OENEPAJIBHOE 'OCY JAPCTBEHHOE BIOJDKETHOE VUPEXIEHUE HAYKU
CUBUPCKUUN MHCTUTYT ®U3UOJIOTHUHN 1 BUOXMMNU PACTEHNN
CUBHPCKOI'O OTAEJIEHNA POCCUMCKOU AKAJIEM HAVK

Ha npaBax pykonucu

/%of»f/

Konnakosa MapuHa AJleKcaHJApPOBHA

BJAUAHUE 'MITIOTEPMHUU HA COCTAB U AKTUBHOCTD
CYIHEPKOMIIVIEKCOB CUCTEMbI OKUCJIMTEJIBHOI'O
®OCHOPUTIMPOBAHUSA MUTOXOHJIPUI ITIPOPOCTKOB I'OPOXA
PISUM SATIVUM L.

03.01.05 — ¢pusnonorust u GMOXUMUS pACTECHUIA

AUCCEPTALMSA HA COMCKAHUE YYCHOM CTEeNeHH
KaHAUAAaTAa OHOJIOTHYEeCKUX HAYK

Hay4Hblil pyKkoBoaMTE/Ib:
KAHAUAAT OHOJIOTHYECKUX HAYK
YkosoBa Upuna BiagumupoBHa

HUpkyrek — 2017



OI'JIABJIEHUE

CHUCOK COKPAIIEHMI ..., 6
BBEIEHUE. ..........ocooiii et 8
1. OB30P JIMTEPATYPDBL........ccciiiii e 16
1.1. CUCTEMA OKUCJIIMTEJIBHOI'O OOCOOPUIIMPOBAHN A
MUTOXOHPUI PACTEHMI ...t 16
L1 T, KOMITIIEKC L.t 17
1.1.2. KOMITTEKC Tl .o 18
L.1.3. KOMITIEKC T .o 20
L.1.4. KOMITTEKC IV ..o 21
L.1.5. KOMITTEKC V ...ttt 24
1.1.6. ATBTEPHATUBHBIE (PEPMEHTDL.....c.uvveereeeesnreesnreessneessneesnesasneeesnneessneesnneesnneeas 24
1.1.7. VOUXHHOH M IITOXPOM Covvverrrrrressureesssssnssssssesssnssessssssssssssesssssesssssessssseens 26
1.2. HAJIMOJIEKVJIAPHAA OPIrAHU3ALUA CUCTEMBI OXPHOS
MUTOXOHIPUI PACTEHMI .........oooeeeeeeeeeeeeeeeeeeeeeeeeee e 27
1.2.1. CynepkoMITIEKC I+ vvviiiiiiiiiiii e 29
1.2.2. CymeproMIIIEKC HpHIV oo 31
1.2.3. CynepkoMIIIEKC I+ TV i 32
1.2.4, JTAMEPHAST ATD-CHHTABA .....vvvieiiiieeiiieeesiiiessiieeesssteessssseessseeesssneessssnessnnes 34
1.3. CTABUJIN3ALIA CYIIEPKOMIUIEKCOB CHUCTEMBI
OKUCJIIUTEJIBHOI'O ®OCOOPUIIMPOBAHUS ..o 36
1.4, OYHKIMOHAJIBHAA POJIb CYIIEPKOMIUIEKCOB CHUCTEMbBI
OXPHOS MUTOXOHIIPHII........coooeeeeeeeoeeeeeeeeeeeeeeeeeee e 40

1.5. BJIMAHUE CTPECCOBBIX ®AKTOPOB CPE/IbI HA OPT"TAHU3AILINIO
N AKTHUBHOCTH DJTI PACTEHUMU UM BO3MOXHBIE ®YHKIMHA

CYHEPKOMITJIEKCOB ITPU CTPECCE .......cvvivieesiieeseeeeeeee s ienes s 43
1.6. BJWSIHUE HU3KOW TEMIIEPATYPBI HA MUWUTOXOHJIPUU
Ol 2 5 11 TR 46
1.7. BBIBOJIBI 13 OB30PA JIUTEPATYPBL........cvivivieeeecesieeseeeeeseeniennan, 53



2. OBBEKT U METOJbI UCCJIIEJOBAHUA ...........ccoooiiiiie S7

2.1. OBBEKT UCCHELOBAHUS ........oovieeeieeseeeeeeeeee e 57
2.2. VCIIOBUS BBIPAILIABAHMS .........ooveveveeeeeseseee st 57
2.3. TEMIEPATYPHAST OBPABOTKA ......ovvivieeeiesieeetee e 57
2.4. OHEHKA OTHOCUTEJIbBHON MOPO30OCTOMKOCTHU

TIPOPOCTKOB .....cooviveiieeeeseetste st se st ans st 58
2.5. OIIPEJEJIEHUME COJEPXAHHS TIIPOJAYKTOB ITEPEKMCHOI'O
Q)7 (O 1235178 0011411 01 (0] = 300 59
2.6. BBIEJIEHUE MUTOXOHIPUM.........cocveieseeeieseeeeeeeeeees e 60
2.7. OUMCTKA MUTOXOHIPHI .......ooovvieeiieeeeeeeeee e 61
2.8. OITPEJIEJIEHME LIEJJOCTHOCTU U KAUECTBA OUYMII[EHHOM
MUTOXOHJPUATIBHON OPAKILIUAN ... 61
2.8.1. DICKTPOHHAST MUKPOCKOTIIHIST «vvvevvvveesssrerssnssesssssnessssssessssssssssssesssssnsesssssessnnes 62
2.8.2. TecT Ha TOCTYITHOCTD IIUTOXPOMA C...vvvveirrrreessireesssrnessssseessssseessssnnesssnessnnes 62
2.8.3. [lomsporpaduaeckuii aHAIM3 AKTUBHOCTA MUTOXOHIPHM ...vvvevveeriveennensns 63
2.9. COJIIOBWIM3ALIMI  MUTOXOHJPUAJIBHBIX  HATHBHBIX
BEJIKOBBIX KOMIIJIEKCOB..........coivieitieeesieeseeeesesiess s eenes s 64
2.10. OITIPEJIEJIEHUE KOHLIEHTPAITUU BEJIKA......covvivieieeeeeeeeeeieeeenees 64
2.11. OJHOMEPHBIN I'OJIYBOI HATUBHBIN DJIEKTPOPOPE3

T =N =5 TP 65
2.12. IBYMEPHbII I'OJIYBOM HATUBHBII SJIEKTPODOPE3 C
HATUBHOU BTOPOI MEPOI (2D BNE/BNE) .....covveeeieeeiceeee e, 66

2.13. ABYMEPHBIN I'OJIYBO HATUBHBIN DJIEKTPOD®OPES3 C
JEHATYPUPVIOIIIEMX BTOPOMI MEPOM C WUCIIOJIb30BAHUEM

JOAEHUIICYJIb®ATA HATPUS (2D BNE/SDS) ....ccvoiiiiiiiiiiiieiceicn, 67
2.14. OKPACKA Y OBECUBEUYMBAHME TEJIEN .......coovvovvvieececeseeieneeaaes 68
2.15. BECTEPH-BIIOTTHUHT ......cooiiiiiii s 69
2.16. UCTTIOJIB3YEMBIE AHTUTEJIA .....oooiiiie e 70
2.17. OITPEJEJIEHUE MOJIEKYJISAPHBIX MACC BEJIKOB............cccveee. 70



2.18. JETEKIUA AKTUBHOCTU AbIXATEJIbHBIX ®EPMEHTOB

B TEJIE .ttt sttt 71
2.19. AHAJIM3 TEJIEM B ITPOTPAMME IMAGE J....coovvviiveieeeeeee s 72
2.20. MACC-CIHHEKTPOMETPUYECKUU AHAJIU3 ..o 72
2.21. CTATUCTUYECKASA OBPABOTKA PE3VYJIBTATOB........cccveivieien 73
3. PE3YJIBTATBI U OBCYKAEHUE...............ooooiiiiieeeee 74
3.1. YICTOTA U KAUYECTBO U3YYAEMBIX ®PAKITUN

MUTOXOHIIPHII.....c.cooeieeeeeeeeeeeeeeeeeeete e et et ee et en e enenneens 74
3.1.1. aTakTHOCTh M (DYHKIIMOHAJbHASI aKTUBHOCTh MUTOXOHJIPUI MPOPOCTKOB
ropoxa B yCJIOBUSIX 3aKaJTUBAHUS U HU3KOTEMIIEPATYPHOTO CTPECCA.....evvrernerssns 76
3.2. OPTAHU3ALUA CHUCTEMBI OKUCJIMTEJIBHOI'O

®OCDOOPUIIMPOBAHUS MUTOXOHJIPUI ITPOPOCTKOB 'OPOXA ..... 81
3.2.1. Ou3umorpadus KOMILUIEKCOB CUCTEMBI OKHCIIUTEIBHOTO
dochopuiinpoBaHuss MUTOXOHAPUN TOpoxa B HATUBHOM TOJyOOM OJHOMEPHOM
TeNe 1D BNE .. .o 82
3.2.2. Jletekuuss MHUTOXOHJIPHAIBHBIX JBIXaTEIbHBIX KOMIUIEKCOB U ATO-
CHHTa3bl Ha JBYMEPHBIX IpaJiueHTHBIX HaTUBHBIX Tesix 2D BNE/BNE............. 88
3.2.3. Anamu3 cyObEIMHUYHOTO COCTaBa CYIMEPKOMILIEKCOB M KOMILJIEKCOB
CUCTEMbl OKHCIMTEIBHOTO (PocHOpUIUpOBaHUS MUTOXOHAPUI MPOPOCTKOB
ropoxa Ipy MOMOIIYM UMMYHOXHUMHH M MacC-CIIEKTPOMETPHUH JIBYMEPHBIX Teleid
2D BINE/SDS ...ttt bbb nre e 91
3.3. BJIMAHUE HU3KNX TEMIIEPATYP HA COCTAB, COIEP)XAHUE U
AKTUBHOCTb KOMIIOHEHTOB CHUCTEMbI OKHUCIIUTEJIIBHOI'O
®OCPOPUIIMPOBAHUS MUTOXOHJIPHI ITPOPOCTKOB I'OPOXA ... 101
3.3.1. OueHka (pU3HOIOTUYECKOTO COCTOSIHUS PACTEHUN B M3yYaeMbIX YCIOBHUSAX
THTIOTEPME .. c.veeeeueteeesateeeeasseeasasseeesasseeesasseeeansseeeasseeeaasbeeeaasbeeeanseeesannneeeasneeesanneas 103
3.3.2. BnusHMEe TUNOTEPMUU PA3JIMYHOM HHTEHCUBHOCTH Ha  COCTaB
CYTIEPKOMILIEKCOB, KOMIUIEKCOB CHCTEMbI OKHUCIUTEIHHOTO (ochoprinpoBaHus

B MUTOXOHJPHUSAX TTPOPOCTKOB TOPOXA «.uvvvrernrrreessrreesssreeesasseeesnseeesssneessssesssssnes 106



3.3.3. AKTUBHOCTHh OBIXaTEJIbHBIX MOHOKOMIUIEKCOB W KOMIUIEKCOB B COCTaBE

CYIIEPKOMILIEKCOB CUCTEMbI OKHCIUTENBHOTO (hochOoprarpoBaHUsT MUTOXOHIPHIA

IIPOPOCTKOB TOPOXA B YCITOBUSIX TUITOTEPMHUM ...vvvveeseveeesnrnnssssseesssssnnsssssesssnsnes 111
BAKITHOUEHHE ............ooiiiiiii et 118
BBIBOIBL ...ttt 126
CITUCOK JIMTEPATYPDI ..o 128
MPUJIOKEHUE A..........cooiiii e e 155
MPUJIOTKEHHUE B.........ccooiiiiiiiii e 159
MMPUJIOKEHHE Bi..........cooiiiiiii e 161
IPUJIOKEHHUE T ... 163
MMPUJTOTKEHIE JL........cooooiiiiiiiiiiieeee et 165
MPUJIOKEHHUE E..........coooiiiiiiiii e 166



CIIUCOK COKPAILIEHUN
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BBEJAEHHUE

Cucrema  okuciurenabHoro  dochopunupoanus  (cucrema  OXPHOS)
MUTOXOHJPHUA UTPACT BAXKHYIO POJIb B KU3HH KJIETOK, MPEXKIE BCEro Oiarogaps ToMy,
4YTO B pe3yJibTaTe OKHUCJIEHUS CYOCTpaToB [bIXaHHUS Ha BHYTpEHHEH MemOpaHe
MUTOXOHIPUM 00pa3yeTcsi IEKTPOXUMHUYECKUN MOTEHIMAN, KOTOPBIA HCIOJb3YEeTCs
AT®-cunTazoi qysi cuHTe3a Moyiekysibl AT® — UCTOYHUKA SHEPTUU B IOCTYHHOM i
kietku gopme. OXPHOS cocTtouT M3 MATH OCHOBHBIX KOMIUIEKCOB (1-V) m aByx
MOOMJIBHBIX MEPEHOCUYMKOB JIEKTPOHOB (YOUXUMHOH U IUTOXpOoM C). CTpyKTypa Bcex
KOMITOHEHTOB CHCTEMBI Ha CETOMHAIIHUN JIEHh XOPOIIO H3y4deHa. MUTOXOHAPUHU
pacTeHUN HUMEIOT OTJIMYUTEIBHYI0 OCOOEHHOCTh, KOTOpAas 3aKJIIOYAETCs B HAIUYUU
ATBPTEPHATUBHBIX (DEPMEHTOB. B CBS3M ¢ 3TUM HMX JbIXaTelbHas MEMb SBIETCS Oosee
Pa3BETBJIICHHOM.

[IpeacraBineHre O HATHUBHOM  OpraHW3alldid  CHUCTEMbl  OKHUCIUTEIHHOTO
dbochopumupoBaHUsT MUTOXOHAPUN HAXOIUTCS B MOCTOSTHHOM pa3BuTHU. [Ipn momoru
COBPEMEHHBIX METOJIOB JJIEKTPOHHOW MHUKPOCKONHUHU, OJHOMEPHOTO U JIBYMEPHOIO
roiay0oro HaTHBHOTO (HOPE30B B TPATUECHTHOM IOJHAKPWIAMHIHOM Tejie, Macc-
CIIEKTPOMETPUUYECKOTO aHaju3a aKTUBHO u3ydaeTcsi cTpykrypa cuctembl OXPHOS
MUTOXOHJPHI KUBOTHBIX, TPUOOB, OakTepuil U pactennil. HakorneHnHas 3a nocneaHue
roJIbl HH(POPMAIIHS MTO3BOJISET MPEIIOI0KUTh, YTO JbIXaTeIbHbIE KOMIUIEKCH 1 AT®-
CHUHTa3a OPraHU30BaHbI B 00JIEE€ CIOXKHBIE JUHAMUYHBIC CTPYKTYpbI, TaK Ha3bIBaeMbIC
cynepkoMmiuiekcsl. Maes o ToM, 4Yto JaeixarenbHble gepmentsl OTL[  moryt
00BeaUHATECSA B 00Jiee KpYIHBIC CTPYKTYpHBIE 00pa3oBaHUs, ObLIa MPEIIOKEHA CIIe
Chance u Williams B 1956 r. (Chance, Williams, 1956). Onnako najgbHEHIIHE
WCCJICIOBAHMSI C WCITOJIb30BAaHUEM JCTEPreHTOB M XPOMATOrpauuecKux METOOB
MOKa3aJId, YTO BCE ABIXATEIbHBIC KOMILJIEKCHI JIETKO OTICISIOTCS APYT OT JApyra Mpu
COTIOOMIIM3AlMKA M IIPH 3TOM 00IagaroT Onoxumudeckoi aktuBHocThio (Hatefi et al.,
1962; Hackenbrock et al., 1986). B pe3ynbrate Obuta chopMHUpOBaHa U CYIISCTBOBAIA

JIOJITO€ BpeMsi Tak Has3piBaeMmas ‘“kujkoctHas wmonens’ (fluid state model) DTIL]



MUTOXOHJPHMA, COTJIACHO KOTOPOM JbIXaTeIbHbIE KOMIUICKCHI PaCIOJIaraloTCs BO
BHYTPEHHEH MUTOXOHIPHAILHON MeMOpaHe OTACIBHO IpYyr OT Apyra W TMepeHOC
AJNIEKTPOHOB ~ MEXKAY HHUMHU OOECleYMBaeTcs CIy4alWHbIM  CTOJIKHOBEHHEM U
B3aMMOJICCTBHEM HEOOJBIITNX CBS3YIOMUX MOJICKYJI, TaKUX KaK ITMTOXPOM C U
youxunon (Welchen et al., 2011). [To Mepe HaKOIUICHHS JAaHHBIX IpEACTaBICHHE 00
opranuzanuu  OTI[ 5BONIOLMOHUPOBAIO OT ‘““KUJIKOCTHOM MOAEIW OO MOJEIHU
“tBepaoro” cocrosHus (solid state model), B KOTOpoW KOMILIEKCH CTaOMIBHO
B3aUMOJICUCTBYIOT JpYyr C JpyroMm, oOpasys CyNepMOJEKYJSIpHBIE CTPYKTYpHI,
Ha3bpIBaGMbIC CYMEPKOMIUIEKCAMH, W Jajiee J0 COBPEMEHHOW HWHTETPATbHON
o0benuHeHHON Mozenu. CoriacHO TMOCJIENHEN B JIbIXaTEIbHON IENU MUTOXOHJPUMN
MPUCYTCTBYIOT KaK OT/EJIbHbIE KOMILJIEKCHI, TaK U UX aCCOIMAIIUU — CYNEPKOMILICKCHI
(Welchen et al., 2011; Lenaz, Genova, 2012). [To mociaenHUM JaHHBIM CTEXHOMETPHS
CYNEPKOMILIEKCOB MOXET ObITh Pa3IU4YHON W TMPEACTaBICHA KOMOMHaIMel jmubo 2-x
komruiekcoB, Hampumep I wm III wmm III u IV I+, L+, H+1V,), mu6o
pa3IMUHBIMU COOTHOIIEHUsIMU 3-x KomruiekcoB — I, III u IV (I+l,+1Vy,), Tax
Ha3bIBAEMBIMU pecriupacoMamu. [Ipu 3ToM CynepKOMILIEKChl MOTYT acCOIMUPOBATh U
0o0pa30BBIBAThH IIENBIE JBIXATEIbHBIE YYaCTKH, Ha3bIlBaeMble MerakoMruiekcamu. ATO-
CHMHTa3a 00pa3yeT IUMEphI, KOTOpPbhIE OOBEAUHSIOTCS B OJIMTOMEPHBIE CTPYKTYPHI,
pacronararonuecss Ha amnekcax kpuct (Chaban et al., 2014). CoBepiiieHHO OY€BHIHO,
YTO aCCOMMAIMS JBIXaTeIbHBIX KOMIUIEKCOB M AT®d-cuHTa3 B CYNMEpPKOMILIECKCH U
METraKOMIUJIEKChI OTKphIBaeT HOBbIe cBoicTBa cucteMbl OXPHOS wmuToXoHApUId.
[Ipennonaraercs, 4To ATU CTPYKTYpPbl OMPEACIISIOT OoJiee cTabuiibHOE U d(PPEeKTUBHOE
(GYHKIIMOHUPOBAHUE JBIXATEIBHOW IIEMH, a TakKKe CIOCOOCTBYIOT CHIDKCHHIO
oOpa3oBaHUs OMACHBIX WHTepMenauaToB peaknuil. Omuromepusaius ATd-cunTassl B
MUTOXOHJIPUSIX criocoOcTByeT dopmupoBanuto nzruda kpuct (Kuhlbrandt and Davies,
2016), a TaxKe YCHJICHHIO JIOKAJILHOTO MPOTOHHOTO TpajnueHTa, HEOOXOAMMOTO IS
cunreza AT® (Strauss et al., 2008).

OpraHu3aius ¥ COCTaB CYITEPKOMITJICKCOB B Pa3IMYHBIX BUJIAX M JTa)Ke HA Pa3HBIX

dazax pa3BUTHSA PACTCHUM M3Yy4aeTCs OCTATOYHO aKTHBHO. Tak, MMEIOTCS JaHHBIC O



HAJIMOJICKYJISIPHOW OpPTaHU3alliy CUCTEMBbI OKUCIUTEILHOTO (PochOopuIrmpoBaHUs TaKUX
pactennid, kak ¢acoib (Phaseolus vulgaris), samens (Hordeum vulgare) (Eubel et al.,
2003), apabunomcuc (Arabidopsis thaliana) (Eube et al., 2003; Klodmann et al., 2011),
mmuHaT (Spinacia oleracea) (Krause et al., 2004), Tadax (Nicotiana sylvestris) (Pineau
et al., 2005), ropox (Pisum sativum) (Taylor et al., 2005), cmapxxa (Asparagus
officinalis) (Dudkina et al., 2006), kykypy3a (Zea mays) (Peters et al., 2008), kaprodenb
(Solanum tuberosum) (Bultema et al., 2009), 6am6yk (Bambusa oldhamii, Phyllostachys
edulis) (Chien et al., 2011). Omgnako wuH(}OpMAaIUs O HATUBHOM COCTOSIHHH U
opranm3aru cuctemMbl OXPHOS MutoxoHapuit HOCHT HPOTHBOPEUYMBBIA XapakTep,
T.K. TMOJly4€Ha C UCIOJIb30BaHUEM PA3JIMUHBIX HEMOHOTEHHBIX JETEPreHTOB, Kak OoJiee
magsiux, TakuX KakK JUTUTOHMH, MAaKCUMaJbHO COXPAHSIONIUX HATUBHYIO
KOH(popMaIruio OeIKkoB, Tak U 00Jiee€ CUJIBHBIX, TAKUX KakK JIOACHUIMAIbTO3U]I,
pa3OuBaIONIMX CYMEPKOMIUIEKChl Ha OTACJIbHbIE KOMIUIEKCH WM 0o0jiee MEJKue
acCOIMallUY JIbIXaTEIbHBIX KOMIUIEKCOB. Tak, Hampumep, B €AUHCTBEHHOM, 10 HAIIUM
cBeaecHusaM, padote (Taylor et al., 2005), B koTopoii ObLT OINpe/iesicH HATUBHBIN COCTaB
KOMILJIEKCOB OKHCJIMTENHLHOTO (PocPopuianpoBaHUsl B OpraHeiiaXx 3€JEHBIX pacTeHUU
ropoxa, aBTOPbl MCIOJB30BaN ‘“KECTKUN JETEPreHT IOACHMIMAIBTO3U, YTO OAJI0
HETIOJTHOE TMPEICTaBICHNEe 0 HaTUBHOM opranu3amnuu cuctembl OXPHOS sToro Buaa.
Uccnenosanus HaaMonekysipHod opranu3aunu OTL[ MUTOXOHIpUI MO3BOIUIN
OOHApPYX UTb, YTO PECITUPACOMBI B PA3JIMYHBIX OPraHU3MaX CTaOUJIbHBI, T.K. MOT'YT OBITh
BBIJICJICHBI KaK 1eJIbIe (PYHKIIMOHAIbHBIC STUHUIIBI 0€3 3HAUNTEIbHBIX MOBPEXKACHMA. B
CBSI3U C ATUM HWHTEpPEC MHOTHX MCCJEAOoBaTeleil B HACTOAIIECE BpPEMsl HalpaBjieH Ha
MOUCK (PaKTOpPOB, OOECIEUUBAIOIIMX MPOUYHYIO CBSI3b KOMIIOHEHTOB JIbIXaTE€JIbHBIX
CYNEepKOMIUTIEKCOB. Ha cerogusmHuii J1eHb yAaJloch OOHApYKHUTh TMOKAa €IUHUYHBIC
dakToppl OENKOBOM W JMNMAHONW NPUPOIBI, CTAOWIM3UPYIOIIME JIbIXaTeJIbHbIE
cynepkomiuiekchbl. K Takum daxtopam MoxxkHo otHectn Oenku Rsfl u Rsf2 (Chen et al.,
2012), AAD/ATD tpancinokarop Aac2 (Claypool et al., 2008; Dienhart et al., 2008),
crabunusupyromue cynepkomiuiekc H,+1V, B MuToXoHapusix apoxxeit; cyObeIuHUILy

Vlla muroxpomokcumassl (Cox7-a2l), HeoOxomumyro s COOPKH CyMepKOMILICKCa
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[11,+1V B opranemnax ¢ubpodnacroB memmu (Lapuente-Brun et al., 2013); a taxxe
KapAHOJMIIUH, KOTOPBIM HEOOXOonuM Juis MpouHOM u 3(QexTUBHON accoruanuu
JBIXaTEeIbHBIX KOMIUIEKCOB U APYyrux MeMOpaHHbIX OenkoB (Zhang et al., 2002).

Hecmotps Ha TO, yTo HaTuBHas opranu3anus cuctemMbl OXPHOS muroxonapuit
y pa3iUMYHBIX BUJOB PacTEeHU M Ha pa3HbIX (Pa3zax WX pa3BUTHS aKTUBHO M3y4daeTcs,
UCCJIENIOBaHMUSI 1O BIMSHUIO (AKTOpPOB cCpeAbl HAa COCTaB M aKTUBHOCTH
CYNEPKOMIUIEKCOB IOKAa €JUHUYHBI. B 4YacTHOCTH, €CTh JlaHHbIE, IOKA3bIBAIOLIUE
CHU)KEHHME COJIEp KaHMs M paclajl acCOIMalUi JbIXaTeIbHBIX KOMILJIEKCOB B YCIOBHUSX
runokcun, Hu3koro pH u anokcum (Millar et al., 2004b; Ramirez-Aguilar et al., 2011).
OTH W JApyrue €IUHUYHBbIE CBEJEHUA MPEANoJaratoT, YTO HaJAMOJEKYJspHas
opranmzanust cucteMbl OXPHOS B HeOnaronpusiTHbIX YCJIOBHUSIX IPETEPIICBACT
U3MEHEHUS] M BOCCTAaHABIIMBAETCA IIOCJIE BO3BPAIECHUS B ONTUMAJIBHBIE YCIOBHS.
OpHako I MOATBEPKIACHUS 3TOTO IPEAINIOIOKEHUS U PACIIUPEHUS MIPEACTABICHUS O
CTPECCOBOM pEaKIMU CUCTEMBl OKHCIUTEIBHOTO (QochopuaupoBaHus HEOOXOAUMO
oonpiie uHpopmanuu o coctossHun DTLl MUTOXOHAPUNA pa3HBIX BUJOB PACTEHUHN MPHU
Oonee IIMPOKOM CHEKTPE CTPECCOBBIX  BO3ACHCTBHUI, pazIUyalomIUXCs IO
WHTEHCUBHOCTHU U TPOJOJIKUTEITHHOCTH.

BnusHue runorepMuM Ha COCTaB M aKTUBHOCTh CYNEPKOMIUIEKCOB B
PACTUTENBHBIX MUTOXOHAPHSX 10 CHX IOP OCTAETCS MaJOU3y4deHBIM. B CBs3M ¢ 3TUM
U3YyYeHUE BO3MOXHBIX HW3MEHEHUMH B OpPraHU3alMM CUCTEMBbI OKHCIHUTEIbHOIO
docopmipoBaHusT MUTOXOHAPUN PpACTEHH B YCIOBUSX HHU3KOTEMIIEPATYypHOTO
BO3JICUCTBUSI PA3IUYHOM HMHTEHCUBHOCTH SBIISIETCS AKTyaJlbHBIM UM TPEACTaBISET
OTPOMHBI HWHTEpeC. YUHUTHIBas 3TO, Mbl MPEANPUHSIN TOMBITKY W3YYUTh BIHSHHE
pa3IMyYHBIX HHU3KOTEMIIEpAaTypHBIX OOpaOOTOK Ha HATUBHOE COCTOSIHUE CHCTEMBbI
OXPHOS wmwuToXOHIpUH, HUCIONB3YyS B KAayeCTBE MOJICTBHOTO OOBEKTa OpraHesUIbl
STHOJIMPOBAHHBIX MPOPOCTKOB ropoxa (Pisum sativum L.) copra “Akcaiickuii ycaTblit
55”. IlpenBaputenbHO HEOOXOAUMO OBUIO OXapaKTepU30BaTh HATHBHBIA COCTaB
CYNEpPKOMIUIEKCOB M KOMIUIeKCOB cucteMbl OXPHOS wmutoxoHIpuii mpopocTKOB

ropoxa, Tak Kak Ha CCFOI[HHHIHI/Iﬁ JACHDBb 3TOT BOIIPOC HCAOCTATOYHO N3YYCH.
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B cBi3u ¢ 3TMM wHedb pPadOTHl SABHJIOCH HU3YYEHHE HAIMOJIEKYISPHOM
OpraHM3alMid  CHUCTEMBl  OKUCIHUTENHHOTO  (pochopunupoBaHus  MUTOXOHJIPHIA
ATHOJIMPOBAHHBIX IPOPOCTKOB I'OpOXa U €€ H3MEHEHUH B YCIOBUAX THIOTEPMUU
pa3IMYHON MHTEHCUBHOCTH.

JUis AOCTMXKEHHSI NTOCTABJIEHHOW LENH HEOOXOAMMO ObUIO PEHIMTH CIEIyIOIINE
3a/1a4M:

= U3YYUTh HaTUBHYIO OpraHu3aLHI0 OXPHOS MUTOXOHJPHIA
THOJIMPOBAHHBIX IPOPOCTKOB rOpOXa,;

. HCCIIEIOBATh BIUSHUE CTPECCOBBIX HU3KHUX TEMIIEpaTyp M 3aKaJlMBaHUs Ha
COCTaB, COJIEP’KaHUE M aKTHBHOCTH CYNEPKOMIUIEKCOB U KOMIUIEKCOB OKHCIUTEIHHOTO
dbochopuaupoBaHUs STUX OPTaHEILT,

. OILICHUTH (PU3UOJIOTUYECKOE COCTOSTHUE MPOPOCTKOB TOpPOXa B M3ydaeMBbIX
yCIOBUSX (YCTOMYMBOCTh K IMPOMOPAKUBAHUIO M CTENEHb Pa3BUTHS OKUCIUTEIBHOTO
cTpecca), a TaKKe U3yYUTh BIUSHUE TMIOTEPMUM HA MHTAKTHOCTh U (DYHKIIMOHAIBHYIO
aKTUBHOCTh MUTOXOHAPUH.

IToJ107keHNs1, BBIHOCUMBbIE HA 3aIUTY

1)  Cucrema OKUCIUTEIHLHOTO (HOCHOPHIUPOBAHUS MUTOXOHAPHA TOpoXa
uMeeT 0oJiee CII0KHYIO HaJMOJIEKYJISIPHYIO OpraHU3alUIo, YeM CUUTAIIOCH MTPEXK/IE.

2)  T'mnortepmuisi  BBI3BIBACT  CHIDKCHHE  COJCpPKAaHUS M aKTHBHOCTH
OOJBIIMHCTBA CYMEPKOMIUIEKCOB, MPU ITOM YBEJIMYMUBACTCSA COACPKAHUE OTHCIBbHBIX
koMmruiekcoB | u 11l,. AkTuBHOCTH HecBsi3aHHOUM (PopMbl KoMIUiekca | pe3ko Bo3pacraer
pu cTpecce.

3) UYacrtuunas moteps  cynepkomiuiekcHoi — opranuzamuu  OXPHOS
MUTOXOHJIPHUM TMPOPOCTKOB Topoxa SBJSETCS OOHOW U3 TMPUYMH CHIDKEHUSA
(GYHKIIMOHATBFHOW aKTUBHOCTH OPTaHEIT B YCIOBHIX HU3KUX TEMIIEPaTyp.

Hay4Hast HoBU3HA

[Ipy momoiu METOAOB OJHOMEPHOTO M JBYMEPHOTO TroJyOOro HaTHUBHOTO
dopezo (1D BNE, 2D BNE/BNE) c¢ mnocrnenyroumMm 3H3UMOTrpaduuecKum

OKpalllnBaHUCM (bepMeHTaTHBHOﬁ dKTUBHOCTH OTAC/IBbHBIX KOMIIJICKCOB B TICJIC,
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UMMYHOOJIOTTHHTA U MacC-CIEKTPOMETpUUYECKOro aHanusa asymepHbeix 2D BNE/SDS-
reyied MoJydyeHbl HOBBIE JaHHbIe 00 opranm3armu cuctemMbl OXPHOS muroxonapuit
MPOPOCTKOB TOPOXa U €€ U3MEHEHUHU B YCIOBHSIX HU3KUX TEMIIEPATYD.

BrepBbie mokazaHo, YTO CHCTEMa OKHCIHUTEIBHOTO (OCPOPUIUPOBAHUS
MUTOXOHJPUA HITHUOJUPOBAHHBIX MPOPOCTKOB TOpOXa MpPEACTaBICHA MaXXOPHBIM
cynepkoMiiekcom [+NDA+I11,+1V; HeckonbkMMHU pecrnupacoMaMu, BKJIIOYAOITUMU
pasHoe KojudectBo komwmii komruiekca IV (I+1IIL+1V,); cymepkomiiekcom
NDA+NDB+I11,+1V; METaKOMIIJIEKCOM, BKJIFOYAIOIIIUM KOMILJIEKC 11, c
npejoiaraeMoi MOJISKYJIsIpHOH Maccoir okojio 10000 x/la (II+III,+1V),;, a Taxke
MHHOpPHOM #u  MaxopHbiMu  AT®-cuHtacomamu  Va+tNDA+NDB+AOX wu
Vb+NDA+NDB+AOX. Accormanusa NDA, NDB u AOX ¢ AT®-cunrazoir, u NDA ¢
cynepkomiuiekcom [+III,+1V, a NDA u NDB c¢ cynepkommiekcom |ll,+IV B
PacCTUTENBHBIX MHUTOXOHJAPUSAX OOHApYy>KEHbl BIEPBBIC, MOCKOJIbKY paHEE CUUTAJIOCH,
YTO 3TH  aJbTEpPHATHBHBIE  (EPMEHTHI HE  CBA3aHBl C  JIBIXaTEJbHBIMU
HaaMosIeKysipHeIMU cTpykTypamu (Eubel et al., 2003; Klodmann et al., 2011; Welchen
et al., 2011). YcraHOBJIEHO, YTO OCHOBHAs YacTh BHYTPEHHHUX W BHEIIHUX
anbrepHatuBHblX ~ HAJI(®)H-meruaporenas,  AETEKTUPYEMBIX  HCIOJIb3YEMBIMHU
aHTUTEJIaMH, accouuupyeTr ¢  cynepkomiuiekcamu cuctembl  OXPHOS, a
aJIbTepHATUBHASI OKCHJa3a B OCHOBHOM HaXOAMTCA B CBOOOJHOW HeCBs3aHHOU (hopme.
[TpucyTcTBHE CYKIMHATACTUAPOTEHA3bl B COCTAaBE MEraKOMILIEKCA TaKKe WHTEPECHO,
MOCKOJIBKY CUMTAJIOCh, YTO 3TOT (DEPMEHT HE BXOAUT B COCTaB CYNEPKOMIUIEKCOB U
UMEIOTCSl JIWIb €AMHUYHBIE CBEIEHUS O €ro CBSI3U C APYyruMu KommoHeHTamu OTL]
mutoxouapuii (Eubel et al.,2003; Millar et al., 2004a). Kpome BBIIICyIOMSIHYTBIX
accoluanuii, Bce JpIxaTelibHble (PepMEHThI IPUCYTCTBYIOT U B BUIE MOHOKOMILJIEKCOB.

BriepBbie 00HapyX€HO, YTO B YCIOBHSIX TUTIOTEPMHUH Pa3IMUYHON MHTCHCUBHOCTH
YMEHBIIAIOTCA ~ COAepXaHWe W  aKTUBHOCTb  OOJBIIMHCTBA  OOHApYXEHHBIX
cynepkoMiiekcoB, Takux Kak |+l11,+1V,, 1+NDA+II,+IV, Va+tNDA+NDB+AOX u
Vb+NDA+NDB+AOX. Coxepxanue ¥ akTuBHOCTh MerakoMmiuiekca (II+HIIL+1Vy 4),

CHWXAIOTCA TOJIbBKO B YCJIOBHAX KCCTKOro cCTpecca. HpI/I 3aKaJIMBaHUH, HaOGOpOT,
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MPOUCXOANT HAKOIUICHWE M YBEJIMUYEHUE aKTUBHOCTU ATOW acCOIUAIINH, a TPU MSITKOM
CTPECCOBOM  BO3JCHCTBHUM HAOMIOAAETCA TOJBKO POCT €€ AaKTUBHOCTH 0e3
CYILIIECTBEHHOI'0 yBeNnu4eHusi cojaepxanusi. Ha ¢goHe o01iero CHXEHHs coliepKaHUs
OOJBIIMHCTBA CYNEPKOMILIEKCOB MIPOUCXO/IUT HAKOIUJICHUE OTJIETIBHO
dbyukiuonupyomux komrmiekcoB | u Ill,, 4ro, BeposATHO, SBISETCS PE3YyIbTATOM
pacmana pecriupacoM I+IIIL+1V, u [+NDA+III,+1V B HU3KOTEeMNEpaTypHBIX YCIOBUSX.
[Toka3aHo, 4TO B yCJIOBUAX 3aKaJMBAHMS aKTUBHOCTh KOMILIEKca | ocTaeTcss Ha ypoBHE
KOHTPOJISI, @ IPU CTPECCaX — 3HAUUTETHHO YBEITUUMBACTCA.

Teopernyeckass U NPaAKTHYECKAS 3HAYUMOCTH PadOTHI

[lonmy4yeHHble B XOJI€ MCCJIENOBAHMS JAHHBIE pACIIUPSIIOT COBPEMEHHbIE
npenacrasienust 00 opranuzanuu cucteMbl OXPHOS pacTuTeNnbHBIX MUTOXOHAPUN U
MEXaHU3MaxX peryJsiiud M CTAaOWUIU3AlMKM JbIXaTENbHOW LIENMH 3THX OpraHeil B
YCIIOBUSIX XOJIOJIOBOM ajanTalid M HU3KOTEMIIEpaTypHOro cTpecca. Marepualibl
paboThl MOTYT OBITh UCIIOIB30BAaHbI B HAYYHO-UCCIIEI0OBATEILCKUX U 00pa30BaTEIbHBIX
YUPEXKACHUSAX B JICKIIMOHHBIX Kypcax MO MPOQUIII0 pacCMaTpUBAEMON IUCCEPTALUU.

AnpobGauust pa6oTbl. Pe3ynbTaThl UCCIENOBaHUS 1O TEME JUCCEPTALMU ObLIU
NpeAcTaBlIeHbl M o0cyxjanuch Ha Bcepocculickoli HayyHON  KOH(pEpeHIMU
“Mexanu3Mbl  perynsiuu  GyHKUu pactutenbHbix opranemn” (Mpkyrck, 2014),
EBpomneiickoit 6uosneprernueckoit koHndepenuuu EBEC (Jluccabon, Ilopryramnus,
2014), VIl Cwesge ODPP u Bceepoccuiickoit KOH(MEPEHIIMU C  MEXKIYHAPOIHBIM
yuyactueM “PacteHus B  yCJlOBHSIX TJ00albHBIX H  JIOKQJIBHBIX  TPHUPOIHO-
KIUMaTUYECKUX W aHTpomoreHHeix  BozueuctBui”  (IlerpozaBomck, 2015),
MexayHapoIHOH MOJIOIEKHON Hay4YHO-TIpaKTHUecKol KoHpepeHuun Poccus —
Monromust  (Mpkyrck, 2016), Bcepoccuiickoit HaydyHOW  KOH(EpEHIMH  C
MEXIYHAPOJIHBIM ydacTHeM ““DaKkTopbl YCTOMYMBOCTH PACTEHUH U MUKPOOPTaHU3MOB B
AKCTPEMaJIbHBIX IPUPOJHBIX YCIOBUSAX U TeXxHOreHHou cpene” (Upkyrck, 2016).

Myonaukanuu. [lo Teme auccepranuu onyonukoBano 11 HaydHbIX paboT, B TOM

yucie 4 cratbu B KypHaax u3 llepeuns BAK PO®.
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baaronapuocTun. ABTOp BbIpaKaeT TIyOOKyI0 CeplIedHylo OJarogapHoOCTb
Hay4YHOMY pykoBoauTento K.0.H. M. B. YK010BO# 32 BCECTOPOHHIOK MOMOIIb, LIEHHBIE
COBEThl W pEKOMeHJanuu. ABTOp OnarojgapeH Bed. TEXHOJIOTY JabopaTopuu
duznonornyeckoit renetuku A. M. AHTUIIMHOM, HAYANbHUKY CTAHIIMU UCKYCCTBEHHOTO
kiuMara (purorpon) CUOUBP CO PAH k.6.H. M. A. PadueHko u BceMy KOJUIEKTHUBY
buUTOTpOHA 32 MOMOIIL B MPOBEACHUH SKCIIEPUMEHTAIBLHON pabOThl, a TaKkKe T.H.C.
naboparopun ¢Gu3MONOTHUECKON TreHeTuku 1.0.H., mpodeccopy I. b. Boposckomy,
C.H.C. 1aboparopuu puznogorun pactTuTenbHol Kietku K.0.H. E. B. IIpagenoBoii, r.H.c.
naboparopun (pusznonoruueckoir reHetuku A.0.H. T. II. IloGexxumoBoii, C.H.C.
7a00paTOpUM T€HETUYECKOM WHKeHepuu pacTeHuil kK.0.H. M. B. KynuHuenko, c.H.c.
naboparopun pusuonoro-omoxumuyeckon anantanuu k.0.H. A. B. IlepmsaxoBy, Ben.
UHXeHepy JabopaTopun ¢pusnonornyeckor renetuku A. B. CunopoBy, 3aBenyromeMy
naboparopun OMomHAMKAIMK 3kocucteM A.0.H. B. . Boponuny u c.H.c. mabopatopuu
aHagutuyecko ouoopranuveckort xumun JIMH CO PAH k.6.1. U. I'. KonaparoBy 3a
LIEHHBIE COBETHI, PEKOMEHJAIMU U TOMOILb B paboTe. ABTOp OJIarOJapyT 3aBEIYIOLIETO
nabopatopun usnonorudeckoir reneruku CUOUBP CO PAH 1.6.H., mpodeccopa
B.K. BoliHukoBa u BeCh KOJUIEKTHUB JIAOOpaTOPUU 3a JOOpOKeTaTEILHOE OTHOLICHUE U

MOpPaIBbHYIO MOJAEPKKY.
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1. OB30P JIMTEPATYPBI

1.1. CUCTEMA  OKUCJ/IUTEJIBHOI'O ®OC®OPUINPOBAHUA
MUTOXOHJIPUH PACTEHUMN

OxucnurensHoe pochoprnpoBaHue SBISETCS TJIaBHBIM UCTOYHUKOM SHEPIUH B
kietke. OHO TmpejcTaBisieT cOOOM TMEepeHOC SJIEKTPOHOB IO IeNH OEIKOBBIX
KOMILJIEKCOB Ha KHCIOpOA C OOpa30BaHUEM HPOTOHHOTO 3JIEKTPOXHUMHYECKOTO
NOTEHIMaNa, KOTOPBIA MCHOJB3yeTCs Il oOpa3oBaHus Moyiekylsl ATO. VY
OOJBIIMHCTBA JKMBBIX OPraHU3MOB CHCTEMAa OKHUCIUTENBHOTO (HhOCHOPUITUPOBAHUS
coctouT u3 AT® cunTa3bl (KOMIUIEKC V) U YEThIPEX OKCUIOPETYKTA3HBIX KOMILIEKCOB:
HAJIH-gerugporenasa (kommieke ), cykmuHatmeruaporeHasa (xomrmieke ),
HUTOXpOM c¢ penykraza (kommiekc |ll) u muroxpom c¢ okcupaza (kommiekc V).
Kommnekest | u |l mepeHOCSAT 37eKTpOHbI Ha YOUXHHOH, KOTOPBIA IEpeaeT uxX
komruiekcy 1. Kommeke |l Tpancnoptupyet s7aeKTpoHbI OT YOMXHHOJIA HA IUTOXPOM
c. N nakonen, kommiekc IV mepeHOCUT 3JEKTPOHBI OT LUTOXPOMA C HA MOJIEKYIY
Kuciopoza. IlepeHoc 37EKTPOHOB B TPEX U3 YETBHIPEX OKCUAOPEAYKTA3HBIX KOMIUIEKCOB
JBIXATENbHOM LEMH COIPSIKEH C TPAHCIOKALMEN MPOTOHOB U3 MAaTPUKCA MUTOXOHIAPUI
B MEXMEMOpaHHOE MPOCTPAHCTBO. Takoe compssKeHUE MPUBOAUT K OOpPa30BAHUIO
IEKTPOXUMHUYECKOTO TPOTOHHOTO TPAJUEHTA, KOTOPBIA HCIIOIB3YETCS KOMILIEKCOM V
JUI KataauTrdeckoro oopazoBanus AT® nyrem dochopmmmpobanus AP (Henbcow,
Koxkc, 2014; Chaban et al., 2014).

B pactrenusix, MHOrMX rpudax U OJHOKJIETOYHBIX OpPraHM3Max €CTb U JIPYroi,
aIbTEPHATUBHBIA MYyTh MEPEHOCA 3JIEKTPOHOB. OH BBIMISAUT CIAEAYIOMIMM 00pa3oMm:
MEKTPOHBI OT cyOctpara moctymnarT aub6o Ha HAJI(D)H-nermmporenassr |l Tuma
(ampTepHatuBHbie HAJI(®)H-mermaporenassr), B 00xon kommuiekca |,  3atem
nocienopatenbHo Ha kKomruieke I m 1V, mu6o or HAJIH-mermmporenas uepes
anpTepHaThBHBIC OKcHaasbl (AOX), munys komiutekc |l u IV, npsmo Ha kuCIOpO.
PaboTa anbTepHaTUBHBIX OKCHUIOPEAYKTa3 HE COMPSIKEHAa C TPAHCIOPTOM MPOTOHOB

yepe3 BHYTpPEHHIOI0 MeMOpaHy. BcieacTBue sToro He oOpasyeTcsi TpaHCMEMOpaHHBIN
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TPaIUEHT, YTO SBJISICTCS OCHOBHBIM MEXaHHU3MOM 3alllUTHl OT TEPEHACHIIICHHUSI
neixatenbHou menu (I"padenbHBIX 1 ap., 2014).

bnarogapss coBpeMeHHBIM METOJaM, TaKUM KakK JJIEKTPOHHAs MHKPOCKOIHS C
BBICOKMM  pa3pelieHUueM, PEHTTEHO-KpHUCTAUIOrpaduIecKuii  aHaimm3, Troiry0oit
HATUBHBIA 3JIEKTPOPOpE3, MaCC-CIIEKTPOMETPUUECCKUII aHalUu3 CTPYKTypa M COCTaB
KOMIIOHEHTOB MHTOXOHAPUATIBHOMN JbIXaTEIbHON IEMH HA CETOMHSAIIHUI JCHb XOPOIIIO

V3yYCHBI.

1.1.1. Kommaexc |

Kommieke | sBisteTcss caMbIM OOJIBIIMM KOMILIEKCOM IbIxaTenbHON nenu. OH
[IPEICTABIICH bepmeHTOM HAJIH-nerunporenasou (HAIH-y6uxuHoH
OKCUJIOpeAyKTa3za). ITOT (epmeHT oTHOcUTCS K (raBonporenHaMm. Hapsay c
koepmentom (PraBuamononykiaeorusom (OPMH) B ero coctaB BxoasT ceMb FeS-
kiacrepoB. Anodpepment HA JIH-aeruiporenassl uMeeT CIOXKHYIO MPOCTPAHCTBEHHYIO
opranuzauuio B Buae L-oOpa3Hoii ¢GopmMbl W COCTOMT U3 THAPOPUIBHOTO
nepudepudeckoro u ruipohoOHOr0 MEMOPAHHOTO JOMEHOB, HA3bIBAEMBIX ‘‘pyKamu’
(Efremov et al., 2010). T'uapodwmisHas nepudepudeckas “pyka” comepxkutr ®MH u
FeS-knmacTepsl W pacmonaraercss co CTOPOHBI MaTpuKca, a JUIMHHas TujapodoOHas
MeMOpaHHasi “pyka” BCTpOoeHa BO BHYTPEHHIOI MeMOpany. IlepeHoc 35IeKTpOHOB
NOJTHOCThIO TIpoTeKaeT B mnepudepudeckoM gomene (Sazanov et al., 2006) wu
COMPOBOXKIAETCS MEePEKAUYKON MPOTOHOB Yepe3 MmemOpany (Baradaran et al., 2013).

XOTs 3TOT (PepPMEHT BHICOKOKOHCEPBATHBEH IS BCEX OPTaHU3MOB, BCE K€ €CTh
HEKOoTOpble oTinuud. Tak, bakrepuanbHblid KoMIuieke | coctout u3 14 cyobenunuil (o
7 cyObenmMHUII Ha KaKIyI “pykKy’) c oOmieit momekymspHoir maccod 500 x/la
(Abdrakhmanova et al., 2004). Ongnako y sykapuoT KoMiuiekc | coctout u3 Oosee yem
40 cyowenunui u Becut okosio 1000 xJla. Hampumep, kommneke | mutoxonapuii Obika
coctouT u3 44 cyOwenuuuil, 16 U3 HUX JIOKAIW30BaHbl B nepudepudeckoit, a 28 B
MemOpanHoi obnactu (Carroll et al., 2006; Balsa et al., 2012). [IpumeuarensHO, 4TO

cocTaB Komiuiekca | PAa3HBIX JYKAPHUOT OTIMYACTCA HAJINIUCM BI/II[OCHeLII/I(I)I/I‘—IHBIX

17



cyopenuuun; (Cardol et al., 2011). JlomonHWTenbHBIE CYOBESIUHHUIIBI OCOOSHHO
XapakTepHbI 1 pacTeHud. C MOMOIIBIO AJIEKTPOHHON MUKPOCKOTUHU OBLIN TOKa3aHbI
YHHMKaJIbHBIC YacTH pactureiabHoro komiuiekca | (Dudkina et al., 2005a; Sunderhaus et
al., 2006; Peters et al., 2008; Bultema et al., 2009). OHu mnpencTaBIAIOT COOOM
Hapy>KHbIE ClielUPUUEecKUue JTIOMEHBI, KOTOpbIE MPUJIETaloT K MeMOpaHHOU “pyke” B
IIEHTpaJbHOM YacTHM, W TOJ00HO mnepudepudeckor “pyke”  BBICTYMAlOT B
muToxoHIpranbHbIi MaTpukc (Perales et al., 2005; Sunderhaus et al., 2006). Cpenu aux
rpynna cyObeJuHUI, TOMOJIOTHYHBIX apXeOaKkTepralbHON KapOOaHTUIpa3e ramma-Tumna
(yCA). Kapboanruapasza y-Tuna — 3T0 LHUHKCOAEPK AU (EpMEHT, KaTaTu3UpyOUIUi
B3aumonpespamienuss CO, um HCOjz;. VY apabugoncuca YCA mnpukpemieHa K
ruipooOHOMY JOMEHY MUTOXOHAPUATILHOTO KOMILIEKca | Ha cTopoHe, BhICTyHaroen
B MaTpuKc, U (pOpMHUPYET OTAEITBHBIN JTOMEH, XapaKTePHBIH IS 3TOTO KOMILIEKCA B
pactrenusix (Dudkina et al., 2005a; Sunderhause et al., 2006; Peters et al., 2008). B
apabunoncuce Tpu KapOoanruapasueie cyobenununbl (CAl, CA2 u CA3) u
JOTIOJTHUTENBHO JBa MeHblIMX no macce Oenka (CAL1 m CAL2) dopmupyroT 4acTh
koMmIuiekca |, a B puce ooHapyxkeHo Tpu Takux YCA. Ipyrum cnienmduueckum OeaxKom
MIEPBOTO KOMILIEKCA PACTHTEIIbHBIX MUTOXOHAPHUMA sBIsieTCs L-ramakToHo-1, 4-makToH
neruaporenasa (L-GalLDH) — ¢epmenr, yuacTByromuii B mpeBpaiieHuu L-ragakToHo-
1, 4-nmakToHa 0 aCKOpPOMHOBOW KHCIOTBHI. BBUIO MOKa3aHO, YTO OH MPHUKPEIUICH K
BHYTpEHHEl MHUTOXOHApuaibHOM MemOpane (Bartoli et al., 2000) u cBsizan c
xomruiekcom | (Heazlewood et al., 2003). ®yHkIMK TOMONHUTEIBHBIX CYyOBEIUHUIL
MOKa HE SICHBbI, HO IOKAa3aHO, YTO OHU HEOOXOAMMBI Mpu cOopke Komruiekca | u,
BO3MOJKHO, Y4acTBYIOT B ero ctadbunu3zarnuu (Welchen et al., 2011).

Kommiekc | sBnsieTcs OCHOBHOM, HO HE €IMHCTBEHHOM TOYKOW BXOza

AIIEKTPOHOB. DJIEKTPOHBI MOTYT noctynath B ITL] Takxe yepes komruieke 1.

1.1.2. Kommaexc 11
Kommneke Il (cykuumHat-yOMXWMHOH OKCHAOpEAyKTa3a) — camblii MaJeHbKH

KOMITOHEHT CHCTEMBl OKHCIHUTEIBHOTO (POCPOPUIUPOBAHMS, KOTOPBIN SIBISETCS

18



MEMOpPaHHOCBSI3aHHBIM OEJIKOM, COCTOSIIUM U3 4eThipex cyoneaunani (SDH1 — SDH4).
OH urpaer BaXXHYIO POJb B MUTOXOHJPHAIFHOM METAa0OJM3Me, TaK KaKk BOBJICUEH B
IUKJI TPUKAPOOHOBBIX KUCIOT U B MUTOXOHAPUATILHYIO JIEKTPOH-TPAHCIIOPTHYIO IEMb.
Kommiekc |l xatanusupyeT okucieHHE CyKLIMHAaTa a0 ¢ymapara U BOCCTaHABIUBACT
youxunoH (UQ) no youxunona (UQH;). AKTUBHOCT 3TOTO KOMILJIEKCA HE COTpPSDKEHA
C o00pa3oBaHUEM 3JEKTPOXMMHUYECKOTO TpaJleHTa TPOTOHOB Ha MeMOpaHe,
HanpaiieHHoro Ha cuaTe3 AT® (Klodmann et al., 2011).

Bnepsrie crpykTypa komiuiekca |l Oblia moka3zaHa ¢ TOMOUIBIO PEHTTEHO-
kpuctayuiorpaduueckoro ananmsa Ha E. coli (Yankovskaya et al., 2003). B 6akrepusix u
y TeTepOTPOPHBIX 3YKAPUOT OH COJEPKHUT Bcero 4 cyObeauHHIBL: (IaBOIPOTEU]
(SDHI1), xene3ocepubiit 0enoxk (SDH2) u HeOosblMe WHTErpajbHbIC MEMOpaHHBIC
oenku (SDH3 u SDH4). /IBa runpodpunsHbix nomeHa (SDH1 u SDH2) BeicTynaroT B
MUTOXOHJPHUAIIBHBIA ~ MaTPUKC M 3a9KOpPEHbl B  MeMOpaHe TUapoPoOHBIMU
cyoreqununiamu SDH3 u SDH4, koropbeie MeHbiie 1o pasmepy. Cambiii OOJIBIION
ruapouIbHbBI  10MeH, Has3biBaeMmbld SDHI1, KOBaJeHTHO CBsS3aH C MOJEKYJIOU
dbnaBunanenunaunykieoruna (OGAJ). Hpyroit ruapodunsHeii nomen SDH2 — 310
KeJe30-CepHbIil 0enok, coaepxamuid Tpu FeS-kmacrepa, OTBETCTBEHHBIC 3a MEPEHOC
anekTpoHoB oT DA/ k MmemOpanHoMmy nomeny komriuiekca |l. T'mapodoOHbie qOMEHbI
SDH3 u SDH4 cBs3piBaloT reM nutoxpomMa b-THIa M, COCAMHSSICH BMECTE, 00Pa3yroT
caut cBsa3biBaHusag UQ. VY BpICIIMX pacTeHUN CyKIMHATAETUAPOrEHAa3a CONECPIKUAT
JTOTIOJIHUTENNbHBIE 4 HapyKHBIX AomeHa (SDHS, SDH6, SDH7, SDHS) ¢ Hen3BeCTHRIMH
dbyukusamu (Eubel et al.,2003; Millar et al., 2004a).

Kommekce |l — Hanbosiee mpocToii KOMIOHEHT 3JIEKTPOH-TPAHCIIOPTHOM LIETIH U
caMblii BapUaTUBHBIA B pa3HbIX opranu3max. Bce dactu komiuiekca |l y )KUBOTHBIX U
rpuOOB KOAMPYIOTCS SIIEPHBIM TEHOMOM, Torna kak reHel Sdh  3oodmaremist
Reclinomonas americana (sdh2, sdh3 u sdh4) u nmeuenounnka Marchantia polymorpha
(sdh3 u sdh4) o6HapyskeHBI B MUTOXOHAPHAILHOM reHOMe. B apabumorncuce Bce reHbl,
Koaupymomue KoMmruiekc |l, HaxomsaTcs B sJepHOM TEHOME, a HaWJACHHBIE B

MUTOXOHAPHUAIIBHOM I'CHOMC IIOCJICIOBATCIbHOCTH I'CHOB BO BCCX BBICIINX PACTCHHAX
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okazaymch nicepnoreHamu. CpaBHeHHE cTpyKTyphl kKoMiutiekca I E.coli u mutoxonapmii
MJICKOTIUTAIOIIUX MTOKA3aJI0 CYIIECTBEHHbIE Pa3uiMsl B TPAHCMEMOpaHHOW 00JIaCTH U B
OKPYXEHUU MPOCTETUYECKUX TPYMI, UYTO BBHI3bIBACT 3HAYUTENBHBIA CIBUT CPEIHETO
3HAYCHUSI OKUCIIHUTEIILHO-BOCCTAHOBUTEIBHOTO MoTeHIMana ¢epmento (Sun et al.,
2005). Kommiekcsl || MUTOXOHIPHI pacTCHUH M MICKOIUTAIOIINX CHIBHO OTIMYAIOTCS
o ruapodoOHbIM qoMeHaM. Kpome Toro, HegaBuo Huang ¢ coaBropamu (Huang et al.,
2010), ucronb3yst TPAaHCKPUNTOMHBIA M MPOTEOMHBIN MOJAXOJbI, HA MPUMEPE pHUca H
apalujorncuca Moka3aiu, YTO CYKIMHATIACTUIPOTeHa3bl OJIHOJAOIBHBIX U JIBYJOJIbHBIX
pacteHuii Toxke otTiauyarorcsi. B puce komruiekc |l HectabuneH, B oTiauuue OT
apabujgorncuca. Y puca oOHapy€HO CEMb CYObEAMHUII, TOTJAa KaK B apabUIOINCHUCEe UX
BoceMb. CyKIIMHAT-3aBUCHUMOE IMOTpeOJIeHne KHUCIOPOoJa M aKTUBHOCTH (epMEeHTa B
apabujorncuce B 3HayuTeNbHOW cTeneHu peryiaupoBaiuch AT®. Omnako B puce
apdexr ATD Obu1 ropasgo cmabee. ITH BUABI PACTCHUN TakXe OTIMYAIUCH IO

HaImpaBJICHUIO KCIpeccun reHoB oprosioros (Huang et al., 2010).

