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CHHUCOK COKPAIIIEHUN
AJI® — aneno3unaudochar
AT® — aneno3unTpudocar
A®K — akTuBHBIE (POPMBI KUCIOPOJA
BCA — Op1unii CBIBOPOTOYHBIN aTb0yMUH
I'TII" — TOpU30HTaIBHBIN NEPEHOC TEHOB
JK — npixaTenbHbI KOHTPOJIb
JAHK (PHK) — ne3okcu-(pubo-)HyKJIEHHOBAsI KUCTIOTa
KUII (MIT) — koHIIEBbIE HHBEPTUPOBAHHBIE TTIOBTOPHI
MIIM - MUTOXOHIpHATIEHAS ITOPA METAIIPOHULIAEMOCTH
Mt/ IHK — Mmutoxonapuanenas JJHK
OPC — oTkpbITasi paMKa CUUTHIBAHUS
OT-IILP-PB — o6parno-Tpanckpunrassas [1L[P B pexume peaqbHOT0 BpeMEHH
ITAAT" — nonuakpuaaMUIHBIN T€Jlb
m/IHK — mnasmugonogoonas JJHK
[I1IP — mosmMmepa3Has LienHas peakuus
[TI[P-PB — IIL{P B pexxume peanbHOr0 BpeMEHU
CB — cpena BblaeneHHS
CITI" - cykunHaTaeruaporeHasa
CII — cpena npoMbIBaHMS
OI'TA - 3TWIEHITUKOJIbTETpaaleTaT
OATA — sTrnienAMaMUHTETpaALIETAT
OP (OIIP) — snponna3mMaTH4eCKuil pETUKYIyM
DRP3 — Genok BHemrHed MeMOpaHbl MUTOXOHAPUN C AMHAMUH-TIOJOOHON CTPYKTYpOH
(ot anri. Dynamin-Related Protein3)
GFP — 3enénwiii QuyopecuentHeiii O6enok (ot anria. Green Fluorescent Protein)
BN-PAGE — «rony0oii HaTUBHBIN» 37eKTpodope3 B MOJUAKPUIAMHIIHOM Telie (0T aHTII.
Blue Native Polyacrylamide Gel Electrophoresis)
MBR — muTOXOHApUANBHBIA OCH304Ma3eMMHOBBIN perentop (ot anri. Mitochondrial
Benzodiazepine Receptor)
MCF — ceMelcTBO MUTOXOHIpUANBbHBIX OEIKOB-NIepeHOCYMKOB (0T aHri. Mitochondrial

Carrier Family)



MIA (ot anria. Mitochondrial Intermembrane space import and Assembly) — MexaHuzm
UMIIOpPTa ¥ COOpPKU OEITKOB MEKMEMOPAHHOTO IPOCTPAHCTBA

MIC60 — 6enkoBasi cyObeAMHMIIA BHYTPEHHEH MeMOpaHbl MUTOXOHAPUIN, OOHApY>KEeHHAas
B COCTaBe MYJIbTHCYOBeIuHUYHOTO OenkoBoro komiuiekca MICOS (ot anrm. the
Mitochondrial contact site and Cristae organizing system)

MTPTs — MHUTOXOHIPHUAIIBHBIE OCJIEI0BATEILHOCTH JIHK IJIACTUAHOTO
npoucxoxaeHus (ot anra. Mitochondrial plastid DNAs)

NUMTs — sinepubie nocienoBatenbHocT JJHK MUTOXOHIpHATIBHOTO MPOUCXOXKACHUS
(ot anri. Nuclear Mitochondrial DNA Sequences)

NUPTs — snepnasie mocnenoBatenbHocTd JIHK mmactuanoro npoucxoxaeHus (OT aHTIL
Nuclear Plastid DNA Sequences)

OM47 — 6enok BHemlHeW MemOpanbl ¢ Mos.maccoit 47 kIA (ot anria. Outer Membrane
47 kDa)

PRAT — cemeiicTBO NEpeHOCYMKOB MPEAIIECTBEHHUKOB O€IKOB M HYKJIEMHOBBIX KUCIIOT
(ot anri. Preprotein and Amino acid Transporters)

