICHBIX paCTeHI/Iﬁ

(puc.27).
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Puc. 27. BiausiHue >K30reHHOMH Caxapo3bl U XOJOAOBOI'O 3aKaJlMBAHHA Ha
COACPKAHUC BOABI B 3CTICHBIX JIMCTBAX 03UMOM INIIICHUIIBI.
O6osnauenusn: xax Ha puc. 26. n=3-8. Me[25%;75%]. * — paznuuus MexIy BapHaHTOM

K,14(CB) m wuccienyeMblM BapuUaHTOM CTAaTHUCTUYECKU 3HAUMMBI, — pasnmuuMs MeXIy
BapuantoM K,14(T) u ucciaenyemMblM BapUaHTOM CTaTHCTUYECKH 3HAUYUMBI. CTaTHCTHYECKYIO
3HAYMMOCTh paznuuuii oneHuBaiu no H-kpureputo Kpackena-Yomnuca.

NHrnbupoBanne pocTa U CHUKEHUE COJICPYKAHUS BOJBI B JINCTHSIX 3CJICHBIX
pacTeHU MPU BBIPALIMBAHUM HA PACTBOPE Caxapo3bl U MNPU JIEHUCTBUU HU3KOU
TEMIIEpaTyphl COMPOBOXKAAINCH TMOBBIIICHUEM MOPO30YCTONYMBOCTH PACTCHUN
(puc. 28).

HaunGonbiryto MOp0o30yCcTOMYUBOCTh Pa3BUBAIIM PACTCHHUS, 3aKAJICHHBIC TIPH
24 4 ¢oTomnepuosic U B TEMHOTE Ha pacTBope caxaposbl, LTsy y 3THX pacTeHuii
obu1 paBen —13,6 °C (95% JAU ot —13 no —14,1 °C) u —15,3 °C (95% AU ot —14,6
1o —15,9 °C), coorBercTBeHHO. B TO ke Bpems LTsy mist pacTeHuit, 3aKaaeHHBIX
npu 16 u ¢oronepuone cocrapmr —11,5 °C (95% AU or 10,5 mo —12,4 °C),
3akanmeHuelx B Temuore —10,1 °C (95% AU or -9,6 mo -10,6 °C), a mx
KOHTPOJIbHBIX pacteHuit Bcero —2,1 °C (95% AU ot —2,0 no —2,3 °C). LTsg ans
pacTeHui, BBIPAIICHHBIX Ha pacTBOPE Caxapo3bl B KOHTPOJIBHBIX YCIOBHSX
cocraBun —4,3 °C (95% AU ot -2,7 no —5,9 °C). U3 maHHBIX ClemyeT, 4TO Y
pacTeHuM, 3aKaJeHHBIX Ha caxapo3e, IO CPaBHEHUIO C PACTCHUSIMH,
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BbIpAlICHHBIMM Ha C€axapo3€ B KOHTPOJIbHBIX YCJIOBHAX, MOpO30}’CTOfI‘-IHBOCTB

BhIre Ha 11 °C (puc. 28).
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Puc. 28. BimsHue 3K30T€HHOM caxapo3bl W XOJIOAOBOTO 3aKaJIMBaHHUS Ha

MOPO30YCTOMUYMBOCTD 3€JIEHBIX PACTCHUN 03UMOM MIIIEHUIIBI.

a — BHemrHUN BUA KoHTposbHBIX (K, K+Cax) u 3akanennsix (C(16), CB(24), T, T+Cax)
pacTeHMH TOCIEe TPOMOPAKUBAHMS; 6 — BBDKMBAEMOCTh KOHTPOJBHBIX M 3aKaJCHHBIX
MIPOPOCTKOB TIPU TIPOMOPAKHBAHUH.

Oébo3nauenun. Jlo o6p — 1o obpadorku temneparypoit; K, K+Cax, Cs(16), Cs(24), T,
T+Cax — kak Ha puc. 25. N=3-4, B KOXJIOM HE3aBHUCHMOM JKCIICPHUMCHTE aHAIM3HPOBAIH HE
menee 150 nmpopoctroB. Me[25%;75%].

Tak ke Kak U B ClIy4ae 3TUOJIUPOBAHHBIX PACTEHUM MOKHO CIIENIATh BBIBOJ O

98



TOM, 4YTO JUIA Pa3BUTHsS BBICOKOM MOPO30YCTOMYMBOCTH PACTEHUM O3MMOU
NIICHULIBI OHOTO OOOTAIeHHsI caxapaMy HEJIOCTaTOYHO, TpeOyeTcsl BO3ACHCTBHE
HU3KOM TIOJIOKUTENBbHON TemrepaTypbl. OnHako oOoramieHue caxapamu Ipu

3aKaJIMBaHUU 00ECIICUYUBACT JOMOIHUTEIBHBIN MPUPOCT MOPO30YCTOMUNBOCTH.

3.3.2.2. Cooeporrcanue caxapos é 1ucmuvax
BripanBanue 3e5eHbIX pacTeHU B TEMHOTE Ha pacTBOPE caxapo3bl mpu 22
°C u x0510/10BO€ 3aKajauBaHue Ha cBeTy (16 4 u 24 4 hoTonepuoapl) 1 B TEMHOTE
(Ha pacTBOpe caxapo3bl M B €€ OTCYTCTBHM) BIUSJIO Ha COJIEpKaHHUE
BOJIOPACTBOPHMBIX YIJIEBOIOB B JINCThX (puc. 29).
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Puc. 29. BrnusHue >K30T€HHON caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha
COJCPIKAHHUEC BOAOPACTBOPUMBIX YITICBOJIOB B 3CJICHBIX JINCTBAX 03UMOH TIIIEHUIBI.
Obo3nauenus: xax Ha puc. 26. n=3-6. Me[25%;75%)]. * — pasnuuns mexy BapuaaTom K
¥ BapUaHTOM 00pabOTKH CTaTUCTUYECKHU 3HAUUMBI, o_ pasnuunsa mexay Bapuantom K,14(Cs) u
¥CCIIEelyeMBIM BAPHAHTOM CTATUCTHUECKH 3HAUMMBI, = — pasnuuus Mexay BapuantoM K, 14 (T) u

r
HCCJIETyeMbIM BapUaHTOM CTAaTUCTHYECKU 3HAYMMBbI, — pas3nuuus Mexay BapuantoMm K+Cax u
UCCJIETyeMbIM BAPHAHTOM CTATUCTHUYECKH 3HAYMMbl. 3HAUMMOCTh pa3ivuuil oneHuBanu no H-
kputeputo Kpackena-Yomnca.

BelpamuBanue pacTeHMil Ha caxapo3e B  KOHTPOJBHBIX  YCIOBHSX
IPUBOJWIO K NOTJIOLIEHHUIO CAXapoB U3 pacTBOpa U YBEIMUEHUIO UX COACPKAHUS B
JUCTBSAX TO CPABHEHHIO C KOHTPOJEM B 2,3 paza. X0J0J0BOE 3aKAJIMBAHHUE IO-

Pa3sHOMY BJIMAJIO Ha HAKOIINICHHUC BOAOPACTBOPHUMEIX YITICBOJOB B JIUCTBAX 03UMOM
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nreHuns! (puc. 29) [4, 34].

HaunOounbliee coaep:kaHue caxapoB B 3€JEHBIX JIMCThAX HAOII0aI0Ch MPU
3aKajJMBaHUM pacTeHudd npu 24 u ¢oTomepuoge M B TEMHOTE Ha PAaCTBOpE
caxapo3sbl (puc. 29). 3akanuBaHHe B 3TUX YCJIOBUAX MPUBOAMIO K YBEITUYCHHIO B
JUCTBSIX cojaepkaHust caxapoB B 8,8 um 10,5 pa3, coorBercTtBeHHO. IIpm
3aKajJMBaHUM B YCNOBUAX 16 u ¢oTomepuoaa coaep’KaHue caxapoB B JIUCTHSIX
yBEJIMYUBAIOCh B 4,4 pa3a, a Mpu 3aKaJIMBaHUM B TEMHOTE yBEJIWYUBAIOCH B 1,3
pasa (puc. 29). ConepxaHue BOJIOPACTBOPHUMBIX YIJICBOJOB B JIUCThSIX PACTCHHH,
3aKaJICHHBIX HA Caxapo3e, [0 CPABHEHHUIO C PACTEHUSIMHM, BBIPAILICHHBIMU NpH 22
°C Ha caxapo3e, 0110 OoJtbIe B 4,5 pa3za (puc. 29).

3.3.2.3. Cunme3 0e2uOpuHog 6 1UCmvbax

X0JI0J0BO€ 3aKAJIMBAHKE 3€JEHBIX PACTEHUI 03MMOM MIIEHUIIBI HE3aBUCHUMO
OT YCJIOBHMI OCBEIIEHHOCTH CONPOBOXAAIOCH CUHTE30M B JIMCTHAX JACTHIPUHOB C
MoJ1. Maccamu okouto 209, 196, 66, 51, 46, 24, 18 u 16,5 k]I (puc. 30).

Xon.3ak
K K+Cax Cs(16)Cs(24) T T+Cax [
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R, ——— s N Gy g a— 66

m‘---m 51

\"ﬂ-i- | Prmpernf £ 5\"\'0«

Puc. 30. BrnusHue 5K30T€HHON caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha

CHUHTE3 JETHUJIPUHOB B 3€JICHBIX JIMCThSX O3UMOM IIICHUIIBI.
Obo3nauenua: Xomn.3aK — X0JI0/I0BOE 3aKaluBaHue; K/ — MOJEKyIsIpHbIE MacChl OEIKOB;
K, K+Cax, CB(16), CB(24), T, T+Cax — kak Ha puc. 25. n=3.

ConeprxaHue MOTUTIENTHAOB ¢ MOJI. Macco 24, 18 u 16,5 /I Ob110 BEIIIIE Y
pacTeHMi, 3aKaJICHHBIX Ha pacTBOpe caxaposbl. CHHTE3 JEeTUIpUHA C MOJ. Maccoi

18 /| Habmromanu B 3€JIEHBIX JUCThSIX M TPU BBIPAIIMBAHUKM Ha PacTBOpE
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caxapo3bl B KOHTPOJIBbHBIX ycioBusax (puc. 30). JlaHHbIE O CUHTE3Yy NETUIPUHOB C
Mol.MaccaMu 24 u 18 k]I B 3€ICHBIX JHCTHIX COBIIAAAIOT C JAHHBIMH CHHTE3a

STHX JACTUAPHUHOB B 3THOJMPOBAHHBIX JUCThIX (puc. 24, 30).

34. BJUUMAHHUE  XOJIOJIOBOI'O  3AKAJIMBAHUS U
3K30IEHHOHN CAXAPO3BI HA ®YHKIIMOHAJBHYIO
AKTABHOCTb MUTOXOH/JIPUH U3 JJUCTHEB STHOJUPOBAHHBIX
M 3EJIEHBIX PACTEHUM O3MMOM NIIEHUIIBI

3.4.1. MUTOXOHAPHUH U3 JHCTHEB ITHOJMPOBAHHBIX PACTEHUH

34.11. Oxuchumenvnaa u  ochopunupyrowan  aKmueHocmo

MUMOXOHOPUTL
OuutieHHbIC u3 ATUOIUPOBAHHBIX JIUCTHEB MUTOXOHIAPUHN
XapaKTepU30BaIUCH BBICOKOU CTEIEHbIO WHTAaKTHOCTH BHEIIIHEN

MUTOXOHJIpHaIbHOM MeMOpaHkbI (86-88%) (puc. 31).
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Puc. 31. BrnusHue 5K30T€HHON caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha
WHTAaKTHOCTh BHEITHEH MEMOpaHbl MUTOXOHAPUN U3 ITUOJHMPOBAHHBIX JUCTHEB

O3MMOM IIIECHULBI.

Obo3nauenua: K — KOHTpOJBHBIE pacTeHus, BblpalieHHble Ipu 22 °C B TEMHOTE B
tedenue 7,5 cyrok; K+Cax — 7-Mu cyTo4YHbIE KOHTPOJbHBIE pacTeHUs, BbIpalieHHble mpu 22 °C
Ha pactBope 12%-oli caxapo3sl B TeueHue 7 cyTok; T — 7-MH CyTOUHbIE KOHTPOJIbHBIE PACTEHHUS,
3akasieHHble npu 2 °C B TemMHOTe B TeueHHe 7 cyTok; T+Cax — 7-MU CyTOUYHBIE KOHTPOJIbHBIE
pacTeHusl, 3aKaJieHHbIE B TEMHOTE Ha pacTtBope 12%-0ii caxapo3bl B TeUYeHHE 7 CYTOK. X0JI.3aK —
X0J1070BO€ 3aKkanuBanue. N=3-6. M+S.D.

I[J'IH OIIpCACIICHNA OKHCJIUTEILHOU AKTHUBHOCTH HN30JIMPOBAHHBIX
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MI/ITOXOHI[pI/Iﬁ B Ka4CCTBC CY6CTpaTOB JJIA AbIXaHMWA UCIIOJAb30BaJIN MaJjaT, MaJaT B

npucyrctBuu poreHoHa, cykiuHat, HAJ['H u HAJI®-H. Cawmblii BbiCOKHI

koadumment JK u 3nHauenune otHomieHus AJ[®:O B KOHTPOJBHBIX YCIOBHSIX

HAOJTIO/IAJTH TTPH OKHUCIICHUH MUTOXOHAPUAMU Maara (Tadm. 3).

Tao6auua 3

Bennuuna ko3 dunuenta npixarensnoro koHTposs (KJAK) u otnomenue AJD:O
B MUTOXOHJIPHUSX M3 ATHIMPOBAHHBIX JUCTHEB O3UMOMW IMIIEHUIIBI, MTOIBEPTHYTHIX
X0JIOJIOBOMY 3aKaJTHBaHHUIO

Bapuant K K+Cax T T+Cax
Manam
KK 2,11+0,04 1,89+0,28 1,66+0,04 1,69+0,07
AlP:0 1,66+0,17 2,50+0,30 1,70+0,04 1,94+0,22
Manam+Pomenon
KK 1,41+0,09 1,40+0,05 1,39+0,19 1,36+0,15
AlP:0 1,30+0,01 2,13+0,34 1,65+0,17 1,68+0,15
Cyxkyunam
KK 1,37+0,03 1,13+0,02 1,26+0,02 1,27+0,05
AlP:0 1,04+0,10 1,41+0,23 1,15+0,07 1,31+0,06
HAJ[-H
KK 1,27+0,18 1,32+0,14 1,29+0,10 1,19+0,12
AlP:0 0,63+0,11 1,17+0,10 0,70+0,24 0,67+0,25
HAJ[D-H
KK 1,31+0,19 1,38+0,12 1,20+0,07 1,24+0,11
All®D:0 0,78+0,06 1,17+0,04 0,68+0,18 0,61+0,05

Ipumeuanus: O603Ha4eHns Kak Ha puc. 31 u 32. n=3-6. M£S.D.

[Ipn okucneHnn ManaTta MUTOXOHIPHUSMH U3 KOHTPOJbHBIX pacteHud KK

Obi1 paBeH 2,11, MHUTOXOHIPHUSMU W3 PACTEHUM, BBIPAIICHHBIX HA PAaCTBOPE

caxapo3bl B KOHTPOJIbHBIX yclioBusax, KJIK=1,89, MUTOXOHIpUSIMU U3 3aKaTEHHBIX

B TpucCyTCTBUM caxapo3bl u ee orcyrcrBue KJIK Ovu1 paBen 1,69 u 1,66,
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COOTBETCTBEHHO (Tab. 3).

[Ipu BbIpamMBaHMKM PACTEHHM Ha pPacTBOpPE caxapo3bl B KOHTPOJIBHBIX
yCIOBUSIX HaOmoganu mnoBbilieHue oOTHomeHus AJ[d:O B  MUTOXOHAPHUSX
HE3aBUCUMO OT cyOcTparta okuciieHus. HamGonwmas Benmmumna AJ[D:O B atHx
YCIIOBUSIX BBIpAIIUBaHUs ObUIa Y MUTOXOHJAPUN MPU OKUCIIECHUU MajaTta U mMajiara
B IIPUCYTCTBHH POTEHOHA, OHA paBHsIach 2,50 u 2,13, coorBeTcTBEHHO (TA0II. 3).

MuroxoHapur U3  STUOJUPOBAHHBIX  JINCTHEB  OKHUCISUIM  BCE
UCIIOJIb30BaHHBIE B paboTe CyOCTpaThl — Mayiar, MajaT B IPUCYTCTBUM POTEHOHA,
cykuuaat, HAJ[-H u HAJI®-H (puc. 32). MuTOXOHApHUH U3 TUCTHEB KOHTPOJIBHBIX
pacTeHuil ¢ HauOOoIbIIEH CKOPOCTHIO OKUCISIM Manat u 3k3oreHHbii HAJ['H u ¢
HAMMEHBIIICH — MaJiaT B MPUCYTCTBUH POTCHOHA (pHC. 32).

Huskast Temneparypa W BbIpallldBaHUE PAcCTEHUU HAa PACTBOPE Caxapo3bl
BIIUSITM Ha JIBIXATENIbHYI0 aKTUBHOCTH MUTOXOHApPUN, HauOoyiee BBIpAKCHHBIC
U3MEHEHHUs] HaAOJIOMaNd TPU BBIPAIIMBAHUM STHUOJIMPOBAHHBIX pPACTEHUH Ha
pacTBOpe caxapo3bl B KOHTPOJBHBIX YyCIOBUsAX [7]. JlpIxaTenbHas aKTUBHOCTH
MUTOXOHJPHUIM TPU OKHCICHUM MajaTa yBenuduBaiach (B 1,4 pa3a) B JHCTHAX
pacTeHM, BBIpAIICHHBIX HA caxapo3€ B KOHTPOJBHBIX YCIOBUSX, U CHHUXAJIach
MpU 3aKaJUBAHUM PACTEHUN Kak B TEMHOTE, TaK MU B TEMHOTE Ha pacTBOpeE
caxapo3bl. YBEIWYEHHE [bIXaTEebHOW AaKTHUBHOCTU IIpU BBIPAIIMBAHUM Ha
caxapose ObUIo OOYCJIOBJIEHO yBeIWYeHHEeM Bkjiaga B apixanue kak L(IT (B 1,3
paza), Tak u All (B 1,4 paza) (puc. 32).

ITo cpaBHEHUIO C KOHTPOJBHBIMU PACTCHUSIMU MPU XOJI0JI0BOM 3aKaJIMBAHUU
Ha pacTBOpPE caxapo3bl NMPU OKUCICHUM MajlaTa HaOmronanu yBenuuenue All B 1,2
paza (puc. 32). JIpixaHue MUTOXOHJPHUNA, OKUCIISIONIMX MajaT, IPU BbIpallliBaHUU
pacTeHil Ha caxapo3e B KOHTPOJbHBIX YCJIOBHUSX MO CPAaBHEHUIO C 3aKaJICHHBIMU
Ha caxapo3e pacTeHHsAMH ObuTO BhIie Ha 52%, B To ke Bpemsa Bkiaan All B

JbIXaHUE He oTiudaics (puc. 32).
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Puc. 32. BrnusiHue 5K30T€HHON caxapo3bl W XOJIOJOBOIO 3aKaJIUBaHUS Ha
JIBIXaTeIbHYI0 aKTUBHOCTh MUTOXOHJIPUHN M3 3THOJIUPOBAHHBIX JUCTHEB U BKJIA/ B
npixanue nuroxpomuoro (LIT) m ansrepHatuBHOro (AIl) myTel mpu OKUCICHUH

pa3IMYHBIX CyOCTpPATOB.

Oobo3nauenua: K, K+Cax, T, T+Cax — kak Ha puc. 31. Manar — 10 MM wmanar B
npucyrcrsuu 10 MM rimyramara; Manar+Por — 10 MM manar B npucyrcreuun 10 MM riryramara
u 3 MKM porenona; CykuuHat — 8 MM cykumHar B npucyrctBuu 5 MM riyramara u 3 MM
porenona; HAJI'H — 1 MM HAJI-H B npucyrctBun 3 MxM porenona u 0,06 MM Ca?*"; HA}I(D H
- 1 MM HA/I®-H B npucyrcteun 3 MxM porenona u 0,06 MM Ca®*. n=3-6. M+S.D. -
paznnuusa Mexay BapuantoMm K u uccnenyeMbiM BapraHToM ctatuctudecku 3Haunmsl (LIT); T
pa3nuuusg Mexay BapuaHToM K u umccienyemblM BapHaHTOM cTaTUCTHUecKHd 3HauuMbl (All).
CTaTucTH4eCcKyI0 3HAaUMMOCTb Pa3IMuuil ONPEAEIsUIM 110 KpuTeputo duiepa.

[Ipu oxucnennu manaTta B MPUCYTCTBUU POTEHOHA CKOPOCTH JIbIXaHUs Obliia
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BBIIIIE B MHUTOXOHJPUSIX M3 JIMCTbEB PACTEHUMU, BBIPALIEHHBIX Ha Caxapos3e B
KOHTPOJBHBIX YycnoBusix (B 1,3 pasza MO CpaBHEHHUIO C MHUTOXOHIPHUSMHU
KOHTPOJIbHBIX pacTteHuid) (puc. 32). YBenudyeHUe CKOPOCTH JbIXaHUS ObLIO
oOycioBneno yBemmuenueM LI1. [Tpu 3akanmBanuy pacTeHUH B TEMHOTE JBIXaHHE
MUTOXOHJPHUM CHIDKAJIOCh, MpU 3TOM Habmonanoch cHwkenne All. Tlpu
3aKajJMBaHUM PACTEHWH HAa C€axapo3€ CKOPOCTb POTEHOH-HEUYBCTBUTEIBHOIO
OKHCIICHUS MajaTa MUTOXOHJIPUSAMH HE U3MEHsIach (puc. 32).

BripamuBanue pacTeHUd Ha pacTBOpPE €axapo3bl B KOHTPOJIBHBIX YCIOBUAX
COTPOBOK/IAJIOCH YBEJIMUEHUEM CKOPOCTH OKUCJIEHUS MUTOXOHJIPUSMHU CYKIIMHATA
(B 1,5 paza), uro ObII0 OOYCIIOBIICHO yBeNIMUEeHHUEM BKiana B Asixanue All (B 2,8
paza). CKOpOCTb OKHUCIEHHS CYyKIHMHaTa HE M3MEHSAJIach MPHU XOJOJOBOM
3aKaJMBaHUU KaK B OTCYTCTBHUE, TAK M MPUCYTCTBUU caxapo3bl (puc. 32). OgHako
P 3aKaJIMBaHUM Ha pacTBope caxaposbl cHuxkancs Bkiazd L1 B neixanue (B 1,5
paza) u Ha 3ToM (oue yBenuumics Bkian All (B 2,1 paza). [lpu 3akanuBaHuu B
TEMHOTE Takke HaOmtonanu cHwxeHue L1 mpu HeM3MeHHOM BKJIaJie B JIbIXaHUE
AIL

BripaiuBanue pacTeHuil Ha pacTBOpe caxapo3bl B KOHTPOJIBHBIX YCIOBUSIX
YBEIMYHUBAJIO CKOPOCTh okucieHusi mutoxouapusmu HAJI-H B 1,7 pa3, uro 66110
oOyCJIOBIIEHO yBeIUYEeHHEM BKJaaa B abixanue kak L1 (B 1,3 paza), tak u All (B
3,1 paza) (puc. 32). Xonoa0Bo€ 3aKaJUBaHUE HE BIUSIO Ha CKOPOCTH OKHCIICHHUS
HAJI-H MuToXoHIpusMHu, OJHAKO MPUBOAUJIO K MEpepaclpe/iesICHUI0 BKJIaJa B
apixauue LHII m AIl B MHTOXOHAPHUSAX JHCTBEB PACTEHUM, 3aKAJICHHBIX Ha
caxapose. IIpu 3akammBanum Ha pactBope caxaposbl Bkian LIl B geixanue
cHmxkancs B 1,3 pasa, a Bkiaa All B qeixanue yBenuuuBaics B 1,7 pa3za (puc. 32).

Crnenyer OTMETUTh, UTO MUTOXOHJIPUU U3 JIMCTHEB PACTCHUM, 3aKaJICHHBIX
Ha pAacTBOPE Caxapo3bl, MO CPABHEHUIO C MHUTOXOHIPHUSIMHU U3 PACTEHUU,
BBIDAlIECHHBIX Ha caxapo3€ B KOHTPOJIBHBIX YCJIOBHUAX, XapaKTEPU3YIOTCS
CHIDKCHUEM JIbIXaTeJIbHOM akTUBHOCTH mpu okucieHun HAJI-H, uto B paBHOH
Mepe ObLI0 00YCIIOBICHO CHIDKeHHEM BKiaza B neixanue LI1 u AIT (puc. 32).