1.1.3. Kommuiexkc 111

Kommiekc Il (yOMXUHOH-ITUTOXpOM ¢ OKCHIOpEAYKTa3a, KOMILICKC DCy)
OKHCIIIeT YOOXHWHOJ, BOCCTAaHOBJICHHBIN KoMIIiekcoM | mmum |1, xaramu3upys mepeHoc
AJIEKTPOHOB Ha IIUTOXPOM C, UTO COMPOBOXKIAACTCS TPAHCIOKAIMEH Yyepe3 BHYTPEHHIOO
MeMOpaHy YeThIpeX MPOTOHOB Ha KAXKIYIO Mapy JIEKTPOHOB. Y OOJBIIMHCTBA BBICIINX
sykapuoT komiuiekc |l cocrout u3 11 cyobenunutl, y pactenuii u3 10 (Braun, Schmitz,
1995; Meyer et al., 2008). Bce yactu koMmIUIeKca KOAMPYIOTCA SAEPHBIM T'€HOMOM,
KpOME IMTOXpoMa D, KOTOpPBIH KOAUPYETCS MHUTOXOHJIPHAIBHBIM T'C€HOMOM.
['unpodoOHBINE  WHTETpaIbHBI  MeMOpaHHBIM  O€JOK,  COAep)Kaluid  BOCEMb
TPaHCMEMOpPAHHBIX CHHUpalIed W IUTOXPOM D, COCTaBJIIET OCHOBY il COOPKH |
dbyakuuonupoBanusi komrwiekca |ll, BMecte ¢ HUTOXpOMOM ¢; M KEJNEe30-CEPHBIM
OenxkoM OH dopmupyeT Katamutuueckuii neHtp ¢epmenrta (Blakely et al., 2005).
Ocranbubie cyObeauHuipl komiiekca lll, oOHapyxeHHble y pacTeHUl, HE HUMEIOT

TOMOJIOTOB B OakTepusx U uX (QyHKIHMH MO OOJbIEH 4acTh HEM3BECTHHI. /[Be cambie
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OOJbpIIME W3 HUX HA3bIBAIOT KOPOBBIMU O€JIKaMH, IOTOMY YTO I[E€PBOHAYalIbHO
npenoaraiy, 4To OHM 00pa3yloT IEHTPAIbHYIO0 YacTh Komruiekca. OOHapy>KEHHBIE
MOCJIEIOBATEILHOCTH ~ TOXO0XKM  Ha  JIB€  CYOBEAUHUIBI ~ MUTOXOHAPUAILHOMN
nporeccuHropoit nentugazsl (MPP). YV wmiekonuraroumux u - apoxoked  MPP
JIOKaJIN30BaHa B MUTOXOHPUATILHOM MATPUKCE, & Y BBICHIMX PACTEHHM pacroiaracTcs
BO BHYTPEHHEW MHUTOXOHJpHAIbHOW MeMOpaHe, IJie OHA MOJTHOCThIO HHTETPUPOBAaHA B
komruieke be; nmeixarensHOM nenn. Benenctue storo komruieke |1 6udynkimonanen y
JAHHOM rpymnmnbl opraHu3MoB. OJIHAKO MPOIIECCUHIOBas AaKTUBHOCTh HE 3aBHCHUT OT
aKTUBHOCTH KOMIUIEKca B TpaHcmopte 3nekTporoB (Welchen et al., 2011).
CompoBoxknatomue Oenku B komiuiekce Ill,  koropele He sBastoTCA
(GyHKIIMOHAJIBHBIMU, TpeOytoTCA Uit cOopku. Tak, B Aposkikax manepoH BCs1 BosieueH
B CBsi3bIBaHMe Fe-S Oenka m komruiekca bCy. Fe-S Genok, mpearnoiokuTenbHo, Urpaet
poiib B qumepusanuu koMiuiekca |ll. Kpome Toro, myTanuu B 1ByX IpOXKKEBBIX O€IKax
Cbp3 u Cbp4 BbI3bIBalOT HEKOTOpBIC CTPYKTYPHBIC NE(EKThl MPU COOPKE KOMILICKCa
I1l, HO B HacToOsIIIee BpeMsl HET JaHHBIX, YKA3bIBAIOIIUX HAa MX CHEHUPUYECKYIO POJIb
npu coopke gaHHoro komruiekca. Coopka komruiekca Il TpeGyeT nmpaBuiIbHOM BCTaBKU

MPOCTETUYECKUX TPYIII, KOTOPbIE BaKHBI Aiisi ero pyHkimonuposanus (Welchen et al.,

2011).

1.1.4. Kommaexe 1V

Kommiexke IV wmu muroxpom ¢ okcumaza (COX) — koHeuHbId (epMeHT
MHUTOXOHJIPUAIIBHON JbIXaTeNbHOM 1enu. OH KaTalIu3UpyeT PEAKIUIO OKHUCICHUS
LUTOXpOMAa C M BOCCTAHOBJICHHMS KHCJIOPOJA JI0 BOJbL. IDTOT MEPEHOC 3JIEKTPOHOB
CONpPSDKEH C TPaHCIOPTOM NPOTOHOB 4Yepe3 BHYTPEHHIO MeMmOpaHy. [laHHbIN
KOMILJIEKC, BCTPOCHHBIA B MeMOpaHy, oOpalieH Kak B MeXMeMOpaHHOE MPOCTPAHCTBO,
Tak ¥ B MAaTPUKC, OJHAKO BCE K€ HEMHOTO OOJIbIIE€ BHICTYHAeT B MEKMEMOpaHHOE
IPOCTPAHCTBO. DTOT KOMILIEKC dyBcTBUTENCH K mmanuay (Gupta, Rolletschek, 2013).
[Mutoxpom ¢ okcuiaaza oObIMHO OOHapyx)uBaercs B IByX (popmax: Oonbiioi — [Va ¢

maccoit okosio 300 x/la u manoit — 1Vb ¢ maccoit okono 200 x/Ia (Eubel et al., 2003). Y
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pacrernii B Qopme IVD orcyrctByer Oenmok wmaccor 32 k/la, TOMOJOTHYHBIN
cyopequaniie COXVID rerepoTpodHBIX 3YKapuOT, BO3MOXXHO, HET H JPYrUX
cyorequnun. O6e ¢opmbr COX mnpucyrctByroT B Kaprodene, suMeHe, 0o0ax,
apabumoncuce, OamOyke, HO UX COOTHoIIeHue Bupocneuuduuno. HexoTopsie
cyobenuHuIlpl KoMiniekca IV nMeror ase u 6oitee uzodpopm (Millar et al., 2004a).
buorenes COX 3arpyaHeH 1o MPUYMHE TOTO, YTO YacTU (pepMeHTa KOTUPYIOTCS
pPa3HBIMU TEHOMaMHU M COJEP)KAaT HECKOJIBKO MPOCTETHUECKUX TPYIMI, BAKHBIX IS €€
GyHKUIMOHUPOBaHUS, BKIIIOYas JiBa rema (a U az), TPM MOHA MEIU, LIUHK, MarHuil u
nonsl Hatpus (Carr, Winge, 2003). O 6uoreneze COX pacteHuit mano uHpOpMaIm,
OCHOBHBIC JaHHBIC OBUIM TOJTY4YEHBI HAa KOMIUIEMEHTAPHBIX MYTAHTaX JPOAOKCH.
COopka (yHKIIMOHATBHOTO IIUTOXPOM € OKCHUJA3HOTO KOMILIEKCA 3aBUCUT OT HAJTUYUS
BCEX €r0 CTPYKTYPHBIX KOMIIOHEHTOB M Oojee AByX neciTkoB COX-crenudpuyeckux
dakxTopoB coopku (Welchen et al., 2011). SIapo kKoMIuIeKca COCTOUT U3 TpeX OOJIBIIUX
ruapodooHbIx cyobeaunull (Cox1l, Cox2 u Cox3), KOAUPYEeMbIX MHUTOXOHIPUATBHBIM
TeHOMOM. AMHHOKHCIOTHAs TOCJIEI0BAaTEIbHOCTh JTHX TPEX 4YacTei BBICOKO
KOHCEpPBAaTHMBHA Yy pa3HBIX BHUJOB. Y MPOKAPUOT OpraHU3alus KOMIUIEKCa MpocTas,
notoMy uto cyowemunuiel Coxl, Cox2 m Cox3 cocTaBisfioT (DYHKIIMOHATIBHBIN
xonoepment. Y aykapuor COX Bkitodaer 8—11 TOMONMHUTENBHBIX HEpUBEPUISCKUX
MaJICHbKUX CyObemuHuIl, KoTopbie koaupytorcss B sape (Millar et al., 2004a;
Khalimonchuk, Rodel, 2005). Kataimutudeckuii 1ieHTp pepMeHTa SyKapHOT COCTOUT M3
CyOBEIUHUI], KOJIUPYEMBIX MHUTOXOHIPHUSIMHU, KOTOPBIE CBS3BIBAIOT PEIOKC-aKTUBHBIE
neHtpel MetauioB. Coxl — camas Oosbinasi cyOwenuuuiia COX Briarouaer 12
TpaHCMEMOPAHHBIX TOMEHOB, COACPKUT TeM a, ONMETaUTMUECKHUI IEHTP C TEMOM d3 U
Cug. IIpenmonaraercs, 4To ATOT OEJIOK SBIAETCS KIIOUEBON CYObEIMHUIICH JIT COOPKHU
COX u ydacTByeT B TpaHCJIOKAaIMd NPOTOHOB uepe3 ABe mopbl — D u K-kanaisl.
Cyobenunniia Cox2 cBszbiBaeT OusiiepHblii CUa IIEHTpP, KOTOPBIA PACIOJIOXKEH Ha
BHCIIIHEW CTOPOHE BHYTPEHHEW MEMOpaHBl W SBIACTCS BXOJOM ISl DJICKTPOHOB,
KOTOpblE TocTynaroT OT mutoxpoma c. Tak xe kak Coxl, cyowseaununa Cox3

MPEACTaBIICT CO00M O4YeHb THAPOGOOHBINH OENOK, MPOHU3BIBAIOIINNA BHYTPEHHIOKO
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MUTOXOHJPHAIIBHYI0O MeMOpaHy C CeMbI0 TpaHCcMeMOpaHHBIMH crnupaismu. OH He
HECET HUKAKUX MPOCTETUYECKUX TPYIIl U HANPSMYIO HE BOBJICUEH B TPAHCIOKAIUIO
npotoHoB. Ero oco6as ponb B COX 70 cux mop HEU3BECTHA, HO ObLIO MPEAIOI0XKEHO,
gro Cox3 HeoOxomuMm s cOopku w/miam cradmisHOocTH COX (Meunier, Taanman,
2002).

Bce 6Genku, kogupyeMble sSpOM, CPAaBHHUTEIHO MaJICHbKHE IO OTHOIICHUIO K
oenkam, xkoaupyeMbiM mutoxoHapusmu (Welchen et al., 2011). Mx momnekyispHbIe
Maccel oT 5,4 no 14,9 x/la B gpoxokax u or 5 mo 17,1 x/la y MIIEKONUTAIOMIMX.
Hecmotrpss Ha TOT (PakT, UYTO OTU CYOBEAMHUIIBI UIPAIOT, CKOpEE BCETO,
BCIIOMOTATENIbHYIO POJIb B KaTaluThuiueckoM (pyHkuuonupoBanuu COX, uccienoBaHue
Ha JIPOXOKEBBIX HOK-ayTHBIX MYTaHTax II0Ka3ajo, 4YTO OHU HEOOXOJIUMBI ISt
KoH(popmanuu (epmeHTa u ero aktuBHocTH. Hanpumep, pannss craaust coopku COX
mitekonuTaromux 3aBucut ot Cox4 cyowsenuuuipl (Nijtmans et al., 1998). B nocnennue
TOJIbl YKPEMUJIOCh MPEANOI0KEHUE O TOM, UTO HEKOTOPBIE U3 3aKOJAMPOBAHHBIX SJIPOM
cyobenuauly COX BaxHbl ISl  CTAaOMJIBHOCTH KOMIUIEKCA MW JUISL  3alllUThI
KaTaJIMTHYECKOro IieHTpa (epmenta mpoTuB TokcuuHoctH ADK (Fontanesi et al.,
2006).

B pacteHusix Takke €CTh HECKOJBKO CYOBEIUHUI], KOJIUPYEMBIX SIIPOM,
OOJBIIIMHCTBO U3 KOTOPBIX UMEET MOJIEKYJIsipHYyt0 Maccy Mmenee 10 k/la. Micnonbszys 2D
BN/SDS PAGE, Obuto mokaszano, 4yto komruiekce |V xaptodens cocrout u3z 10
CcyOBeInHUII, a y apabumoricuca ux emie oonbmie (Jansch et al., 1996; Eubel et al., 2003;
Millar et al., 2004a). Hexotopsie u3 CyObeAMHHUII, KOAUPYEMBIX SAPOM, TaKHE Kak
Cox5b, Cox5c u Cox6b, Cox6a ObUIM BIEpBbIE OOHAPYKEHBI B pHcCe, KapTodele U
apaOuIOTICHCE TOCPEJACTBOM TOMOJIOTUU C O€JKaMu JAPOXOKEeH W MIICKOTMUTAIONIUX
(Nakagawa et al., 1990; Kadowaki et al., 1996; Ohtsu et al., 2001; Curi et al., 2003).
HekoTopble MOMONMHHUTENbHBIE PACTUTENBHBIC CHEHMU(PUISCKAE KOIUPYEMBIE SAPOM
cyorequauiel COX OblIM 0OHAPYKEHBI C MOMOIBI0 MacC-CIEKTPOMETPUU, HO HUX

(GyHKIMU B HACTOSAIIEE BPEMS ITOKA HE U3BECTHBI.
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1.1.5. Kommaekc V

Kommiexke V mpexacraBnser coboit FiFo AT®-cuntazy H'-tuma, kotopas
KaTaJu3upyeT MOCIEAHUN ATalm OKHUCIUTENbHOTO QochopumupoBanus, mpeodpasys
AIIEKTPOXUMHUYECKUI TPOTOHHBIM TpaJveHT Ha BHYTPEHHEH MeMOpaHE B MOJIEKYIY
AT® (Chaban et al., 2014). Jauusii hepmeHT popmupyercs u3z 15-18 cyObeauHUIl U
UMeeT MOJICKYIIIpHYI0 Maccy okoiio 500—600 xJla (Eubel et al., 2003; Dudkina et al.,
2010). I'mapodunbHas yacth F; cocTOUT U3 Tpex o- U Tpex P-cyOobenuuun. F; yacTb
NPUCOSANHACTCA K TOTPY)KCHHOH B MeMOpaHy KOJBIICOOPa3HOW OJIMTOMEpPHOU
cyobeauHuie C 4yactu Fo, ¢ MOMOIIBIO HEHTPAIBHOIO U MEPUPEPUIECKOro CTEpKHEN.
Fo coctout m3 cyobemunuil: a (Su6), A6L (Su8), e, f, g, HEHTpaJILHOTO CTEPKHS,
COJEPIKAIIETo Y, O, € CYyObEIUHUIIBI U NEPUPEPUIECKOTO CTEPKHS, CHOPMUPOBAHHOTO
CyObeIMHUIIAMU OeliKa, 9yBCTBUTENbHOTO K onmuromuriuay (OSPC), — Sub, b, d, F6 (h)
(Dudkina et al.,, 2008). B apoxkax ecTb B¢ cHelU(DUYCCKHE TOMOJHUTEIbHBIC
cyovenuuunbl | u K, oTHOcsmmecs k MemOpaHHOW wactu. [IpOTOHBI mepecekaroT
MeMOpaHy 4Yepe3 BpAILAIOIIMICS KaHal ¢ KOJbLA W ILEHTPaJbHBIM CTEpKEHb. Of3-
Tpumep vactu F; ocTaHaBiIMBaeT BpallleHUE ¢ TTOMOIIBI0 IEPUPEPUIECKOTO CTEPXKHS U
karaiausupyer cuHte3 ATD (Gresser et al., 1982). OcHOBHBIC KOMIIOHEHTHI (pepMeHTa
BBICOKO KOHCEPBATHBHBI KaK ISl MPOKAPHOTHUYECKHUX, TaK M JUIA DYKAPUOTHUSCKUX
OpPraHH3MOB.

HatuBnass AT®-cuHTaza B KHUBBIX OpPraHU3Max CYIIECTBYET Kak JHUMED,
COEIMHEHHBIN uepe3 Fo, 1 00pasyeT yrioBylo CTpyKTypy, KOTOpasi MPUBOJUT K U3TUOY

BHYTPCHHEH MUTOXOHApUALHOW MeMOpaHbl U oOpazoBanuto kpuct (Dudkina et al.,

2008).

1.1.6. AnbTepHaTuBHbBIE hepMEHTHI

B pacTeHusx Kpome KJIaCCHYECKOTo MyTH MEPEHOCa JIEKTPOHOB MO JAbIXaTEIbHOU
LElM €CTh AJbTEPHATUBHBIA IyTh, KOTOPBIA OCYHIECTBISETCA C IOMOIIBIO
anbrepHatuBHbIX (pepmentoB — HAJI(P)H-neruaporenaz (HAL(DP)H-AT) II tuna u
anpTepHaTHBHBIX Okcuma3z (AOX) (Finnegan et al.,, 2004). HAA(®)H-AI 11 Ttuma
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PACIIONOKEHBl C MATPUKCHOM M BHEIIHEWM CTOPOH BHYTPEHHEW MHUTOXOHAPHAIBHOU
memOpanbl (Rasmusson et al., 2001, 2004; Smith et al., 2011). Bayrpenaue ¢pepMeHTHI
JIOKAJIN30BaHbl BO BHYTPEHHEN MUTOXOHIPHUAILHON MeMOpaHe CO CTOPOHBI MaTpUKca U
uMeroT Mojl. Macchl 4649 k/la, a BHeEmIHME — CO CTOPOHBI MEKMEMOPAHHOTO
NPOCTPAHCTBA W B HCCIICJOBaHHBIX BHIax mMerorT maccy 61 x/la (Rasmusson et al.,
2001). Otu (epMeHTHI BKIIIOYAIOT HEKOBAJICHTHO-CBsI3aHHbIM PAJ] U 1Ba HYKICOTH/I-
CBA3BIBAIOIIMX Yy4yacTKa: N-TepMUHaIbHBIA y4acTok, cBs3biBarommii PAJl, n C-
TEPMHMHAJILHBIN yuacToK, cs3piBaromui HAJI(D)H (Kerscher et al., 2000).

B apabunoncuce anbrepHatuBHblie HAJI(D)H-nerunporenasbl KOIUPYHOTCS
neyms cemerictBamu reHoB NDA (nBa rena) m NDB (uetbipe rena) (Michalecka et al.,
2003). Klodman ¢ xomteramu (Klodmann et al., 2011), u3y4ast npoTeoM MUTOXOHAPHIA
CYCIIEH3MOHHOM KyJIbTYpbl KiIeTOK apadbupaomncuca, Ha BNE-rene obnapyxunu HAJIH-
JICTUAPOreHa3Hyl0 akTHBHOCTH B oOmactu 160 kJla. ITocmeayrommue 2D BNE/SDS-
PAGE u Macc-crieKTpoMeTpHsi MoKa3ajl, YTO BCe OOHApY)KCHHBbIC OCJIKH SIBIISIIOTCS
NDAZ2, NDB2 u NDB4 ¢ mosexynsipHIMA MacCaMid MOHOMEPHBIX OCJIKOB B IMAaIia30He
ot 56 o 65 x/la. Onupasich Ha OJIy4eHHbBIE TaHHbBIE, aBTOPHI 3aKiatovaioT, uTo NDA u
NDB wmoryr ¢opmupoBarh O€IKOBbIE KOMIUIEKCHI, KOTOPBIE, BO3MOXKHO, HMEIOT
rerepoTpumephnyto ctpyktypy (Klodmann et al., 2011).

AnbTepHaTHBHAs OKCHJa3a — MEMOpaHHBIN O€JIOK, PacIoNIOKEHHbINH CO CTOPOHBI
MaTpUKCa, KOTOPBIM KaTaIM3UPYET MEPEHOC JEKTPOHA OT YOMXMHOJIA HA KUCIOPOI U
YeTHIPEXANIEKTPOHHOE BOCCTaHOBIIeHUE mocneanero mo Bozbl (Vanlerberghe, 2013).
AOX He4yyBCTBHUTENIBHA K LMAaHWAY, a3uay, aHTUMHLOMHY A, Mukcoruazory, CO
(Menenue u ap., 1999) u oOHapykeHa y BCEX HCCIIECIOBAHHBIX BHUJIOB pPACTEHUH,
MHOTUX 3YKapUOTUYECKUX BOJOPOCIEH, IpUOOB, APOXKKEH, a TaKkKe B MUTOXOHAPHUSIX
npocrerimmx (Vanlerberghe, 2013). B 3aBUCMMOCTH OT HCCIIEIyeMOrO BHJIA 3TOT
depmenT umeeT Moit. Maccy oT 29 a0 40 xJla (Umbach et al., 1993; Menenues u ap.,
1999; Moore et al., 2008, 2013; Konert et al., 2015) u komupyercsi cyOcemMelicTBOM
nByx simepabix reHoB AOX1 m AOX2 (Considine et al., 2002). AOX pacrteHuii, B

ornmuune ot AOX rpuOoB, (QPYHKIIMOHHpPYET B BUIE AUMEpPA, AKTUBUPYIOIIETOCS O-
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KETOKHCIIOTaMu, ocoOeHHo mmpyBatoM, U HAJI(D®)H, koTopwiii BOCCTaHABIMBAET
nucynbduaHbe CBSI3U QepMEHTa U pe3Ko MOBhIMAeT ero akTuBHOCTH (Vanlerberghe,
2013).

Buemnue u Buyrpennue HAJI(®)H-nermaporenassl |l Tuma MoryT OKUCHATH
cyOcTpaT B TMPHUCYTCTBUM POTEHOHAa — MOIHOTO UWHruOuTtopa kKomriuiekca I, a
anbTEepHATUBHBIC OKCHAa3bl KaTanu3upyroT okucienue UQH, mo UQ B mpucyrcTBuun
uarunoutopoB komiuiekcoB Il w IV (Millar et al., 2011). IlepeHoc 3JEKTPOHOB
aIbTEpPHATUBHBIMA (EpMEHTAMU HE CONPSDKEH C TPAaHCIOPTOM IMPOTOHOB B
MEXMEMOpaHHOE MPOCTPAHCTBO, M, CIEAOBATCIIBHO, HE MPUBOIUT K 0Opa3OBAHHIO
MpOTOHHOrO TrpaaveHTa U AT®. AKTHBaUMS JAHHOTO NYTH SBJISETCS BAXKHBIM
3alUTHBIM ~ MEXaHU3MOM pACTEHUW TMPU  PA3TUYHBIX CTPECCOBBIX  YCIOBHUSX

(I'pabenpHbIX 1 Ap., 2014).

1.1.7. YOUXVHOH ¥ IUTOXPOM C

@OepMEHTATUBHBIE  KOMIUIEKCHI ~ MHUTOXOHJPHUAIBHOM  JBIXaTEIbHOW  IENH
B3aMMOJICUCTBYIOT C TIOMOIIBIO MOOWJIBHBIX PEJOKC-aKTUBHBIX IEPEHOCUHKOB, —
yOMXHWHOHA M LMUTOXpOMa c. YOMXMHOH 3a0WpaeT 3JIEKTPOHBI OT KomIuiekca | wium
komriekca |l u mepenaer ux Ha komreke I, a mUTOXpOM ¢ akueNTUPYET IMEKTPOHBI
ot komruiekca |l u mepenocut ux k komruiekcy V.

YOuXxuHOH mpencraBisier co00l  JIUNOPUIbHBIA XMHOH, BCTPOEHHBIM B
JUTIAIHBIA Ouciol. Ha ceromHsmHuii JeHb NMPH TOMOIIM METOJA, ITO3BOJISIONIETO
npocieauTh ToToK djektpoHoB B OTI[ muroxomapuit (flux control analysis),
YCTAHOBJICHO CYIIIECTBOBAHHE CBOOOJHOIO Iyja YOMXWHOHA, PACIOJIararoIierocs BO
BHYTPCHHEH MUTOXOHAPUATBLHOM MeMOpaHe, U YOMXMHOHA, 3asKOPEHHOTO B
cynepkomruiekce I+111, (Genova, Lenaz, 2014).

[urtoxpom ¢ — TUAPODUIBHBIA METAJUIONPOTEHH, CYIICCTBYIONIMN B
MEKMEMOPAaHHOM IIPOCTPAHCTBE Kak MoHomep maccor 12 kx/la. Ha muToxonmpusx
npoxokert Saccharomyces cerevisiae (Boumans et al., 1998; Heinemeyer et al., 2007)

MokazaHo TecHoe B3aumojaeiictBue komiuiekcoB I, IV wu 1muroxpoma ¢ B
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cynepkomiuiekcax II,+IV u Ill+1V,. CormacHo CTpyKTypHON MOJENM KOMILIEKCA
[1,+1V,,, momy4eHHOW Ha OCHOBAaHWUHM JAHHBIX KPHUCTALIOTPadUYECKOTO aHAIIN3a,
IIUTOXPOM  C-CBSI3BIBAIONME KapMaHbl HAa TIOBEPXHOCTAX JABYX KOMIUICKCOB
pacmnoyiararoTcs OJM3K0 APYT K APYTY, co3maBasi yeiuoBus st 3 (PEeKTUBHOTO TIEpeHoca
SJIEKTPOHOB OBICTPBIM “TIHMHI-TIOHT” mepemernenueM 1uToxpoma ¢ (Welchen et al.,
2011). AHanu3 MYTaHTOB JAPOXIKEH M MJICKOIMHUTAIOIIMX IOKa3all, YTO IMTOXPOM C
HeoOXoauM it cOopku U cradmim3anun komruiekcoB |, I u IV (Pears et al., 1995;
Barrientos et al., 2003; Vempati et al.,, 2009). IlpexamomaraeTcs, 4TO OH TaK¥Ke
dbopmupyeT KoMIuiekc ¢ pepmenToM L-ramakroHo-1,4-1akToHIErHAPOreHa30il Maccon
100 x/Ia (Klodmann, Braun, 2011).

[ToMrUMO poJH DJIEKTPOHHOTO TEPEHOCUMKA ITUTOXPOM ¢ yYacTBYET B JIPYTUX
BaKHBIX KJIETOYHBIX IpOIleccaxX, TAKMX KakK MporpaMMHpyemasl KJIeTodHas THOeab y
miekonuraromux (Ow et al., 2008), B cuntese ackopOara (Bartoli et al., 2000; Millar et
al., 2003) u B mpeBpamiennn D-nmaktata 10 THpyBara, KaTaausupyemoro D-jakrat

neruaporenasoit (Engqvist et al., 2009).

1.2. HAIMOJIEKYJISIPHASA OPTAHM3AILIUA CUCTEMbBI OXPHOS
MUTOXOHJAPUN PACTEHUN

benkoBbie KOMIUIEKCHI JBIXaTEIBLHOM IIEMH BIIEPBbIE OMOXUMUYECKU OIMHUCAHBI
eme B 1960-x romax Ha MUTOXOHApPUSIX OblKa TMpPU TMOMOLIM  METOoJa
cyO(dpaKkIIMOHUPOBAHUS C UCTIOJIH30BAHUEM COJIEH KEITYHBIX KHUCJIOT, TAKUX KaK XOJaT
wi jguokcuxonar (Hatefi, 1985). Muorga mosydanu ompese/ieHHbIE KOMOWHAIMH
JBIXaTeNIbHBIX KomruiekcoB, Hampumep |-ro m Ill-ro (Hatefi et al.,, 1961; Fowler,
Richardson, 1963; Hatefi, Rieske, 1967). Ilozxe MmeTomoM XpomaTorpadudeckoro
aHaNM3a C IMOMOIIBIO JETEPTCHTOB OBUIM OYMINEHBI BCE IMSITh KOMIUIEKCOB CHCTEMBI
OKHUCIHUTENBHOTO (hochOoprIMpuInpoBanrs. Tak Kak BCE BBIJCICHHBIC JIbIXaTCIIbHBIC
(dbepMeHTBI TIPEACTABIISUIA CTAOWIIbHBIE YaCTUIIBI O€JKa, JIETKO OTACIsIEeMbIE IPYT OT
JIpyra TpU COJIOOWIM3AlUM MEMOpaH, OBbUIO TMPEAINOJIOKEHO, UYTO OHM MOTYT

CYIIIECTBOBATh OTACIBHO IN VIVO. DTO MpeArnonokeHne ObUIO MO IEPIKaHO H3MEPEHHEM
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AKTUBHOCTHU JBIXaTEIHHBIX OEITKOBBIX KOMIUIEKCOB B BE3WKYJIaX BHYTPEHHEH MeMOpaHbI
(Hackenbrock et al., 1986).

B mHactosiiiee BpeMs NpuU TOMOIIM COBPEMEHHBIX METOJIOB 3JIEKTPOHHOM
MUKPOCKOITUH, OJTHOMEPHOTO W JBYMEPHOTO TOJIyOOTO HATHBHOTO 3JIEKTPO(GOpPE30B B
I'PaJMEHTHOM MOJIMAKPUIAMUTHOM Telie, MacC-CIIEKTPOMETPUUYECKOTO aHaIN3a aKTUBHO
U3yYaeTcsl OpraHu3allys U COCTaB CYNEPKOMIUIEKCOB JIbIXaTeIbHON 1IEMU MUTOXOHIPHI
KUBOTHBIX, TpUOOB, OakTepuii u pactenuil. [lo Mepe HaKOIJICHHS JaHHBIX
npejacTaBiieHne o0 opranuzaruu DTL[ SBOTIOIMMOHUPOBANO OT ‘“YKHUJIKOCTHOM MOICIH
(fluid-state model), coracHo KOTOpPO# JbIXaTeNbHBIE KOMILICKCHI PaclojararoTcs
OTJIEJIBHO JPYT OT Apyra (M MepeHOC 3JIEKTPOHOB BO3MOXKEH TOJBKO B pE3yJbTaTe HUX
CIy4aiiHBIX B3aUMOJICHCTBHUI), 10 Mozenu “TBepaoro” cocrosHus (solid-state model),
MpU KOTOPOM KOMILJIEKChl CTaOWJIBHO B3aMMOJCHCTBYIOT JPYT C JIpPyroMm, oOpasys
HAJMOJICKYJISIPHBIE  CTPYKTYPBI, Ha3bIBa€Mble CYNEPKOMIUIEKCAMU, U Jajiee JI0

COBPEMEHHOM MHTErpaabHON 00beauHeHHon Moaenu (puc. 1.) (Welchen et al., 2011).

complex |
M v u
M complex Il
; IMS
complex Il '
b complex IV .

cytochromec @
-4 i
- ot IM complex V :
IMS

Cc

Ip@Li-voly 22

Puc. 1. Cxemarnyeckas moneib DTL] muroxonapuii (Welchen et al., 2011)

(a) “Kunxoctuas™ monens (fluid-state model), (b) moxens “TBepmoro” cocrosHus (solid-state
model), (c) unrerpanbuas monxens DTI] muroxonapuii (integrated model).

O6o3nauennssi: M — wmarpukc; IM — BHyrpenusss memOpana; IMS — wmexxmemOpanHOe
npoctparctBo; complex | — kommutekc I; complex Il — kommuteke Il; complex 1l — kommuteke 11,
complex 1V — xomruiekc 1V; complex V — xommiekc V; cytochrome ¢ — iiutoxpowm c.
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CornacHo mocinegHed  MOJAENM B ABIXaT€bHOW IEMNU  MUTOXOHJAPUIA
MPUCYTCTBYIOT KaK OTACIbHBIE KOMIUIEKCHI, TaK M acCCOIMAIMA STUX KOMIUIEKCOB
(Welchen et al.,, 2011; Lenaz, Genova, 2012). Ilo coBpeMeHHBIM JJaHHBIM HX
CTEXHMOMETPHUSI MOXKET OBITh Pa3IMYHOM M TPEJACTaBlieHa KOMOWHamuen mmbo 2-x
komruiekcoB, Hampumep I u Il wmu I w IV I+, L+, HL,+1V,), 1u6o
pa3IMYHBIMK COOTHOIICHUsIMU 3-x komiuiekcoB — I, III u IV (I+I1,+1Vy4), Tax
HA3bIBAEMBIMH PECIUPACOMAMH, W JaXE IEIBIMA JbIXaTEIbHBIMH YYaCTKaMH —
METaKOMILIEKCaMH, TPEICTABISIOIMIMMEI aCCOIUAIIUM CYTTEPKOMILIEKCOB.

OCHOBBIBasICH Ha IMEIOIITUXCS JAHHBIX, MOJKHO BBIJICITUTH CJICTYIONTHE OCHOBHBIC
CYNEPKOMILJIEKChl ~ MUTOXOHJpUalbHOW  nbixatenbHol  memu: |+, I +IV iy,
I+1,+1V,4 u V,. OnHako cocTaB W cojepKaHHE CYIMEPKOMILIEKCOB B Pa3HBIX
opranm3aMax otiandaetcs (mpmwiokeHue A). Tak, Hampumep, OOJBIIOE KOJIHYECTBO
cynepkomiuiekcoB |+11l, xapakrepHo s pacrenmii, cynepkomiuiekc +1Viy
SBJISIETCS MaXOPHBIM y TpHOOB, a B MHUTOXOHApHAX MIekonuTaromux OTL]

npeJicTaBlIeHa B OCHOBHOM pecriupacomami I+111,+1V, 4 (Chaban et al., 2014).

1.2.1. Cynepkommuiekc I+111,.

B passpix opranmszmax komiuviekc | ¢dopmupyeT cTaOWIbHBIE acCCOIMAIMU C
aumepoM komiuiekca Il maccoit 1500 x/la m cocTouT TOABRKO M3 KOoMIUiekca | u
xomiuiekca |1, He Bxarouas gomoaauTenbHbXx O0enkoB (Dudkina et al., 2005a; Welcen et
al., 2011; Chaban et al., 2014) (puc. 2). YV pacteHuii BIepBble OH ObUT M3y4YCH Ha
apabunorcuce (Dudkina et al., 2005a). Cynepkommiekce I+lll, y pacrenuii sBnsercs
0osnee CTaOMIBHBIM M PACIPOCTPAHCHHBIM, Y€M Y XKUBOTHBIX M TPHUOOB. B0O3MOXKHO,
OombIIas CTa0MIBHOCTD OOBSICHAETCS HEMHOTO OoJiee MIIMHHOW MEMOpaHHOW “‘pyKoit”
pactutensHoro kommiekca | (~230 A) mo cpaBHeHHUIO ¢ TAKOBOH y JKMBOTHBIX U IPUOOB
(~190A) (Dudkina et al., 2006). Mem6panHsIif foMeH kKomrekca | cierka usrubaercs
BOKpyr aumepa komruiekca Il B mecte B3ammopeiictBus (Dudkina et al., 2005a).
[Tepudepuueckas “pyka” xomruiekca | u kopoBas yacth komiuiekca Il BoricTynmaroT B

MUTOXOHJPHAIIBHBIN MAaTPHUKC, HO (PU3NYECKU HE B3aUMOICHUCTBYIOT.
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Puc. 2. Mogenb ctpykTyphl cynepkomiiekca |+111,, monydennas Ha ocHOBaHUH

JIAHHBIX PEHTICHOCTPYKTYPHOTO aHAlIM3a U 3JeKTpoHHO# Mukpockonuu (Dudkina et al.,
2005a)

(a) Cyneprxomiuiekc I+, apabumorncuca. Kommaeke | moka3aH »eaThIM [IBETOM, KOMILIEKC

[1l; — 3eneHbIM, OpaH)XEBBIM MOKAa3aHbl JOMOJHUTEIbHBIC CYyOBEAMHUIIBI KOMIUIeKca |, 3eleHbIM
OYHKTHPOM o00Oo3HavyeHa ruapoduiabHas dvacth Komiuiekca Il (b) OOmmit Bum cOopku
cynepkomiuiekca |+11l; Bo BHyTpeHHel MeMOpane MUTOXOHAPHIA (TOIy00ii LIBET).

O6o3nauennsi: NADH binding domain — HAJIH-cBsi3siBaromuii 1omen komiuiekca |; core 2 —
cyobenunauna core 2 komrmiekca I, subunit 8 — cyobenunmnma 8 xommiekca Ill; membrane —
BHYTPCHHsISI MUTOXOHIpHaibHas MeMOpaHna; hydrophobic arm — ruapodobHoe miedo komruiekca .

YOuxXuHOI-CBA3BIBAIOIIMN KapMaH KoMmiuiekca |l u mpeamonaraemoe pacrnosiokeHue
yOMXHWHOH-CBS3BIBAIOIIETO caiiTa KoMIuiekca | HaxomsTcs B HEMOCPEICTBEHHOU
OJIM30CTH JAPYT OT ApYyTa.

[Ipenmonaraercs, uro oOweauHenune komruiekcoB | m Il mpuBomutr k OGoisee

BbicokOi HAJIH: 1uToXpoM ¢ OKCHUI0-pEeNyKTa3HOW aKTUBHOCTH, MO CPAaBHEHUIO C MX
cBOOOHBIMU (hopmamu, a OJHM3KOe pacroyiokeHue caWToB cBszbiBanusa UQ obowmx
(GbepMEHTOB MOXKET 3aluINaTh MHUTOXOHJPHH OT OIACHBIX WHEPMEAUATOB PEaKIIHH
(Lenaz, Genova, 2012).

[Toxazano, yto ot 50 10 90% Bcero komruiekca | y pacTeHuil B 3aBUCUMOCTH OT
BHJIa BXOJHUT B COCTaB CYIEPKOMILIEKCOB, y MiieKonuTarommx okojo 90 % (Eubel et al.,
2003). ITlomMuMO OMHCAaHHOTO CYMEPKOMIUIEKCA B PACTUTEIBHBIX MHTOXOHIPHUSIX

BcTpeuaeTcs Takke cynepkomiuieke I+, (Chien et al., 2011).
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1.2.2. Cynepxommiaekc H1,+1V,_,

B MuToXOHAPUSIX IpOXIKEH, B KOTOPBIX, KaK H3BECTHO, OTCYTCTBYET KoMILIekC |,
IpH MOMOIIK aHanu3a mortoka siekrponoB (flux control analysis) u uHrHOHMTOpPHOTrO
aHanu3a OBUIO YCTAaHOBJIGHO, 4YTO JbIXaTeldbHAs IeMb paboTaeT Kak eauHas
dbyukiuonansHas equnuia (Boumans et al., 1998). Schagger u Pfeiffer (Schagger,
Pfeiffer, 2000) moka3amu, 4YTo B APOXIKAX IMPUCYTCTBYIOT JBe (OPMBI 3TOro
cynepkomiuiekca — |,+IV u HI,+1V,. Ha ocHOoBaHMM HaHHBIX KPHO-3J1EKTPOHHON
mukpockornuu Mileykovskaya ¢ coasropamu (Mileykovskaya et al., 2012) co3nmau
NICEBJIOATOMHYIO MoOJieNb JpoxxkeBoro cynepkomiuiekca III,+1V, (puc. 3). ABTopbl
MOKA3aJId, 9TO 3TOT CYNEPKOMIUICKC MMEET OYeHb CUMMETpUUYHYIO opmMmy Onaromaps
Tomy, uTo Komruiekc lll, Haxoaurcs mocepeaunHe, a 1Ba MoHOMepa komruiekca |V —

CTpOro 1o 60Kam.

Cyt c1
CillljQcr8 ci

Puc. 3. IlceBmoatomnas wmognens cynepkomiiekca I +1V,  apoxokeit
(Mileykovskaya, Dowhan, 2014)

O6o3navennsi: MA — matpukc; IMS — mexxmemOpannoe mpoctpancto; komruteke 1 (CII)
nokazad po3oBbiM 1BeToM, kKomiuieke IV (CIV) — 3enenbim, muroxpom cl (Cyt cl) — kpacHbIM,
kapauomunua (CL) — skenteiM, nutoxpoM b (Cyt b) — kopuuneBsiM u cyOobenunuma Qcr8 (Qcrd)
0003HaueHa CHHUM I[BETOM.

Ha pacrenusx xaprodens (Eubel et al., 2004), mmunara (Krause et al., 2004) u
cnapku  (Dudkina et al., 2006a) Owbuto mokazaHo, 4to Komiuiekc |Ill, moxker

accouuupoBatb ¢ 1-4 nuToxpoM ¢ okuzpasamu. MonekynsgpHas Macca  3TOro
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cynepkomiiekca okono 700-850 k/la (Heinemeyer et al., 2007). Camoe BbICOKOE
CoJIep)KaHUe 3TOr0 KOMILIeKca oTMedeHo y apoxoked (Schagger, Pfeiffer, 2000), B
MEHBIIIEM KOJIMYECTBE OH COJEPKUTCA y MiekonuTaromux (Schagger, Pfeiffer, 2000) u
enie MeHblle y pacteHuid. Bzaumoneiicteue kommuiekca |l u kommiekca 1V 3aBucur ot
HAJIMYMS KapJAHOJIMIIMHA BO BHYTPEHHEH MHUTOXOHIpUaibHOM MeMOpane (Zhang et al.,
2002; Pfeiffer et al., 2003; Mileykovskaya, Dowhan., 2014). [Ipu u3y4yeHuHn JaHHOTO
KOMIUIEKca Obuta HaijgeHa cyObenmanma Cox7a2l, koropas OTCyTCTBOBaJia B
WHIMBUIYAIbHBIX KOMIUIekcax. Lapuente-Brun ¢ coaBtopamu (2013) mokasaiu, 4rto
cyobenuuuiia Cox7a2l neooxoauma mpu coOopke cyrnepkomiuiekca. OHU OOHAPYIKHUIIH,
YTO B UMMOPTATM3UPOBAHHBIX (PUOpOOIACcTaX MBI C YKOPOUSHHON aMUHOKHUCIOTHON
MOCJIEIOBATEILHOCTHIO, KOJIUPYIOIIEH JaHHBIM OEJNOK, OTCYTCTBYIOT CYNEPKOMILIEKCHI
[11,+1V (Lapuente-Brun et al., 2013).

JIaHHBIN CYNEPKOMILIEKC MOXKET OOBEIMHSITHCS ¢ KomruiekcoMm |, oOpasyst Tak
HA3bIBAEMYIO PpECIHUpPAcOMy, KOTOpasi MOXKET AaBTOHOMHO BBITIOJHATH TEPEHOC

9JICKTPOHOB B IIPUCYTCTBUU Y6I/IXI/IHOHa U OUTOXpOMaA C.

1.2.3. Cynepkommiaekc 1+111,+1Vy 4

Cynepkommiexke 1+, +1Vy, — 310 camas kpymHas Qopma oObequHEHUS
komnoHeHTOoB OXPHOS ¢ maccoir 1500-2700 k/la. 3ayacTyro 3TOT CYINEPKOMILICKC
Ha3bIBAIOT PECIHUPACOMON, TaK KAaK OH CIOCOOEH aBTOHOMHO BBIMOJIHATH IEPEHOC
AJIGKTPOHOB B TNPUCYTCTBUM YOWXMHOHAa M uuroxpoma c. I[lpm momommum wmetona
KPUORJIEKTPOHHON ToMorpaduu U KPUOIIEKTPOHHOM MUKPOCKONUU OBbUIA MOJTYYEHBI
NPOEKIMOHHBIE KapThl pacnoioxkenus cynepkomiuiekca I+11,+1V B mmockoctu
memOpanbl (Dudkina et al., 2011) (puc. 4). OHM TOKa3bIBAIOT, YTO PACIOJOKCHHE
komiiekcoB | u Ill, B pecnupacome aHanoruyHbl MX MO3UIUSM B CYNEPKOMIUIEKCE
I+11l,, T.e. numepnsiii xommuiexkc |ll marepampHO cBsizaH ¢ MemOpaHHOU “pykon”
koMmriekca I, koropeiii ormbaer kommiekc |l B mecte konrtakta. Kommiekc IV
MPUKPEIUIEH K Kparo MeMOpaHHOU “pyku’” komruiekca I, HoO B TO ke Bpems JlaTepalibHO

B3auMmoeiicTByeT ¢ auMepom komriekca 11 (Dudkina et al., 2008).
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Puc. 4. 3D pexonctpykuus peciipacomsl |+111,+1V Mmuroxonapuii cepana Obika,
HOJIyYCHHAs C TIOMOIIBIO KpHO3JIeKTpoHHO#H Mukpockonuu (Dudkina et al., 2011)

A — Bun cOoky, Oenblii TpeyroibHUK yKa3piBaeT Ha duaBonporenH; B — Bum cboky ot
MeMOpaHbl, CTpEJIKUA yKa3biBaloT Ha KopoBbie |-yio u ll-yto cyOwegumnunsl komiiekca Iy, 6enbrit
TPEYroJIbHUK yKa3biBaeT Ha ¢uaBonporend; C — mpoctpancTBeHHas mojenb (space-filling model)
pecrupacoMbl Ha ypOBHE MeMOpaHbl, JEMOHCTPUPYIOIIAs MPOMEKYTKH MEXKIy KOMIUIEKCAMH B
cocTaBe CynepkomIuiekca; D — BHJ CBEpXy cO CTOPOHBI MEXKMEMOPaHHOTO MPOCTPAHCTBA, IBOWHBIC
Oenble CTPENKU YKa3bIBalOT Ha M3ruO komiuiekca | B meMmOpane; E — mpocTpaHCTBEHHass MOEIb
pecnipacoMbl B MeMOpaHe, KpacHble M TOJyOble TpPEYrOJbHUKH YKa3bIBAIOT HA PACHOJIOKEHHE
komruiekcoB B MemOpane (C) m matpukce (F) coorBercTBeHHO; F — mpoCTpaHCTBEHHAs MOJICIb
peCIMpacoMbl CO CTOPOHBI MaTPHKCA.

O003HaYeHHUs: KEIITHIM IIBETOM 0003HauUeH KoMmiuieke |; 3emeHbpIM — komimieke 1y, cuanm —
komIuteke |V; ropuzoHTansHble TMHUN Ha E yka3bIBaloT Ha rpaHHIBI MEMOpPaHbI; OPaH)KEBbIE CTPEITKU
Ha A, B u D yka3biBatot Ha pacrnionokenne mutieiu aereprenta. (Llkana 6apa: 10 um.)

Mogens moka3bIBae€T CBOOOTHOE B3aUMOACHCTBHE MEXIY TPEeMs KOMIUICKCAMH,
IIPU ATOM JIMIIHIBI 3aIMOJHSIOT MIPOCTPAHCTBO MEXKTY (hepMEHTaMH, CKICHUBast UX MEXKITY
coboii. OpHAKO W3-3a OrPAaHUYSCHHOTO pa3pelieHdus APYrue HHTEPIpETali B
HACTOSIEE BpEeMs HE MOTYT OBITh TOJHOCTBIO HCKIIOUeHBl. Kpome TOro, mnoka
HEU3BECTHBI CyOBEMHUITBI, JIOKATM30BAaHHBIC HAa TpaHUIlax Mexay komruiekcamu I, 11,
u IV (Boekema, Braun, 2007).

JlaHHBIN CYNIEPKOMIUIEKC CUMTAETCS HauOoJiee XapaKTEPHBIM IS MUTOXOHAPUI

miekonuTatomux. OH Takke 00HAPYKEH B PACTCHUSIX, HO OTCYTCTBYET B IPOIKAX.
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1.2.4. lnmepnass AT®-cuHTa3a

[ToMmuMO mpeACTaBIEHHBIX KOMOMHAIMM  JBIXaT€IbHBIX  KOMIUJIEKCOB B
MUTOXOHJIPHSIX MIPUCYTCTBYIOT U IPYTHE HAIMOJICKYJSIPHBIE CTPYKTYPBI, COCTOSIIUE U3
HEeNbIX Lenouek naumepHbix AT®-cuHTa3, KOTOphIE paclojarairTcs B MecTax u3ruda
kpuct (Bultema et al., 2009). IlepBoie OHOXUMHUYECKHE AaHHBIC O aAuMepHOr ATD-
cunTaze Obutn mosydensl Arnold ¢ komreramu (Arnold et al., 1998) na npoxkax mpu
nomoun BN PAGE. Tlo3xe aumepbl ObUTH OOHApYKEHBI B MHUTOXOHAPHUAX OBbIKa
(Minauro-Sanmiguel et al., 2005), Bomopocineii Polytomella sp. u Chlamydomonas
(Dudkina et al., 2005b), Arabidopsis taliana, mpoructor Tetrahymena thermophila
(Balabaskaran Nina et al., 2010) u nHexotopbix apyrux opranu3moB (Eubel et al., 2003).
[IpumeyaTenbHO, YTO 3TU OPraHU3Mbl (PUIOTEHETHYECKHU JAIEKU JPYT OT JIpyra, HO TeM
HE MEHEE UMEIOT aHAJIOTMYHyI0 (Gopmy IuMepHOl AT®d-cuHTa3bl B MUTOXOHAPHUSX.
HurtepecHo, uro numepusarusi ATd-cuHTaspl, MOX0XKe, SBISETCS OTIUUUTEIHHON
YepTOd MHUTOXOHJPHUI, TOCKOJIbKY TIOKAa HET JI0Ka3aTelbCTB, IOATBEPIKIAIOIINX
HaJIMYUe JUMEpPOB B OakTepHalbHbIX MeMOpaHax (Schagger et al., 2002; Garcia Montes
de Oca et al.,, 2012). Undopmarmst o crpykrype aumepHoit AT®-cuHTa3bl OblLia
MOJTydyeHa C MOMOIIBI0 METOAOB DJIEKTPOHHON MHUKPOCKOIHUU BBICOKOTO pPa3pelICHHS
(single particle EM) u kpuosnexkrponHoit Tomorpaduu. Iloka3aHo, 4To MOYTH BO BCEX
OpraHn3Max JiBa MOHOMepa, T.e. ABa AT®-CHHTa3HBIX KOMILUIEKCA, B3aUMOJCHCTBYIOT

yepes3 meMOpanHyto Fo gacts (Chaban et al., 2014) (puc 5, A).

A b

Puc. 5. Mogaenb ctpyktypbl AT®-cuntassr (Paxmankyiosa, 2014)

A — nuMepHas CTpyKTypa, b — onmuromepHast cTpykTypa.
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Crieru(ryeckuM  TPU3HAKOM JTUMEPOB SBJISIETCS TO, YTO YIrOJd MEXKIY
MoHOoMepamu coctaBisieT 40-90°, kak mokazaHo B 3D mpoekmmsx, Ha KOTOPBIX
IpeJICTaBICH BUA AUMEpOB cOoKy. OmHako y mpotuctoB Tetranymena thermophila mer
HUKaKOTO M3ruba, Kak MOKAa3bIBAIOT JaHHBIC, MOJYYCHHBIC C TIOMOIIBIO JIEKTPOHHOM
mukpockormu (Chaban et al., 2014). CyOwenunuusblii coctaB gumepHoir ATO-
CHHTa3bl aKTUBHO W3ydayiCs, W OBUI TPOBEIEH IOWCK OEIKOB, BOBJIICYCHHBIX BO
B3aUMOJICHCTBUE MOHOMEPOB JuMepHON AT®d-CuHTa3bl y pa3HBIX OPraHU3MOB. XOTS
KopoBas yacTh AT®-CHHTa3bl Y N3YYCHHBIX OPraHU3MOB KOHCEPBATHBHA, X JUMEPHBIC
AT®-crHTa3b6l UMCIOT pa3HbIC JOMOJHUTEIBHBIC JTUMepCrenuuIHbie CyOheIMHHMIIb,
KOTOpBIC OTJIMYAIOTCS MEXKIy BHUIAMH, HO TEM HE MEHEE COXPAHSIOT COCIMHEHUE
MOHOMEPOB II0JI YTJIIOM B quMmepax u onuromepax. Dudkina ¢ xomeramu (Dudkina et
al., 2005b, 2010) Ha Bomopociu Polytomella sp. mokaszamu, uro aumepnas ATO-
CHHTa3a SIBJIIETCS CTPOUTEIBHBIM OJIOKOM JIJISl OJIMTOMEPHBIX PSIOB 3TOT0 (hepMEHTa B
TpyOuaThix Kpuctax MmuToxonapuid. I[lpeanonaraercs, uro ommromepuzauus ATO-
CHHTa3bl B MUTOXOHJIPUSIX CIIOCOOCTBYET (POpMHpOBaHHIO Cruba KPHCT, YTO CO3/aeT
OOJIBIIIYI0 TOBEPXHOCTh JUISI pPa3MEIICHUS KOMIUIEKCOB H  CYINEPKOMILIEKCOB
JBIXaTeIbHON LICTH.

Kpome Ttoro, pacmonoxkeHue onmroMepHbix meneid ATd-cuHTa3 Ha u3rnbax
KPUCT MOXET CIIOCOOCTBOBATh YCHJICHHIO JIOKAJbHOTO TIPOTOHHOTO TIPajMeHTA,
HeoOxoaumoro st cuate3a AT (Strauss et al., 2008). B nmoaTBepxaeHue y4acTus B
dopmupoBanun kpuct Giroud ¢ xomeramu (Giroud et al., 2002) u Paumard ¢ coasr.
(Paumard et al., 2002) moka3ayi, 4YTO B MYTaHTax APOKKCH, JUIICHHBIX JTUMEp-
cenuPUIHbIX CyOBEAWHHMII € U (J, OTCYTCTBOBaIM auMepbl AT®D-cuHTa3, 1 BHYTPECHHSS
MeMOpaHa MUTOXOHAPUN WMella HEHOPMAIBbHYIO YJIbTPAacCTPyKTypy. OpraHesuibl
MYTaHTOB IproOpeTann HeoObruHyto hopmy nykosuibl (Giroud et al., 2002; Paumard
et al., 2002) wmu Gamnona (Davies et al., 2012). DTu AaHHBIC MOATBEPIKIAIOT, UYTO
aumepuzanus ¥ ojuromepusanus AT®-cuHTassl BakHa Ui (POPMHUPOBAHUS KPHUCT

MUTOXOHIPHHA, a TAKXKE HEOOX0IMMa JIJIsI ONTUMHU3AIIUHA Pa0OThI OPTaHEIIL.
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1.3. CTABMJIM3ALIUSA CYIEPKOMIIJIEKCOB CUCTEMBI
OKUCJIUTEJBHOI'O ®OCOPOPUINPOBAHUA

Pecnipacombl B pa3nu4HbIX OpraHu3Max cTabuiabHbl. O0 3TOM MOXKHO CYyAHUTh IO
TOMY, YTO OHH MOTYT OBITh BBIACNIEHBI Kak Ienas (pyHKUHOHHUpYIOIIas enuHuna 0e3
3HAUMTEIBHBIX TMOBpPEXACHUM. B CBA3M € ITUM HHTEpec wuccienoBareneii ObLI
HalpaBjeH Ha MNOUCK (HAaKTOPOB, OOECNEUYMBAIOIIMX MPOYHYIO CBSA3b KOMIIOHEHTOB
JBIXaTEJIbHBIX CYINEPKOMILJIEKCOB M OTBETCTBEHHBIX 3a B3aUMOJCHCTBUE 3JIEMEHTOB
pecniupacoM. KapTbl CynepKOMILIEKCOB MUTOXOHJIPUHN APOXOKEH M ObIKa, MOJTyYSHHbBIC
METOJIOM KPHO3JIEKTPOHHOW MUKPOCKONHUH, YETKO mokazanu, 4to kKoMmiuiekcsl I, I, u
IV pacnonararoTcsi Ha HEKOTOPOM PACCTOSIHUU APYT OT JApyra U BUJIHO, YTO IJIOTHOCTh
MaTEepHUH B MMPOCTPAHCTBE MEXKIy KOMILJICKcaMu OoJiee Hu3Kas, yeM cHapyxu (Althoff et
al., 2011; Dudkina et al., 2011; Mileykovskaya et al., 2012). Ha ocHOBe 3THX JaHHBIX
ObUIO TPEIIOJIO0KEHO, YTO MPOCTPAHCTBO BEPOSITHEE BCErO 3aMOJHEHO JIMIUAAMU.
OfHUM U3 TaKUX JUMUIOB SIBJISETCS KapAUOJIUIIMH, 00OHAPYKEHHBIM UCKITIOYUTEIIBHO BO
BHYTpeHHEH MuToxoHApuaneHoii MemOpane (Mileykovskaya, Dowhan, 2014). Oun
IpeCcTaBiIsieT cOO00M aHMOHHBIM Inuepodochonunua, B KOTOPOM JABE MOJIEKYJIbI
dbochaTuHOM KUCIOTHI CBSA3aHbI C OJTHON MOJIEKYJION MIUIEpHUHA.