PTMTs — JIaCTUIHBIC MOCJICI0BATCILHOCTH JAHK MHUTOXOHIPUAIBHOTO
npoucxoxaeHus (ot anri. Plastid Mitochondrial DNASs)

SAM - meMmOpaHHBIH KOMIUIEKC MHUTOXOHAPUN, OCYIIECTBISIIONINI COPTHUPOBKY U
cOopky GenkoB (0T anri. Sorting and Assembly Machinery)

TAE — tpuc-aneratusiii-OJ[TA 6ydep (ot anrn. Tris base, Acetic acid and EDTA )

TIM — TpaHcioka3a BHyTpeHHeil MmeMOpaHbl MUTOXOHApUH (OT aHri. Translocase of the
Inner Membrane)

TOM — TpaHcioka3a BHEIIHEW MeMOpaHbl MUTOXOHIpHil (oT aHri. Translocase of the
Outer Membrane)

TRIC — TPHK-nepeHocunk BHENTHE MeMOpaHbl paCTUTENBHBIX MUTOXOHAPUH (OT aHIIL.
tRNA Import Component)

TSPO — ceHcopHBIif 670K ¢ BEICOKMM cojiepkanreM Tpuntodana (ot anri. Tryptophan-
rich Sensory Protein)

VDAC — MutoxonapuanbsHblid mopuH (o1 anri. Voltage-Dependent Anion Channel)

AHT — agenunnykieotuaTpanciokasa (ot anri. Adenine Nucleotide Translocase)



BBEJIEHHUE

AKTYyaJlbHOCTH UCCJICA0BAHUIM

MUuUTOXOHIpUH, Ba)KHEUIIIME KIETOYHBIE OPTaHeIUIbl, IOMUMO TOTO, YTO UTPAIOT
KITIOYEBYIO POJIb B METaOOIMUECKHUX Mpolleccax KIETKH, 00JaJat0T CBOUM COOCTBEHHBIM
reHoMoM. ['€eHOM pacTUTENbHBIX MHTOXOHAPUNM COAEPKUT IOCIIEIOBATEIbHOCTH
COBEPIICHHO PAa3JIMYHOTO TMPOUCXOXKICHHUS — SJEPHOTO, XJIOPOIUIACTHOTO M Jaxe
BUPYCHOT'O, OJJHAKO OOJbIlIasg €ro 4acTh MO CBOEMY IPOUCXOXKICHUIO U (YHKIUSAM /10
CUX MOp OCTaeTcs Hepacmu@ppoBaHHON. XOpPOIIO M3BECTHO, UYTO OOJBIIMHCTBO I'€HOB
MPEIKOB MUTOXOHJIpUH — ab(a-npoTeo0aKTepuil U MPEKOB IIACTU — IUaHOOAKTepUuit
— MEepEeMEeCTWIUCh B SJIEPHBIM T€HOM B XOJ€ Ipoliecca cuMmOuoreHeza. B cocrtase
MUTOXOH/IPUATBHOTO T€HOMAa COXPAaHWICS JOCTaTOYHO OrPAHMYEHHBI Ha0Op TEHOB,
MO3TOMY JIJIi OCYIIECTBIEHHUS CBOMX (DYHKIIMH MHUTOXOHAPUU HYKIAIOTCS B UMIIOPTE
0enkoB 1 HyKJIenHOBBIX KucioT. Umnopt PHK umeeT BaxkHOe 3HaU€HUE IS TPAHCISIIUU
MUTOXOHJIPUAIBHBIX OETKOB, B TO BpeMsi KaK CIIOCOOHOCTh MHUTOXOHIPHH K
nornomennto JJHK, BeposiTHee Bcero, BHOCUT BKJIaJ B TUHAMUKY T€HOMa U 3BOJIFOLIHIO
ATUX OpraHeIll.