[Ipu BbIpamMBaHUM pACTEHUN HaA PACTBOPE Caxapo3bl B KOHTPOJBHBIX
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ycioBusx B 1,9 pa3a yBennunBanoch okucienue 3xk3orennoro HAJI®-H, npu s3tom
HaOroMaNId yBen4YeHue BKIaaa B npixanne kak LIT (B 1,7 pasza), Tak u AlIl (B 2,5
paza) (puc. 32). X0y1010BO€ 3aKaJIMBaHWE B OTCYTCTBHE Caxapo3bl HE BIHSJIO Ha
ckopocTh okucieHuss HAJI®-H mutoxonapusimu u Bkiaa LIT u AIl B neixanue. B
TO JK€ BpEMs 3aKaJMBAaHME Ha pACTBOPE Caxapo3bl YBEIMYUBAIO CKOPOCTH
JIbIXaHUusT MUTOXOHApUK mpu okucieHun HAJI®-H, duto ObLIO CBSI3aHO C
yBenuueHreM Bkiana B apixanume All (B 1,8 paza) (puc. 32). 3akanuBanme
pacTeHuil Ha caxapo3e, B OTJIMYKME OT BBIPAIMBAHHUS HA €axapo3€ PacTEHUU B
KOHTPOJIBHBIX  YCIIOBHSIX, XapaKTEPU30BAJIOCh CHHXKEHHUEM  JbIXaTEJIbHOU
AKTUBHOCTU MUTOXOHIpUU nipu okucineHun HAJID-H 3a cuer cHH)KEeHMs BKIIaJa B
nwixanue u L{IT (B 1,7 pasza) u AII (B 1,4 paza).

3.4.1.2. @ynkuyuonuposanue anvmepnamuenvix HAJ/[(®@)-H-0ecuopozenas
U anbmepHamuHoU OKCUOa3l

C wucnonb30BaHMEM H30JUPOBAHHBIX W3 3THOJUPOBAHHBIX JIUCTHEB
MHUTOXOHAPHN TIOCJIE NEUCTBUS HA PACTEHHSI HU3KOM 3aKAJIMBAIOLIEH TEMIIEPATYPhI
M DK30T€HHOM caxapo3bl TOKAa3aHbl M3MEHEHHS B AaKTUBHOCTH POTEHOH-
HeuyBcTBUTENBHBIX HAJ[(®D)-H-/II' 1 anbTepHATUBHOM OKCH/A3bl U B COJICPKAHUU
ATUX OEJIKOB.

O ¢ynkunonupoBanuu «BHyTpeHHux» HAJI(®)-H-AT Il Tuna cynumu mo
OKHCJICHUIO MajiaTa B MPUCYTCTBUM UHTHOUTOpA KOMIUIekca | nprxaTenbHOM 1enu
— pOTEHOHA, COACpP)KaHUE OCIKOB OLICHUBAIN ¢ MoMoIbio aHTtuTel npotus NDA
[180]. Kak BumHO u3 puc. 32, HyHKIIMOHUPOBAHUE POTCHOH-HEYYBCTBUTCIBHBIX
HAJI(®)-H-AI' Obu10 compsikeHO ¢ TpaHCHmopToM 3jekTpoHoB yepe3 11O u AO.
QOYHKIMOHUPOBAHUE OATUX ACTHAPOreHa3 YBEIMYMBAIIOCH B MUTOXOHJIPHUAX
pacTeHMi, BRIPAIIICHHBIX HA PACTBOPE caxapo3bl B KOHTPOJBHBIX YCIOBHUSIX, U ITO
yBEIMYECHHE OBLJIO CBsA3aHO C TpaHcmopToMm odnekTpoHoB mo [II1. Hwuzkas
TeMIiepaTypa CcHWXana (QyHKImoHupoBaHue «BHyTpeHHHX» HAJ(D)-H-AL I
TUIIA, B TO BpEeMsI Kak SK30T€HHas caxapo3a MOAAECP/KUBajla UX aKTUBHOCTh B 3THX
ycnoBusix (puc. 32). Cawxkenue pyHkunonupoBanus «BHyTpeHHHUX» HAJI(D)-H-

I[F IMpyu 3aKaJIMBAHHUH OBLIO CBS3aHO CO CHIKCHHEM TPpaHCIIOPTa 3JICKTPOHOB
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gepe3 All (puc. 32). UmmyHoOnoTTHHT ¢ aHTHTenamMu mpoTuB NDA BbISBUI
MPUCYTCTBUE B MUTOXOHJIPUSAX 3THOJUPOBAHHBIX JIUCTHEB JIBYX MOJUIIECIITUIOB C
MoJ. MaccamMu 63 u 56 k]I, comepkaHue MOJUIENTHA C MOJI. Maccou 63 k]
CHWXaJIoCh pu 3akanuBanuu. Conepsxanue nomunentuaa NDA ¢ mon. maccoit 56
k/| yBenmnuuBanoch Mpu 3aKaJMBaHUMU ITHOJUPOBAHHBIX PACTEHUN Ha pacTBOpE

caxapo3sl (puc. 33).

Xon.3aK Xon.3ak
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Puc. 33. BimsHue XO0I0M0OBOTO 3aKallMBaHMs Ha COACp)KaHHE OEIKOB
anpTepHaTBHON okcunasbl (AQO), «BHyTpeHHHX» (NDA) n «BHemHux» (NDB)
HA(®)-H-AI' |l Tuna B MUTOXOHAPUAX W3 ITHOJUPOBAHHBIX JUCTHEB O3UMOM
IIICHUIIBI.

a,0 — nMMyHO(operpaMma, 6 — OTHOCHTEIILHOE COZEePKaHHEe UCCIIEeTyEeMBIX

OENKOB K MOPUHY.

Oébo3nauenun: K, T, T+Cax, Xon.3ak — kak Ha puc. 31, xJl — MoOJeKyIsIpHbIE MacChl
o6enkoB. N=3. M+£S.D. * — paznuumst Mexnay BapuanToMm K M uccienyeMblM BapuaHTOM
CTaTUCTHYECKH 3HAUUMBI 110 t-kputepuio CThIOICHTA.

O ¢yskunonupoBanuu «BHemHux» HAJI-H-JAI' u HAJD-H-AI' B
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MUTOXOHAPUSIX CyAwtn mo okuciaeHuto 3k3oreHHbix HAJ[-H unmu HAJI®-H B
mpUCYTCTBHH  poTeHoHa u  Ca®’, HCKmodyas W3  PEAKIHOHHOH  Cpesl
xenatupyronuii areHT DJTA. ConepxkaHue OEIKOB OIEHUBAIU C MOMOINIBIO
anatuten nmpotus NDB [180].

OyHkuoHupoBanue  «BHemHux» HAJ(D)-H-JII' Obuto  BbIIIE MO
CPABHEHUIO C «BHYTPEHHUMI» U B OTIUYHE OT «BHYTPEHHUX» OBLIO B OOJIbIICH
CTCIICHH CONPSDKEHO C TPAaHCIOPTOM 3JiekTpoHOB uepe3 LT (puc. 32).
OynkuronupoBanue «BHemHux» HAJI(D)-H-JAI' yBenumuuBamock Ha caxapose B
KOHTPOJIBHBIX YCJIOBHUSAX, YTO OBUIO CBSI3AHO C YBEJIWYEHHUEM BKJIAJa B JIbIXaHUE
LIIT u AII, O TOpazmo Gomwie All (puc. 32). Hu3kas TemmepaTrypa He BiausjIa Ha
dbynkuuonupoanue «sHemHuX» HAJ(D)-H-AI', omHako B 3THX YCIOBUAX
YCHJIMBAJICS TPAHCIIOPT AJICKTPOHOB OT 3THX jaeruaporena3 Ha All (puc. 32).
NUvmyHoOmOTTHHT ¢ antutenamu npoTuB NDB  BeisiBUn  npucyrcTtBue B
MHUTOXOHAPUSIX 3THOJTUPOBAHHBIX JIICTHEB OJIHOTO MOJIMIIENTHAA C MOJI. Maccoil 64
k/1, comeprkaHre KOTOPOTO CHIIKAIOCh NIPH 3aKanuBaHuu (puc. 33).

Oynkuronupopanue AQO B MUTOXOHIPUAX OLEHUBAIM C TOMOIIBIO
unaruoutopos LII1 u AIT — KCN u BI'K, cootBetcTBenHo. Bxnaa All, cBszanHOTO €
dbynkuuonupoBanuem AQO, paccunThiBaiIM B % Kak Apixanue, nHruonpyemoe bI'K
B npucyrctBun KCN (motenimumanpHas akTUBHOCTH AQ). B  KOHTpOJIBHBIX
yclIoBUsIX akTUBHOCTh AQO Oblia HauOoJIbIIEH MPU OKUCICHUH MajaTa U Majiara B
MPUCYTCTBUHM poTeHOHa (puc. 32). DK30TeHHas caxapo3a KaKk B KOHTPOJIbHBIX
YCJIOBUSIX, TaK U TPHU JIEUCTBUM HU3KOM TeMIIepaTyphl yBeJIWUYMBala aKTUBHOCTH
AO B MUTOXOHApPHUSX NPHU OKUCICHUU BCEX HCIIOJIB30BAHHBIX CyOCTpaToB, 3a
UCKJTIOUCHHEM MajlaTa B MPHUCYTCTBMHM poTeHoHa (puc. 32). HaumGosnbmiee
yBenuuenne AO HaONOAanM MpU BBIPAIIMBAHUN ATHOJMPOBAHHBIX PAaCTEHUN Ha
caxapo3e B KOHTPOJBHBIX YCIOBUSAX. UMMyHOOIOTTHHT ¢ aHTHTENaMu poTuB AO
MO3BOJIWJI BBISIBUTH MOJIUNENTH ¢ MOJ. Maccol 33 k/l, copepkaHue KOTOporo npu

3aKaJMBaHUU Ha PACTBOPE Caxapo3bl YBEIUYMBAIOCH (puc. 33).
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3.4.2. MUTOXOHAPHMH M3 JMCThEB 3€JeHbIX PaCTeHHI

3.4.2.1. Okucnumenvnasa u  ochopunupyrwowias  aKmueHocms
MUMOXOHOPUTL

[Ipu BbIIETIECHUM MUTOXOHAPUN U3 3€JIEHBIX JUCTHEB PACTEHHN BO3HHUKAIOT
TPYJHOCTH, CBSI3aHHBIE C  3arpsA3HEHUEM  MHTOXOHJIPHAIBHOU  (pakuuu
XJIOPOILJIACTaMU. DTOTO MOXHO M30€XaTh, UCIOJIb3Ysl OYUCTKY rpyOoit gpakiuu
MUTOXOHJIPUA B TpaaueHTe IuioTHOocTH mnepkoima [122, 159]. ConepskaHue
xjmopodpumia (cymma Xi1 @ u D) Bo (pakiuu OYMIIEHHBIX TakUM O0Opa3oM
MUTOXOHAPUM COCTaBIISLIO HE Ooiiee 3-5% OT ero coaepkanus B rpyooit dpakiuu
MHUTOXOHJIPHM.

OuunieHHbIE W3 3€JEHBIX JIMCThEB O3MMOW IMIICHHIBI MHTOXOHIPUHU
XapaKTepU30BaJIUCh BBICOKOM HMHTAKTHOCTHIO BHEIIHEWM MeMOpaHbl, KoTopas

coctarisiia 82-90% (puc. 34).
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Puc. 34. BrnusHue >K30T€HHON caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha
WHTAaKTHOCTh BHEITHEH MEMOpaHbl MUTOXOHAPUN, WU30JIUPOBAHHBIX W3 3EJEHBIX

JIUCTHEB O3UMOM TIICHUIIBI.

Obo3nauenua: K — KOHTpoONbHBIE pacTeHus, BblpamieHHble mpu 23/20 °C (16 u
¢doronepron) B TeueHue 9 cyrok; K+Cax — KOHTpoJIbHbIE pacTeHHUs, BblpalieHHble npu 22 °C Ha
pactBope 12%-0i1 caxapo3sl B TeueHue 7 cyTok; CB(16) — KOHTPOJIbHBIE pACTEHHUS, 3aKaJIEHHBIE
npu 5/2 °C (16 u ¢oronepuoa) B TeueHue 7 cyTok; CB(24) — KOHTPOJIbHBIE PACTEHHS,
3akajeHHsie npu 5 °C (24 u doTomeproa) B TeueHWe 7 CyTOK; T — KOHTPOJBHBIE PAaCTCHHSI,
3akaneHHble npu 2 °C B TeMHOTe B TeueHue 7 cyrok; T+Cax — KOHTpOJIbHBIE PacTEHMS,
3akaneHHble npu 2 °C B TeMHOTe Ha pacTBope 12%-0i1 caxapo3sl B Te€4eHHE 7 CYTOK. XOJI.3aK —
X0J00Bo¢e 3akanuBanue. N=3-8. M+S.D.
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B kauectBe cyOcTpaTOB NbIXaHUSI MUTOXOHJPUH OKHCIISIM MaJjiaT, Majiar B
IPUCYTCTBHM POTEHOHA, cykuuHaT, riuiud, HAJ[-H n HAZI®-H. Kak oxazanocs,
MUTOXOHJIPUM W3 3€JIEHBIX JUCThEB C HanOOJIee BBICOKOH CKOPOCTBIO OKHCIISIU
HAI'H u HAJI®-H, B To Bpems Kak OKUCJICHHME CYKIIMHATa U TIUIMHA OBLIO
HI)KE, a OKHUCJIEHHE MajlaTa TMPAKTUYECKH IIOJHOCThIO OBUIO POTEHOH-
HeuyBCTBUTEIBHBIM (puc. 35). Camplii Bbicokuit kodddunment K nabmromanu
P OKHCICHHM MHUTOXOHIpusMu Manata (tabn. 4). Ilpum okuciaeHum wmanara
MUTOXOHJIPUSIMH U3 KOHTpOJbHBIX pacTeHuil KK Obut paBen 1,71, u3 pactenuit,
BBIPAIIICHHBIX Ha PAacTBOpE caxapo3e B KOHTPOIbHBIX ycrnoBusix, KJIK=2,08 u B
3aKalleHHBIX B ycioBusax HempepbsiBHOro ocBemnienus KJIK=1,95. Camoe Bricokoe
otHomenue AJID:O (2,14) ObLI0 MPU OKUCICHUH MajaTa MHUTOXOHIPHUSIMU U3
JMCTHEB KOHTPOJIBHBIX pacTeHui (Tadm. 4).

OxuciieHre MajlaTa MUTOXOHJIPUSIMH YBEIMYUBAJIOCHh IPHU BBIPALIMBAHUU
pacTeHu Ha PacTBOPE Caxapo3bl B KOHTPOJBHBIX YCIOBHSX, HE U3MEHAIOCH NPU
3aKaJMBaHUU HA PACTBOPE Caxapo3bl U B YCIOBUAX KPYTJIOCYTOYHOTO OCBEILEHUS
U CHIDKAJIOCh B OCTAJIbHBIX BapuaHTax 3akanuBaHus (puc. 35). Yeenuuenue (B 1,3
pa3za) CKOpPOCTH OKHCIEHHS MajlaTa MUTOXOHJPHUSMU TIPU  BBIpALIUBAHUU
KOHTPOJIBHBIX PAcTEHUMH Ha caxapo3e NPOUCXOJMIIO 3a CYET YBEIUYCHUS
TpaHcropTa 3JeKkTpoHOB uepe3 LII. 3akanuBanme pacTeHWii B TEMHOTE Ha
pacTBOpe caxapo3bl, XOTS M HE BIMJIO HA OKHUCIHUTEIbHYI) AaKTUBHOCTb
MUTOXOHJPHM, HO MNPUBOAWIO K IE€PEPaCHpPE/ICICHUI0 Y4YacTHsl JbIXaTeIbHbIX
nyTei: camkenuro Bkiana LI B neixanue (B 1,3 pasza) u yBenuuenuto Bkiaaa All
B Abixanue (B 1,8 pa3za) (puc. 35). CHI>KEHHE CKOPOCTH JbIXaHUs MPU OKUCICHUU
Majata B MHTOXOHAPHUSAX U3 JHMCTbEB 3aKaJleHHBIX mpu 16 4 Qortomepuoae
pactenuii OblI0 00YCIOBIICHO CHIDKeHHMEeM Bkiana B abixanue LIT (B 1,3 pasa).
[Ipu 3akanuBaHUM B  YCJIOBUAX HENPEPHIBHOIO OCBEUICHMs] HaOI0aIn
nepepaclpeeieHHe y4acTHsl IbIXaTeNIbHbIX IMyTEl: CHHKEHHUE BKJIA/la B JIbIXaHUE

LIIT (B 1,4 pa3a) u yBenuuenue BkiIaaa B apixanue All (8 1,6 pa3za) (puc. 35).
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Puc. 35. BnusHue 5K30r€HHOM caxapo3bl U XOJOJOBOTO 3aKajMBaHUs Ha
JbIXaTeNbHYI0 AKTUBHOCTh MUTOXOHIpUWA u BkiIaa wnutoxpomHoro (LII) wu
anprepHatuBHOro (AlIl) myTeit B JgpIXxaHWEe MUTOXOHIPHUI 3€JIEHBIX JIMCTHEB MPHU

OKHCIIEHUH psJla CyOCTpaToB.

Oébo3nauenun: K, K+Cax, Cs(16), Cs(24), T, T+Cax — xak Ha puc. 34. Manar — 10 MM
manaT B npucyrctBun 10 MM riryramara; Manat+Por — 10 MM wmanar B mpucyrcrBun 10 MM
riyramata 1 3 MKM poteHoHa; CykuuHar — 8 MM CyKIMHAT B IPUCYTCTBUHM 5 MM riyramara u
3 MkM porenona; I'mumua — 10 MM rommmus B npucytersun 0,2 MM HAJT'. n=3-6. M+S.D. * —
pasnuuus Mexxay BapuanToM K u uccienyemMbIM BapHaHTOM CTaTUCTUYecKH 3HauuMbl (LIIT); **
— pa3nuuus Mexay BapuanTtoM K u uccriegyeMblM BapHMaHTOM cTaTHCTHYeCKH 3HauuMbl (All).
CraTucTu4ecKyro 3HaYMMOCTb Pa3IMUUi ONpenessuiy 1o kpurepuro dumepa.

3HAYNTEIIFHOE CHI)KCHHUE CKOPOCTH OKHCJICHUA MaJlaTa MUTOXOHAPUAMU H3

JIUCTHCB paCTeHHﬁ, 3aKaJICHHBIX B TCEMHOTC IIPOUCXOAHIIO 3a CUCT CHHMIKCHUSA
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BKkiazaa B aAbixanue u LI (B 1,9 paza), u AIl (B 1,7 paza). CpaBHUTEIbHBINA aHATU3
MUTOXOHAPUA M3 JINCTHEB KOHTPOJIBHBIX PACTEHUM, BBIPAIIEHHBIX HAa pPacTBOpE
caxapo3bl, 1 MUTOXOHJIPUN M3 JINCTHEB PACTECHMI, 3aKaJCHHBIX Ha pPacTBOpE
caxapo3bl, BBISIBUJ MOCJIE 3aKAIMBAHUS CHIXKEHHYIO JbIXAaTEIbHYI0 aKTHBHOCTH
MUTOXOHAPUN IIPU OKHUCIIEHUU Mayiata, npu 3ToMm Bkiaz LT B apixaHue cHuxkancs
B 1,9 paza, a Bkiiag All B apixanue yBenuuuBaics B 2,1 pasa (puc. 35).

Oxkucnenue Manara B MPUCYTCTBUM POTEHOHA MUTOXOHJPUSIMU, TaK KE KaK
Y OKMCJICHHE MajlaTa B OTCYTCTBUE POTEHOHA, YBEIUYUBAIOCH IIPU BBIPAIINBAHUN
pacTeHM Ha pacTBOPE caxapo3bl B KOHTPOJILHBIX YCIOBUSIX U NP 3aKaJMBaHUU Ha
caxapo3e, HE W3MEHSJIOCh IPU 3aKAIMBAHUU B YCJIOBUAX HEMPEPHIBHOTO
OCBEIICHUS M CHIDKAJIOCHh MPU OCTAIBHBIX BapraHTaX 3aKajauBaHus (puc. 35).

VYBennueHne pPOTECHOH-HEUYBCTBUTEIBHOTO JbIXaHUSI B MHUTOXOHJIPHUSIX
KOHTPOJIHBIX PACTEHHM MpPHU HX BBIPAIIMBAHUM Ha PACTBOPE Caxapo3bl OBLIO
oOycnoBneHo ysenuuenueMm Bkiana L{I1 B apixanue (B 1,3 paza) u CHUXKEHUEM
Bkimana All B mpixanume (B 1,2 paza). YBennueHUE OKHUCIUTEIHHOW aKTHBHOCTH
MUTOXOHAPUA TPU OKHUCJIEHUU MajaTa B MPUCYTCTBUM POTEHOHA B JMCTHAX
3aKaJICHHBIX Ha PAcTBOPE caxapo3bl PacTeHUM ObLIO OOYCJIOBIIEHO CHUXKEHUEM
Biuana LI1 B neixanue (B 1,3 pa3a) u ysenuuenuem Bkiiaga All B geixanue (B 1,9
pasa) (puc. 35). 3akajquBaHKE B YCIOBUAX KPYIJIIOCYTOYHOTO OCBEIICHHS XOTh U HE
BJIMSJIO HA CKOPOCTh POTEHOH-HEUYBCTBUTEIHHOTO JABIXaHUSI B MUTOXOHJIPUSX, HO
MPUBOAMUIIO K TIEpEepaCIpEeICNICHUIO JIbIXaTeNbHbIX MyTeil: k cHumxenuto LIT (B 1,3
paza) u yBenuuenuro All (B 1,3 paza). OxucieHwe Majgata B TPUCYTCTBUU
pPOTEHOHA MUTOXOHJIPUSMH U3 3aKaJCHHBIX HA caxapo3e PaCTCHHUI HE OTJINYaJIoCh
OT TaKOBOTO B MUTOXOHJIPUSAX M3 JIMCTHEB PACTEHHI, BBIPAIIEHHBIX Ha Caxapo3e
npu 22 °C, ognako Bkiiaa All B apixaHue mpu 3akaiuBaHUU ObUI BhINIE B 2,3 paza
(puc. 35).

OkucrneHue CyKimHaTa MUTOXOHAPHUSIMHU YBEJIMUMUBAIOCH MPH BhIPAIIUBAHUN
pacTeHuil Ha PacTBOPE €axapo3bl B KOHTPOJBHBIX YCIOBHUSX U CHUKAJIOCh MPH
XOJIOJJOBOM 3aKaJMBAaHUM PACTEHUW HE3aBUCHMO OT CBETOBOTO peXUMa U

MMPpUCYTCTBUA Caxapo3hl. YBeanueHue CKOpOCTH OKHCJICHUA CYKIIMHATa
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MUTOXOHAPUAMHU N3 JIMCTBCB KOHTPOJIBHBIX paCTeHHﬁ, BBIPAIICHHBIX HAa pacCTBOPC

caxapo3bl, B paBHOW Mepe ObLIIO0 OOYCIIOBIEHO YBEIMYCHHEM BKJIaJa JbIXaHUC H

LIIT (1,7 pa3za) u AIl (B 1,5 pa3za) (puc. 35). 3akanuBanue npu 16 4 poronepuoae

CHMI)XAJIO CYKIIMHAT-3aBUCUMOC JbIXaHUC, YTO OBLIO CBS3aHO CO CHI)KEHHEM L[H u

All na 35,4 u 37,9%, COOTBETCTBEHHO.

Tao6auua 4

Bennuuna ko3 dunuenta npixarensnoro koHTposs (KJAK) u otnomenue AJD:O

B MUTOXOHJPUAX W3 3€JEHBIX JHUCTHEB O3WMOW NIIEHULBI, IOABEPTHYTHIX
X0JIOAOBOMY 3aKAJIMBAHUIO
Bapuant K K+Cax Cs(16) Cg(24) T T+Cax
Manam
KIAK 1,71+0,11 | 2,08+0,16 | 1,31+0,02 | 1,95+0,10 | 1,224+0,01 | 1,46+0,28
Ad®:0 |2,15+0,12|1,62+0,14 | 1,41+0,07 | 1,55+0,08 | 1,34+0,21 | 1,35+0,18
Manam+Pomenon
KIAK 1,23+0,09 | 1,57+0,05 | 1,33+0,19 | 1,26+0,17 | 1,27+0,16 | 1,33+0,12
A®:0 |0,85+0,09 | 1,39+0,07 | 0,69+0,16 | 1,48+0,22 | 1,17+0,32 | 1,10+0,16
Cyxkyunam
KIAK 1,24+0,16 | 1,46+0,19 | 1,32+0,17 | 1,16+0,03 | 1,21+0,03 | 1,17+0,03
AIP:0 |1,18+0,29 | 1,68+0,01 | 0,96+0,08 | 0,95+0,26 | 1,13+0,04 | 0,88+0,15
1 nuyun
KIAK 1,34+0,12 | 1,46+0,19 | 1,18+0,17 | 1,16+0,01 | 1,26+0,18 | 1,21+0,06
A®:0 |1,69+0,10|0,74+0,04 | 1,39+0,07 | 1,35+0,25 | 1,56+0,34 | 1,63+0,02
HAJ['-H
KIAK 1,37+0,01 | 1,60+0,23 | 1,35+0,11 | 1,38+0,12 | 1,29+0,04 | 1,31+0,03
AI®P:0 |1,16+0,03 | 1,14+0,02 | 1,36+0,07 | 1,22+0,03 | 1,18+0,44 | 0,86+0,20
HAJ[D-H
KIAK 1,26+0,05 | 1,58+0,35 | 1,21+0,14 | 1,22+0,06 | 1,26+0,11 | 1,22+0,10
Al®:0 |1,18+0,12|1,14+0,16 | 0,90+0,25 | 1,10+0,06 | 1,50+0,21 | 1,19+0,11

IIpumeuanue: o6o3naueHus kak Ha puc. 34, 35. n=3-6. M+S.D.