Psnom uccnenosatencii (Pfefer et al., 2003; Suga et al., 2004; Pineau et al., 2013)
MOKa3aHO, YTO KapAHOJUIIUH BOBJIECYECH B crHenudUUHbIE OeIOK-OCeNKOBBIE U OENOK-
JUMHUIHBIE  B3aUMOJICHUCTBHS,  KOTOpPbIE  HEOOXOMWMBI  IJISI  TOJACPKAHHS
GyHKIMOHATBFHOM  aKTHBHOCTH MUTOXOHApHWi. B  xome wuccnegoBanuii  ObLIO
O0OHapy>KEHO, YTO €ro Ae(ULUUT COMPOBOXKAANCA NaJeHUEM MEMOPAHHOTO MOTEHIINAIA,
camkeHneM cuHte3a AT® u B 1menmom mutoxonapuanbHou ¢ynkmmu (Gohil et al.,
2004). Eme B 1974 r. CxynaueB (Mukenbcaap, 1974) npeamnofioxuin BO3MOXHOCTb
y4acTusl KapIUOJUIUHA B COCIUHEHHHM KOMIIOHEHTOB [bIXaTeNbHON menu. JlanHoe
IPEIOJIOKEHNE TO03KE MOTYYHIIO SKCIIEPUMEHTAIbHOE MOATBepkaeHue. Tak, B psane
pabot Ha Aposxkax Saccharomyces cerevisiae ObLIO MOKa3aHO, YTO y MYTaHTOB, B

KOTOPBLIX OTCYTCTBOBAJII KapAWOJUIIMH, B OTIHWYHC OT )IpO)K)KGﬁ JUKOIo THUIIa HE
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HaOIIr01aT0Ch (hopMUPOBaHUs TeTpaMepHoro cynepkomiuiekca H,+1V, (Pfeiffer et al.,
2003; Zhang et al., 2002, 2005)

B ecrecTBeHHBIX YCIOBHAX ObUIa OMpeiclieHHA TpsMas KOPPEIAIUS MEKITY
YPOBHEM KapIUOJMIIMHA W COJCPKAHUEM CYIEPKOMIIEKCOB B  JAPOAOKEBBIX
mutoxonapusx (Pfeiffer et al., 2003; Zhang et al., 2005). ABTopbl Mmoka3ajd, 4TO
KapIMOJUIIMH TpeOyeTCs I CTaOMIM3aIMu KaK oTaeabHbIX KomiuiekcoB Il u 1V, Tak
u s ¢opmupoBanust ctabunbHOro cymnepkommiekca |ll,+1V,. Meromom Macc-
CTICKTPOMETPUYECKOTO aHalu3a OBLJIO OOHAPYKEHO, YTO JPOXIKEBOH CYMEPKOMILIEKC
comepkut okoso 50 wmomekyn kapauosmnuHa (Mileykovskaya et al., 2012), a
pecnupacoMbl MHUTOXOHIPUH OBbIKa BCIACACTBHE OONBIIOTO PACCTOSHUS MEXKIY
KOMITJIEKCAMH MOTYT BMENIaTh €lie OOoJIbIliee KOJUYECTBO MOJIEKYJ KapJAHOJUIUHA
(Althoff et al., 2011).

Sharpley ¢ xomneramu (Sharpley et al., 2006) Ha MUTOXOHAPHUSAX IPONOKEH U
MJICKOMUTAIONINX TOKa3aJId, YTO KapJAHOJUIIMH CBS3bIBAETCSA CO MHOTHMH O€lKaMu
BHYTPCHHEH  MHUTOXOHAPHAIBLHOM MeMOpaHbl, Cpeau KOTOPBIX JbIXaTCIbHBIC
komruiekckl |, 11, 1V u V, cemetictBo 6e1koB nepeHocunkoB (AlD-AT® anTumoprep,
dbocdaTHbI TIEpeHOCUYUK, pa300IIatonuii 0€JI0K) U J1Ba nepudepudecKkux MeMOpaHHbIX
Oenka — IUTOXPOM ¢ M KpeaTWHKWHA3a. bpUIo Takke 0OHApy»XEHO, YTO BOCEMb U JIBE
MOJIEKYJIbI KapAHOJIUIIMHA B3auMOACUCTBYIOT ¢ KomiuiekcoM Il u IV cooTBeTcTBEHHO
(Strogolova et al., 2012). Suga ¢ kouteramu (Suga et al., 2011) Ha MuUTOXOHAPHUAX ObIKA
nokasaiiu, yto kapauoaunus accouuupyetr ¢ COX3 B komruiekce 1V u nuroxpomom b B
komruiekce |l geixarenbHoli nenu. [Ipeanonaraercs, 4To KOMIUIEKCHI aCCOLIMUPYIOT B
CYIEPKOMILIEKCHl TTyTeM B3aWMOJACHCTBHUS Yepe3 KapIUOJHUITHH-CBA3BIBAIOIINEC CAUTHI.
BepositTHo, uW3MEHEHHST B MPOCTPAHCTBEHHOM  PACIOJIOKEHUU OEITKOB MOTYT
MIPOUCXOJIUTH B PE3YJIbTATE BHIXOA KapAHOIUINHA U3 CATOB CBSI3bIBAHUS.

B uccnenoBanusax Ha mutoxoHapusx denoBeka (McKenzie et al., 2006; Schlame,
Ren, 2006) 6p1ma oOHapyKeHA KOPPEISIUS MEXTy CHIPKCHUEM YPOBHS KapIUOJIUITUHA
U pa3pylIeHHEM CYIEPKOMIUIEKCOB NPH TakKWX OOJIe3HsIX, Kak CHHApoM bapra u

JUM(OITUTO3, YTO TIOITBEPKAACT BAXKHYIO CTAOUITU3UPYIONIYIO POJIh KapAHOIUITHHA.

37



HenaBHee ncciieqoBanue mokasano, 9YTo eIe OJHMH JINIH]T OKA3bIBACT BIUSHUE HA
OpPTraHM3AIMIO JBIXaTSILHOM IIEH, 3TOT JUIuI — docharuaumidTaHnosamMmud. Bottinger ¢
kooueramu  (Bottinger et al,, 2012)  ycramoBwin,  4Yro  JAehHUIUT
dochaTuamdTaHOIAMIUHA HE JeCTaOMIM3HpyeT paboTy bIXaTeNbHOM IIeTH, Kak
KapJIMOJIUIIKMH, a, HA00OPOT, CIIOCOOCTBYET (POPMUPOBAHUIO CYNIEPKOMILIIEKCOB MEXKIY
UTOXpoMOM DCl M HUTOXpOM ¢ OKcHIa30i, T.e. OOpPa30BaHHUIO CYMEPKOMILICKCA
H+1V .

OnHako He TOJIBKO JIMIUABI OKAa3bIBAIOT CTAOWIM3UPYIONIME JEHCTBHE Ha
cynepkoMIuiekchl. beuio moxkaszano, uyto cyowsegumnuma VIla COX wu Oenku, He
OTHOCSIIITUECS K JBIXaTEIHHOU IETIH, BAXKHBI I COXPAHCHHS CTPYKTYPBI PECIIMPACOM
(Strogolova et al., 2012; Vukotic et al., 2012; Lapuente-Brun et al., 2013).
Cyowsequnanma VIla muroxpomokcumasel (Cox7-a2l) Oblna wuacHTHQHUIMpOBaHA B
pecniupacome u cynepkomiuiekce |ll,+1V B wmpimuHbIX  GuOpoOIacTax, HO HE
obOHapyxeHa B cBoOOmHBIX koMmiuiekcax Il wimm IV (Lapuente-Brun et al., 2013). B
OTCYTCTBUE 3TOM cyOBeauHuULIbl KoMIUIeKC |V He coOupaercst B CylepKOMIUIEKC, HO 3TO
HE BJMSIET Ha CHOCOOHOCTH OTAENBHOTO |V-ro KOMILIEKCa OKHUCIATh CyOCTpar.
DNEeKTPOHBI B 3TOM Cllydae MepeaaroTcsl 4epe3 Mmysl CBOOOJHOTO LUTOXPOMA € K My
OTAeNbHO pacnojoxennoro komiuiekca |V (Lapuente-Brun et al.,, 2013). Bberoxk
COXT7RP, ponctBenHblii cyObeaunuiie VIla mUTOXpoM ¢ OKCHAasbl, TakkKe ObLI
UACHTUGUIIIPOBAH Kak (DaKTOp, KOTOPBIA CIOCOOCTBYET COOpKE CYMpEeKOMIUIeKca B
MbIHBIX MUTOXOHApHsX (Ikeda et al., 2013).

Taxke B MPOYHOM B3aMMOJICHCTBHHM CYNMEPKOMIUIEKCOB YYAaCTBYIOT W JBa
HU3KOMOJIeKYJIsipHbIX Oeika Rcfl (respiratory supercomplex factor 1) m Rcf2
(respiratory supercomplex factor 2) ¢ maccamu 18 u 25 k/la cOOTBETCTBEHHO, KOTOPBIE
aCCOIMUPYIOT C pecrupacoMaMu JPOXOKeHM M HEOOXOAMMBI Il UX CTaOMJIM3alUU
(Strogolova et al., 2012; Vukotic et al., 2012). Tak, ObLIO MOKa3aHO, YTO B APOIKIKEBBIX
mytaHTax ICflA, ve cuntesupyromux Rcfl, cHmkanmucs conepxanue CyrnepKoMILIeKca
I11,+1V, u sH3uMaTUueckas aKTUBHOCTh MOHOKoMIUIekca |V 0e3 cyliecTBEeHHOro

yMmeHbIenus ero konmdectsa (Chen et al., 2012). Hecmotpst Ha TO, 4TO B MyTaHTax
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rcf2A  He OBIO OTMEYEHO  CYHIECTBEHHOTO W3MEHEHHS B  COJICP)KAHHUU
CYIIEPKOMILIEKCOB, B JBOWHBIX MyTaHTax FCf1Arcf2A HaGmromanoch O4YeHb CHIIBLHOE
YMCHBIIIEHUE COJIEP)KAHUSI CYIEPKOMIUIEKCOB W AaKTHUBHOCTH ITUTOXPOMOKCHIA3HI.
[Tokazano, uro cyoseaunauiel Cox12 u Cox 13 gecrabunusupyroTcst B MytanTax rcflA ,
U dTa JecTaOMiIu3allus YCUIMBaeTCs B JABOMHBIX MyTaHTax rCf1Arcf2A (Strogolova et
al., 2012; Vukotic et al., 2012). Ilpeamonaraercsi, 4T0 CBsA3b 3THX CYOBCAMHHUI[ C
komiuiekcom |V 3aBucut or Rcfl, m ux guccommarus, BEpOSATHO, OOBACHSIET
CHIDKCHHYIO aKTUBHOCTh KomIutiekca IV B myrtanTax. Ilockompky COX12 nokanmu3yercs
B paiioHe caiita cBs3biBaHus muroxpoma c¢ (LaMarch et al., 1992), to yxynmenue
aKTUBHOCTH ()epMEHTAa B MYTAHTHBIX MHUTOXOHAPUSX MOXKET OBITh CBS3aHO C
YXYAIUIEHUEM MEPEHOCa IEKTPOHOB IIUTOXPOMOM C.

Kpome Toro, obnapyxkeno, uto Rcfl B3ammopeiictByer ¢ cyobenuuuiein Cox3
npoxcokeBoro  komrmuiekca |V wm TpeOyercs s mpaBWIbHOM  COOpPKHM U
¢yukunonupoBanus cynepkomiuiekca (Chen et al.,, 2012; Strogolova et al., 2012).
Mmerorcst Takke JaHHBIC, yKa3bIBalolue Ha TecHyro cBsi3b RCfl ¢ Aac2 (AJJD/ATD
nepeHocurk) (Strogolova et al., 2012). Breinennsnii B apoxokax Rcf2, moxoixe,
cienuuveH s HuX, Toraa kak Rcfl umeer romonoruto ¢ 6enkamu yenoBeka RCFla
u RCF1b (Vukotic et al., 2012). Rcfl u Rcf2 accoumupyror ¢ komriekcom 1V, onHako
€CTh OCHOBAaHMS TOJararb, 4YTO B JAPOXOKEBBIX MHUTOXOHIPUSIX CYIIECTBYIOT JIBE
HOIYJISIIIUK CyNepKOMILTeKcoB: oaHu coaepxkat Rcfl, a npyrue — Rcf2 (Strogolova et
al., 2012).

CoBpeMEHHBIE  HWCCJCIOBAHMS  CBS3M  MEXKAY  CYNEPKOMIUICKCAMH |
yIABTPACTPYKTYPOH MHUTOXOHIPHUN MBIIIEH MPEeanonaratoT, 4To Mop(oJorusi KpHUCT
TaK»Xe MOXKET cTabumu3upoBath cynepkomiuiekcesl (Cogliati et al., 2013).

Takum 00pa3oM, Ha CETOMHSIIHUNA JACHH YCTAHOBJICHO, YTO B MOJACPKAHUU
CYNEPKOMIUIEKCHOW CTPYKTYpPhl JIBIXaTeNBbHOM II€MU  Y4acTBYIOT:  (ocdomumnug
KapAMOJIMITHH, “‘CKJICUBAIOIINN~ KOMIUIEKCHI MEXKIY co00i; OenkoBbie dakTopbl RCf1 u
Rcf2, a taxke camu CcyObeAMHHMIIBI JbIXaTeIbHBIX (epMeHTOB, Takue kak Cox7-a2l,

MPUCYTCTBHE KOTOPBHIX HEOOXOIUMO JIsl MPABWIILHON COOPKU CyNEPKOMILIEKCOB.
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1.4, ®YHKIIUOHAJIBHAS POJIb CYINEPKOMIIJIEKCOB CUTEMBI
OXPHOS

CoBepiieHHO O4YEBHIIHO, YTO AaCCOLMAIUS JBIXaTeIbHBIX KOMIUIEKCOB B
CYTEPKOMILUIEKCHl ¥ METAaKOMILIEKCHl OTKPHIBACT HOBBIC CBOMCTBA JBIXATEIHLHON IETIH
MUTOXOHJIPHHA 1O CPAaBHEHHUIO C OTIEIBHO (DYHKIIMOHHPYIOIIUMHA MOHOKOMITJICKCAMHU.
OmHaKko mMpUYKHA CYIIIECTBOBAHUS ATUX aCCOIMAIIMI 10 KOHIIA HE BBISICHEHA.

JIoTHYHBIM ~ TIPEATOJIOKEHUEM,  BHITCKAIOIMIMM W3  TNPEACTaBICHUS O
HAJMOJICKYJISIPHOW OpPTaHMU3AIMH JBIXaTeIbHOW IENH, OBIJIO TO, YTO TakKas CTPYKTypa
obecnieunBaeT Oosiee 3G(PEKTUBHBIN TEPEHOC HIEKTPOHOB. DTO MPEANOIOKEHHUE B
JaJbHEHIIIEM OBLIO TOJTBEPIKICHO SKCIepuMeHTaabHbIMU jJdaHHbIME (Chaban et al.,
2014). Ilokazano, uto komiuiekc Ill, oObenuussich ¢ KomruiekcoM |, pacrosararoTcs
TaKUM 00pa30M, YTO WX CAWTHl CBSA3BIBAHHS YOMXMHOHA HAXOMSITCS Ha PAaCCTOSHUH,
paBHoM 13 HM (Althoff et al., 2011; Dudkina et al., 2011). Ha apyrom otpe3ke myTH
nepeHoca MEKTPOHOB, Mex Ty KoMmiiekcamu |1 u IV, BaxxHy10 poJib UTpaeT 4eTHOYHOE
nepeMeIieHre nuroxpoma c. Ilo mocnemHuM JaHHBIM, PACCTOSIHHUE, KOTOPOE IIUTOXPOM
¢ IPOXOJIUT MEXKy caiitamu komruiekcoB Il u IV B peciupacome MuToXoHApUid ObIKa,
cocrasisieT mpumepHo 10 am (Althoff et al., 2011; Dudkina et al., 2011) u meHee 6 HM B
cynepkomiuiekce IL+IV 'y nmpoxokern (Mileykovskaya et al.,, 2012). bauskoe
PacroIOKEHUE ITUX CAUTOB MOXKET CIIOCOOCTBOBAThH YBEIMUEHUIO CKOPOCTH TIEPEeHOCca
DJICKTPOHOB M YMEHBIIICHUIO BO3MOXHOCTH TIOTEpU DJIEKTPOHOB TMPH IEpPEHOCE C
00pa3oBaHHEM MMOBPEXKIAOIIMX KUCIOPOIHBIX paaukaioB (Genova, Lenaz, 2014).

HenaBHO OBIIO 0OOHApYKEHO, YTO acCCONMUAIUS CYNEPKOMIUIEKCOB MOXKET
00eCIeunTh M JPYTUe IOMOJHUTEIbHBIC KHHETHYECKUE MpenMyInecTa. MccnenoBanue
Schafer ¢ komneramu (Schafer et al., 2007) mnpoaeMoHCTpHUpOBaiO, YTO B
cynepkomiuiekcax, Bkiodaronux COX (1+11,+1Vy,), aktuBHOCTh KOMITIeKcoB I u 111,
ObUIa BBIIIE, YeM B CYMEPKOMILICKCAX, JUIIEHHBIX TepMUHANbHOW okcumasbl (I+1115).
OHM TPEeANoNOKIIM, YTO Hajdudue Komruiekca IV m3MeHseT KoH(OpMAIHio

B3aI/IMO,Z[CI‘/’ICTBYIOHH/IX C HUM KOMINIJICKCOB, IMOBbIIAA UX KATAITUTUUCCKYIO aKTUBHOCTD.
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OnHako  3HAYEHHWE  CIMSAHUS ~ KOMIIOHEHTOB  JbIXaTCIbHOW  IEMH B
(GYHKIIMOHATBHBIC €AMHUIBI HE CBOAMTCSA TOJBKO K KHHETHYECKMM IPEHUMYIIECTBAM
(Chaban et al., 2014). O6beIUHAACH B CYNIEPKOMILIEKC, OTCIBHBIC €0 COCTABIISIONINE
cTaHoOBATCS Ooiyiee crabwinbHbIMH. Tak, Hildebrandt (Hildebrandt et al., 2011)
OOHApYKWJI, YTO TOKCUYCCKHI W MHTHOMPYIOIMUH 3PPEKT CepoBOAOPOAA HA JbIXaHUE
MHUTOXOHJIPHA KPBIC 3HAYUTEIBHO CHWKAJICS, €CIIM aHaJM3HUpPOBAIaCh aKTHBHOCTD
CYIEPKOMILIEKCOB, a HE OT/ICIBHO M30IMPOBAHHOM IMTOXPOMOKCHAa3bl. bojee Toro, o
HoKa3all, 4To JCTUAPOACKOPOMHOBAs KHCJIOTa CHHXKACT TOKCHYHOCTH CEPOBOIOPOA
TOJBKO B CJIydae HAJAMOJIEKYJIIPHOH COOPKH JBIXaTCIbHOW ILEMH, MPHU AMCCOLMAIUH
CYIEPKOMIUIEKCOB MPOTEKTOPHBIA 3(P(PEKT MOTHOCTBIO OTMEHSUICA. OTH JIaHHBIC
MOJTBEPXKIAIOT BAXHYIO pOJIb CYNPaMOJICKYSIPHOW accoluali¥ B 3allUTe W
COXpaHCHHHU €€ OTECIbHBIX KOMIIOHEHTOB.

bbuto Takke MoKa3aHO, YTO B MHUTOXOHJAPHUSIX KIETOK YeJIOBEKa KOMIUIEKC |
HeoOxoauM i osiHow coopku komruiekca Il (Ugalde et al., 2004; Moreno-Lastres et
al.,, 2012), a B opraHe/miax KJICTOK 4YEJIOBCKAa M MBIIICH MyTallMd B CYOBEIMHHUIIAX
xomruiekcoB |1 wmu 1V necrabunusupyror kommuieke | (Acin-Perez et al., 2004; Diaz et
al., 2006). Coopxka neixatenbHbIX KoMiuiekcoB |, Il u IV B pecimpacomy I+I11,+1V, B
IUTOIUIa3MaTUUeCcKoi MemOpane Paracoccus denitrificans, xkortopsiii cyuTaeTCs
BO3MOYKHBIM IMPEIICCTBEHHUKOM MHTOXOHPUN 3yKapuOT, CTAOMIM3UPYET KOMIUIEKC |
(Stroh et al.,, 2004). Cam mo cebe kommiekc | JocTaroyHO CTaOWIIEH, HO
npejrnoiaraeTes, 4Yro  ero  JecTa0Wiau3ais  MOXET ObITh  BBI3BaHA  €r0
YyBCTBUTEJIBHOCThIO K yBelnueHU0 ADK, koTopoe mNpoMCXOIUT MpU pachaie
cynepkomruiekcoB (Genova, Lenaz, 2014).

HenaBuno Maranzana ¢ coaBropamu (Maranzana et al., 2013) nmerextupoBain
noBeIenne oopasoannss ADK komiiekcoMm I B IByX dKCIEpUMEHTAIBHBIX CHCTEMAX
—  MUTOXOHAPHUSX cepiala Oblka M BOCCO3JAHHOM JIMIIOCOME, COJICp Kalieit
cynepkomiuiekc  [+IIl,. B a3tMx cucremMax HaaMONEKYJApHAs  OpraHU3alus
JIbIXaTeJIbHBIX KOMIUIEKCOB Oblla pa3pyllieHa JHUOO J0ACHUIMAIbTO3UI0M, JHUOO

HoBBIIIeHUEM cojepxkanus (hoconunuaoB (MO OTHOIIEHUIO K OCNKy) B JIMITOCOME.
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DTOT 3KCHEPUMEHT MOKa3aj, 4To cOOpKa KOMIUIEKCOB B CYNEPKOMIUIEKCHI TPUBOANT K
cHIKeHHIO nmpoaykiuun ADK.

OOpazoBaHue CyNEpPKOMIUIEKCOB BIMAET TaKXke€ W Ha YIbTPaCTPYKTYpy
mutoxouapuii (Paxmankynosa, 2014). OcoOyro poiib B (pOpMHUPOBAHUU CTPYKTYPHI
BHYTPEHHEH MUTOXOHAPUANBLHON MeMOpaHbl urpaioT gumepHbie ATd-cunTasbl.
OObenuHsIsICh, MOHOMEPBI JAHHOTO (EepMEHTa BBI3BIBAIOT JIOKAJIbHBIA M3rM0 U
oOpa3zoBanne MeMOpaHHbIX KpucT. Omuromepbl AT®-cuHTaz (AauHHBIE “‘Tenn”
JUMEpPOB) HE  TOJBKO  (QOPMHUPYIOT  CKIAAYaTyl0  CTPYKTYpy  BHYTpPEHHEU
MUTOXOHAPUAIIBHOM MeMOpaHbl, YBEJIMYMBAs TMOBEPXHOCTh JUISI  pa3MELICHUS
CYNEPKOMILJIEKCOB, HO M MOTYT BBICTYNaTh B Kau€CTBE MPOTOHHBIX JIOBYIIEK U TEM
CaMbIM T€HEpPUPOBATh YBEIWYEHUE JIOKAIBHOTO MPOTOHHOIO TPaAUEHTa, KOTOPBIH
TpedyeTcs st cunte3a ATO.

B nenom nagMmonexkynsipHas opranuzanus JTL[ uMeer TMHAMUYHYIO IPUPOAY U
MO3BOJISIET PETyJMPOBaTh METa0OJNMUYECKHe MyTH, Takue, Kak mukia Kpebca, cuHTe3
ackopOara ¥ amMuHOKUCIOT. COBpEMEHHOE H3Yy4YeHHE MOTOKa 3JeKTpoHOB B OTIL]
nokaszayio, uro komiuiekc |V woxer npunumath s31ekTpoHbl oT HAJIH uyepe3
cynepkomruiekchl |1+IL/1+1+1V; ot kommiekca |l xak 4yepes oTHeIbHBIA KOMILICKC
I1l,, Tak u uepe3 cynepkomruiekc Ill,+I1V (Lapuente-Brun et al., 2013). Bo3moxHo,
nosoOHasi  OpraHM3aiusi  JbIXaTeIbHOW  IeMH  CIOCOOCTBYET — ONTHUMMU3AIUU
OJTHOBPEMEHHOTO OKHCJICHHsS HECKOJIbKMX cyOctparoB (Lapuente-Brun et al., 2013).
M3BecTHO, YTO €cliM B KayeCTBE TJIABHOTO JBIXATEIIBHOTO CyOCTpaTa HCIOJIb3YEeTCs
IJIFOKO3a, TO 3JeKTpoHbl moctynaroT or HAJIH, a ecnu e riaBHBIM HCTOYHUKOM
cyOcTpara SBISETCS OKHCICHUE >KUPHBIX KHUCJIOT, TO OJJEKTPOHBI MOCTYMarT OT
®AJ/IH,. JlunamuuyHasg HaamoJieKyJsipHas opranuzanus OTL[ MoxeT BIMATH Ha
3G ()EKTUBHOCTh OKHCIIEHHSI JOCTYIHBIX CyOCTpaTOB M MO3BOJISIET CYNEPKOMIUIEKCAM
MpeTepneBaTh HEKOTOPbIE U3MEHEHHUSI B OTBET HA HYXJbl KJIeTKH B AT® Ha IaHHBIHA
momenT (Ramirez-Aguilar et al., 2011). Hakoner, B pacTeHHSX OpraHU3aIHs
JILIXaTEIbHBIX KOMILJIEKCOB B CYNEPKOMILUIEKCHI MOXKET BJIMSATH Ha HAMpaBJIeHUE MOTOKA

9JICKTPOHOB 110 PA3JIMYHBIM AJIBTCPHATHBHBIM IIYTAM MHTOXOHI[pI/IaHBHOfI 11(S70041
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nepeHoca AneKkTpoHoB, TakuM kak HAJI(®)H-nerunporenassr II  Tunma wim
anprepHatuBHas okcupaza (Eubel et al., 2004). TlomoOHoe mepepacmpeneicHue
MIOTOKOB MOJKET WrpaTh BaXXKHYIO pOJb B TOHKOH HACTPOWKE SHEPreTUIECKOro
MeTtabonmu3ma u B o0pasoBanuu AT®, yTo 0COOEHHO Ba)KHO MPU U3MEHEHUH YCIOBUM

okpyskaroteii cpeast (Gupta et al., 2009; Ramirez-Aguilar et al., 2011).

1.5. BJMSHHUE CTPECCOBBIX ®AKTOPOB CPEJbl HA
OPI'AHU3AIIMIO U AKTUBHOCTB JTII PACTEHUH W BO3MOJKHBIE
®YHKIHUU CYIIEPKOMIIJIEKCOB ITPU CTPECCE

B Hacrosmiee BpeMs ecTh paOOThI, MMOCBAIICHHBIC U3YYCHUIO BIIMSHHS CTPECCOB
Ha mpoTeoM muTOXoHApui pactenuii (Taylor et al., 2005; Rurek et al., 2015), rae
aBTOPHI OTMEYAIOT HEOOJNBIINE W3MECHCHHS B KOJHMYECTBE KOMIUICKCOB JBIXAaTEIbHOM
nenu. Kpome TOro, mpemnosioKWB, YTO pa3HbIE IO ONTHUMAIbHBIM TEMIIPATypaM
NpopacTaHus BHIbI MOTYT OTJIMYAThCS IO COCTaBy cynepkomiuiekco, Chien c
koiieramu  (Chien et al., 2011) mpoBenm cpaBHeHHE JABYX BHIOB OamOyka,
npopacraromero 3umoii (Phyllostachys edulis) u npopacraromero snerom (Bambusa
oldhamii). Pesynprarthl wucciaenoBaHus BBISIBIUIM D]l OCOOCHHOCTEH OpraHM3aluu
JIBIXaTeIbHOW 1IeTH HCCIEAyeMbIX pacTeHuid. Y oboux BHIOB OambOyka Oonee 90%
KOMIUIeKca | BXOAST B COCTaB CYNEPKOMIUICKCOB, MPHYEM 3WUMHHHA BUJI COICPKHUT
OoJiblIIee KOJMYECTBO CYNEPKOMIUIEKCOB ¢ KOMIUIEKcoM | B cocraBe. Takke oTMedeHO,
yT0 okoJio 50% komruiekca |1l u V Haxonsrcs B cocTaBe CynepKOMILIEKCOB. B 3umHem
BUJIC CYNEPKOMILICKCOB, UMEIOIIUX B COCTaBe KOMIUIEKC V, OOJbIIE YeM B JICTHEM.
YcranoBneno, uto Phyllostachys edulis comepxut  Gosblliee  KOJMHYECTBO
anpTepHaTHBHBIX okcuaaz 1 PUMP (anrn. “Plant Uncoupling Mitochondrial Protein™),
a TaKKe HAOJIOJACTCS, YTO y JAHHOTO BHJA BBIIIE AKTHBHOCTH KaJIMEBOI'O KaHaya
(PmitoKatp). OaHako akTMBHOCTh BHYyTpeHHUX/BHemHMX HAJIH-nermaporeHas u
cynepokcugaucMmyTtassl (COJl) Hmke. ABTOpBI MpEAIonaratoT, 4YTO 3UMHUA BUJ

aJanTUpPyeTcss K XOJOAYy 3a CYeT OOJIbIIero KOJu4ecTBa (YyHKIIMOHAIBHBIX
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MUTOXOHJIPHAJIBHBIX CYNEPKOMILIEKCOB M OOJIbIIEH SHEPropaccernBaroIell akTHBHOCTH
AOX, PUMP, PmitoKatp 110 CpaBHEHHUIO C JICTHUM BHJIOM.

Bbonee noapobHOE M3yueHue npeodpa3zoBaHui CYyNEPKOMIUIEKCOB O] JCHCTBUEM
HEONaronpusITHBIX (PAKTOPOB MOKA TOJBKO HAYMHAECTCA WU €CTh JIMIIb EAMHUYHBIC
paboThI IO JTAaHHOU TeMe.

Ramirez-Aguilar ¢ coaBropamu (Ramirez-Aguilar et al., 2011) moka3anau, 4To B
YCIOBUSIX THUIOKCUU M HHU3KOTO 3HadeHHs pH B MHUTOXOHApUSAX KIyOHEH kaproders
HaOJIOaeTCsl CHUKEHUE aKTHUBHOCTH KoMmIuiekca | B cocraBe CylepKOMILIEKca, HO
YBEJIMYUBACTCS aKTUBHOCTH OTAEIBHOTO MOHOMepa Komruiekca |. Bmecte ¢ atum
yYBEIMYMUBAETCS aKTUBHOCTH KoMIuiekca |V B cynepkommuiekce H,+1V. Otn n3menenus
JBIXaTEeNIbHBIX KOMIUIEKCOB BO3BpAIlAJIMCh K HCXOAHBIM IIOKa3aTellsiM  Iocie
BOCCTAHOBJICHHSI HOPMAJIbHBIX YCIOBUN. ABTOPBHI MPEAINONAraloT, YTO YBEIUYCHHE
aktuBHOCTU cynepkomiuiekca lll,+1V moxer roBoputh 0 guccornuanum komiuiekca | ot
oonpioro cynepkomiiekca l+I11,+1V. Takas nepectpoiika MOXKET SBISATHCS YaCTHIO
pPEryJIATOPHOTO MEXaHU3Ma BOBJIedYeHUs1 anbrepHatuBHbIX HA/IH-nermaoporenas,
KOTOpBI€, KaK U3BECTHO, aKTUBUPYIOTCS HU3KUMU 3HaYeHUsIMHU pH, Tor/ia kak KOMILIEKC
| utHrUOUpyeTcs B TAKUX YCIOBUSIX.

B pabote mo Bamsuuto anoxcuum (Millar et al.,, 2004b) aBropwl cpaBHHBaIN
(GYHKIIMM M NPOTEOM MHUTOXOHAPUN pHCA, BBIPAILIEHHOTO B YCJIOBHUSX AHOKCHM C
NOCTeAYIONIe aganTanyuell K HOPMaJIbHBIM yCIIOBUSIM, U MUTOXOHJIPHH, BBIIEICHHBIX
U3 MPOPOCTKOB PHCA, BBHIPAIIECHHBIX B YCIOBUSAX MOCTOSHHON aHOKcHU. C MOMOIIBIO
BNE/SDS- PAGE o6HapysxeHO o4eHb HU3KOe KosimdecTBo Komiuiekca |1l u kommuiekca
IV B 00pasnax, BeIpaIIeHHBIX IPU AHOKCHUHU, ¥ 3HAYUTEILHOE YBEIMUEHUE B KOJINIECTBE
TUX KOMIUIEKCOB MOCJ€ aJanTali K KHUCIOPOIHBIM YCIOBHUsM. CynepKOMIUIEKC
[11,+1V B GeckuciaopoaHBIX YCIOBUAX HE OOpaszyercs, OJHAKO ajamnTalus K a’paiuu
IPUBOJUT K (POPMUPOBAHUIO ITOTO CyNepKomIuiekca. [I0CKOIbKy B YCIOBUSIX aHOKCUU
remconepxkamue komruiekcol I, u IV gopmupyrorcs B Mamom KOJIWYECTBE W HE

aCCOIMUPYIOT APYT C APYroM, MEPEHOC IJIECKTPOHOB MOXKET HJATH IO AIbTEPHATUBHOMY
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nytd. Torga »NEeKTPOHBI OT KOMIUIEKca | MOryT mocTymaTh Ha albTEepHATHUBHBIC
OKCHUJA3bl U 3aTEM Ha KHUCIIOPOJ.

UccnegoBanue BAUSHUS BHEITHUX HEOIArONMpUSTHBIX (PAKTOPOB HA KOJIMYECTBO
(YHKIIMOHATBPHO AaKTUBHBIX CYNEPKOMIUIEKCOB IOKa3bIBae€T, UYTO TIpU CTpecce
KOJIMYECTBO CYMEPKOMIUJIEKCOB U PECIUPACOM CYIIECTBEHHO CHUXAJIOCh, HAllpUMED, B
MUTOXOHIPUIX KIyOHeW kapTodesis B yCIOBHSX TMIIOKCHMM W HM3KOM 3HadeHUH pH
(Ramirez-Aguilar et al., 2011). Ho B TO ke BpeMs mpu aganTaiui MPOPOCTKOB prca K
HOpMaJIbHBIM yCIIOBHsAM mociie 6-mueBHoi anokcuu (Millar et al., 2004b) koauduectBo
CYIEpKOMILIEKCOB Bo3pacTayo. TakuM o0pa3om, pecnupacoMbl — 3TO PYHKIIMOHAIbHbBIE
enuauipl (Acin-Perez et al., 2008) s¢pdexTuBHOTO, IKOHOMHOTO JBIXaHUS, TPUCYIITUC
pacTeHUsIM B HOPMAJbHBIX YCIOBUAX OOUTAHUS, KOJMYECTBO KOTOPBIX MpHU
HEOJIAronpUsITHBIX YCIOBUSX CHJIBHO CHUYKAETCS, a MOCIe aJanTaliy BO3BpallaeTcsa Ha
MPEXKHUN YPOBEHbD.

N3BecTHO, UTO B MUTOXOHJIPUSIX NPEOTBPaTUTh oOpazoBanre ADK, oCHOBHBIMU
MCTOYHHKAMHU KOTOPBIX SIBIIAKOTCS JbIxaTenabHble KoMruiekesl [ u III, mo3Bossier
MHOTOYpOBHEBass CHUCTeMa aHTHOKcuaanTHoW 3amutel (Moller et al.,, 2001).
PaxmankynmoBa B 0030pe, TIOCBSIIIEHHOM  JIBIXaTENbHBIM  CYIEPKOMILIEKCAM
MUTOXOHIpU pactenuid (PaxmankynoBa, 2014) BeicKa3bIBaeT MPEATON0KEHHE O TOM,
YTO UMEHHO CYMEPKOMILJIEKCHI SBJISIFOTCS CaMbIM MEPBBIM YPOBHEM aHTUOKCHUJIAHTHOMN
3alTUTHI TIPH CTPECCE, MOCJE Yero BKIIOYAIOTCS allbTepPHATUBHBIE AbIXaTeIbHBIC MYTH,
pazo01aroniye MeXaHu3Mbl U APyTrue aHTUOKCHIAHTHBIE CUCTEMBI.

[loka3aHo, 4YTO OAHOW W3 BaXHEUIIUX (YHKUUNA, KOTOPHIE BBIMOIHSIIOT
pecrnupacoMbl, sBIsseTcs orpanmdcHue oOpasoBanus ADK (Winge, 2012) 3a cuer
CTaOWIM3aIi  CTPYKTYPHI ~ CYNEPKOMIUIEKCOB ¢ momompbio Oenka Rcfl w
KapJUOJIMIIMHA, 4YTO oOecreunBaer Oonee 3P(GEKTUBHBIM TEPEHOC BJIEKTPOHOB B
cynepkomiutekcax I+111, (Maranzana et al., 2013) u III,+1V, (Chen et al., 2012). Kpome
TOTO, YCTAaHOBJICHO, YTO CYNEPKOMIUIEKCHI MOTYT BJHSATH HAa HaIpaBJICHUE IOTOKA
AJIEKTPOHOB TI0 PA3IMYHBIM aJbTEPHATUBHBIM MYyTsM. BMecTe ¢ TeM MpoI0DKUTENBHOE

JIEHCTBUE HEOJIArONMPHUATHBIX (DAKTOPOB MHIYIHUPYET AUCCOLMAIMIO PECTTHPACOM, YTO
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BO3MOXKHO  CHOCOOCTBYeT 3amyCcKy MeXaHW3Ma aKTHBAallUM  AIIbTEPHATHBHBIX
neruaporenas (Ramirez-Aguilar et al., 2011), koTopsle KpaiiHe BaXHBI B YCIOBHUSX
cTpecca.

Takum 00pa3om, MOXKHO CIENIaTh MPEINOI0KECHAE O TOM, YTO JUHAMHYHBIC IO
CBOCH CTPYKType CYNEpPKOMIUIEKCHI IIOMOTAIOT PACTCHUIO aJalTHPOBAThCI K
HeONIaronpusATHBIM ~ yclioBUsIM ~ cpeabl. CynepkomriekcHas —opranuzamus OTL]
CTa0MIIM3UPYET OT/ACTbHBIE €€ KOMIIOHEHTHI, TpeaoBpaimas oO0pa3oBaHHE OIACHBIX
WHTEPMEINATOB B MHUTOXOHAPUSIX NPU HE3HAYUTENIBHBIX HAPYIICHUAX MeTaboiu3Ma, a
npu Ooyiee JUIMTEIBHBIX CTPECCOBBIX BO3JCHCTBHSIX AacCOIMAIMU  KOMIUIEKCOB
pacnagarTcs, MPEANOIOKUTEILHO aKTUBUPYSI HEKOTOPHIE albTePHATUBHBIC (PEPMEHTHI

neixanus, Takue kak HA JI(®)H-geruaporenassl 1l-ro tuma.

1.6. BJIUSIHUE HHM3KOW TEMIIEPATYPBI HA MWTOXOHIPHUH
PACTEHMI

Huskas TemnepaTypa MHIYUUPYET B KJIETOUHBIX CTPYKTypax psJl U3MEHEHUH,
BKJIIOYAIOIINX CTEMEHb HEHACHIIEHHOCTU >XKUPHBIX KUCIOT, COCTaB TIIMLIEPOIUINIOB
(Lynch, Thompson, 1982), nakorienue caxapos (Tymanos, 1979; Savitch et al., 1997;
Strand et al., 1997; Vagujfalvi et al., 1999), cunte3 u yBenuuenne conepxkanus COR-
O€NKOB (JIEruIPUHOB, aHTHU(PPU3HBIX OEJIKOB, aKBAaIIOPUHOB, (HEPMEHTOB OMOCHMHTE3a
OCMOIIPOTEKTOPOB M JIMIHJAOB, PErYJISTOPHBIX OEIKOB WU Jp.), HAKOIUICHUE IPYruX
3aIUTHBIX COEIWHEHUN, TaKMX KaK CBOOOJHBIE CTEPHUHBI, AMUHOKHCIIOTHI (aJIaHUH,
TJIyTaMUHOBAsI KHCJIOTA, TIIMIINH, TIPOJIUH ¥ CEpUH ), oJuaMuHbl 1 Oetannbl (Majlath et
al., 2012). Llenp Takux MeTaO0OIMUYCCKHUX MEPECTPOCK 3aKIH0YaeTCs JUOO B ajanTaiuu
pacTeHUN K HOBBIM YCJIOBUSIM OKPYXKAIOLIEH Cpelbl M TOBBIIIEHUU YCTOWYMBOCTU K
HU3KOTEMIIEPATYPHOMY BO3ACHCTBUIO, JHOO B MEpPEXKUAAHUM HEOIAronpHusTHOTO
MOMEHTA.

Bce wu3MeHeHUS MHOTOYMCICHHBIX OMOXHMUYECKHX, (PU3UOJIOTHYECKUX U
MeTa0oJIMYeCKUX (PYHKIMHA 00eCcrneurnBatOTCs COOTBETCTBYIOLIUM 3HEPreTHUYECKUM

06MCHOM, KOTOpBIﬁ PETYINPYCTCS TAKUMH JKU3HCHHO Ba’)XHBIMU OPraHCIJIaMU KJIICTKH,
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KaK MUTOXOHApPUU. M3BECTHO, YTO U3 BCEX KJIETOYHBIX KOMMAPTMEHTOB MHUTOXOHIPUU
OJHUMHU U3 TEPBBIX pEarupyroT Ha HEOJaronmpuATHbIC BO3ACHCTBHS, OmeEpexas H
ompejeNisisi TakuM 00pa3oM OTBEThl OCTAJbHBIX KJIETOYHBIX CTPYKTYp (BoiHMKOB,
2011). T'mmorepmusi TPUBOAUT K CYHIECTBEHHBIM HM3MEHEHHSIM CTPYKTYpbl U
(GyHKIHMOHATBHOM aKTUBHOCTH 3TUX OpraHeIl.

Tak, M0 JaHHBIM 3JIEKTPOHHO-MHUKPOCKOIMYECKUX HCCIEIOBAHUM OTMEYaroTcs
OBICTpBIC U3MEHEHUSI B YJBTPaCTPYKType MUTOXOHJIPHUIA POPOCTKOB
MOPO30YCTOMUYMBBIX O3UMBIX 3JIaKOB TOCIIE OXJIAXKJACHHS PACTCHUM MpU TeMIlepaTypax
ot 0 go munyc 4 °C, npuyeMm cTeneHb U oOpaTUMOCTb 3TUX W3MEHEHUN 3aBUCUT OT
ycroiunBoctn Buaa (Khristolyubova et al., 1974). Tlpu oaHOAHEBHO# BBIACPIKKE
pacTeHUil BRICOKOMOPO30YCTOHYMBOTO TBIpesi cu3oro Agropyron glaucum mpu MuHYC
4 °C He mPOUCXOAMIIO U3MEHEHUI B YIBTPACTPYKTYpPE MUTOXOHAPHUI, B TO BpeMs Kak
MUTOXOHJPHH MEHEE MOPO30YyCTOMYMBOM (110 CpPABHEHUIO C TIBIPEEM) O3UMOU
NIICHULbI, ObUIM Pa3pyLICHbl, a B OCTAaBUIMXCS OpraHeijiaXx He HaOJI0JaloCh KPHUCT.
Mopdomerpudecknuid aHanu3 TMOKa3aldl JABYKPaTHOE YyBEJIMYEHHE O0BbEMa 3TUX
MUTOXOHJIPUM U CHWKEHUE TIOBEPXHOCTH BHYTpEHHEH MeMOpaHbl U KpucT B 1,5 pasa.
Hpyrumu uccnenosatensamu (Kwiatkowska, 1970) mocne oxmakaeHHs MNPOPOCTKOB
O3UMOM TIIEHHUIBI OBIJI0O OTMEYEHO TMOSBICHHE OpraHell B (opMe YUIMHEHHBIX
naiouyek. KparkoBpemeHHass oOpadbotka npu munyc 4 °C nmpuBoauiia K o0OpaTUMOMY
HaOyXaHUIO MUTOXOHPUH. OKCTEHCUBHOE HaOyxaHue MUTOXOHJIPUH,
COIMPOBOXKAAIOIIEECS HEKOTOPbIM HaOyXaHMEM KpPUCT B TEUEHHE MOBTOPHOIO
XOJIOJIOBOTO BO3/CHCTBHSI, OBLIIO OTMEUEHO B CYCIIEH3MHU KieToK Marna Vigna radiata u
KJIETKaX KOPHEBBIX KOHYMKOB orypma Cucumis sativus (Ishikawa, 1996; Lee et al.,
2002). B xnerkax Me3oduiuia apaOUIoNCUca TOCHe JIUTEIBHOTO OXJIAXKICHUS B
TeueHue 72 4YacoB ObuUM OOHapyX)eHbl aOeppaHTHbIE MHUTOXOHIPHUHU IIAPOOOpa3HOM
dopmsr (Rurek, 2014).

H3MeHeHus ynbTpacTpyKTyphl MHTOXOHAPWUN TECHO CBSI3aHBI C H3MEHEHHEM
coctaBa MeMmMOpaH H, MpeXJAe BCEro, C YBEIUYCHHEM YHCTIa JBOMHBIX CBs3€il B

JKUPHOKHUCIIOTHBIX OCTAaTKax JIMIIKMAOB, YTO YBCIHMYHUBACT INNIACTUYHOCTD M€M6paH,
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CHW)KAaeT TeMmmeparypy ¢a3oBoro mepexoja U TMO3BOJSET WM  HOPMAJIbHO
GyHKIIMOHUPOBaTh B 00JIAaCTH TOHIDKEHHBIX Temmeparyp (Xowauka, Comepo, 1988;
Bepemarun, 2007; Tpynoa, 2007). YiabTpacTpyKTypHbIE NEPECTPONKHA B MEPHUOJ]
TUTIOTEPMUU  COMPOBOXKJAIOTCS  3HAYUTEIBHBIMU  M3MEHEHUSAMH B  JbIXaHUH
MutoxoHaApui. Kak mokazaHo B pabote XoxyoBod (XoxyoBa u ap., 1993), npu
XOJIOZIOBOM 3aKaJIMBAaHUU PACTEHUH O3MMOM MIIEHUIIBI MPOUCXOAUIIO CHUYKEHUE
TeMIiepaTyphl (a30BBIX MEPEX0I0B MEMOPaHHBIX JIMIHI0B, COKPAIICHINE MUTOXOHIPHUH,
CHU)KCHUE OKHUCIUTEIHbHON aKTUBHOCTH 3TUX OPTaHEJUT U MOBBIIIEHUE COMPSKEHHOCTH
OKHUCJIEHUS U POCPOPUIUPOBAHHSL.

Uccnenosanust BoiinukoBa ¢ komieramu (IloOexxumona, 1997; I'paGenbHbIX,
2005; BoitnukoB, 2011) mokaszanu, 4TO KpPaTKOBPEMEHHOE OXJIAKJICHUE pPaCTCHUU
BBI3BIBAET CHUJILHBIE HW3MEHEHUSI DHEPreTUYeCKOl aKTUBHOCTH MUTOXOHApUN. Y
OpraHeij, BBIICJICHHBIX M3 KOHTPACTHBIX II0 MOPO30YCTOMYMBOCTH PACTEHUU,
HAOJIOMAIOTCS  pa3HOHAIPABJICHHBIE M3MEHEHHUSI META0OJUYECKUX COCTOsiHUM. B
YaCTHOCTH, B OTBET Ha OJIHOYACOBOE OXJIAXKICHUE PACTUTEIBHOIO Marepuaia B
MUTOXOHJPUSIX HEYCTOMYMBBIX K MOpPO3y (opM BO3pacTaloT CONPSKEHHOCTh
MpoIecCOB OKHUCieHuss W (ochopunupoBanuss U sHepreTuyeckas 3PGHEeKTUBHOCTD
JIBIXaHUS, B TO BPEMs KaK y MUTOXOHAPUIA MOPO30YCTONYMBBIX PACTEHUN HAOIIOJAeTCs
ocia0yieHre CcTeneHu comnpsikeHHOocTH. CyIIecTBEHHO TO, YTO  OCJIa0JIeHHE
HHEPreTUYECKOr0 KOHTPOJIS JIbIXaHUs MOCJE KPAaTKOBPEMEHHOI'O OXJIaXACHUS TKaHEH
MOPO30yCTOWYMBBIX PACTEHUI MPUBOJUT HE K CHUYKEHHIO, & K 3AMETHOMY YBEJIIMUYECHUIO
ckopoctu (dochopunupoBaHusi 3a CYET YBEIUYECHUS [IbIXaHUS B MHUTOXOHAPHUSIX
(BoitnukoB, 1978). Ilo-Buaumomy, nepexoi B HU3KOIHEPIE€THUYECKOE COCTOSHUE
MPEICTABIIIET COOO0M “aBapuiHBIN MEXaHU3M, KOTOPBIM BCTyHaeT B padOTy Ha MEPBBIX
sTanax JIEeWCTBHS MOBpPEXIAOIEro Gakropa. ITOT MEXaHU3M MO3BOJISIET B OOJbLIEH
CTENIEHU OO0ECTIEUYUTh DHEPTUEH MHOTHUE PEAKIUH, HEOOXOIUMBIC ISl MEePECTPOUKH
MerabonmM3mMa W TPOTEKaHWs  PEMapalMoOHHBIX  MPOIECCOB,  BBI3BAHHBIX

HeOIaronpusITHBIM Bo3eiicTBHeM (AJekcanpos, 1975; Xpucromobosa, 1977).
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[loBbIlIEHHE MPOJOJKUTEIBHOCTH OXJIAXKAEHUS 10 3—4 4YacoB NPHUBOJIUT K
CHIDKCHHIO OKHCIUTENbHOW ©  (ochopuiupyomed aKkTUBHOCTH MHUTOXOHIPUN
MOPO30yCTOWUMBBIX 371aK0B (Boinukos, 2011). [Ipu 3TOM MUTOXOHJIpUU TIEPEXOAAT B
JPYTOi TUN PETYJSIUN, OCHOBAaHHBIN HAa TOPMOXKEHUH JIBIXaHUs, a TJIABHBIM (PaKTOPOM,
BBICTYMAIONIMM B POJM OTPAaHUYMUTENSE WHTEHCUBHOCTU PaOOThI JIbIXaTENBLHOM IIEMH,
OKa3bIBAaeTCA OKcayloalleTaTHOEe OJIOKUpOBaHUE CyKIMHATIeruaporeHassl. [locne ero
BKJIFOUEHUS pab0Ta MUTOXOHJIPUN MEPEXOAUT B MEHEE MHTEHCUBHBIN, HO YCTOWYUBBIN
PEXKUM.

Y  MUTOXOHApPHWA  HEYCTOMYMBBIX K  MOpPO3y  3JIAKOB  IIEPEXOX K
HU3KO?HEPreTUYECKOMY COCTOSTHUIO MPOUCXOIUT Mocie 0osiee IUTENbHOTO JIEUCTBUS
HU3KON TemrmepaTypsl, 100 BOBCE HE HaAOMIOJaeTCs. Y OpraHeul 3TUX PACTEHUN He
OTMEYEHO OKCaJI0alleTaTHOro MHruOupoBanus apixanus (BoitHukos, 1987).

W3meHeHns B (yHKIIMOHAJIbHOM COCTOSTHUM MUTOXOHJIPUI pacTeHUi B MEpUOJ
TUIIOTEPMUU TECHO CBs3aHbl C pabOTOM anbTepHATUBHBIX (GepMeHToB — AOX u
poTeHOoH-pe3ucTeHTHhIX HAJI(®)H-neruaporenas, a Takke pa3oOIaronux OENKOB.
AnbpTepHaTUBHBIE (DEPMEHTHI SBISAIOTCA BaXXHOM OCOOEHHOCTBIO PACTUTEIBHBIX
MUTOXOHPH, TOBBIIIAS IIAHCHI PACTEHUS HA aJalTallM0 U BBLDKMBAHUE B CTPECCOBBIX
ycnoBusix. Kak ormevanoch panee, poreHoH-pe3uctenTHbie HAJI(®)H-nerunporenasbl
Il Tuma wryHTHpPYIOT TIepBbIM MyHKT compsibkeHuss B OTL[ mutoxonapuii, a AOX
OOXOJIUT KOHEYHbIE IYHKTBl COINpPSDIKEHUS Yy pacTeHuil. B ycnoBusix rumotepmuu
aKTUBHOCTb U COJIEpP)KaHHUE ATHX (PEPMEHTOB DETyJIUPYIOTCA OTAEIbHO, HO TaKKe
Npeanojaraercss W UX COIVIACOBaHHas pabotra. B moanepxkky MOCIEAHETO
npeanonioxkenns boposuk (bopoBuk, 2014) oOHapyKuja BBICOKYIO MOTCHIIMAILHYIO
akTUBHOCTh AOX U BBICOKYIO CKOPOCTh okucieHus 3k3orennsix HAJIH u HAJI®H B
MUTOXOHIPUSIX M3 STHOJUPOBAHHBIX MMOOETOB M JIMCTHEB O3UMOWM MIIEHUIIBI, YTO
CONMPOBOXK/IAJIOCh CHMKEHUEM aHTUMUUMH-A-unayuupyemoi renepaunu ADK. Otu
JaHHbIE TIO3BOJIIOT MPEAINOJIOKHUTh, YTO paboTa (PepMEHTOB aJbTEPHATUBHOTO ITYTH,
HEOrpaHU4eHHAasl JOCTYNHOCThI0 AJ[®, HanmpaBieHa Ha cHWkeHue npoaykunn ADK, a

TaK)K€ MOXET PEeryJIMpPOBaTh YIIICBOIHBINA U YHEPTETUUECKUN OaTaHChI KIIETKH.
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bonpnioe KOJIMYECTBO HMCCIENOBAHHUI CBHJIETEIBCTBYET O MOBBIIIEHUU YPOBHS
TPAHCKPUNTOB, cojiepxkaHusi Oenka W akTUBHOCTH AOX 1o HOeUCTBUEM HHU3KHUX
MOJIOKUTENIBHBIX TEMIIEPATyp W MPH 3aKAUIMBAHUUA Y PAa3IUYHBIX PACTUTEIbHBIX
o0wekToB (Stewart et al., 1990; Ribas-Carbo et al., 2000; Takumi et al., 2002; Kurimoto
et al., 2004; Fiorani et al., 2005; Sugie et al., 2006; Matos et al., 2007; Armstrong et al.,
2008; Mizuno et al., 2008; Wang et al., 2011; Li et al., 2013; Shi et al., 2013). Takx,
HaIllpuMep, MOKa3aHO, YTO AKTUBHOCTh AOX B MHUTOXOHJAPHUAX, MU30JHPOBAHHBIX H3
KITyOHeH kapTodens, KoTopble XpaHWIUCh Tipu Temiepatype 5 °C B Teuenne 10 mHei,
yBenuuuBanach B 10 pa3 mo CpaBHEHUIO C KOHTPOJIbHBIMHU PACTEHUSIMU, BBIPAILIEHHBIMU
npu 25 °C (Borecky, Vercesi, 2005). Taxkxe o0HapyXeHO HaKOIUICHUE TPAHCKPHUIITOB
AOXla, yBenuuenue coaepxanusi U akTuBHOCTH AOX B JIMCThAX apabujorcuca mpu
xoJooBoii oopadotke (Fiorani et al., 2005; Elhafez et al., 2006; Armstrong et al.,
2008;). B TO ke BpeMs CYIIECTBYIOT JaHHBIE OO0 OTCYTCTBHUHU IOJIOKHTEIHHOU
KOppeisiuA Mexay conepxkanueM AOX, ee aKTMBHOCTBIO U XOJIOAOYCTOMYHMBOCTBIO
pacrennii (Stewart et al., 1990; Ribas-Carbo et al., 2000).

B ornmuune or AOX naHHbIX O (YHKIMOHUPOBAHUM POTEHOH-PE3UCTEHTHBIX
HAJI(®)H-neruaporeHas B yCIOBUSX THUIIOTEPMUM TOpa3/l0 MEHbBIIE, U MOPOM OHH
HOCST MMPOTHUBOPEUMBEINA Xxapaktep. Tak, Svensson ¢ xomuteramu (Svensson et al., 2002)
MOKa3aJld, YTO B JIMCThAX KapTodens mocie 6-u JHeil BblAepKKU pacTeHuil mpu 5 °C
CoJlep)KaHUE TPAHCKPUIITOB BHYTpPeHHEH poTeHoH-pe3ucteHTHo HAJI(D)H-IAT
(NDA1) camxkanoch 10 ypoBHs 10%. DT0 CHWKEHHE COMPOBOXIAIOCH YMEHBIIICHUEM
COJIep)KaHUsl U aKTUBHOCTU 3TOro (pepMmeHTta. B TO ke Bpems Mpu 3TOM XOJ0I0BOMN
00pabOTKE ypOBEHb COJEpKAaHUS TPAHCKPUITOB TI€HA, KOIUPYIOIIETO BHEIIHIOKO
poteHoH-pe3ucteHTHyr0 HAJI(®)H-AI' (NDB1), a Takxke comaepxkaHue U aKTUBHOCTH
9TOTO (hepMeHTa He u3MeHsuMch. Hanporus, Armstrong ¢ koyuteramu (Armstrong et al.,
2008) B muCTBAX pacTeHMil apaOWIOIICHCa, BBIPAIIEHHBIX Ha XOJOAE, HAOIIIOIaIH
yBenuueHue ypoBHs TpaHckpunToB reHa NDB2. Ponp BaHeminux NDB1 Oblia uzydena B
NpopacTalIluX CeMeHax M B mpopoctkax ropoxa (Stupnikova et al., 2006).

OO0HapyxeHo, 4TO Tpu TemrepaTrype cpenasl uakyoaruu 3,5 °C 3t depMeHThl ObLITN
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ciocoOHbI OKUCHATh 3k30reHHbli HAJIH, B To Bpemsi Kak OCHOBHON IUTOXPOMHBIN
yTh OBUT MOJTHOCTHI0 MHAKTUBUPOBAH B 3TUX YCIOBUAX. Ha OCHOBaHWMH 3THX JTaHHBIX
NpEeAnoioKeHa  BaxHas  poab  BHemHuMX HAJ(DP)H-JAIT B moamepkaHuu
HHEPreTHYECKOT0 TOMEOCTa3a B YCIOBUSX HU3KOTEMIIEpaTypHOTO CTpecca.

[lepexo MUTOXOHAPUN MOPO30YCTOMUYUBBIX PACTEHUN B HU3KOIHEPIeTHUECKOE
COCTOSIHUE TpPU TUIOTEPMHUU OOYCJIOBJIIEH TaKXKe JIEUCTBHEM CBOOOJHBIX >KHUPHBIX
KHUCJIOT, KOTOphIe pabOTalOT Kak IUKIMYECKHE MPOTOHO(OPHI, MEPEHOCS MPOTOHBI C
BHEIIIHEH CTOPOHBI BHYTPCHHEH MeMOpanbl B Matpukc (Boitnukos, 2011). Hx
CoJiepKaHUE TP OXJIKICHUHM BO3pacTaeT B 2—3 pasa, MPUYEeM POCT HEHACHIIICHHBIX
JKUPHBIX KHUCJIOT Oojiee 3HAuuTeNieH, ueM HachbileHHbIX (BolinukoB u nap., 1985). B
KauecTBE pa3o0IIUTeNel OKUCIUTEIBHOTO (PoCcHOopUIpoBaHns OHU MOTYT JI€MCTBOBATh
CaMOCTOATENBHO JIMOO COBMECTHO CO cHeUU(PUUECKUMHU OeIKaMH, OTHOCAILIMMHUCS K
CEMEHCTBY MUTOXOHIPHUAIbHBIX AHMOHHBIX IEPEHOCUYUKOB, JIOKAJM30BAHHBIX BO
BHYTPEHHEH MeMOpaHe opranesi. Tu OelKu ObLIIM Ha3BaHbl pa300IIaAIONUMU OeTKaMu
PUMP (Plant Uncoupling Mitochondrial Protein) m uMeroT BBICOKYIO TOMOJIOTHIO C
oenxkamu miekorurarommx UCP-1 u UCP-2 (Vercesi et al., 1995; Vercesi, 2001). B
aAKTUBUPOBAHHOM COCTOSIHUM Pa300IIaronue OSNKH CIyX,aT MPOMEXYTOUYHBIM 3BEHOM
BO3BpaTa MPOTOHOB B MaTpUKC. B pe3ynbrare MpOTOHHBIA MOTEHIIMA, 00pa3yeMbIit
JBIXaTeIbHOM IIEMbI0, PAcCEeMBAeTCs B BHJIE TEIJIAa, W MPOUCXOAUT Pa300IIeHUE
neixanus ¥ pochopunuposanus (Boitaukos, 2011).