I'opusontaneueiii epenoc renoB (I'TIIY) urpaer BakHyIO poib B IBOJIIOIUU.
N3BecTHO, YTO JUIsi MUTOXOHJAPUAIBHOIO T'€HOMa PAcTEeHUN XapaKTepHa YIUBUTEIBHO
BBICOKAas, B CPaBHEHUU C JIPYTMMH T€HOMAaMH, YacTOTa COOBITUN TOPU3OHTAIBLHOTO U
BHYTPUKIIETOUHOTO TNepeHocoB (Sanchez-Puerta, 2014). Bricoka BeposSITHOCTh TOTO, YTO
Ha CTPYKTYpY M JUHAMHUKY MUTOXOHIPHAIBHOTO TE€HOMAa pAaCTeHH 3HAYUTEIbHOE
BIIMSIHUE MOXXET OKa3bIBaTh HAMYWE Y MHUTOXOHAPHUM MPUPOTHON KOMIETEHTHOCTH —
cnocooHoctu nornomatk JJHK u3 okpyxarorieit cpenbl. DTOT peHOMEH nmepBOHAYAIBHO
ob11 mpoeMoHcTpupoBan A pacrenuit (Koulintchenko et al., 2003; Konstantinov et al.,
2016), HO B jalbHEHIIEeM OB ONWUCAH W IS MHTOXOHIPHH MIJICKOIMUTAIOIINX
(Koulintchenko et al., 2006) u apoxokeit (Weber-Lotfi et al., 2009). MuTtoxonapuu
takoke umnoptupyrotr PHK, rmaBusim o6pazom TPHK.

B otnuune ot ummnopra OenkoB u TPHK, 6uonornueckas ponb u MOJIEKyJISApHBIT
Mexanu3m ummnopra JHK B MuToXoHApHu A0 CHUX TOp OCTAKOTCAd HEIOCTAaTOYHO
uzyueHHsiMu. CornacHo Oonee panuuM uccienoBanusiMm (Koulintchenko et al., 2003;
Delage et al., 2003; Weber-Lotfi et al., 2009) ocHoBHbIM KananoMm umnopta JJHK u TPHK

B MHUTOXOHAPWUM pACTEHUH Ha YypOBHE BHemIHedl wmemOpanbl sBisercss VDAC. B



nanbHeWmux uccienoBanusax ummnopra TPHK Obuto mokazano, 4To y pacTeHUid B 3TOT
MPOIIECC BOBJICUYECHBI TAKKE M KOMIIOHEHTHI ammaparta ummnoprta 6enkoB (Campo et al.,
2017; Verechshagina et al., 2018). IIporeoMHBIli aHATU3 W3MEHEHUS MHTCHCHUBHOCTHU
dyopecuennun MedeHbix O6enkoB B mpucyrctBuu JIHK, mo3Bonui BBISIBUTH HECKOJIBKO
MEMOpaHHBIX O€NKOB, 00JIaJAIOIUX MOTEHIUAIBHON CHOCOOHOCTBIO K YYacTHIO B
ummopte JIHK B Mutoxonnpuu apadunoncuca (Weber-Lotfi et al., 2015). Ogun u3 31ux
O€NKOB, TpeAlIeCTBEHHUK [-cyobeauHuilbl AT®d-cuHTa3bl, Ha YpPOBHE BHEIIHEH
MeMOpaHbl MokeT B3auMojeiictBoBath ¢ VDAC B mporiecce csazpiBanus JIHK; npyroi
oenok, cyobenunuia komiviekca [, CuBP, B03MOXHO, BBINOJTHSAET PEUEHTOPHYIO
byHkuuo B MexxmeMOpanHoMm mpoctpancTBe (Weber-Lotfi et al., 2015). ITepenoc JJHK
yepe3 BHYTPEHHIOI MeMOpaHy B MaTPHUKC OCTAeTCS MaJOM3yYEHHBIM M MOXET
MPOUCXOJUTH B PACTEHUSAX U Y MIICKOMHUTAIONIUX C YYaCTHEM Pa3JIMUYHBIX MEXAHU3MOB:
UHTHOUTOPBI Oenka-repeHocynKa BHYTpPEHHEN MeMOpaHbI
aJICHUHHYKJICOTHATpaHCcIoKa3el Onokupyror umnopt JHK B pacrenusx, Ho He B
mutoxoHapusax miekonurtaronmx (Koulintchenko et al., 2006).