[Ipy 3akanMBaHWK B YCIOBUSAX HEMPEPHIBHOTO OCBEIIECHUS HAOIIOAAIN

CHIDKCHHUE OKHUCIUTEIbHOM aKTUBHOCTH MI/ITOXOHI[pI/Iﬁ IIpu HCII0Jb30BAHUU
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CYKIIMHATa Kak cyOcTpaTra JpIXaHus, MpU 3ToM Ha ¢GoHe cHkeHus Bkiana L{I1 B
neixanue (B 1,4 pasa) HaOmomanu yBenuueHune Bkimaga AIl (B 1,2 pasa).
3akanuMBaHuWE PACTEHUNW B TEMHOTE CHIDKAJIO JbIXaHWE, YTO ObUIO CBSI3aHO CO
camkenneM Bkiaga kak I{II, Tak m AIl (ma 88 u 94,6%, COOTBETCTBEHHO).
3akanuMBaHUE PACTEHUHN HA PACTBOPE Caxapo3bl MPUBOJIUIIO K CHUKEHUIO CKOPOCTH
CYKIIMHAT-3aBHCHMOI'0 JbIXaHHs, IIpu 3ToM Ha ¢one cumwxkenus LI (ma 39,4%)
HaOmonan yBenudeHue Bkimana B apixanue All (ma 14,7%). 3akancHHBIC Ha
caxapo3e pacTeHUs M0 CPABHEHUIO C PACTEHUSMHM, BBIPAIICHHBIMHM Ha caxapo3e B
KOHTPOJIbHBIX YCJIOBHUSX, XapaKTEPHU30BATUCH CHUKECHUEM JBIXaHUS MUTOXOHAPUN
IIpU OKUCIICHUH CYKIIMHATA, YTO OBbLIO CBsizaHO co cHibkeHueM L{I1u AIl -8B 2,4 u
1,3 pa3a, cooTBeTCTBEHHO (pHC. 35).

CKOpOCTh OKHICJICHHSI MHUTOXOHIPHSIMU TJUIIMHA TP BBIPANTABAHUH
pacTeHMH Ha caxapo3e B KOHTPOJIBHBIX YCJIOBHUSIX W IPU BCEX BapHaHTax
3aKaJMBaHUs, 32 UCKIIOUCHHUEM 3aKaJuBaHus 1pu 24 4 doTornepuojie, Obuia HIDKE,
M0 CPaBHEHHWIO C MUTOXOHAPHUSIMHU M3 KOHTPOJBHBIX pacTeHuil (puc. 35). Ilpum
OKUCJICHHUM  TJWIMHA  HAOJI0JJaeMOE€  CHUXXEHHE  CKOPOCTH  JIBIXaHUS
MUTOXOHIPHSIMH U3 JINCTHEB pACTCHWH, BBIPAIICHHBIX Ha caxapo3e B
KOHTPOJIbHBIX YCIOBHUAX, MPOUCXOIUIIO 32 CUET CHUKEHHS BKJIaaa B Abixanue 11
(Ha 61%). [Ipu 3akanuBaHUKM B TEMHOTE, B TEMHOTE Ha PAcTBOpPE caxapo3bl U MPH
16 u Qoroneproae CHWKEHHUE CKOPOCTH OKHCICHUS MUTOXOHAPHSIMH TIUIMHA
TakXke ObLI0 O0OYCIOBICHO CHIDKEHHMeM Bkiaga B aeixanme L{IT (puc. 35).
3akanMBaHWE PACTCHUH B YCIIOBHSX HEMPEPBIBHOTO OCBEIICHUS HE BIMSUIO Ha
CKOPOCTh OKHCIICHUS TJIMIIMHA, OJHAKO BBI3BIBAJIO TEepepaclpeneiieHue IyTeH
JIBIXaHWS B CTOPOHY 3HAYUTEIbHOrO yBenumdeHus Bkimaga All (B 2 pasa).
3akanMBaHME HA caxapo3e [0 CPABHEHUIO C BBHIpAIIMBAHUEM PACTCHHI Ha caxapo3e
npu 22 °C HE BIUIO HAa CKOPOCTh TJIMIIMH-3aBUCUMOIO JbIXaHHWS, OJHAKO MpPH
3aKaJMBaHUK HaOJromamu yBennuenue Bkiaaa LI B apixanue B 1,2 pasa (puc. 35).

Oxucnenue 3k3oreHHoro HAJI'H MUTOXOHIpUSMU YBEJIUYMBAJIOCH MPHU
BBIPAIIUBAHUKM PACTCHUN HA PACTBOPE Caxapo3bl B KOHTPOJLHBIX YCIOBHSX, HE

HN3MCHAJIOCH IIPpH 3aKaJIlMBAHUH paCTCHI/Iﬁ Ha Caxapo3€ U Ha KPYITIOCYTOYHOM CBETY
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Y CHIDKAJIOCh TIPH 3aKAJIMBAHUU B YCIOBUAX 16 1 ¢oTomeproaa u B TeMHOTE (pucC.
36). Ckopocte oxucinenuss HAJ['H MuToXoHApHUAMH U3 JHCTHEB PACTEHUH,
BBIPAILICHHBIX B KOHTPOJIbHBIX YCIOBUSIX Ha PACTBOPE caxapo3bl, ObL1a OOJBIIE 11O
CPaBHEHHMIO C TAaKOBOM B MUTOXOHJIPUSX W3 KOHTPOJBHBIX PACTEHUU, U 3TO
yBeJIn4YeHue ObLIO CBsI3aHO ¢ BKiIajgoM B jabixanue All (B 1,2 paza) (puc. 36). B
MUTOXOHJAPUSIX PACTEHUM, 3aKAJICHHBIX HA PACTBOPE €axXapo3bl, MPHU OKUCICHUH
HAJI'H nabmromanu mepepacnpeieiieHre TpaHCIopTa daeKTpoHoB Mexay LI u
AIl B cTopony yBenudenus Bkiana B aeixanue All (camxenue LI B 1,4 paza u
yBennuenne All B 1,8 pasza). 3akanuBaHue Ha KpyIJIOCYyTOYHOM CBETY, XOTS HE
BIIMSJIO HAa CKOPOCTh OKHUCIUTEIbHOW AaKTUBHOCTH MUTOXOHAPUM, HO TakKxkKe
BBI3BIBAJIO IE€PEPACHPENCIICHUE IOTOKA BJIEKTPOHOB IO JIBIXaTEJbHON LIEMH:
cHmwkeHue Bkianga B aeixanue LI1 (B 1,3 pa3a) u yBennueHne BKJIaaa B JAbIXaHUE

All (B 1,7 pa3za) (puc. 36).
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Puc. 36. BrnusHue 5K30T€HHON caxapo3bl W XOJIOJAOBOTO 3aKaJIMBaHUS Ha
JbIXaTeNbHYI0 AKTUBHOCTh MUTOXOHIpUWA u BKIan wuutoxpomuoro (LII) u

anbTepHaTuBHOTO (AIl) myTell B AbIXaHHE MUTOXOHJIPUM 3€JEHBIX JIUCTHEB MPHU
okucyieHnnu 3x3oreHHsix HAJ[-H u HAJI®-H.

Oébo3nauenun: K, K+Cax, Cs(16), Cs(24), T, T+Cax — kak Ha puc. 34. HA/I-H — 1 MM
HA-H B npucyrctBuu 3 MxkM potenona u 0,06 MM Ca’"; HAJJ®-H - 1 vM HA/I®-H B
npucyrcTBuM 3 MKM poteHona u 0,06 MM Ca®*. n=3-6. M+S.D. - pa3nuuus MeXay BapuaHTOM
K u uccnenyembiM BapuaHTOM cTatuctuiecku 3HaduMsl (LII1); T pa3Iuuus MEXy BapUaHTOM
K u uccnegyempiM BapuaHTOM cTaTUCTHYeCKH 3HAUYMMBI (AIl). CTaTuCTHYECKYIO0 3HAYUMOCTH
pa3nuyuil onpenersuy 1o kpureputo dumepa.
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Cumxenne ckopoctu okucienuss HAJ[-H npu 3akanuBanuu B TeMHOTE OBLIO
CBA3aHO CO CHI)KEHHEM TpaHCIopTa 3JIEKTpOoHOB Kak yepe3 LI, tak u All
Oxucnenne HAJ/[-H MUTOXOHIpUSIMH TIPU 3aKAIIMBAHUHM PACTEHUI Ha caxapo3e Mo
CPAaBHEHHIO C MUTOXOHAPUSMHU PACTCHUM, BBIPAIICHHBIX HA Caxapo3e B
KOHTPOJIbHBIX YCJIOBHSIX, CHIKaNOCh 3a cueT mHruouposanus LI (B 1,4 paza),
OJIHAKO TpH 3aKaJIMBaHUU HAOJIOMaNM yBelIWMYeHHue BKiaaa B abixanue All (B 1,5
paza) (puc. 36).

Oxkucnenne sk3oreHHoro HAJI®'H  MUTOXOHApPUAMHU U3  JINCTHEB
KOHTPOJIBbHBIX pacTeHui Obuto Huke, yeM okuciernne HAJI-H (puc. 36). Cxopocthb
okucnennss HAJI®-H yBennunBanace npu BbIpAIMBAHUM PACTEHUM HA PacTBOpE
caxapo3bl B KOHTPOJIbHBIX YCIIOBUSIX W MPU 3aKaJIMBAHMM PACTEHUN Ha Caxapose,
HE HW3MCEHSJIACh NPU 3aKAIMBAHUM PACTEHUM HA KPYIJIOCYTOYHOM CBETYy U
CHIW)KaJIach TpPHU 3aKaJIMBaHUM B yCJIOBHsIX 16 4 Qoromeproga U B TEMHOTE.
Ckopoctb oxuciiennss HAJI®-H MHUTOXOHApUSAMU U3 JIUCTHEB PACTEHUH,
BBIPAIICHHBIX B KOHTPOJIBHBIX YCJIOBHSIX Ha PAcTBOPE caxapo3bl, OblIA BbIIIE MO
CPaBHEHHMIO C TaKOBOM B MHUTOXOHJIPUAX M3 KOHTPOJIBHBIX PACTEHHU, U 3TO
yBeIn4YeHne ObUIO cBsi3aHO ¢ BKIaaoM B apixanue LI (B 1,3 pasa) u AlIl (B 1,6
paza) (puc. 36). Hekxoropoe yBemuuenue ckopoctu okuciaenus HAJID-H B
MUTOXOHJPUSIX PACTEHHUH, 3aKaJIEHHBIX Ha PacTBOPE Caxapo3bl, OBLJIO CBSI3aHO C
yBenuueHueMm Bkiaga B gbixanue AlIl (B 1,7 pasza). 3akaiuBaHue Ha
KPYIJIOCYTOYHOM CBETY HE BIMsUIO Ha cKopocTh okucienus HAJD-H
MHUTOXOHJIPUSIMU, HO COMPOBOXKAAIOCH CHUKEHUEM BKiana B nbixanue All B 1,3
paza. 3akanuBaHue B yCJIoBUAX 16 4 ¢oToneproia U B TEMHOTE CHUXKAJIO CKOPOCTh
JObIXaHUus MHTOXOHApWH 1ipu okucieann HAJID-H, npm stoM HaOmoganm
cHKeHue Bkiana B npixanue u LI, u AIl (puc. 36).

3.4.2.2. @ynkuyuonuposanue anvmepnamuenvix HA/[(®)-H-0ecudpozenas
U anbmepHamuHoUl OKCUOa3vl

OyHKIIMOHUPOBaHUE «BHYTpeHHHX» U «BHemHux» HAJ|(®)-H-AI' u AO B
M30JIMPOBAHHBIX W3 JIUCTHEB 3€JICHBIX PACTEHUN 03UMOW MIIIEHUI[BI MUTOXOHAPUSIX

OMMpCACIIAIN TAaK XK€ KaK W JId MI/ITOXOH,Z[pI/Iﬁ N3 OTHOJIMPOBAHHBIX JIMCTHCB (CM.
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1. 3.4.1.2). B 3eneHbIX JUCThAX OTMEUYEHA BBICOKAs AKTUBHOCTH «BHYTPEHHUX)
HAJI(®)-H-AI' Il tTuna n «sHemHux» HAJ(D)-H-AI' |l Tuna B KOHTPOIBHBIX
ycnoBusx (puc. 35, 36). O BBICOKOH aKTMBHOCTH «BHYTPEHHHX» POTCHOH-
HeuyBcTBUTENbHBIX HAJI(®)-H-JII' B 3€leHBIX JUCTHIX CBUIAETEIBCTBYET TOT
dbakT, 4YTO JbIXaHHME€ MUTOXOHAPUA TIPU OKUCICHUU MajlaTa ObUIO TIOYTH
IOJIHOCTBIO POTEHOH-HEUYBCTBUTEIIBHBIM (pHC. 35).

OyHKuMoHUpoBaHHe  «BHyTpeHHux» HAJ(®)H-AI' Il  Tuna B
MUTOXOHJAPUSIX YBEIMYMBAJIIOCH TIPU BbIPAIMBAHUM pACTEHUN Ha caxapose
HE3aBUCUMO OT TemmeparypHoro pexuma (puc. 35). OnmHako, eciau mpu
3aKaJMBAaHUU HA PACTBOPE caxapo3bl UX (PYHKIMOHUPOBAHKE ObLIO cBA3aHO ¢ All,
TO B KOHTpOJbHBIX ycioBusix — ¢ LII. IIpu 3akanuBanuu B TEMHOTE U nIpU 16 4
dotonepuone QPyHkumoHupoBanue «BHyTpeHHUX» HAJI(D)-H-AI' |l Tuna
CHIDKQJIOCh, OJIHAKO MpH 24 4 (otonepuoge He m3MeHsuioch (puc. 35). Crout
OTMETHUTh, YTO (PYHKIIMOHUPOBAHHE «BHYTPEHHUX» POTCHOH-HEUYBCTBUTEIHHBIX
HAJI(®)-H-AI' B MUTOXOHAPUSX TPHU 3aKAUTMBAHUU B YCIOBUSIX HENPEPHIBHOTO
OCBEIICHHS OBLIO COMPSIKEHO ¢ aKTUBHOCTHIO AQ.

Oyukuuonuposanne «BHemHUX» HAJ(D)-H-AI' yBenuuuBaioch mpu
BBIPAI[MBAHUM PACTEHUN HA PACTBOPE caxapo3bl KaK B KOHTPOJBHBIX YCIIOBUSX,
TaK ¥ Nnpu 3akainuBanuu (puc. 36). OTaudreM sBUIOCh 00jiee CHIIbHOE YBEIIMUCHUE
Bknana All nmpu oxwucnennn HAJI'H MuTOXOHIpHSMHM Tpu 3aKalMBaHWM HA
caxapo3e. BrisBiensl paznuuus B GyHKIMOHUpoBaHuu «BHemHe» HAJ[-H-AT' u
«BHemHe» HAJID-H-/II' B MUTOXOHAPHUSIX U3 PACTEHUM, 3aKAJIEHHBIX B YCIOBHUAX
KpPYTJIOCYTOYHOTO OcBeuleHusl. Tak, eciau (PYHKIMOHHMPOBAHUE «BHEIIHEI»
HAJ[-H-JIT" B oTux ycioBusix ObUIO CBSI3aHO C YBEJIMYCHHEM IMOTOKA AJIEKTPOHOB
uyepe3 All, To ¢pynkumonuposanue «BHemHeiy HAD-H-AI' — ¢ LIT (puc. 36).
Oynkunonnpoanue «BHemHNX» HAJI(D)-H-JAI' B MUTOXOHIpUSX 3€JIEHBIX
JUCTBEB CHWKAJIOCh IpPU 3aKaJUMBAaHWM pPACTEHUl B TEMHOTE M Ha 16 4
dboTonepuoe.

B KOHTPOJBHBIX YCIOBUSAX aKTUBHOCTh AO MpH OKUCIEHUH MajaTa, Majara

B nnpucyrctBuu poreHona, HAJI-H u HAJI®-H 6pina cxoaHOM, B TO BpeMs Kak Mpu
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OKHCIICHUW TJIMIIMHA OHa ObUla MUHHMaNbHOW (puc. 35, 36). YBenuueHwue
aktuBHOCTH AQO HaOIIOAMH TIPU BBIPAIIIMBAHUU PACTEHUN HA PACTBOPE Caxapo3bl
B KOHTPOJIbHBIX YCIIOBUSIX NMPU OKUCICHUU MUTOXOHIpUsiMU cykiuHata, HAJI-H u
HAI®-H (puc. 35, 36). 3akaimBaHue pacTeHH Ha caxapo3e COMPOBOXKIAIOCH
3HAYUTEIBHBIM TOBBIIEHUEM aKTUBHOCTH AQO MpHU OKUCICHHMH MHUTOXOHJIPHUSMU
BCEX HCMOJB3YEeMBIX CyOcTpaTtoB, kpome riuiuHa (puc. 35, 36). 3akaiuBaHue
pacteHuit npu 24 4 (oTomnepuoae MPUBOAWIO K yBeTudeHUI0 akTUBHOCTH AQO B
MUTOXOHJPUSIX TMPU OKHUCICHMM MajiaTa, Majgara B MPUCYTCTBUU POTEHOHA,
cykruHata, riuuHa 1 HAJ['H (puc. 35, 36). Oco0eHHO 3HAYUTEITHHBIM MOYKHO
CUHTATh YBEIUUYCHUE B ATHX YCIOBHSIX aKTUBHOCTH AQO TPH OKUCICHUM TIUITMHA
M0 CPAaBHEHUIO C KOHTPOJIEM, B KOTOPOM €€ (PYHKIIMOHUPOBAHUEM OBbLIO HU3KHUM.
3akanuBaHue pacTeHud npu 16 4 Qoromepuoge MpU OKUCICHUM Maara,
CYKIIMHATA U TJIMIIMHA HE BIUAJIO Ha aKTUBHOCTh AO, B TO BpeMsl KaK 3aKaJIMBaHHE
B TEMHOTE HE3aBHCHMO OT CyOCTpaTa OKHCIEHHUS MPUBOJWIO K CHUXKCHHUIO €e
akTUBHOCTH (puc. 35, 36).

B MHTOXOHIpUAX W3 JMCTHEB 3€JEHBIX PACTCHHH O3MMOW IMIIEHMIIBI OBLIN
uacHTuGunupoBanbl Oenku  «BHyTpeHHUX» (NDA) wu «BHemHux» (NDB)
HAL(®)-H-AC Il tuma ¢ mon. maccamu 63 u 64 k]I, COOTBETCTBEHHO, W
nojunentua AO ¢ moi. maccoit 33 x/1 (puc. 37).

3akanrBaHUE MPOPOCTKOB B TEMHOTE HA PACTBOPE Caxapo3bl MPHUBOIUIIO K
YBEIMUCHHUIO CoJiepKaHusi B MUTOXOHApusix AQO, 3akaquBaHHE TMPOPOCTKOB B
yCIOBUSAX 16 4 M B TEMHOTE CHUYXKAJIO COAEpKaHUE JJAHHOTO OeJKa, a 3aKajIuBaHKE
B YCIIOBHUSIX HEIIPEPHIBHOTO OCBEIICHUS HE BJIMSIO Ha €ro cojaepxanue (puc. 37).
Conepxxanue NDB B MUTOXOHApPUSIX TMOCIE 3aKaJMBaHUs 3HAYUTEIBHO HE
WU3MCHSIOCH (32 MCKJIFOYCHUEM 3aKaJMBaHUS HAa PACTBOPE Caxapo3bl), B TO BpeMs
kak coaepxkanne NDA cHmxanoch (3a UCKIIOYEHHUEM 3aKaJIMBAaHUS HA PacTBOpeE

caxapo3sl) (puc. 37).
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Puc. 37. Biusane xomomoBoro 3akanuBanus Ha comepkanne AO, NDA u
NDB B MUTOXOHJIpUSX W3 3€JI€HBIX JINCTHEB O3UMOM IIIICHUITBI.
a — uMMyHo(operpamMmmMa; & — OTHOCHTEIIBHOE COJIEp)KaHHE HCCIIETyEMBbIX

OeJIKOB B MepecueTe Ha OPHH.
Oébo3nauenun: K, Cs(16), Cp(24), T, T+Cax — kak Ha puc. 34. Xol.3aKk — XOJOJOBOE

3akanuBanue. N=3-4. M+S.D. — pasnuums mexny BapuantoM K u mccieqyeMbiM BapHaHTOM
CTaTHUCTUYECKHU 3HaYMMBbI 110 t-kputeputo CThIOJEHTA.
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4. OBCYKAEHHUE

4.1. OBIIUE MEXAHU3MBbI n OCOBEHHOCTH
®OPMHUPOBAHUS MOPO30YCTOMYUBOCTHU ITUOJIUPOBAHHBIX
M 3EJIEHBIX PACTEHUI O3UMOM NIITEHATIBI

Kak wu3BecTHO, MOBBIINIEHHE YCTOMYMBOCTU O3UMBIX 3JaKOB K HHU3KHUM
TEeMIlepaTypaM B TIOJEBbIX YCIOBHUSIX MPOTEKAET B OCEHHUH TIEpHUOJ, KOTIa
TeMIepaTypa okpyxkaromieid cpenbl cHkaetcst 10 0 °C (+5 — 0 °C). Dot nepuox
Ha3bIBaeTCsl TEpBOM (ha30if  XOJOMOBOTO 3aKaJMBaHMUS W XapaKTEepPU3YeTCs
CJIe Ty IOIITUMU METa0OJTNICCKUMH U3MCHEHUSMU - HaKOIIJICHUEM
BOJIOPACTBOPHUMBIX YTJICBOJIOB, HAKOIUICHUEM aMUHOKHCIIOT M CTPECCOBBIX OEITKOB,
U3MCHCHHUEM JIMITUIHOTO W JKUPHOKUCIIOTHOTO cocTaBa MemOpan [17, 21, 40, 44].
B 3TOT mepuoa mpoucXoauT OCTaHOBKA POCTa, CHIDKCHHE OBOJHEHHOCTH TKaHEH,
CHIDKEHHE MHTEHCHBHOCTH JpIxaHuss u (Qotocuntesa [17, 21, 40, 44].
[IpekparnieHue pacTsLKEHHS KIETOK B 3TOT IMEPUOJ MPUBOJUT K YMEHBIICHHUIO
THApaTaliid  TKaHW W MOXET  CHIDKaTh  BEPOSTHOCTh  0Opa3oBaHUS
BHYTPHKJICTOYHOTO JIbJa M IMOBBIIIATH MOPO30CTOMKOCTh pacteHmit [17, 44].
Crnenyroluii mepyuoj; XoJ0A0BOro 3akaiuBaHus (BTopas (paza) HauMHAETCs, KOT1a
TeMIIepaTypa OKpYXKarollel Cpebl CHUKACTCS 10 OTPUIIATEIbHBIX 3HAYCHUH (-2 —
-5 °C). Bo Bpems BTOpOit (ha3wl 3aKanvBaHUs B MPOTOILIACTE CO3IAIOTCS YCIOBHS,
KOTOpBIE O0O0ECIeYMBAET BBICOKYI0 IPOHUIIAEMOCTh MPOTOILUIACTa IS BOJBI,
BBIHOCJIUBOCTD €0 K 00€3BOKMBAHHIO U K MEXaHUYECKUM aedopmarusim [44].

[TogaBiaeHWE POCTOBBIX MPOIECCOB IPH  XOJIOJOBOM  3aKaJWBaHUU
MIPOUCXOJUT HE TOJIBKO B pe3yJbTaTe IMOHWKEHUS TEMIICPaTypbl, HO U 3a CYET
HAKOIJICHUSI B TKAaHSIX caxapoB. BBICOKMI ypOBEHb caxapoB HHTHOUPYET POCT
MIPOPOCTKOB, TIOJIABIIIET 3KCIPECCHIO (DOTOCMHTETHYECKUX TEHOB M HHIYIIUPYET
9KCIPECCHIO TEHOB, HEOOXOMUMBIX I OnocuHTe3a Kpaxmaia [186]. Ceet Biusier
HAa MOPO30yCTOWYMBOCTH O3WUMBIX 3JIAKOB OJlarojiapsi HAKOIUICHHIO CaxapoB U
TOPMOXEHHUIO POCTOBBIX IMPOIECCOB. YCIEUIHOCTh XOJIOAOBOIO 3aKaJuBaHUSA

3aBUCUT OT BO3pacTta KIETOK. BojopacTBopuMble  yIJIEBOABI  [TOMHUMO
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HEMOCPEACTBEHHOTO  3alIUTHOTO  JCHCTBUS ~ CHOCOOCTBYIOT — HWHAKTHUBAIMU
CTHMYJISITOPOB POCTa M HAKOILICHUIO MHTHOMTOPOB pocTa, B yacTHOoCcTH ABK [43,
185, 186]. Baxkuymo poip B caxapo-3aBHCHMBIX MNyTsaX BbimonHser ABK-
3aBUCUMBIN TPAHCKPUIITMOHHBIN perymstop (ABI4) [186].