[Toutn Bce oOHapykeHHble B pacteHusix UCP-momo6Hble Oenku, B 4aCTHOCTH
StUCP (Laloi et al.,, 1997) u PUMP B xiyonsx kaptodens (Nantes et al., 1999),
AtPUMP y apabunomncuca (Maia et al., 1998), a taxxe SFTUCPa u SFUCPb B mouaTkax
cuminiokapmyca Symplocarpus foetidus (1to, 1999), unayuupyrorcs xonoaom. B cBsizu ¢
OTUM  TpEArNojiaraeTcs y4acTHEe OJTHX O€JIKOB B 3allUTe pPacTeHUH  OT
HHU3KOTEMITEpPaTypHOro cTpecca nmpu nomoinu Tepmorenesa (Laloi et al., 1997; Maia et
al., 1998; Ito, 1999).

VY 31makoB OOHapy eH Takke OeJOK XOJOJ0BOTO IIOKa C MOJIEKYJISIPHOM Maccou

310 xJla (BXIII 310), xoTopblii BBI3BIBAET pA300IICHUE OKHUCICHHS U
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docopmirpoBaHuss B MHUTOXOHIPUAX MPU HHU3KOTEMIIEpAaTYpHOM CTpecce, HO B
ornuune or UCP-mojgoOHbpIXx OenkoB ero (yHKIMOHUPOBaHHE HE TpeOyeT HaIuuus
CBOOOHBIX KUPHBIX KUCTIOT (KomecHuuenko u ap., 1996; BoitnukoB u ap., 2001 a, 6).
MouekymnsipHass Macca 3Toro HaTuBHOro Oenka coctaBiserT 310 k/la. Iloka3zaHo, 4TO
ATOT OEJIOK COCTOUT U3 JIBYX THUIOB CYOBEIMHUI] C MOJICKYJSIPHBIMU MaccaMu 56 u 66
k/la (Konmecuuuenko u np., 1996). ConmepxaHue JaHHOTO O€lika YBEJIMYMBAETCS B
KJIETKaX XOJIOAOYCTOMYMBBIX O3UMBIX 3J1aKOB IOJ JECHCTBUEM HU3KOTEMIEPATYPHOTO
cTpecca u pu BogHoMm aedunute (KonecHudyenko u ap., 1996, 1997, 1999).

[TomuMO omMCaHHBIX BbIIIE OEJIKOB B MHUTOXOHAPHUSAX PACTCHHHA OBLIO
OOHapy>KE€HO TaK)K€ MHAYLUUPYEMOE XOJIOJOM HAKOIUIEHHE TaKUX CTPECCOBBIX OEJIKOB,
kak geruapuabsl (LEA D11 wmm rpymma 2) (Hughes, Galau, 1989; Dure, 1993).
JlernipuHbl  XapaKTEPU3YIOTCS HAJIUYUMEM BBICOKOKOHCEpBaTMBHBIX Y, S u K-
cerMeHTOB. Lys-oOoraieHHass aMUHOKHUCIOTHAs MOCJEI0BAaTEIbHOCTb, COCTOAILIAS U3
15 ammaokucinor EKKGIMDKIKEKLPG, o6o3nadaercs kak K-cermMeHT, KOTOPBIH
NPUCYTCTBYET MpakTuuecku Bo Beex aeruapuHax (Close, 1996). beuto npeamnosnoxeHo,
yto K-cermeHT oOpa3dyeT amM(uUIaTHYecKyl0 O.-CIUpalb, KOTOpas, IO-BUIUMOMY,
ydacTByeT B TUApO(POOHOM B3aMMOACHCTBMM C YACTHUYHO JICHATYPHUPOBAHHBIMU
oenkamu u wMemOpanamu (Dure, 1993). bnarogaps BBICOKOMY COJEPKaHUIO
TUAPODUIBHBIX M 3aPSHKCHHBIX TOJSPHBIX aMHUHOKHCIIOT JACTHIPUHBI CTAOMIBHBI TIPH
kursiuennn. [lpeanonaraemass GyHKIMS STHUX OCIKOB 3aKIIOYAETCSl B HU3MEHEHUU
TEPMOJIMHAMHYECKOTO  B3aWMOJEHCTBUSA BOABI W  MAKpOMOJIEKYJI B  TEPHOJ
00€3BOKMBaHUS, B PE3YJIbTaTe KOTOPOTO MPEI0TBpAIaeTCs JOKaIbHAs AeTUapaTaus u
neHatypauuss OenkoB. [l HEKOTOphIX JAETUAPUHOB MPEANONaracTcsl LIanepoHo-
no100Has1, IeTepreHTHas aKTHBHOCTh, KOTOpasi MOKET WHUITUUPOBATHCS THAPOPOOHBIM
B3aMMOJICHCTBHEM C YaCTUYHO JICHATYPUPOBAHHBIMU OesikaMu miin MmemOpanamu (Close
et al., 1989, 1993; Welin et al., 1994).

B pesynbrate mccnenoanuii bopoBckuii ¢ komieramu (Borovskii et al., 2002)
OOHaApyXWJIM, YTO B IMPOLIECCE XOJOIOBOM aJanTaluyd B MUTOXOHIPHUSIX O3UMOM PiKH,

NICHUIBI W KYKYPY3bl IIPOUCXOAUT YBCIMYCHUC COACPIKAHUSA TCpMOCTa6I/IHBHBIX
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IeruapuHoB ¢ Maccamu 52 u 63 k/la. B MUTOXOHApHUSAX ITHX 3JIaKOB OOHApPY>KEHBI
Tak)Ke HETEPMOCTaOUIIbHBIC JETUIPUHONOI00HbBIE OETKU, COIep KaHue KOTOPBIX B XO/1€
3aKaJMBaHUS MEHSJIOCh B MHUTOXOHIPHUSIX MOPO30YCTOMUYMBBIX PXKU M MIICHUIBI U
OCTABAJIOCH MPEXKHUM B MUTOXOHAPUAX KyKYypy3bl. [lokazaHo, 4TO HakoruieHUe Oesika
63 x/la wuHOynupyercs pa3HbIMH BHUJAAMU BO3ACHCTBUS — OTPUIIATEIbHBIMU
TeMIlepaTypaMu, XOJIOJ0BOM amanrtanuen, neruapartanued, AbBK-o0paboTtkamu, B TO
BpeMs Kak Oenok 52 k/la HakamimBaeTcsi TOJIBKO B mepuoj 3akanuBaHuss u ABK-
obpabotok (Borovskii et al., 2002; BopoBckuit u ap., 2005). ABTOpbI IpeaIOIaraT,
yTO0 OOHApY)KEHHbIE JETUAPUHBI MOTLYT CTaOMJIM3UpPOBATh O€JIKM B MeMOpaHax u
MaTpPUKCE MHUTOXOHJIPUH B CTPECCOBBIX YCIOBUAX U B MEPUOJ] 3aKkaauBaHus. Hara c
coaBropamu (Hara et al., 2003) ynanocs BBIACIUTh U WHTPOAYIIMPOBATH B PACTCHHS
tabaka TeH murpycoBoro aeruapmaa CUCOR19 (u3 Citrus unshiu Marcov), dto
YBEIMYWIO YCTOMYMBOCTH PACTEHHH K HU3KUM OTPHULATENIBHBIM TEMIIEpaTypaMm |
cHu3mwiIo coaepxkanue npoaykroB IIOJI. Kak mokaszanu pe3yibTaTbl CyOKJIETOYHOTO
¢pakunonupoBanusi, CuCORI19 nokann3oBaH NPUMYHIECTBEHHO B MHUTOXOHJAPHUSAX H
pacTBOPUMOM KJIETOUHOM (ppakuuu, HO He OOHAPYKEH B sJIpax U XJIOPOILUIacTax.

Pomanenko c¢ komieramu (Pomanenko u ap., 2010) mpu momomnm meToaa
JIEKTPOHHOM MMMYHOIIMTOXMMHUHU ITOKA3aJIM, YTO B MHUTOXOHJPHUSAX 3THOJIUPOBAHHBIX
IIPOPOCTKOB O3WMOM MIIIEHHUIIBI, BRIPAIIEHHBIX Tipu 22 °C, NeruIpruHbl OTCYTCTBOBAIIU B
MaTpUKCE U JETEKTUPOBAINCH BOJIN3U HApyKHON M BHYTPEHHEW MeMOpaH, HO OCHOBHAs
4acTh 3TUX OENKOB OblIa OOHapy»eHa B pallOHEe KPHUCT. 3aKaJlMBaHWE pacTeHui npu 4
°C B TeueHue 10 CyTOK MPUBOJAWIIO K CYIIECTBEHHOMY HAaKOIUICHUIO JETUAPHUHOB,
KOTOpbIE OOHAPY>KUBAIKUCh YK€ HE TOJbKO B MeMOpaHax, HO U B MEXMEMOpaHHOM
IPOCTpaHCTBE U B MaTpukce. Hambosbllee HaKoIIeHHE 3TUX OEJNKOB MO-TIPEKHEMY
Ha0JII0/1aJTIOCh B paliOHE KPUCT.

B MuToxoHIapusX pacTeHHil OblT OTMEYEH CHHTE3 HHU3KOMOJeKyJsapHbix BTIII
(Guy, 1990) u BTII60 (Sanyal et al., 1995), a Takke mokazaHa WX Ba)KHas POJIb B

nepuoA runotepmuu. [Ipeanonaraercs, 4To 3TU OEJIKK HEOOXOIUMBI JJIsl TOEP KaHUs
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KJICTOYHOI'O romeocrasa u HaQJICXKamero ouorenesa Oenka B nepuon

HU3KOTEMIIEPATYPHOM aJallTalluH.

1.7. BBIBOAbI N3 OB30PA JIUTEPATYPbBI

Ha ceromHsmHuil 1eHb NpU MOMOIIM COBPEMEHHBIX METOAOB 3JIEKTPOHHOU
MUKPOCKOITMH, OJTHOMEPHOTO U JBYMEPHOTO roJiyOOro HaTHUBHOTO 3JEKTPO(POpPE30B B
rPaUECHTHOM  TOJIMAKPUIAMUHOM Te€lie, MAacC-CIEKTPOMETPUUECKOTO  aHau3a
YCTaHOBJICHO, YTO JbIXaTelIbHasl 1Ieb MUTOXOHJPHUI *KUBOTHBIX, TpHUOOB, OaKTepuil U
pacTeHU UMEEeT HAIMOJIEKYISIPHYIO OPTaHU3aLIHIO.

CornacHo COBpEMEHHOW HMHTETpajbHON OOBEIUHEHHOW MOJCIH B JbIXaTEIbHOU
e MUTOXOHAPHI MPUCYTCTBYIOT KaK OTAEJIbHbIE KOMIUJIEKCHI, TAK U UX aCCOLUALNH
— cynepkomIuiekchl. [lo mocnegHuM MaHHBIM, WX CTEXHOMETPUS MOXKET ObITh
pa3IMYHOM U MpecTaBiIeHa KoMOuHaIuen arbo 2-x komiuiekco, Hanpumep [ u 111 wim
I u IV I+, L+, H+1Vy,), nubo pa3audHBIMEH  COOTHOIICHUSMH  3-X
kommuiekcoB — [, T u IV (I+11l,+1V1,4), Tak Ha3pIBaeMbIMU pecnpacoMaMu, U J1aKe
LEJBIMU JbIXaTEIbHBIMU YYaCTKAMH — METAKOMILIEKCAMH, COCTOSIIIMMU U3 aCCOLUALINA
CYNEPKOMIIJIEKCOB. Brinenenst CIIeAYIOIINE OCHOBHBIE CYNEPKOMILIIEKCHI
MUTOXOHApHAIbHOM npixaTenbHol tern: [+, Hi,+1V g4, 1+1+1V 4 1 V,. Tlokazano,
YTO COCTaB U COJIEP’KAHHE CYNEPKOMIUIEKCOB B Pa3HbIX OpraHu3Max oTiandarorcs. Tak,
Harpumep, B pacTteHusx npeobdnanaer cynepkomiuiekce l+11l,, accoumamms 1+1V,
ABJISIETC MaXOPHOM y JpOXOKeH, a B MUTOXOHApUSIX MiekonuTaromux ITL]
npejcTaBiieHa B OCHOBHOM pecrniupacomamu 1+111,+1V 4.

COBEpIIIEHHO OYEBHJHO, YTO aCCOLMAIMS JbIXAaTECJIbHBIX KOMIUIEKCOB B
CYNEPKOMILIEKChl U METaKOMIUIEKCHI OTKPBIBAET HOBBIE CBOMCTBA ABIXATEIbHOW IEMU
MUTOXOHJAPUA TO CPABHEHUIO C OTACJIBHO (PYHKIIMOHUPYIOIMIMMU MOHOKOMILICKCAMH.
HecmoTps Ha TO, 4TO OpUYMHA CYHIECTBOBAHUS 3THX AacCOLMAllMi JI0 KOHIA HE
BBISICHEHA, HA CETrOJIHSIIHUI JIEHb UMEIOTCS JaHHbIC, MO3BOJISIONIUE TMPEIOI0KUTD,

qToO:
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1) oObenuHEeHHE KOMIUIGKCOB B CIUHYIO CTPYKTYpy YBEJIHYUBACT WX
CTaOMIBHOCTh BHYTPH CYNEPKOMILIEKCOB;

2) Takas OpraHu3anus CHocoOCTByeT Ooiiee 3(PGEKTUBHOMY pacCIpeacICHUIO
AJIEKTPOHOB MEXJy PEaKTUBHBIMHU CaliTaMU (PEPMEHTOB B IMpejeiax CyNepKOMILJICKCOB
U TIPETSITCTBYET 00pa30BaHUIO OMACHBIX HHTEPMEANATOB PEAKIIHiA;

3) momoOHasi accomuanus co3maeT ycIoBHS Ui 3()(EKTUBHON peryysuuu
MeTabOoIMUeCKUX NyTeW, Takux, Hampumep, kak mukia KpeOca, rmukonus, CUHTE3
ackop0ara ¥ aMUHOKHUCIIOT;

4) Oosee BBICOKAas OpraHHW3aIUs CYICPKOMIICKCOB B METaKOMILUIEKCHI, IIO-
BUJMMOMY, Ba)KHA JJIs1 MOPQOJOTUH BHYTPEHHEW MHUTOXOHIPHAIBLHOM MeMOpaHbI U
CHOCOOCTBYET YBEIMUEHHUIO KOJIMYECTBA BCTPAUBAIOIINXCS B 3TY MEMOpaHy O€NKOB;

5) accommarusi IBIXaTEIbHBIX KOMIUIEKCOB B CYNEPKOMIUIEKCHI OMNpEIeIseT
HaIPaBJICHHOCTh IOTOKA JJICKTPOHOB IO OCHOBHOMY W aJbTEPHATUBHOMY IIyTSIM
JIBIXAHUSA.

UccnenoBanust HaamousiekyasipHod opranu3anuu D'TL[ MUTOXOHAPUN MOKa3aiu,
BBICOKYIO CTENEHb CTAaOMJIBHOCTU pECHUPAcOM B pa3IMYHBIX OpraHU3Max, 4YTO
o0ecreynBaeTcs CTa0UIN3UPYIOIIMMU (haKTOpaMu OENIKOBOM M TUNUIHON npupoabl. Ha
CErOHAIIHUN JIeHb yAaJoCh OOHApPYXUTh MOKa HECKOJIbKO Takux (akropoB. K HuM
MOkHO oTHecTH Oeiku Rsfl u Rsf2, AJJD/ATD tpancmokatop Aac2, cyObeIHHHUILY
Vlla muroxpomokcuaaszsl (Cox7-a2l), a takke KapIUOIHMIIAH, KOTOPhIC HEOOXOIMMEI
Ui TpoyHOM M 3¢ (EKTUBHON acCOIMAIMM JBIXaTEIbHBIX KOMILJIEKCOB M JIPYTHUX
MeMOpaHHBIX OEJIKOB.

Hecmotpss Ha TO, 4TO OpraHm3amnusi IbIXaTeNbHOW IEMW MHUTOXOHAPUN B
pa3TUYHBIX BHJAX U JaKe Ha pa3HbIX (azax pa3BUTHUS PACTEHUN aKTUBHO HM3y4aeTcs,
uHpOpMaIlMsl O €€ HATUBHOM COCTOSHUM HOCHT TPOTUBOPEUMBBHIN XapakTep, T.K.
CTPYKTypa CYNEpKOMIUIEKCOB U MEraKOMIUIEKCOB HCCIEA0Bajach C IOMOIIbIO
pa3IMyYHBIX METOJOB C HCIOJb30BAaHMEM HEHOHOTEHHBIX JIETEPreHTOB, Kak Ooiee

AU, Tak U 0oJjiee CUIIbHBIX. B CBsI3M ¢ ATUM mosiHas uHGOpMaIs O HATUBHOU
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OpraHW3alliy JILIXaTEeILHOW IIEMM MHOTHUX BHUJOB PACTCHUI, B YACTHOCTH TOopoxa, Ha
JAHHBI MOMEHT OTCYTCTBYET.

Kpome Toro, uccienoBanus Biusauil paxtopoB cpenbl Ha cTpyktypy DTL moka
enuHUYHbBL. [lolydeHHBIC JaHHBIE YKa3bIBAIOT HA CHIDKCHHE COJEPIKaHMS M pacria
CYIIEPKOMILIEKCOB B yCIOBHUSX TUNoOKcHuH, HU3Koro pH u aHokcuu. IlokazaHo, 4To B
YCIIOBUSIX THIIOKCUU M HU3KOTO pH mpoucxomuT aucconumaiius komriekca | u3 cocraa
CYIIEPKOMILIEKCOB C TOCIEIYIOIIUM YBEIHYCHUEM COJACpkKaHHUs Oojee MEeIKOro
cynepkomiuiekca lll,+1V, Ho 3TH n3MeHeHus HocAT oOpaTuMbIi Xapaktep. EcTh Takke
CIVMHWYHBIC JaHHBIC, IMOKA3BIBAIONINE, YTO 3UMOCTOMKHE BHUIBI XapaKTEPU3YIOTCS
OOJBIIM COJIEPI)KAHUEM CYITEPKOMITIIEKCOB IO CPAaBHEHUIO ¢ HE3UMOCTONKUMH.

[IpoBeneHHBIN aHAIN3 UCTOYHUKOB JINTEPATYPhI MO3BOJISIET TOBOPUTH O TOM, YTO
JI0 HACTOSIIETO MOMEHTa HWCCICIOBAHUS IO BIMSHUIO TUIIOTEPMHUH Ha COCTaB M
aAKTUBHOCTb CYIEPKOMILJIEKCOB B PACTUTEIbHBIX MUTOXOHIPHUSIX TMPAKTUYECKH HE
OPOBOJMINCH. YYHUTBIBasE 9TO, a Takke CcIadyl HW3YYEHHOCTh OpraHu3aliu
JBIXaTEeILHOW I[EMW MHUTOXOHJIPUN TOpoXa, HeJbI0 padOThl SIBUIOCH HCCIICIOBAHUC
HAJMOJICKYJIIPHOM OpraHu3aIliy JIbIXaTebHON IIEMU MUTOXOHAPUN ITHOIUPOBAHHBIX
MPOPOCTKOB TOpPOXa W €€ W3MEHEHHWH B YCIOBHSIX THIOTCPMHH Pa3IMYHOU

HMHTCHCHUBHOCTH.
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2. OBPBEKT U METO/IbI UCCJIEAOBAHUA

2.1. OBBEKT UCCIIEJOBAHUA
OOBEKTOM HCCIICIOBAHUS SIBISUIMCH STHOJMPOBAHHBIC TPOPOCTKH Topoxa (Pisum

sativum L.) copra “Akcaiickuii Ycarsiid 55”.

2.2. YCJIOBMS BBIPAILIIUBAHU A

B skcnepuMmeHTax HCHOJB30BaId 5—6-CyTOYHBIE STHOJIMPOBAHHBIE MPOPOCTKH
ropoxa. s nosydeHust MaTepraia ceMeHa ropoxa MpoMbIBAJIA MbUIBHBIM PAaCTBOPOM,
XOpOIIIO OTMBIBANIM, PACKJIAJbIBAIM B PSAKMA HAa BIAXKHON (QUIBTPOBaJIbHON Oymare,
COOpaHHOI TapMOIIIKOW, U MpopaluBaiyd B TepMoctatupyemoM mmkady mnpu 20 °C 6e3

CBCTa.

2.3. TEMIIEPATYPHAS OBPABOTKA

TemnepaTypHble 00paOOTKM 3THOJIMPOBAHHBIX MPOPOCTKOB HM3y4yaeMOro BHJIA
pacTeHuil yCI0BHO 0003HAYAIIN KaK:

1. KoHTposnb — NpOpPOCTKH BBIPAIIMBAIM MPHU ONTUMAIBHON TeMmIepaType pocra
(B mpegenax MHTEpBajia ONTUMANIBHBIX 3HaYeHUI Temrieparyp pocra) 20 °C B TedeHHE
LIECTH CYTOK.

2. 3akanuBaHue — o0pabOTKa, B pe3yabTaTe KOTOPOH YCTOWYMBOCTH MPOPOCTKOB
K NPOMOPaXUBAHMUIO YyBEJIMYUBaANAch. [[Is1 3TOro msITHCYTOYHBIE 3THUOJMPOBAHHBIE
noOeru, BBIPAIICHBIE TMPH ONTUMalbHOW TemmepaType pocta 20 °C, monBepramu
JENCTBUIO 3aKaliMBaromieil Temneparypsl / °C B TeUEHHUE CEMU CYTOK.

3. Kectkuii ctpecc — 00pabOTKa HU3KUMU TOBPEKAAIONTUMHU OTPHUIIATEIILHBIMU
TeMIiepaTypaMu, Mpu KOTOpoi HaOmoganach rudenp He menee 20-30 % pacteHwmid.
KoHTpoJibHbIE TPOPOCTKU MOMEIIATIUCH B Kamepy Ha 1,5 yaca mpu TemriepaType MUHYC
7 °C.

4. Msarkuil ctpecc — 00paOOTKa HUZKUMHU MOJOKUTEIbHBIMU TEMIIEpaTypaMH,

Ipy KOTOPOW pacTeHWs HE MOrubaiv, HO HCIBITHIBAIM CTPECC, YTO B PE3yNbTaTe
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NPUBOJMIIO K CHI)KEHHMIO YCTOMYMBOCTH pacTeHuil. C 3TOH LENbI IIECTHCYTOYHbIE
IPOPOCTKHU TOpPOXa AOMOIHUTENBHO BBIACPKUBAIIA CEMb CYTOK pu Temriepatype 2 °C.

[IponomxurensHOCTh 00paOOTOK ONTHMAIBHOW W 3aTeM 3aKaJMBAIOIICH WU
CTpECCOBOM TeMIlepaTypaMu MoAdupasach TakuM 00pa3zoM, 4YTOObI PACTEHUS MO CBOEMY
Pa3BUTHIO COOTBETCTBOBAIM KOHTPOJIbHBIM.

NHTEeHCMBHOCT W TPOAODKUTEIBHOCTh  TEMIEpPaTypHbIX  00paboTOK
oTpeeNsiach OMOJIOTMYECKUMU OCOOCHHOCTSIMU BHJAa Ha OCHOBAHUU HMEIOIIMXCSA
auteparypHbix JaHHbIX (CtpmxkoBa u ap., 2008), a Takke IpU MOMOIIA TECTOB Ha
YCTOMYMBOCTh K HHM3KHM OTPHULIATENbHBIM TEMIIEpaTypaM IyTeM MPOMOPAKUBAHUS
o6pasnoB (Tymanos, 1979; bapamikoBa, Bunorpamnosa, 1988).

Bce piurensHbie 00paOOTKU MPOBOJIMIIM B KIOBETaX C 3aKPBITHIMHU KPBIIIKAMU BO
u3z0exxanue nojacymuBanus pacreHuil. [lomyropauacoByro 06paboTKy MOBpexaaroeit
OTPULATEIBHON TEMIEPATYPO OCYIIECTBISUIM B OTKPBITBIX KIOBETax JUisl Oojee
OBICTPOTO OXJIAXKIEHUS TPOPOCTKOB.

Temmeparypubie 00pabOTKHM TPOBOIWIM B KIMMAaTHYECKHX Kamepax “Binder”

(I'epmanus) u B makyoatopax “MIR-153" u “MIR-154" (“Sanyo”, SImoHus) B TEMHOTE.

2.4, OIHEHKA OTHOCHUTEJIbHON MOPO30CTOMKOCTH
IPOPOCTKOB
OnpeneneHue OTHOCUTEIBHOW MOPO30CTOMKOCTH IPOPOCTKOB TIOCJE BCEX

HU3KOTEMIIEPATYPHBIX 00pabOTOK MPOBOJWIN MyTEM MOJCYETa BBDKUBIIMX PACTCHUM
nociie npomopaxuBanus. [I[pomopaxuBanue npoBoauiu npu munyc 7 °C B reuenue 1,5
4, mociie yero pacrenus nepeHocwin B 10 °C Ha 1 yac, a 3aTeM OCTaBJISIN UX OTPACTATh
npu komHatHOM Temmeparype 20 °C Ha cBeTy. BBDKMBaeMOCTh pacTeHUN

pPacCCUMTHIBAII KaK MPOIICHT JKMUBBIX pacTeHU OT ux obmiero uncina (mo 100 pacrenuii B

Ka)KJI0M TOBTOPHOCTH).
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2.5. ONPEAEJEHUE COAEPXKXAHUSA MPOAYKTOB NIEPEKUCHOI'O
OKMCJIEHUA JIMIINIOB

AxTUBHOCTH TmepekucHOro okucieHus JunuaoB (I[1OJI) omneHuBamm 1m0
HAKOIUICHUIO TPOAYKTOB, pearupyromux ¢ TuobdapoutypoBoir kucioron (TBK),
OCHOBHYIO MacCy KOTOPBIX COCTaBJIseT MaJoHOBbIN nuanpaerun (MJIA). Onpenenenne
coaepxkanus npoaykros [1OJI mposoaumu o metoauke Hodges ¢ coaBropamu (Hodges
et al.,, 1999). B ocHoBe MeTona nexuT peakuus Mexay MJIA u aBymsi MoJieKyiaMu
TBK, xoTopas mpu BBICOKOW TeMIiepaType W HHU3KOM 3HaueHuun pH mnpotekaer ¢
0o0pa30BaHUEM OKpAIIEHHOT0 TPUMETHHOBOTO KOMILIEKCA, cojaepxkamero 1 Monexkyiy
MJA wn 2 monekynsl THK. MakcuMyM NOTIIOMIEHUST ATOTO KOMILJIEKCA ONPENEHAETCS
MIpY JIJTMHE BOJIHBI 532 HM.

Jnsa anamms3a TBK-peakTuBHBIX NPOAYKTOB 1 TI' MPOPOCTKOB 3aMOPaXKUBAIH
KHUJKUM a30TOM, PaCTUPANIU JI0 OPOLIKOOOPa3HOro0 COCTOSIHUSI 1 TOMOT€HU3UPOBAIIU B
25 mn 80%-ro nsrtanonma. K 6 mn romorenHara pgoOabimsmin TXY 10 KOHEUHOU
koHUeHTpauuu 10% s ocaxxkaeHus Oenka, mociie yero ueHTpudyruposanmu 10 muH
npu 8000 g Ha uenrpudyre Allegra 64 R (“Beckman Coulter”, CIHIA). Hanee
MOJIYYEHHBI CYyNMEepHATaHT NEPeHOCHSIU Mo 1 Mia B 4HMCThie TpoOupku. B onHu
npobupku npunuBanu 1 mi 0,8% pactBopa ThK B 50%-H0M 3Tanone, B npyrue — 1 mi
50%-ro aTanomna. PeakiimoHHyt0 cMech B IPOOUpPKAX MOMEINIATM HA BOJASHYIO OaHIO U
KUISITAIM 25 MUHYT, Tiociie yero oxnaxaanu 40 munyt. [anee conepkumoe mpoOUpoK
JOBOIUIU 110 mocTostHHOTO oObema 4 mi 80%-bim sTanosnoM. Coxpepxanue THK-
pPEaKTUBHBIX MPOAYKTOB ONPENENSIM MO TOKa3aTelssM ONTHYECKOW IJIOTHOCTH,
nu3MepeHHbM 1ipu 440, 532 u 600 HM npu momonw criekrpodoTomeTpa SmartSpec Plus
(“Bio-Rad”, CIIA). [lns pacueToB HCHOIB30BAIM TOKA3aTeIM Ui OAHUX M TEX JKE
o0pa3IoB, peakioHHbIe cMmecu KoTopbix Jmbo coaepxkanmu TBK (+ThBK), nu6o He
conepxxamu (—TBK). PacueTs npoBoaumu o Gpopmynam:

1. [(AGc. 532:15K) — (AGc. 600,15K) — (AbC. 532 15 — AOC. 600.751)] = A

2. [(Abc. 440,15k — Abc. 600,15¢)*0,0571] =B

3. MJIA->kBuBanenTs (HM/Mi) = ((A-B)/157000)*10°
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I'me: A6c. 532,15k — 310 MakcumyM abcopOuuu TBK-MJIA kommiekca mpu
nrHe BOTHBI 532 HM B o6pasnax ¢ ThK; A6c. 600, t5x — abcopOItus nmpy IJIMHE BOTHBI
600 HM B oOpasmnax ¢ TBK nma xoppekuuu pacdyeToB ¢ Y4ETOM HecHelu(puieckoro
MOMYTHEHUSI pacTBOpa; AOC. 532.rpx — 3TO abcopOuusi mpu JJIMHE BOJHBI 532 HM B
obpasnax 6e3 TBK; A6c. 600.m5x — abcopbius npu aiauHe BosHbI 600 HM B oOpasiax
6e3 TBK; A6c. 440, 15k — abcopOLmst caxapo3bl MpH JjIuHEe BOJHBI 440 HM B 00pasiiax ¢
TBK; 0,0571 — cooTHOIIEHNE MOJIAPHON aOCOPOIMHU caxapo3bl MPHU JIIMHAX BOJH 532 u
440 um; 157000 — koadpurtneHT MOJISIpHOMN SKCTHHITUH U1t MJIA.

Konuentpammro npoaykroB I[IOJI  Belpaxkanum kak konmuectBO  MJIA-
DKBUBAJICHTOB B HAHOMOJSX Ha TpaMM ChIporo Beca. /Jlimg 3Toro 3HadYCHUS
KoHneHTparuu MJIA-3kBuBajgeHTOB B 1 M1 pa30aBlICHHOW pPEAKIMOHHOW CMecH

ymHOxanu Ha 100.

2.6. BBIIEJJEHUE MUTOXOHIPUI

Bce onepanuu 1o BBIACICHUIO MUTOXOHAPUNA MPOBOJMIIN MO PAHEE ONMHUCAHHBIM
metoaukam (Boiiaukos, 1980; Stupnikova et al., 2006) ¢ wmoaudukanusmMu B
cnieruaibHO o0opyaoBaHHOM Kpuoctare npu 0—2 °C. Paspymanu pacTuTenbHy0 TKaHb
¢ oMot mpecca. COOTHOIIIEHNE HABECKU PACTUTEIBHOTO MaTepuasa (r) u oobema
cpeabl BbiaeneHus (M) coctapisuio 1:3. Jjist BeII€ICHUS MUTOXOHIPUN MCIIOJIH30BAIN
cpeny, coJIepKaIiyro 0,3 M caxaposy, 40 MM MOPS (3-
MopdonHONIponaHcyIbpoHoBas kuciota), 2 MM DJITA, 1 MM MgCl,, 10 MM KClI,
0,5% PVP (momuBuammmupposmaon), 0,05% 1wmcrenn, 0,4% BCA (Obruwmii
CBIBOPOTOUHBIN anbOymuH), pH 7,5. Mutoxonapuu Boeigensuim u3 80-160 rpammon
MPOPOCTKOB. ['OMOreHar, moJiydeHHbIH Noclie pa3pylleHUs PacTUTENBHOIO0 MaTrepuaa,
GbuIbTpOBANIM Yepe3 KApPOHOBYIO TKaHb U JUISI OCAKICHUS /1€ U KPYIMHBIX KICTOYHBIX
dbparmentoB ueHtpudyrupoamu 10 mua npu 2000 g. Ocamox oTOpachiBaiM, a
MUTOXOHAPUM W3 cynepHaTaHTta ocaxzpanu npu 20000 g B Teuenue 10 wmwuH.
[Toy4yeHHBI OCaOK PECYCIEHIMPOBAINA CPENOM MpOMBIBaHuUsA, cocrosmei nz 0,3 M

caxapo3ssl, 20 MM MOPS, 2 MM B/ITA, 1 MM MgCl,, 10 MM KCI, 0,2% BCA, pH 7,5.
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[ToBTOpHOE OCaXXKAEHME MUTOXOHAPUN Mocie mpoMbiBanus npoBoauin npu 20000 g B
teuenune 10 muH. [lomyueHHyto rpyOyIo Gpakuio MUTOXOHAPUNA PEeCyCIIeHIMPOBAIHN B
Cpelie MPOMBIBAHUS U UCTIOIb30BANIM IS JAIbHEUILIEH OYMCTKHU.

[enTpudyrupoBanue ocymecTBisui ¢ nomoibio 1eHTpudyru Allegra 64 R
(“Beckman Coulter”, CIIIA) na potope F-0685.

2.7. OUMCTKA MUTOXOHJIPUM

Mutoxonapuu ouuinanu B rpaaueHte nepkoiwia (Douce, 1985; Guillot-Salomon
et al, 1997). B paboTre uCNOAL30BaIM CTYNEHYATHIA TPAJAUCHT MEPKOJIA,
IPHUTOTOBJICHHBIN Ha cpeje, conepskanieit 0,3 M caxapo3y, 10 MM MOPS, 10 MM KClI,
5 MM MgCl,, u 0,2% BCA (pH 7,5). I'panuent coctosin u3 18 u 8 M 23 u 40%
MEPKOJIJIa COOTBETCTBEHHO.

CycrneH3no MUTOXOHIPUH, BBIJICIEHHBIX U3 MPOPOCTKOB TOPOXa, HACIAUBAJIA Ha
IpaJMeHT MepKojuia U 3aTeM HeHTpudyruposam npu 24500 g B Teuenue 35 muH. [Ipu
(bpakIMOHUPOBAHUK MUTOXOHAPUM MOJTydaiu ABE (PpakiUy KIETOUYHBIX KOMIIOHEHTOB.
@pakiuss THTAKTHBIX MUTOXOHJpHUM Haxonauiack Ha rpanuie 23/40% nepkoma. Ity
¢bpakuuio cobupar W NPOMBIBAIM OT MEpKoJula, pa3daBisisi COOpaHHYIO
MUTOXOHJpHAIbHYI0 ¢pakuuio B 20 pa3 cpenoil mnpombiBaHus (00bemM/00BEM).
OcaxieHre MUTOXOHAPUI M3 pa30aBIICHHOW cycreH3uu mpoBoauiu npu 24500 g B
teueHue 10 muH. OcagoKk YUCTHIX MUTOXOHAPHUI MOBTOPHO MpombiBasi 10 oObeMaMu
Cpelbl TpPOMBIBaHHUA, TMepeocaxknanu B TedeHue 10 muH mpu 24500 g wu
pecycniepaaupoBasi B 100—270 MK cpenbl pecycrneHaupoBanus, coaepxanieit 0,3 M
caxapody u 20 MM MOPS (pH 7,4). llentpudyrupoBanue OCymIeCTBISUIA B
nearpudyre Allegra 64 R (“Beckman Coulter”, CIIIA), porop F-0685.

2.8. OMMPEJAEJIEHUE IEJOCTHOCTU U KAYECTBA OUYMIIEHOM
MUTOXOHJIPUAJIBHON ®PAKIIUN
[{eTOCTHOCTP M COCTOSIHME W30JMPOBAHHBIX MHUTOXOHAPHUM ONPENEISIN €

IIOMOIIBIO TPAAWUITHMOHHBIX MCTOA0B, 4 UMCHHO! BHCKTpOHHOﬁ MHUKPOCKOIIMH, TCCTAa Ha
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AOCTYITHOCTDb MUTOXpOMaA c u oJsIporp a(i)I/I‘IeCKOFO aHaJIn3a AKTHUBHOCTH

MHUTOXOHJIPHM.

2.8.1. D1eKTPOHHA MUKPOCKOMHUS OYMIEHHBIX MUTOXOHAPHUIA

@pakiyio OYHUIICHHBIX MUTOXOHApUN ocaxaanu 3 muH npu 10000 g Ha
uentpudyre 5415 R (“Eppendorf”’, I'epmanust), mociie 4ero oCakJACHHbIC OPIraHEsUIbI
¢ukcupoBau B TeueHUEe dYaca mpeduxcatopom, coaepxamuM 2,5% TIyTapoBOTO
anpaeruaa, 0,3 M caxapozy u 20 MM MOPS, pH 7,4. 3aTeM MUTOXOHJAPUU TPHUKIBI
nepeocaxkaanu npu 10000 g B TeueHrne 3 MUHYT U OTMBIBAJIM OT IpeuKcaropa cperoi
pecycnenaupoBanus (0,3 M caxaposa u 20 MM MOPS, pH 7.4). Iocrdukcaruio
npoBoauian  pactBopoM  1%-oit  dyerwlpexokucu ocmus  (“Peaxum”, Poccus),
MPUTOTOBJICHHBIM Ha Cpele pPECYCIICHIWpOBaHUS, B Te4YeHHWE 2 dYacoB. Matepuan
00€3BOKMBAJIM B CEPUM BOCXOJSIIMX KOHIIEHTpPAIUH ATaHOJA, CMECH abCOJIIOTHOIO
9TaHOJIa C alleTOHOM, 3aTeM 3akimodand B smoH-apanaut (“Fluka”, IlBeiitapus).
VYbTpaTOHKHE Cpe3bl TOoJdydaliu Ha yiabTpamukporome “Reichert” (Apctpus),
MOMEIIAJIM Ha HUKEJIEBbIE CETOYKHU O€3 MOJI0KKH U KOHTPACTUPOBAIM HACHIIIEHHBIM
pactBopoM ypanunanerara (“Peaxum™, Poccus) B 50% 3tanosie B TeueHue 30 MUHYT U
mutpatom cBuHia (“Sigma”, CIIA) mo Peiinonbacy B Teduenue 25 muHyT (YUKIH,
1975). Cerouku ¢ oOpa3namMu MpPOCMATPUBAIA Ha TPAHCMUCCHOHHOM AJIEKTPOHHOM
mukpockore TECNAI G® (FEI) u TAM LEO 906E (“Zeiss”, Tepmamus).

Mukpodororpaduun noiayuenst nupposoit kamepoit NA-Orius (Gatan, Snoxus).

2.8.2. TecT Ha 1OCTYNHOCTH IUTOXPOMA C

[lemocTHOCTh BHENIHEW MUTOXOHIPHAIBHON MEeMOpaHbI OIICHUBAIH IO PA3HUIIC
CKOpPOCTH  ackopOar-3aBUCMMOro  ctumyiaupyemoro  muroxpomom ¢ KCN-
YYBCTBUTEJIHLHOTO TOIJIOMICHUsI KUciIopojga B oTcyTcTBHe W B mpucyrctBuu 0,03%
Tputona X-100 (Benamar et al., 2003). /Iy OICHKM HHTAKTHOCTH HCIOJIb30BAJIH

CJIEYIOIINE pEeareHThl B UX KOHEUYHOM KOHLEeHTpauuu: 32 MKM muroxpoma c¢, 8 MM
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ackopbata u 0,4 MM nwmanumga xamust (KCN). IIpomeHT LenoCTHOCTH HapyXHOU
MeMOpaHbl paCCUUTHIBAIIN TIO (popmyie:
1esoctTHoCTh, % =100 — [(A — C)/(B — C) x100] (Benamar et al., 2003),

rae. A — T1epBOHaYaJbHAas CKOPOCTh MOIJIOLIEHUS KHCIOpOJa, OTpaxkarouas
aKTUBHOCTh MHUTOXOHAPHM C TOBPESXKICHHOW HapyKHOW MemOpaHoil; B — ckopocThb
nornonieHus kuciopoaa B mnpucyrctBuu 0,03% Tputona X-100, paspymaroiero
HapyKHYI0O MeMOpaHy OpraHeil, 3Ta CKOPOCTb XapaKTEepU3yeT OOIIyl0 aKTUBHOCTh
BCEX TECTHUPYEMBIX MHUTOXOHApHM; C — CKOpOCTh HEPEpPMEHTATUBHOTO OKHUCICHUS

MUTOXPOMaA C IOCJIC I[06aBJ'ICHI/I$I ouaHuaa.

2.8.3. lloasiporpadpmyueckuii aHAIU3 AKTHBHOCTH MUTOXOHAPH A

OxucnutensHy0 U GOChHOPHINPYIONIYI0 aKTHBHOCTh OYHIIEHHBIX MUTOXOHAPUN
onpenensuii Ha nosgporpade Oxytherm system (“Hansatech Inst.”, Anrnus) B siueiike
ooreMom 1,5 wmn npu Temmneparype 20 °C. MutoxoHapuu A00aBISIU B
noJisporpaduyeckyro siueiiky co cpenov mukyoamwm (pH 7,5), comepxkameit 10 MM
KH,PO,;, 5 MM MgCl,, 10 MM KCI, 20 MM MOPS, 0,3 M mauuut. B sueiiky
no0asisin cyocTpar okuciienus, 10 MM manar B npucyrctBun 10 MM rioyramara. s
WHUIIMAPOBAHUSL OKUCIUTEIBHON M (oCcPOopUInpyromeid akTUBHOCTH MUTOXOHJPHI B
sueiiky BHocwin AJI®. Koneunas konmeHtparus moOaBieHHoro AJI®D cocramisia
100200 mxM. J[lpixanume wunaruompoBamu 0,5 MM KCN, koTopsii moGaBisuii B
COCTOSIHUU 3, KOTJa OpTaHeiyIbl aKTMBHO OKHUCISIM cyOcTpar u ¢GhochopuinpoBaiu
AJ1® (ITobOexumona u ap., 2004).

DHEPreTUYEeCKY0 aKTUBHOCTH OTIPEICTISIN, PACCUUTHIBAS TTapaMeTPhl OKUCIICHUS
u pochopunupoBanuss Mutoxouapuii: coctossare 3 (Vi) — ckopocth moriomieHuss O,
npu  dochoprmmupoBannn AJI® (amonbp Oy/mun/mr Oenka); coctosaue 4 (Vi) —
ckopocth moriomenus O, mocne wucromeHuss AJI® (amonp Oy/MuH /MT Oenka);
KOO (PUIIMEHT IBIXaTeTLHOTO KOHTPOJISI PACCUUTHIBAIA KaK OTHOIIECHHWE CKOPOCTH

JIBIXaHUS B COCTOSIHUM 3 K CKOPOCTH JibixaHusl B cocTostHud 4 (JIK=V3/Vy).
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2.9. COJIOBWIM3ALIUA MUTOXOHIAPHUAJIBHBIX HATHUBHBIX
BEJIKOBbBIX KOMIIJIEKCOB

ComoOunn3anuio MUTOXOHIPUAIBHBIX HATHUBHBIX OEJIKOB MPOBOJMIIN COTJIACHO
Sunderhaus ¢ coaBropamu (Sunderhaus et al., 2007), ucnons3ys Oydep (digitonin
solubilization solution), comepskamuii 5% aururonmna, 30 MM HEPES, 150 MM
anerara kamus, 10% rauuepuna, pH 7,4. CootHomieHue Oejlka W JI€TepreHTa
coctaBisio 1:5. ComoOunuzanuio mpoBoawin B TeueHue 30 MUHYT Ha JIbay C
NEePUOIMYECKUM TTOMEIIUBAaHUEM, TTOCIIe Yero oopasiibl neHTpudyruposanu npu 4 °C B
tedenue 30 munyT npu 164009 Ha nentpudyre 5415 R (“Eppendorf”, I'epmanus).
CynepHaTtanT otOupanu, paznuBaiu no 50 mMxn u 3amopaxkuBanu npu muHyc 80 °C B
MOpo3uIbHON Kamepe (“Sanyo”, SAnonus). OOpa3ibl UCIIONB30BATIH JUISl Pa3IeICHUs Ha

OJIHOMEPHOM U JIBYMEPHOM T'0JIyOOM HATUBHOM 3JIEKTpOdepese.

2.10. ONPEAEJIEHUE KOHIHEHTPAIINU BEJIKA

KoHnneHnTparuio Oenka B CYCIICH3WH CBEKEBBIICICHHBIX MHUTOXOHIPUA H B
oOpasmax Jijis HaTuBHOTO opesa onpenessiin mo metoay Bradford (Bradford, 1976). B
OCHOBE METO/Ia JISKHT OIpeIesIeHHe KOHIICHTpaIlu KoMIuiekca kpacutens Kymaccu G-
250 ¢ 6enmkoM, OKpaIlIeHHOTO B CHHHUH I[BET U MMEIOIIETO0 MaKCUMYM TOTJIOIICHUS TIPH
JTuHEe BOTHBI 595 HM. Takum oOpaszom, yBennueHne abcopOumu pactBopa npu 595 HM
MPOMOPIIMOHAIIEHO KOJIMYECTBY Oelika B oOpasiie.

s usmepenus Komyenmpayuu Oeika 6 MUMOXOHOPUAILHOU CYCHeH3Uuu 5 MK
muToxoHpui pazpymanu B 1 mi 0,05%-ro Tputona X-100. [Ins uzmepenust oroupaiu
nmo 5 mxa m gobaBmsum 250 Mk peaktmBa Bradford 1X (“Bio-Rad”, CIIHA).
Kanu6GpoBouHy0 KpUBYIO CTpOWJIHM, HCIHOJIB3ys B KadectBe cranmapra BCA B
koHieHTparuu ot 0,125 no 1 mr/mi, npurotoBieHHbIN Ha pactBope 0,05%-ro Tputona
X-100. IMornomenue ompenessid MpH JUIMHE BOJIHBI 595 HM Ha MUKPOILIAHIICTHOM
cuexrpodoromerpe Immunochem-2100 (“HTI”, CIIIA).

Hzmepenue xonyemmpayuu oOenka 6 oopaszyax onsi BNE mnpoBogunm Takke

metoznom Bradford, pasoasmsist oOpasiisl B 50 pa3, 4TOObI KOHIICHTpALMS IUTHTOHUHA B
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obpasnax coctasisuia 0,1%. Konuentpauust aurutonnna Boimie 0,1% memiaer TouHoMy
n3MepeHno. KannOpoBOUHYIO KPUBYIO CTPOMIIM, UCTONb3yst BCA B KOHIIEHTpalMH OT

0,125 no 1 mr/mn, nmpurotoBiaeHHoMy Ha pactBope 0,1%-ro AuruToHMHA.

2.11. OAHOMEPHBIN I'OJIYBON HATUBHBINA DJIEKTPO®OPE3 (1D
BNE)

OpHoMmepHBIN TOMyOON HATHUBHBIA 3JeKTpodope3 MpoBOAWIA B  OJIOKax
IPaJMEHTHOTO TMOJUaKpuiIaMUAHOro Tens mno Merony Sunderhaus ¢ coaBTOpamu
(Sunderhaus et al., 2007), ucrone3yst Kymaccu G-250 (Comassie brilliant blue G-250)
JUTSL CO37aHUs JOTIOJTHUTENIBHOTO 3apsaa Ha Oenkax. bmaromaps 3ToMy aHHOHHOMY
KPacHTEII0 METOA M TOJy4YMJ Ha3BaHUE ToJyOOd HaTHBHBIN syekTpodopes (BN
PAGE). Dnektpodopes npoBom ¢ moMoinbo mpudopa Protean Il xi Cell (“Bio-Rad”,
CIIIA) coriacHO UHCTPYKIIMHU TPOU3BOIUTEIIS.

Karogueim Oydepom cayxkun Tpuuun — buc-tpucossit 6ydep ¢ pH 7,0,
cocrosimuid u3 50 MM tpunmna, 15 MM buc-tpuca u 0,02% Kymaccu G-250. AnonHbIi
oydep comepxkan 50 MM buc-tpuca, pH 7,0 npu 4 °C. I'paareHTHBIN pa3aestonui
renb pazmepoM 0,15x16x20 cm coctosim u3 “nerkoro” w “TSHKENoro” pacTBOPOB C
KOHIICHTparuerd akpuimamuaa 3,5 u  16%, Owuc-akpuinamuga — 0,11 u  0,5%
COOTBETCTBCHHO. JIJIT WX MPUTOTOBICHUS WCIIOJIB30BATN aKPWJIAMHIHBIA pPacTBOP
49,5%, coxepxamuii akpwiamMua U Ouc-akpuiaamMun B cooTHommeHun 32:1, T.e. 48%
akpuiamuaa u 1,5% oOuc-akpunamuna. “Jlerkuil” u “TsHKenbld” pacTBOPBI COAEPKAIU
takke 0,25 M aMHUHOKanmpoHOBOW KHCIIOTHI, 25 MM buc-tpuca, “Tsxensiii” pacTBOp
comepxkann  gononaHuTenbHO 20% rhunepuHa. l'enm  moauMepu3oBaiv, J100aBIIss
nepcyinbdpar ammonuss 1 TEMED (teTrpameTundTuieHAMaMUH) B KOHIICHTPAIUAX IS
“nmerkoro” rens — 0,046% u “rsoxenmoro” rens — 0,033%. 3anuBKYy TpagueHTHOTO
pa3lensAomero Teisi MPOBOJUIN CBEPXY C IOMOIINBIO IMEPHUCTATLTHYCCKOTO Hacoca
Perestaltic Pump P-3 (“Pharmacia Fine Chemicals”, IIsenus). Konnenrpupyromuit
renb  cocrostn u3  3%-ro  akpwmmmuga, 0,094%  Ouc-akpumammma, 0,25 M

aMHUHOKAIpOHOBOM KHUCIOTHI, 25 MM buc-tpuca, 0,055% nepcyinsdara aMMOHUS U
b

65



0,055% TEMED. Ilepen naneceHumem Ha reiab B OEIKOBBIE OO0pa3Ilbl T0OABISIIH
pactBop Kymaccu (5% Kymaccu G-250, 750 MM aMHHOKAampOHOBOW KHCIIOTHI) B
KOJIM4YecTBe 2,5 MKJI Kpacutelns Ha 50 Mk oopasia. B kapmansl 3arpysxanu mo 80-100
MKT Oenka. Onektpodopes mnpoBoawi B XojdomHod komuHare mpu 4 °C ¢
JOTIOJTHUTENBHBIM ~TIOCTOSIHHBIM ~ oxJlaxaeHueM rened no0 4 °C mnpu  mnomoiu
OXJTAKIAIOIIETO MOYJIsl TprOOpa, MPUCOSAMHEHHOTO K TepMocTaty. [lepBrie 45 MUHYT
pu noctossHHOM Hamnpsbkenun 100 B, 3arem npu mocrosHHOM cuie Toka 15 MA B
TedeHue TsITH 9acoB. CrycTs 2 yaca mociie Hayana ¢opesza MeHsUIM KaToIHbIH Oydep ¢
kounentparmeit 0,02% Kymaccn G-250 Ha ananorudsasiidi 6ydep, HO ¢ KOHIICHTpaIuei
kpacurens 0,002%.

[To oxoHuaHuu 3eKTpodopesa B ressx Onpeaesuiv JOKATU3AIUI0 OEITKOBBIX 30H
npu nomomn Kymacch W TIPOBOIWIM JCTEKIUI0O (PEPMEHTATHBHOW aKTUBHOCTH

METO/IOM 3uUMorpaduu.

2.12. ABYMEPHBI TOJIYBONH HATHUBHBIN DJEKTPO®OPE3 C
HATHUBHOM BTOPOM MEPOM (2D BNE/BNE)

JIByMepHBbII roy00il HATUBHBIN 31EKTpo(ope3 ¢ HATUBHOW BTOPOMl Mepoit
npoBoawin Mo meroay Sunderhaus c¢ coaBropamu (Sunderhaus et al., 2007). s
anexTpodopesa ucnonbzosanu mpudop Protean 11 xi Cell (“Bio-Rad”, CILIA).

Karogueiii 1 aHogHbI Oydepsl A mepBoid Mepbl pa3jielieHus ObLIM TEMH K€,
yro u juis 1D BNE (rnmasa 2.11). HaTuBHBIN IpaMeHTHBIN T'elib MEPBOH MEPhl UMEI
pazmep 0,1x16x16 cm u miotHOoCcTh 3,5-10%. ['panueHTHBIA pa3aesisionmii Teib
COCTOSIT U3 “JIErKOro” M “TsHKenoro” pacTBoOpoB, cojepxkammx 3,5 u 10% axkpunamuna,
0,11 u 0,31% Ouc-akpunamuga coorBeTcTBeHHO, 0,25 M aMHHOKAIPOHOBOM KHCJIOTHI,
25 MM buc-tpuca, “Tsxensii” pacTBOp coaepxan nonoiHutenabHo 20% riMiepuHa.
Konnentpupytomuii reib coctost u3 3%-ro akpmiamuaa, 0,094% Ouc-akpunamuna,
0,25 M amuHOKampoHOBOW KHUCIOTHI, 25 MM-ro buc-tpuca, 0,055% mnepcynbdata

ammonust u 0,055% TEMED. Dnexrpodopes npoxomun npu temmeparype 4 °C u
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nocTossHHOM HanpsbkeHuu 100 B B TeueHne nepBbix 45 MUHYT, 3aT€M NPU NOCTOSSHHOU
cuie Toka 15 MA B TedueHue 2,5 4yacos.

[To oxonwanuu snekTpodopesa HU3 Teyeld MepBOd Mepbl BbIpE3add OEIKOBBIC
Tpeku. CyNmepKOMIUIEKCHI, JOKAIM30BAaHHBIE B ATHUX TpPEKaxX, NEIWIA HAa OTICIbHBIC
komruiekcbl DTL npu momomm poaeruiamansTo3uaa (J/AM) B konnentparuu 0,03%.
Jlnst 3TOrO TpEK, BBIPE3aHHBI W3 reisi mepBoid Mepbl, uHKyOupoBanu npu 4 °C B
teuenue 10 muHyT B KarogHoMm Oydepe ¢ modasnenuem JIJIM. [locne nHKyOammm Tpek
nmoMemniaad Ha redb  BTopor Mepwl  pasmepom  0,15x18x20 cm. Pasnenenue
CYIIEpKOMILIEKCOB BO BTOPOM Mepe MPOBOAWIM B TpaaueHTe mioTHoctn S5—18%.
“Jlerkuidi” W “TSKENBIA PACTBOPBI Uil TPAJAUEHTHOTO Tejsl BTOPOM HATHMBHOM MEPHI
coctosut u3 5, 18% akpunamuna u 0,15, 0,56% Ouc-akprramuga coOoTBETCTBEHHO, 0,25
M amMuHOKanmpoHOBOW KHCIOTHI, 25 MM buc-tpuca, 0,03% JJAM, “Tspxenbrii”
JTOTMOMHUTENbHO BKiMouan 20% rinunepuna. [enw  monuMepuszoBaiu, JA00aBisis
nepcynbdar ammonus u TEMED B konHnenTparusax s “aerkoro” remst — mo 0,045% u
“Tsprenoro” renst — mo 0,025%. dukcupoBanmm Tpek ¢ momompio 0,8 % arapossl,
aKKypaTHO 3aJluBasi €€ MEXIAy CTEeKJIaMHu, He JOIycKas oOpa3oBaHMs Iy3bIpeil.
KaTtonnblii 1 aHOHBIN Oydeps! 11 pa3iefieHus] BO BTOPOW HATUBHOU Mepe ObUIM TeMU
xe, uto u 1 1D BNE (rmasa 2.11), Tonbpko B kaToHbIi Oydep 611 nodasnen /M B
koHuentparuu 0,03%. Paznenenue mpoxomausio TpH CIEAYIOMUMX MapameTpax: 45
MHHYT IpH NOCTOSIHHOM HanpspkeHun 100 B, 3arem npu noctostHHOM cuiie Toka 15 MA
B TEUCHHE JBEHAAIATH YacOB. DJeKkTpodope3 nmpoBoauau mpu temmeparype 4 °C.

I'enp mociie BTOpO¥ Mepbl moMenianu B okpacky Kymaccu mmbo MCmosb30Baiu

I ACTCKIMK aKTUBHOCTH JAbIXAaTCJIbHBIX KOMIIJICKCOB IIPH ITOMOIIIH BI/IMOFpa(i)I/II/I.

2.13. IBYMEPHBI T'OJIYBOW HATHUBHBIA DJIEKTPO®OPE3 C
JTEHATYPUPYIOILIEH BTOPOHM MEPOM C MCHOJIB30BAHUEM
JTOAENUJICYJb®ATA HATPUS (2D BNE/SDS)

YcnoBus npoBeneHus ekTpodopesa, pazmep rejei mepBoi Mephl pa3aeiacHus
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ObLTM TaKUMHU >Ke, Kak ommcano B riaBe 2.11. [lnsa pasmeneHust cyObeauHUIY
JIBIXaTeIbHBIX KOMIUIEKCOB BO BTOPOW JEHATypUPYIOIICH Mepe ObLI HCIOJIb30BaH
Tpuuuu-SDS-PAGE (Schagger, 2001; Wittig, Schagger, 2007).