[IpoBeneHHble K HacTosAlleMy BpemMeHH wucciaenoBanusi Ttpancrnopra JIHK B
MUTOXOHJIDUM PACTEHUM YyKa3blBalOT Ha TO, yTo mnpouecc ummnopra JHK, mo Bceit
BUJIUMOCTHU, MTPOUCXOJUT MOCPEICTBOM HECKOIBKUX aTbTEPHATUBHBIX MEXAHU3MOB, IIPU
y4acTUH pa3zHooOpa3HbeiX OenkoBbix kKoMmiuiekcoB (Weber-Lotfi et al., 2015). Mm
nonaraeM, 4ro nepeHoc HK B MUTOXOHIpUM NPOMCXOAMT Yepe3 ITallbl peleniuuu
MOJICKYJIBl ~ HYKJIEMHOBOM  KHCJIOTBHI  TMOBEPXHOCTHBIMH  O€lKamMu  BHEIIHEH
MUTOXOH/IPUATHHOW MeMOpaHbl M €€ TMOCJIEeAYIONEH TPaHCIOKAIMU 4epe3 OeNKOBBIN
KaHaJl WIK TIOpy B JBOMHON MemOpane. Mcxoas W3 MPEANONIORKEHUS O TOM, UYTO
tpancnopt JIHK B MUTOXOHIIpHUH MTPOUCXOAUT MOCPEACTBOM HE OJIHOTO, & HECKOJIBKUX
MEMOpPaHHBIX KaHaJOB, OTOT TPOIECC MOXKET HUMETh CIOXKHYI KHHETUYECKYIO
3aBUCUMOCTB CyOCTpaT-0€IKOBOTO B3aMO/ICUCTBUSI.

Kpome Ttoro, B Hacrosiiee BpeMs IIMPOKO M3BECTHO, UYTO MUTOXOHJPUU
MIPEACTABISAIOT COO0M TETEPOreHHYIO MOMYIISAIMI0 KJIETOYHBIX OpraHesl, T.€. CYIeCTBYeT
UX CTPYKTYpHast U (PyHKIIMOHAaJIbHAasi HEOAHOPOIHOCTh B PACTUTEIHHONW WIIM YKHBOTHOM
kietke (Lund et al., 1958; Bain et al., 1964; Berl and Clarke, 1969; Solomos et al., 1972;
Malhotra and Spencer, 1973; benskosuu, 1990; Dai et al., 1998; Logan et al., 2001;
[ummakoB u ap., 2004; Logan, 2006; Howell et al., 2006; Petrussa et al., 2008;
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berynoBa u Bexkmmun, 2015). K xpurepusiMm pa3audus CyOnoOmyisiuii MHUTOXOHIPHUI
OTHOCSIT (bu3HOIOTHYECKOE COCTOSIHHE, (epMEHTATUBHYIO aKTHUBHOCTD,
MUTOXOHIPUAIbHBII TpaHCMEeMOpaHHBIH MOTEHIUA (A¥Ym), KOIUMHOCTH
mutoxoHapuanbHo JIHK, a Takke uMIopt O€NKOB, *KU3HEHHO HEOOXOIAMMBIX JIJIsi
HOpMaJbHOr0 (YHKUMOHUPOBAaHUSA OpraHeuibl. OJHAKO, HUKAKUX JAaHHBIX O CBSI3U
npouecca umnopra JIHK B MUTOXOHApHHM € TeTEpOr€HHOCTHIO MHUTOXOHJIPUAIBLHOMN
MONYJIALIMY B HACTOSILIEE BPEMS HE CYIIECTBYET.