X0JI0JI0BOE 3aKaJIMBAaHUE MOXHO MOJIEIUPOBATh B JJAOOPATOPHBIX YCIOBHSIX
C HCMOJB30BAHMEM JTHUOJMPOBAHHBIX WM 3eJeHbIXx pactenuid. [lepBas dasza
XOJIOJIOBOTO 3aKaJIMBAaHMUS O3WMBIX 3JaKOB MOXET IMPOTEKaTb B TEMHOTE MpHU
YCIIOBUM, €CJIM HAaXOMSIIMECs Ha XOJIOJe pacTeHHUsi 00eCleunBalOTCs B KaueCTBE
UCTOYHHUKA DPHEPTHH caxapaMu, WM €CIM OHM HE MCYEPIAM 3alacHbIe BEIlecTBa
supocnepma [44]. OOmmii XapakTep pa3BUTHSA MPOPOCTKOB 3JIAKOB M U3MCHCHHUE
COJIEp’KaHUsl B HUX CaxapoB M3BECTHBI C JIaBHUX IIOpP, MPU ITOM IOKA3aHO, YTO B
TEYEHUE TNEpPBBIX 2-3 JHEW 3apoplll NOTPEOISeT 3amacHble BEIIeCTBA U3
COOCTBEHHBIX 3allacoB, a 3aTeM HCIONb3yeT 3amackl dHaocnepma [13]. [To mepe
pocTa coJep)kaHuEe caxapoB B MPOpPOCTKax cHuxkaerca. CopaepkaHHe caxapos
3HAYUTENbHO CHW)KAETCA TMpU TepexoAe OT OTHUONALMU K  3CJICHEHUIO
(meatnositust)  [9]. Ilym  pacTBOPMMBIX yIJIEBOAOB K KOHILY JIE€ITHOJISIMA
NPOPOCTKOB SIPOBOM TMIICHUIBI CHWXKaNCS mouth B 2 pasa [9]. B mpormecce
JEITUONISIIMYA YHUCIIO TIIACTH]I, COJEpIKAIIMX 3€pHA Kpaxmalla, CHUXKAJIOCh, IpU
3TOM, cmycTss 6 4 3eJeHeHHs, (UKCUpPOBAIM OTCYTCTBHE Kpaxmaja, 4YTO
CBHUICTEILCTBYET O MOJIHOM peyTrin3anuu (GoHa 3armaceHHoro yriaepoza [9].

W XOTs B €CTECTBEHHBIX YCJIOBHSX 3aKaJlMBaHHWE MPOTEKAaeT Ha CBETY U
CBSI3aHO C (DOTOCHHTE30M B JIMCTHSIX M 0Opa3oBaHHEM caxapoB, B J1a0OpaTOPHBIX
YCIOBUSX MOYKHO 3HAYUTEIHFHO MOBBICUTh MOPO30YCTOHYMBOCTH STHOIMPOBAHHBIX
U 3€JICHBIX PacTeHUU B TEMHOTE, MPOBOJS 3aKaJMBAHHE HA PAacTBOpPAX CaxapoB.
Kak mnokazano M.M. TyMaHOBBIM M COTpyJHUKaMH €ro TpyNIbl, BBICOKasd
YCTOMYHUBOCTh O3UMOW MIIEHULBI JOCTUTAJIACh INPU 3aKAIMBAHUM PACTCHUU B
YCJIOBUSIX HU3KOW MOJOXKHUTENIbHOU TemmepaTypsl (2 °C) Ha pacTBOpE caxapos3bl
[44]. Ha xoneonTwisx ObLIM MOKa3aHbI 3alllMTHBIC CBOMCTBA M APYTUX Caxapos,
TaKUX Kak IJI0K03a, GpyKTo3a, ManbTo3a U paduHosa. Bece atu caxapa, BKIrOUas

caxapo3y, HC TOJIbKO IMPOHHUKAIOT B KJICTKH, HO W MPCBPAIIAIOTCA B HUX B JPYIruc
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dbopMbI, obecrnieunBasi BBICOKOE cojepkaHWe caxapoB B TkaHsax [44]. Tlpum
3aKaJIMBaHUM HA PacTBOPAaX »JTUX CaxapoB BHYTPU PACTHUTEIBHBIX KIETOK
OTMEYaJu HAKOIUICHHWE TMPEUMYIIECTBEHHO OJHHUX M TeX ke (opM caxapoB —
TJIFOKO3BI, (PPYKTO3BI, caxapo3bl W OJIMTOCAaXapoB pa3HOW mojumepHocTH [41].
[ToBbIlIEHHOE HAKOIJICHUE Caxapo3bl NMPH 3aKaJMBAHUH — OCHOBHOE YCJIOBHUE JJIS
oOpasoBanus onurocaxapos [41]. He moBbImIamy MOpO30CTOMKOCTh KOJICONTHIICH
MEHTO3bI (apabMHO3a M KCHJI03a), TeKCO3bl (MAaHHO3a W TAJIAaKTO3a) M JAWCaXapuabl
(uenmoOMo3a M JIaKTO3a), COJEpP)KAHHME CcaxapoB IMpPH 3aKaJIMBAHUU Ha OSTUX
yIJIEBOAAX 3HAYMTEIBHO HE W3MEHsUIOCh [44]. 3akanmBaHuWe 3€ICHBIX PacTECHUMA
03UMOI1 NIIeHUIBl Ha pacTBope 12%-o0i1 caxapo3bl ObUI0 O0see 3((PEKTUBHBIM,
yeM 3aKajJMBaHHE Ha pPacTBOpPAX TIJIOKO3bl, MaJbTO3bl, JIAKTO3bl, PAMHO3bl U
rajJjakTo3sl TakoW jke mporeHTHocTH [44]. OcHOBBIBasCh Ha AITHX (paKTax, B
JaHHOW paboTe Uis MOBBIIIEHUS MOPO30YCTOWYMBOCTU PACTEHUH O3UMOM
MIIICHUITBI 3aKaJTUBaHKE MTPOBOIMIIN Ha pacTBope 12%-0i1 caxapo3ssl.

3aKalMBaHUIO TOJIBEPTalid STHUOJUPOBAHHBIE MPOPOCTKH B BO3pacTe 3-X
CYTOK, OJTHOJMpPOBaHHbIE W 3€JIEHbIE pAcTeHHsi B BO3pacTe 7-MH CYTOK.
Coneprxanne caxapoB ObLIIO HAMOOJBIITNM B MTOOETaX 3THOJMPOBAHHBIX MPOPOCTOB
u cocraBisuio 25,1% ot cyxoro Beca (puc. 12), cHmxanoch 10 6,2% OT cyxoro
BECa B JIUCThSIX ITHOJIUPOBAHHBIX pacTeHUil (puc. 23) u emie 00JIbIlle CHUXKAIOCh B
JUCTBAX 3€JIEHBIX pacTeHui — 10 2,2% ot cyxoro Beca (puc. 29). 3To coriacyercs
C JIUTEPATypHBIMU JAaHHBIMH O PACXOJOBAaHWUU CaxapoB Ha TMPOIECCHl pOCTa U
neotnonsiiii [9, 13]. UToOBI TMOBBICHTH COJIEP)KaHHUE CaxapoB B JIMCTBAX
ATUOJIMPOBAHHBIX U 3€JIEHBIX PACTEHUI MpUMEHsIH pacTBOp 12%-0ii caxapo3sbi.

[IpuMeHnB cxeMy 3akaJMBaHUsi, B KOTOPOW STHUOJMPOBAHHBIC PACTCHUS
3aKAIMBAJIA TOJIBKO IIPU HU3KOW IOJIOKUTEIBHON TEMIIEPATYpPE WIIM IIPU HU3KOU
MOJIOKUTEIBHON TeMIepaType Ha pacTBOpE caxapo3bl, a 3eJIeHble pacTeHUs
3aKaJIMBaIM MPU PA3TUYHBIX CBETOBBIX PEKMMaX WM B TEMHOTE Ha PacTBOpE
caxapo3bl, Oblla TOATBEPXKIEHA BaXKHas poOJb CaxapoB B MEXaHHU3Max
MOpPO30YCTOMYMBOCTH ¥  BBISIBIEHA CIOCOOHOCTh  3K30T€HHOM  caxaposbl

HHAYOHUPOBATh CHHTC3 CTPCCCOBLIX OeIIKOB ACTUAPUHOB  HE3aBUCHMO OT
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TeMrepaTypHoro pexxuma (puc. 24, 30).

HezaBucumo ot tuma Tkanu (poroaBTO- WM reTepoTpodHas) U YCIOBHMA
3aKaJMBaHUsl HU3Kasg TeMIlepaTypa MPUBOAWIA K HHTMOUPOBAHUIO pOCTa MOOErOB
IIPOPOCTKOB M pacTeHui o3umoin mmeHuIsl (puc. 10a, 20, 26) u CHKEHUIO
CoJiepKaHus BOJBI B moderax u aucThax (puc. 106, 21, 27).

Mop030yCTOMYUBOCTh 3aKaJ€HHBIX 3THOJMPOBAHHBIX U 3€JCHBIX PaCTECHUU
O3UMOM MIIIEHUIIB HAMPSAMYIO ObllIa CBS3aHA C COACPIKAHUEM BOJOPACTBOPHUMBIX
YIIEBOJAOB B JHUCTBhSAX. XOJOJOBOE 3aKalMBAaHUE JTHOJUPOBAHHBIX U 3€JEHBIX
pacTeHUl Ha pacTBOPE caxapo3bl U 3€JICHBIX PACTCHUHN B YCIOBHUSIX HEIIPEPHIBHOTO
OCBEIICHWS  TPHUBOIWIO K  3HAYUTEIBPHOMY  YBEIMYCHHIO  COJCPIKAHUS
BOJIOPACTBOPHMBIX YTJIEBOJOB B JIMCThAX (puc. 23, 29). CpaBHUTEIbHBIN aHAIN3
BIIUSHUAS DK30TCHHOW Caxapo3bl Ha POCT 3THOJIMPOBAHHBIX M 3€JICHBIX PACTECHUU
O3UMOM MIIEHUIIBI BBISIBUJI, YTO B OTJIMYME OT 3TUOJMPOBAHHBIX PACTEHUH POCT
3€JIEHbIX PACTEHUW MpH BBIPAIMBAHUM HA PACTBOPE caxapo3bl B TEMHOTE B
KOHTPOJIBHBIX ~ YCIIOBUSIX cuibHO uHrHOuMpyercs (puc. 20, 26). Taxxke
ATUOJIMPOBAHHBIE PACTEHUS, BbIpalieHHbIEe Mpu 22 °C Ha pacTBOpE caxapo3bl, B
OTJIMYKE OT 3€JICHBIX PACTeHUH, ObUIM CIOCOOHBI HAaKaIIUBATh TOpas3io OOJIbIIe
caxapoB (puc. 23, 29). 3akanuBaHHE 3€JCHBIX PACTCHHUI MPH Pa3HBIX YCIOBHUIX
OCBEIICHMS] TakKXKe TMO-pa3HOMY BIMSJIO Ha HAKOIUICHHUE BOJOPACTBOPUMBIX
YIJICBOJIOB B JINCThAX (puc. 29). YBeauueHue JUIMTEILHOCTH CBETOBOIO IEPHO/a
IIPY 3aKAJTMBAHUU 3€JIEHBIX PACTEHUN COMPOBOKIATIOCH IMOBBIIIICHUEM HAKOILIICHUS
caxapoB B JHCTBhiIX (puc. 29). Hambosbliee coaepikaHue caxapoB B 3CJICHBIX
JUCTBSAX HAONIOAANOCh MPU 3aKAJMBAHWHM PACTCHHHA B YCJIOBHSAX HEMPEPHIBHOTO
OCBEIICHMSI, YTO CBHUJIETEIHCTBYET O COXPAHEHHH BBICOKOW (POTOCHHTETUYECKOM
aKTUBHOCTH XJIOPOIUTACTOB TIPH JACHCTBUU HHM3KOH Temmeparypbl. CoxpaHeHHe
(OTOCUHTETUYECKOW AaKTUBHOCTH XJIOPOILJIACTOB TIPU JCHCTBUU CTPECCOBBIX
(bakTopoB, BO3MOXKHO, Onarogaps (GyHKIIMOHUPOBAHUIO B PACTUTEIBHBIX KIIETKAaX
AHTUOKCUJAHTHBIX (EpPMEHTOB M HUBKOMOJEKYISpHBIX coeauHeHuil. Tak,
nokazano, yto CO/l, ackopOaTnepokcuaa3a u karaiaza ooe3ppexuBaioT ADOK npu

nu30pITOuHOM ocBemenun [164, 193]. Opnako, eciau H30BITOYHOE OCBEIICHHE
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JEICTBYET Ha PAaCTEHUS COBMECTHO C JIEHCTBUEM JIPYroro CTpeccoBoro (hakropa
(HampuMep, HU3KOW TeMIlepaTypbl), 3THU (EpMEHThl HE CIPABISIIOTCS C
netokcukaruen ADPK, uro moxker Bei3BaTh nHruouposanre OC I u II [164, 193].
Jlnst caHrkeHns] (POTOMHTHOMPOBAHUS TMPU U30BITOYHOM OCBEIICHHH MOTYT OBITH
3aJIeUCTBOBaHbl ~ MEXaHU3Mbl  aKTHUBAllMM  aJbTEPHATHUBHBIX  (PepMEHTOB
JbIXaTeabHOM 1enu MHUTOXOHJIpud — AQO U POTECHOH-HEUYBCTBUTEJIbHBIC
HAJI(®)-H-Ar' [95, 100, 117, 161, 228]. BepostHO, NpH IESHCTBUU HU3KHX
TeMIlepaTyp HaOJIOAAeTCsl CXOAHAs CUTyallus: MPOUCXOAuT akTuBauusg AO u
poTeHOH-HeuyBCcTBUTENbHBIX HAJ[(®)-H-neruaporenas, KoToOpbie 3allUIIAIOT
(OTOCMHTETUYECKUH ammapar XJIOPOIIaCTOB OT ()OTOMHTMOUPOBAHUS B YCIOBUSIX
HU3KOTEMIIEPATYPHOTO CTpECCa.

CrenyeT OTMETHTBH, YTO INPU IEPEMEIICHUM 3EJIEHBIX PACTEHUN O3UMOU
MIICHULIBI B TEMHOTY Ha 7 cyTok mpu Ttemieparype 22 °C HOpOUCXOIUT
MoXKeJNTeHrue JUCTheB (puc. 25). Takoro He HAOMIOAACTCS MPU MEPEHOCE 3ETEHBIX
pacTeHuil B TeMHOTY Ha 3akainuBaHue (npu 2 °C, 7 CyTOK), YTO CBUIETEIbCTBYET
00 OTCYTCTBUU pa3pyllieHUs XJopoduiia B YCIOBHUSIX JJIUTEILHOTO MPEObIBAHUS
pPACTEHHI B TEMHOTE ITPU HU3KOM 3aKaJIMBAIOILIEH TEMIIEPATYpE.

VYBennueHne CcoJepkKaHus BOJIOPACTBOPUMBIX YIJIEBOJOB HE3aBUCUMO OT
THUIA TKaHU pacTeHui ((HOTOABTO- WK TeTepoTpodHast) U crocoda UX HAKOTUICHHS
(boTocuHTE3 WM TOTJOIIEHWE W3 pacTBOpa caxapo3bl) BIUSJIO Ha
MOPO30yCTOMYMBOCTh PACTEHUN O3UMOM mieHuIbl. OOoraiieHne caxapamu B
KOHTPOJIBHBIX YCJIOBHUSIX, XOTS W TOBBIIIAJIO BBIKHWBAEMOCTh PACTEHUM, HO OBLIO
HEJIOCTATOYHBIM JJIsl ONITUMAJILHOTO MOBBIMICHUS MOPO30YCTOMYMBOCTH, KOTOPOE
JOCTUTAJIOCh MpH  3aKaAJIMBAaHUM B  YCIOBHUSX HU3KOM  TOJOKUTEIIBHOU
TeMrepaTyphbl. [loBbIlIICHUE MOPO30YCTOMUYHNBOCTH COTMPOBOXK/IAJIOCh
3HAYUTEIHLHBIM UHTHOMPOBAHWEM POCTa KaK ATHOJMPOBaHHBIX (puc. 20, 22), Tak u
3€JICHBIX pacTeHmi (puc. 26, 28) u CHMKEHHUEM COACP)KAHMS BOJIBI B JIMCTHIX 3THX
pactenuii (puc. 21, 27).

ITockobKy B MEXaHM3Max MOBBIMIEHUS MOPO30yCTOWYMBOCTH PACTEHUU

BaXHas pPOJb OTBOJHUTCA CHHTC3Y CTPCCCOBLIX 6€J'IKOB, TO IMOMHUMO H3YUYCHHIA
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U3MEHEHUN COAEpKaHMsS caxapoB B paldoTe ObUT NpOaHAIM3UPOBAH CHUHTE3
neruapuHoB.  JleruapuHbl —  MHOTO(YHKIMOHAJbHBbIE  OENKH, KOTOpBIC
OOHapy>KeHbI B Pa3IMYHBIX KOMIAPTMEHTaX PACTUTEIbHON KJIETKH, U UX CHHTE3
3HAYUTENIbHO  HMHAYIHUpPYEeTCs  JAeWcTBUEM  (PakTOpoB,  MPUBOAAIIUX K
obe3BoxkuBanuio [124, 171, 173, 187]. Huskas TemnepaTypa He3aBUCHMO OT THIIA
TKaHU U CBETOBOT'O peKMUMa 3aKaJMBaHUs UHIYIIMPOBAJIa CHHTE3 KaK BBICOKO-, TaK
U HU3KOMOJIEKYISIpHBIX AeruapuHoB (puc. 13, 24, 30). CnexkTtp neruapuHOB B
noberax 3THOJMPOBAHHBIX MPOPOCTKOB M JIUCThSIX ITHOJIUPOBAHHBIX U 3€JIEHBIX
PACTEHHI MMOYTH NOJHOCTBIO COBIIAJIa. BeIpaliuMBaHue pacTEHHM HAa Caxapo3e B
KOHTPOJIBHBIX YCJIOBUSAX WHAYIIMPOBAJIO CUHTE3 HU3KOMOJEKYISAPHBIX ACTUIPUHOB
KaKk B JIMCTBAX ATHOJHMPOBAHHBIX, TaK W 3€JeHbIX pacTeHuii (puc. 24, 30).
[TockonbKy B 3THUX YCIIOBHSIX MOBBIIIAIACH MOPO30YCTOMYMBOCTh PACTEHHM (pHC.
22, 28), MOXHO TOBOPUTH O 3alIUTHOW POJIM HHIYIIMPOBAHHBIX CaXapo30u
JNETUAPUHOB. JleTuAPUHBI TOKAIU3YIOTCS B Pa3IMYHBIX OpraHeiiaX, B TOM YHCIE B
MUTOXOHJIpHsIX. HaxomineHue erugpruHOB TMPOUCXOAMIO B MHUTOXOHJIPHIX
MIIEHULIBI, PXKH U KYKYpY3blI [OJT ACHCTBUEM HU3KOU Temmeparypsl [55]. TIpu atom
B XOJOJOYCTOWYMBBIX PACTEHUSX IMIICHUIBI M PXXU HAKaIUIMBAJIUChL Ooee
TEPMOCTAOMJIbHBIE JCTUAPUHBI, YE€M B XOJOJOYYBCTBUTEIBHBIX PACTCHHSIX
KyKypy3bl. BbUl10 mpeanosiokeHo, 4to (yHKUUS NETHIPUHOB B ITHX YCJIOBMSIX
CBs3aHa CcO cTabwin3anued OelKOB B MeMOpaHe WM B MATPUKCE MUTOXOHAPUIN
[55]. B nmapenxume KOpbl CTEOJEBBIX TKaHEH MPOPOCTKOB O3MMOM IIICHHUIIBI B
KOHTpPOJIE BCE ICTUIAPUHBI MUTOXOHIPHHA JIOKATU30BAINCH HCKIIOYUTEIHHO B
00J1acTy Hapy»XHOW W BHYTPEHHEH MeMOpaH, B TO BpeMs Kak MPH 3aKaJTMBAaHUU UX
HAKOIUIEHHWE TPOUCXOIWIO U B MaTpHUKCE, XOTS B aOCOJIIOTHOM BBIpaXXEHUU
cojiepKaHue JACTUAPUHOB BOJIM3M MEMOpaH yBeIMuuBaioch B 3 pasa [32]. B To xe
BpeMsl CHUHTE3 JETHJIPUHOB B OTCYTCTBHE 3HAUMMOI'O HAKOIUICHHs caxapoB MpHu
3aKaJIMBaHWUM K  XOJIOAY  HE  MOXET  O00eclneyuTb  ONTUMAIbHYIO
MOPO30YCTOMYMBOCTh, MOCKOJIBKY 3aKaJIMBAaHUE 3€JEHBIX PACTEHUH B TEMHOTE
XOTS M MHIYIHUPOBAIO CHUHTE3 JErHIPHUHOB, HO MOPO30yCTOMYHMBOCTH 3THUX

paCTCHI/Iﬁ ObL1a HHUKC, UEM IIPpH 3aKaJIMBAHHWK B TCMHOTC Ha PAaCTBOPE CaxapO3bl
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(puc. 28, 29, 30).

Takum 00pa3oM, HAKOIUIEHHE BOJOPACTBOPUMBIX VYIJIEBOJOB M CHHTE3
JETUIPUHOB  SIBIISIOTCSA ~ MEXaHU3MaMH, HEOOXOAUMBIMU JJIi  TTOBBIIIECHUS
MOPO30YCTOMYUBOCTH PACTEHUHN KaK C TeTepoTpO(dHBIM, TaKk 1 (HOTOABTOTPOPHBIM
TAMOM MeTabonu3Ma. [IoCKOIbKY HCMOJB3yeMble YCIOBUS 3aKaJIMBAaHUS ObLIH
3 PEKTUBHBIMU JJISl TIOBBIIICHUS MOPO30yCTOMYHUBOCTH, TO 3aKaJleHHbIC TaKUM
oOpa3oM  pacTeHHUS HWCIOJB30BATM IS  W3ydeHHs]  (YHKIMOHUPOBAHUS
MHUTOXOHJIPUAIBHBIX HECONPSKEHHBIX CUCTEM JbIXaHUS.

4.2. POJIb AJIbTEPHATUBHBIX ®EPMEHTOB JABIXAHUSI B
METABOJIUBME TETEPOTPO®HBIX U ®OTOABTOTPO®HBIX
KJETOK PACTEHUH ITPU XOJIOJJOBOM 3AKAJITMBAHUU

JIpIXaTenbHbIC MYTU B PACTUTEBHBIX TKAHAX BKIIOYAIOT TJIMKOJIN3, KOTOPHIN
MPOTEKAET B MUTO30Jie W Iwiactuaax, [IPII, mporekarommii B IiacTUAax H
nuTo3oise, kil Kpebca B MaTpukce MUTOXOHAPUNA U DIEKTPOH-TPAHCIIOPTHHIC
MyTH, PACIIOJIO)KEHHbIE BO BHYTPEHHEN MUTOXOHIpUaibHOU MeMOpaHe. DepMeHThI
rimkonu3a, IIPII, ITJIK, mukma Kpebca m apIxaTenpbHOW LENMH MHUTOXOHJPHUIA
YyBCTBUTEJIBHBI K U3MEHEHUIO TEMIIEPATYPHI OKPYKAIOWIEH CpPellbl U MO-Pa3HOMY
pearupyiot Ha ee cHmkenue [35, 67, 84, 102, 127, 129]. YV x051010yCTONYHUBBIX
pacTeHull (EepMEHTHI JbIXaTEIbHBIX NYTEeW AaKTHUBHBI B IMUPOKOM JHAIa3oHE
TeMrepaTyp, y HUX Takke 00Jjiee YCTOWMYMBBI K JEHCTBUIO HU3KHUX TeMIIEpaTyp
dororocunretnueckue  peakuuu  [49].  Tpancmopr — MeTabOJMTOB Y
XOJIOJIOYCTOMYMBBIX PACTCHUN MOJJECPKUBACTCA B IIMPOKOM TEMIEPATypHOM
JMara3oHe U J0JIbIIIe COXPAHIIOTCS JTOHOPHO-aKIICITOPHbIC B3auMoaercTeus [49].

AKTHUBHOCTH KJTFOYEBBIX (PEPMEHTOB, KOTOPHIE KOHTPOJIHUPYIOT MOCTYIUICHHE
cyOcTpaTtoB B MUTOXOHJIpUH, Takux kak [[JIK u Mamuk-sH3UM, MOXKET CHUXAThCS
npu HU3kKHX Temieparypax [129]. Cumkenune aktuBHocTH [TJIK ¥ Mamuk-3H3MMa
IPY HU3KOM TEMIIEpaType 3aBUCUT OT MHTEHCUBHOCTH OCBEUICHMS: MPU HU3KOU
OCBEIIEHHOCTHU JIbIXaHue 0ojiee YyBCTBUTEIIBHO K HU3KOW TeMmIlepaType, 4eM IpHu
ontuMaibHO [129]. AxtmBHOCT, IIJIK m1pu HM30BITOYHOM  OCBEIIEHUU

UHruoupyercs BbicokuMu KoHueHTpanusimu AT®, HAJI-H u ammonuem, KkoTopbie
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oOpasytorcs B peaknusax (GOTOAbIXaHUS, OTO, B CBOIO O4YEpeIb, MOXKET
OrpaHWYMBATL TOTOK 3JeKTpoHOB B muki1 Kpebdca [183]. BepostHo, 4to B
YCIOBUSIX JIEUCTBUS HU3ZKUX TEMIlepaTyp OTH H3MEHEeHHs OyayT Ooiee
BbIpaKeHHbIMU. 3BecTtHO, uTO I[IDII MeHee YyBCTBUTENEH K XOJIOLY, YEM
rivkosu3, nostomy Bkian [IDII B npIxaHwe HECKOIBKO YBEJIMYMBACTCS MpU
HU3KUX Temmepatypax [127]. Huskas temmeparypa MPUBOJIUT K TOPMOXKCHHUIO
TPAHCIIOPTa AJIEKTPOHOB B MUTOXOHJIPHUSIX PACTCHUU 4Yepe3 HUTOXPOMHBIN MyTh U
aKTUBAIIMM TPAHCIIOPTA SJEKTPOHOB 4Uepe3 albTePHATUBHBIN MyTbh, CBSI3aHHBIN C
¢dbyuakrmonnpoanueM AO [94, 127]. Het comuennii, uto AO NpUHAMAET y4acTHe
B OTBETHOW peakIuy pacTeHWd Ha HU3Kyro Temmeparypy [100, 219]. Axruamus
All npu HU3KON Temmeparype MoKa3aHa Ha pPa3iIUYHbIX PACTUTENIbHBIX 00BEKTax
Kak ¢ rereporpodHbIM, Tak U (GoToaBTOTPOGHBIM THIIOM NuTanus [57, 94, 152,
168, 194, 208, 223]. Ognako (dyHKIMOHAILHAS poiib AO mpu AEHCTBUU HU3KUX
TEMIIEPATYp HA PaCTEHUSI OCTAETCS BO MHOTOM JIUCKYCCUOHHOM.