Tpexku ¢ wmHTEpecyromuMu 00pa3mamMu BBIPE3aId W3 Tele TEpBOM HATUBHOU
Mepbl pazmepom 0,15x16x20 cm u uHkyOupoBamu 30 MHHYT B JCHATYypUPYIOIIEM
pactBope, coaepxkameM 1% SDS u 1% p-mepkanTtostanona. 3aTeM OTMBIBAJIM B
teuenue 30 cekyHn W ToMmemanud Ha BHemHee crekio (s remst 0,1x16x16 cwm)
COHJ/IBMYA B MOJIOKEHUE, COOTBETCTBYIOIIEE THY KapMaHOB Te€(PIOHOBOW IpeOEHKH, T.€.
MPUMEPHO Ha PACCTOSIHUM 5 CM OT BEepxHEH rpaHuIsl crekia. [locime gero cobupanm
COHJIBUY, 3KMMasi TPEK MEXKIY CTeKJIamu, U 3anuBainu 10%-Hblil pa3aenstonmn rems,
conepxkamuii 10% axpunamunaa, 0,31% Ouc-akpunamuma, 1 M Tpuca, 0,1% SDS, 10%
mmnepuna, 0,05% mnepcynaspara ammonus u  0,05% TEMED, pH 8,45.
Konnentpupyrommuii renb coctost u3 4%-ro akpuiamuaa, 0,125% Ouc-akpuiamuna,
1 M Tpuca, 0,1% SDS, 0,075% nepcynbdara ammonust u 0,0/5% TEMED, pH 8,45.
Karomuwrit 6ydep comepkan 0,1 M Tpuca, 0,1 M tpummra u 0,1% SDS, pH 8,25.
AnoanbiMm Oydepom cayxuin 0,2 M Tpuc, pH 8,9.

dope3 mpoBOIUIICS TIPH CASAYIOMUX Mmapamerpax: S0 MA B TedueHne 3-X 4acoB U
nanee 120 B — 6 wyacoB. Ilocne ¢opesa reap nubo okpammBanu Kymaccu, mu6o

HCIIOJIB30BaJIN JJId BCCTepH-6HOTTI/IHFa.

2.14. OKPACKA Y OBECIIBEUMBAHME T'EJIEN

ITo oxoHuanuu 3nekTpodopesa renu nepeHocuian B pactBop 12%-oit TXY Ha 1
yac s (uUKcauuu OE€JIKOBBIX KOMIUIEKCOB WJIM BBIABISUIA  (PEPMEHTATUBHYIO
akTuBHOCTH B Tene. [locne dukcanmmm TXY renu mpombiBaiM OMIUCTUIUTHPOBAHHON
BOJOW M MOMEWAIM B PAacTBOp ISl BU3yalM3aluu Oelika, KOTOpbIN copepxkan 25%
u3onponmioBslit criupt, 10% ykcycnyto kuciory, 0,2 % Kymaccu R-250.

Jlist o6eciiBeunBanus (POHA eIl OTMBIBAIM M XPaHWIA B PACTBOPE, COJEPIKaIIEM
10% yxcycHoit kuciotel u 12,5% wuzonpomanosna. s HATUBHBIX Teled Takke

WCITOJIB30BAJIM OKpAIlIMBaHKUE pacTBOpoM KosutouaHoro Kymaccu, cocrosiero uz 17%

68



cynbara ammonus, 1,8% dochopuoit kucmorer, 0,12% Kymaccu G-250, 35%
metaHona (Majek et al.,, 2013). Ilocie komiommHoro Kymaccu reinyd OTMBIBAJIA B

pactBope 1%-HOl YKCYCHOW KUCIIOTBHI.

2.15. BECTEPH-BJIOTTUHI'

NMMyHOOJIIOTTUHT ~ BKJIIOYaeT B ce0si  MMMOOWIM3alui0  OEJIKOB  Ha
HUTPOIIEILTIONO03HONH MeMOpaHe ¢ MOCIEAYIOIUM BBISIBICHUEM aHAIM3UPYEMBIX OCIKOB
Ha MOJIYYEHHOU PETUIUKE TIPU MOMOIIM CTIELIM(PUIECKUX aHTUTEIL.

[MIpu Becrepu-onorrunre (Western-Blotting) OGenkoBeie mnstHa mocme 2D
BNE/SDS mnepeHocwsii Ha HHTPOLC/UTIONO3HYI0 MeMOpaHy Ha mpubope s
noaycyxoro nepexoca Trans-Blot SD Semi-Dry Electrophoretic Transfer Cell (“Bio-
Rad”, CIIIA) B oxmaxacHHOM Oydepe misa mepeHoca (48 MM Tpuc, 39 MM riwnuH,
10% wmetanon, pH 9,2) B TeueHue 5 4yacoB MpH MOCTOSHHOM HampsbkeHuu 15 B
(Timmons, Dunbar, 1990).

O¢ddexTHBHOCTD TIEpEeHOCA OMpENeNsId MpU MOMOINM Kpacutenss Ponceau S
(0,5% Ponceau S (“Sigma”, CIIA) B 0,1% ykcycHON kuciore). MeMOpaHbI
0JIoOKUpOoBaIM B 5%-HOM pacTBOpE OOE3KUPEHHOIO CyXOro MOJIOKA, MPUTOTOBICHHOM
Ha Oydepe TBS, pH 7,5 (20 MM Tpuc-HCI, 0,5 M NaCl).

3a050KMpOBaHHYI0 MEeMOpaHy MHKYOMpOBaJIM B PacTBOPE MEPBHYHBIX AHTHUTEI
1,52 yaca npu TOCTOSHHOM IOMEIUIMBAHMM. Bpems HHKyOalMu 3aBHCENO OT
aKTUBHOCTU aHTUTEN M, KaK MpaBuiio, coctaisio 1-2 yaca. [Tocie nakyOarmm pactBop
MEPBUYHBIX AHTUTE] CIMBAJIM W OTMBIBAIIM MEMOpaHy OT HEIPOpEarnpOBaBIINX
aHTHTEN OTMBIBOYHBIM Oydepom TTBS ¢ pH 7,5 (20 MM Tpuc, 0,5 M NaCl, 0,05%
Tween-20). OTMBITyI0 MeMOpaHy TIOMEIIaJd B PAcTBOP BTOPHYHBIX aHTUTET,
KOHBIOTMPOBAHHBIX C IMeJ0YHOM (Qocdara3oi, Ha 1 yac. PacTBopbl MEPBUYHBIX H
BTOPUYHBIX aHTUTEN ToToBUIU Ha Oydepe TTBS, comepxamem 2% momoka u 0,02%
azuna. 3areMm MeMmOpaHy BHOBL OoTMbIBamu B Oydepe TTBS um momemanu B Oydep
pH 9,5 (100 MM Tpuc, 100 MM NaCl, 5 MM MQCl,). [dns Busyanu3anuu OCIKOBBIX

IIOJI0C TOTOBUIIN peaKHHOHHBIﬁ pacTBOp AJIA BbIABJICHHA AKTHBHOCTH HlCJ'IO‘-IHOfI
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docdarassl, coctosmuii u3 Tpuc-HCI 6ydepa ¢ pH 9,5, 0,17 mr/mi 5-6pomo-4-xitopo-
3-unpommt ¢pocdara (BCIP) u 0,33 mr/min aurpocunero terpasoinus ximopuaa (NBT). B
IIPUTOTOBJICHHOM PAacTBOpPE MHKYOMpOBaa MeMOpaHy IpH KOMHATHOW TEMIIEpaType B
TeueHne 5-20 MUHYT B 3aBUCHMOCTH OT CTENEHU pa3BUTHUA OKpacku. MemOpany

BBICYIIIMBAJIN, CKAHUPOBAJIXU U ITPOBOJUIIN dHAJINU3 JAHHBIX.

2.16. UICIHOJB3YEMbBIE AHTUTEJIA

B pabote ucmonp30Baiv CIEAYIONIME MEPBUYHBIE MOJUKIOHAIBHBIE KPOIUYBH
aHTUTEINA. Ha PymMapasy v U30IUTpaTIETHaporeHasy (’roode3no npempoctasieHsl prof. D.
J. Oliver, Yausepcuret mrara Aiiosa, CIIIA); anerepHatuBHYyI0 okcuuasy (“Agrisera”,
Iserus); cunterndeckue mentuasl BHyTpeHHer (NDA1) wu Buemmnedn (NDB1L)
HAJI(®)H-neruaporenas (mobe3Ho mpemoctaBieHsl npodeccopom A. G. Rasmusson,
Vuusepcurer Jlynna, HBenus); cyoweaunuiy 51 k/la xomrmuiekca |, cyObeauHHILY
SDH1-1 xommiekca |l, a-cyObenuHHUIly MUTOXOHIPHAIBHONW IPOLIECCUHTOBOM
nentuaasel  komruiekca |l (momywenst B gmap ot mpodeccopa H. P. Braun,
['anHoBepckuit  yHuBepcuter wumenun [. B.  Jleitbuuia);,  cyObenuHHIly
mutoxpomokcuaassl COXII (“Agrisera”, IIBenus). Takke HUCIOIB30BAIH CICTYIONTUC
NEepBUYHBIE  MOHOKJIOHAJIbHBIC  MBIIIMHBIE  aHTUTEeNna: Ha  Ela-cyObenunuily
MUPYBATAECTUAPOTEHA3HOTO KOMIUIEKCa, 0- U B-cyOneaunuiisl AT®-cuHTasbl (J1100€3H0
npenocTasieHsl mpodeccopom T. Elthon, Yausepcurer mrata Hebpacka, CILIA).

B kadecTBe BTOpHMYHBIX HCIOJB30BaK kposndbn (“Jackson ImmunoResearch”,
CIODA, wu “Sigma”, CIIA) wu wmemmmebie  (“Agrisera”, CIHIA) anTHTena,
KOHBIOTUPOBAHHbIE C IETO4YHOM (ocdaTazoii. Bece aHTuUTena pa3BOIMIM COIIACHO

HHCTPYKIMU ITPOU3BOIUTCIIA.

2.17. ONPEAEJEHUE MOJIEKYJISIPHBIX MACC BEJIKOB
Onpenenenre MOJEKYJISPHBIX MacC MOJMUIENTHIOB MPOBOJIWIN, HUCIONB3YS B
KauecTBe OEKOB-MApKEPOB cMeCH OENTKOB C M3BECTHBIMU MOJIEKYJISIPHBIMU Maccamu. B

HaOOp OENIKOB MUPOKOTO CHEKTpa BXOoAwIn: MuorioouH (18 kJla), XuMOTpUIICHHOTEH
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(24 x/la), oBanmpOymun (45 xJla), Obrumii ceiBOpoTOUHBIN anpOymuH (67 xlla), v-
mooynuH (160 xJla) (ICN, Biomedicals Inc., CIIIA). Takxe wmcmons3oBaii HaOOp
OCNKOB 11 HAaTHMBHOTO ¢ope3a, B KOTOPHIA BXOAWUIW: TUpOrIoOynmuH (669 k/la),
bepputun (440 k/la), karanaza (232 k/la), makrarneruaporennasa (140 k/la), Obrumii

ceIBOpoTOuHBIH anp0ymuH (67 kJla) (Pharmacia, HMW calibration Kit, IlIserust).

2.18. JETEKIIUSI AKTUBHOCTU JAbIXATEJIbBHBIX ®EPMEHTOB B
I'EJIE

Jletexmuio (pepMEeHTATUBHON aKTHBHOCTH JIBIXaTEIBHBIX KOMIUIEKCOB B Telie, KaK
WHINBUIYAIbHBIX, TaK ¥ HAXOIALINXCA B COCTaBE CYMEPKOMIUIEKCOB, MPOBOIUIH IO
meToaukam Sabar ¢ coaBTopamu (Sabar et al., 2005) u Ramirez-Aguilar ¢ xoyeramu
(Ramirez-Aguilar et al., 2011).

s evisenenus epmenmamusnol akmugHocmu l-eo xomniexca MCIONb30BAIN
Tpuc-HCI 6ydep ¢ pH 7,4, conepkamuii B kauecTBe cydcTpara okucienus 0,225 mM
HAJIH u 0,16% xpomorena NBT. Ilocne makyOanuu renst B Tedenue 15-20 mMuHyT
peakLuo OCTaHaBJIMBAIM, IIOMeLIas Teib B (ukcarop, coaepxamuii 40% meranona u
10% yKCyCHOM KHCIIOTHI.

Cyxyunamoeauopoeenasy (11 komnnexc) demexmuposanu, ucronb3ys GpochdaTHbIi
oydpep ¢ pH 7,4, comepxammuii 25 MM KH,PO,, 25 mM K,HPO,, 0,2 MM PMS
(benasunmeracynbdara), 4,5 MM BITA, 10 MM KCN, 84 MM cykuunata u 0,2%
NBT. ®ukcanuro okpacku komiiekca |l mpoBoauau Tak ke, Kak 1 KomIuiekca |.

s oxpawusanus komniaexca |V ucnonszoBanu (ocharueiii 6ydep ¢ pH 7.4,
cocrosimui w3 5 MM KH,PO,, 5 MM K,HPO, 7,5% caxapossr, 0,036 wmr/mu
muroxpomoma C, 0,1% DAB (3,3-muamMuHOOCH3MIUH TeTparuapoxiopuaa). ['emu
WHKyOHpoBai 7—8 4acoB, Mocje 4ero (GUKCHPOBAIU Pa3BUBIIYIOCS OKpacKy 7%-HOii
YKCYCHOU KHCJIOTOM.

Komnnexc V eviasnanu npu nomou Oydepa, coaepxaiiero 50 MM riunuHa,

5 MM MgCl,, 5 MM AT®, 0,1% Pb(NO3),. I'enn octaBisiin B peakiiMOHHOM PacTBOPE
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Ha 15-18 yacoB u 3aTeM CKaHHPOBAIM B TIO3UTHBHOM M HETAaTUBHOM PEXKHMaX, TaK Kak
oOpa3zyronuics ocaaok GIIOOPUCIIUPYET U 00JIee YETKO BUIEH B HETAaTUBHOM PEKUME.
Bce remm ckanupoBanum Ha ckaHnepe EPSON PERFECTION V700 PHOTO

(“Epson”, MumonHe3us).

2.19. AHAJIN3 I'EJIEM B IPOTPAMME IMAGE J

l'enu ObuM  mpoaHanu3upoBaHbl B mporpamme Image J.  Benuuuns
OTHOCUTEJIBHOTO COZep KaHus Oelika U aKTUBHOCTHU JIBIXATEJIbHBIX KOMILUIEKCOB B TEJISX
OIICHUBAJIU IO CYMMAapHOM IJIOTHOCTH BBIJICJIICHHBIX 3JIEKTPO(POpPETUUECKUX MOJIOC B

YCIIOBHBIX CIMHUIIAX. 3HaueHUSA MMPpCACTABJICHBI B ITPOLICHTAX OT KOHTPOJIA.

2.20. MACC-COEKTPOMETPUYECKHWI AHAJIU3

AHanu3 00pa3oB MPOBOAWIM METOJOM MAaTPUYHOM JIa3epHOU JeCOpOIMOHHOMN
BpemsmposetHoit macc-criektpomerpur (MALDI-TOF). TlpeaBaputensHo 00pasiibl
MOJIBEPT Al TPUIICUHOMN3Y. {7151 3TOTO (hparMeHTHI TeMs ¢ MATHAMH OEITKOB BBIPE3ai,
MOMEIIAId B HECUJIMKOHU3UPOBAHHBIE MPOOMPKU M TpUxAbl 1Mo 30 MUH OTMBIBAJIU
pactBopoM 50%-ro ameronutpmwia u 25 MM-ro NH4HCO;. 3arem remp 15 mun
JETUIPaTUPOBAIIU B anleToHUuTpwie v 40 MUH CYIIWIIU NTPU KOMHATHON Temmeparype. K
BBICYIIIGHHBIM (parMeHTaMm Tens A00aBisiim pactBop TpurncuHa (Promega) 0,005
mr/mka B 25 MM NH4HCO;, unkybupoBamu npu 4 °C 10 MOJHOTO BIUTHIBAHUS
pacTBopa B rejb, mocie yero cMech Ha 12 9y nmomemanu B tepmoctar npu 37 °C. Ilo
3aBepIICHUU Truapoiau3a npodsl 40 MUH 3SKCTparupoBaiu pacTBOpoM 1%-Hou
TpudropykcycHoir kuciorel npu 20 °C. Macc-CneKTpoMeTpUYeCKUi  aHau3
npoBoguian Ha mpubope Ultraflex (Bruker Daltonix) B pexume JIMHEHHBIX Macc B
nuamnazone gerekiuu  700-3500 Jla. B kauecTBe MaTpHIlbl HMCHOJB30BAIA 2,5-
TuruapokcuOeH3oinyto kucnoty (DHB). PasmeTky crieKTpoB MPOBOIWIIHN, UCTIOIB3YS
nporpammy MS  Spectra viewer. JlaHHble aHaTU3UPOBAIM C TOMOIIBIO TaKeTa

nporpamm Flex Analysis. UnenTudukanuio moixy4eHHbIX Macc-CIEKTPOB MPOBOAMIIN C
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ucnojib3oBanueM 0a3pl gaHHBIX NCBI ¢ Takconomudeckum orpanudenueM ao Viridi

plantae (3enenble pacTeHus).

2.21. CTATUCTHYECKAS OBPABOTKA PE3YJIBTATOB

DKCIepUMEHTBI MTPOBOAWIN B 3—9 OMOJIOTMYECKUX TOBTOPHOCTSX, B KaXI0H U3
KOTOpBIX OBLIO HE MEHEE TPEX aHaJIUTUYECKUX. JlaHHBbIE MPEACTABIECHBI KAK CPEIHSS
apumeTryeckas WM MeauaHa, a pa3opoc 3HaYCHUI B BU/I€ CTAHAAPTHOTO OTKIOHECHHUS
WM MHTEPKBAPTUIBHOMN MUPOTHI [25%; 75% mponeHTmb|.

B cnydae HOpManmpHOrO pacnpeaciieHus Uil JOKa3aTeNbCTBA 3HAYMMBIX
pa3IuYMil MEXIYy CPEIHUMH UCIOJIb30BAIM OJHO(MAKTOPHBIA TUCIIEPCUOHHBIA aHAINU3,
a INpU pacCHpeNesICeHUuH, OTIMYAKLIEMCS OT HOpPMalbHOro, npumeHsinu H-kpurepuit
Kpackena-Yommca. Ilocnenyromee MHOKECTBEHHOE CPaBHEHHME CPEAHUX ITPOBOIMIIH
no Merony CreroaeHrta-Heromena-Keynca. Paznuums Mexay SKCIEpUMEHTaIbHBIMU
JAHHBIMU CUMTAJIM CTAaTUCTUYECKU 3HaUMMbIMH Iipu P<0,05. CtaTucTHuYeCKHUE pacyeThl

OCYIIECTBIJISUIM C MOMOIIBIO TporpaMMHOro nakera SigmaPlot 12.5.
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3. PE3YJIBTATBI U OBCYXKJIEHUE

3.1. YUCTOTA n KAYECTBO N3YYAEMbIX ®PAKIIUHA
MHUTOXOHIPUN

Kak ykaspiBanoch paHee, JbIXaTeibHas I€Mb MUTOXOHJPHN HMEET CIOXKHYIO
HAJMOJIEKYJISIPHYIO OpraHU3allMI0 UM COCTOUT KAaK M3 OTIEJIBbHO PaCIOJIararoluxcs
JBIXaTebHBIX KOMIUIEKCOB, TaK W W3 AaCCOMMAIMK KOMIIJICKCOB, HAa3bIBAEMBIX
CYNEpKOMILIEKCAMH U PECIIMPACOMaMU, KOTOPbIE B CBOIO OYEpEelb MOTYT 00bEIUHATHCS
B IIeJIbIC JbIXaTeNIbHbIC Y4acTKH — MerakoMmiuiekcsl (Bultema et al., 2009; Welchen et
al., 2011; Lenaz, Genova, 2012). IIpenmonaraercs, 4YTO IOAOOHAS OpraHU3aIUs
OTKPBIBAET HOBBIE CBOMCTBA JbIXaTEIBHOM IIEMM MHUTOXOHJAPUN IO CPaBHEHHUIO C
OTIIETBHO (YHKIMOHUPYIOMIMMH MOHOKOMIUIEKCaMU. M3ydeHne W XapaKTepHUCTHUKa
ctpoenus cucteMbl OXPHOS muToXoHIpwHii, a TakKe BBIABICHHE €€ HOBBIX CBOWMCTB
IpU MOMOIIK METOJOB OJHOMEPHOTO M JBYMEPHOTO rojiy0oro HaTUBHOTO (POpE30B B
rpamueaTHoM reine  (BNE, BNE/BNE, BNE/SDS-PAGE), rucroxumudaeckoro
OKpAIllMBaHUsI aKTUBHOCTH KOMILJIEKCOB B rejie, UIMMYHOXUMHUU U MaCC-CIIEKTPOMETPUU
TpeOYIOT aKKypaTHOTO BBIICIICHUS YHCTHIX, HMHTAKTHBIX U (YHKIIMOHATHLHO aKTHBHBIX
opranesu1. Vcnonb30BaHWEe HEWHTAKTHBIX W HEKAYECTBEHHO BBIJEICHHBIX OpTaHeIlI
MOKET MPUBECTH K MOTYUYEHUIO HEOCTOBEPHBIX JAHHBIX U HEBEPHOMY IMPEACTABICHHUIO
O HATUBHOM OPTaHU3alMU IbIXaTEIbHON UEMU MUTOXOHIPUH.

UucToTy W  UHTAKTHOCTb  (paKkIUMid  OpraHeiyl, TOJYyYEHHBIX IyTeM
mudpepeHInanbHOr0  UEeHTPU(YTUPOBAaHUSA C MOCIHEAYIOIIEM HMX OYUCTKOM Ha
CTYIICHYATOM TPATUEHTE TIEPKOJIIa, KOHTPOIUPOBAIU TIPH IMTOMOIIM TPAHCMHUCCHOHHOMN
AJIEKTPOHHONH MHUKPOCKOTIMM M OWOXMMHYECKHMX METOJOB — TeCTa Ha IE€JIOCTHOCTh
BBIZICIICHHON ()pakiiMl OpraHe/ul M  IMOJSIpOrpauueckoro MeEToja aHajau3a HuX
aKTUBHOCTU. 1[eTOCTHOCTh MUTOXOHIPHI OLIEHUBAIHM IO JOCTYIMHOCTH 3K30T€HHOTO
BOCCTAaHOBJICHHOTO IIMTOXPOMa C JIJISl IIMTOXPOM ¢ OKCHAa3bl, a MOISPOrpapuiecKuit
METOJI MO3BOJIMJI OIIEHUTHh CKOPOCTH (ochopumpyroiiero u HedocohpUuIupyroIero

JAbIXaHUA MI/ITOXOHI[pI/If/i N BCIIMYMHBI ABIXATCIIBHOI'O KOHTPOJIA, OTpaKaromiuc
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aKTUBHOCTb M CTENEHb COMPSKEHUS MPOLIECCOB OKHUCIEHUs U (pochopummpoBaHus B
ATUX OpraHesulax.

AHanu3 4ucToThl (PpakUUU HpPU MOMOIIM 3JEKTPOHHON MHMKPOCKOIHHU IOKAa3ajl
BBICOKYIO CTEIEHb YHUCTOTHI BBIJIEJICHHBIX OPraHell ¢ HEOOJbIIMM 3arpsA3HEHUEM

(Menee 5%) mukpocomanbHOU (pakmuei (puc. 6).

Puc. 6. MUTOXOHIPUH ITHOJIMPOBAHHBIX MPOPOCTKOB ropoxa (Pisum sativum L.,

copt “Axcaiickuii ycatbiit 557)

A, B — nanbornee TUNIMYHBIE OpraHeIuTbl B 00bIYHOM (A) U ckanupytomiem (B) pexumax; b, I' —
dpakuus OYMIIEHHBIX Ha TpajgueHTe mepkoiia opranemt B oObiyHOM (B) m ckanupyromem (I)
pexxumax. Pororpaduu 00pa3loB MOJYyYEHbI HAa TPAHCMUCCHOHHOM 3JEKTPOHHOM MHKPOCKOIIE
“TECNAIG?” (FEI). MacmrabHbie 0Tpe3kn muis 06pasios coctasmma: A u B — 200 um, b u I' — 500
HM. @ortorpuduu cnenansl A. B. CugopoBbIm.

Kak BuaHO u3 pucyHka 6, MUTOXOHAPHH NPOPOCTKOB TIOpOXa HMEIOT
TOMOT€HHBI MaTPHUKC, YETKO BBIPAKEHHYIO HApYXHYI0 MeMOpaHy U OoJbllIoe
KOJIMYECTBO KpUCT. KpUCTBI UMEIOT OOBIYHYIO IS MUTOXOHAPUN BBICIIMX PACTEHHI
bopMy — OHM HAYMHAIOTCS B BHJIE€ Y3KOHM HIEHKU M 3aKaHUMBAIOTCA (POPMOM TIIOOYIIBI
win mnactunku (I'yasun, Mepcep, 1986). Pazmep opranenn B cpegHem KosieOieTcs: OT

750 mo 950 aM.
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CormacHO TecTy Ha LEJIOCTHOCTh HAapy)XHOW MeMOpaHbl U  JITaHHBIM
nossiporpaduueckoro ananusa (tabn. 1), MUTOXOHApUAIbHBIE (PAKIUU, OYUIIECHHBIC
Ha TpaJIMEHTE MEPKOJUIa, UMEIH BBICOKYIO MHTAaKTHOCTH (98,5%), akTHMBHO OKHCISIH
CyOCTpaT ¥  OTJIMYAJIUCh BBICOKOM  CTENEHBIO  CONPSKEHUS  ABIXaHUA U
bochopuuposanus (JIK = 3,3).

Taoauma 1
IlemocTHOCT, MeMOpaH, CKOPOCTh OKHCJICHUS W JIbIXaTEIbHBIM KOHTPOJIb
MUTOXOHJAPUM 3THOJUPOBAHHBIX IPOPOCTKOB rOPOXa B KOHTPOJIBHBIX YCIOBUIX

BapuanTsl IlenoctHOCTH, % V3 V, JAK

KoHTpoJtb 98,7+ 0,9 41,5+44 | 12,6+12 33+0.2

B kauectBe cyOcTpaTa OkucieHHs ucronb3oBaiu mMaiar (10 MM) B mpuCyTCTBUH TiyTaMmaTa
(10 MM). MuTOXOHAPHH BBIACIECHBI U3 KOHTPOJBHBIX PACTECHHM, BBIPAIICHHBIX B TE€UYCHHE 6 CYTOK.
npu 20 °C. V3, V4, — ckopoctu ¢ochopmmupyromero u HeHoCcHOPUIUPYIOMIETO JIBIXaHUS
COOTBETCTBEHHO, B HMOJIb Oy/mMuH/Mr Oenka, JIK — apixarenbHblid KOHTpOJb. B Tabnuie npuBeneHs
cpenHue apuMeTHISCKUE U CTaHAAPTHBIC OTKJIOHEHUS. N=3—6.

Takum o0pa3om, TpeaCTaBICHHBIE MaHHBIC IIOKA3bIBAIOT, YTO B padoTe
HCIIOJB30BAIMCh OpraHe/yIbl C BBICOKOH CTENEHbIO YHCTOTHI M HWHTAKTHOCTH,
oOJnaaromnye XOopomield aKTHBHOCTHIO M COMPSDKEHHOCTBHIO TPOIIECCOB OKHUCIICHHS |
dbochopuaupoBaHrs, YTO TMOCITYXKUJIO HAJCKHOW 0a30d A M3YYEHUS W TOJIYYCHUS

JIOCTOBEPHBIX JIaHHBIX O HATUBHOW opranu3aunu JTL[ MuTOXOHIPUIA.

3.1.1. UuTtakTHOCT M (QYHKUMOHAJIbHAS AKTHBHOCTH MHUTOXOHJAPHA
NMPOPOCTKOB rOP0OXa B YCJIOBUAX 3aKAJTMBAHUA U HU3KOTEMIIEPATYPHOIO CTpPecca

Jns wm3ydeHus BO3MOXKHBIX HM3MEHEHUMM B HAJMOJIEKYJISIPHOW OpTraHU3aluU
JIBIXaTEJIbHOM 1€MW MHUTOXOHAPUKA MPOPOCTKOB TOpOXa MOJ JECUCTBUEM HHU3KHUX
TeMreparyp, Mpexae BCEro, HEOOXOAUMO OBUIO OIEHUTh KauyeCTBO HW3Y4aeMbIX
OpraHeJul MOCJe Pa3InYHbIX HU3KOTEMIIEPATYPHBIX 00pa0OTOK U BBIICHUTH, MEHSICTCS
JIM UHTAKTHOCTH Y (DYHKIIMOHAJIEHOE COCTOSTHUE MUTOXOHIPHM B ATUX YCIIOBUSIX.

UToOBI MOTYyYnUTh HAaN0OJIEE TIOJIHYIO KApTUHY BO3MOXKHBIX U3MEHEHUHN B CUCTEME
OXPHOS pacrenuii topoxa B YCIOBHUSX THUIIOTEPMHUH, OBLTH WCIOJIB30BaHBI Kak

3aKaJIMBAaroOIue, TakK 151 CTPECCOBBIC HHU3KOTCMIICPATYPHBIC BO3)1€ﬁCTBPI$I,
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pa3IuyarouIMecss N0 MHTEHCUBHOCTU M MPOJOJIKUTENBHOCTH. Kak oTMedanoch BbIILIE,
BEJIMYMHA W JJUTEIBHOCTh  TEMIIEPATYpPHBIX  O0OpabOTOK  OMpenensiach
ounosornyeckuMu ocobeHHocTsIME Topoxa (CtpmwkoBa u np., 2008), a Takke mnpu
MOMOILM TECTOB HAa YCTOMYMBOCTh K HU3KHMM OTPUUATEIBHBIM TEMIEpAaTypaMm IyTEM
npoMopaxuBanus oopasios (Tymanos, 1979; baparmikosa, Bunorpamaosa, 1988). Takum
o0pa3oM ObUTH OmNpeleNieHbl TPU THUIIA BO3JCUCTBUS: 3aKaJIUBAIOIIEE, IPU KOTOPOM D-U
CYTOYHbIE KOHTPOJIbHBIE MPOPOCTKU MPOXOIWIH XOJOJOBYIO aJANTALMIO B T€UEHUE 7
cyTok npu 7 °C, MITKO€ CTpEeCCHpPOBaHUE 6-U CYTOUYHBIX KOHTPOJBHBIX MPOPOCTKOB B
TeueHne 7 cyTok mpHu 2 °C M )KeCTKOe CTPECCHpPOBaHHE 6-U CYyTOUYHBIX KOHTPOJBHBIX
no6eroB B Teuenue 1,5 yaco nmpu munyc /7 °C (Konnmakosa u nip., 2013).

Kak u3BecTHO, KieTOYHble MEMOpaHbl SBIISIOTCS €CTECTBEHHBIM OapbepoM U
MPEACTABIAIOT COO0OM TMEepBYIO JMHUIO 3amUThl 0T cTpecca (Yupkora, 1997). Takum
o0pa3oM, 3aKajMBalOIIME€ U CTPECCOBbIE TEMIEpaTypbl B IEPBYIO Ouepenb
BO3/ICIICTBYIOT Ha KJIETOUHBbIE MEMOpaHbl, B TOM YHCIIE HA MEMOpaHbl CyOKJIETOYHBIX
CTPYKTYp KJIETOK PAacTeHWH, HAIPUMEp, TaKMX Kak MuUTOXOHApuHu (Boiinukos, 2013).
YcTOWYMBOCTh 3THX MEMOpaH 3aBUCUT OT UX DSJACTUYHOCTH, JIUHAMUYHOCTH
JUNUAHOTO MaTPHUKCA U CIIOCOOHOCTU OBICTPO pearupoBaTh U MEPECTPAUBATHCS B OTBET
Ha TemneparypHble ¢uykryanuu. [loaToMy 1E€TO0CTHOCTH HapyXKHOH MeMOpaHbI
MUTOXOHJPHUA MOXET HE TOJBKO OTPaXaTb KadeCTBO BBIIAEISIEMBIX OpraHesul, HO U
ABJIATBHCS TIOKa3zaTejleM “IpOYHOCTH’ MEMOpaH M B I€JOM OOILEro COCTOSHUS
MUTOXOHAPHA B H3y4ae€MbIX HHM3KOTEMIIEPATYpHBIX YCJIOBHUSAX. BcienacTBue TecHOTo
B3aUMOJICUCTBUSI MEMOpPaHHBIX JUIUAHBIX U OEJIKOBBIX KOMIIOHEHTOB M3MEHEHHS B
CBOMCTBAaxX JUMUIOB JOJKHBI HEU30€KHO BIMATh U HA (YHKUUU OEJIKOB B MEMOpaHax.
N3BecTHO, YTO A1 HOPMAJIbHOM aKTMBHOCTH (PEPMEHTOB HEOOXOIUMO MKHUAKOCTHOE
COCTOSIHUE€ MeMOpaH, MOATOMY KaTalUTHYecKhe (YHKIMU MEMOpaHHBIX OEIKOB
U3MEHSIOTCA 10J BIMSHUEM JIMIMIHBIX IEPECTPOEK, KOTOpPBbIE CBSI3aHBI C
KaueCTBCHHBIMA H3MEHEHHMSIMH >KHPHOKHCIOTHOrO coctaBa (Hupkosa, 1997). Ilox
BO3JIEMCTBHEM X0JI0J]a, OCOOCHHO MPH 3aKAIMBAHUU, HEHACBHIIEHHOCTh >KUPHBIX KUCIOT

MEMOpaHHBIX JIMIHIOB pacTeHuil MokeT MeHsaThcs (Boinukos, 2011). Ipuuem y
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XOJIOIOYCTOMYUBBIX M MOPO30YCTOWYWBBIX  BUJOB MPOUCXOJUT  YBEIUUYCHUE
HEHACHIIIEHHOCTH JKUPHBIX KHUCIOT B MeMOpaHaX MHTOXOHIPHH, B TO BpeMs Kak
XOJIOJJOUyBCTBUTEILHBIC PACTCHHsI, IO-BUAMMOMY, HE 00JaJaloT CIOCOOHOCTHIO
U3MEHATh COCTaB JIMIIUIOB MEMOpaH TPH OXJAKIECHWU, YTO MOYKET MPUBOIUTH K
¢da30BBIM TepexoJaM B JHUNUAHBIX KOMIIOHEHTaX TMpPU HHU3KUX TeMIlepaTypax.
YuuteiBass BCE BBIIIECKAa3aHHOE, BaXXHO OBUIO BBIICHHTH, KaK H3ydacMble
HU3KOTEMIIEpAaTypHbIe O0paOOTKM BIUSIOT HA “IPOYHOCTH MHUTOXOHJPUATBHBIX
MeMOpaH ¥ Ha AaKTUBHOCTh BCE (EPMEHTHOH CHCTEMBI OKHUCIUTEIHLHOTO
dbochopunupoBanus.

Kakx BugHO M3 TabmuIlkl 2, MHTOXOHJIPHH, BBIJICICHHBIC W3 KOHTPOJBHBIX H
3aKaJIeHHBIX IPOPOCTKOB, UMENIU BBICOKYIO IIETIOCTHOCTh HAPY>KHON MEMOpPAaHBI.

Taoauna 2

[lemocTHOCT, MeMOpaH, CKOPOCTH OKHUCICHHMS M JIbIXaTeJNbHBI KOHTPOJIb

MUTOXOHJAPUA ATHUOJHMPOBAHHBIX TPOPOCTKOB TOpOXa B YCIOBUSX THUIOTEPMUU
pa3JIMYHON UHTEHCUBHOCTH

BapuaHTbl IlenocTHOCTB, % V3 V, JK
KoHTpoIIb 98,7+0,9*" 415+44° 12,6 +12° |33+0,2%%"
XKecrkwii cTpecc 906+1,8™*"" 379+6,4" 13,6 £2,0" 2,8+0,2""
3akanuBaHue 98,0+ 0,6 350+32%¢ | 12,5+1,0° | 28+0,2%¢
Msirkuii ctpecc 96,8 £ 0,7™" 452 +44™° | 185+19%*°¢125+0,3%"°¢

B kauectBe cyOcTpara okuciaeHUs ucnoip3oBainu Maiar (10 MM) B mpuCyTCTBUUM TIilyTamara
(10 MM). TemnepatypHbie 00pab0TKH: KOHTPOIb — 6 cyTok npu 20 °C; 3akanuBanue — 5 cytok mnpu 20
°Cu 7 cyrok nipu 7 °C; msrkuii ctpecc — 6 cytok rpu 20 °C u 7 cyrok nipu 2 °C; xecTkuii crpecc — 6
cyrok mpu 20 °C u 1,5 waca mpu mmayc 7 °C. V3,4 — ckopoctu dochopunmpyromiero,
Hedochopunupytomero apixanuss B HMoub Oy/mun/mr 6Oenka, JIK — npixatenbHbi KOHTpOJib. B
TabJIHIe MPUBEICHB CPEHHE apH(pMETHIECKHE M CTAHIAPTHBIE OTKIOHEHHs, n=3-6, » & ™ ™A _
PasTHYNs MEX/Iy KOHTPOJIEM I %KeCTKHM cTpeccoM (%), KOHTpoeM i 3akamuBanieM (°), KOHTponeM u
msirkum  ctpeccoM  (®), JKECTKHM CTpeccoM U 3akanuBaHueM ('), MATKAM CTPECCOM M KECTKHM
crpeccom (1), Markum crpeccoM u 3akanuanueM () cratuctuuecku 3HaunMel (P<0,05).

N3BecTHO, 4YTO 3aKajJMBaHUE MPHUBOJAUT K YBEIMYECHUID HEHACHIIIEHHOCTH
JKUPHBIX KHUCJIOT B MHUTOXOHAPHUAIBHBIX MEMOpaHaX XOJOJAOCTOMKHUX PacTEHUM
(BoiinukoB, 2011). bmarogaps »ToMy He JOmycKaeTrcsi MEpexoJ] JHUIUIAOB B

ICKCAaroHaJIbHYIO YIIAKOBKY, U1 OHH OCTAlOTCA B XHUIKOKPUCTAIIMYECCKOM COCTOSHHUMU,
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COXpaHSSI CBOIO IIOJIBFDKHOCTh M oOecredmBas ONTUMAIBbHYIO aKTHBHOCTh BCEX
MEMOpaHHBIX OCJIKOB. BepostHo, BBICOKas IIEJIOCTHOCTD HapYKHOU
MUTOXOHJIPHAILHOWM MeMOpaHbl 3aKaJCHHBIX IMPOPOCTKOB TOpOXa MOXKET SIBJIATHCS
pe3yJabTaTOM aJaNTHBHBIX TIEPECTPOSK JHUIIHIHOTO MATPHKCAa MHUTOXOHIPHATLHBIX
MeMOpaH, TOBBIIICHNS HEHACBIIIIEHHOCTH YKUPHOKUCIIOTHOTO COCTaBa M, KaK CIICJICTBUE,
YBEJIMYCHUS DJTACTUIHOCTH MEMOPaH.

Msrkuii cTpecc CHXKaJl HHTAaKTHOCTh Hapy>KHOU MeMOpaHsbl 10 96,8%, a mocie
BBIICP)KKH TIPOPOCTKOB TropoxXa IPH OTPHUIATSIbHOW Temmepatype muHyc 7 °C
IIEJIOCTHOCTh MUTOXOHIPHAILHOM (DpaKIMy CHIDKAJIACh €llle CHiIbHee u gocturaia 90%,
4TO YKa3bIBacT Ha IMOBPEXKIAIOIIEe IEHCTBUE BBIOPAHHBIX CTPECCOBBIX TEMIIEpaTyp,
ocoOeHHO oTpunartenbHol. [loBpexneHus HapyXHOW MeMOpaHbl MHUTOXOHAPUM B
pe3ylbTaTe JEWCTBUS HU3KHX CTPECCOBBIX TEMIIEpaTyp MOTYT OBITh BBI3BaHbI
HaOyXaHHEM OpraHeJl W JIOKAJbHBIMH pa3pblBAMH HApPy)KHOH MeMOpaHbl. ITO
IPE/IIOJIOKEHNE TOATBEPXKIAIOT JIaHHble Apyrux wuccienoateneid (Kwiatkowska,
1970; Ishikawa, 1996; Lee et al., 2002; Rurek, 2014), kotopbic 00OHapyKKUIU HaOyXaHUE
MUTOXOHJIPHH MPOPOCTKOB 03UMOM IMIIEHHIIBI ITOCJIC KPATKOBPEMEHHOU BBIICPIKKH IPH
munyc 4° C (Kwiatkowska, 1970; Khristolyubova et al., 1974), a Ttaxke oxmaaecHuUs
pacrennii mama (Ishikawa, 1996), orypua (Lee et al., 2002) u apadbunomncuca (Rurek,
2014). IloBpexaeHuss HApYXHOH MeMOpaHbI MHUTOXOHIPHUH B pe3yjbTare JACHCTBUS
HU3KMX CTPECCOBBIX TEMIIEpaTyp MOTYT OBITh TakKe CBS3aHBI C Pa3BUTHEM
OKHMCIUTEIBHOTO CTpecca. DTO MOATBEPXKAAOT AaHHbie Loubaresse ¢ xosieramu
(Loubaresse et al., 1991), cormacHO KOTOpPBIM IOBPEXKICHHE MEMOpaH BO BpeMs
HU3KOTEMIIEPATypPHOTO CTpecca, OCOOCHHO IPH 3aMep3aHHM PACTCHHM, CBSI3aHO C
YBEIIMYCHUEM COJICP’KaHUs TTEPEKUCH BOJIOPOAA W MAJIOHOBOTO JTHAIBJICTHIA, & TAKKE
UHAYKIHEH IEPEKUCHOTO OKUCIICHHUS JTUITHIOB.

OyHKIMOHANIBHAS AKTUBHOCTH OpPraHEJI TakKe MEHSIaCh B 3aBHCHMOCTH OT
TEMIIEpaTypHOH 00paboTku. Bce HHM3KME Temmeparypbl, Kak 3aKaJWBaOIIUE, TaK H
CTPECCOBBIC, BBI3BIBAIA CYIIECTBEHHOE CHM)KCHHE CTEICHHU COMPSKCHHS OKHUCIICHUS U

dbochopunupoBanus. BoiaukoB (Boinukos, 1978, 2011, 2013) B cBomx
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MCCIICOBAHNSX, IPOBOJMMBIX HAa MOPO30YCTOMYMBBIX M HEMOPO30CTOMKHMX 3JIaKax,
TAaKKXE€ OTMEYAI IEePEeXOJ MHUTOXOHAPUM B HU3KOIHEPTETHUYECKOE COCTOSIHUE IIOCIIE
OXJIAKICHUS, IPUYEM MOPO30yCTONYMBBIE PACTEHUs] OBICTpEE CHUXKAIU CTEIEHb
COTPSKEHUS OKUCIICHUS U (HOCPOPMINPOBAHUS 110 CPABHEHUIO C MEHEE YCTOWYMBBIMU
Bugamu. Kak BUIHO W3 TaOnuubl 2, Ui CHUKEHMS CTEIIEHU COIPSDKEHUS MPHU Pa3HbIX
TEMIIEPATypPHBIX YCIOBHUSIX MUTOXOHIPHHM IOPOXa HCIIOJIB30BAIM Pa3HBICE MEXaHU3MBI.
Tax, 3akanuBaHue MPUBOAMIO K CHIKEHHIO CKOPOCTH (HOCHOPHIUPYIONIETO JIbIXaHMs,
4TO, BEPOSITHO, CBSI3aHO C aKTHUBALIMEH aJIbTEPHATUBHBIX IIyTEW MEPEHOCA HIEKTPOHOB.
DTO NpennoaoKeHue coriaacyeTcs: ¢ JaHHbIMU ['pabenbHbIX ¢ koyuieramu (I'pabenbHbIx
u ap., 2014), koTopele MoOKa3aiad, YTO B MEPHOJ] 3aKaJIMBAHUSI MPOPOCTKOB O3UMOM
NIIEHULBl TPOUCXOINUT AKTUBALNS MUTOXOHAPHUAIBHBIX SHEPTOPACCEUBAIOIINX CUCTEM,
takux kak AOX n UCP, uro conmpoBoKaaeTcsi CHIPKEHUEM TeHepallii aKTUBHBIX (pOpM
kucinopojaa (ADK).

XKecTkuii crpecc HeCcylEeCTBEHHO MoAaBs1 (HOChHOpUINPYIOIIEe U aKTUBUPOBAI
Hedochoprmpyromiee JbIxanue. MArkuili cTpecc NpUBOJIUI K 3HAYUTEIBHOMY POCTY
V4, 4TO MOKET OBITh TAKXKE CBSI3aHO C AKTUBALIMEH aJIbTEPHATUBHBIX ITyTEH JbIXaHUS.

Takum 00pa3oM, MPENCTABICHHbBIE JAHHBIE MOKA3bIBAIOT PA3JIMYHOE IMOBEJICHUE
MUTOXOHJPUI TOpoXxa B OTBET Ha JICMCTBME HU3KOM TeMmepaTypbl. 3aKaluBaHUE
BBI3BIBACT PsAJl ANAlTAllMOHHBIX INEPECTPOCK, B PE3YJbTAaTe KOTOPBIX COXPAHSIETCS
ANACTUYHOCTh  MUTOXOHJPHAIBHBIX  MeMOpaH, a (¢epMeHTaTUBHas cHCTeMa
OKHCIIUTENBHOTO  (pochopumupoBaHusi MEPEXOJAUT B MEHEe HMHTEHCHUBHBIH, HO
YCTOMYMBBIA PEXUM, HANPABICHHBIM HaA TMOJJEPKAHUE DHEPruerd KIETOYHOIO
romMeocrasa u cHmxenue oopazoBanusi ADK. B cTpeccoBbIX yClIOBHUSAX MPOUCXOIUT, 11O
BCEH BHUIUMOCTH, YXYyJAUIEHHE COCTOSIHUS MeMOpaH, KOTOpOE€ COINpPOBOXKAAETCS
yBeIM4YeHHEeM He(hochOpHIMPYIOMIEro AbIXaHUS M CHUKEHUEM CTENEHU COMPSIKEHUS
MUTOXOHJIpHU. OOHapyKEHHbIE U3MEHEHUS B COCTOSTHUM MUTOXOHApPUAIbHBIX MEMOpaH
U (pyHKIHMOHAJIBHON AaKTHBHOCTH MUTOXOHJPHUM MO3BOJIIOT MPEANOJIOKUTh TAKXKE U
BO3MOXKHBbIE TMEPECTPOMKM B HAAMOJEKYJsipHOW opranuzanuu cucrembl OXPHOS

MHUTOXOHJIPUN B IIEPUO]T TUTIOTEPMUHU.
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3.2. OPTAHU3ALIUA CUCTEMBI OKUCJ/IUTEJBHOI'O
®OCHOPUIMPOBAHUS MUTOXOHJIPUI ITPOPOCTKOB I'OPOXA

[Ipexxne 4YeM TEperTH K U3YYCHHUIO BIUSHUS THUIIOTEPMHH Ha COCTaB U
aKTUBHOCTbH cynepkoMiuiekcoB cuctembl OXPHOS muToxoHapuii mpopoCcTKOB Topoxa,
HEOOXOJMMO OBLIO M3YYUTh OCOOCHHOCTH €€ HATUBHOM OpraHM3allid B OpraHesuiax,
W30JJUPOBAHHBIX W3 KOHTPOJBHBIX pACTEHWW, KOTOpble OBLIM BBIPANCHHI B
ONTUMAJBHBIX TEMIIEPATYPHBIX YCIOBHUSAX. [T 3TOr0 MCTMOIB30BAIMA OJHOMEPHBIA H
JIBYMEpPHBII roiayooi HatuBHBIN 3ekTpodopessl BN-PAGE (1D BNE, 2D BNE/BNE)
C Tmocneaymwle sH3uMorpadudeckol nerekiuer (GepMEeHTATUBHON aKTUBHOCTH
otaensHbIX Komiuiekco B rene (1D BNE u 2D BNE/BNE), a takke ©UMMyHOOJIOTTHHT
nByMepHbix 2D BNE/SDS-reneii ¢ ucrons30BaHHEM aHTHTE HA HHTEPECYIONTNE OCIKH
U Macc-criekrpoMerpudeckuii aHanm3 2D BNE/SDS-reneit. B otinuune oT 0OBIYHOTO
SDS-dpopeza B cucreme Laemmli (Laemmli, 1970), romy0Ooii HaTtuBHBIH ¢dopes
COXpaHseT OCNIKOBbIE KOMIUICKCHI B HATHBHOM U aKTHBHOM COCTOSIHHH, YTO
MPENOCTABIISIET BO3MOKHOCT JETEKIIMM UX aKTUBHOCTHU IPHU MOMOIIU SH3UMOTpaUU.
['omyOsiM 3TOT (hope3 ObL1 Ha3BaH Orjarojapsi MPUCYTCTBUIO aHMOHHOTO KpacUTENs
Kymaccu G-250 B oOpasiiax u karogHoMm Oydepe, KOTOPBIM MSTKO CBS3BIBACTCS C
MOBEPXHOCTHI0O BCEX MEMOpaHHBIX W MHOTHX BOJOPAaCTBOPUMBIX OEJTKOB, HE
JEHATYPUPYSI UX.

B Hacrosiee BpeMsi opraHu3amysi U COCTaB CYNEPKOMIUJIEKCOB B Pa3IMUHBIX
BUJAX U JlaXKe Ha pa3HbIX (a3zax pa3BUTHS PACTEHHUS U3ydaeTCs JOCTaTOUYHO aKTHUBHO.
HecMotpst Ha »TO, MHpOpMaNUsS O HATUBHOM COCTOSSHUM W OPTraHHU3allid CHCTEMbI
OXPHOS mutoxoHpuii HOCUT MOPOM MPOTUBOPEUUBBIN XapakTep, T.K. MOJTy4YeHa Ha
OCHOBAaHUM pE3yJbTaTOB HCCIEAOBAaHWN, B KOTOPHIX MPUMEHSUIUCH  pa3HbIC
HEMOHOTEHHBIE AeTepreHThl. Cpeid HUX eCTh Kak 0oJiee MTKUE, TAKWe KaK JUTUTOHUH,
KOTOPBIM MaKCHUMaJbHO COXpaHSET HAaTHBHYHO KoH(poOpMalui OElIKOB, Tak U 0Ooiiee
KECTKUE, TaKUe KakK JOACIMUIMANBTO3UI, KOTOPHIH pa3dMBaeT CYyNepKOMIUIEKCH Ha

OTACIBbHBIC KOMIIJICKCHI.
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HaruBHas koHbopmarus ABIXaTENBHOW IEMHA STHOJHMPOBAHHBIX MPOPOCTKOB
ropoxa (Pisum sativum L.) Ha ceroIHsAIIHUA JeHh HEIOCTATOYHO M3ydyeHa. [lo Hamum
JaHHBIM €CTh MoKa ofHa padota Taylor ¢ coaBropamu (2005), B KOTOpO# MpeANpUHITA
nomnbITKa u3ydeHus: opranuzanuu cucreMbsl OXPHOS 3enenbix pacteHuil ropoxa mnpu
noMmomnm  Oojee JKECTKOro  JIeTepreHTa JoAeHuIMaibTo3uga. B pesynbpTaTe
UCCIICIOBAaHUI aBTOPHl OOHAPYXWJIM B COCTaBE JBIXaTCIBHON IIEMH TOJBKO OJUH
cynepkomiuiekc — |+11l,. Bece ocranbHble KOMIUIEKCHI IO MX JTAHHBIM PacIoIararTcs
OTJICJIbHO W HE 00pa3yroT accoumaruii. B Hamem uccnenoBanuu cuctemMbl OXPHOS
npopocTtkoB ropoxa (Pisum sativum L.) MBI HCIONB30BAIM MSITKHH HEHOHHBIN
JNETEPreHT JUTHTOHWH, KOTOPBIA JIy4Ille OCTaIbHBIX TMOJAOOHBIX COSAMHEHUI
CTaOMIIM3UpPYET MEMOpaHHBbIE KOMIUIEKCHI, COXpaHsis HAaTUBHYIO OpraHHU3allUIo

MCM6paHHBIX 6CJ'IKOB, U B HACTOAIICC BPEMA CUHUTACTCA CaMbIM MATKHM JCTCPIr¢HTOM

(Sunderhause et al., 2007).

3.2.1. Dusumorpadus KOMILIEKCOB CUCTEMbI OKHCJIUTEJILHOI0
¢ochopniimpoBaHusi MUTOXOHAPHII rOpoXa B HATHBHOM IO0JIyOOM OJIHOMEPHOM
rejie 1D BNE

B xome wuccnemoBanust Obl1  OOHApPYKEH Psii MaXOPHBIX U MHHOPHBIX
ANEKTPOOPETHICCKUX 30H ¢ 3jekTpodopernyeckoir moasmwkHocThio Ry 0,01-0,93,
MPEACTABIIAIONIUX COOOM HATUBHBIE MUTOXOHIpHUANIbHBIC OCJIKM U UX accolanuu (puc.
7, b) (KonmakoBa u ap., 2014). B HeKOTOpeIX W3 HHUX MPU TOMOIIMA METOAA
SH3UMOTpaPUU JETEKTUPOBAIUCH JIbIXaTEIbHBIE KOMIUIEKCHI W CYNEPKOMIUIEKCHI C
IIPEANOoNaraéMbIMM  MOJEKYJIsIpHBIMA Maccamu oT 220 po 10000 x/la. Macce
OIPEICIISIIN, UCTIONB3Ysl MapKephl ist HaTUBHOTO (opesa (puc. 7, A), TOMOIHUTEILHO
yuuThiBass naHHbie Schagger (Schagger, 2001) u Wittig (Wittig, Schagger, 2007),
KOTOpPbIE YCTAaHOBWJIM pa30er MOJEKYJISIPHBIX MacC JJisi TPaJUEHTHBIX Telel B
3aBUCUMOCTH OT UX MJIOTHOCTU. TOYHO paccunuTath MOJEKYISIPHBIE MACChl ACCOIUALIHIA
OCJIKOB Ha OCHOBAaHMM MacC HATUBHBIX MAapKEPOB Ha CETOJHAIIHUM JCHb TOKa HE

NpeaACTABIICTCA BO3MOXKHBIM, ITIOCKOJIBKY OeJIKY TUIOTHO YIIaKOBAHBI B aCCOMAlIN U
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Puc. 7. 3umorpadpusi MUTOXOHAPUAIBHBIX KOMILIEKCOB

IIPOPOCTKOB TOpoXa B rpagueHTHOM rene 1D BNE

JlpIxaTenbHbIe KOMITIEKCHI U CYIIEPKOMITIEKCHI pa3aernensl B rpanueHTHOM 1D BNE rene 3,5—
16%. A — mapkepHble O€IKH-CTaHIAPTHI M MX Macchl, B — CHEKTp HATUBHBIX MUTOXOHJIPHATBHBIX
0enkoB  (KOMIUIEKCOM), OKpamieHHbIX KojutougabiM Kymaceu; B, I, A, E — sH3uMOrpamMmsl
IbIxaTenbHbIX KoMILIekcoB I, II, IV u V B rene cooTBETCTBEHHO.

O6o3nauenusi: Ry — snektpodopeTrdeckas MOABUKHOCTh, KOTOpasi PACCUUTHIBACTCS Kak
OTHOIICHHE PACCTOSHUS, TPOMJACHHOTO OENKOBOM TMOJOCOM OT Havanma pabodero rens, K
AHAJIOTMYHOMY PACCTOSIHHUIO J0 (pPOHTa KpPacUTENI B OTOM XKe Telle; CTPEJIKH YKa3bIBalOT Ha
COOTBETCTBYIOIIHE OCIKOBBIE KOMILIEKCH;, SC' — CYIepKOMIUIEKCHI, B KOTOPBIX IETEKTHPYETCS
aktuBHOCTh KoMIutekca |, SC'Y' — cymepkoMIuiekckl, B KOTOPBIX JETEKTHPYETCS AaKTHBHOCTH
komruiekca [V; M — merakomruieke, B cocTaB KOTOporo BXoasT komruiekces! |l u IV; | — kommrexc |; 11
— xommekc II; 11* — cyoweaununiet SDH1 u SDH2 kommutekca II; IVa, IV b, 1IVc — dopwmsr a, b, C
xommuiekca |V coorBercTBenHo; Vo — mumepHsblii komiuieke V; Va, Vb — dopwmsr a, b kommiekca V
COOTBETCTBEHHO.

AbIXAaTCJIbHBIX

3HAYUTENbHAS YaCTh MOBEPXHOCTH (DEPMEHTOB B HUX CKpHITA  HE B3aUMOJCHCTBYET C
Kymaccu, a, ciemoBarenbHO, HE MMEET MOBEPXHOCTHOTO 3apsjia, HEOOXOJAUMOTO st
JBIDKCHUSI B DJICKTPUYECKOM IMOJie. DTO MOXKET MPUBOJUTH K ONIMOOYHBIM pacueTam

MacCC CYICPKOMIIIICKCOB OTHOCHUTCIIbHO HATHBHBIX MApKCPOB. B cBs3u ¢ stum JJIA
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0003HaUYEHHUs OEJIKOBBIX IMOJIOC, MBI PACCUUTAIIN AIIEKTPOPOPETHUECKYIO TOIBHKHOCTD
(Ry) kaxxmoit u3 HEX (puc. 7, b).