Baxno otrmeruts, 4yTo Bce wuccienoBanus ummnopra [IHK B muToxonmpuum
JKUBOTHBIX M PACTEHUH, MPOBOJMBIIMECS O HACTOAILIETO BPEMEHU, OCYLIECTBISJIMCH Ha
YPOBHE HM30JMPOBAHHBIX MHUTOXOHAPUM. J[0 HACTOSAIIEr0O MOMEHTAa OCTAETCS HESCHBIM,
MPOUCXOAUT JM HUMIIOPT HA YPOBHE WEJIbIX KIETOK U COXPAHAITCS JU In VIvo
3aKOHOMEPHOCTH JTOr0 Ipoliecca, IPOJEMOHCTPUPOBAHHbIE paHee in organello.
Pa3paboTka cucTembl, MO3BOJISAIONICH H3ydaTh MEXaHU3MbI nepeHoca moinekyn JJHK u3
LIUTOIUIA3MBl B~ MHUTOXOHJPHAJIBHBIA MAaTPUKC B  ILEJIBIX KJIETKAX, IOMHMO
dbyHIaMEHTaIbHOW 3HAYMMOCTH, MOXET TOCIHYKUTb OTHPAaBHOW TOUKOW  JUIs
OCYIIIECTBIICHUS] TpaHC(HOpPMAIIMM MT-T€HOMAa BBICHIMX PACTCHHM, YPE3BBIYATHO BaKHOM
Y, Ha HACTOSIIINII MOMEHT, HEPEIICHHOW 3aa4uH.

Hcxonss w3  BBINIECKA3aHHOTO, WeJdb HAcTosmedl paboThl — MIPOBECTHU
uccieoBaHue posd (aKTOpoB OEIKOBOM M HEOENKOBOM MPUPOJIbI, OKa3bIBAOIIMX
BIMSHUE HAa OpPraHU3alUI0 TPAHCIIOPTHOM CHUCTEMBl PACTUTENBHBIX MUTOXOHAPUN, B
nmnopre JIHK pazHoi 1iauHBI.

JUiss TOCTHKEHHsI TOCTAaBICHHOW ILeTu ObLTM COPMYIHPOBAHBI CIEAYIOIINE
3aa4u:

1. PazpaboTaTh KOMILIEKCHBIN MOAXO0/, TIO3BOJISIONINNA U3ydaTh MPOIECC UMITOPTa
JHK B wMuroxonnpuu in organello w in vivo (C HCIOJb30BAaHUEM CHUCTEMBI
TpaHcpopMaluu NpoTomiacToB A. thaliana).

2. W3yunuth kuHeTmyeckue xapakrepuctuku umnopra JHK pasnoil qiuHbl B
pacTUTEIbHBIE MUTOXOH/IPUU.

3. C ucnonp30BaHUEM MHCEPLMOHHBIX MYTaHTOB A. thaliana uccnenoBaTh poJib B
umnopre JIHK OenkoB, cmocoOHbIX K TPaHCHOPTHOW AaKTUBHOCTHM BO BHELIHEH

MUTOXOHApUanbHO MeMOpane (uzopopm VDAC, TSPO, OM47), noreHuIHaIbHO
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y4acTBYIOIIMX B (OPMUPOBAHHMM MEXKOpPraHeIbHBIX KOHTaKTHbIX caiitoB (MIC60),
Y4aCTBYIOLIUX B IIpolieccax aeiaeHust/cnusaus mutoxouapuit (DRP3A u DRP3B).

4. V3yunTh BO3MOXHOE€ BJIIMSHUE CTPYKTYPHO-(QYHKIIMOHAJIBHBIX OCOOCHHOCTEH
MUTOXOH/IPUAIbHBIX MOMYJISIUN B paCTUTEIBHOMN KJIeTKe Ha npouecc nmmnopta JTHK.