OpHuM 13 OOLIMX OTBETOB PAacTeHU Ha JEWCTBHE HU3KOW TEMIEpaTypbl
SBJISICTCS HAKOIJICHHE B MX TKaHIX BOIOPACTBOPMMBIX yriieBojaoB [21, 40, 44]. B
cB3M ¢ 3TuM oaHa u3 ¢GyHkumid AO u anerepHatuBHbix HAJI(D)-H-JAI' B
YCIIOBUSIX HU3KHUX TEMIIEpaTyp MOXKET 3aKII0uaThbCsl B PACCEHBAHWUU H30BITKA
YIJIEBOJIOB, 4YTO CIOCOOCTBYET TOJIEp)KaHHIO CcKopocTter obopora ATD. B
COTJIACMM C OJTUM HaXOJSITCS paHee TMOJy4YeHHBbIE JJaHHbIE O B3aUMOCBS3H
yTAEBOAHOTO cTaryca M akTUBHOCTH AQ. B NMHUCTHsIX HEKOTOPHIX BUIOB paCTEHUMN
in vivo aktBHOCTE AO B MUTOXOHIPHSIX BBICOKA, KOIJIa YIJICBOJIHBIM CTaTyC
BBICOK (HampuMmep, JIUCThs mocie ocBemeHus) 1 AO MOXKeT UrpaTh BaXHYIO POJIb
Kak sHepropaccemBaronuii myts [161]. B 3eneHbIX JHUCTBSIX MINICHHUIIBI MTOKa3aHa
npsiMasi KOppeNsAlrs MEXAy COJepKaHHeM caxapoB B Cpele HHKyOanmuu u
CKOpPOCTBIO JbIXaHWs, W BKIagoMm B abixanue All [68]. Tloka3ana 3aBHCHMOCTD
aKTUBAIIMM JBIXaHUS JINCTHEB caxapamMd OT OCBEIIEHHOCTH: €CIU J00aBJICHHE
HK30TE€HHBIX CaxapoB B Cpeay HHKyOallMu MpPOBOAMIM B HOYHOM MEpUOAd, TO
YBEIMYCHHUE [IbIXaHUS HAOIIOJaIM, €CIU TIOCie OCBEIIeHUusT — O3TOT 3PdekT

orcyrctBoBan [127, 161]. Ilpu »TOM yCuJIEHHME JbIXaHUSA JUCTBIMHU IIPH
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N00aBICHUH 3K30T€HHBIX CaXxapoB ObUIO YyBCTBUTENBHO K HHTHONTOPY AO — CT'K
[127]. B To ’ke Bpems CYIIECTBYIOT JaHHbIE 00 OTCYTCTBHU CBSI3U MEKIY
akTUBHOCTBIO AQO in Vvivo wu yriueBomHeiM cratycom [161, 208]. Takue
HEOJTHO3HAYHBIC JTaHHBIE O CBs3M aKTMBHOCTU AQO U YIJIEBOJHOTO CTaTyca MOTYT
OBITh CBA3aHBI C AKOJIOTHYECKUMU OCOOEHHOCTSIMU pacTeHuil. C UCTOIb30BaAHUEM
MYTaHTHBIX JIMHUM pacTeHUHW C HM3MEHEHHOM »Kcrmpeccueil reHoB AQO Oblia
MPEANPUHATA TIONMBITKA W3YYUTh 3aBHCHUMOCTh YIJIEBOJHOTO CTaTyca OT
dbynkuuonupoanusi AQO. Ha pacrenusx apabujoricuca ¢ OTCYTCTBHEM TI'€Ha
AOXla Obuto TOKa3aHO, YTO TOCTE ACUCTBHS HHU3KOM TeMIIepaTypsl B ITHX
pacTeHUSAX Kpaxmayia HaKaIlUTMBAeTCs OOJbIe, YeM B PACTEHUSAX JUKOTO THUIIA
[225]. D10 npeanonaraer, yro pyHkuuonupoBanue AO CBSI3aHO C pacXoJ0BaHHEM
yIaeBoMOoB. B TO ke BpeMsi CYIIECTBYIOT MPOTHUBOMOJOKHBIE PE3YJIbTATHI.
[lokazaHo, 4to pacreHus Tabaka C TOHWXKEHHOW »dkcnpeccuer AOXIa
HAKaIUIMBAJIA CaxapoB MEHbINE, YeM PACTCHHs] JUKOrO THMA, a PACTEHUs C
MOBBIIICHHON 3KCHPECCUEN 3TOr0 I'€Ha MPU HU3KOW TEeMIepaType HaKAIIMBAINA
caxapoB Ooubliiie (IJIFOKO3bI M (DPYKTO3bI), YeM pacTeHus Aukoro tuma [223].
[locneguue  pe3ynbTaThl  CBUACTENBCTBYIOT B MOJNB3Yy  TOTO,  4YTO
dbynkuuonupoBanne AQO crmocoOCTBYeT HAaKOIICHUIO caxapoB. JTO B CBOIO
ouepenp mnoapazymeBaeT, 4to AQO wurpaeT BaXKHYK pOJb B NOAACPKAHUU
(OTOCHHTETUYECKHX PEAKIUi B CTPECCOBBIX YCIOBHUSAX. Tak, OblIa BBHISBICHA
BakHas poiib AO B 3amute OTIL[ xmopornactoB oT (OTOMHTHOMPOBAHUS TIPU
u30pITOuHOM ocBemenun [95, 117, 228, 230]. beuto moka3zaHo, YTO
uHruoupoBanne AQO mnpuBOIMIO K cBepxBoccraHoBieHuto OTL] xmoporiacTos
[229]. Ha ¢one marnOupoBanuss AO B JHCTBAX MIIEHUIBI OTMEYAIOCh CHIIbHOE
orpaHUYeHHE (DOTOCMHTETUYCCKUX PEAKIIMKA MPU COBMECTHOM JEHCTBHUU 3aCYXH H
cBeTa BBICOKOM mHTeHCHMBHOCTH [218]. CHmkenue s3dpdextuBHOCTH (HOTOCHHTE3A
HaOMIOMaIn y MYTAaHTOB apabuporcuca ¢ orcyrctBueM AOXla mpu neiictBun
3aCyXH U CBeTa yMepeHHoM nHTeHcHBHOCTH [107], mpu 0OpaboTKe aHTUMHUIMHOM
A [115]. Tloka3aHO, d4YTO TmOJ JEHWCTBHEM CBETa BBICOKOW WHTEHCUBHOCTH

INPOMCXOTUT yBEIUYEHUE dKCIpeccud He Toiibko reHa AQO [116], HO u TeHOB,
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KOIUPYIONINX «BHyTpeHHHE» U «BHemHue» HAJI(D)-H-AT 11 Tama [97, 100, 199].
®yuknumonupoBanue AO, a takxke anbrepHatuBHbIX HAJI(D)-H-ZI', HE0OX01uMO
JUTsL onTUMU3auu (OTOCUHTE3a 3a CUET MojjaepxKaHus Tpedyemoro ypoHs ATD
B IIMTO30JIC, TMIOBBIIIEHUS CHHTE3a Ccaxapo3bl W pacceMBaHUs HU30bITKa
BOCCTAHOBUTEJIBHBIX DKBUBAJICHTOB OT XJoporuiactoB [229]. [Ipeamnonaraercs, 4ro
«BuyTpeHHsss» HAJI-H-JII' I Tunma wurpaer BaXHYIO poJb B NOAACPKAHUU
doTocUHTETHYECKOTO  MeTaboim3Ma  mporeccoB  ¢oroabixanus [199], a
dbyukimonupoBanue «BHemHe» HAJID-H-geruaporenassl, CriocOOHOM OKUCIATH
uuto3onbHbli  HAJI®-H, skcnopTHpOBaHHBIM W3  XJOPOILUIACTOB, BEPOSATHO,
CIIOCOOCTBYET  MOJJEPKAHUIO  OKHUCIUTEIbHO-BOCCTAHOBUTEIBHOIO  OajaHca
xsoporuiactos [100].

HecMoTpst Ha OoubllIoe KOJUYECTBO JAHHBIX, UMEIOIIUXCS B JIUTEpPATypE,
dbynkuuonuposanue AO u HAJI(®)-H-AI' Il tuna B pacTUTENBHBIX TKAHSAX MPU
JEWCTBUU HU3KUX TEMIEPATYp /10 KOHIA HE BBISICHEHO, TAKXKE HE BBIACHEHO KakK
M3MEHEHHUE YTJIEBOJHOTO CTaTyca IMpPH XOJIOJAOBOM 3aKaJIMBAaHUU PACTEHUN BIUSET
Ha AaKTUBHOCTh 3THUX CHUCTeM. B HacTosmiei paboTe MOIydeHbl pe3yNbTaThl,
KOTOpbIE CBHUAETENbCTBYIOT 00 ydacTun AQO U POTEHOH-HEUYBCTBUTEIBHBIX
HA(®)H-AAI' B OTBeTHOW peakiuu MUTOXOHAPUNA TETePOTPODHBIX U
(GbOTOaBTOTPOPHBIX TKAHEW O3WMOM TMIIEHUIBI HAa HU3KYI0 TEMIIepaTypy U O
BAKHOM pOJIM JaHHBIX OEJIKOB B MEXaHHW3MaxX MOpPO30ycTouumBOocTU. Takxke
MOKA3aHO, YTO M3MEHEHHUE YTJIEBOJHOrO CTAaTyca MpHU XOJOJOBOM 3aKaJIMBaHUU
pacTeHUI peryIupyeT akTUBHOCTh aJIbTEPHATUBHBIX (DEPMEHTOB JIbIXaHUS.

C ucnoib30BaHMEM  MHTOXOHJIPUH, HW30JUPOBAHHBIX U3  MOOEroB
ATUOJIMPOBAHHBIX MPOPOCTKOB U JIUCTHEB 3THUOJUPOBAHHBIX U 3€JEHBIX PAaCTECHUUN
O3UMOI TMIIEHUIBI, MOCJE JCHCTBUA Ha PACTEHHUS HU3KUX 3aKaJTUBAIOLIUX
TeMIEepaTyp MOKa3aHbl U3MEHEHUS B JIBIXaTEIbHONW aKTUBHOCTA MHUTOXOHAPHUI U
dbyakuuonupoBanun AO u poteHoH-HeuyBcTBUTEIbHBIX HAJ(D)-H-AI'. Kax
U3BECTHO, MUTOXOHAPUU U3 (HOTOABTOTPOPHBIX M TeTEePOTPOPHBIX TKaHEH
pacTeHuil CHJIBHO OTJIMYAIOTCA MO COCTaBy OENKOB M MX COJEP)KaHUIO, a TaKKe

HMCIOT pa3jindus B MCT3.6OJ'II/13MC, CBsA3aHHBIC C BI>I60p0M cy6CTpaTa JJI AbIXaHU
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w/umn ero jgoctymHocthio [130, 144]. Ha mpumepe mpopoCTKOB apaOuorcuca,
BEIPAIICHHBIX Ha CBETYy, W MUTOXOHAPWHA KYJIbTYphl KIETOK apabumoricuca
MOKa3aHo, 4TO OOJIBIIMHCTBO OTJIMYUN MUTOXOHJIPUAIBLHOTO MpoTeoMa (HOTOABTO-
U TETePOTPOQPHBIX KIETOK CBA3AHO C MATPUKCOM ITHX OPraHesl U HE 3aTParuBaeT
OCHOBHBIE KOMIUIEKCHI JbIXaTeJIbHOW IIeMH, JIOKAJIM30BaHHbIE BO BHYTPEHHEU
memOpane [130]. Tak, OCHOBHBIM OTJIMYHMEM MHUTOXOHAPUH (POTOCHHTE3HPYIOIIMX
TKaHEW SBISIETCS MX CIOCOOHOCTh OKHUCIATH TIUIMH WM (OopMHAT, a TaKxKe
BBICOKOE COJIEp)KaHHE KOMIIOHEHTOB TIJIUIMHACKAPOOKCHIA3HOTO KOMIUIEKCa U
CEePUHTHAPOKCUMETUITpaHCPepa3bl, MPUHUMAIOMIUX Y4YacThe B (POTOJBIXaHUU
[130]. B HedoTOCHHTE3UPYIOMMX TKAHIX OKUCJICHHWE IbIXaTCIbHBIX CyOCTpaToB
MOJIEKYJISIPHBIM KUCJIOPOAOM SIBJISIETCS. OCHOBHBIM UCTOYHUKOM DHEPTHH B KIIETKE.
YuuThiBas UMEKOIIMECS JaHHbBIE O pPa3IuuusIX MeTadonu3Ma B KIIETKax
rerepoTpodHbIX U (HOTOABTOTPOGHBIX TKaHEW OBUIO MPEANON0XKEHO, YTO
GYHKIMOHUPOBAHUE HECONMPsDKEHHBIX ¢ cuHTe3oM ATd  anpTepHATHBHOM
okcugaszbel 1 HAJI(®)-H-AI' I Tuna npu nelcTBUM HU3KUX Temreparyp Oyaer
otnuyathes. ClenyeT Takke OTMETUTh, YTO paboThl 1o u3zydenuio All B 3eeHbIx
JUCTBSIX PACTEHUU BBHITIOJIHEHBI B OCHOBHOM Ha HMHTAKTHBIX TKaHSIX, a HE Ha
M30JIMPOBAHHBIX MHTOXOHAPHUSAX. IDTO CBSI3@8HO CO CJOKHOCTBIO MOJYy4YECHUS
(GyHKIMOHATBLHO AaKTUBHBIX MHUTOXOHJIPUN W3 3€JCHBIX JIMCTheB. B Hacrosiei
paboTe Bce MCCIENOBaHUS MPOBOJIMIUCH HAa OYMIIEHHBIX B IPaJIMEHTE MEPKOILIIa
MUTOXOHAPHUSIX U3 JIUCTHEB O3UMOM MIIIEHUIIBI.

NHTEHCUBHOCTh  MUTOXOHAPHUAJIBHOIO  JBIXaHUA  PACTEHUM  O3UMOM
MIIEHUIIbI, BBIPAIICHHBIX B KOHTPOJIBHBIX YCJOBHUSX, 3aBHCENIA OT COJEpKaHUs
caxapoB. Haumbosee BbicOkoil OHa Oblla B MOOErax MOJOIBIX 3-X CYTOUYHBIX
IPOPOCTKOB (pHUC. 15), y KOTOPBIX colepk’aHUE caxapoB ObLIO HaUOOJIbIIUM (pHUC.
12), u cHMKaJIach B TUCTHSIX STUOJMPOBAHHBIX U 3€JIEHBIX pacTteHuil (puc. 32, 35,
36), B TKaHAX KOTOPBIX COAEPKaHUE CaxapoB OBLIO TOPa3a0 HUKE IO CPABHEHHUIO C
ATUOJIMPOBAHHBIMU TIpopocTkamu (puc. 23, 29). IlonydeHHble pe3yJbTaThl
COrJacyroTCsl C JaHHBIMH, MMEIOIIMMHCS B JHUTEeparype. Tak, MpoCieXuBaeTCs

CBA3b MCKAY AbIXaHHUCM JIMCTHLEB U UX YITICBOAHBIM CTATYyCOM IIpU ACOTHUOJIAIHU
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[9]. Cxopoctu npixanuss ObUTH BBIIIE B MOJIOJBIX Pa3BHBAIOIIUXCS JIUCTHSAX, B
KOTOPBIX COJIEPKAHHUE CaxapoB ObUIO BBICOKMM, U YMEHBIIAIUCh B JIUCTBSIX CO
chopMHUpPOBABIIUMCS (POTOCUHTETUYECKUM armapaToM, y KOTOPBIX COJIEp)KaHHE
caxapoB Obu10 cHiKeHO [9, 161]. [To Mepe pa3BUTHS JTMCTa W3MEHSUICS BKJIaa B
neixanue 1IT u AIT [9].

[Ipu  aHanm3e  CKOPOCTEH  OKHUCJIEHHMS  pa3lIMYHBIX  CyOCTpaToB
W30JJUPOBAHHBIMUA W3 TETEPOTPOPHBIX U (POTOABTOTPO(PHBIX TKAHEH 03UMOM
NIICHUIBI MUTOXOHAPUSMHU  OBbUIM  BBISIBICHBI  pa3iuyusi B  HU3MEHEHUU
WHTEHCUBHOCTH JIbIXaHUS B OTBET Ha JEHCTBUE HU3KOM TeMmmepaTypbl. X0JI0/10BOE
3aKajlMBaHUE HTUOJMPOBAHHBIX IPOPOCTKOB M PACTEHUH B TEMHOTE XOTSA U
MPUBOIMIIO K CHUKEHHUIO CKOPOCTH JbIXaHWS B MUTOXOHJIpHsX (puc. 15, 32), Ho
9TO CHUXXEHHWE OBbUI0O HE TaKUM 3HAYUTEIBHBIM KaK CHIDKEHHE, KOTOpPOe
HaOJIIOAA)Id B MUTOXOHIPUSIX U3 3€JICHBIX PACTCHUM, 3aKaJICHHBIX B TEMHOTE (pHUC
35, 36). OgauM u3 OOBSICHEHUH TMOJTYUYEHHBIX PE3yJbTATOB SBISETCS OoJee
BBICOKMII ~ YPOBEHb  BOJIOPACTBOPHMMBIX  YIJIEBOJOB B  TKaHAX TMOOEroB
ATUOJIMPOBAHHBIX MPOPOCTKOB M PACTCHUI MO CPaBHEHUIO C 3eleHbIMU (puc. 12,
23, 29). JlelicTBUTEIBHO, B YCJIOBHSIX 3aKaJIMBaHHS 3€JCHBIX PACTCHUN O3MMOM
MIIIEHUIBI B TEMHOTE Ha PacTBOPE caxapo3bl WM MPU HETPEPHIBHOM OCBEIICHUH,
KOT'/Ia COJIEp>KaHUEe CaxapoB B TKAHSAX ObLJIO HAMHOTO BBIIIIE, YEM MPU 3aKAITMBAaHUU
B TeMHOTe (puc. 29), CHU>)KEHHE MHTEHCUBHOCTHU JbIXaHUS JUOO HE HaOMIOAalIH,
o160 oHO ObUIO He3HauuTeNnbHBIM (pHuC. 35, 36). Hamm nanHbIe cornacyrorcs ¢
OOIIMMHU TIPEACTABICHUSIMU 00 MW3MEHEHUM WHTEHCUBHOCTH JbIXaHUS TIPU
CHWKCHUH TemriepaTypbl. CHWKEHWE WHTCHCUBHOCTH JIBIXaHHMS B JIUCTHSAX,
BEPOSITHO, MPOUCXOJUT B pE3YyJbTaT€ CHUXKEHHBIX CKOPOCTEH MOCTYIUICHUS
yriepoga B MHUTOXOHAPUM W/WIM YBEIUYEHHOTO aJCHWIATHOTO KOHTPOJIS
MUTOXOHJPHAIBHOTO 3JEKTPOHHOTO TPAHCIOpTa (B CBSI3M C COKPAIICHHBIM
norpebiennem AT® npu HU3KKMX Temiepatypax) [129].

He3aBucuMo OT Tuma TkaHu (3THOJMPOBAHHBIE TOOETH W JIMCThS WIIU
3eJICHbIE JIMCThsA) BbIsIBIIEHa BaxkHass poiab AO u «BHemHeiw» HAJ-H-II' B

noaacpKaHuu (l)YHKHHOHaHLHOﬁ AKTUBHOCTH MI/ITOXOHI[pI/Iﬁ 03UMOM MNIIICHUIIBI
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npu HU3KUX Temmeparypax (puc. 15, 32, 36). OOpamaer Ha ce0Os BHHUMAaHUE
BBICOKAs TOTCHIHaNbHAss aKTUBHOCTH AQO W BBICOKAS CKOPOCTh OKHCICHUS
sk3oreHHbIXx HAJ['H 1 HAJI®-H B MUTOXOHJIpUSIX U3 JIUCTHEB O3UMOM MIICHUIIBI
HE3aBUCUMO OT THIIA TKaHHW, YTO CBHUJETEIHCTBYET O BAXKHOW (DYHKIIMOHATIBHOMN
poiu AO u «BHemHux» HAJI(®)-H-JIT' B MmeTabonu3me kak reTepoTpodHbIX, TakK
1 (OTOCHUHTE3UPYIOIINX pacTeHuii (puc. 32, 36).

C ucnonp3oBanueM antuten npotuB AO S. guttatum B MUTOXOHIPHSIX U3
00ETroB ATHOJMPOBAHHBIX MTPOPOCTKOB O3UMOM MIIIEHUIIBI BHISBICHO MIPUCYTCTBHUE
JBYX TIOJIMIENTUI0B ¢ MOJ. maccamu 31 u 32 x/| (puc. 16) u ogHOTO NMOAMNENTH A
¢ MOJI. Macco 33 kJ| B MUTOXOHJIpUSX U3 JUCTHEB 3THOJUPOBAHHBIX U 3€JICHBIX
pacTeHuit 03uMoi meHuIs! (puc. 33, 37). C moMoIpio aHTUTEI MTPOTUB POTEHOH-
HeuyBCTBUTENbHBIX «BHemHUX» (NDB) u «BuyTpennux» (NDA) HAJI(D)-H-
neruaporeHas S. tuberosum B MHUTOXOHAPHSIX O3MMOM MIICHHUIBI HAMU BIICPBBIC
obutn uaentudunuponansl 6enkun NDA u NDB [25]. Antutena npotus NDA S.
tuberosum nmerekTHpoBali B MHTOXOHAPHUSAX W3 STHOJUPOBAHHBIX MPOPOCTKOB U
JIMCTHEB O3MMOM MIIECHUIIBI JBa MOJUIIENTHAa ¢ MOJ. MaccaMu 63 u 56 k]I, a B
MUTOXOHAPHUIX U3 3€JICHBIX JUCTHEB OJAWMHOYHBIMA MOJIAIENTHI C MOJ. Maccou 63
k/l (puc. 16, 33, 37). Cornacuo nanueim nurepatypbl NDA npencraBisitor coboi
OJIMHOYHBIC TOJUMENTUABI, MOJ. Macca KOTOPBHIX B MUTOXOHAPUSX W3 KIyOHEH
kaptodens (S. tuberosum), mucrteeB apadumorncuca (A. thaliana) m mouarkos
apoHHuka msATHEcToro (Arum maculatum) cocraBaser 48 xJI [59, 180], B
MUTOXOHJpHSAX H3 KiyoHerd H. tuberosus — 46 kI, B MHUTOXOHAPHSIX U3
KOPHEIUTOIOB caxapHoi cBekibl (Beta vulgaris) — 49 k]I [180]. AnTturena npotus
NDA S. tuberosum He geTekTHpOBaIKM OEIKK B MUTOXOHAPHIX M3 KOpHEH Ipomea
batatas u koneontuieit Zea mays [180]. B manbHelimeM npu M3ydeHUH OCIIKOB
NDA BoIssicHHI0CH, uTO aHTuTena mpotuB NDAL S. tuberosum B Gosblieii cTenenu
pearupoBasiu ¢ NDA2 A. thaliana, vem ¢ NDALl A. thaliana [196]. Dto
OO0BsCHSETCS BBICOKOM CTEMNEHBIO UJCHTUYHOCTU AMUHOKHUCIIOTHBIX
nocnenoBarenabHocTell NDA1 u NDA2. Tlpu nomyuenun antuten npotuB NDA

aBTOPBI HICIIOJIL30BAJIN [I0CJIEJ0BATEILHOCTD NDA1 S. tuberosum
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D,1sVPGVSEEEKRRLLHC,3, [180]. TIlpm cpaBHEHMHM aMHUHOKHCIIOTHBIX
nocienoBarensuocreii NDA1 S. tuberosum D,i5sVPGVSEEEKRRLLHC,3 u
NDAL1 A. thaliana E,;5sVPGIGEDEKKRLLHC,3, BeIsiBiIeHa 68,8% MAEHTUYHOCTD
aAMUHOKHCIIOTHBIX ITOCJICIOBATEIILHOCTEH, a mpu cpaBHeHnn NDAT1 S. tuberosum ¢
NDA2 A. thaliana D,;5TPGISKEEKRRLLHC,; — 81,3% HWIeHTUYHOCTE.
VYuutbiBas 3TOoT (akT, MOXKHO TIIpeArojiaratb, 4YTO JETEKTUPYEMbIE B
MUTOXOHJPHIX U3 STHOJMPOBAHHBIX TKAHEW O3MMOM TIICHUIIHI ABA TOJUIICTITHIA
C MOJI. MaccaMu 63 u 56 k/I mpeacTaBsAOT co00i pazHbie Oenku NDA, a UMEHHO
NDAT1 u NDA2 (puc. 16, 33). B 1o xe BpemMsi OIMHOYHBIA MOJUMEOTHI C MOJ.
Macoil 63 k/I, BBISABISIEMBIN B 3€JICHBIX JUCTHSAX O3MMOW IMIIEHUIBI, BEPOSATHO,
sBisiercs oeakom NDAI.