HAJ/IH-0ezuopozenaznuyrwo akmuenocms I-20 komnaexca B rene onpeaessiv 1mno
TEMHO-(DHONETOBBIM TOJOCKaM HEpPAaCTBOPUMOTO (opMazaHa — MPOAYKTa PEaKIUuu
BocctaHoBieHus: NBT B pesynbprate okuciaenus HAJIH (puc. 7, B). Kak BugHO U3
pUCYHKa, aKTUBHOCTb KOMILIeKca | JeTekTupoBangach B 6-U MaKOPHBIX M MHUHOPHBIX
CYNEpKOMIUIEKCAaX, a TaKXX€ M B CaMOM OTIEIbHO HIYIIEM II€PBOM KOMILJIEKCE C
npeanogaraeMoi MoiekysipHoit Maccoit mpumepHo 1000—1300 k/la, uTo cornacyercs
¢ maHHBIMHU Apyrux aBropoB (mpmioxxenue b) (Eubel et al., 2003; Heazlewood et al.,
2003; Klodmann, Braun, 2011). Ilepesiii komimiekc OTI[ muTOXOHApPWEI pacTeHHI
JIOCTATOYHO XOPOIIIO U3y4YeH U B cpeaHeM numeeT maccy 1000 k/la y ucciaeaoBaHHBIX Ha
CErOJHSAUIHUM IeHb BUAOB, YTO MPEBBIIIAET MacCy 3TOro (hepMEHTA Y MIIEKOIUTAIOIINX,
kotopas coctaBisieT 900 k/la (Pilkington et al., 1993). Jlnst cpaBHeHMs OaKTepHaIbHBII
KOMILJIEKC |, JTOKanM30BaHHBINM B HUTOIUIA3MaTUYECKOM MeMmOpaHe, umeeT maccy 550
k/la u cuuraerca ‘“‘MUHUMAIBHOM MOJENBIO” ATOro (epMeHTa, T.K. COAECPKUT
MUHHMAJIbHBI HaOOp CyObeIUHMII, HEOOXOMUMBIX s ero padbotsl (Efremov et al.,
2010). Ilpebimienne macchbl KoMmIuiekca | y pacTeHuil CBA3aHO C MPUCYTCTBUEM
JOTIOTHUTENBHBIX CYOBEIUHUIL C U3BECTHBIMHU (DYHKITMSIMU, TAKUX KaK KapOoaHTHIpa3a
u l-ranmakToHo-1,4-makTOH JeTUApOreHas’a, M CyOBEIUHUIl HEU3BECTOW MPUPOJIbI
(Klodmann, Braun, 2011; Welchen et al., 2011). YcraHoBIeHO, YTO PacTUTEILHBIN
KOMILJIeKC | mpucyTrcTByeT BO BHYTpPEHHEH MHTOXOHIpPUAIBHOW MeMOpaHe Kak B
accoumanusax ¢ komruiekcamu I, u IV, Tak u B MOHOMEpHOI opMe, IpUYEM y pa3HbIX
BUJIOB COOTHOIIICHUE aCCOIMUPOBAaHHOW (opMbl U MOHOMepHOH oTiimvaercs (\Welchen
etal., 2011). Tak, B MUTOXOHIpPHUAX KIIyOHEH KapTOdesi, STHOIMPOBAHHBIX IPOPOCTKOB
baconu, CyCreH3uOHHON KyJNbTyphl apadumaoncuca auiib 50% kommiekca | BxoauT B
coctaB cynepkomiuiekca |+lll,, a ocransabie 50% nOpHUCYTCTBYIOT B BUIE OTAEIBHO
pacnoyio)keHHoro  ¢gepmeHTa. B oTnmume OT A3TUX BUJAOB, B  OpraHeuiax
ATUOJMPOBAHHBIX TPOPOCTKOB siuMeHsI 90% HTOro KOMIUIEKCAa aCCOLMUPYET C

numepHbiM kominiekcom 11, (Eubel et al., 2003).
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JIeHCUTOMETpUYECKHI aHAJIN3 OTHOCUTEIIBHOTO COZEepKaHUs
MUTOXOH/IPHAILHOTO HATHBHOTO Oe€jKa B reisx, okpameHHbx Kymaccu (puc. 7, B), u
OTHOCUTEIBHOM akTUBHOCTH Komruiekca | (puc. 7, B) B 30Hax nokanuzanuu ¢pepmeHTa
MO3BOJISIET IPEATIONO0KUTH, YTO B MUTOXOHAPHUSAX MTPOPOCTKOB ropoxa okojio 90% 3roro
KOMILJIEKCA BXOJUT B COCTaB cymnepkomiuiekcoB (mpuioxenue B). Camas Bbicokas
aktuBHocTh HAJIH-nermaporenassl oTMeueHa B MaXOpHOM cyrepkomiuiekce C Ry 0,2
(43,8%) u accormaruu ¢ Ry 0,11 (21%).

Ha pomio mnepBoro kommiekca (Ry 0,28), oTnensHO pacnosioKEHHOTO BO
BHYTPEHHEl MHTOXOHJPHAIbHOW MeMOpaHe, NpuxoguTcs Juumb 8% OT o0uero
COZICpKaHUsI HATUBHBIX OCJIKOB B 30HAaX JICTEKIIMU €0 aKTUBHOCTH (IIpuiioxkeHue B).

/lemexkyusa axmuenocmu Komnaexkca II BbIABHIA JBE MaXOpPHbIE U OJHY
MUHOPHYIO TEMHO-(PHOJIETOBBIE N0JIOCHI (puc. 7, I'). BepXHsAs — COOTBETCTBYET CaMOMY
KPYITHOMY METAaKOMIUIEKCY ¢ mpeanojaraecMoi maccoit okosio 10000 x/la, a BTOpas
Ma)KOpHasi — OTJEJIBHO PACIIOJIOKEHHOM CYKIIMHATAETUIPOreHase ¢ Maccoi okoiso 220
k/la. Tlo-BuauMOMy, MUHOpHAsl TOJIOCA ABIISIETCS PE3YJNbTATOM JMCCOLUMALUU JIBYX
ruapoduinbHeix  cyobeaunul; ¢epmentra SDHI u SDH2  or ruapodobHbix
WHTETpAIBbHBIX MeMOpaHHbIX cyOobequnul, SDH3 w SDH4. Hamwm nanHble 110
MOJICKYJISIDHOM Macce cyKiuHataeruaporeHassl ropoxa (Rf 0,7) cormacyrorcst c
pe3yibratamu Apyrux aBropoB (Eubel et al., 2003, 2004; Huang et al., 2010), koTopsie
Takke OOHapyxwin KoMmiuiekc Il co cXxomHbIMM MaccaMd B MUTOXOHAPHUAX
apabuyoncuca u kaprodens (npwiokenue b). Tak, macca CyKIMHATIETUAPOreHA3bI B
opraHesijax CyCHEH3MOHHOM KyJbTYyphl KJIETOK apabujorcuca, KiyOHel u crebmnei
KapTodes KoJIeOIeTCsl 10 JaHHBIM pa3HbIX ucTouHUKOB oT 150 mo 180 x/la (Eubel et
al., 2003; Huang et al., 2010). Kommiekc Il y puca umeer maccy 100 x/la (Huang et al.,
2010).

Hamm nanHble MOKa3bIBAIOT, UTO CyKUMHaTAeruaporeHaza B L[ Muroxonapuit
IIPOPOCTKOB ropoxa MpeJICcTaBjiIcHa IJIaBHBIM 00pa3om ¢depMeHToM ¢ Maccoi 220 k/la
(R¢ 0,7), HeaccouUMUpOBaHHBIM C cymnepkomiuiekcamu (mpwioxenue [). dakr

oOHapy>keHust komriekca Il B cocraBe camoro “Tskenoro” merakomiuiekca (puc. 7, I')
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SBJIIETCSI MHTEPECHBIM, T.K. CUMTAETCA, YTO OTOT KOMIUIEKC HE BXOJIUT B COCTaB
CYNEPKOMIUIEKCOB U HMEIOTCA JUIIb €IWHUYHBIC CBEACHHUS O €ro acColMalud C
apyrumu komiuiekcamu DTIL muroxonapuii (Acin-Perez et al., 2008; Lenaz, Genova,
2007). Taxk, Acin-Perez ¢ komneramu (Acin-Perez et al., 2008) oOHapyxuiu, 4TO B
MUTOXOHJAPUSIX MBIIICH 3TOT PEPMEHT BXOJIUT B cocTaB cynepkoMiuiekcoB |+I1+111,+1V
u H+11+1V.

Boiagnenue axmuenocmu xomnaexca |V T1okazano ero NpPUCYTCTBHE B
merakomiuiekce (R 0,01) (tak xe kak u komrmiekca |l (puc. 7, I')), B 7-m
cynepkomiuiekcax (Rg 0,07-0,2 u 0,33), a Takke B Buge MoHOKOMIUIEKCOB [Va, IVb u
V¢ ¢ npennonaraembimu Maccamu 480, 430 u 340 x/la coorBercTBeHHO (puc. 7, J1). Ha
pUCYHKE OHHM HMEIOT KOPUYHEBATYyI0 OKpacKy. JleHCHTOMETpUUYeCKHil aHaiu3
MO3BOJISIET TPEINONOXKUTh, 4To ¢dopma IVh depmenTa, Mo-BHIUMOMY, SBISETCS
MaKOPHBIM MOHOKOMIIJIEKCOM B MUTOXOHJIPUSIX TOPOXa, TaK KaK B JaHHOU 00sactu ¢ Ry
0,55 coaepkaHue M aKTUBHOCTH ITUTOXPOM C OKCHJA3bl MPEBBIIIACT COJCp>KaHUE U
aKTUBHOCTb JIpYIrUX HeCBA3aHHBIX (opm ¢epmena u coctaBiser 18,2 u 47,1%
COOTBETCBEHHO (mpuiiokeHre B). Bbicokas akTHBHOCTH IIMTOXPOM C OKCHJIA3bI
oOHapyeHa ¥ B Merakomiuiekce (puc. 7, /1), BKIIOUAIONIEM CYKIIUHATICTUIPOTEHA3Y
(puc. 7, I'). MonekynspHble MacChl IMTOXPOMOKCHIA3bl OTJIUYAIOTCA B Pa3HbBIX
ucrounnkax (mpunoxenue b). Tak, Jansch ¢ xomneramu (Jansch et al., 1996) B
MUTOXOHAPUSIX KITyOHEH kaptodens oOHapyxunu nBe (Gopmbl (epMeHTa ¢ MaccaMu
230 u 160 x/la. Chen c¢ rpynmoii aBtopoB (Chen et al., 2012) mokaszamu, 4TO
IUTOXPOMOKCHAA3a B opra”emnax apoxoked wumeer wmaccy 400 x/la. Eubel c¢
coaBropamu (Eubel et al., 2003) BrisiBun Hanmuue nByx ¢popm [V-ro kommiekca, [Va u
IVb, ¢ maccamu 350 x/la u 270 xJla COOTBETCTBEHHO, B CYCIIEH3MOHHOH KYJIbTYype
KJICTOK apaOuaorcuca W 3TUOJMPOBAHHBIX MPOpOcTKax (aconu (mpuioxenue b). B
MUTOXOHIPUSIX W3 KIyOHed Kaprodens mpucyTcTBOBajia Toiibko (opma [Va, a B
NPOPOCTKAx suMeHs — ToJbKo opma IV, HccnenoBatenn yCTaHOBHIIN, YTO Pa3IAYMsI
B Macce MEXIy JAByMs OOHapyXeHHbIMH (pOpMaMH HHUTOXPOMOKCHIA3bl CBS3aHBI C

NPUCYTCTBHEM B KoMIUiekce [Va JOMOTHUTENBHBIX CYOBEIMHHI], CPEId KOTOPBIX
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cyobenununa 32 kJla sBmsercs romonormyHod Oenky COX VIb mpoxoxeit u
miekonutaromux (LaMarche et al.,, 1992; Weishaupt, Kadenbach, 1992). Bbsuio
MoKa3aHo, 4YTo 93Ta cyObenuuuna ¢ maccod 10 kJla MOXKeT JEerko OTHENAThCS U
pPEryaMpoBaTh aKTUBHOCTh LIMTOXPOM ¢ OKCHAa3bl. BeposTHO, pazmuuus B Mmaccax,
oOHapyXeHHbIX HaMu MOHOKoMIUIekcoB IV (puc. 7, JI) Takke MOTyT OBITh CBSI3aHBI C
HaJIMYHUEM JIOTIOJHUTEIBHBIX U B TOM YUCIIE PETYJIATOPHBIX CyOBEIUHUILI.
Iuzumocpagusa komnaexca NV BbIssBWIA JBe MOHOMeEpHbIe (Gopmbl ATO-
cuHTa3el, Va u Vb, a taxke aumepnyio Gopmy storo ¢epmenta V, (puc. 7, E).
OcHOBHOW MaKOpHOU (opMOH 3TOTr0 KOoMIuIekca siBisiercst popma Vb ¢ maccoit 700
k/la, Va u V, nmpucyTcTByI0OT B MHHOPHBIX KOJMYeCTBaX. PaccumTaHHas HaMU Macca
MaxxopHoit (opmbl AT®D-cuHTa3bl COOTBETCTBYET JaHHBIM JIPYTUX HCCIeI0BaTeei
(Jansch et al., 1996; Eubel et al., 2004; Dudkina et al., 2011), coriacHO KOTOPBIM Macca
V-ro komruekca coctaisieT 600 k/la (mpunoxkenue b). Kak Bunno u3 pucynka 7 (b u
E), otHOocuTenbHOE conepkanre MaxopHoro AT®-cunrtazHoro komruiekca (R 0,39) B
MUTOXOHIPHIX MPOPOCTKOB TOpPOXa IMPEBBIMIAET COAEPKAHUE JIFOOOTO0 M3 OCTAIBHBIX
HATUBHBIX OeNkoB, 0OHapyx)eHHbIX nocie 1D BNE, u cocraBnser 18,6% ot ux o0riero
konmuecTBa (npuiokenue [7). Hamm ganHble coBmagaroT ¢ JaHHbIMH Eubel €
xosieramu (Eubel et al., 2004), cormacHo KOTOpbIM B pacTEHUsIX, B OTJIMYUE OT
aposxokert (Arnold et al., 1998; Schagger, 2001; Zhang et al., 2002; Eubel et al., 2004),
miekonuratomux (Wittig 2006) u Bomopocineii (Rexroth et al., 2004), AT®-cunrasa
COJIIOOUITU3UPYETCST B OCHOBHOM B BHUe MOHOMepa. MuTepecHo, uto AT®-cuHTaza u3
mutoxonapuii Chlamydomonas reinhardtii (Rexroth et al., 2004) ornuuaercs BhICOKO#
YCTOMYMBOCTBIO K JCUCTBUIO JeTepreHToB. OHa BBIAENAETCA TOJBKO B CTAaOMIIbHOMN
nuMepHoi ¢hopme V; naxe B MPUCYTCTBUH JoAenrIMansTo3uaa. OOHapyKeHHas HaMU
MuHOpHast ¢opma Va ummeer maccy npuOmmusutensHo 780 k/la u, mo-Buaumomy,
ominyaercs oT VD HaiuyueM IOMONHUTEIBHOW CYObEAMHHUIIBI (MU CyOBEIUHUI) C
npennonaraemorr maccoit 80 kJla. Jlumepnas AT®-cunTaza nokanu3yercs B 00JacTu
cynepkomiuiekca |+111,+1V, 4To mo3BossieT npeanonoKuTh, BO3MOXKHYIO aCCOLUAIUIO

AuMeEpa € 3TUM CYIICPKOMIIIICKCOM.
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DOH3uMoTrpaduuecKoro MeTosa nereknuu aktuBHocTH Komruiekca |l B romybom
HatuBHOM rene BNE mo HammM gaHHBIM €lie HET W3-3a OTCYTCTBHUS MOAXOJAIIETO

xpomorena (Sabar et al., 2005).

3.2.2. JleTeKIIUsi MHUTOXOHAPHAJIBLHBIX JAbIXaTeJbHbIX KOMILJIEKCOB U AT®-
CHHTAa3bl HA IBYyMEPHBIX I'PaJMeHTHBIX HATHBHBIX rejisax 2D BNE/BNE

OH3uMorpadus IpIXaTeIbHBIX KOMIUIEKCOB Ha TejsX MEepBOU MEpHI JaeT MepBoe
npenacrasienue 00 opranuzanuu I TL u3yyaeMbIX MUTOXOHIPUHN U MO3BOJISIET BBISIBUTD
ANEKTPO(POpPETHUECKUE 30HBI, B KOTOPHIX JOKAIN30BaHA AKTUBHOCTh (PEPMEHTOB, HO HE
JaeT TOYHYIO HMH(OpMAaILMI0 O COCTaBe CyNepKOMIUIeKcoB. [[ns Oosiee AeTalbHOTO
U3YYEHUS CTPYKTYpbl OOHAapyKEHHBIX CYINEPKOMIUIEKCOB Mbl  HCIOJB30BaIH
JIBYMEpHBIA TonyOol HatuBHBIM 3nekTpodopes BNE/BNE ¢ npumenenuem
JNOJEUUIMANIBTO3UIa BO BTOPOM Mepe, KOTOpbIA pa30MBaeT HaJIMOJIEKYISIPHbIE
CTPYKTYPBI, HO COXpaHsIeT MHINBUAyaIbHbIC OeIKOBbIe KoMIUIeKkchl (Sunderhaus et al.,
2007; KonmakoBa u ap., 2014).

Ha rene mocime BTOpOW Mepbl CYNEPKOMIUIEKCHI pacnafaroTcs Ha OTHCIbHBIC
KOMILJIEKCHl M CYOKOMIUIEKCHI, pPaclojiaratoliiecss MOoJ OCHOBHOW JHMAaroHaJbHON
JVHUEH pa3[eNMBIINXCS HATUBHBIX OEJIKOB, KOTOPbIE BU3YaJU3UPYIOTCA MPU MOMOIIH
kosutougHoro Kymaccu (puc. 8, A ciesa). JleTekius akTHBHOCTH TIEPBOr0 KOMILIEKCA
Ha BTopoii Mepe BN-PAGE moareepxaaer naHHble, TOJIYYEHHBIE TIOCIE TTIEPBOM MEPHI,
U oOHapyxuBaeT KoMmIuiekc | B 7-u OGenkoBbIX msaTHax (puc. 8, A cnpasa). lllects u3
HUX SIBIIIOTCA CYIEPKOMIUIEKCAMM MPEANONI0oKUTENBHO ¢ maccamu oT 1700 k/la n
BBIIIIE, U OJIHO MATHO MPEACTABISIET COOOM OTAEIBHO PACIONOKEHHBIN B JIbIXaTEIbHON
nenu komrmuiekc |. B 3aBucumMocTH OT yCHOBUHM pasleneHuss KOMIUIEKC | Moxker
YaCTUYHO PACHaAaThCs HA TSHKEI0e MEMOPAHHOE TUIEHO U JIETKOE MaTPUKCHOE.

Kpome Toro, Ha rene, okpameHHoM Kymaccu, BHAHO, YTO B COCTaB IIATH
OOHapy>KEHHBIX HAMU CYNEPKOMITJIEKCOB BXOJUT €I11€ OAMH KOMILUIEKC C MOJIEKYJISpHOU

Maccoit okosio 580 k/la. [Tockonbky Macca komiuiekca I B paznuuHbix BUmax
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Puc. 8. Pazgenenne u sH3uMOrpaguss MHUTOXOHAPUAIBHBIX JIBIXATEIbHBIX

KOMILIEKCOB ropoxa Ha JaByMepHbIx ressx 2D BNE/BNE

Jlnst pazfeneHus B EpBOM Mepe MCHOIb30BAIM I'paAueHTHBIN renb 3,5-10%, Bo BTOpOH — 5—
18%. A, B, B, I' — BNE/BNE-remu, okpamrennsie Kymaccn (Ha BCeX pHCYHKax cjeBa), U IMOCTE
SH3UMOTpapUUEeCcKON JETEKIIMH aKTUBHOCTH JIbIXaTEeNbHBIX KOMIUIEKCOB (Ha BCEX PUCYHKAX CIIpaBa):
A — HAJIH-neruaporenassl (kommiekc |); B — cykuumnataeruaporenassl (komiuieke 1I); B —
muroxpom ¢ okcuaasel (COX, kommiaeke IV) u I' — FiFo-AT®-cuntaser (komiieke V),
IPEJCTAaBICHHBIM T'ellb OTCKAaHHMPOBAH B HETraTUBHOM pexume. CTpenkamMu Ha rene, OKpaleHHOM
Kymaccu (A), ormedyen komrmuiekc III. Ha remsx, okpamennsix Kymaccu, cieBa mpecTaBieHBI
MOJIEKYJISIpHBIE Macchl MapkepHbIX OenkoB. Ha remsix mnocne 3H3UMOrpaguueckoi JeTeKUUuU
AKTUBHOCTH  JbIXaTE€IbHBIX  KOMIUIEKCOB  CJIeBa  IPEJCTABICHbl  MOJIEKYJISIPHbIE  Macchl
COOTBETCTBYIOLINX (DEPMEHTOB.

Oo6o3nauenusi: M — merakomruiekce (II+111,+1V1.4)n; SC — cynepkommuiexc [+111,+1Vn; SC** —
cynepkomiuiekc I +1V; 1, — kommuteke Hly; 1, 11, IVa, VD, 1Vc, Va, Vb — xak B puc. 7.
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npuUMeEpPHO oauHakoBa U coctasiseT 500 k/la, a Hale pa3zeneHue Bo BTOPOM Mepe JUIs
CYNEPKOMILIEKCOB, coctosamux u3 kommuiekcoB I, III, u IV, coBmagaer ¢ naHHBIMU
npyrux atopoB (Eubel et al., 2003, 2004; Sunderhause et al., 2007), To MbI
npejrnoiaraeM, 4to Ha rese npenacranieH komiuiekce I (puc. 8, A, 0003HaueH YepHBIMU
CTpEJIKaMH ).

Hetexuus akTuBHOCTH Komiuiekca II oOHapyxkuia 1Ba OENKOBBIX ISITHA C
maccamu nipumepHo 100 u 120 x/la. OTi Oenkn HaXOAATCSA KaK B 00JIACTH OTAEIBHOTO
koMmiiekca |l, Tak m B 00ylacTU MErakOMILIEKCa, U COCTAaBJISIOT HATUBHYIO (opMy
CYKIIMHATICTHApOreHas3sl ¢ Maccor 220 k/la (puc. 8, b, cipaBa).

AxTtuBHOCTB KOMIUTeKca IV Ha Bropoit Mepe BN-PAGE nerektupyercs B cocrase
CaMOr0 TSKEJIOT0 METaKOMIUIEKCA, a TakK€ B BBIABICHHBIX Ha IEPBOM MeEpe Tpex
WHIUBUIYAIBHBIX KomIuiekcax [V (puc. 7, JI), KOTOphIE COCTOST M3 TpPEX pa3HbIX
oenxoB ¢ maccamu 200, 215 u 230 x/la (puc. 8, B, cnpasa). [Ipudyem komrutiekcol [Va u
IVb umeroT cxoxuii coctaB u BkimovaroT cyokomiuiekesl 200 u 230 x/la (puc. 8, B,
crpaBa). YUHTHIBas TO, 4YTO Macchl kKomiuiekcoB IVa u IVb cocrarmsror 480 u 430 k/la
cootrBeTcTBeHHO (puc. 7, /), a 3t hopMbl (hepMeHTa COCTOST M3 JABYX OJMHAKOBBIX
CyOKOMILJIEKCOB, MOXKHO MPEIOJIOKUTh, YTO KOMIIeKC [Va nuMeeT JONnOoIHUTENbHYIO
cyopequnuiry maccot 50 kJla. Orta cyObenuHuiia, BEpPOATHO, TaK >K€ Kak U
cyorequnuiia COX VIb, oOHapykenHas y apoxokeit n muekonutaronmx (LaMarche et
al., 1992; Weishaupt, Kadenbach, 1992), moxer Jierko OTAEHSATHCS W BBITOJHSATH
perynaropayto ¢pyakuuio. Kommiaeke IVc npeacrasieH Toiapko ogauM oenkom 215 k/la
(puc. 8, B cmpaBa) u, ClieZIOBaTEIbHO, OTIMYACTCS MO COCTABY OT JIBYX MPEIBITYITHX
KoMIuiekcoB. Macca HatuBHo# popmel [Ve cocrasisier 340 k/la (puc. 7, J1). BepositHo,
BTOPOM OEJIOK 9TOTO KOMITJIEKCA HE JETEKTUPYETCS DH3UMOTPa)UISCKH.

[1aTBIf KOMIUIEKC BH3yalM3UpyeTcs OJHMM TaATHOM B oOmactu 700 x/la u
JOTIOJTHUTENIHPHO €ro aKTUBHOCTH HaOmromaercss B obnactu numepHoit ATd-cunTaswi
(puc. 8, I, cipaga).

B nienom nanHbie pazgeneHuss U SH3UMOTPadUU JbIXATEIbHBIX KOMIUIEKCOB BO

BTOpOfI HATUBHOM MCpPE C HCIIOJIB30BAHHCM JOACHHUIIMAJIBTO3MAA4 IIOATBCPAUIIM H
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JOTIOJIHUJIM PE3yNbTaThl, MOJyYEeHHbIE Ha NepBoil HatuBHOW Mepe (KonmakoBa u ap.,
2014). Okazanoch, 49TO caMOW CTAaOWJIBLHOW TIpW JEHCTBUHU JIOJCIMAIMAIIBTO3UIA
aBiisgeTcsi MOoHoMepHas ¢popma ATD-cuHTa3bl, B TO BpeMsl KaK CYKIIMHATIECTHAPOTreHas3a
U IIUTOXPOMOKCH/Ia3a PACcaaroTCcs Ha CyOKOMIUIEKCHI. Takke yaanoch TeTEKTUPOBATH,
yTo nBe (opMbl muToXpomMokcuaasel IVa u IVb umeroT oauHakoBBIM COCTaB U
OTJIMYAIOTCSA JIMIIb OJHOM  cyOwbemuHuner ¢ Macco 50 kJla, Kortopas
MPEANOJIOKUTEIIEHO HUMEET peryiaropHyio ¢yHknuo. Popma [Ve ornuuaercs mno
cocray ot IVa u IVb. Kpome Toro, mpu pasieireHuu BO BTOPOM Mepe yAaloch
oOHapyxkuTh mpeanonaraembld  koMmiwiekc I,  koropelii He  gerekTupyetcs

KOoJIoOpuMeTpuiecku (puc. 8, A, ciieBa).

3.2.3. AHa/IM3 Cy0beAMHMYHOI0 COCTABA CYNEPKOMILIEKCOB U KOMILIEKCOB
CUCTEMBbI OKHCJIUTEJIBbHOr0 GodopuIMpoBaHuss MUTOXOHAPUN MPOPOCTKOB ropoxa
Ipy TNOMOIIM HMMMYHOXHMHH H MACC-CIIEKTPOMETPUM [BYMepPHbIX rejaei 2D
BNE/SDS

HanbHeimee  Oojiee  J€TalbHOE  HM3yYE€HHE  CYOBEIMHUYHOTO  COCTaBa
CYNEpKOMIUIEKCOB W  OTHCNBbHBIX KomruiekcoB cuctembl OXPHOS, a Ttakxke
OJIMTOMEPHBIX MUTOXOHJPUATLHBIX OEJTKOB Ha JIBYMEPHBIX TelsiX C JCHATYpPUPYIOIICH
BTOPOM MEPOU NO3BOJIMJIO OIPEACIINTh OKOHYATEIbHBIM COCTaB HAAMOJEKYJISIPHBIX
CTPYKTYp M TIOKa3aThb HOBBIE 0cCOOeHHOCTH opranuzanuu OTL[ muToXOHIpUiA
MIPOPOCTKOB TOpOXa, HEJIETEKTUPYEMbIe paHee ucrnoiib3yeMbiMu Metogamu 1D BNE u
2D BNE/BNE. ITockonbKy mojHOW HH(pOpMAIMK 0 BCEMY MPOTEOMY Tropoxa B 0ase
nanaeix NCBIl Ha ceromssimiamii JeHb HET, TO IS OoJjiee TOYHON HICHTH(UKAIINN
OenkoB  BpemsmnposieTHyr  macc-cnekrpometpuro  (MALDI-TOF)  momomusiau
MMMYHOXHMHUYECKUM aHAJM30M C HWMEIONIUMUCS aHTUTENaMU Ha CYOBhEIUHUIIBI
KOMILJIEKCOB U aJbTEPHATHBHBIC (PEPMEHTHI JBIXATEIBHOW €M PACTUTEIBHBIX
MUTOXOHJPH, a Tak)Ke Ha HEeKoTopbie depmeHThl nukia Kpedca. Ha nannbpiit MOMEHT

IIpH 1MOMOIIHM MACC-CIICKTPOMETPHUYCCKOTO METOAA YAAJI0Ch IPOAHAJIU3UPOBATH YaCTb
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OenkoBbIX TmATEH (Tabn. 3), ocTanpHblE JaHHBIE TMOJYy4YEHBl TMPH  TOMOIIU
MMMYHOXMMHUYECKOTO aHau3a (puc. 9).

B pesynbrare coueraHus 3THX ABYX METOJOB YJAlOCh UACHTU(ULIMpOBATH 45
OenKoBbIX MATEH M3 BUAUMBIX 136 (puc. 10). Ota mHbOpMaIus OTKPHIBAET HOBBIC
JeTald W JaeT JIONOJHUTENbHbIE, HEWU3BECTHBIE paHEEe CBEIACHUS O HATUBHOU
opranuzaiuu cucteMbl OXPHOS B MUTOXOHIpUSAX MIPOPOCTKOB TOpoOXa.

Herexkumio  xomrwiekca | Ha remix 2D BNE/SDS  mpomommmm
UMMYHOXHUMHUYECKUM METOJ/IOM, UCNOJIb3Ys aHTUTENA Ha CyObEeIUHUILY 3TOTO (hepMeHTa
c maccod 51 x[la. Dra cyOobenunuma BxoauT B HAJIH-oxucnsrommii Momyib
MaTPUKCHOIO JOMEHa KoMmiuiekca |, Bkimodaer (pmaBuaMoHonykiaeotus (PMH) u cailt
okucinenuss HA/IH, u npeacraBnser co0oil TOUKy BX0/a 3JEKTPOHOB B KOMILIEKC |
(Klodmann, Braun, 2011). UMMyHOOJOTTHHT TIOKa3aJl HAJIMYHE TPEX OKPAIICHHBIX
OTYETJIUBBIX OEIKOBBIX MATEH — MPOJAYKTOB MMMYHOXMMHUYECKON pEakLUUU aHTUTEH-
antureno (puc. 9, xommiekc l). JIBa M3 HHUX COOTBETCTBYIOT MpPEAINOIAaracMbIM
MakopHbIM cynepkoMmiiekcam |+1,+IV u 1+111,+1V,, a ogHO MeHee sipkoe MATHO
npejacTaBisier co0oil oTaenbHbId KoMmiuieke |. Okpacka Mexay ABYMsI Ma)KOPHBIMU
CYNEPKOMILUIEKCAMH OXBAaThIBAET OCTaJbHbIE MUHOPHBIE CYNEPKOMIUJIEKCHI U SIBIIAETCS
pe3yabTaTOM peakUuu aHTUTeN ¢ cyObenuHuiel kommekca | B accoumanusax
JBIXaTeIbHBIX (DepMEHTOB C mpesnonaraeMbiM coctaBoM |+I11,+1V,, (puc. 9, xommiekc
I), conepxaHue KOTOpPBIX 3HAYUTEIIBHO MEHbIIE OOHAPYKEHHBIX MAaKOPHBIX
aCCOIIMAIIMii, YTO COTJIaCyeTCs C JaHHBIMU dH3UMorpaduu (puc. 7, B).

Anturena Ha cyobeaunuily SDH1-1 kommekca Il BeisiBuIM 4 G€1KOBBIX MATHA C
maccoir 70 k/la (puc. 9, kommiekc Il). 3nauenue maccbl nmpuOIMKAETCS K JTaHHBIM
Peters ¢ komneramu (Peters et al., 2012), koTopbie Ha UMMYHOOJIOTTaX MOCAE OOBIYHOTO
SDS-PAGE B MuTOXOHApHUAX KYJIBTYphI KIETOK apaduaorncuca aerekrupoBain SDH1-
1 ¢ maccoii 66 k/la. Kak BumHo wu3 pucynka 9 (kommekc ll), cpemu wyerbipex
OOHaApy)KCHHBIX OEJKOBBIX 30H BBIACIAETCS MaXOPHOE IMSATHO, COOTBETCTBYIOIIEE
ocHOBHOM (opme kommiekca |l, U 1Ba msATHa MOMEHBIIE, PACHOJIOKEHHbIE CITpaBa.

[Tocnennue, cyns Mo OTCYTCTBUIO WK CI1a00N aKTUBHOCTH CYKIIMHATIETHAPOTCHA3HI B
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Puc. 9. UmMyHOXuMHUecKasi AETEKIMS CyObEIUHUIL] AbIXaTEIbHBIX KOMIUJIEKCOB,
a Tarwke anprepHaTUBHBIX HAJ(®)H-merumporenas, AOX u HEKOTOPHIX (HepMEHTOB
nukiia Kpebca — pymapassl u mupyBaTaeruaporeHassl

Ha pucynke npusenéu renp 2D BNE/SDS, okpamrennsiit Kymaccu, 1 ”MMYHOOJIOTTHHTH ¢
aHTUTeNaMu Ha: komiuieke | — cyobpenuuuiy 51 k/la; komruieke |l — cyoseaquanmy SDH1-1; komrieke
Il — a-cyovenunuy MPP; kommnekc IV — cydoseaunuiy COXII; kommieke V — o- 1 -cyObeAnHUIIBI
komrnonenta Fi; NDA u NDB — BHYTpeHHIOIO M BHENIHIOIO poTeHOH-pe3ucteHTHble HAJ(D)H-
neruaporeHassl  cootBerctBeHHO;  AOX — —  anbTepHaTHBHYIO — OKcuuasy,  ¢ymapasy;
nupyBataeruaporenasy — El-oa-cyObennHUIly mupyBaTIEerHapOTeHa3HOTO0 KOMIUIeKca. [ pajaneHTHBII
renb 1D mrotHOCTRIO 3,5-16%, a renb 2D — 10%. Ha rene, okpamennom Kymaccu, n Ha MeMOpaHax
CJIeBa YKa3aHbI MOJIEKYJIIPHBIE MAacChl MAPKEPHBIX OEITKOB.

O6o3nauennsi: SC* — cymepkomruiekc [+NDA+II+IV;  SC** CYIEPKOMILIEKC

NDA+NDB+II1,+1V; Va(b)+tAd — cynepkomiuiekc Va(h)+NDA+NDB+AOX; M, SC, Ill; — kak B
puc. 8; I, I, IVa, IVb, IVc, Va,Vb — kak B puc. 7.
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stux 30Hax Ha 1D BNE u 2D BNE/BNE rensx, mo-BuauMomy, MpeCTaBISIOT COOOU He
nensli  gepMmert, a auccormupoBaBmme cyowemuuuiel SDH1-1. HeGomnpmmoe
konmuectBo SDH1-1 B BepxHei jeBoit yacTu mMMmyHoO0TTa (puc. 9, xomiuiekc |1)
COBIAJACT C 30HON aKTUBHOCTH (hepMeHTa B MerakoMmiuiekce (puc. 7, I).

NmmyHoOmoTTHHT ¢ aHuTenaMmu Ha cyobeaunuiy COXII kommekca |V mokasain,
yto cyObenuuuna umeer maccy 30 k/la U BU3yalM3upyercs MPaKTUYECKH BO BCEX
JNETeKTUpYyeMbIX paHee (puc. 7, JI) 30Hax akTUBHOCTH (PepMEHTA C MAXKOPHBIM MSATHOM,
COOTBETCTBYIOIIUM OCHOBHOW (opme nuroxpomokcuaassl — IVb. HMuTtepecHo, uto
MIOMUMO MOHOMEPHOU (POPMBI B BEpXHEN 4aCTH UMMYHOOJIOTTa OOHAPYKUBAETCS €IlE U
tpumepHass ¢popma COXII ¢ Bugumoit maccorr 90 x/la, B Tom umucie u B “TsoKenom”
merakomiuiekce (puc. 9, komruieke V).

Nmmynoxumuyeckast petekiusa ATO-CMHTa3HOr0 KOMILJIEKCA BBISIBUJIA HAIMYHE
a- u B-cyobeaunui] kommnoHeHTa F; ¢ maccamu 55 u 60 k/la cooTBeTCTBEHHO B 00J1aCTH
MoHoMepa AT®d-cuHTazsl U B o00NacTu e€e JAuUMeEpa, HAXOJSIIETocs B paiioHe
npeanosnaraemoro cynepkommiekca I+ +IV (puc. 9, V-biii xommiekc, o- u f-
cyObeauHuIpl). Pe3ynpTaThl HMMMYHOXMMHUHU  COTJIACYIOTCS C  JIaHHBIMH — Macc-
CHEKTPOMETPUYECKOIO aHajn3a COOTBETCTBYIOIIMX OEJIKOBBIX MATEH. Macc-CreKTpbl
3TuX OenkoB moka3anu Bbicokuii SCOR (cTemeHb coBHaaeHUs), IMOJyYCHHBIH Ha
ocHoBannu 0a3bl nanHbiXx NCBI, ¢ macc-ciektpamu a-cyobenunuiibl AT®-cuHTa3bl U3
Pisum sativum u B-cyobenunuibl 3Toro ¢pepmenra nz Medicago trancatula (ta6m. 3;
puc. 10, marHa 5 u 6 COOTBETCTBEHHO). IHTEpECHO pacrono)eHnue 3TUX CyObeTuHUIL
Ha UMMYHOOJIOTE — OHU COCTAaBJISIOT JABE MOJIOBUHKH OJHOTO MSATHA U [-CyObeauHuIa
“ykJagpIBaeTCs’”’ CBEPXY B O-CyObenuHuIly (puc. 9, komiiekc V, a-cyobenunuia u f3-
CyOBeIUHUIIA).

Hetexuuto komruiekca |l mpoBoauan npu momMoIy Macc-CreKTpOMETPUYECKOTO
U UMMYHOXMMHUYECKOTO aHalu30B. Macc-CIEeKTpOMETPUUECKUN aHallu3 TO3BOJIHII
OOHapYXXUTh 0O- U B-CyOBEAMHHIIBI MUTOXOHJIPUATHHOM TPOIECCUHTOBOM TMENTHAA3BI
(MPP) B 30Hax mpeamonaraeMoi iokanu3anuu komruiekca |1, BEISIBICHHBIX paHee Ha

2D BNE/BNE (puc. 8, A, Kymaccn).
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Puc. 10. J/[BymepHoe pa3aeneHue MUTOXOHAPHAIBHBIX OETKOBBIX KOMIUIEKCOB U
CYMEPKOMIUIEKCOB (KOMIUIEKCOMa) MPOpPOCTKOB ropoxa mpu momomu 2D BNE/SDS
(mByMepHBIH TosTy00i HATHBHBIN Qope3 co BTopoit mepoit SDS-PAGE)

Hudpper o0003HayatoT OEIKOBbIE CYOBEAMHMIIBI, HACHTU(OULUUPOBAHHBIE TPU IOMOIIH
UMMYHOXUMHMU MM Macc-criekTpoMmerpuyeckoro ananuza MALDI. OOGo3HaueHust TpuBeAEHBI B
tabnuie 3. Ha tpeke 1D BNE (cBepxy) oTMEUeHO pacmojioKEHHE AbIXaTEIbHBIX KOMIIJIEKCOB U
cocraB cynepkomiuiekcoB DTLl MUTOXOHIPHI TPOPOCTKOB ropoxa. ['pafueHTHBIN rellb NEPBON MEPHI

MMeT TJIOTHOCTH 3,5—16%, a /it pa3zesnenusi BO BTOPO JIeHaTypupylolei Mepe ucrnoib3oBaiiu 10%-
piif [TAAI'. OG03HaueHus Kak Ha puc. 9.
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Taoauna 3

Nnentudukanus 6enkoBbix nsaTeH Ha 2D BNE/SDS-rensx

Mon.
1;{;2 WnentudunupoBanHbIii 6€10K Mazlca, Metoa uaeHTuUKAIIH
k/la
1 COXIl — cyobenuauna |l muroxpom c¢ 30 VIMMyHOXHMHS, pHC. 9
OKCHJIa3bI
MALDI (gi 35747434, SCOR 75,
2 Ipoxuoumin 1 32 Medicago trancatula)
3 AnprepHaTuBHas okcuaaza — AOX 36 Nmvmynoxumust, puc. 9
BaytpenHss POTEHOH-PE3UCTEHTHAS
4 HAJTH-nermporenasa — NDA 50 Nmvmynoxumust, puc. 9
i i Nmmynoxumust, puc. 9; MALDI
5 a-cyopeauHuIa KomrnoHneHta F; AT 55 (gi 357982, SCOR 358, Pisum
CHUHTa3HOT'O KOMIUIEKCa sativum)
) ) Nmmynoxumus, puc. 9; MALDI
§ | P-cyobemunuua xommonenta Fi AT®-| 6, | (i 357987 SCOR 88, Medicago
CHUHTa3HOT'O KOMIUIEKCa trancatula)
p-cyOveaunnua - MMTOXOHJpHANLHON MALDI (gi 502103363, SCOR 144
7 MIPOLIECCUHTOBOM MENTHAA35] MPP 60 Cicer arietinum) ' !
(cyopenuuuna kommiekca |11 OTI)
8 Cyb6benununa 51 x/la komruiekca | 51 Nmmynoxumus, puc. 9
Brernnss POTEHOH-PE3UCTECHTHAS
d HAJI(®)H-neruaporenaza — NDB 60 Mvmysoxumus, puc. 9
10 CyObenuHuIla  CYKIMHATICTUAPOTEHA3HI 70 VIMMyHOXHMHS, PHC. 9
SDH1-1
11 HerunpruHo-no100HbIe OETKH 56 MMmyHOX MMH3, JIaHHbIC He
PEICTABIICHBI
12 dymapasza ol NmmyHoxumus, puc. 9
13 El-o-cybremmmma 43 NmmyHnoxumus, puc. 9
MUPYBATICTUAPOTSHA3HOTO KOMIUIEKCa
A-L-IHBDOHH-5- MALDI (gi 357477461, SCOR 116,
14 pPO 61 Cicer arietinum u  Medicago
KapOOKCUIIATACTUIpOTeHa3a trancatula)
0-CYOLEMHHIA MHTOXOH/IpHAITHHOM MALDI (gi 502138725, SCOR 107
15 MIPOIECCUHTOBOM MENTUIA35] MPP 55 - N ! !
Cicer arietinum)
(cyonenunauna komriekca 1 9TII)
a-cyObeAuHMIIA MUTOXOHJIPHAIIbHOU
15* | mponeccuHroBoi NEeNTHAa3bI MPP 40 NmmyHnoxumus, puc. 9
(cyonrenmaunna komriekca |1 9TII)
16 MuToxoHpHraIbHas 2% MALDI (gi 20902, SCOR 81, Pisum
cynepokcuaaucmyraza COJl, sativum)
17 El-cyOopenunnma 2-0KcorITyTapar- 116 MALDI (gi 922339111, SCOR 401,
JICTHAPOTEHA3HOTO KOMILIEKCa Medicago trancatula)
18 [munuaaernaporeHasa 115 MALDI (gi 121083, SCOR 285,
(texapOOKCHITUPYIOTIIAs ) Pisum sativum)
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N3BectHo, yto MPP pacrenmii, B oTiindne OT JIOKaIW30BAHHOTO B MATPHUKCE
(dbepMeHTa MIICKOITUTAIOIINX W JPOXKKEH, TIOJTHOCTHIO MHTETPHpPOBaHa B IIUTOXpOM-DC;-
KOMILIEKC M COCTOMT U3 ABYX cyobenunuil — o u 3 (Glaser, Whelan, 2007). UuTtepecho,
gyto B Neurospora crassa o-MPP wu [B-MPPmopencraBiensl B MaTpHKce Kak
WHIUBUyalIbHbIE OJIKH, OJJHAKO OCHOBHAs YacTh -MPP accouuupoBana ¢ IUTOXpOM-
bCi-KOMIUTIEKCOM ¥ MIICHTHYHA TaK Ha3bIBaeMOMY KOpOoBoMy Oeiky | atoro ¢gepmeHTa
(Schulte et al., 1989; Glaser, Whelan, 2007). [Ipeanonaraercs, uto 3-MPP pacmno3naer
CalThl OTHICTUICHUS TpecukBeHca, a o-MPP o0nagaeT OCHOBHOM KaTadUTHYECKOU
aKTUBHOCTHIO. Macc-cieKTpsl mATeH 15 u 7 coBnangu co cuekTpamu o- U -cyObeauHul
MPP nyta (Cicer arietinum) uva 41 u 47% cootBercTBeHHO (Tabu. 3). Macchl 3TUX
CyOBEAMHUI] Y HYTa COOTBETCTBYIOT MOJEKYJSPHBIM MaccaM O€lKOB Ha Telie U
COCTaBIISIIOT MpuOM3uTeNnbHO 55 u 60 k/la coorBeTcTBeHHO (puc. 10). OOHapykeHHbIE
CyOBEAMHUIIBI IETEKTUPYIOTCSA B 30HAX MpeArnojaraeMon jJokanu3anuu komriekca |1,
BoIsiBIICHHBIX paHee Ha 2D BNE/BNE (puc. 8, A, cieBa). DTH JaHHBIC C BBICOKOM
CTEIIEHBIO BEPOSATHOCTH TO3BOJISIIOT MNPEANOJOKUTh, YTO MNOJUNEenTuabl 15 wu 7
MPEACTaBIAIOT co00it a- U B-cyonreaunuiisl MPP npopocTkoB ropoxa.

B otnuume oT Macc-CeKTpOMETpUM UMMYHOXHUMHYECKasl IETEKIUsS KOMILIEKca
Il mpu mnomomu antuTen Ha o-cyobeauHuiyy MPP  mokaszaia BbIpaKEHHYIO
UMMYHOXUMHYECKYIO PEaKIio aHTuTeN ¢ Oenkom maccoi 40 k/la, pacmoaokeHHbIM B
npaBoi yactu ummyHoOsoTa (puc. 9, xommekc Ill). 9To mo3BoisieT NpeanonoKUTh
OTIIEIJICHUE 4YacTu Oenka jubo B TMPOIECCEe COMIOOMIM3AIMA MEMOPaHHBIX OEJIKOB
JUTUTOHUHOM, 0o mox AeiictBueM Kymaccu B xoje pasnenieHusi OEIKOB Ha MEPBOM
mepe 1D BNE.

Takum oOpaszom, wuneHtTudukanus o- u -MPP mno3Bommna ompenenuts
pacrnoyiokeHue Kak oTaenbHoro komruiekca lll,, Tak M OKOHYaTEeNbHO OIpeaeInuTh
coctaB cynepkoMiuiekcoB [+I1I,+1V u III,+IV (puc. 10).

NMMyHOXMMHYECKas JCTEKIMS albTePHATUBHBIX (PEPMEHTOB OOHapyXHIIa
poreHoH-pe3ucteHTHble BHyTpeHHue (NDA) wu Baemmnune (NDB) HA(D)H-

nerugporeHassl ¢ MaccaMu 50 u 60 k/la COOTBETCTBEHHO, a TaKX€ MOHOMEPHBIE U
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TUMepHble (popMBbl albTepHATUBHOM OKCHIa3bl ¢ Maccamu oT 33 mo 66 k/a (puc. 9,
NDA, NDB u AOX). Takoe pa3HooOpasme AOX, BEpOATHO, CBSI3aHO C TEM, YTO
ucronb3yembie antuTena (Agrisera) pearupyror ¢ pasnuyHbiME u3opopmamu AOX,
Bmouas AOXIA, AOXIB, AOXIC, AOXID u AOX2, u yka3piBaeT Ha HaJIU4HE
HECKOJbKHUX u30(hopMm mutoxoHapuaibHo AOX y ropoxa. Kak mokaszaiu pe3ysibTarhl
UMMYHOOJIOTTHHTa, AOX B MUTOXOHJpHAIIBHON MEMOpaHe MPUCYTCTBYET B OCHOBHOM
B HECBSI3aHHOW C CyIlepkoMIUiekcamu (opme, uto cormacyercs ¢ naHHeiMu Eubel ¢
coasropamu (Eubel et al., 2003). Oanako HeOOJBIIOE KOJIUYECTBO (EepMEHTA
JoKanu30oBaHO B oOnactu AT®-cuHTa3bpl U B pailoHE MEXAY METaKOMIUIEKCOM U
CYNEPKOMILJIEKCAMH, YTO IO3BOJSECT MPEANOJIOKUTH accounanuio AOX mo kpalHen
Mepe ¢ komruiekcoM V cuctembl OXPHOS.

NMMyHOXMMHYECKUI aHaTW3 BBIABWI TaKXKE OKpAIICHHBbIE OTYETIMBBIC
MPOJIYKTHl MUMMYHOXUMUYECKON PpEaKIUU albTEPHATUBHBIX POTEHOH-PE3UCTEHTHBIX
BHyTpeHHuX (NDA) u  Baemmnumx  (NDB)  HAJ(®)H-gerumporenas ¢
COOTBETCTBYIOIIMMH aHTHUTEJIaMH B oOnactu komruiekca V u cynepkomiuiekca |,+1V
(puc. 9), 4Yro maer BO3MOXKHOCTh HPEANOJOXKUTH HX AacCCOLUUALUI0 C AITHUMHU
komnonentamu cucteMbl OXPHOS. Ilpuyem ocHoBHas wacte NDA u NDB, mo-
BUJMMOMY, HAXOJUTCS B ACCOLUAIIMAX C CylepKOMIUIEKCaMu. Pe3ynbTraThl MOKa3bIBatOT
oonee mupokoe pacupoctpanenrne NDB Ha mMMyHOOM0Tax, 0OHApYKHBas ATOT OEJIOK
B aniekTpodopernueckux 3oHax ¢ mMaccamu 140, 450, 700, 1700 k/la u BbllIe Kak B
accormanusix ¢ AT®d-cuHrazoit u cynepkomruiekcom |l,+1V, Tak u B cBOOGOAHOM
dopme (puc. 9, NDB). NDA B MHTOXOHIpHSX MPOPOCTKOB TOpPOXa JIOKAIM3YETCS B
obmactn AT®-cunraznoro komriekca (700-780 x/a) u cynepkomriuiekcoB I+111,+1V u
[11,+1V, uto mpenmomaraer accoruaruioo (GepMeHTa ¢ ATUMU CTpyKTypamu (puc. 9,
NDA). Panee Rasmusson u Agius (Rasmusson, Agius, 2001) mpu moMoIiu IByMEpPHOIO
anektpodopesa 2D BNE/SDS meMOpaHHBIX MHUTOXOHAPHAIBHBIX OCIKOB M3 KIyOHEH
kapTodens nokazanu, yto NDA Ha umMmyHOO0Tax Jokanu3yerca B oomactu 150-200
k/la, a NDB mnoka3piBaeT 0oyiee MIUPOKOE pPACHPOCTPAHEHUE U BBISIBISIETCS B

HECKOJbKUX TaTHax ¢ Maccamu 180, 500, 600 u 700 x/la. ITpuuem NDB npencrasieH
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IaBHBIM 00pa3om Genkamu ¢ maccamu S00-700 k/la, a 6emox 180 x/la comepkutcs B
HEOOJIBIIIOM KOJIMYECTBE. ABTOPHI MPEANOIOXKIIA, YTO 3TH (EPMEHTHI B HATHBHBIX
YCIIOBUSIX HMMEIOT OJIMTOMEPHYIO MpUpoay, GOpMHUpPYST KpPYIHBIE CTPYKTYpBI,
Brtovaronue ot 3—4 (B ciayuae ¢ NDA u NDB) 1o 12 (NDB) cyobseaunui. [Ipunumast
BO BHHMaHHe TOT (akt, yro Rasmusson u Agius (Rasmusson, Agius, 2001) ne
YUUTHIBAIM M HE W3Y4YaJIM OPTaHU3AIUI0 CYNEPKOMIUIEKCOB M JIPYTrUX MeMOpaHHBIX
dbepmentoB u Bo3MoxHYI0 accormanuio NDA u NDB ¢ stumMu cTpykTypamu, MOXKHO
MPEANOJIOXKUTh, YTO MAacChl ATHX (PEPMEHTOB, ONpe/eNieHHbIE aBTOpaMH, HE BCerja
OTpaXaloT PEAbHYI0 HAaTUBHYIO Maccy OEJIKOB, a MOTYT SIBJIATHCS PE3YyJIbTATOM HX
IIPOYHON aCCOLUMALMU C TAKUMHU CTPYKTypamu, Kak AT®P-cHHTa3a U CynepKOMILIEKCHI.
®daxt obHapyxenus Hamu accouuanuit NDA, NDB u AOX ¢ AT®-cuntazoit, NDA ¢
cynepkomiuiekcoMm |+I11,+1V, a takxke NDA u NDB c¢ cynepkommiekcom |l1,+1V
sBsieTcs HoBoW uH(popmanuei (Konmgakosa u ap., 20160), T.K. paHee CUUTAIOCH, YTO
9T aJbTEPHATUBHBIC (DEPMEHTHI HE BXOJST B COCTAB JIbIXaTEIbHBIX HAJAMOJIEKYISIPHBIX
crpykryp (Eubel et al., 2003; Klodmann et al., 2011; Welchen et al., 2011). Tak, Eubel
¢ xomteramu (Eubel et al., 2003) we wnHamum ansTepHaTuBHBIC HAJ|(D)H-
nerunporeHassl 1 AOX B cocTtaBe CynepKOMIUIEKCOB. OJHAKO B TMOCIEIHEE BpEMs
HAYaJId TOSBIIATHCS €IMHUYHBIC JTaHHBIE 00 acCOIMallid HEKOTOPHIX aIbTEPHATUBHBIX
dbepMeHTOB C abIXaTelbHbIMU KoMIuiekcamu. Tak, Matus-Ortega ¢ komuteramu (Matus-
Ortega et al., 2015) B mutoxoHapusx Saccharomyces cerevisiae, B KOTOPBIX, Kak
M3BECTHO, OTCYTCTBYET NEPBbIN KOMIUIEKC ABIXAaTEJIbHOW LIEMH, MOKA3AIH ACCOLMAIUIO
BHyTpeHHeH anbrepHatuBHOW HAJ[(®)H-nerunporenassr Ndil ¢ xommnekcamu 1, u
IV, npeanosnoxus, 4To 3TU HEPMEHTHI 00Pa3yIOT PECIUPACOMO-TIOTOOHYIO CTPYKTYPY.
Bonee toro, onn ycranoBmim, uto Ndil oOpasyer taxke xomriekc ¢ AJ[D/ATO-
TPAHCIIOKATOPOM U TiepeHOoCUrKOM (pocdara.

[ToMmuMoO anbTEepHATUBHBIX M OCHOBHBIX JbIXxaTtenbHbIX (pepmentoB DTLI, mpu
oMoty uMMyHoxumun win MALDI-ananu3a Ob111 MACHTHPUITUPOBAHBI TAKUE OSJIKH,
KaK dbymapasa, NUPYBaTAECTUAPOreHasa, OKCOTJyTapaTAeruiporeHasa,

TIMIUHACTUAPOTrCHAa3a, KOTOPbIC, CYyIs 110 BBISIBJICHHOM JIOKAJIN3allu, HC aCCOLMMUPYIOT
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c cynepkomiuiekcamu (puc. 9, dymapasza u nupysataeruaporenasa; puc. 10, msataa 17,
18 coorBercTBeHHO0). KpoMe Toro, mpu momMoinu aHTHTENT Ha K-cerMeHT JIernapuHOB
ObLTM OOHApYKEHBI JEeTUAPUHO-TI000HBIe Oenku B obmactu 220-340 k/la (puc. 10,
tabmuna 3, msatao 11). MALDI-ananu3 BeIsIBUI B cocTaBe Komiuiekca | mpoxubutuH-
oI00HBIN OesIoK, roMoJIorHuHblid mpoxudutuny u3 Medicago trancatula (puc. 10,
tabnauna 3, mATHO 2). OTW Oenku, Kak OBLJI0O TOKa3aHO Ha MHUTOXOHAPUSIX
MJICKOTTUTAIONINX, MOTYT BBICTYIIaTh B KaU4eCTBE MIANIEPOHOB (DEPMEHTOB JBIXaTCILHON
nenu (Mishra et al.,, 2005), ydacTBOBaTh B PEryJISALHH AbIXaT€IbHOW aKTHBHOCTH
(Coates et al., 2001), B dhopmupoannu kpuct (Merkwirth, Langer, 2009), a takxe
3alUINATh KJIETKY OT okuciurenabHoro crpecca (Theiss, Sitaraman, 2011). BepositHo,
ATOT OEJIOK SBJSIETCS BAKHBIM (DaKTOPOM, CTAOUITU3UPYIONTUM CTPYKTYPY KakK OTACIBHO
MIEPBOTO KOMILIEKCA, TaK U B COCTABE CYMEPKOMILIICKCOB.

JlanHble, TIOJNyYEeHHbIE TMpPU TMOMOIIM dH3uMorpaduu (puc. 7, puc. 8),
ummyHoxumuu (puc. 9) u MALDI-ananuza (puc. 10) mo3BoJsitoT NPeanoNIoKUTh, YTO
JbIXaTeabHas 1eMb MUTOXOHAPUNA ATHOJMPOBAHHBIX MPOPOCTKOB rOpoxa B HATHBHOM
COCTOSIHUM  TpejAcTaBieHa MaxXopHbIM  cymnepkoMmiuiekcoM  [+NDA+IL+IV ¢
nmpeanojaraeMod  MOJEKyJIspHOW — Maccoit  Oomee  1700-1900 k/la;  msThiO
pecnMpacoMamMy, BKIIOYAKOIIUMHA PA3HOE KOJHMYECTBO KOMMKM KoMIuiekca IV
(I+111,+1Vy); cynepxkommiekcom NDA+NDB+I,+1V; merakommiekcom (H1+111,+1V), ¢
MpeanogaraeMo MoiekyisapHor mMaccoit okono 10000 x/la; a Takxe nsymss ATO-
cuHTacoMamMu — Va u VD, accolMupoBaHHBIMUA C albTCPHATHBHBIMH (epMEHTaAMU
(KonmakoBa u np., 2014, 20166). Conepxanue maxkopHoir ATdD-cuntacombr Vb
MIPEBBINIACT COJCPKAHUE BCEX OCTAIBHBIX CYNEPKOMIUICKCOB M cocTaBiseT 36,3% or
ux kommyectBa (npuioxkenue J1). Accommainus albTepHATHUBHBIX (EPMEHTOB ¢
CYIIepKOMIUIEKCAaMH, a TakKKe HalW4Yhe CYKIIMHATACTUIPOTeHAa3bl B  COCTaBE
METaKkOMITJIEKCa B PACTUTEIbHBIX MHTOXOHJIPUSX TOKa3aHbl BIEepBbie. Harm
pe3ynbTaThl  OOHAPYXWJIM, YTO OCHOBHAs 4YacTh BHYTPEHHUX U  BHEIIHHUX
anbrepHatuBHblx ~ HAJ(®)H-peruaporenas,  AETEKTUPYEMbIX  HCIOJIb3YEMbIMU

aHTUTEJaMH, accoluupyer ¢  cynepkommuiekcamu cuctembl  OXPHOS, a
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aNbTEpHATHBHASI OKCHAa3a B OCHOBHOM HAXOJUTCS B CBOOOJHOW HECBsI3aHHOU (hopme.
Kpome  oOHapyXeHHBIX  CYNEpPKOMIUIEKCOB, BC€  JbIXaTelbHbIE  (EPMEHTHI
NPUCYTCTBYIOT U B BHJIE OTACJIbHBIX KOMIUIEKCOB, MpuuéM komiuiekc IV umeer tpu
dopmel — 1Va, IVb u IVc. Kommekebr IVa u IVb uMeror cXoxuii cocTaB ¥ OTIHMYAIOTCS
JOTIOJIHUTENIbHOM cyObenunuiieit Maccoi 50 k/la, koTopas, mpearnoaoKUTeIbHO, MOXKET
JIETKO OTAEJATHCS U BBIMOIHATEH PETYIATOPHYIO (PYHKIIUIO.