Hay4yHast HOBU3HA

B mpencraBienHoi paboTe C MCIOIB30BAaHUEM JIBYX CHCTEM — in organello n in
Vivo — BIEPBBIE HCCIIEA0BAHA POJIb OEIKOB-IEPEHOCUYMKOB BHEIIHEW MUTOXOHIPHAJIbHON
MeMOpaHnbl A.thaliana, a umenHo: 1) uzopopm VDAC, MHUTOXOHAPHUATBLHOTO TMOpPHHA
(VDACI1, VDAC2, VDAC3, VDAC4); 2) Genka BHeEUIHEH MeMOpaHbl PaCTUTEIbHBIX
mutoxoHapuii TSPO; 3) cyowseaunuinst MIC60, nokanusyromieiics BO BHYTPEHHEH
MUTOXOHJIPUATBHOW MeMmOpaHe; 4) Oeika BHEIIHEH MUTOXOHIPUATBEHON MeEMOpaHbI
OM47; 5) cyobenuHHI] aCCOIMUPOBAHHOIO C BHEIIHEW MeMOpaHON MUTOXOHApPU Oerka
DRP3, yuactHuka npornecca aenenus Mutoxonapuid - DRP3A u DRP3B. I[loka3ano, 4To
orcytcTBue nobon u3 m3opopm VDAC, 3a wuckmouenuem VDAC3, npuBoauT K
3HAUUTENIbHOMY YycuiieHHto mnpouecca wummnopra JHK, Bo3MOXHO BciencTBue
KOMIIEHCATOPHOTO 3(deKTa, BBI3BAHHOTO TOBBIIIEHUEM COJEpKaHUA B MeMOpaHe
uzopopmbl VDAC3 u/unm CTpYKTYPHBIX MEPECTPOCK MHUTOXOHIPUAIBLHON MEMOpaHBHI.
[Tokazano, uro Oenok TSPO He sABIAeTCS YYaCTHHUKOM OCHOBHOTO MeEXaHHU3Ma,
tpanciouupytomero JHK B MuTOXOHAPHUHM, HO MOXKET OBITh YacThIO KaKOro-TO
JIOTIOJIHATENILHOIO TPAHCIIOPTHOTO MYTH, B CJIydae WCIOJIb30BaHUSA ISl HUMIIOpPTa
noBbllieHHBIX KoHUeHTpauuit JJHK-cyOcTpara. Jlna Genka BHemHel MmeMOpanbsr OM47,
UMEIOIIET0 aHMOH-TPAHCIIOPTHYIO aKTUBHOCTH, Oelika BHyTpeHHel memOpanbl MIC60,
NOTEHLIMAJIBHO yYacTBYIOUIETO B  (OPMUPOBAHMM KOHTAKTOB MHUTOXOHJPUN U
sHAOIUIa3MaTHYeckoro petukyinyma (OP), u 6enka DRP3, urpatomiero pons B aeneHUU
MUTOXOHIpUH, posin B umnopre JJHK He ycTaHoBIIEHO.

BnepBele ucciaenoBaHa KMHETHYECKAsl 3aBUCUMOCTh mpouecca ummnopra JIHK B
MUTOXOHJIpUU S. tuberosum oOT pa3mepa MU KojauyecTBa ummnoptupyemoro JIHK-
cyOctpara. [TokazaHo, yTo 3aBUCMMOCThH UMnopta ot konuuyectBa JIHK-cyGcTpara umeer
paznuunbii xapakrep ana JIHK pasznoit anunel: 1) nunennsiii ana JJHK manoil 1ivHsL;
2) crynenvarbii st JIHK cpeaneit anuubl. [lomydeHHble gaHHBIE MO3BOJSIOT ClEIaTh
BBIBOJI O TOM, uTO umnopt JHK cpegnen mimHbl MpOMCXOAUT NOCPEACTBOM HECKOIBKUX

MCXAaHU3MOB.
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Brnepsrie uccnenoano BinusHue Ha s dexkruBHocTh nmmnopra JJHK crpykrypHo-
(G YHKIMOHABHBIX 0ocoOeHHOCTEeH MHUTOXOHJIPUH, bopMUPYIOIINX pasHbIe
MUTOXOHIpUAbHbIE TonyJsiuu. [loka3aHo, YTO MHUTOXOHIPHUH, OO0JIAJAIOLIUE MEHee
c(hOpMHUPOBAaHHOM CHCTEMON BHYTPEHHHMX MeMOpaH, MPOSBISAIOT 0oJiee BBIPAKEHHYIO
cnocobHocTh Kk nmmnopry JJHK.

B nauccepraumu mpeacraBieH HOBbIA Moaxoj K u3ydeHuro ummnoprta JJHK ¢
UCIIOJIb30BaHUEM cucteMbl in  vivo. Ilokazano, uyro 1) JHK »a¢ddexruBno
TPAHCJIOLUMPYETCA W3 LMUTOILIa3Mbl B MHUTOXOHAPUAIBHBIA MATPUKC B IPOTOILIACTAX
apabunoncuca; 2) spdexrusnocts umnopta JAHK in vivo 3HaunTenbHO BbIIIE UMIIOPTA
JAHK B cucreme in organello, 4To mo3BOJISET NPEANOI0XKUTH CYIIECTBOBAHUE PA3JIMYHBIX
KJIETOYHBIX (aKToOpoB, crocoOcTByomux d3ddexktuBHoMy Tpancnopty JHHK B
MUTOXOH/JIPUH.