Anturena npotuB NDB S. tuberosum [180] BeIsBHIM B MHTOXOHIPHSIX
03MMOM TIIECHUIIBI (HE3aBUCUMO OT THIIA TKAHH — reTepo- Win (OTOaBTOTPOGHAS)
OJIMH TOJIUIENTU] ¢ Moj. Maccord 64 kJ| (puc. 16, 33, 37). C ucnoiab3oBaHuem
9THX aHTUTE B MUTOXOHJpHSX JIpyrux pactenwit (H. tuberosus, |. batatas, Z.
mays, S. tuberosum) panee ObLI OOHApY)KEH TAK)KE OJMH MOJHUIENITHA C MOJL.
maccoit 61 xJI [180]. V apabumoncuca CyliecTByeT YeThIpe T'€Ha, KOAMPYHOIIUX
romoJioruuable Oenku «BHemHNX» HAJI(D)-H-merunporenaz — NDB1, NDB2,
NDB3 u NDB4 [59, 179]. [ns mnonydenuss antuten mnpotue NDB Obuia
UCIIOJIb30BaHa aMHUHOKHCJIOTHAs ITOCJICA0BATEILHOCTD
DsesWVRRYIFGRDSSRIs7; NDB1 S, tuberosum [180]. CpaBHenme 3Toi
AMHUHOKHUCJIOTHOM MOCJICIOBATCIIbHOCTH c AMHUHOKHUCJIOTHBIMHM
nocienosarensaocTsMu NDB1 A. thaliana DsgsWTRRYIFGRDSSRIs7;; 1 NDB2
A. thaliana DsgsWMRRFIFGRDSSSIs7; BeIIBHIIO MX WIEHTHYHOCTH HA 93,3%
80%, cOOTBETCTBEHHO, a CPAaBHEHHUE C AMUHOKHUCJIIOTHBIMU MOCIIEI0BATEILHOCTSIMU
A. thaliana NDB3 Dsss WMRRFIFGRDSSRI577 51 NDB4
DsesWTRRFVFGRDSSSI57; — Ha 86,7% u 73,3%, COOTBETCTBEHHO. YUYHUTHIBas
BBICOKYIO  HJIGHTMYHOCTh aMHUHOKHCJIOTHOM  mocienoBatenbHocTH  NDB1
kapTtodensi, Ha KOTOPYI OBLIM TMOJy4YeHbl aHTUTENa, W AaMUHOKHCJIOTHBIE

nocienoBateabHocTu Ipyrux NDB GenkoB, ucnonb3yeMblie B HAacTOAIIEH padoTte
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aHTHTENa CIIeAyeT paccMaTpuBaTh Kak oOme K Oenkam cemeiictBa NDB.
BripaBHUBaHNE U aHATN3 UACHTUYHOCTH aMHHOKHUCIIOTHBIX TMOCIEA0BATEIIbHOCTEN
NDA 51 NDB OCYIIECTBIISLIN c IIOMOIIILIO ClustalW2
(http://www.ebi.ac.uk/Tools/msa/clustalw2/).

OynkiuonanbHas poiab AO U poTeHOH-HeuyBCcTBUTENbHBIX HAJ[(D)-H-ATI
B PACTUTENIbHBIX TKaHSAX MpPU HU3ZKOM TemIeparype, BEpOSITHO, COCTOUT B
pacceMBaHMM M3JHILIKA CyOCTpaToB, peryisauuud odpasoBanus ADK, perymsmuu
cootHomenns [HAJ(®)-H/HAJ(D)'] u mnomnepxkanun paboTel (hepMEHTOB
rmkosn3a, 1ukiaa Kpeoca m IIDII, tepmorenese. B (oToaBTOTpOPHBIX TKAHIX
MMOMUMO BBITIIENIEpeUnCIeHHBIX (QYHKIMA AO W POTEHOH-HEYYBCTBUTECIHHBIC
HAJI(®)-H-nerunporenassi MOTYT y4acTBOBATh B MO JIEp)KaHUU
(GOTOCHHTETUYECKHX  pPEaKIUi TMpU  JCWCTBHM HU3KUX  TEMIlepaTyp W
0JIaronpusTCTBOBATH HAKOIJICHUIO caxapos. [Tockonbky POTEHOH-
HeuyBcTBUTENbHBIE HAJI(D)-H-nerunporenassl sBisitoTcst (HaaBOpoTeMHAMH, TO
OHM MOTYT OBITh MOTCHHHAIbHBIMU caiiTamu reHepaunn ADK Hapsagy c
komruiekcoM | apixatenbHoi menu mutoxouapuii [100]. CHmkeHHE 3KCTIPECCHU |
AKTUBHOCTH «BHYTPEHHUX» POTEHOH-HEYYBCTBUTEIIBHBIX HA/[(®)-H-
JETUPOreHa3 Mpu XOJI0J0BOM CTPECCE MOXKET ObITh BBI3BAHO HEOOXOAMMOCTHIO
CHM3UTh TeHepanuio A®K npixarenpbHOH 1embi0 B 3THX yciaoBusx [198].
[Ipenmonaraercs, 4To ydYacTBYs B TEHEpallMM CYNEPOKCHI aHWOH-paauKaia,
«sHemrane» HAJI(®)-H-neruaporenassl MoryT ciocoocTBOBaTh Aerpaganuu NO B
mutoxouapusx [163]. B ormuume or HA(®)-H-AI' Il tuma AO BbImosHSET
AaHTHOKCHJIAHTHYIO pOJIb B pacTHTeIbHBIX KiaeTkax [30, 108, 114, 115, 142, 174,
176]. AwntnokcumantHas (yHKusS AO MOXET peaau30BBIBATHCS KaK B
rerepotpodubix [30, 142], Tak u B hoToaBTOTpOdHBIX TKaHAX pactenuii [108, 114,
115, 176]. ®yHKIMOHUPYS B KOOMEpaIMK ¢ albTepHATHBHOM okcuaa3oir, NDA2 u
NDB2 o00pa3yioT apIXxaTeabHYyH0 I1eMb, CIIOCOOHYIO OKHUCIATH IIMTO30JbHBIN WIIH
matpukcHbii HAJI(®)-H, uro MoxeT ObITh )KM3HEHHO HEOOXOIUMO B CHUTYaIlUSIX
BbIcOKOro cootHomenus [HAJI(®)-HJ/[HAJ(D)] [59], a Takxke B ycroBusax

uHrH6upoBanus komiiekca 1 [86]. IToseimenue cootnomenus [HAJ-H/HAJ'] B
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MaTPHKCE MOKET MPHBOAUTHL K MHIrHOupoBanuio HA [ -3aBUCHMBIX JeruaporeHas
mukia Kpebca m topmoskeHnto padotel mukia [169]. ITokazaHo, 94To aKTHBAIHS
HECONPSDKEHHBIX MYyTEeM AJIEKTPOHHOIO TPAHCIOPTa HAa CBETY MPEJOTBPAIACT
ucromenne AJI® wu HAJ(®P)', xoTopsle HEOOXOmUMHI Uil  000pOTa
MmeTabonmuueckux 1UKIOB [113]. Beicokas akTMBHOCTh «BHYTPEHHEW» POTCHOH-
HeuyBcTBUTebHONM HAJI-H-JII' Gputa 0OHapykeHa B MHUTOXOHJIPUAX PACTYIIETO
KOPHEIUIOJA CaXapHOM CBEKJIbI, YTO, 10 MHEHHUIO aBTOPOB, CBA3AHO C YYacCTHEM
storo (epmenta B peryisanuu cootHomenus [HAJ[-H/HAJI'] B mMatpukce u ero
TECHOH B3aUMOCBSI3H C (YHKIIMOHUPOBAHUEM MAMK-3H3UMa [54].

MurtoxoHApur U3 TMOOETOB HATHOJUPOBAHHBIX MPOPOCTKOB MPOSBIISLINA
BBICOKYIO aKTUBHOCTh AQO MpH OKUCIEHUU MaJlaTa U CYKIMHATA 10 CPABHEHUIO C
okucinennem HAJ[-H u HAJI®-H (puc. 15). BepositHO, 3TO CBsI3aHO C TEM, YTO MPHU
OKHUCJICHUM MajlaTa WK CyKIIMHaTa 0O0pa3yercs MUpyBaT, KOTOPHIM, KaK U3BECTHO,
sBisieTcs aktuBatopom AO [90, 128, 146, 188, 221]. O0Opa3oBanue nupyBaTta B
MUTOXOHAPUSIX ITHOJIMPOBAHHBIX MPOPOCTKOB MIIEHUIIBI MPU OKUCICHUM MajaTa
[72] ykaseiBaer Ha Bexymiylo poib HAJ['-3aBHCMMOro MajuK-’H3UMA B
MeTaboJIM3Me Majara B JTHOJMPOBAHHBIX TKAHAX NIIEHUIBL. Yyactue AO B
JBIXaHUU MUTOXOHJIPUN U3 JIMCTHEB STUOJIMPOBAHHBIX U 3€JICHBIX PACTECHUU MHpH
OKHUCJICHMM MaJlaTa U CYKIMHATa OBLJIO MEHEE BBIPAKEHO MO CPABHEHHUIO C €€
y4acTUEM B JIBIXaHWHW MUTOXOHJIPUN U3 MOOETOB ATHUOJMPOBAHHBIX MPOPOCTKOB
(puc. 15, 32, 35), uro MOXET OBITH CBSI3aHO C 0OJiee BBICOKHUM COJIEpP>KaHHEM
caxapoB B TKaHSX MPOPOCTKOB (puc. 12, 23, 29).

CKOpOCTh OKHUCJICHUS MHUTOXOHAPUSAMU O3UMOM IMIIEHUIBI SK30TM€HHOIO
HAJI-H Bcerma Oblia BhIIIE, 4eM cKOpocTh okuciaenus HAJI®-H, nHezaBucumo ot
Tuna TKaHu (doToaBTO- MM rereporpodHasi), a ydactue AQO B JbIXaHUU
mutoxoHapui, okuciasomux HAJI'H n HAJI®-H, Obuto MeHee BBIpaXKEHO IO
CPaBHEHHIO C €€ y4aCTHeM IpH OKHCIIEHWU MaJjlaTa U cykuuHara (puc. 15, 32, 35,
36). B MuTOXOHApUSAX M3 MOOErOB STHOJIMPOBAHHBIX MPOPOCTKOB BkIag AO B
neixanue npu okucienun HAJ['H u HAJ®-H cocrtaBisin He Oosee 14% ot

obmero apixanusi (puc. 15) m moeimancs mo0 19-20% B MUTOXOHAPHUSAX U3
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THOJIUPOBAHHBIX JHUCTHEB (puc. 32) u 10 23-25% B MUTOXOHAPHUSIX M3 3€JIEHBIX
muctbeB (puc. 36). bompmmid Bkitag AO B apixanue npu okuciennn HAJ(D)-H
MUTOXOHJPUSIMU 3€JICHBIX JIMCTHEB YKa3bIBAET HA BaXKHYIO posib AO U «BHEUTHUX)
HAJI(®)-H-AI' B sHepretTnueckoMm MeTabom3mMe GOTOCHHTE3UPYIOMINX KIETOK.

OOpamaer Ha ce0s BHUMaHHUE BBICOKAs  CKOPOCTb  POTEHOH-
HEYYBCTBUTEIBHOTO JBIXaHUSI MUTOXOHIPUIA O3UMOM MIIEHUIIBI MPU OKUCICHHUU
Majara, KOTOpoe B Tmo0erax ATUOJHMPOBAHHBIX MPOPOCTKOB U  JHUCTHAX
STHOJIMPOBAHHBIX PACTeHUH cocTaBimsuio okono 61% (puc. 15, 32). B
MUTOXOHAPUSIX U3 3€JIECHBIX JIUCTHEB B KOHTPOJBHBIX YCIOBUSX OKUCICHHE MajiaTa
OBLIO TOYTHU MOJHOCTHIO POTEHOH-HEUYBCTBUTEIBHBIM (TOJIbKO 19% nbIxaHus
WHTUOMPOBAJIOCh POTEHOHOM) (puc. 35). DT NaHHBIE YKAa3bIBAIOT HA BBICOKYIO
akTUBHOCTh «BHYTpeHHHX» HAJ(®)-H-AI' Il Tuma B MUTOXOHAPHUSIX O3UMOU
MIIEHUIBI, 0COOEHHO B (OTOCHHTE3UpPYOMUX TKaHAX. C (QyHKIHMOHUpPOBAHUEM
«HyTpeHuux» HAJI(®)-H-AI' 1l Tuma B MUTOXOHIPUSIX O3UMOW TMIICHUIIBI B
KOHTPOJIBHBIX YCIIOBUSIX BBIpAIIUBaHUs Oblia compsikeHa akTUBHOCTh AQO, BKiIaa
KOTOpPOM B JIAaHHBIX YCIOBUSIX COCTaBUI 32-39%, HE3aBUCUMO OT THUIIa TKaHU (puC.
15, 32, 35). Bricokoe pOTCHOH-HEUYBCTBUTEIILHOE JIbIXaHHE (BbICOKAsI aKTUBHOCTD
«BHYTPEHHUX» PpOTEHOH-HeuyBcTBUTENbHbIX HAJ(®P)-H-AI') npu okucieHuu
MajaTa MHUTOXOHIPHSIMHU U3 TOOETrOB STHOJMPOBAHHBIX MPOPOCTKOB, JIMCTHEB
STUOJIMPOBAHHBIX W 3€JICHBIX PACTCHUN O3MMOW TIIEHUIIBI MOXET OBbITh
ONOCPEIOBAHO  BBICOKOM  aKTUBHOCTBIO  MajWK-dH3UMA.  J[€MCTBUTEIBHO,
OKHCJICHHE MajlaTa B MHUTOXOHJPHUAX O3MMOW MIIEHUIBI MPEUMYIIIECTBEHHO
CBA3aHO ¢ paboToli Manuk-3H3uMMa [7/2]. Ha MHUTOXOHApHSX pacTyIIero
KOPHEIUIOAa CaxapHOU CBEKJIbI IOKA3aHO, YTO BBICOKAS] aKTUBHOCTh MAJIMK-3H3UMAa
[52] xoppenmupyeT ¢ BBICOKOW CKOPOCTBIO POTEHOH-HEUYBCTBHTEIBHOTO
OKHCIeHHs Manara [54].

Eme omHOW OTAMUMTENHHON OCOOEHHOCTHIO MHUTOXOHAPUN W3 3EJICHBIX
JIMCTHEB TIO CPABHEHUIO C MUTOXOHAPUAMHU STHOJMPOBAHHBIX TKAHEH SIBISETCS MX
CIIOCOOHOCTh OKUCHATh TUIUH (puc. 15, 32, 35), uro kak ObUIO BBINIE CKA3aHO,

CBs3aHO C HaIu4YuemM B  MHUTOXOHIAPHAX q)OTOCHHTGSI/Ip}IIOH.II/IX TKaHEH
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riiuHIekapOokcmnaznoro komruiekca [130]. Tlpu okucneHnn riMuHa UAHWT-
PE3UCTEHTHOE JIbIXaHWE OBLIO MEHEE BBIpaKEHO (0K0J0 16% oT 0bmiero ApIxaHus
MUTOXOHJIPHI) TI0 CPABHEHHIO C IPYrUMH cyocTpaTamu (puc. 35, 36).

JlericTBue HU3KHUX 3aKaJIMBAKOLINAX TEMIIEPATYP BJIUSLIIO Ha
dbynkuuonupoBanue AO u  poreHOH-HeuyBcTBUTENbHBIX  HAJI(D)-H-
JETUIPOT€Ha3 B MUTOXOHJPUSIX O3UMOM MilleHUlbl. [Ipu 3akanuBaHUU K XOJOIY
conepxkane AO u NDB B MuUTOXOHApPHUAX W3 3THOIHMPOBAHHBIX MPOPOCTKOB
yBenuuuBasioch (puc. 16). Hapsay c ycuiaeHueM cuHTe3a Oeyka HaOJromaiu
yBenuueHue Bkiaaa B Abixanue AO (puc. 15). [lokazano, 4yTo yBeandyeHUEe BKIIa1a
AO B pApIXxaHue MpH 3aKAIUBAHUU MPOPOCTKOB MPOMCXOAMT MPU OKHUCIECHUU
muToxoHapusimu cykimuata 1 HAJI-H (puc. 15). OTu nannpie cBUIETEIBCTBYIOT O
perymanuu akTUBHOCTH AQO B IPOPOCTKAX O3UMOM NIIEHULBI IIPU XOJOJOBOM
3aKaJMBaHUU HA TPAHCKPUIIIMOHHOM U MOCTPAHCISIIUOHHOM YPOBHSIX.

B ycrnoBusix HuszkoremmneparypHoil agantanui AQO MOXET BBIITOIHATH
AHTUOKCUJAHTHYIO POJIb, YTO BBIABIEHO HaMHM IpU n3ydyeHuu comepxanns ADPK B
MUTOXOHJPHUSIX O3UMOM TIICHHIBI B MPUCYTCTBHM WHTHOUTOPOB ABIXATEIHHOU
uenu (puc. 186). MuHkyOamuss MUTOXOHAPUNA W3 3aKAJEHHBIX MPOPOCTKOB C
uaruouropom AO — BI'K npuBomuna x OoJbIIei, 4eM B MHUTOXOHAPHUAX W3
KOHTPOJIBHBIX NPOPOCTKOB, reHepaiuu ADK, B TO Bpemsi Kak aHTUMHIMH A B
MUTOXOHIPHUIX M3 3aKAJEHHBIX MPOPOCTKOB He ycunuan reHepamuio ADK no
CPaBHEHHUIO C MUTOXOHJPHUSMH KOHTPOJIBHBIX MPOpocTKOB [2]. Muaykumns ADK
noA aevicteueMm uaruouTopa komiiekca |l 9T — anTumuImHa A 1 THTUOUTOPOB
AO — TIHAPOKCAaMOBBIX KHCIOT OblIla TIOKa3aHa paHee Ha pas3IMYHBIX
pacturenabHbIx 0o0BbekTax [30, 108, 114, 115, 142, 174, 176]. O6paborka CI'K
IPHUBOJIWIIA K YBEIHUCHUIO BHYTPUKICTOYHBIX ADK B nmucThax mmenuisl [108], B
npoToruiactax Mesopmmia ropoxa [114] u B muroxoHapusx ropoxa [30].
AntumuniiH A ycwuBan reHepanuio ADK B mpororutactax mesoduiia ropoxa
[114], B muToxonmpusix ropoxa [30], B CyCHEH3HOHHOH KyJIbType KJIETOK
apabunoricuca [142], B wmutoxonapusix mnepua [176]. B kyabpType KieTok

apadujorncuca C TMOBBIIIEHHOW WM CHIKEHHOM »skcrpeccuert AOXIa ¢
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NPUMCHECHNEM aHTHUMHIIMHA A Oblla JJOKa3aHa aHTHOKCHIaHTHas posib AO [142].
O6paboTka AaHTUMHUIIMHOM A MYTaHTOB apaOuJIONicuca C  BBIKJIKOYEHHOMN
skcrpeccuert AOX/a mnpuBoauna K yBeaudeHUIO oOpazoBanus ADK, dto
COIPOBOXAANIOCh HHTUOMpPOBAaHUEM (HOTOCHMHTE3a, MOBPEKACHUEM MEMOpaH H
Hekpo3oMm [115]. B To Bpemst kak B KOHTPOJIBHBIX YCJIOBUSX AHTHOKCHJIaHTHAsI
posib AO noaTBepkKAeHa MHOTOUUCIEHHBIMU pab0oTaMu, TO €€ POJIb OCTAETCS MaJIo
JIOKa3aHHOM B YCJIOBUAX JEHMCTBUS HA PACTeHUs HU3KUX Temreparyp. [lokazano,
yro mnepeHoc reHa WAOXla mmeHunbl B pacTeHUs — apabOujoricuca,
conpoBoxaaronmicsa ysennaenueM All, npuBoann k cHmkeHuro reaeparuun AOK
B JIMCTBAX TpU HU3KOH Temmeparype [168], dro mpeamonaraer BO3MOXKHYIO
aHTHOKCUAaHTHYIO ¢GyHkunio AO B 3THUX YycioBusix. B Hacrosimeidn pabote
BIIEPBBIE TOKA3aHO, YTO B M30JIMPOBAHHBIX W3 3aKAJIEHHBIX MPOPOCTKOB O3UMOM
NIICHUIBI MHUTOXOHJIIPUSX, B KOTOophiX Bkiang AO B jgeixanue (puc. 15) u
conepxxanue O6enka AO (puc. 16) BbIlle IO CPaBHEHUIO C MUTOXOHAPUSIMH W3
KOHTPOJIBHBIX IIPOPOCTKOB, MeHbIe TreHepupyerca AdDK B npucyrcrBun
aHTUMUIIMHA A, a Takke Oosiee cymiecTBeHHO Bo3pactaeT reHepamus ADK mpu
notasnennn BI'K (puc. 18). Takum o0Opa3om, MNOIyYeHHblE HaMH JaHHbBIE
CBUJICTEIILCTBYIOT O BaxHOM poau AQO B aHTUOKHUCIHMTENBHOM 3alIuTe
PACTUTENBbHBIX KIIETOK MPU 3aKAJIMBAHUU K XOJIOY.

Oxkucnenne HAJ[‘H MUTOXOHAPUSMH H3 3THOJMPOBAHHBIX ITPOPOCTKOB
O3MMOM IILIECHUIBI B MEHBIIIEH MEPE 3aBUCHUT OT ACHUCTBUS HU3KOW TEMIIEPATYPHI,
yem okucienue HAJI®-H (puc. 15). Ha ocHOBaHMM ATHUX JaHHBIX MOXHO
npeanonaratb, yto «BHemHsIs» HAJI-H-/I' II Tuna, Ho He «BHemHss» HA D -H-
JAU 1I, urpaer BaXHYIO pOJIb B TOJJEPKaHUU (PYHKIIMOHAIBHOTO COCTOSTHUS
MUTOXOHIPHUA B TeTEPOTPOPHBIX TKAHSIX PACTEHUH NpPH JEUCTBUM HHU3KHX
temrepatyp [25]. TlogoOHOE mpennosiokeHue paHee BHICKA3bIBATIOCH U JAPYTHMHU
aropamu [103, 170, 232]. B mansHeimem oka3anoch, uto okucicaune HAJ['H u
HAJI®'H, a Takxe aktuBHOCTh AQO, B MUTOXOHAPUSAX  3aKAJICHHBIX
ATHOJMPOBAHHBIX W 3€JICHBIX PACTEHUN O3MMON MIIEHMIIBI 3aBUCAT B OOJbIIEH

CTCIICHN OT COACPIKAHHA CaxapOB B TKaHIX. 210 XOpomo BHUAHO Ha IIPHUMEPE
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MUTOXOHJIPHUM W3 3€JCHBIX JIMCTHEB 3aKaJCHHBIX PACTCHUN — YEeM BBIIIE OBLIO
COJIEp’)KaHHE caxapoB, TeM Bbille Obula akTUBHOCTh AQ, «BHEUIHHX» U
«BHyTpeHHnx» HAJI(D)-H-AI' I Tuma (puc. 35, 36). AxtuBHOCTH AO
MOBBIIIAJIACH U TPU OKUCICHWU MajaTa B MPHUCYTCTBUU POTEHOHA (B YCIOBHSIX
korga GyHkIumoHupyoT «BHyTpeHHue» HAJI(D)-H-JI' Il Tuna) B MUTOXOHAPUSIX
U3 3€JIEHBIX PACTEHUI MOCIIe UX 3aKaJIMBaHUSl B TEMHOTE HAa PacTBOpPE caxapo3bl U
IpU 3aKaJuBaHUMU B YCJIOBHUSAX HeNpepbhlBHOro ocsemeHus (puc. 35). OnHako
TaKoro yBeJIU4eHHUs: akTUBHOCTU AQ mociie 3aKajivBaHUs PaCTCHU B TEMHOTE Ha
pacTBope caxapo3bl HE HaOII0JaId B MUTOXOHAPHUSAX U3 dTHOIUPOBAHHBIX JINCTHEB
(puc. 32). B MUTOXOHIpPHSIX ITHOJUPOBAHHBIX JIMCTHEB IOCIE 3aKaJMBaHUS Ha
pactBope caxaposbl cojepxkanne AO u nomunentuaa NDA ¢ mon. maccor 56 /]
yBEIUYHUBAIOCH, a coaep:kanne NDB u nonunentuna NDA ¢ moi. maccoit 63 k|
cHwkanoch (puc. 33). Ilpu 3akanuBaHuM B TEMHOTE Ha pacTBOpPE caxapo3bl B
MUTOXOHJIPUSIX 3€JIEHBIX JMCThEB HAOIIOAAIN yBEIUUEHUE cojiepkanus 6enka AO
u NDB, B To Bpems kak conepxanue NDA He uzmensuiocs (puc. 37). YBenuueHue
conepkanusi 6enka AO B MUTOXOHIPHUSIX O3MMOM MIIEHMIIBI MOCIIE 3aKaIUBaHMS
Ha pacTBOpE caxapo3bl HE3aBHUCHUMO OT THUIA TKAaHU YKa3blBaeT Ha caxapo-
3aBUCUMYIO PETYJIAIMIO OKCIIPECCUM T€HOB, Koaupyronmx AO.