OTU pe3yNbTaThl CYMIECTBEHHO JONOJHSIIOT M pPAaCIIUpSIOT naHHbIe Taylor ¢
xosieramu (Taylor et al., 2005) o6 opranmzanuu OTL] 3eneHbIX pacTeHH ropoxa,
MOJIyYEHHbIE TPU MOMOIIM 00Jiee KECTKOTO JeTepreHTa JAO0JCHIWIMAIbTO3UIa, YTO
MO3BOJIMJIO aBTOpaM OOHAPYKHUTh JIMIIb CAMbI yCTONMUMBBIA cynepkomiuieke — I+111,.
Bce octanbHble KOMIUIEKCHI TIO MX JJ@HHBIM PAcMojiaratoTcsi OTACIBHO U HE 00pa3yroT

aCCOIIMAIINH.

3.3. BIUSAHUE HU3KHUX TEMIIEPATYP HA COCTAB,
COAEPXKAHUE MW AKTHUBHOCTHh KOMIIOHEHTOB CHUCTEMBI
OKUCJIMTEJIBHOI'O ®OCO®OPUJINPOBAHUS ITPOPOCTKOB I'OPOXA

Ha ceroansmHuii 1eHb CyIIECTBYET HEMHOrO palOT MO M3YYEHHUIO BIIUSIHUS
(hakTOpOB Cpellbl Ha COCTaB M aKTUBHOCTH cymnepkoMIuiekcoB cuctembl OXPHOS
MUTOXOHJpH. B OCHOBHOM TMOJIy4eHHBIEC TaHHBIE MPETIOATaloT, YTO B PACTUTEIHHBIX
MUTOXOHAPUSIX B YCIOBUSIX TUIIOKCUU U aHOKCUM MPOUCXOAUT CHUKEHUE COAEp KaHUs
CYNEPKOMILJIEKCOB, KOTOPOE BOCCTAHABIMBAETCS IO HOPMBI IOCJIE BO3BpAILCHHS B
ontuMaibHble yciioBusa. Tak, Ramirez-Aguilar ¢ coaBropamu (Ramirez-Aguilar et al.,
2011) mokazanu, 4TO MPU TUMIOKCHM M HU3KOM 3HaueHUHu pH KOIMYECTBO accoluaiiuii
JBIXaTeIbHBIX KOMIUIEKCOB M PECIUpacoM B MHUTOXOHIPHSIX KIyOHEW Kaprodens
CYIIECTBEHHO CHHUXAETCS, MPOUCXOAUT AuWcCcoluanus Komrmuiekca | w3 cocrtaBa
CYTEPKOMILUIEKCOB C MOCTEAYIOMUM YBEIUYCHUEM COJICPKAHUS M aKTUBHOCTH Oojee
menkoro cymnepkomiuiekca Ill,+1V. DT u3menenus HOCAT OOpaTHMBIA XapakTep, U
COCTaB CYINEPKOMIIJIEKCOB BOCCTAHABIMBACTCS II0CJE BO3BpAIlCHUS KIyOHEH B

ONTUMAJIBHBIC YCJIOBHA XpPaHCHMHA. KpOMe TOI'0, aBTOPbI IIPCAIIOJIAraroT, 4TO BBIXO/
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KoMmIiekca | ®W3 cocraBa CymepKOMIUIEKCOB MOJKET SIBISITHCS — PETYISTOPHBIM
MEXaHU3MOM BoBjeueHUsl anbTepHaTuBHBIX HAJ[(DP)H-geruaporenas, xKoTopble, Kak
U3BECTHO, AKTUBUPYIOTCS HU3KMMU 3HaueHusmu pH. Jlpyrue wuccrnenoBanus 1o
BIIUSHAIO AHOKCHUW HA COJIEpP)KaHHE CYMEPKOMIUIEKCOB B MHUTOXOHJPHUSIX MPOPOCTKOB
puca Mmokazajiu, 4YTO MpH MPOpPACTaHWU CEMSH pHUca B aHA’POOHBIX YCJIOBHUSX B
opraHesijax OTMEUaloCh KpaitHe Hu3koe copepkanue cyrnepkomiuiekca Il,+IV u
npyrux apixarenbHbix kominiekcoB (Millar et al., 2004b). Onnako npu m3MeHeHun
YCIIOBUM Y€ K KOHIly HEPBBIX CYTOK pOCTa B a’pHUPYEMBIX YCIOBUAX HAOIIOAAIOCH
pE3KOE€ W aKTUBHOE YBEIWUYCHUE COJCPKAHMS CYNEPKOMIUIEKCOB M JIbIXaTEIbHBIX
dbepMeHTOB. DTO yKa3blBa€T Ha 3aBUCUMOCTh OWOreHe3a MUTOXOHAPUATBHBIX
JBIXaTeIbHBIX (DEPMEHTOB M MX aCCOLMAIMM OT HAJIW4YMs KUCJIOpPOJa B Cpelie pocTa.
Kpome nHpopmanuu no BIHUSHHIO HEKOTOPBIX CTpPeCcCOBbIX (hakTopoB Ha coctaB DTL]
MUTOXOHJIPHH, €CTh Takxe eauHuuHbie AaHHbie Chien ¢ coaBropamu (Chien et al.,
2011), cpaBuuBaromue opranuzanuto cucteMbl OXPHOS muToxonapuii 1ByX BUIOB
OamMOyka, 00JaJaronMX pa3JIMyHON CIIOCOOHOCTHIO aJanTUPOBATHCS K  XOJOY.
CornacHo pesynbTaTaM »dTUX HCCleAoBaTelled 3MMOCTOMKUN  Bua — OamOyka
XapaKTEPHU3yeTCsl OOJBITUM COJIEP)KAHUEM CYTIEPKOMIUICKCOB, BKIIFOYAIOIITNX MTEPBhIN 1
MATBIA KOMIUIEKChI. Takum 00pa3om, TpelncTaBlieHHbIE (aKThl MPEANOJIaraloT, YTO
HAJMOJICKYJISIpHAsE OpPTaHM3allis CHUCTEMBI OKHUCIUTENBHOTO  (HochopuIMpoBaHUs
HeoOxoaumMa i1t 3((PEKTUBHOTO M SKOHOMHOTO JBIXaHUS MUTOXOHJIPUH B HOPMATbHBIX
YCIIOBUSIX Pa3BUTHSA, KOTOpasi MpeTepreBaeT U3MEHEHNS B HEOIArOMPUSATHBIX YCIOBUSIX
U BOCCTAaHABIMBACTCS IIOCJIC€ BO3BpalleHWs B onTtuMaibHble. OmHAKO IS
MOATBEP)KIACHUS ® JIOMOJHCHHS JOTOTO TMPEANOJOKECHUS HEOOXOIUMO OoJIbIe
uHdopmaruu o coctosiHuu cucreMbl OXPHOS muToxoHApuii pa3HBIX BUAOB MpU OoJiee
IITUPOKOM CITEKTPE CTPECCOBBIX BO3JCHCTBHH, pa3IMUArONIMXCS M0 WHTEHCUBHOCTH U
MPOJIOJKATEITLHOCTH.

[TockonpKy TIO HAIIUM CBEACHUSM HH(OPMAIIMU 0 BIUSHUIO 3aKATUBAIONIUX H
CTPECCOBBIX HHU3KHX TEMIIEpaTyp Ha COCTaB CJIOKHOOPTAaHM30BAHHON CHCTEMBI

OXPHOS mutoxoHApui TOKa HET, Mbl MPEANPUHSUIA MONBITKY W3YYUTh BIUSHUE HA
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HEE TUMOTEPMHUM PA3TUYHON HHTEHCUBHOCTH, WCIOJIb3ysl B Kaue€CTBE MOJIEIBHOIO
00BEKTa OpraHeUIbl ATHOJMPOBAHHBIX MPOPOCTKOB ropoxa. Ha ocHOBaHWM HaHHBIX,
MPOJIEMOHCTPUPOBABIINX  (YHKIMOHAJIbHBIE  M3MEHEHHUS  MHUTOXOHJPUH  TIpH
TUNIOTEPMUU (Ta0JI. 2), MOKHO MPEANOJIOKUTH, UTO B YCIOBUSAX XOJIOJJOBOM aJlanTalluu,
a TaKKe IPHU CTPECCOBBIX BO3JCHUCTBUSAX HU3KHX MOJIOKUTEIBHBIX U OTPHUIATEIbHBIX
TEMIIEPATYP MOTYT MPOUCXOJWTh H3MEHEHUS W B HAIMOJIEKYJSPHOM OpraHU3aluu

CHCTEMBI OKHCIUTENBHOTO (GoCchOpHIMpOBaHUs MUTOXOHAPHIA.

3.3.1. Ouenka (U3MOTOTHYECKOT0 COCTOSHUS PACTEHUH B H3Y4YaeMbIX
YCJIOBHSIX THIIOTEPMUHU

[Ipexne yeM NEeperTH K HM3YyYECHHUIO BIMSHUSA TUIIOTEPMUU Ha OPTraHHU3ALUIO
JBIXaTEIbHON LEeNU MUTOXOHIPUI, HEOOXOAUMO ObUIO BBISICHUTH, KaK MEHSIETCS 00111ee
(U3HOIOTMYECKOE COCTOSIHUE 3TUOJMPOBAHHBIX ITPOPOCTKOB FOPOXa MOCIIE X0JI0J0BOIO
3aKaJMBaHUS M JIEUCTBUS CTPECCOBBIX OTPHULATENBHBIX W HU3KUX ITOJIOKUTEIBHBIX
temneparyp. OrneHka (QU3NOJIOTMYECKOr0 COCTOSHUS PACTEHUl IMPOBOAWIACH IIO
OCHOBHBIM  IIOKa3aTeNsIM: BbDKMBaeMocTH (Tabi. 4) U CTENEHU pa3BUTHUA

OKHUCJIHMTENIBHOTO cTpecca (Tad. 5) B U3y4aeMbIX YCIOBUSAX TUIIOTEPMHUH.

Taoauna 4

BepkuBaeMOCTh  3THOJIMPOBAHHBIX MPOPOCTKOB TOpoXa TOCIE Pa3IAYHBIX
HU3KOTEMIIEPATYPHBIX 00pabOTOK

BrrxkuBaemocTh, %0

KonTpoas KecTknii crpece 3akaqnBaHue Msrkui crpece
74 32 94 60
[73;74] [29;34] [90;100] [54; 70]

Ilpumeuanue: ~ BBDKHBAaEMOCTh  PAaCCUMTHIBAJACh Kak MPOLEHT  BBDKUBIIMX — IOCIE
npoMopaxuBaHusi npu MuHyc / °C B TedueHue 1,5 4 pacTeHHH OT HMX OOILEro KOJUYECTBA.
TemmneparypHble 00paboTKu: KOHTposb — 6 cytok npu 20 °C; 3akanuBanue — 5 cytok npu 20 °C u 7
cytok nipu 7 °C; msrkuii ctpecc — 6 cyrok nipu 20 °C u 7 cytok npu 2 °C; )KecTKHii cTpecc — 6 CyToK
npu 20 °C u 1,5 gaca npu munyc 7 °C. Me [25%; 75%], n=5. Paznuuus mexay Bcemu o0OpaboTKaMu
craructrueckd 3HauuMbl  (P<0,05). CTaTHCTHYECKYI0 3HAYUMOCTh Pa3IHYUi ONMPEICIISIIN 10
kputepHio Kpackena-Yomnuca.
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Kax BunmHO n3 Tabnuip! 4, IpOMOPaKUBAHUE KOHTPOIBHBIX PACTCHHUIN MPUBOIUIIO
Kk rubenu B cpenHeM 26% mpopocTKoB ropoxa (tadmn. 4). 3akaquBaHUE YBEIHUUUIIO
YCTOMYMBOCTh PACTEHUM, M KOJIMYECTBO BBDKMBIIMX pacTeHUM Bospacrtano ¢ 74% (B
KOHTpoJie) 10 94% (B onmbITHOM BapuaHte). B TO ke BpeMsi MATKUH U )KECTKUN CTPECChI
CYIIIECTBEHHO CHIYKaJIM KOJIMYECTBO BBDKUBIIUX PACTEHMI: MATKUU cTpecc — A0 60%,
JKecTkuil ctpecc — 10 32%.

Kax u3BecTHO, EHTpaIbHBIM (DAKTOPOM MHOTHX a0OMOTHYECKHX CTPECCOB, B TOM
Yyucli€ W HHU3KOTEMIIEPATypHOTO, SBIISIETCS OKHUCIUTEIBHBIM CTpecc, KOTOPbIN
conmpoBoxaaercss BemuieckoM npoaykiun A®K. OpHO W3 NOPUYMH  Pa3BUTHS
OKHCIIUTENILHOTO CTpecca TMpH JACHCTBUM HU3KUX TEMIEPATyp MOXET CIYKHUTh
CHIU)KEHUE CKOPOCTH OMOXMMHUYECKHX PEaKIUi, 4YTO CIOCOOCTBYET YBEIUYEHUIO
BPEMEHHU TOJY>XU3HH TMOJYBOCCTAHOBJICHHBIX MPOAYKTOB PEAKIMl U HAKOIUICHUIO
CBOOOJHBIX paauKkanioB. B pesynbrate MOXKET BO3HUKHYTH CEPBhE3HBIM JHcCOanaHcC
Mexay oOpasoBanueM A®DK, BO3MOXHOCTBIO MX JMKBUAAIMHM M CKOPOCTBHIO
pernapanydoHHbIX MPOIIECCOB, YTO OOBIYHO MPUBOJUT K HAKOIUICHUIO MOBPEKIACHUN B
wietke ([Tonecckas, 2007). OmHUM M3 YACTO HUCHOJIb3YEMbIX METOJIOB IPHU OIICHKE
CTEMIEHU OKHUCJIUTEIBHBIX TOBPEXKJICHUN SBISETCS M3MEPEHHE HAKOIUICHUSI B
pPaCTUTENIbHBIX TKAHAX MAaJOHOBOTO JUAaibAeruia. OTO COCAMHEHUE SIBISETCS
BTOPUYHBIM KOHEUHBIM MTPOYKTOM MEPEKUCHOTO OKUCIEeHUs (HochOoUnmmIoB MeMOpaH,
npoBorupyemoro A®K, u cimyxut mapkepom IIOJI. Yposenp I[IOJI onenuBamu no
HAKOIUJICHUIO TIPOJYKTOB, pearupytonmx c¢ THoOapourypoBoii kucioroi (THK),
OCHOBHYIO MacCy KOTOPBIX M COCTaBiisieT MajdoHOBBIM auanbaerun (MJIA). ITomumo
MJIA TnoGapOuTypoBas KHCIOTa MOXET YacTUYHO pEarupoBaTh C Pa3IMYHBIMU
aNbJICTUAMU, AMUHOKHUCIIOTaMH, BemecTBaMu, cojepxkammumu SH-, NHo-rpymmsr,
MO3TOMY MPHU UCIOJIB30BAHUHU JAHHOTO METOA FOBOPSAT 00 M3MEHEHUU KOHUEHTpPALUU
He MJIA, a TBK-peaktuBHbIX poAyKTOB 1 MJIA-11010OHBIX COCTMHEHHUIA.

Pesynpratel uccienoBaHuii mokazain, 4ro coxaep:xkaHue TbK-peakTuBHBIX
IPOJIYKTOB B 3aKaJIEHHBIX MPOPOCTKAX TOpOXa MPEBBINIATI0O KOHTPOJb B CPEIHEM Ha

8,5% u coctaBmiio 15,3 HMOIB/T ChIpOM Macchl (Tabia. 5). B To e BpeMs KeCTKui u
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MSATKHA CTPECChI MPUBOAWIM K 00Jiee 3HAYUTEITHLHOMY HAKOIUICHUIO U YBEITHYCHHIO
CoZIep KaHMs 3TUX MPOAYKTOB B cpeaHeM Ha 30%, uto coctaBmio 18,4 u 18,3 HMOIB/T
CBIPOM MacChl COOTBETCTBEHHO (TabJI. 5).

JlaHHBIE TIO3BOJIAIOT MPEAIOIOKUTh, YTO CTPECCOBBIC OTPHUIIATCIIBHBIC U HU3KUE
MOJIOKUTENIbHBIE ~ TEMIEPAaTypbl MOPUBOJIAT K  OoJiee  aKTUBHOMY  Pa3BUTHIO
OKHUCJIMTENIBHOTO CTpecca M YBEIMUYEHUIO MTPOIYKTOB OKUCIECHUSI MeMOpaH (Tab. 5).

Tabauua S
Conepxxanne TBK-peakTWBHBIX NPOJYKTOB B 3STHOJHMPOBAHHBIX IMPOPOCTKAX
ropoxa mocJje pa3JIudHbIX HU3KOTEMIEPaTypHbIX 00paboToOK

TBK-peakTuBHBIE IPOAYKTHI, HMOJIL/T CHIPOil MaCChI

KounTtpoas Kectkmii crpecc 3akanuBaHue Msrkuii cTpece
14,1 %" 18,47 15,3 18,3 %"
[12,9; 15,3] [16,6; 21,4] [14,1; 16,1] [16,6; 20,0]

Ipumeuanue: conepxxkanue TBK-peakTHBHBIX MPOIYKTOB PACCUUTHIBAIIOCH B HMOJIB/T CBHIPOM
macchl. Temmeparyprbie 06paboTku Kak B Ta6i. 4. Me [25%; 75%)], n=4, * % ® ™ _ pazmuuus Mexy
KOHTPOJIEM H JKECTKHM cTpeccoM (%), KOHTpoIeM 1 MArKuM crpeccoM (°), KOHTPOIeM | 3aKaliBaHHEM
(*), xecTkuM crpeccoM M 3akanuBanueM ('), MATKHM CTpeccoM M 3akanuBanueM (V) CTaTHMCTHYECKH
sHaunMbl (P<0,05). CTaTHCTHYECKYIO 3HAYMMOCTh pa3jIMuuil ompenesisuid 1o kputeputo Kpackena-
Yomnuca.

IIpu 3akanmuBanum coxaepxkanue npoaykros [1OJI yBennunBaercs HE Tak CHIIBHO
KaK mpu crtpeccax (Tabi. 5), 4To, BEPOSITHO, TOBOPUT O KOHTPOJUPYEMOM MPOLECCE
aJIanTUBHOW TEpecTpoiiku MeTaboiu3Ma B JIaHHBIX ycloBUAX. Hamm pe3ynbTaTel
MOATBEPKAAIOTCA JAHHBIMM JIPYTHMX MCCIENOBATENECH, KOTOPBIE IMOKAa3ajad, 4TO IpHU
3aMEp3aHUM TKAaHEH KOpHEW pOJOACHAPOHA MPOUCXOAUT HAKOIUIEHUE MEPEKUCH
BOJOpOJa M MajaoHoBoro amanbaeruga (Loubaresse et al., 1991), a akxkaumaTu3aius
3JIaKOB K  HHU3KMM  TEMIIepaTypam  pocTa  CTUMYJUPYET  HAKOIUICHUE
JUTUAOPACTBOPUMBIX AHTHOKCUAAHTOB, A(MD(PEKTUBHO yHANSIOMUX aKTUBUPOBAHHBIN
KUCJIOPOJ M WHTHOMPYIOIIMX peakuuu nepekucHoro okucienus naunuiaoB (Kendall,
McKersie, 1989).

Takum o00pa3om, TmpeACTaBICHHBIC TaHHBIE TOJATBEPKIAIOT TMPABMIHHOCTD
BBIOpaHHOM 3akanuBarouieil 00paboTKH ISl MPOPOCTKOB ropoxa M MPeArnosaraiT, YTo
MIPU XOJIOOBOM 3aKaJIMBAaHWU MPOUCXOJUT aJalTHBHAS HACTpOWKa MeTraboim3Ma U B

MIEPBYIO OYEPENlb BCEM CIIOKHOOPTAaHU30BAHHOM BHYTPUKIIETOYHOM AHTUOKCUIAHTHOMU
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CUCTEMBI 3alUThl, HANPABJICHHAsA HA YCTPAHEHUE IOBPEXKICHUMN, BBI3BAHHBIX HU3KOU
TEMIIEPATYpOM, a TAKKE€ HAa MHIAYKIUIO XOJIOJOCTOMKOCTU. MHTEpecHO, 4TO KECTKUU
CTPECC CHIIBHEE, UEM MATKUN CHUKAET BBKMBAEMOCTh MPOPOCTKOB, HO HE MIPUBOJUT K
COOTBETCTBYIOIIEMY Oosee BbIcOKOMY pocTty TBK-peakTWBHBIX MNpPOAYKTOB. ITO,
BEPOSTHO, CBSI3AHO KaK C YyBCTBUTEIIBHOCTBIO METO/IA, TAK U C TEM, YTO aHATU3ZUPYETCSA
COJZIEpKaHHE TOJIBKO MaJOHOBOTO JUAJBAEIUAA, @ HE OLIEHUBAETCS JIOMOJTHUTEIBHO E1Ie
U JIpYTOM NPOAYKT NEPEKUCHOTO OKUCIEHMS JIMMHUIO0B — 4-THapokcuHOHeHan. Kpome
TOTO, HEe u3ydaeTcs obmiee coaepkanue APK, koTopoe npu IeWCTBUN OTPUILIATEILHON
TEMIIEpaTypbl MOKET OBITh CYIIECTBEHHO BBIIIE, YEM B YCJIOBHUSIX CTPECCOBOM HHM3KOU
MOJIOKUTENIbHOU TemmepaTypbl. Tem He MeHee, JaHHbIE (Ta0d. 5) SICHO MOKa3bIBaIOT,
YTO  CTPECCOBbIE  HHU3KOTEMIEpaTypHble OOpaOOTKM  CYLIECTBEHHO  CHIIKAIOT
YCTOMYMBOCTh PACTEHUM, BBI3bIBAS HAKOIUIEHUWE THUAPOINEPEKUCEH JIMMUAOB M, Kak

CICACTBHUC, YBCIIMYCHUC HOBpG)KI[GHI/Iﬁ KJICTOYHBIX M€M6paH.

3.3.2. BuusiHMe THNOTEPMHUM PAa3JIU4YHON HHTEHCHBHOCTH HAa COCTaB
CYNIEPKOMILIEKCOB, KOMIIEKCOB CHCTEMbI OKMCJIUTEJIBHOT0 (ochopninpoBaHus B
MHMTOXOH/IPHUSIX MPOPOCTKOB ropoxa

[Ipy nDomomM OJHOMEPHOrO TOJIYyOOro HATHUBHOrO 3JeKTpodopesa ¢
NOCHEAYIOUUM JE€HCUTOMEPUUECKUM aHaJM30M Teled M JABYMEPHOro TIoIyOoro
HAaTUBHOTO 3J1eKTpodopesa co BTopoit Mepoii SDS Ob1I0 M3yueHO BIUSHUE XOJIOJI0BOM
aJanTalyy, CTPECCOBBIX OTPUUATEIBHBIX W HHU3KHX IIOJOKUTEIBHBIX TEMIIEpATyp Ha
COCTaB H COJIEp)KaHWE CYNEPKOMIUIEKCOB W KomiuiekcoB cuctemel OXPHOS
MUTOXOHIPHUMA, a TAaKKE APYTMX HATHUBHBIX MUTOXOHJPHUAIBHBIX OEJIKOB MPOPOCTKOB
ropoxa.

Pe3ynbTaThl  UCCIENOBAaHMM  MOKa3zalu, YTO  TUIOTEPMHS  Pa3IUYHOU
WHTEHCUBHOCTH CYIIECTBEHHO HE TOBJMJIA HA CHEKTP MHUTOXOHJPHUAIBHOIO
KOMIIJIEKCOMA, HO BBI3BAJIa U3MEHEHHUSI B COJIEPKAHUU HEKOTOPBIX CYNEPKOMILJIEKCOB U
KOMILJIEKCOB JbIXaTenbHOM 1enu (puc. 11 u 12, tadn. 6). Kak BugHO U3 pucynka 11, u

KaK CIIEyeT U3 JAaHHBIX TaOJIuUIlbl 6, BCE HU3KOTEMIIEpaTypHbIe 00paOOTKH MPUBOIUIH
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K CHI)KGHUIO KomdecTBa cynepkomiuiekcoB [+I1+1V,, (puc. 11, Tadn. 6, momockr 2—6),
[+NDA+I11,+1V (puc. 11, Tabn. 6, monoca 7), Va+tNDA+NDB+AOX (puc. 11, Tabm. 6,
nosoca 9) u Vb+NDA+NDB+AOX (puc. 11, taba. 6, monoca 10). MHTEpecHO, UTO
conepkanue merakominiekca (II+11,+1Vy_4), cHmkanock B cpenneM Ha 19% ToibKO B
yCIOBUSX KecTkoro crpecca (puc. 11, XK, Tabn. 6, momoca 1), a nmpu 3aKajauBaHHH,
HAa000POT, MPOUCXOJUIIO €r0 yBEIMYEeHHE B cpeqHeM Ha 16,2%, B yCIOBUAX MSTKOTO
CTpecca CyLIECTBEHHBIX U3MEHEHUI B €ro CoJlep >KaHu He oOHapy»keHo (puc. 11, Tpeku

3 u M; Tabu. 6, monoca 1).

K XX 3 M
(II+IIIZ+IV)n | PR S —
2 —
3— i &
I+IIIZ+IVIl 2‘ -
P =

HNDA+IILAIV 77> Ty Py Yy Y-

I s—

NDA+NDB+IIIZ+IV ——
Va+NDA+NDB+AOX 9—> .
S «la

Vb+NDA+NDB+AQOX 10—
III2 11—
IVa —>
e — 440 x/Ia
IVe —
- —232 k/la
— 140 x/1a

Puc. 11. BnusHue rUNOTEpMHUM pa3IMYHOW HWHTEHCUBHOCTH HA COJIEPKAHUE

JIbIXaTEJIbHBIX CYNEPKOMILIEKCOB 1 KoMiiekcoB cucteMbl OXPHOS
Ha pucynke npeacrasnen rpaauentHslil rens 1D BNE, okpamennsiit kommounusiv Kymaccen.
CneBa uugpamu 06003HaYeHbI HOMEpa I10JIOC; CIIPaBa yKa3zaHbl MOJIEKYJISIPHBIE MacChl MapKEepOB.
Oo6o3nauenusi: K — xkonrpouns, K — kecTkuii crpece, 3 — 3akanmBaHue, M — MATKUI CTpecc;
Temneparypusie oOpabotku kak B Tabm. 4; I, I, Il IVa, Vb, IVc, Va, Vb — neixarenbHbie
kommiekesr I, I, 1y, 1Va, Vb, IVc, Va, Vb cooTBeTCTBEHHO; CTpENKHM YKa3bIBalOT Ha
COOTBETCTBYIOIINE OEIIKOBbIE KOMILJIEKCHI.
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Taodauna 6

HM3MeHeHue COACPIKaHNA AbIXATCIIbHBIX KOMILICKCOB M CYIIECPKOMIIIICKCOB IIpHU
3dKaJIMBaHUH U B YCJIOBUAX HU3KOTCMIICPATYPHOI'O CTPpECCCa

ITo OTtHocuTebHOE colep:kanme Oesika, %o 0T KOHTPOJIs
710 Rf Ha3zBanne xomMiiekca K — M —
ca HIH CyNEPROMILTEKCA Kounrtpous eeTiun 3akaqnBaHue ATKHH
cTpecc cTpecc
100 *° 80,9 » "2 116,2 %"¢ 102,0*°
1 [001 (H+11,+1V ), [100; 100] | [79,4;86,6] |[111,7;143,5]| [93,6;107,8]
100 %® 56,1° 81,2 ° 749"
2| 007 41V [100: 100] | [41.9;74,1] | [67.7;96.3] | [67.1; 87.5]
100 %® 80,9* 91,7° 94,7°"®
3 |011 [+ 11+1V, [100; 100] [77,2;93] | [84,2;99,2] | [83,2;97,7]
100 %® 38,3 73,4 ° 80,3"
4 1014 I+ IV [100: 100] | [33.1;79,7] | [66,1;80.3] | [61.9;88,3]
100 »%® 76,9 %02 86,7 %" 91,8 &~
5 | 0L I+ IV [100:100] | [735:81] | [78.7:93.2] | [87.9;94,7]
100 »%® 82,4 86,0 ° 96,8 ®
6 |0,18 I+ 11+1V,, [100; 100] [73,6;83] | [74,3;88,3] | [85,6;98]
100 »%® 89,5 * 92,6° 89,3"°
7102 HNDA+IV [100: 100] | [85,3;95,1] | [91,6;96,7] | [86.4: 94,5]
s | 028 | 100*%® 148,5% "2 102,9 &* 104,1™*
’ [100; 100] | [135;161,2] | [99,7; 104,6] | [99,7; 133,2]
100*%® 90,7 * 90,1° 92,6"
9 036 VarNDA+NDB+AOX | 11601001 | [81.2;96,0] | [86.6:95.8] | [90.1: 96.6]
100%%® 94,8* 98,1° 98,4 °
101039 | VD+NDA+NDB+AOX | 11061001 | [85,6:96.9] | [94,8:99,3] | [92,3: 101,6]
1 | 04a " 100 ®%® 126,2* 114,4° 117,3®
’ 2 [100; 100] |[115,9; 147,2] | [109,6; 120,9] | [103,2; 122,5]

Ilpumeuanue: B Tabnuile NMpUBEIEHBI pe3yabTaThl o0cuera 10-u 31MeKTpodhopeTUIeCcKUX MoI0cC
Ha remsx 1D BNE, okpamennsix Kymaccu. Ilonocsl mpenctaBisitoT co0oil CymepKOMIUIEKCH U
KOMIUIEKCHI JIbIXaTeIbHON LIENH MUTOXOHIPUN MPOpocTKoB ropoxa. Kontpons npunumascs 3a 100%,
Me [25%; 75%], n=3-5, ® %™ "¢ _ hasnuqust Mex/Iy KOHTPOIEM M KECTKHM cTpeccoM (%), KOHTpOIeM
v 3akamuBarueM (°), KOHTpomeM U MsTkuM crpeccoM (®), KecTKHM cTpeccoM u 3akammBammeM (),
JKECTKUM CTPECCOM M MSTKuM ctpeccoM (%), Markum ctpeccom u 3akanuBaHueM (°) CTaTHCTHYECKH
sHaurMbl (P<0,05). CTaTHCTHYECKYIO0 3HAYMMOCTh PAa3JIMUMi ONMpenesisin 1mo kputepuio Kpackena-
Yomnuca.

Ha ¢one oOuiero yMeHsblleHUs coaep)kKaHUsi OOJIBIIMHCTBA CYNEPKOMILIEKCOB
MPOUCXOIUIIO HAKOIUIEHUE OTAENbHO (pyHKIMOHUpyronmx komiuiekcoB | u I, (Tabn.
6). Ilpu 3TOM B YCIOBHSX >KECTKOTO CTpecca HaOII0AaNoCch pPE3KOE YBEIUYCHHE
KoJMuecTBa Komruiekca |, B cpenneM Ha 48,5%, 4TO 3HAUUTENLHO MPEBHIIANIO0 YPOBHU
CoJepKaHusl 3TOro (pepMeHTa MPH XOJOJOBOM 3aKAJIMBAHUU M MSTKOM CTpecce.
KomnuectBo kommuiekca |ll, cyiiectBeHHO Bo3pacTano NHpH BCEX HMCHOJIb3YyEMBIX
HU3KOTEMIIEpATYpPHBIX 00paboTKax. o0liee  CHIDKEHHUE

BepositHo, CoAepIKaHUs
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CYNEPKOMILJIEKCOB, B COCTaB KOTOPbIX BXOIAT komIuiekcs |, I, u IV, nu Hakomnnenue
OTIeNbHO (QYHKIHOHUPYIOMMX KoMmiiekcoB | u Il MoryT sBAsSTBCS pe3yabTaToM
pacnana accoumaruit [+11L,+1V, u I+NDA+IL+IV.

Hamm nmanHble coriacyroTcss ¢ pesynbraramu Ramirez-Aguilar ¢ coaBTopamu
(Ramirez-Aguilar et al., 2011), koTopble IOKa3ajaH, YTO MHPU THIOKCHH M HH3KOM
sHaueHun pH coxepkanme cynepkomruiekcoB I+I11+1Vi3 u 1+11l, B Muroxonapusx
KITyOHEeW  kapToens  CyIIeCTBEHHO CHUYKAETCS. Ot10 COTIPOBOXK/IAECTCS
BBICBOOOKJIEHUEM KomIuiekca | M3 cocTaBa CyNMEpKOMIUIEKCOB C MOCIETYIOIIUM
yBEIIMUEHUEM cojiepxkanust Oosnee wmenkoro cynepkomruiekca Ill,+1V. BepositHo,
CHI)KCHHE KOJIMYECTBA ACCONMAIMKA JBIXATSIBHBIX KOMIUIEKCOB B CTPECCOBBIX
YCIOBUSIX W B YCJOBHUSIX aJanTalldu SBISETCS OOLIEH peakiuell CHUCTEeMbl
OKHUCITUTENIBHOTO (pochopummpoBaHrss Ha U3MEHEHUS YCIIOBUIN CPEIIBI.

CornacHO HamMM JaHHBIM (Tabi. 6), runorepMus Jt0OOH HWHTEHCUBHOCTHU
MPUBOJUT K YBEIMUYCHUIO COJEPKAHUS OTACIBbHO (PYHKIIMOHUPYIOIIUX KOMIUIEKCOB | 1
[1l,. B ycnoBHsIX KpaTKOBPEMEHHOTO >KECTKOTO BO3JEHUCTBHS MPOUCXOIUT OoJiee
aKTUBHBIA pacrmaji psjga CYNEepKOMIUIEKCOB M BBICBOOOXIAeHME Komiuiekca |, a B
YCIIOBHUSIX JUIMTEILHOTO 3aKaJMBaHUS M MATKOTO CTpecca, MO-BHAMMOMY, pacriaj
aCCOIIMAIINI COMTPOBOXKIAETCS MOCTETICHHOW Jierpajaiuen 3Toro pepmMeHTa.

AHanu3 MUTOXOHAPUATLHOTO KOMIUIEKCOMA TP MTOMOIIU JIBYMEPHOTO ToJIly00oro
HaTUBHOTO dJeKkTpodope3a co BTopoil mepoit SDS mokazan, 4To mocie Bcex
MPUMEHSEMbIX  HU3KOTEMIEPATYpHBIX  00pabOTOK  CyOBEAMHUYHBIA  COCTaB
cyrnepKomIuiekcoB u kKomiuiekcoB cucteMbl OXPHOS cymiecTBeHHO HE MeHsUICS (pHC.
12). D10 TOBOPUT O CTAOMIBLHOCTH KOMIIOHEHTOB CHCTEMBI OKHCIHUTCIBHOIO
dbochopunupoBaHusi B HEOJATONMPUATHBIX HU3KOTEMIIEPATYPHBIX yCIoBUsIX. [log00HbIE
pe3yabTathl ObuIM TOdy4eHbl Taylor ¢ komreramum (Taylor et al., 2005), o npu
UCIIOJIb30BAaHUU 00Jiee >KECTKOr0 HEHMOHHOTO JIETePreHTa MOACIMIMAIBTO3HAA IS
CONIFOOMIM3aMy  MeMOpaHHBIX OCNKOB. OTH  HMCCICAOBATEIM IIOKa3ajdd, dYTO
BbIJIepkMBaHue 10-u MHEBHBIX 3€JeHbIX pacTeHuil ropoxa npu 4 °C B TeueHue 36

4acoB, a TaK)ke 00paboTKa repOMIMIaMu U 3aCyXa HE MPUBOAT K CYIIECTBEHHBIM
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Puc. 12. Biusaue  TUNOTEPMUU  Pa3IWYHOM  WHTEHCHBHOCTH  Ha
MHUTOXOHIPUAIBHBINA KOMIIJIEKCOM

Ha pucynke npezacrasien rens 2D BNE/SDS, okpamrennsiii Kymaccn R-250. Temneparyphbie
00paboTKH Te K€, UTO U B MOANHUCH K Tabi. 5. CieBa yka3aHbl MOJIEKYJIIPHbIE MacChl MapKEPOB

O6o3nauennsi: M — merakomruiekc (H+111,+1V1.4),; SC — cynepkommekcsr I+111,+1V1.4; SC*
— cynepkomiuiekc I+NDA+I+1V; SC** — cynepkommiekc NDA+NDB+IIIL+IV; Va(b)+Ad —
cynepkomiuieke Va(b)+NDA+NDB+AOX; 1, 1I, 1, IVa, Vb, IVc, Va, Vb — neixarensHbie
komruiekcsl I, 1, I, 1Va, IVb, IVc, Va,Vb coorBeTcTBEHHO.
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KOJMYECTBEHHBIM W KAYeCTBCHHBIM W3MCHCHHSIM B CYOBEAMHUYHOM COCTaBE
KOMITJIEKCOB  OKHCIHTEIBLHOTO (pochopunrpoBanns. OCHOBHbIE HW3MCHECHHS OBLIU
3aMEUEHbl B PACTBOPUMOHN (pakiMd MHUTOXOHIPHUAIBLHBIX OEIKOB, BOBJICYCHHBIX B
YTAEPOIHBI MeTabomm3M W (pOpMUPOBAHHWE YCTOMYMBOCTH K HEOJArONMPUSTHBIM
yCIOBUSIM. OTH JaHHBIE TMOATBEPXKIAIOT HAIlle MPEANOJIoKEHHEe O CTaOWIbHON
OpraHu3alliy JbIXaTeIbHBIX KOMIIJIEKCOB U UX aCCOLMALIUN.

Tak >xe kak W Ha OJAHOMEPHOM roiyOoM HaTuBHOM rene (puc. 11), mpu
pa3lieICHUU HATUBHBIX MUTOXOHAMPATIBHBIX OEJIKOB BO BTOPOU JI€HATYpUPYIOIIEH Mepe
(puc. 12) 3aMeTHO CHW)XEHUE COJIepKaHUS BCEX CYOBEIUHHUI] OOJBIIMHCTBA
CYNEPKOMILJIEKCOB B YCJIOBHUSAX THUINOTEPMUU. B  yclmoBUSIX IKECTKOTO cTpecca
HAOJIOMAeTCsl TAaKXKe 3HAYUTEIBHOE YMEHBIIICHHWE COJCpPKAHUS MHOTHX OCJIKOB B
obnactu 50400 x/la HatuBHOI Mepbl 1D, COOTBETCTBEHHO PACHOOKEHHBIX B MPABOI
nosioBune 2D reneir (puc. 12). MHTepecHO, uYTO NpU 3aKaJUBAaHUU OTMEYACTCS
YBEIMYECHHE HU3KOMOJIEKYPSHBIX CyOBEIMHUI] ¢ MaccaMu J10 25 k/[a B Merakomruiekce
(H+11,+1V1 4)n (puc. 12, M). Kpome Toro, B OTJIMYHE OT OCTAJIBHBIX BapHAHTOB B
KOMILIEKCOME ‘3akajcHHBIX” MuToxoHapuii Ha 2D BNE/SDS oryernuBo BbiaenseTCs
CyObEeIMHUYHBIA cOocTaB Merakomruiekca (puc. 12, M). Msl mnpenmnonaraem, 4To
HAKAIUIUBAIOIINECS HU3KOMOJEKYJISIpHbIE CYOBEAMHHUIIBI MOTYT TPHUJIaBaTh HOBBIE

CBOMCTBA U CTAOMIIM3UPOBATH Ty CTPYKTYPY B YCIOBUAX XOJOI0OBOM aanTaIliH.

3.3.3. AKTHBHOCTH /[bIXaTeJbHbIX MOHOKOMILIEKCOB H KOMILICKCOB B
COCTaBe CYNEPKOMILUICKCOB CHCTEMbl OKHMCJIMTEILHOro dochopunupoBanus
MUTOXOH/IPHUIi MPOPOCTKOB ropoxa B YCJOBHUSIX THIIOTEPMUM

Kak  orMeuanoch  Bblllle, OpPraHu3alusi  CUCTEMbl  OKHUCIUTEIBHOTO
dbochopunupoBaHrss MUTOXOHIPHUN MPOPOCTKOB ropoxa CYIIECTBEHHO HE MEHSETCS B
M3YYaeMBbIX YCIIOBHUSAX THUIIOTEPMHH, HO HAOIIOAAIOTCS U3MEHEHHS B COACP)KAHUU KaK
OTIICTILHBIX JIXaTEeIbHBIX (PEPMEHTOB, Tak U cymnepkomiuiekcoB cucreMbl OXPHOS.
BrosiHe oxugaeMo, 4To 3TU MEPECTPORKH MOTYT OTPAKAThCS TaKKe M HA aKTUBHOCTHU

AbIXaTCIbHBIX KOMIIJICKCOB. YuurteiBas BBICOKYTO JYBCTBUTCIIbHOCTD
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OH3UMOTPA(PUIECKOTO  METOJd, MOXKHO  TPEANOJOKUTh  BBISIBICHHE  HOBBIX
3aKOHOMEpPHOCTEH, HE OOHApYyKCHHBIX Ha TeNsAX, OKpameHHbIX Kymaccu. Ananm3
W3MEHEHUM  aKTMBHOCTH  KoMmIuiekcoB  cucteMbl OXPHOS — mutoxonapwid,
W30JJUPOBAHHBIX W3  TPOPOCTKOB  TOpOXa,  MPOBOAWIA  TpH  TTOMOIIU
JIGHCUTOMETPUUECKOTO aHajii3a, MCIOJIb3ys IOACYET CYMMapHOM HMHTECHCHUBHOCTH
MMKOB aKTHBHBIX 30H B Iporpamme Image J.

Pe3ynbTaThl pacyeToB MOKa3ajdd, YTO THIOTEPMHUS JIO00H WHTCHCHBHOCTH
MPUBOJUT K CHIDKEHHMIO aKTUBHOCTH [-rO0 KOMIUIEKCa B COCTaBE CYINEPKOMILIEKCOB,
PUYEM B HEKOTOPHIX MHHOPHBIX JJIEKTPO(OPETHUECKUX TIOJI0CaX pa3HUIA MEKITY
BapHaHTaMH BHJHA oTdyemmBee (puc. 13, nmpunoxenue E). Tak, xectkas oOpaboTka
CWJIbHEE BCETo, B cpefHeM Ha 54,2%, MOHMKAEeT aKTUBHOCTh KOMIUIEKca | B MUHOpHOM
cynepkommiekce |1+111,+1V, ¢ Rs 0,07 (puc. 13, rpaduk SC I+111,+1V}), B To Bpems kak
B MmakopHoi acconmaruu 1+NDA+I11,+1V ¢ Rf 0,2 akTUBHOCTh CHUXKAETCS MPUMEPHO
Ha 10% mpu Bcex u3ydaembix oopadoTkax (puc. 13, rpadpux SC* [+NDA+II,+1V). D10
MOXHO OOBICHUTH BbicOKOM HAJIH-nmermaporeHasHoil akTMBHOCTHIO KoMiuiekca I,
KOTOpasi B MAKOPHBIX 30HAX JETEKTUPYETCS MO TEMHO-(PHOJIETOBOM OKpacKe MpoayKTa
peakinu BHICOKOW HHTCHCHBHOCTH. TakuM 00pa3oM, pa3HHUIla MEXIY BapHaHTaMH B
ATUX 30HAX MOYKET YaCTUYHO HUBEITUPOBATHCS M3-3a BHICOKOTO COJEpKaHus (hepMeHTa.
HanpoTuB, B MHUHOpHBIX MoJjiocax (CyNmepKOMIUIEKCaX W OTACIbHOM Komiutiekce |)
conepkaHue Oellka HU3KOE, MOTOMY pa3HHIA B aKTUBHOCTH MOXKET MPOCMATPUBATHCS
O6onee uyerko. Ha ¢oHe oOmero cHWKEHUs AakTUBHOCTH (EepMEeHTa B COCTaBe
CYIIEpKOMILUIEKCOB TIPH THUIIOTEPMHH, B CTPECCOBBIX YCIOBUSAX IPOUCXOMHUT POCT
aKTUBHOCTH €ro CBOOOIHOM, HE CBSI3aHHOW C APYTMMH AbIXaTCIbHBIMUA (PepMEHTAMH
dopmbl. Tak, mpu HEUCTBUM HHU3KOW OTPUIATEILHON TeMIEpaTyphl OOHApPYKEHO
3HAYNTEIHLHOC YBEIMYCHHE aKTHBHOCTH OTICIBLHO (DYHKITMOHHPYIOIIETO KOMIUIeKca | B
cpeaHeM Ha 96,2%, a npu Markom ctpecce — Ha 13,9%. YuuTeiBas TO, UTO COJIep>KaHUE
sTOoro hepMeHTa TIPH JKECTKOM CTpecce yBennuuBaercs Ha 48,5% (tabm. 6, mosoca §), a
aKTUBHOCTB BbIpacTaeT Ha 96,2%, Mbl ipeanoiaraeM, YTo poCT aKTUBHOCTH CBA3aH HE

TOJIBKO C YBCIMYCHHCM COJACPKAHUA 66.]'[1(3, HO N C ﬂOHOHHHTeHLHOﬁ aKTI/IBaHI/Ieﬁ
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dbepmenta B »Tux ycnoBusx. CoaepkaHue CBOOOJHOTO Komruiekca | B ycrmoBusix
MSATKOTO CTpecca 3HAYMTEILHO HIDKE, YeM IPHU KECTKOM CTpecce, HO, TIO-BUANMOMY, B
ITHX YCJIOBHSAX TaK)K€ MPOWCXOMUT JIOTIOJHUTEIbHAS aKTHBAMs (EPMEHTA, IIOCKOJIBKY
€ro KOJIMYECTBO yBEIUYHMBAETCS B cpeaHeM Ha 4,1% (Tabum. 6, monoca 8), a akTUBHOCTh
BbIpactaer Ha 13,9% (puc. 13, rpaduk KOMIUIEKC ). B mepuon 3akaiuBaHus
COJIep)KaHUE U aKTUBHOCTh WHIMBHIYAILHOTO KOMIUIEKCa | COXpaHSIOTCS MPaKTHIECKH

Ha YpOBHE KOHTpoJIsI (Tabi. 6, mosoca §; puc. 13, rpapux KOMITJIEKC 1).

Kymaccen Komnuexke 1 ‘;/8 SC IHIIL+IV
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Puc. 13. Bimaaue runorepmun Ha HAJIH-pernmaporeHasHyr0 aKTUBHOCTH

KOMIUIEKCa | JbIxaTeibHOM [ENU MUTOXOHIPHUN TPOPOCTKOB rOpoOxa

Oo6o3nauenns: K — xkonrpons, JK — xectkuil crpecc, 3 — 3akanuBanue, M — MSTKH cTpecc.
CrneBa npecTaBiIeHbl MapKepbl HATUBHBIX 0€lIKOB. UepHble CTPENIKH yKa3bIBalOT Ha CYNEPKOMILIEKCHI,
cogepxaie kKommuiekc | um MoHokommiekc |. KpacHble cTpenku YKas3bIBalOT Ha pe3yJabTaThbl
JEHCUTOMETPUYECKOTO aHallu3a OTHOCUTENIBHON aKTUBHOCTU (DepMEHTAa B COOTBETCTBYIOIIMX 30HAX
JETeKIIMM TI0 BapuaHTaM, KOTOpbIE NpeJCTaBleHbl B BuAe I'padukoB. OTHOCUTENBHYIO aKTHBHOCTb
OLICHUBAJIM IO CYMMapHON MHTEHCHUBHOCTU OKPACKH MPOAYKTA PEAKIMHU B 30HE JAETEKIMH (epMeHTa U
BBIpa)KaJIM B MPOILIEHTaX OT KOHTPOis. KpacHbIMU NpsSMOYToJIbHUKaMU 0003HAUEHBI CYTEPKOMILIEKCHI
I+111,+IVn ¢ R¢ 0,07, I+NDA+I,+IV ¢ Rf 0,2 u kommuteke I ¢ R¢0,28 mo Bapuantam. Me [25%; 75%)],
Gapbl MOKA3BIBAIOT MUHIMANBHEIE H MAKCHMAIbHbIE 3HaueHus, N=4, * ™ "% ¢ _ sagmyapg mexay
KOHTPOJIEM H JKECTKHM cTpeccoM (%), KOHTpoIeM 1 3aKkanuBanieM (°), KOHTPONEM M MATKHM CTPECCOM
("), xecTkum cTpeccoM u 3akanuBaHueM ('), JKECTKHM CTPECCOM M MSATKHM cTpeccoM (©), MATKAM
crpeccoM u 3akaiuBanueMm (°) cratuctuueckd 3HaunMbl (P<0,05). CTaTHCTHYECKYIO 3HAYMMOCTH
pasnuuunii onpeaesnsiu no kpureputo Kpackena-Yosnnuca.
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ComocTaBisisi 3TH Pe3yJbTAThl C JAHHBIMH 10 OKUCIHUTEILHOMY cTpeccy (Taour.
5), MOXHO TMPEINOJIOXKHUTh CBSI3b MEXKIY HAKOIUICHHEM MPOAYKTOB MEPEKUCHOTO
OKHUCJICHUS JMIUIOB U YBEITUYECHUEM aKTUBHOCTH U COJIEpPKaHMUsI MOHOKOMIUIekca | B
MEepUOoJ HU3KOTEMIIEPATYPHBIX CTpeccOoB. HyKHO OTMETHUTh, UTO B YCIOBUSX KECTKOTO
CTpecca BBICBOOOKIEHNE MTEPBOTO KOMIUIEKCA UIET MHTEHCUBHEE.

PocT akTMBHOCTH MEpBOr0 KOMILUIEKCA, KAaK YKa3bIBaJOCh BBIIIE, ObLT OTMEUEH
takoke Ramirez-Aguilar ¢ coaBropamu (Ramirez-Aguilar et al., 2011) B MuToXoHApHIX
KITyOHeM kapTodelis B yCIOBUSX OKUCIUTENIBHOIO CTpECcca, BEI3BAaHHOTO runokcuei. [1o
nanaeM Lenaz m Genova (Lenaz, Genova, 2012) Ha XKHUBOTHBIX MUTOXOHIPHSIX OBLIO
TaKkKe MOKa3aHO, 4TO (PaKTOphI, MPUBOJSIIINE K PA3BUTHUIO OKUCIUTEIBLHOIO CTpecca,
Takhe KaK KCEHOOMOTHUKH, CTapeHHe, HeWpoJiereHepaThBHbIC 3a00JIeBaHUs, paKk U
JIpyrue, TaKXKe MPUBOMAIT K BBIXOAY Komiuiekca | M3 cocTaBa CymNepKOMILIEKCOB.
BepositHo, mucconmanus komiuiekca | sBisieTcss oOmieil peakiueil MHTOXOHJIpUi
MHOTUX BUJOB Ha OKHCIIMTEIbHBIN CTpECC.

AKTUBHOCTh KoMIUiekca |l B cocTaBe Merakomruiekca MpH >KECTKOM CTpecce
TakXe CHMxaercss npumepHo Ha 23,3%, (puc. 14, A, rpadux M (I1+111,+1V),) B TO
BpeMsl KaK aKTUBHOCTb CBOOOJHOM HECBSI3aHHOW CyKIIMHATAETHAPOreHas3bl, HA000POT,
HEMHOI'0 yBeIW4HMBaeTcsi B cpeaneM Ha 1,6% (puc. 14, A, rpapux KOMITJIEKC I1).
[Ipn 3akaJMBaHUM M MATKOM CTPECCE MPOUCXOJUT YBEIMYEHUE AKTUBHOCTH
cyknuHataeruaporenassl B Merakomiuiekce (II+III,+1Vy4),, HO CyIIECTBEHHBIX
W3MEHEHU B COJEp>)KaHUM MOHOKOMIUIEKca He mnpoucxoauT (puc. 14, A, rpadux
KOMIIJIEKC II).

Haunboinee BhipakeHHbIE U3MEHEHHUS aKTUBHOCTH KoMIuiekca [V nerekrupyrorcs
B merakomruiekce (II+11I+1Vyy), (puc. 14, B, rpapux M (I1+111+1V),). B sroii
CTPYKTYyp€ MpH HU3ZKHUX OTPHUIATEIBHBIX TeMIIepaTypaXx AaKTUBHOCTh ILIUTOXPOM C
OKCUJIOpPEAYKTa3bl MajaeT B cpeaHeM Ha 23,3%, a B yCIOBUAX 3aKAJTUBAHUS U MSTKOTO
cTpecca MpoucxoauT ee pocT Ha 29,7 u 28,4% cooTBeTCTBEHHO. B cynepkomIuiekcax

I+111,+1V, ¢ Rf 0,07-0,18 nabmronaercs CHHKEHHUE aKTUBHOCTH KoMIuiekca IV
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Puc. 14. BausiHue TUnoTepMuy Ha aKTUBHOCTb CYKIIMHATIAETUIpOreHasnl (A) u

UTOXPOM ¢ okcuaasbl (b) B MUTOXOHIPUSX TPOPOCTKOB ropoxa
O6o3nauenusi: O6o3navuenus “K, XK, 3, M” u 3HaueHHe CTpENOK T€ K€, YTO M Ha puc. 13.
CrneBa npecTaBIeHbl MapKephl HATUBHBIX OenkoB. Me [25%; 75%], 6apbl MOKa3bIBAlOT MUHUMAJIbLHBIC

U MaKCUMaJbHbIe 3HaueHus, N=4, *

69 9 Ko 9
B¢ kak B moanucy K puc. 13.
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MPAKTUYECKA TPU  BCEX  HCIOJIB3YEMBIX  HH3KOTEMIIEpaTypHBIX  00pabOTKax
(mpunoxenne E). Tak, B cynepkomriekce |+111,+1V, ¢ Rf 0,14 (puc. 14, b, rpaduk SC
[+111,+1V)) akTUBHOCTH IIUTOXPOM ¢ OKCHJIa3bl ynaja B cpeAaHeMm mnpumepHo Ha 20%
1OJ1 BO3JECHCTBUEM BCEX M3YYAEMBIX YCIOBHUU T'MIIOTEPMHH, & BOT B CAMOM “MEIKOM’
cynepkomiuiekce NDA+NDB+I11,+1V (puc. 14, B, rpadpuxk SC** NDA+NDB+I111,+1V),
HaAIlPOTHUB, B CTPECCOBBIX YCJIOBHSIX MPOUCXOAUT €€ HEOOIbIIONW POCT. AKTUBHOCTH
cBOOOMHBIX (DOPM LUTOXPOMOKCHUIA3bl MOJABISIETCS B PA3HOM CTENEHU MPaKTHYECKU
IIPU BCEX HU3KOTEMIIEPATypPHBIX 00pabOTKaxX.

XecTkuii cTpecc BBI3BIBACT CYIIECTBCHHOE CHIDKCHHE aKTUBHOCTH BCEX (HOpM
komiutekca V — mumepHoit popmer V,, Va u Vb, B cpennem Ha 27,9-20,9% (puc. 15,
npwioxkenue E). Ilpu 3akanuBanum akTuBHOCTH Bcex Gopm ATd-cuHTa3bl

nojasisiercs B cpeineM Ha 10%.

Kymacen Komnuiexe V % Va+NDA+NDB+AOX
K K 3 M Kok 3 M| 1200 g s 107,9™"
» - 100 arg 8987
80 72,17 [
60
DR — 40
W K 3 M
Va+NDA+NDB+AOX
S B B WS Vb+NDA+NDB+AOX
669 x/la—
440 Jla_—
% Vb+NDA+NDB+AOX
120 6 90,0
232 k/la— 100™™" = 96.0™"
100 7() la’rsﬂ g
80 > -
140 k/la— 60 =
40
e s > L 3 M

Puc. 15. N3menenuss B akTUBHOCTH AT®-CHHTa3bl MUTOXOHJPHUN IPOPOCTKOB

ropoxa B yCJIOBHAX T'HIIOTCPMHUHA

O0o3navennsi: OO0o3HAaueHUS W 3HAYEHHME CTpENOK Te e, uro u Ha puc. 13. Cresa
IIPEICTABIICHBI MapKephl HATHBHEIX OenkoB. Me [25%; 75%], n=3, & ™ ™% € _ xak B mommmcH K prc.
13.