[TomyuyeHHble JaHHBIE CBUACTENBCTBYIOT 00 ywyacTun AQO U POTEHOH-
HeuyBcTBUTENbHBIX HAJ[(®)-H-/II' B 0TBETHON peakuud MUTOXOHAPUN O3UMOM
NIIEHUIBI HA HU3KYIO Temreparypy. PaccenBanue M30bITKa BOCCTAHOBUTEIBHBIX
DKBHUBAJIIEHTOB OT XJIOPOIUTACTOB Yepe3 albTEePHATHBHBIC (DEPMEHTHI JBIXAHUSA,
BO3MOXKHO, TPEAOTBPAIIACT Pa3BUTHE OKUCIMTEIHLHOTO CTpecca B XJIOPOTIIACTaxX
IPY HU3KOW TeMIiepaType U, TakuM o0paszoM, odecrieunBaeT 3(h(PeKTuBHYIO padboTy
(OTOCHHTETHUYECKOTO ammapaTa W HaKOIUIEeHHWE caxapoB. JlelcTBUTENBHO, MpHU
3aKaJIMBAHWM O3UMOM TMIIEHUIBI B YCIOBUSX HENPEPHIBHOTO OCBELICHUS
IPOUCXOAMIIO 3HAUYMUTEIbHOE HAKOIUIEHHE BOJOPACTBOPUMBIX YIJIEBOJOB B
mucthax (puc. 29) wm aktuBanus AQO TpU OKHUCICHMM Majara, Majara B
NPUCYTCTBUM POTEHOHa, rimuiuHa W dk3oreHHoro HAJI'H (puc. 35, 36).

AKTHUBHOCTh  «BHEIIHUX» U  «BHyTpeHHux» HAJ|(®)H-AI' npu sToMm
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IOJIICp)KUBajIach Ha BBICOKOM ypoBHe (puc. 35, 36). Takux H3MCHCHHI HE
HAOMOanM TPH 3aKaJIMBAHUM 3€JICHBIX PAcCTeHW B TEMHOTE M mpu 16 |
doronepuoae (puc. 35, 36). Beicokoe coaepkaHue YrIIeBOAOB IIPH 3aKaIHMBaHUH B
YCIOBUSIX HEMPEPBIBHOTO OCBEUICHUSI CBUIETENHCTBYET 00 3dexTuBHOM paboTte
(OTOCUHTETUYECKOTO anmapara B 3TUX yciaoBusaX. Axktubanus AO Mpu OKUCIECHUU
MUTOXOHJPUSIMHU TJIMIIMHA YKA3bIBAET HA BAXKHYIO pPOJb JIAHHOTO (epMeHTa B
NOJJIEP>KAHUM PEeAKINil (POTOABIXaHUS B YCIOBHUSIX HU3KUX TEMIEPATYD.

Opnoit u3 ¢ynxkuuit AO u HA(®)-H-AI' Il tuna npu nedictBum Ha
pacTeHusl HU3KUX TEMIIEPATyp MOXKET ObITh TepMoreHe3. Yuactue AO U poTeHOH-
HeuyBcTBUTENBHBIX HAJ[(®)-H-JII' B TepMoreHese B OCHOBHOM H3y4aeTCs Ha
TEPMOT€HHBIX pacTeHUsX. TepmoreHHas QyHkuuss AO yOeauTelbHO MOKa3aHa B
pPacTeHHUSIX CEMEHWCTB apoWIHbIC, JIOTOCOBBIC U np. [182, 226]. IIpeamonaraercs,
4YTO BbICOKAass akTUBHOCTH AQO B COYETaHMHM C BBICOKOM aAKTHMBHOCTBIO
HECONPSKEHHBIX HAJI-H-nerunporenas, OKUCIISFOILINX
BHYTPUMHUTOXOHAPHAIBHBIM M IuToruiazmMarudeckuii mynasl HAJ[-H, saBnsercs
OCHOBHBIM  MEXaHM3MOM TEpPMOTEHe3a Yy TEPMOTCHHbIX pacteHuid [3].
MUTOXOHIpHH W3 COIBETHH TEPMOTEHHBIX pacteHuit (Arum orientale) umeror
BBICOKYIO0 AKTUBHOCTb «BHYTPEHHEN» U «BHEIIHENH» POTEHOH-HEUYBCTBUTEIBHBIX
HAJl-H-nerunporeHas U Hapsiy C¢ 9TUM BBICOKYIO akTUBHOCTH AQO [3], yTO
MO3BOJISIET PEAIM30BaTh MEXAHM3M MPSMOTO MPEBPAIlCHHs] SHEPruu B Terio. B
reTepoTpOMHBIX TKAHAX HETEPMOTEHHBIX PACTEHHM (03UMbIE 3JIaKH) TPHU
HU3KOTEMIIEPATYPHOM CTpPECCE MPOMCXOAMT MOBBIIIEHUE TEMIIEpaTypbl TKaHH,
KOTOpOE€ SIBISICTCSI YYyBCTBUTEIBHBIM K wuHrHOMTOpamM AQO [6, 212]. MoxHo
npeanosjaratb, 4YTo TEPMOIE€HE3 Yy O3UMOM mmIeHuIbl mnocpeactsoM AO u
«BHYTpeHHUX» U «BHemHUX» HAJ(D)-H-I' sBnsgerca oAHUM M3 MEXaHU3MOB
3aIMATHl PACTEHUI IPU KPATKOBPEMEHHOM CHI>KEHHM TEMIIEPATYPhl OKPYXKArOLIEH
Cpelbl, UTO BO3MOXKHO IPH BBICOKOM COJEP>KaHUM CaxapoB B TKAHAX (POTOABTO- U
reTepoTpOdHBIX PACTEHUH.

IIpu Huzkoil temmnepatrype AO u «BHemHue» HAJ(®P)-H-II', BeposTHoO,

MOI'YT BBIIOJHATL BaXHYIO POJIb B INMOAACPKAHHUHU (I)OTOCI/IHTCTI/I‘IGECKOI\/'I
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AKTUBHOCTH KaK Ha CBETy, TaK U B Te€MHOTE. 3BECTHO, YTO NpHU BPEMEHHOU
WHAKTUBAMU (POTOCHHTETUYECKOM aKTUBHOCTH (KOT/a 3€JICHBbIE pPacTEeHUs
HNOMEILIAIOTCSA B TEMHOTY) MPOMCXOJUT YCUJIEHHE IbIXaTeIbHOTO METaboau3Ma B
KJIETKaX JUCTa, 4To KoMmreHcupyet aepuuut CO,, HAJI®-H, AT® u nponykros
oOMeHa. YcuieHHe JbIXaTeIbHOTO METa0O0Ju3Ma MNPHUBOIUT K CTAOMIM3ALIU
HNEPBUYHBIX (DOTOXUMHUUECKUX pEaKUui, JIOKAJIM30BaHHBIX B XJIOPOIUIACTaX, a
TaKXKE CTHMYJIUPYET KapOOKCHIMPYIONIYIO  aKTUBHOCTh  PyOmcko  [35].
Crabunuzanus (OoToAbIXaTEeIbHOIO MOTOKA IMPU MEPEHOCE PACTEHUI U3 TEMHOTHI
Ha CBET IPOUCXOIUT IpH BeicokoM cooTHomennn [HAJ[-H/HAL'] u [AT®/AJID]
[183]. Tlommepkanwe OBICTPOHl  CKOPOCTH  TpPAHCIOpTa DIIEKTPOHOB B
MUTOXOHJIpHUSIX Ha CBETY 00JIeryaeTcsi UMIOPTOM OKcajloaleraTa U3 LUTO30JIs IS
nepeHoca HAJI'H wm skcnoproM murtpara B HUTO30J1b. JTO YMEHBIIAET MOTOK
MeTabonuToB B Uk KpeOca, CHUKass CKOPOCTH J1€KapOOKCHIIMPOBAHUSA, B TO K€
BpeMsi ckopocTh normomienust O, ocraercs Bbicokoit [183]. B TemHOTE nbixaHue
cHaOxkaer kietky AT® u wuHTEepMenuatamM, HEOOXOAMMBIMH [UJISl POCTa,
TPaHCIIOPTAa W ACCUMWIALIMM NUTATENbHBIX BemecTB. OnHako Ha cBety ATO un
BOCCTAHOBUTEJbHBIE SKBUBAJIEHTHI O00pa3yloTCs B XJOpPOIUIACTaX 3a CUET
(doToCuHTE3a, U OHU UCIIOJIb3YIOTCA I ACCUMUIISILIMY YTIIEPOaa.

Kpome o6pazoBanmss AT® mis KICTOYHBIX TPOLECCOB M  OKHCIICHUS
M30bITKa BOCCTAHOBUTEIBHBIX SKBUBAJIEHTOB OT XJIOPOILIACTOB, MUTOXOHJIPUU Ha
CBETY YYacTBYIOT B 0Opa30BaHUHU YIJIEPOJHOTO CKejeTa Uil oOecredeHus
OnocuHTeTHYecKuX peakuil. Bo Bpemsi ocBemienus 1ukin KpebGca yvactuuHo
paboTaer, MUTOXOHAPUU MCHOJB3YIOT OKCAaJO0alleTaT, KOTOPBIM MOCTYyMaeTr u3
IIUTO30JI1 Yepe3 OKcaloaleTaTHbI  TpaHciaokarop [161]. Oxkcamoanerar
npeoOpa3yetcs B nutpar B nukie Kpebca, a 3aTeM 3KCOPTUPYETCS B IIUTO30JIb,
rae mnpeoOpa3yercs OO 2-OKCOTJIyTapara, KOTOPBIM SBISIETCS OCHOBHBIM
MCTOYHHKOM YTJIEPOJHOTO CKeyeTa Jjisi cuHTe3a amuHokuciot [109]. B ycnoBusx
HU3KkoM HeoOxoaumocTu AT®, peuukauar AJI® MoXeT orpaHUYMBaTHL CKOPOCTH
OKHCJICHHS 4Yepe3 IMTOXPOMHBIA myTh neixanus [161]. B ycmoBusix, korma

OCHOBHasd AbIXaTCjibHas MLCIIb 4YC€M-TO OIpaHUYCHA, MNPOUCXOJUT OI'PAHHYCHHUC
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pabotel nukna Kpebca u ap. B srom cinydae ¢ysknuonupoBanue AO u
HAJ(®)-H-A' II tina MoxeT cmocoOCcTBOBaTh 0ojiee OBICTPOMY OKHCICHHIO
HAJI(®)-H, mnonnepxusas pabory HAJ(D)-3aBUcUMBIX (EPMEHTOB U
MIPOIIECCOB, oOecneyrnBas MOTPEOHOCTH KJIETKH B MHTEPMEAHATax, HEOOXOIMMBIX
JUT1s1 OMOCUHTETUYECKUX MPOIIECCOB BO BPEMSI XOJI0JOBOTO 3aKaIUBaHUSI.

Takum ob6pazom, ¢ynkinumonupoBanune AO u HAJ(D)-H-AI' Il tuma B
MUTOXOHJPHSIX O3WMOM TMIIEHUIIBI TPH 3aKAIMBAHUU K XOJIOAY CBS3aHO C
HEOOXOIMMOCThIO peryiisiiui  oOpazoBanusi ADK, peryiasiuuum COOTHOIICHUS
[HAJ(®)-H/HAJ(®)'] u noanepxaHuu paboTsl (epMEHTOB TIIMKOIN3a, LUKIA
Kpedbca u IIDII, a Taxxke mnoaaepkaHuu (OTOCUHTETUUYECKUX PpEaKIUH.
CompsbkerHoe ¢ AO  GyHKIMOHUPOBaHHUE  POTEHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-AI' B MUTOXOHAPUSX JIUCTHEB SIBJIACTCS OJTHUM M3 MEXaHU3MOB OoJiee

3(1)(1)€KTI/IBHOFO ITOBBIINICHU A MOpOBOYCTOﬁHHBOCTH O3HUMBIX 3JIaKOB.

4.3. BO3MOJKHBIE MEXAHU3MBI PETVJISILIAA
AJBTEPHATUBHOM OKCHIA3BI u POTEHOH-
HEYYBCTBUTEJIBHBIX HAJI(®)-H-TETUIPOTEHA3 B

I'ETEPOTPO®HBIX W @POTOCHHTE3ZUPYIOLIUX  KJIETKAX
PACTEHUWH ITPU XOJIOJOBOM 3AKAJINBAHUN

Perymsuusa aktuBHoCcTH AO M poTeHOH-HeuyBcTBUTENbHBIX HA (D) -H-AI'
B PACTHUTENBHBIX KIIETKaX MOXET OCYIIECTBISTHCS Ha TPAHCKPUIIIIMOHHOM U
MOCTPAHCIISIIIMOHHOM ypoBHsX [24, 100, 219]. AxtuBHocTh AO 3aBUCHT OT YPOBHS
JOCTYMTHOCTH  CyOCTpaToB  JbIXaHWs, OT YyPOBHS  BOCCTAHOBJIEHHOCTHU
yOUXWUHOJIOBOTO  TyJa, COJAEpKaHus  caMoro  Oeika,  OKHCIHMTEIhHO-
BOCCTAHOBUTEJIBHOTO  CTaTyca peryaupyeMo nucynbhu/cynbpruapuabHon
o0nacTh IMCTEWHA, BOBJCUEHHOTO B aKTHBAIMIO caMoro (QepmeHTa, W
KOHIIGHTPAIllMd  O-KeTOKHCIOT, B  dYacTHocTtd  mwmpysara  [100,  219].
Oynkunonrporanne AQO Takke 3aBHUCUT OT KOHIICHTpAIlMU Ca”, ADK wu
CTpeccoBBIX TOpMOHOB [24, 77, 107, 219]. AxtuBHocTh «BHemHux» HAJ[(D)-H-

2
A 1l tuna 3aBucutr ot koHueHtpauun Ca ¥ MOJMAMHHOB, 3HAYCHUS pH u
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KOHIIeHTpanuu cyoctparoB [106, 178]. «Bayrpennss» HAJI-H-ATI 1l Ttuma
aKTUBUPYETCA Npu TMOoBbIIeHMM KoHUeHTpaumn HAJ['H B Marpukce wu
orpanndeHur padotel komrviekca | DTI[ [100]. Ee akTuBHOCTBH peryaupyercs
akTUBHOCThI0O HAJ['-3aBHCUMBIX (DEPMEHTOB M BbIlIE MPH (YHKIMOHHUPOBAHUM
MaJMK-3H3uMa H Dmnuaaekapookcunasel [100]. «Buyrpennss» HAID-H-AT
peryimpyercs: konuentparmein HAJIO-H B marpukce u, BepositHo, Ca’ [100].
Mexanuszmel peryisiua AO u HAJI(®)-H-JI" I Tuna B pacTUTENbHBIX KIETKAX B
YCIIOBUSIX JEUCTBUS HM3KHUX TeMIeparyp Majio wu3ydeHbl. OcoOblii uHTEpec
BBI3BIBAIOT TEMIIEPATYPHI XOJIOI0OBOTO 3aKaJIUBaHUs, I€UCTBUE KOTOPHIX MTPUBOIUT
K IMOBBIIICHUIO XOJOJ0- U MOPO30YCTOMYMBOCTU KJIETOK. Y O3WMMBIX 3JIaKOB 3TO
HU3KHUE TOJIOKUTEIbHBIC Temreparypsl +5-0 °C [44], xapakTepHble sl IEPBOTO
JTala  XOJIONOBOTO  3aKalvBaHuA. JIEMCTBUE 3aKalIMBAIOIIMX TEMIEpaTyp
COIPOBOXK/IAE€TCS U3MEHEHHUSIMHU YTJIEBOJHOT'O CTaTyca PaCTEHUM, KOTOPBIM B CBOIO
ouepesib 3aBUCUT OT YCJIIOBHMM OCBEIIEHHOCTH, @ U3MEHEHHUE YIJIEBOJHOIO CTAaTyca
OTpEIENSIET Pa3BUTUE MOPO30YCTOMYUBOCTH. YTJIEBOAHBIA CTATyC TAK)KE 3aBUCUT
OT THUIA PAaCTUTENbHON TKaHM (PoroaBTO- MM rerepoTpodHas). Kak nsmenenue
YIIEBOAHOIO CTAaTyca MPU XOJOJ0BOM 3aKaJIMBAaHUHU pAaCTEHUN C (HPOTOABTO- WIH
reTepoTpoHBIM THUIIOM MUTaHUS BiIMsAeT Ha (¢QyHKOUoHHpoBanue AO wu
HAL(®)-H-A' I Tuma B MUTOXOHAPUAX W KaKUM OOpa3oM TMPOUCXOJUT
peryisiuusi akKTUBHOCTH JIaHHBIX O€JIKOB B (DOTOCHMHTE3MPYIOUIMX TKaHAX MpHU
VU3MEHEHUH YCJIOBUM OCBEIICHHOCTHU B IIEPUOJ] 3aKAJIMBAHHUSI, HE BBISICHEHO.

B nuccepranmoHHolt paboTe u3ydeHa BO3MOXKHOCTh peryisiuun AO u
HAA(®)H-AI' II Tuma B MUTOXOHIAPHUSX O3UMOM TNIIEHUIIBl YIJIEBOJHBIM
CTaTyCOM pACTEHHUM, HU3KOW TEMIIEPATYPOM U YCIOBUSIMH OCBEIICHHOCTH.
[Tony4yeHHble pe3ynbTaThl MO3BOJIUIN BBISIBUTH 3aBUCUMOCTH (DYHKIIMOHUPOBAHUS
AO u poreHon-ueuyBcTBUTENbHBIX HAJ[(®)-H-AI" ot conepxanusa caxapoB. ITO
CTaJI0 BO3MOKHBIM OJj1arojapsi UCMOJIb30BAaHUIO ATHOJIMPOBAHHBIX MPOPOCTKOB U
ATUOJIMPOBAHHBIX U 3€JE€HBIX PACTEHUW O3MMOW MIIEHUIIB, KOTOphIE B

KOHTPOJIBHBIX YCJIOBHSIX UMEIIM PA3IM4HOE colepkanue caxapos (puc. 12, 23, 29).
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ConepxaHue BOJOPACTBOPUMBIX YTJIEBOJOB B IMOOETrax STHONHPOBAHHBIX
MPOPOCTKOB O CPABHEHUIO C JUCTHIMHU 3THOJIMPOBAHHBIX U 3€JICHBIX PACTECHUMN
ObuT0 3HAuYMTENBHO Oousbiie (25,1% mno cpaBHenuto ¢ 5,3% u 2,4%) wu
COOTBETCTBEHHO Obl1 Oouiblie BKkiaa AQO B JbIXaHUE MUTOXOHAPUNA M3 MOOEroB
IpU OKHUCJICHMW Majara M cykuuHata (puc. 15, 32, 35). CkopocTh OKHCICHHS
HAJI-H u HAJI®-H Taxxe Obuia BbIIIE B MUTOXOHAPUSIX U3 MOOETOB MPOPOCTKOB
(puc. 15). Ha ocHOBaHMU 3TUX JAaHHBIX BO3HUKJIO MPEANOJIO0KEHUE O CBA3ZU MEXKIY
coJlep>KaHUEM caxapoB B TKaHSAX M akTHUBHOCTHIO AO u «BHemHux» HAJ(D)-H-
A" B mutoxonapusix. B manpHelem okaszanoch, 4ro Bkiag AO B JIbIXaHHE
MUTOXOHAPHUIA K3 MOOeroB npopoctkoB, okucisomux HAJ['-H n HAJI®-H, Obun
HIKE TI0 CpaBHEHHIO ¢ BKiagoM AQO B AbIXaHHE MUTOXOHIPHUI NPHU OKUCIECHUU
cykunHaTa u manata (puc. 15). Cuuraercs, 4TO BBICOKasi JOCTYIHOCTh CyOcTpara
JUIS. [IUAHUJ-PE3UCTEHTHOTO [IbIXaHUS IPU HU3KOM CKOPOCTU €ro OKHUCIICHUS
SBJIIETCSI MEXaHU3MOM 00X0Jla MEHEE aKTUBHOM JIETHIPOTreHas3ou apyroii — Oosee
aktuBHOM [1]. Takol MeXaHHW3M XapaKTepeH ISl MUTOXOHAPUI M3 MPOPOCTKOB, a
B CIly4a€ MUTOXOHJPUN U3 JUCTHEB, MO-BUAUMOMY, 3aJICCTBOBAHbI JPYTUe IMyTH
pPEryJIsIIUM TMOTOKA 3JEKTPOHOB OT pa3nuuHbIx AeruaporeHas Ha LII mmm AIL
CKOpOCTh POTEHOH-HEUYBCTBUTEIHHOTO OKHUCIECHUS Majara Obljla BBICOKOW B
ATUOJIMPOBAHHBIX pacTeHusx (puc. 15, 32) u eme Bbime B 3eieHbIX (puc. 35).
Takasi BBICOKasi CKOPOCTh POTCHOH-HEUYBCTBUTEJIBLHOIO OKHCICHMSI Majara
CBUJIETEIBCTBYET O BaXKHOU (pusnoniorudeckoit ponu «BHyTpeHHUX» HAJI(D)-H-
A 1l Tuma B ’HEpreTMuecKoM MeTaboJiM3Me MUTOXOHJPUN O3UMOM MIICHUIIHI,
0COOEHHO B (POTOCHHTE3UPYIOLIUX TKAHSX.

UToOBI BBISICHUTH POJIb CaxapoB B peryisinuu akTUBHOCTH AO U POTEHOH-
HeuyBcTBUTENbHBIX HAJ[(P)-H-/II" 611 mpuMeHEeH METOIOJOTHMYECKH MOAXOI,
3aKJTFOYAIONTUICS B 00OTAIlIEHUN PACTCHUI caXapaMy IyTeM UX BBIpAIIUBAHUS Ha
pactBope 12%-0i1 caxapo3bl, a TakKe 3aKaJMBAaHUE B MPUCYTCTBUM Caxapo3bl U
IpU pa3IMYHOM CBETOBOM pexume. [IpuMeHeHue caxaposbl i oOoraieHus
pacTeHHii  BOJOPACTBOPUMBIMU  YIJIEBOJAAMU  MO3BOJSIET  YBEIMYMUBATH

MOpO30yCTOMYUBOCT, ~ 0o3uMor  mmieHunbl  [44].  [lpu  BeIpamuBaHuu
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ATUOJIMPOBAHHBIX U 3€JICHBIX PACTEHUU O3MMOU MIIEHUIBI HA pacTBOPE Caxapo3bl
MPOUCXOAUIT POCT MOPO30YCTOMYMBOCTH PACTCHUM W 3HAUYUTEIbHAS aKTHUBALUS
AOQO 1npu OKUCIIEHUU BCEX UCMOJb3YEMbIX CYOCTPATOB, 32 UCKIIOUEHUEM IIIMIIMHA U
Majata B TPUCYTCTBHHM poreHoHa (puc. 32, 35, 36). B astmx yciuoBusx
BBIPAIIMBAHUS OTMEUEHO M MOBBIIIEHNE AKTUBHOCTH «BHEIIHUX» U «BHYTPEHHUX)
poTeHoH-HeuyBcTBUTENbHBIX HAJI(D)-H-JII" He3aBucuMo oT Tuna TkaHu (puc. 32,
35, 36). IIpu stom pyaknmonuposanue «BHemnux» HAJI-H u HAJI®-H-/IT" 66110
COMPSKEHO C MOBBIIEHHON akTUBHOCTBI0O AO (puc. 32, 36). [lonydeHHbIe 1aHHbBIE
MO3BOJISIOT ClIEJaTh 3aKIIOYEHHE O Caxapo-3aBUCMMOM PEryJsiliuM aKTUBHOCTU
M3y4aeMbIX cucTeM. M3 muTepaTypbl H3BECTHO O CBS3M MEKIy aKTUBHOCTBHIO AO B
WHTAKTHBIX TKaHSIX M COJACP)KaHHUEM BOIOPACTBOPUMBIX yIJIeBOa0B [68].
W3mMeHeHne YriaeBOJHOIO CTaTyca MOXKET BIMAThH Ha aKTUBHOCTH AO wm
HAL(®)-H-AI |l Tuma yepe3 wu3MEHEHUs YPOBHS CyOCTpaTOB JbIXaHUA,
untepmenuaroB 1ukina Kpeoca, HAJ/['H u HAJI®-H B MUTOXOHIIpUSX U CTEIICHU
BOCCTAHOBJICHHOCTH yOuxumHoyioBoro myna [100, 106, 178, 219]. ITomumo
PEryJsIMi aKTUBHOCTH aJbTEPHATHBHBIX (PEPMEHTOB JbIXaHUS CyOCTpaTaMu
JIbIXaHUs, CYIIECTBYIOT JaHHBIE O Caxapo-3aBUCHUMOM PEryJsIUd TEeHOB 3THUX
dbepmenToB. Tak, oOpaboTka pacTeHUU apaOuJIONCHCca caxapo30M W TIIOKO30M
npuBoauiaa K aktuBaruu reHoB NDB2, AOX/a, KOoIMpYIOIIHUX «BHEIIHIOIO)
HAJI-H-/II" u anpTepHaTHBHYIO OKCHa3y, COOTBETCTBEHHO [/7].

Kax oxazanock, Mmexanu3m caxapo-3aBucumoii perymsauuu AO u HAJI(D)-H-
AU 1l Tuma B MUTOXOHIPHUSIX O3UMOM MIIEHUIIBI COXPAHSIETCS W MpU JEHCTBUU
HU3KOM TeMIlepaTyphl. 3aKajWBaHUE KaK JTHOJMPOBAHHBIX, TaK M 3E€JEHBIX
pacTeHHii O3UMOM MIIEHUIIBI HA PACTBOPE Caxapo3bl MPUBOAWIIO K YBEIUYECHUIO
BKkiaaa AO B AbIXaHHWE MPU OKUCIICHUH MPAKTUUYECKH BCEX U3YYEHHBIX CyOCTpaTOB
(puc. 32, 35, 36). He3aBricuMo OT THIIa TKaHW aKTMBHOCTH «BHemHei» HAJ[D-H-
JAI" B 3TUX yCIOBUSIX BO3pacTaja, B TO BpeMs KaK akTUBHOCTb «BHelHei» HAJI-H-
AI' ve m3mensinack (puc. 32, 36). B ommmune ot «BHemHux» HAJ(D)-H-ATI,
¢ynkuonupoBanue «BHyTpeHHUX» HAJI(®)-H-/I' 3aBuceno oT Tuma TKaHu: B

MUTOXOHAPUAX M3 3THOJUPOBAHHBIX JIMCTHLECB MX AKTUBHOCTH HC M3MCHAIACH, 4 B
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MUTOXOHAPHIX U3 3€JIEHBIX JUCThEB yBenMHuuBaiach (puc. 32, 35). YBenuueHue
AKTUBHOCTU «BHEWIHUX» U «BHYTpeHHUX» HAJ(®)-H-AI' B MHUTOXOHIpUSAX H3
3€JIEHbIX JIMCTHEB TIOCJTE 3aKaJMBaHUSI Ha caxapo3e ObUIO COMNPSIKEHO C
noBelmeHreM Bkimaga All B gpixanme (puc. 35, 36). B MuToxoHapusx wus
ATUOJIMPOBAHHBIX JIUCTHEB TMOBBINICHHBIM BkiIany All B jpixanue HabOIr0mamu
TOJBKO Mpu GyHKIMOHUpOoBaHUU «BHEITHUX» HAJ[(D)-H-JII" (puc. 32). Y o3umoii
NIIEHUIBI 00paboTKa caxapo30oil mnpu JCHCTBUM HU3BKOM  TEMIEpaTypbl
COIMPOBOXK/1aJIaCh MOBBIIICHUEM cojiepkanus 6enka AO B MUTOXOHIpUsX (puc. 16,
33, 37). Panee Obuto mokasano yBenuueHue tpanckpuntoB WAOX1a u WAOXLc,
koaupyromux AO y 03UMMOM MIIEHUILIBI, IPU X0JIOJIOBOM 3aKkainBanuu [79, 152]. B
MPOPOCTKAX O3UMON TMIIEHUIBI HAMH OBbUIO TOKAa3aHO YBEJIMYEHUE IKCIPECCUU
WAOX1c u yBenmuenue cojaepxkanue Oenka AO mpu XOJIOJOBOM 3aKadWBaHUU
[25]. OmHOBpeMeHHO ¢ yBenuueHueM cojepxkanusi AO B MUTOXOHIPUSX O3UMOM
HIICHUIBI Tpoucxoawiio yBenudenue cojaepkanuss NDB [25]. ITockomnbky mpu
HU3KHX TeMmIepaTypax MPOUCXOJUT VYBEIMUYEHUE COACpX)aHUS HE TOJBKO
BOZOPACTBOPUMBIX yrieBonos [40, 44], Ho u A®K, ABK u Ca®* [87, 156, 197] ne
UCKJTIIOYCHA BO3MOKHOCTh YYaCTHsI 9TUX areHTOB B Peryisuuu akTuBHOCTH AO u
poreHoH-HeuyBCcTBUTENbHBIX HAJI(®)-H-JII' mpu Huskoit Ttemmeparype. ADK
BBITIOJIHSIOT CUTHAIBHYIO (DYHKITUIO B YCIOBHSIX JEHCTBUSA HU3KUX TEMIIEpaTyp Ha
pactenus [81, 166, 197, 200, 222]. 3BecTHO, YTO CYNEPOKCH paJHKaI-aHHOH
BOBJICYCH B MPOIIECC MHUTOXOHJIPUATBHONW PETPOTPaJHON PETYISIUN, aKTUBUPYS
AOXla npu HH3KOTemrepaTypHoM BosaekcTBuu [166]. Conmepxkanne ADK B
MUTOXOHJIPHSIX ATHOJIMPOBAHHBIX TMPOPOCTKOB O3MMOM TIIICHHUIIBI BO3PACTAJIO
nocJje xoio0/10Boro 3akanuBanus (puc. 17). Hekoropoe nosiiienne ypoBHs ADK
B MHTOXOHJIPUSX O3MMOM TIICHHIIBI TPU HHU3KOW TeMIepaType BO3MOXKHO
SBJIICTCSI CUTHAJIOM Jiisi akTuBanuu reHoB AQO. B perynsamum akTUBHOCTH
anbrepHaTuBHBIX HAJI(®)-H-T" II Tuna u AO npu HU3KON TemmepaType MOTYT
NpUHUMATh y4acTHEe MOHBI Kajblus. [leficTBUe HU3KOW  TeMmmeparypbl
COMPOBOKAAETCS MOBBIICHHEM COCPYKAHNs YPOBHs cBoGoaHOro Ca’* B murosomne

[81, 156], KoTOpbIii MOKET TpPAHCIOPTUPOBATHCS B MUTOXOHApHH [31].
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VBenuuenne KoHueHTpanud Ca’”’ B MUTOXOHIPHAX MOXKET OKA3bIBATh BIMSHHE HA
JIBIXaTeIbHYI0 aKTUBHOCTh MUTOXOHIpui [136], B TOM umcie Ha aKTHBHOCTH
anbrepHatuBHbIX HAJI(®)-H-JI" II Tuna u AO.

N3zBectHo, uto 3kcnpeccusi reHoB NDAL1 u NDC1 u AOXIa umeet cBeto-
3aBUcUMYyI0 perynsiuio [77, 134]. AO MOXeT aKTHBHPOBATHCS CBETOM 4Yepes
(buTOXpOoMbI, (HOTOTPOIUHBI U KpUNITOXpoMbI [228]. Kak BiHsieT CBETOBOW PEKUM
BO BpeMs XOJOJOBOIO 3aKaJiuBaHWsl Ha akTUBHOCT AQO H pOTEHOH-
HeuyBcTBUTENbHBIX HAJI(®)-H-JII' B MUTOXOHApPUSX pACTCHHH, paHee He
u3ydasnocb. Hamu mnokazaHo, 4To B KOHTPOJBHBIX YCIOBHUSAX (PYHKIIMOHHUPOBAHUE
«BHyTpeHHux» HAJI(®D)-H-JAI' B MUTOXOHJIpUSAX O3MMOM MILEHULbI 3aBUCUT OT
CBETa — B 3€JEHBIX JIMCThSIX OKUCIEHUE MajlaTa OCYLIECTBISIETCS IIOYTH
nosHocThi0 4epe3 «BHyTpeHHue» HAJ(D)-H-AI' II tuna (puc. 36). Bo Bpems
3aKaJIMBaHUs CBETOBOM pexXHUM ompezenseT GpyHkunoHupoBanue AO U pOTEHOH-
HeuyBcTBuTeIbHBIX HAJI(®)-H-AI' (puc. 35, 36). Mcnosabp3oBaHue pa3indHBIX
¢dotonepuonos (0, 16 u 24 u ¢doronepuoasl) Npu 3aKaJTUBAHUU T1O3BOJIUAJIO
OLICHUTH CBS3b MEXIY COJEPKAHUEM CaxapoB U AKTUBHOCTHIO aJIbTEPHATHUBHBIX
(epMEeHTOB AbIXaHUs, MOCKOIBKY OT CBETOBOTO PEXHMa 3aBUCUT MHTEHCUBHOCTH
doTocuHTE3a M HaKOIUIeHME caxapoB. Yem MeHblle ObUIa JUIMTEIHLHOCTD
OCBEIICHMS BO BPEMS 3aKaJIMBaHUSA, TEM MEHBIIE HAKAIUIMBAJIOCh CAaXapoB B
JUCTBAX (puUc. 29), HUXKe OblIa CKOPOCTh OKHUCIIEHUS CYOCTPaTOB AbIXaHUS, B TOM
yucie manaTta B MpUCyTCTBUM poTeHOHa U 3k30reHHbIX HAJ[-H u HAJI®-H (puc.
35, 36) u ke 6061 BIaa AO B neixanue (puc. 35, 36).

Bricokas xkoHuentpamus AT® m HAJI[‘H Ha cBeTy orpaHm4ymBaeTr MoOTOK
anekTpoHOoB B 1k Kpebca [183], uto, Gosiee BhIpaskeHO MPH ACHCTBUU HU3KOM
TEMIIEpaTyphbl B YCIOBUSAX HEMPEPHIBHOIO OCBEIIEHUS M, BO3MOXKHO, UMEHHO 3TO
SBIIIETCS ~ MPUYMHOM  BBICOKOM  aKTUBHOCTH  POTEHOH-HEUYyBCTBUTEIbHBIX
HAJ(®)H-AI" u aktuBanuu AO (puc. 35, 36). Yposenb HAJI-H B Mutoxonapusix
U €ro YBEJIMYEHUE Ha CBETY CBA3aHbI C YBEIMYEHHEM YPOBHS BOCTAHOBIIEHHOTO
HAJI®-H. B mutoxonapusax Ha ceetry HAJI-H oOpa3yercst B pesynbrare paboTh

[IIMIUHEKapOOKCHIa3bl  (OTOABIXaHUS WM TPAHCIOPTHPYETCS  uepes
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Manat/oKcajoaleTaTHbId  IIyHT, npu 3ToM Toibko  25-50% HAJ-H
OKCIIOPTUPYETCS, a OCHOBHAs 4YacThb OKHCISIETCS B MUTOXOHmpusx [125].
O6pazoBanue HAJI®-H B MUTOXOHIPUSX MOXKET OBITh JIOCTUTHYTO Uepe3 TpaHC-
ruapataiuio Mexnay HAJ'H u HAJI®" [75]. Yeenuuennsiii yposens HAJI®-H
MOKET MPUBOAUTH K akTuUBalMu AQO (BEpOSTHO, Yepe3 CUCTEeMY IJIyTaTHOHA U
tuopenokcuna) [161, 183] u «euyrpenneity HAJI®D-H-/II', koTopas BoBjcueHa B
OKHCIICHUE TJIMIIMHA Hapsay ¢ KomiwiekcoMm | aprxarenmpHoW merm [74, 75].
«BHyTpenHue» poteHOoH-HeuyBcTBUTENbHBIE HAJI(®)-H-AIT Moryr wurpath
BaXKHY10 poiib B okuciaeHuu HAJ[(®)-H npu HU3KHX TeMIiepaTypax, HOCKOJIbKY HX
(GYHKIMOHUPOBAHUE TMPHU 3aKaJUMBAaHWM 3€JEHBIX PACTEHUH O3MMOW MIIECHUIIBI B
YCIOBUSIX HENPEPBHIBHOIO OCBELICHMSI OCTAaeTCs BBICOKUM U 0OoJjiee  TOro,
conpsbkeHHbIM ¢ (pyHkuuonupoBanremM AQO (puc. 35). 3akanuBaHUE 3€JICHBIX
pacTeHui B YCIOBUSAX HEMPEPHIBHOIO OCBEIIECHUS CONPOBOXKAAIOCH YBEINUEHUEM
akTUBHOCTH AQO mpu OKHUCICHUM BCEX CyOCTpaTOB JABIXaHUA, 32 HCKIIOUYEHHEM
HAII®-H (puc. 35, 36). OyHKIMOHUpPOBAHWE «BHEIIHUX» M «BHYTPEHHUX)
HAJI(®)-H-AI' B MUTOXOHJIpUSX HE U3MEHSIIOCh B 3TUX YCJIOBUSAX 3aKAJIMBAHUS,
onHako Tpu (yHKUMOHUpOoBaHUU «BHYTpeHHUX» HAJ(D)-H-AI' Il Tunma u
«sHemHen» HAJ[-H-JII" ormedanock nmopeienne aktuBHOCTH AO (puc. 35, 36).
COBOKYITHOCTB IIOJIyYEHHBIX PE3YyJIbTAaTOB YKa3bIBAET HA TO, UTO CBET UIPAET
BAXKHYIO POJIb B PEryJSILUM aKTUBHOCTH aJIbTEPHATHMBHOM OKCHUIA3bl U POTEHOH-
HeuyBcTBUTENbHBIX ~ HAJI(®)-H-merunporena3 B~ MUTOXOHAPUSX  O3UMOM
NIIEHUI[bI, OJHAKO MPHU XOJOJOBOM 3aKAJIMBAHUM PACTEHUN (YHKUIHOHUPOBAHHE
TUX CHUCTEM pEryJupyercs KaK CBETOBBIM PEXKHUMOM, TaK U JIOCTYIMHOCTBHIO
CyOCTpaToB Ui bIXaHUS MUTOXOHApUH. PacmpeneneHue moToka 3J€KTPOHOB OT
«BHemHen» HAJID-H-AI' yepe3 LIl mnmu AO npu X0J0OO0BOM 3aKaJlMBAaHUU B
YCIOBUSX JOCTYIHOCTH CyOCTPaTOB JIbIXaHUSI PErYIHPYETCS CBETOBBIM PEKHUMOM.
[Ipy XOJ0IOBOM 3aKaJlMBaHUM B TEMHOTE Ha pPAcTBOPE Caxapo3bl Kak
STUOJIMPOBAHHBIX, TAK U 3E€JIEHBIX JUCTHEB TPAHCIIOPT AJIEKTPOHOB OT «BHEIIHEI»
HA®-H-JAT" ocymectBisiercsa yepe3 AO, a npu 3aKaJIMBAHUM 3€JIEHBIX JINCTHEB B

YCIIOBUSIX HemnpepbiBHOrO ocBelienus — uyepe3 LII. DTo mpennonaraer Hanuuue
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Pa3JIMYHBIX MEXaHU3MOB, PETYJIHPYIOMINX TPAHCHOPT SJIEKTPOHOB C «BHEIIHEI»
HAJI®-H-AI' na AIl wim HII. Cnegyer Takke OTMETUTh, YTO B OTJIMYHUE OT
«sHemHen» HAJID-H-JII', npu 3akaiMBaHUM HA  HEMNPEPHIBHOM  CBETY
¢bynkuonupoBanue «BHemHew» HAJ-H-JII' Obuto compspkeno ¢ paboroit All
(puc. 36). BepostHo Ha cBery «BHemHue» HAJ['H u HAJ®-H-JAI' moryr
KOHKYPHPOBATh JIPYT C APYIOM WM B3aUMOJIONOJHATE APYT Ipyra, MOAAECPKUBas
SHEPIreTUKY JAbIXaHUSI MUTOXOHJIPUN B CTPECCOBBIX YCIOBUSIX.

[TonyyeHnnsie B paboTe pe3ysbTaThl CBUAETEIBLCTBYIOT O CBSA3U MEXKIY
VIJIEBOJIHBIM CTaTyCOM M aKTHUBHOCTbIO AQO U POTEHOH-HEUYBCTBUTEIBHBIX
HAJI(®)-H-AI' B MUTOXOHIpUSAX O3UMOM MIIEHULIBI IPU XOJIOJ0BOM 3aKaJIMBaHUU.
[Ipy STOM aKTHBHOCTH aJIbTEPHATUBHBIX (PEPMEHTOB JbIXaHUS TPU HHUIKOU
TeMIepaType peryjJupyeTcss TMOBBIIIEHHBIM IOTOKOM CYOCTpaTOB JIbIXaHUS
He3aBUCUMO OT Tuma TkaHu. [loBbimenHoe QynkimonnpoBanne AO U BBICOKas
akTUBHOCTh «BHemHUX» HAJI(D)-H-JII' B MUTOXOHIpUSIX B YCIOBUAX JCHCTBUS
HU3KUX 3aKaJUBAIONIUX TEMIEpaTyp Ha CBETy, BEPOSITHO, CIOCOOCTBYET
MOJIEPKAHUIO (POTOCMHTETUYECKOW AKTUBHOCTH XJIOPOILIACTOB W TOBBIIICHUIO
YCTOMYHUBOCTHA PACTEHHM O3MMOW MIIECHUIBI K HU3KKUM Temrieparypam. Creayer
OTMETHUTb, YTO BBISIBJIICHHBIC B Pa0OTE MEXaHU3MBbI PETYJIAINHN akTUBHOCTU AO 1pu
JEWCTBUM HU3KOM TeMIlepaTypbl Ha pAacTEeHUsS OCHOBAaHbl Ha W3YYEHUU
MOTEHIIUAIBHOW aKTUBHOCTH JTOTO (epMeHTa, KOTOpas BBISBISIETCA MpHU
WHTUOMPOBAHWM WJIM OTPAHMYEHUM TIOTOKA DJJIGKTPOHOB YEpe3 OCHOBHOM
IUTOXPOMHBIN TTyTh. B CBSI3M ¢ ATUM, HAIllM JAaHHBIE YKA3bIBAIOT HA Ba)KHYIO POJIb
aTbTEPHATUBHBIX (PEPMEHTOB JIBIXaHUS B OTBETHOM pEaKIMU pacTCHUN Ha HU3KYIO
temneparypy. @yHkinuoHupoBaHue AQO U POTEHOH-HEUYBCTBUTEIbHBIX
HAJI(®)-H-AI' obecneunBaeT IUIaCTUYHOCTh pabOThl  JbIXaTEIBLHON IIEMHU
MUTOXOHJPUA TPU JCUCTBUM HHU3KUX TEMIIEpATyp, TMOIJIECPKUBAET padoTy
KJIETOYHOTO JBIXaHMS, PErynupys He TONbKo akTuBHOCTh HAJ[ -3aBHCHMBIX
depmentoB u cootHomenue [HAJ(®P)'J/[HAL(D)-H], HO M sHepreTHuecKwii
Oamanc kinetku B 1enoMm. [lomydeHHple B paboTe pe3yJdbTaThl O CBS3H

MOpOBOYCTOfI‘IPIBOCTH 03UMOM NIMECHUIBI C AaKTUBHOCTBIO aHBTepHaTI/IBHOﬁ
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OKCuAa3bl U  POTEeHOH-HeuyBcTBUTENbHbIX  HAJ((®)-H-AI'  pacmmpsitor
NPEACTAaBICHUS O  MEXaHW3Max  aJanTalid  pacTeHHd K  JIEWCTBUIO
HEOJIarONpPUSITHBIX HU3KUX TEMIIEPATYP.

Benymum (akTopoM, orpaHHYMBAIOIIMM BO3/EIBIBAHUE O3UMOM MIITCHHUIIBI
B YCJOBMSIX PE3KO KOHTHMHEHTAJIbHOI'O KJIMMaTa, SIBJISIETCS €€ ruOeib B 3MMHE-
BeceHHMI nepuof [15]. B cBs3u ¢ 3TUM NepCreKTUBBI AaTbHEHIINX UCCIIETOBAHUI
BUJISITCS B U3YYCHHUH POJIM MUTOXOHJIPUI U aJIbTEPHATUBHBIX ()EPMEHTOB JbIXaHUS
B IIEPHUOJ BBIXOJA PACTEHUI M3 3aKaJE€HHOro cocTosiHuA. Taxke TpeOyer Ooiiee
IPUCTAIBHOIO BHUMAHUSA HW3Y4YCHHE MEXaHU3MOB B3aUMOJCHCTBUA MYTEH,
PErYIUPYIOIIMX  AKTUBHOCTh  aJbTEPHATHBHBIX  (PEPMEHTOB  JAbIXaHUS, C

CUTHAJIbHBIMU IIYTSMHU B paCTHTGHBHOﬁ KJICTKC.
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BbIBO/1bI

1. Haxorutenne BOAOPACTBOPUMBIX YIJIE€BOJOB, CHHTE3 JETHAPHHOB M
BBICOKAasi aKTUBHOCTh B MUTOXOHJIPUSX aJIbTEPHATUBHON OKCHJIa3bl U «BHEIIHEN»
HAJl-H-nerunporeHaspl  SBISIOTCS  OMHMMH W3 (AKTOPOB  TTOBBIIMICHUS
MOPO30YCTOMYUBOCTH O3UMOM MIIIEHUIIBI TIPY XOJI0J0BOM 3aKAIMBAHUH.

2. Caxapo3a UHAYLMPYET CHUHTE3 HU3KOMOJEKYJSIPHBIX IETHAPUHOB C
MoJI. mMaccaMu 18 m 24 k]I B IHCTBAX O3MMOM IIICHUIBI HE3aBHCHMO OT
TeMrepaTypbl 00paboTKH (KOHTPOIbHBIC YCIOBHUS MIIM XO0JIOJOBOE 3aKAIMBAHUE) U
TUIA TKaHH ((POTOABTO- UM reTepoTpOHas).

3. Conepxxanue BOJOPACTBOPUMBIX VYIJIEBOJOB B TKAaHAX O3UMOU
MIICHUIBI ONPEACIseT HHTEHCUBHOCTD JIBIXaHUS MUTOXOHJpU. OT comepkaHus
BOJIOPACTBOPUMBIX YIJIEBOJIOB B 3THOJHUPOBAHHBIX M 3€JIEHBIX JIUCTHSAX 3aBUCHUT
(YHKIITMOHUPOBAHUE aJIbTEPHATUBHOM OKCHIA3bl, «BHYTPEHHHMX» M «BHCIITHUX)
poTeHOH-HeuyBCcTBUTENbHBIX HAJI(®)-H-geruaporenas kak B KOHTPOJBHBIX
YCJIOBUSIX, TaK ¥ TIPU XOJ0JA0BOM 3aKkajiuBaHuu. UeM 0oJibllle co/iepKaHue caxapoB
B JIUCTBSIX, TEM BBIIIIC aKTUBHOCTH aIbTEPHATUBHBIX (DEPMEHTOB JIBIXaHUS.

4. [{naHuI-pE3UCTEHTHOE  ABIXaHUE YYaCTBYET B  NOIACPKaAHUU
GyHKIMOHATBLHOM AKTUBHOCTH MUTOXOHAPUNA O3UMOM TIIEHUIBI TPH HUBKUX
TEMIIEpAaTypax HE3aBUCHMO OT THIa TKaHH ((HOTOABTO — WM reTepoTpodHast).
AIbTEpHATHBHAS OKCHJIa3a WUIPACT BAXHYIO POJb MNpPU OKUCICHWM TJIUMIHMHA
MHUTOXOHJIPUSIMHU B JIMCTBSIX 3€JICHBIX PACTCHUM IIPU 3AKAUIMBAHUM B YCIOBHSIX
HENPEPHIBHOTO OCBELICHMUS.

5. B rereporpodHBIX  TKaHAX O3UMOM  TMIICHUIIBI  YBEIUYCHHUE
COJCpKAHUSI AIBTCPHATUBHOW OKCHJIa3bl B MHUTOXOHAPHUSIX TMPH XOJOJOBOM
3aKAUIMBAHUU  COMPOBOXKIACTCS  CHWIKEHUEM  AHTUMHIMH-A-UHIYLHPYEMOM
reHepaiun A®K, 4TO CBUIIETENBCTBYET O BO3MOKHOW AHTHUOKCUJAHTHOW POJIH
aJTbTEPHATUBHOM OKCHIA3HbI.

6. CBer wurpaeT BaXHYK pOJb B  PEryJsldd  aKTUBHOCTHU

albTEPHATUBHOM  OKCUAA3bl U poTeHOH-HeuyBcTBUTENbHBIX  HAJI(D)-H-
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JETUIPOreHa3 B MUTOXOHJIPHUIX O3UMOM miieHuIbl. B hoToaBTOTpOPHBIX TKAHIX
OKHCIICHHE MaJlaTa SIBJSAETCS MOYTH IOJHOCTBIO POTEHOH-HEYYBCTBUTEIBHBIM, YTO
CBUJECTEIBCTBYET O  BBICOKOM  aKTMBHOCTM  «BHYTPEHHHX»  POTECHOH-
HeuyBcTBUTENbHBIX HAJI(®)-H-gerugporenas. Ilpu XoiogoBoM 3akaauBaHUU
pacTeHMi  (PYHKUMOHMpPOBAaHUE  AJbTEPHATUBHOM OKCHAA3bl U  POTEHOH-
HeuyBcTBUTENbHBIX HAJI(®)-H-nermaporenas perynupyercss Kak CBETOBBIM
pPEKMMOM BBIPAIIMBAaHUS, TAaK W JOCTYHHOCTBIO CYyOCTpaToOB [JIsl JbIXaHUS

MUTOXOHIPUM.
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