Msrkuii ctpecc NPpUBOAUT K CHUXKEHHUIO aKTUBHOCTU TOJBKO Ma)KOPHOU (POpPMBI
Vb, craTMCTHYeCKH 3HAYMMOIO H3MEHEHHMs B akTHBHOCTH (opm V, m Va He

HaOmonaercs (puc. 15, npunoxenue E).
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B memom mpencraBieHHbIE MAaHHBICE TOBOPSAT O CTAOWIIBLHON OpraHu3alvuu
CHUCTEMBbI OKHCIUTEIHHOTO (GochopuanpoBaHrs MHUTOXOHAPUN TOpoXa, a CHUXKCHUE
TEeMIIepaTyphbl MPUBOAUT K MOHMKEHHUIO WUJIU TOBBIIICHUIO COJEPKAHUS U aKTUBHOCTHU
OTZICJIbHBIX €€ KOMIIOHEHTOB. Tak, MOKa3aHO, YTO B YCIOBUSIX TUIOTEPMHH HE
npoucxoaut GOPMHUPOBAHUS HOBBIX aCCOIMAIMN JIbIXaTeNbHBIX ()EPMEHTOB, HO
YMEHBIIAETCS  COACp)KAHUE W aKTUBHOCTh  OOJIBIIMHCTBA  OOHApYXEHHBIX
CYNEPKOMILJIEKCOB, Takux Kak cynepkoMiuiekcel [+HIL+1V,, [+NDA+I11,+1V,
Va+NDA+NDB+AOX u Vb+NDA+NDB+AOX. HurepecHo, 4TO coaepKaHUE U
akTuBHOCTH Merakomiuiekca (I1+111,+1Vy 4), CHIKAFOTCS TOJIBKO B YCIOBHSX KECTKOTO
CTpecca, a Mpu 3aKaJlMBaHWU, HA00OPOT, HAOIIOMACTCS UX yBelWueHue. B ycrmoBusix
MSATKOTO CTPECCA, HECMOTPS Ha TO, UTO CYIIECTBEHHBIX U3MEHEHUN B €r0 COAECPKAHUU
HE 00HapYKEHO, AKTUBHOCTH 3TOM acCOLMAIMKU PACTET TaK K€ KaK U IPH 3aKaIHBaHUU.
B pesynbrare pacmnana cynepkomiuiekcoB [+HI+1V, u [+NDA+I1I,+IV B ycrnoBusx
TUMIOTEPMUN TPOUCXOJUT BBIXOJI M HAKOIUICHUE OTACIBbHO (YHKIUOHUPYIOIINX
koMmiiekcoB | u lll,. DToT mpouecce, mo-BuAMMOMY, IPOUCXOAUT Oaroaaps pa3BUTHIO
OKHCIIUTEIIBHOTO CTpecca, O YEM MOXHO CYIOUTh II0 YBEJIMYECHHUIO COAEPKAHUS
npoaykroB [IOJI. BeposiTHO, mpu HU3KOTEMIEPATYPHOM CTPECCE 3TH H3MEHEHUS
SBJISFOTCSI PE3YJIbTATOM MTOBPEXKICHUN 1 HAIIPaBJICHbI HA CMATYCHUE HEOIArOMPUSTHOTO
BO3JICICTBUSI HHU3KUX TEMIEpPATyp, B TO BpeMs KakK B YCIOBHUSIX 3aKaJUBaHUA —
pPE3yNbTATOM aIANTALMOHHBIX NEPECTPOEK, U HEOOXOAUMBI AJI1 MEHEE MHTEHCUBHOIO U

KOHTPOJIMPYEMOTO JIbIXaHUS.
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3AKJIIOYEHUE

B Hactosimee BpeMs TpH TOMOIIM COBPEMEHHBIX METOMOB DJICKTPOHHOU
MUKPOCKOITMH, OJTHOMEPHOTO U JBYMEPHOTO roJiyOOro HaTMUBHOTO 3JEKTPO(POpPE30B B
TPaIMCHTHOM TOJIMAKPIIIAMHTHOM TeJie, MacC-CIIEKTPOMETPUUIECKOTO aHAIN3a aKTUBHO
U3y4aeTcsi OpraHu3alusi M COCTaB CYNEPKOMIUIEKCOB CHUCTEMbl OKHCIUTEIBLHOTO
dbochopunupoBaHusi MUTOXOHAPUN KUBOTHBIX, TpUOOB, OakTepuil U pacTCHUM.
Hakoruiennas 3a mocnegHue rojabl MH(pOpMalus HW3MEHHJIA CYIIECTBOBABIIEE paHEE
MPECTaBICHUE O CTPYKTYPHOM OpraHu3aiuu MUTOXOHApHaibHOU cuctemMbl OXPHOS
W TOKa3aja, 9TO JbIXaTelIbHbIe KOMIUIEKCH U AT®-crHTa3a OpraHn30BaHbl B CIOKHBIC
TUHAMUAYHBIC CTPYKTYPBI, TaK Ha3bIBaGMbIE CYIEPKOMILIEKCHI M METaKOMITJICKCHI
(Welchen et al.,, 2011; Lenaz, Genova, 2012). Ilpeamnosaraercsi, 4T0 OOBEIUHCHUE
KOMITJIEKCOB B C€AMHYIO CTPYKTYPY MOJKET YBEIWYHUBATh WX CTaOWMIBHOCTH BHYTPH
CYNEpPKOMILIEKCOB,  CIOCOOCTBOBAaTh  Oosiee  A(h(HEKTUBHOMY  pacIpeiesiCHUIO
AJIEKTPOHOB MEXIY PEaKTUBHBIMU caliTaMu (DEPMEHTOB B MpeJieiax CyNepKOMIUIEKCOB
U TIPETSATCTBOBATH OOpa30BaHHWIO OMACHBIX HWHTEpPMEAWaToB peakmuil. I[lomoOHas
accoIMaIys MOKET ObITh TaK)Ke Ba)KHA JIJISl PETYIISIIIUU METa0OJIMYECKUX MyTEeH, TaKUX,
Hanpumep, kak 1ukil KpeOca, cuHTe3 ackopbata W aMuHOKHCIOT. Hapsany c
HAJIMOJIEKYJISIpHBIME CTpyKTypamu B cuctemMe OXPHOS mMutoxoHapuii mpucyTCTBYIOT
TaK)Ke OT/ACJIbHO PACTIOIOKEHHBIE IbIXaTeNIbHbIE KOMITJIEKCHI.

Opranuszanusi CHUCTEMbI OKHUCIHUTENIBHOTO (HochOopHIMpOBaHUS MUTOXOHIPHM,
BUJIBI U COJIEpKaHUE CYMEPKOMIUIEKCOB M HHIAMBHUAYaJIbHBIX KOMIUJIEKCOB B Pa3HBIX
opranm3max pasnudaercs (mpuinoxkenue A). OIHAKO HMEIOTCS ONpeAeieHHbIC
3aKkoHOMepHOCTH. Tak, Hampumep, OojbIIoe KojmuecTBo cynepkomiuiekcoB I[+III,
XapakTepHO s pacTeHuil, cynepkomiiekce [1I,+1Vy 4 sBnsiercs MmaxkopabiM y TprOOB, a
B MUTOXOHApHsIX Miekonutaromux DTl mpenacraBiaeHa B OCHOBHOM pecIMpacoMaMu
I+111,+1Vy, (Chaban et al., 2014). BriaBieHue 3aKOHOMEPHOCTEH B OpraHH3aI[HH
cucreMbl OXPHOS wMutoxoHapwii, aHanmM3 JaHHBIX OCIOXHSJIUCH TEM, 4YTO IS
W3YUYCHUS HWCITOB30BAINCh Pa3IUYHBIC HEHOHHBIC JICTCPICHTHI, Pa3IUYaroONIuecs II0

CHJIC pa3pylICHUA 6CHKOBO-HI/IHI/II[HBIX N MCKIINITUAHBIX CBSI3CH. HOBTOMY IIPUMCHCHHUC
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0onee MSATKUX HEMOHHBIX JETEPTEeHTOB JA€T BO3MOXKHOCTH IMOJIYYUTH 0O0JIE€ MOJTHYIO
uH(OPMAITMI0O O HATUBHOW OPTAaHM3AIMd KOMIUIEKCOB IbIxaTeiapbHOW Iienu u ATO-
CUHTa3bl B MUTOXOHJIPUSX.

B namem nccinenoBanuu cucrembl OXPHOS mpopocTkoB ropoxa (Pisum sativum
L.) ucrnonb30Bany AUTUTOHUH, KOTOPBIA JIydlll€ OCTaJIbHBIX MOJOOHBIX COEAMHEHUH
CTaOMIIM3UpPYET MEMOpaHHbIE KOMIUIEKCHl M B HACTOSIIEE BPEMSI CUMTACTCS CaMbIM
MSATKHM HEUOHHBIM JnerepreHToM (Sunderhaus et al.,, 2007). Kpome Toro,
MUTOXOHJPHUAIIBHBIA KOMILJIEKCOM COJIIOOMJIM3UPOBAIIA TOJIBKO M3 CBEKEBBIJICICHHBIX
MUTOXOHAPUMA, 00aTa0ONIMX BBICOKON CTENEHBbIO YUCTOTHI M MHTAKTHOCTH, XOPOILIEH
AKTUBHOCTBIO M COIPSHKEHHOCTHIO MPOIIECCOB OKUCICHUSI U (PoCchHOpHIMpOBAHUS, UTO
MOCIYXWJIO  HAAEKHOM 0a3ol i TMOJy4YeHUs  JOCTOBEPHBIX  JIAHHBIX O
HAJMOJIEKYJISIPHOM OpraHu3allid CUCTEMbl OKHUCIUTENbHOTO (ochopumupoBaHus
MUTOXOHAPUIA NPOPOCTKOB ropoxa. Takxke MJi1 MAaKCUMaJIbHOTO COXPAHEHUSI HATUBHOTO
COCTOsIHUS OCJIKOBBIX CTPYKTYp B oTiiuue oT psiza aBropoB (Eubel et al., 2003, 2004;
Sunderhaus et al., 2007; Klodmann, 2011) mMbI ucronbp30Baid 0oJiee MATKHAE YCIOBHUS
MPOBEICHUs] HATUBHOTO Troiiyboro d¢ope3a B MEpBOM Mepe pas3JesieHHs, CHUXKas
koHneHTparuioo Kymaccu G250 mocne mosioBuHbl mpobera B 10 pa3 (rmaBa 2.11).
Bricokas konrentpanuss Kymaccu B katogHoM Oydepe MOKET MPUBOIUTH K MOTEpe
HEKOTOPBIX CIIA00CBSI3aHHBIX OCIIKOB.

Panee Taylor ¢ coaBropamu (Taylor et al., 2005) mpennpuHUMaTU TOMBITKY
n3yuyeHus opranuzanuu DT MUTOXOHAPHIL U3 3€JI€HBIX PACTEHU rOpOXa MPU MOMOIIH
0oJee )KECTKOT0 JeTepreHTa J0AeHUIMaIbTo31Aa, pa30MBAIOIEro CYNEPKOMIUIEKCHI Ha
OT/IeJIbHbIE KOMIUIEKCHI MU 00Jiee MEJIKUE aCCOIMAIIMM JIbIXaTeIbHbIX KOMILJIEKCOB. B
pe3ynbTate HUCCIAeAOBaHUN aBTOpPhl OOHapyxwiu B coctaBe Tl Tompko oauH
cynepkomiuiekc 1+11l, u oTaenbHO GYHKIMOHUPYIOIINE IbIXaTeIbHbIE KOMIUIEKCHI (PUC.
16, A) Pe3ynabTaThl HalIUX HCCIIEAOBAHWIN TOKA3ald, YTO KOMILICKCHI JbIXaTeIbHON
nenu 1 AT®-cuHTa3a B MUTOXOHAPUSIX ATUOJHPOBAHHBIX MPOPOCTKOB rOPOXa UMEIOT
ropasfo 0oJjiee CJIOXKHYIO OpraHU3aldi0 U B HATUBHOM cocTosiHuu cucteMa OXPHOS

npeacTaBiieHa: MaxopHbIM cynepkomiuiekcoM [+NDA+II,+1V; nsatero
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NINTEPATYPHbIE OAHHbIE

Mampukc

SHYMPEHHAR
Mem6paHa

Cynep-
MeXMeMEP. Koxnn%u:c
npocmp. 1+,

A

KOHTPOIb

Mampuxc

SHYMPEHHAR
mMemM6paHa ’
¥\ CUHTacoMa

Mera- Cynep- Cynep- Cynep- : ‘
HoaemaCP: komnnekc KOMNMeKC KOMMMeKC  KoMMmHekc Sl
B (HNLHV) VL +NDAHILFV NDA+NDB+||| +HV
SAKAITMBAHUE
yeenuyenue yeenuyeriue

Mampukc

T o
E B

GHYMPEHHAR
mMemM6paHa :
¥ | CUHTacomMa

Mera- Cynep- Cynep- Cynep-
oaemmCP- komnnexc KOMNNeKC KOMUMeKC  KomMmmekc e
(INLFHV) - LV +NDAHILEV NDA+NDB+||| +HV
B YMEHbUWEHUE
CTPECC
yeenuyerue
Mampukxc t t t

SHYMPEHHAR
mMemM6paHa AT
‘ CMHTaCOMa

Mera- Cynep- Cynep- Cynep-
noaemaCP: komnnekc Ko oMnrekc KkomMnrekc  KOMMNeKc Y, HAD
S (HNLHV) - HHLHVL HNDAHILFIV NDANDBHIL+IV
I YMEHbUWEHUE

h KOMMINEKC | O KOMIMIEKC IVa : KOMMINEKC V NDA
& KOMMNEKC Il KOMIMNEKC IVb e uuTOXpOM C NDB
' KOMMNEKC I, . KOMIMIEKC Ve ® AOX

anbTepHaTUBHbIe
epMeHTbI (AD)

Puc. 16. Cxema opranmzanuu cuctemMbl OXPHOS mMutoxonapuii mpopocTkoB

ropoxa B ONITUMAaJIbHBIX U HU3KOTEMIIEPATYPHBIX YCIOBUIX.

A — HaTHMBHAas OpraHM3alMsl AbIXaTEIbHBIX KOMIUIEKCOB U AT®-CHUHTAa3bl 3€JEHBIX PACTEHUN
ropoxa 1o ganubM Taylor ¢ coasropamu (Taylor et al., 2005), naHHbIE OTYYESHBI IPH KCITOIB30BAHUN
JKECTKOT0 JIeTEpreHTa JoJeUMIManbTo3uaa; b — HatuBHas opraHmszauusa cuctemsl OXPHOS
MHUTOXOHJIPHI IPOPOCTKOB TOPOXa B ONITUMAJIBHBIX YCIOBUAX; B, I — n3MeHEeHNs B HAIMOJIEKYJIAPHON
ctpykrype cucrempl OXPHOS mMuUTOXOHApHI TPOPOCTKOB TOpPOXa B YCIOBUSAX HU3KOTEMIIEPATYPHOIO
3aKaJIMBaHUSA U CTpecca cooTBeTcTBeHHO. B Bapmantax b, B u I' comoOuin3upyromuM areHTomMm
ABIISANICS JTUIMTOHUMH. AT®-cuHTa3a mpexncraBieHa B BUIE JuUMeEpa, T.K. II0Ka3aHO, YTO B
MHUTOXOHPHSIX TOT (pepMeHT MMeeT B OCHOBHOM umepHyro ¢opmy (Davies et al., 2012; Chaban et
al., 2014), xoTopast npu COTFOOMIM3AIIMK OPTaHEIIT PaclagaeTCsi Ha MOHOMEPBI.
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pecnupacomamu [+111,+1V,, BKIroyaronmmuy pa3zHoe KoJIM4ecTBO Konuid komiuiekca [V;
cynepkomiuiekcom  NDA+NDB+III,+1V;  merakommuexkcom — (I+IIL+IV), ¢
npejnoiaraeMo MoJiekyispHor Maccoit okosio 10000 x/la; a Takyke nBymst ¢opmamMu
AT®-cunrazel — Va u Vb, acconnupoBaHHBIMU C aJbTEPHATUBHBIMU (DepMEHTaAMU
(puc. 16, b) (Konnmakosa u ap., 2014, 201606).

dakT oOHapyxkenus komiuiekca II B coctaBe Merakommiekca (H+111+1V),
SIBIISIETCSI UHTEPECHBIM, T.K. CAMUTAETCS, YTO OH HE BXOJUT B COCTaB CYNEPKOMIIIEKCOB U
UMEIOTCS JIMIIb €IUHUYHBIE CBEICHHSI O €r0 acCOLMalUU C APYTMMHU JIbIXaTebHbIMU
dbepmentamu DTL mutoxonapwmii (Lenaz, Genova, 2007; Acin-Perez et al., 2008). Tak,
HaIpUMeEpP, B MUTOXOHJPHUSAX MBIIMICH CYKIIMHATACTHAPOreHa3a 0OHApYyKEHA B COCTaBE
cynepkomiuiekcoB I+11+111,+1V u 11+111,+1V (Acin-Perez et al., 2008).

Acconmanun NDA, NDB u AOX ¢ AT®-cunrasoii, NDA c cynepkoMiieKcoMm
[+111,+1V, a NDA u NDB c cynepxommiekcom 1,41V B pacTUTeIbHBIX MUTOXOHAPHUSIX
0o0apy>KeHbl BIIEPBBIC, TOCKOJbKY paHEe CYUTAIOCh, UYTO OTU AalIbTE€PHATUBHBIC
(epMEHTHI HE CBSI3aHBI C JBIXaTCIbHBIMUA HAJAMOJCKYIApHbIMU cTpykTypamu (Eubel et
al., 2003; Klodmann et al., 2011; Welchen et al., 2011). Oagnako B mocieaHee BpeMs
HaYaJId TOSBIIATHCS CIMHUYHBIC TaHHBIC 00 acCOIMalid HEKOTOPHIX albTEPHATHBHBIX
dbepMeHTOB C abIXaTelbHBIMU KoMILiekcamu. Tak, Matus-Ortega ¢ komuteramu (Matus-
Ortega et al., 2015) B mutoxonapusx Saccharomyces cerevisiae, B KOTOpPbIX, Kak
U3BECTHO, OTCYTCTByeT KoMIUiekc | pAbIxaTenbHOW Uenu, OOHAPYKUIIM CBA3b
BHyTpeHHeH anbrepHatuBHOM HAJ[(®)H-nerumporenassr Ndil ¢ xommaekcamu I, u
IV, npeanosnoxus, 4To 3TU (HEPMEHTHI 00Pa3yIOT PECITUPACOMO-TIOAOOHYIO CTPYKTYPY.
bonee Toro, onm BeIsiBHIM, 4To Ndil oOpasyer Ttakxke kommuiekc ¢ AJ[D/ATO-
TPaHCJIOKATOPOM U TepeHocuukoM ¢ocdara. Hamm pesynapTaThl MOKa3aid, YTO
OCHOBHAs 4aCTh BHYTPEHHHMX U BHEIIHUX ajibTepHAaTUBHBIX HAJ[(D)H-geruaporenas,
JETEKTUPYEMBIX HMMEIOIIUMUCS AHTHUTENIAMU, AacCOLUUPYET C CYNEPKOMIUICKCAaMU
OKUCIHUTENbHOTO (ochopunmupoBanus, a andbTepHATUBHAS OKCHAa3a B OCHOBHOM
HaxoJUTCs B CBOOOJHOM, HecBA3aHHOM dopme. Mbl mpeanoaraeM, 4to MPUCYTCTBUE

AJIbTCPHATUBHBIX (bepMeHTOB B COCTaBC CYIICPKOMIUICKCOB MOKCT YBCIMYUBATDH
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ajanTalvoHHble BO3MOXHOCTH cucteMbl OXPHOS pacTuTenbHBIX MHUTOXOHIPHIA
(Konmakosa u j1p., 20160). Tak, B CTpECCOBBIX yCIOBHAX, KOT/Ia aKTHBHOCTh KOMILIEKCA
I momaBnsiercs, NDA anpTepHAaTHUBHO MOXKET MOJEPKUBaTh padboTy KomruiekcoB III u
IV B cocraBe pecnupacombl [+NDA-+IIL+IV. ®OyHKUMOHAIBPHYI0 3HAYUMOCTh
accollMaliy allbTepHATUBHBIX (pepMeHTOB ¢ AT®-CUHTa30H eIlle MPEJCTOUT BBISICHUTb.

WNurtepecHo Hanmuuue OByX MOHOMEpPHBIX GpopM ATd-cuHTa3bl B MUTOXOHIPUSIX
npopoctkoB ropoxa — Va um Vb. Panee coo0manoch 0 HaJIWYUU TOJBKO OJTHOM
Ma)KOpHOU (opMBI 3TOro (epMeHTa, COBHANAIONICH MO Macce ¢ Komiuiekcom Vb y
ropoxa (Eubel et al., 2003; Krause et al., 2004; Pineau et al., 2005; Taylor et al., 2005;
Bultema et al., 2009). Oxnako no3guee Chien ¢ xomreramu (Chien et al., 2015) taxxke
oOHapyxxunu BTOpylo (popmy ATd-cuHTa3sl B opraHeiiax u3 KOpHEBHI OamOyka,
KOTOpas MO MOJEKYJISIPHON Macce MPUONKAETCs K 0OHApYy>KEHHOMY HaMU KOMIUIEKCY
Va. ABTOpBI MPEANOJIOKIIM, YTO 3TO cymnepkomruiekc V+F;, ¢ deM moka cCloXHO
COTJIaCUThCS, TaK KaK B ITOM CJy4yae 3Ta CTPYKTypa JoJDKHA Oblia Obl MMETh Oosee
BBICOKYIO MOJIEKYJIIpHYIO Maccy. JlomomHuTeNnbHbIe CyObeIUHHUIIBI MUHOPHON (OpPMBI
Va erie npeicTOUT U3yUHUTh.

[TomuMo oOHapykeHHBIX cynepkomiuiekcoB B DTL] MUTOXOHIpHil Tropoxa Bce
JbIXaTeabHbIe (PEPMEHTHI MPUCYTCTBYIOT U B BHUJE OTHAEIHHBIX KOMIUIEKCOB, MPUUEM
komruieke |1V npexacrasnen tpems Gpopmamu — [Va, IVb u [Ve (Kongakosa u ap., 2014).
Kommiekcor IVa u IVb uMerT cX0Xuil COCTaB M OTJIMYAIOTCA JOMOJHUTEIbHOU
cyobenunauIed (mm cyobenuauaMu) ¢ oomeit maccoit 50 x/la. Panee psgom aBTopoB
(LaMarche et al., 1992; Weishaupt, Kadenbach, 1992) 0Obuto Takxke OOHapy»KeHO
Hanuuue aByx ¢opm kommiekca |V, IVa u IVb B MUTOXOHIpHUSX HOpOXOKEH Hu
MJICKOTTUTAIONINX, KOTOPhIE OTINYAINCh JOMOJHUTENbHON cyObenuuuiiein COX VIb ¢
Maccoir 10 x/la. beuto mokaszaHo, 4TO 3Ta CyObEAMHUIIA MOXET JIETKO OTACNSThCSA U
PETyIMpOBaTh AKTUBHOCTH ITUTOXPOM ¢ OKCHAa3bl. [lo31HEE rOMOJIOTUYHBIN OENoK C
maccoit 32 kJla ObuT 0OHapyskeH u B pactuteabHoM Komiuiekce [Va (Eubel et al., 2003).

BepositHo, paznuuuss B Maccax Mexay ¢opmamu IVa u IVb B muTOXOHApUSAX
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MIPOPOCTKOB TOPOXA TAKIKE MOTYT OBITh CBA3aHBI C HATMYUEM JOTIOJTHUTEIHHBIX U B TOM
YHUCJIC PETYISATOPHBIX CYOhEIUHMII.

Kak oTmedanoce BbIllle, HATHBHAS OpPraHU3AIMs CHUCTEMbl OKHCIUTEIBHOIO
dbochopumupoBaHus MUTOXOHIPHUN B Pa3IUYHBIX BHJAX W JaKe Ha pasHbIX (azax
Pa3BUTHSl PACTEHUSI M3Y4YaeTCsl aKTUBHO, HO MCCIIEIOBAHUS IO BIMAHHUIO (DaKTOPOB
Cpellbl Ha €€ CTPYKTYpy MOKa €IMHUYHBI. B 4acTHOCTH ecTh AaHHbIE, TOKa3bIBAIOIINE,
YTO B YCJIOBHUSX TUIIOKCHH, HU3KOTO PH ¥ aHOKCHH TIPOMCXOIUT CHIDKEHUE COACPIKAHUS
U pacraj apixarenabHbix cynepkomiuiekcos (Millar et al., 2004b; Ramirez-Aguilar et al.,
2011). OgHako ucciaeAOBaHUS MO BIUSHUIO THUIOTEPMHH Ha COCTaB U aKTHUBHOCTH
CYTIEpPKOMILIEKCOB B PaCTUTEIHLHBIX MUTOXOHIPHAX MPAKTHUCCKH HE MPOBOAMINCH. J1JIs
MOJIYYCHUS] HOBBIX JIaHHBIX M pACIIMPEHUsl TMpeACTaBiICHUS 00 aJanTUBHOM H
CTPECCOBOM COCTOSIHUU MUTOXOHAPHATEHON CHUCTEMBI OKHCJIUTEIIBHOTO
dbochopunupoBaHusi Mbl HUCIHOJB30BAIA TPU pPa3jIUUHbIe HU3KOTEMIIEpATypPHbIE
00paboTKM — 3aKaluBaHHUE, “MATKOE” CTPECCUPOBAHHE HU3KOM TOJOKUTEIbHON U
“KECTKOE” CTPECCUPOBAHNE OTPULATEILHON TEMIIEPATYPAMH.

PesynbraThl uCCleOBaHUN TMOKa3aldW, YTO B YCIOBUSX THUIOTEPMUU HE
MPOUCXOAUT (OPMHUPOBAHHWE HOBBIX aCCOIMAIIMN JIBIXaTeNIbHBIX (EPMEHTOB, HO
YMEHBIIIAETCSl COAepKaHue OOJBIIMHCTBA OOHAPYKEHHBIX CYMEPKOMIUIEKCOB, TaKHX
kak [+II,+1V,, [+NDA+I11,+1V, Va+tNDA+NDB+AOX u Vb+NDA+NDB+AOX, uto
MIPEANOJIOKUTEILHO MOXKET OBITh CBS3aHO C PACMaOM M YaCTHYHOM Jerpajaueil 3Tux
ctpyktyp (puc. 16, B u I'; Taba. 6). Ha ¢done o0mero CHMKEHHS COAEpIKaHUS
OOJBITMHCTBA CYNePKOMILICKCOB MIPOUCXOJIHUT HAKOIIJICHUE OTZICTTLHO
¢bynkunonupyomux komrmiekcoB | u Ill;, yTo, BeposiTHO, fABISIETCS pPE3yIbTATOM
pacniaga pecriupacoM [+HII,+1V, u I+NDA+II,+IV B HH3KOTEMIIEpaTypHBIX YCIOBUSIX
(Konmakosa u nip., 2016a).

N3menenus B comepkanuu komnoHeHToB cucteMbl OXPHOS oTpaxkaroTcst u Ha
aKTUBHOCTH (HEpMEHTOB, (GYHKIHOHUPYIOIHUX KaK OTIAEIBHO, TaK M B COCTaBe
CYIIEpKOMILIEKCOB. Tak, TUIIOTEPMHUS BHI3bIBACT CHIDKCHHE aKTUBHOCTH JBIXATCIBHBIX

KOMILJIEKCOB B pecrupacoMmax. B To e BpeMsi B CTPECCOBBIX YCIOBUSX HAOIIOAAETCS
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pPOCT AaKTHUBHOCTH MOHOKOMIUIEKca |, mpuyeM MNpUpOCT aKTUBHOCTH MPEBBIIMIACT
OpUpPOCT conepkaHus (epMeHTa. DTO TO3BOJSET MPEANOJIOXKUTh, UYTO TMOMHUMO
KOHIIEHTPAI[MOHHOW 3aBUCHUMOCTM W3MEHEHHUsI AaKTUBHOCTH B TIEpPHUOJ] CTpecca
BKIIIOYAIOTCSA €II€ U JONOJHUTENbHbIE (DAKTOPbI, AKTUBUPYIOIIUE OTAEIHHO
bynkunonupyromuii komruiekc |. Ilpu 3akanmBaHuM aKTUBHOCTb 3TOTO JBIXaTEIBHOTO
dbepMeHTa OCTaeTCsi Ha YPOBHE KOHTPOJISL. B yCIOBUSIX THIOTEPMUU OTMEUEHO TaKKe
HEOOJbIIOE ~ yBEJIWYEHHE  AKTUBHOCTH  0OJee  MEJNKOro  CymepKOMIUIeKca
NDA+NDB+III,+1V.

Hamu pannHble cornacyrorcs ¢ pesynbraramu Ramirez-Aguilar ¢ coaBropamu
(Ramirez-Aguilar et al., 2011), koTopble TOKa3ajlu, YTO MPH TUINOKCHA U HU3KOM
snaueHun pH conepkanue cymnepkomruiekcoB I+11,+1Vy3 u I+I1l; B MuToxonapusx
KITyOHel KapTodenss CyIMEeCTBEHHO CHHXKAETCA, YTO COMPOBOXKIAETCS BBIXOJOM
KoMIulekca | H3 cocraBa CyNEepKOMIUIEKCOB C TOCIEAYIOUIMM  YBEIUYEHHEM
comepkanusi Oonee Menkoro cynepkomiuiekca | +1V. BepostHo, cHuxeHue
KOJIMYECTBA aCCOIMAIMM JBIXaTebHBIX KOMIUIEKCOB B CTPECCOBBIX YCIOBHUAX H B
YCIOBUSIX aJalTallud sIBJSETCS OOIIed peakiueil CHUCTEMBbl OKUCIMTEIBHOTO
dbochopunupoBaHusi Ha U3BMEHEHHSI YCIOBUU CPeIbl.

B ycnoBusix 3akanvBaHUs CHUKEHHUE COJCPKAHMUS U aKTUBHOCTH OOJIBITMHCTBA
CYIIEPKOMIIIEKCOB M COXpaHEHUE (PYHKIIMOHAIBHOIO COCTOSIHUS MOHOKOMIUIeKca | Ha
IPEeKHEM YPOBHE COBMECTHO C APYrUMH (HaKTOpaMHu TPUBOIUT K YMEHBIICHHUIO
dbochopuaupyromero  IbIXaHUs HW  pa30OIICHHIO  TPOIECCOB  OKHCICHUS U
dbochopmupoBanus.  Brpicokass  IETOCTHOCTP ~ MHTOXOHAPHATBHBIX  MEMOpaH
3aKaJICHHBIX PACTeHUU, HEOONbIIOe, MO CPAaBHEHHIO CO CTPECCOM, YBEIUUYCHHE
COJEpKaHUSI MPOAYKTOB IEPEKUCHOTO OKHCIEHUS JMIHUIOB M OOIlIee IMOBBIIICHNE
YCTOWYMBOCTH TPOPOCTKOB K TMPOMOPAKHWBAHHWIO COBMECTHO C HW3MCHCHUSMU B
COJEP)KaHUU  CYNEPKOMIUIEKCOB M (YHKIMOHAJIBHOM  aKTUBHOCTH  OpTaHesl
MOKAa3bIBAIOT, YTO 3aKAJIMBAaHUE BBI3BIBACT PsiI  AJANTAIMOHHBIX TEPECTPOEK, B
pe3ynbTaTe KOTOPBIX COXPAHAETCA DIACTUYHOCTh MHUTOXOHIPHAIBHBIX MEMOpaH, a

dbepMeHTaTUBHAS CHCTEMa OKHCIHMTEIHLHOTO (hochopmimmpoBaHus MEepexoauT B MEHEe
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UHTCHCUBHBIN pexXUM pabOThl, HAMPaBJICHHbBIN Ha MOJACpKAHUE YHEPTHEeH KIETOYHOTO
roMeocTrasa 1 CHIxeHue oopasoanus ADK.

B crpeccoBbIX yCHOBHSAX HPOUCXOAUT OOIIEE CHUKEHUE YCTOWYUBOCTU
IIPOPOCTKOB TrOpoOXa, YXYAIUIEHHE COCTOSAHHMS MeMOpaH B pe3yibTaTe pa3BUTHS
npoueccoB  [IOJI, cHmxkeHue coaepkaHMsT U AKTUBHOCTH  OOJIBLIMHCTBA
CYIIEpKOMILUIEKCOB, HAKOIJIEHUE U POCT aKTUBHOCTH JBIXATEIBHBIX MOHOKOMIIJIEKCOB U
pa300IIeHnEe MPOTIECCOB OKKUCIICHUS U (pochopummpoBaHusI.

Takum o0Opa3zom, npencTaBleHHblE B pa0OTE JaHHBIE OTKPBHIBAIOT HOBBIE
OCOOEHHOCTH CTPOEHUSI CUCTEMbI OKHCIUTENBHOrO (HhOCHOPUIMPOBAHUS MHUTOXOHJIPUI
IIPOPOCTKOB TrOpOXa, a TAKXKE YKa3bIBAIOT HA YAaCTUYHYIO MOTEPIO CYNEPKOMILIEKCHON
OpraHu3allid 3TOW CHUCTEMBI B YCIOBHUSAX THUIIOTEPMHMM DPa3IU4YHONW HHTEHCUBHOCTH,
KOTOpasi COMpOBOXKAaeTcss HakoruieHueM komiiekcoB | u Ill, u yBenuuenuem

akTUBHOCTH Ooiiee Menkon accoruaruu NDA+NDB+IL,+1V.

Paboma svinonnena npu noooepaicke PODU, npoexm Ne 14-04-01233.
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BbIBO/bI

1) Cucrema  oxkuciautenbHOTO  (ocHOpUIMPOBAHUS  MUTOXOHIPUH U3
ATUOJIMPOBAHHBIX MPOPOCTKOB TOPOXa MMEET CIOKHYIO OPraHM3allMi0 U B HATUBHOM
COCTOSIHUU TIPEACTaBJICHA KaK paHee OOHAPYKCHHBIMH B IPYTUX PACTUTEIHHBIX BHJIAX
pecnupacomamu  [+II,+1V,, Tak ©u BHOepBbIC ONMUCAHHBIMA HaMH, MPEXKAC HE
JNETEKTUPYEMBbIMH ~ CYNEPKOMILUIEKCAMHU, TaKMMH Kak: Ma)XOpHas pecrnupacoma
[+NDA+I1,+1V, cynepkomimiekc NDA+NDB+HIII+IV, merakomimieke (IT+11L+1V),, u
nBe ATd-cunrtacomsl a u b-popm — Va(b)+NDA+NDB+AOX.

2) Buyrpennue u BHemHue anbTepHaTHBHBIE HAJ[(®)H-nmerumporeHass
acconmuupyioT ¢ cymnepkomiuiekcamu OXPHOS, a anprepHaTuBHas OKcHaa3a B
OCHOBHOM HaxOJUTCsI B CBOOOTHOM, HECBSA3aHHOM (opMe.

3) B yCIOBUAX THIIOTEPMHUH YMEHBIIAIOTCS COJCP)KAaHWE M aKTUBHOCTD
OONBIIMHCTBA OOHAPYKEHHBIX CYNEPKOMIUIEKCOB, TaKUX KaK CYHNEPKOMIUICKCHI
[+111,+1V,, I+NDA+I,+IV u Va(b)+NDA+NDB+AOX.

4) B pesynaprare pacnana cynepkomiuiekcoB I[+HIIL+IV, u [+NDA+II+IV
MPOUCXOUT HAKOIUIEHUE OTIENIbHO (PyHKIMOHUpYIomuUX KomriuiekcoB | u Il Tlpu
ATOM B yCIIOBUSIX 3aKaJTMBAaHMsI aKTHBHOCTh KOMIUIEKca | ocTaeTcs Ha ypoBHE KOHTPOJIS,
a TIpU CTpeccax — 3HAYUTENBHO YyBeNW4yuBaeTcs. [Ipu rUmorepMum Takke OTMEUEHO
YBEIMYECHHE aKTUBHOCTH Oo0Jjiee MENKOW acCOlMallid JIbIXaTeNbHBIX (HEPMEHTOB
NDA+NDB+III,+1V.

5) B ycnoBusx THIOTEPMHH pacmaj CYNepKOMIUIEKCOB MPOUCXOMUT Ha (hoHe
pa3BUTHSL TPOILIECCOB TEPEKHUCHOTO OKUCICHHS JMIHUI0B KJIETOYHBIX MEMOpaH B
npopocTtkax ropoxa. B crpeccoBeix ycnoBusx IIOJI mporekaeT HHTEHCHBHEE U
MPUBOJUT K CHIDKCHUIO MHTAKTHOCTH MUTOXOH/IPUATTLHBIX MEMOpaH.

6) [Ilpu 3akaJMBaHWUM YACTUYHBIA pacmall CyINepKOMILICKCOB M COXPaHCHHE
aKTUBHOCTH KOMIUIeKca | Ha TpeXHEeM YpPOBHE COBMECTHO C JPYrUMU (PaKTOpamu
MPUBOJAT K Pa300IIECHUIO IIPOIIECCOB OKHUCICHUS M (POCHOpHINPOBAHMS, CHIKCHHUIO

npoaykuuu ADPK v coxpaHeHHI0 THTAaKTHOCTH MEMOpaH.
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7) B ycioBusx crpecca pacmaj CyliepKOMIUIEKCOB M YBEIHMUCHUE COICPIKAHUS
u akTuBHOCTH KomruiekcoB | u Ill,, BaxkHbIX caiitoB oOpaszoBanms ADK, sBisroTcs
OJIHOW M3 TPUYMH HapylieHus (QYHKIMOHUPOBAHUS MHUTOXOHAPUN W TPHUBOIAT K
pa3o0IIEeHHOMY JBIXaHUIO, JanbHelmemy pocty npoaykumun ADK u cHmxeHHIo

HMHTAaKTHOCTH MGM6paH.
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IponosxeHue NpuUIOKeHNsT A

Opranusm [+ | TV | LIV | Vo | 1+HHLEV(VS) | HEHLHIV | [+NDA+ITLHIV | AD+ITTL+HIV | Va(b)+Ad
=

é Homo

= sapiens

S | (Crabanetal., + + + +

= 2014)

=

Ilpumeyanue: 3HaKOM «+» 0003HAUEHO HAIMYUE COOTBETCTBYIOLIETO cynepkomiiekca y Buma. O6o3nauenus: [+111y, Hx+1Vip, [+11+1V14, Vo,

I+11+V(V2), H+1+1V, 1+NDA+I+IV — cooTBeTCTBYIONIHME CYMEPKOMILIEKCH CHCTEMbI OKUCIHTENbHOTO (ochoprmupoBanus; AD+HIL+IV —

npixatenbhblid cynepkomiuiekc NDA+NDB+I+1V; Va(b)+Ad® — cynepkommieke Va(b)+ NDA+NDB+AOX. 3eieHbIM [[BETOM BBIICICHBI PE3YJIbTAThI

JaHHOT'O UCCJICAOBaHHA.
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(cnpaBo4HOE)

OTHOCHUTEIBHBIC MOJICKYJEIPHBIC MACChI AbIXATCJIIBHBIX KOMIIJICKCOB B PA3HbIX
OopraHmuismMax

OPI'AHU3M OOPMA MACCA NCTOYHUK
Arabidopsis thaliana I 1000 x/la l_é?rﬂ:\r,\(\%zg g;[ ZII 588;’ !
Oryza sativa I 1000 k/la Heazlewood et al., 2003
5 Solanum tuberosum | 1000 x/la Eubel et al., 2003
é Hordeum vulgare I 1000 x/1a Eubel et al., 2003
E Phaseolus vulgaris I 1000 x/la Eubel et al., 2003
S | 900 k/Ta Pilkington et al., 1993
Bos taurus
I 1000 k/1a Wittig, Schagger, 2007
Termus thermophilus I 523 k/la Efremov et al., 2010
Pisum sativum L. I 1000-1300 x/1a JlaHHOE HCCIIeJOBAHKE
Eubel et al., 2003;
Arabidopsis thaliana ! 100180 wlla Huang etal., 2010
I 120 x/1a Sunderhaus et al., 2007
5 Solanum tuberosum I 150 x/]a Eubel et al., 2003
E Phaseolus vulgaris I 150 x/la Eubel et al., 2003
; Mouse 1 140-180 x/la Huang et al., 2010
S Oryza sativa I 100 x/1a Huang et al., 2010
Bos taurus I 130 x/la Wittig, Schagger, 2007
Pisum sativum L. 1 220 x/la JlaHHOE HCCIIeIOBaHKE
o n, 480 xJla Eubel et al., 2003; Sunderhaus et
z Arabidopsis thaliana al., 2007
E = i, 500 k/la Welchen et al., 2011
% Bos taurus 11, 490 x/Ta Wittig, Schagger, 2007
= Pisum sativum L. (NP 500 k/la JlaHHOE HCCIIeJOBaHKE
TR A
= Sacharamyces cerevisiae v 400 x/la Chenetal., 2012
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IIpononxkenue npuioxenus b

OPI'AHHU3M DdOPMA MACCA HNCTOYHUK
IVa 300 (350) k/la Eubel et al., 2003
Arabidopsis thaliana Vb 220 (280) k/la (Mlllar etal., 2004&)
E v 250 x/1a Sunderhaus et al., 2007
=z . IVa 350 k/la
g Phaseolus vulgaris Vb 270 Kla Eubel et al., 2004
= Eubel et al., 2003
% Hordeum vulgare IVb 220 (280) x/1a (Millar et al., 2004a)
= Bos taurus v 200 x/la Wittig, Schagger, 2007
IVa 480 k/la
Pisum sativum L. IVb 430 xJla JlaHHOE HCCIIeJOBAHKE
Ve 340 k/la
Solanum tuberosum V> 1600 k/la Chaban et al., 2014
Dudkina et al., 2011,
Polytomella spp. \Y 600 x/la Eubel et al., 2004
Chlamydomonas reinhardtii| V; 1600 k/1a Chaban et al., 2014
V, 1100 x/1a Eubel et al., 2004
> Arabidopsis thaliana V 580 k/la Eubel et al., 2003
@) \Y/ 600 k/la Sunderhaus et al., 2007
= Solanum tuberosum VA 1100 x/la Eubel et al., 2004
E Y 600 k/la Jansch et al., 1996
S Hordeum vulgare V, 1100 x/1a Eubel et al., 2004
Q . IV 1000 x/]a
= Sacharamyces cerevisiae v 500 xJla Arnold et al., 1998
V> 1400 x/la N
Bos taurus v 700 x/la Wittig, Schagger, 2007
V, 1600 k/la
Pisum sativum L. Va 780 k/la JlaHHOE HCCIIeIOBaHKE
Vb 700 x/1a
Ipumeuanue. O6o3uauenus: |, 11, 1y, 1Va, Vb, IVc, Va, Vb, V, — KOMIUIEKCHI CHCTEMBI
okuciutensHoro (ochopunuposanus I, 11, 1, 1Va, IVb, IVc, Va, Vb, V, (mumep AT®-cunTtasbn)
COOTBETCTBCHHO.
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NPUJIOKEHUE B

(cnpaBo4HOE)

OTHOCHUTEIBbHOE COACPKAHUC U OTHOCUTCIIbHAA dKTHUBHOCTD q)epMeHTOB CHUCTCMBI

OXPHOS u ux accoumanuii B MUTOXOHAPHUSX KOHTPOJIBHBIX MPOPOCTKOB TOpoxa B

30Hax nerexkiuu nx aktuBHoctH Ha reine 1D BNE, %

0060313 Cynepkomruiekc / Rq OTHOCHTGHLHSG OTtHocuTENbHAS
YCHUL KOMIIJICKC COJCPIKAHNE, % AKTHUBHOCTB, %
sC 1+111,+1V, Rf0,07 | 10,9[7,7:12,7] | 55[4,4:8,1]
sC 1+111,+1V, Rr0,11 | 20,3[19,4; 24,1] | 21[18,1; 22,3]
sC 1+111,+1V, R:0,14 | 9,5[7,6;9,7] 8,3[3,1;8,9]
efooillﬁifaﬁﬁn sC I+111,+1V, Ri0,17 | 81[75:97] | 56][44:81]
sC 1+111,+1V, Rr0,18 | 4,9[4,2;5,6] 3,3[2,5:3,3]
sc* I+NDA+ 141V R:0,2 | 39,0[33,1;39,8] | 43,8 [39,6; 49,5]
y SC' B;eoif;ﬁ‘e':j‘:f“ 92,1 [88,3; 93,0] | 83,8 [81,6; 92,6]
| KOMILIEKC | Ri0,28 | 7,9[7,0;11,7] | 16,2[7,4;18,4]
Kommrexe N | M (H+1+ 1V 1 g)n R{0,01 | 36,7[30,0;42,9] | 8,9[7,7:10,2]
Cro accomuanm | KOMILJIEKC 11 R¢0,7 | 63,3[57,1;70,0] | 91,1[89,8 92,3]
M (N+1+1V1g)n Rf0,01 | 11,7[9,0;12,6] | 7,9[4,7;8,1]
Se 1+111,+1V, R;0,07 | 87[63;11,0] | 28[24;3,6]
sC 1+111,+1V, Rf0,11 | 16,6 [16,2;20,3] | 1,7[0,9; 2,5]
sC 1+111,+1V, Ri0,14 | 7,9[6,2;84] 2,5[1,2; 4,0]
Se 1+111,+1V, R:0,17 | 6,9[6,2;7,9] 2,7[1,8;3,1]
Kosmexe IV | SC 1+111+1V, Rf0,18 | 3,9[34;4,8] 0,9 [0,7; 1,4]
ero acconmamu | SC** | NDA+NDB+I11+1V | R;0,33 | 6,5[6,3; 8,0] 3,0[2,7; 4,3]
IVa | KOMILIEKC IVa | Ri05 | 50[48;61] |157[15,1;167]
IVb | KOMILIEKC IVb | R;0,55 | 18,2 [16,3; 19,7] | 47,1 [45,9; 48,1]
IVc | KOMILIEKC IVc | Rf0,63 | 13,3 [12,6; 14,5] | 18,0 [11,9; 18,3]
s sclV Blfsni‘ﬁf]‘;‘l‘:c‘:‘:{‘/“ 64,0 [59,9; 66,0] | 19,4 [18,5; 25.2]
> 1V | Bce MOHOKOMILIEKCHI 36,0 [34,0; 40,1] | 80,6 [74,8; 81,5]
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IIpononxkenue npuiio:kenus B

0060313 CynepkoMruiexc / R OtHocurenpHOe | OTHOCHTETBHAS
YCHUSI KOMILJIEKC f cojiepkanue, % | aKTUBHOCTH, %

Komrmuieke V u
ero acCOIMALHH Va* | Va+NDA+NDB+AOX | R¢0,36 | 27,8 [20,3; 28,3] | 15,8 [10,4;23,6]

Vb* | Vb+NDA+NDB+AOX | R;0,39 | 72,2 [71,7;79,7] | 84,2 [76,4; 89,6]

Ilpumeuanue: OTHOCUTENBLHOE CcOAEpkKaHHE, % — OTHOCHUTEIBHOE COJepX)aHHe Oenka B
WHIUBUIYAIbHOW  AJIEKTPOPOPETHUECKONH TIOJIOCE BBIPAXKEHO B IMPOIEHTAX OT CyMMapHOM
WHTECHCUBHOCTH I0JIOC, B KOTOPBIX 0OHApYKEeHA aKTUBHOCTH COOTBETCTBYIOIIETO KOMIUIEKCA CHCTEMBI
OXPHOS; oTHOCHTENbHAS aKTUBHOCTh, % — OTHOCHTEIbHASI aKTHBHOCTH JIBIXaTEIIBHOTO ()epMEHTA B
KOKIOU 37eKTPO(HOPETUIECKON TOJI0Ce BRIPAXKEHA B MPOILIEHTAX OT CYMMapHON WHTEHCHUBHOCTH €O
AKTUBHOCTH BO BCeX 30Hax aerekiuu. O6o3Hadenus: M — merakommieke (II+I1I+1V14),, SC —
cynepkomiuiekeol |+1,+1V,, SC* — cynepkomruiekc I[+NDA+I+IV, SC** — cynepkommiekc
NDA+NDB+III,+1V, Va(b) — cynepromiuiekc Va(b)+NDA+NDB+AOX; I, 1l I, 1Va, Vb, IVc, —
KOMILIEKChI CHCTEMbI OKUCIUTENbHOTO hochopumuposanus I, 1, 1, IVa, 1Vb, IVC cootBeTcTBEHHO;
> sC', ¥ sCV, ¥ IV — cymma 3HaueHHH OTHOCHTENBHOrO CONCPYKAHHS M AKTHBHOCTH: BCEX
CYIEPKOMILIEKCOB, B COCTaB KOTOPBIX BXOIHUT KOMILUIEKC | (SC'); BCEX CYNEPKOMIUICKCOB, B COCTaB
kotopbix Bxomur kommiekc IV (SC'Y); Bcex oTHenBHO pACIONOKEHHBIX KOMIUICKCOB 1V
cootBeTcTBeHHO. N=3-4. Me [25%); 75%)].
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NPUJIOXEHHUE I
(cnpaBo4HOE)

OTHOCHUTEIBbHOE COACPIKAHNUC HATHUBHBIX OCIIKOB W MX aCCOHI/IaIlI/Iﬁ B
MUTOXOHAPHUAX KOHTPOJIBHBIX ITPOPOCTKOB I'0OpoOXxa, %

CynepkoMiiekc / KOMILJIEKC Rs OTHOCHTeHBH(? ¢

conep:kanue, %
M (N+11+1V1_2)n R¢ 0,01 3,2 [2,5; 3,5]
SC 1+11,+1V, R 0,07 2,4[1,8: 3,0]
SC 1+111,+1V, Rf0,11 4,4 [4,3; 5,9]
SC 1+111,+1V, R{0,14 2.2 [1,7; 2,4]
SC 1+111,+1V, R{0,17 1,8 [1,8; 2,2]
SC 1+111,+1V, Rf0,18 1,1[0,9; 1,3]
SC* I+NDA+ 1 1,+1V R 0,2 8,6 [7,8:9,2]

' KOMILJIEKC | R 0,28 2,0 [1,6;2,7]
SC* NDA+NDB+I11,+1V R 0,33 1,9[17; 2,2]
va* Va+NDA+NDB+AOX R¢ 0,36 6,6 [5,1: 7,0]
Vb* Vb+NDA+NDB+AOX R:0,39 18,6 [17,1; 20,2]

I KOMILJIEKC 111, R¢ 0,44 2,7[2,3; 3,4]
IVa KOMILIEKC 1Va R:0,5 1,5[1,3; 1,7]
R¢ 0,53 2,5 [2,0; 2,8]

IVb KOMILJIEKC IVb Rt 0,55 5,3 [4,3: 5,5]
Ve KOMILIEKC V¢ R 0,63 3,7[3,5: 3,9]
I KOMILIEKC I R:0,7 5,4 [4,4; 6,1]
R:0,73 4,0 [3,5; 4,5]

R: 0,75 33[29:37]

R 0,81 31027 41]

R¢ 0,85 4,81[3,8;5,3]

R¢ 0,9 4,7[3,5; 5,0]

R¢ 0,93 6,8 [6,4:7,1]

Ipumeyanue: OTHOCUTENIBHOE COJiepKaHUe, %o — OTHOCUTEIBHOE COJIepKaHne Oelika B Kax 01
ANEKTPOPOPETUIECKONH TIOJIOCE BBIPAKEHO KaK TMPOIEHT MHTEHCUBHOCTH WHIUBUAYATHHON
ANIEKTPOPOPETUUECKOHN MOJIOCHl OT CYMMAapHOM MHTEHCUBHOCTH BCEX JIEKTPO(YOPETUUYECKUX TOJI0C HA
rensx 1D BNE, okpamennsix Kymaccu. 3HadeHus] MHTEHCUBHOCTH MOJTYYEHBI HA OCHOBAaHHH JaHHBIX
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neHcuToMeTpudeckoro ananusa. OO6o3HaueHws: M — werakomiuieke (I+11+1V14),; SC -
cynepkomruiekcel |+I1,+1Vy,; SC* — cymepkommiekc [+NDA+IL+IV, SC** — cymepkommiekc
NDA+NDB+II1,+1V; Va(b)* — cynepkommiekc Va(b)+NDA+NDB+AOX; |, 11, 111y, IVa, IVb, IVc —

KOMILIEKCHI CHCTEMBI OKUcIuTensHOro hochopumuposanus |, 11, 1,, 1Va, IVb, IVC cooTBeTcTBEHHO.
n=3. Me [25%; 75%)].
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HPUJIOKEHUE /1

(cnpaBo4HOE)
HpOHeHTHOG COOTHOLICHUC CYIICPKOMIIIICKCOB 51 MCTAaKOMIIJIICKCOB B
MUTOXOHAPHUAX KOHTPOJBHBIX IIPOPOCTKOB I'opoxa
Osomanenn | Cpaepsomien " s
M (H+11+1V_)n R; 0,01 6,4 [4,9;6,7]
sC 1+111,+1V, R; 0,07 4.9 [3,5; 5,8]
sC 1+111,+1V, R; 0,11 8,9[8,6; 11,6]
sC 1+111,+1V, R¢0,14 4,413,3; 4,6]
sC 1+111,+1V, R; 0,17 3,6 [3,5; 4,3]
sC 1+111,+1V, R; 0,18 2,1[1,9; 2,7]
SC* I+NDA+,+1V R;0,2 16,8 [15,7;17,8]
SO+ NDA+NDB+I11,+1V R 0.33 35[3.3: 45]
va* Va+NDA+NDB+AOX R 0,36 13,4 [10,0; 13,9]
Vb* Vb+NDA+NDB+AOX R¢0,39 36,3 [34,4; 39,0]
prvteuaHue: OTHOCI/ITGHLHOG COACPIKAHUC, % — COACPIKAHUC HHAUBUAYAJIBbHBIX

CYIEPKOMIUIEKCOB M METaKOMIUICKCOB, BBIPRXCHHOE B IMPOICHTAX OT CYMMAapHOW WHTEHCHUBHOCTHU
BCEX aCCOIMAIIMA BIXaTebHBIX KOMIUTIeKCOB. O003HaueHus kak B mpuiokerud I'. n=3. Me [25%;

75%)].
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HNPUJIOKEHHUE E

(cnpaBo4HOE)
OTHOCHUTEIIBHAsE aKTUBHOCTb KOMIUICKCOB M CYINEPKOMIUICKCOB CHCTEMBI
OKHCJIUTEIIBHOTO  (QOCHOpUIMPOBAHKMS  TPU  3aKaIMBAaHUU W B YCJIOBHUAX

HHU3KOTCMIICPATYPHOTI'O CTPCCCa

Ha3zBanue OTHocHTe/IbHASI AKTUBHOCTh, % OT KOHTPOJIA
Ry KomIiexca / K Kecrkuii 3 Msrkuii
CynepKoMILIeKca OHTPOJIb crpece AKATUBANME] o bece
100»%® 458" 61,4 %" 69,2 >4
0,07 H+z+1Vn [100; 100] | [39.6:56.9] | [45,3: 73.4] | [60.1; 83.7]
100»%® 81,2% 86,7 ° 90,8 °
y | 0.11 I+, [100: 100] | [77.3;85.1] | [67,0;93.3] | [69,1; 100,6]
OMILJIEKC a,0,B a [ B
ekl 14 IV, 100 58.1 711 79.6
[100; 100] | [47.8:77,5] | [52,0;81,9] | [56,7; 91,9]
aCCOIII/IaIIHH 100 a, 6, B 84,1 a 82,3 0 94'7 B
0,17 I+, [100: 100] | [74.7: 94.8] | [69.6:90,2] | [85.5: 98.7]
a,0,B a 0 B
0,18 I+ IV [188; 100] [82?&(3);%6,9] [667,96;’187,2] [80?1;'794,8]
100 »%® 89,3° 92,3° 914"
+ + + ; b ; ) ] ; ] b ; b
0.2 1 MHNDA+IAIV 1 r160. 1007 | [86.2; 95,51 | [83.8:94,7] | [85.3: 98.4]
098 | 100™*® 1962 %A 102,37 113,97
’ [100: 100] |[152,3; 213,4]| [90,1; 122,7] |[107,6; 129,0]
100 »%® 76,7 ¥4 1158 %T 120,5> 1
Kommaexe 001 (H+Ho4Viahn | 11601007 | [60,3: 83.6] |[107,2: 127,6] |[111,1: 127.0]
acc;‘ f:;’ | 07 " 100® 1016 =2 98,6 " 972"
an ! [100: 100] |[100,5; 110,0]| [90,9; 100,2] | [88,6; 100,7]
0,01 (1 11+V; ) 100»%® 76,707 1297 %" 128.4 ™~
27TV 14N [100; 100] | [70,6; 93,3] [[107,3; 131,6]|[100,7; 140,9]
a,0 a, I, o,r,e I, e
0,07 A4V, [1%)%? 100] [672411 89.2] [5(?69 98,0] [9411%3;'211,4]
a,0,B a, 1 0,¢e B, 11, €
0.11 IV, [%88; 100] [63,26;097,8] [7;,72:;387,3] [8?[,36? 104,1]
100 »%® 79.1° 82,6° 776"
0,14 I+ IV [100: 100] | [63.2; 92,5] | [68.6;88.4] | [74.0: 98.2]
100 »° 85,1 ¥4 84,9 %¢ 97,7%¢
K"My‘:ﬁ‘sc V10,17 1V, [100: 100] | [65.8; 95.9] | [80.9; 88,6] | [90.9: 107.5]
a, 0 a, i 0, e n, e
accommamun | 0.18 1+ 1V, 100 79,6 86,0 97.9
[100: 100] | [71,3;86,5] | [85,3;88,9] | [87.5; 107,6]
100> %" 104,0* 106,3° 116,7"
0,33 | NDA+NDB+IL*IV | r160- 1007 [[102,6; 128,41 [101,8; 110,0] |[111.1; 134,1]
05 Va 100%® 93,8~ 72,8%T 84,5%71
! [100: 100] | [87,3; 113,1] | [70,2;91,2] | [817; 94.7]
0.55 Vb 100>%® 91,27 95,19 96,5°
’ [100: 100] | [88,8;95,1] | [86,0:100] | [89,9;99,3]
0.63 Ve 100%® 95,8 "2 89,20 T 86,0%7"
’ [100: 100] | [88,4; 102,5] | [72.9:92,3] | [76.9; 91,3]
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Hp OJO/IZKEHUEC MPUJIOKCHU A E

Kommiaeke V
M ero
accouuannmn

Ha3zBanmue

OTHOCHTEIbHAS AKTUBHOCTDb, %0 OT KOHTPOJISA

i Koumetcca | KontpoJn Kectruii 3akanuBaHue Mistrcnii
CYNIePKOMILIEKCA Y cTpece cTpecc
0,2 Vv 100%* [ 775%"% | 873%"° 96,2"¢
! 2 [100; 100] | [73,5;87,2] | [82,9; 103,3] | [87,9; 105,6]
100*° 72,107 89,8%"¢ 107,9™°
0,36 Va+NDA+NDB+AOX| 1140, 1001 | [68,5; 74,7] | [74,9;91,9] | [71,6; 109,2]
100 a,0,B 79,1 a, T, 11 90’0 0,1 96,0 B,
0,39 Vb+NDA+NDB+AOX| 1140 1007 | [61,7:79,3] | [89,2; 101,7] | [86,2; 98,1]

IIpumeyanue: B Tabnuie NPUBEACHBI PE3yNIbTAaThl JEHCUTOMETPUUYECKOTO aHaIN3a aKTUBHOCTHU
¢depmeHTOB B 30Hax Aerekiuu Ha renasix 1D BNE. 3Hauenust oTpakaroT CyMMapHYyl0 UHTEHCUBHOCTD
OKpacKH MPOAYKTa PEaKIMu B 30HE JEeTeKIHHU (pepMeHTa B COOTBETCTBYIOIIEM CYNEPKOMIUIEKCE HIIU
KOMIUIEKCE 110 BapUaHTaM, BBIPAKEHHYIO B IIPOLEHTaX oT KOHTpoJisd. KonTpons npunumacs 3a 100%,
Me [25%; 75%], n=3-5, a, 0, B, T, 1, € — pa3Iu4us MEXIy KOHTPOJEM M JKECTKHM CTpeccoMm (a),
KOHTpOJIeM W 3akanuBaHueM (0), KOHTPOJEM M MSTKUM CTpeccoM (B), JKECTKHM CTPECCOM U
3aKaJIMBaHUEM (T), JKECTKHM CTPECCOM U MATKUM CTPECCOM ([1), MSTKUM CTPECCOM M 3aKaJMBaHUEM (€)
craructrueckd 3HauuMbl (P<0,05). CTaTUCTHYECKYI0 3HAYUMOCTH Pa3IHYUN ONPEACIISIN  I10
kputeputo Kpackena-Yomnuca.
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