Teopernueckasi 1 NPaKTUYECKASI 3HAYMMOCTH PadOThI

[Tonyuenbl HOBBIE maHHBIE O (akTOopax, BIUSIOMMUX Ha (HOpMUpPOBAHUE
TPAHCIIOPTHBIX CHUCTEM PACTUTEIbHBIX MUTOXOHIPHUI, KOTOPHIE YYaCTBYIOT B UMIIOPTE
JIHK, 4TOo mno3BOJMT YIIIyOMTh NOHMMAaHHME MEXaHW3Ma »3TOro Ipolecca U €ro
3HAYUMOCTH JIJIi MHUTOXOHJPUANBHBIX (PYHKIMI B KJIE€TKe. Pe3ynbTaThl MONTYYEHHBIX
JAHHBIX MOJXKHO HCIIOJIb30BaTh HE TOJIBKO B (DYHJIAMEHTAJIBHBIX HCCIIEIOBAHUSAX I10
BBISICHCHUIO (PYHKIIUA MHUTOXOHIPHUAIBHOTO T€HOMAa y OPraHU3MOB Pa3HBIX BUJIOB, HO
Takke B paboTax mo OMOTEXHOJIOTHH (KJIOHMPOBAHUE IIEJIEBBIX TEHOB B MHUTOXOHJIPHSIX)
u OnoMenuuuHe (T€HOTEpanusi MUTOXOHAPHAIBHBIX OOJe3HEW W OOJe3HEH MOXKUIIOTO
BO3pacTa 4eJIOBEKa).

Marepuanbsl auccepTaliii MOTYT OBITh HCIOJB30BaHBI B 00pa30BaTEIbHBIX
VUPEXKICHUAX, a TaKkKe CIEIHATIMCTAMU-OMOJIOraMi  HAy4YHO-UCCIIEIOBATEIbCKIX
WHCTUTYTOB.

AnpobGanusi padboTsbl

Marepuanel guccepranmu  Obid  TpenctaBieHsl Ha Il MexayHnapoaHoit
Kondepenun monoasix yuensix «OpenBio» (HoBocubupck, 5-6 okts0ps, 2016 ron);
10" International Conference for Plant Mitochondrial Biology (ICPMB; Hangzhou,
China, May 22 — 27, 2017); MexaynapoaHoii koHbepeHInn, nocBseHHon 110-neturo
co naus poxpaeHuss akagemuka AH CCCP JI.K. benseBa «bensieBckue 4YTEHUS»

(HoBocubupck, 7-10 aprycra, 2017 1.); 2-ii BCepOCCHIICKOW Hay4dyHOW KOH(EpEeHLIHU
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«MexaHu3Mmbl perynsiuuu GyHKIUN OpraHesul sykapuotudeckon kietku» (Upkyrck, 22-
24 mas 2018 r.); 'oguunom cobpanuun OPP-2018, HayuHol koHpepeHIN «MexaHu3Mbl
YCTOWYMBOCTH PACTEHU U MUKPOOPTAaHU3MOB K HEOJArOMpHUSITHBIM YCIOBUSIM CPEJIbI»
(Upkytck, 10-15 mroms, 2018 rox); 11™ International Conference for Plant Mitochondrial
Biology (ICPMB; Ein Gedi, Israel, March 10-15, 2019), 5th International Scientific
Conference «Plant genetics, genomics, bioinformatics, and biotechnology»
(PlantGen2019) (24-29 June 2019 Novosibirsk, Russia); MexayHapoaHOM KOHIpecce
«VII cpe3n BaBmiioBckoro o01iecTBa reHETHKOB M CEJICKIIMOHEPOB, TOCBAMIEeHHBIH 100-
netuto kadeapsr renetuku CIIOIY, u acconmmupoBanubie cumno3unymsny (BOI'uC; 18-22
utons 2019, Cankr-IletepOypr).
OcHoBHbBIE M10/102KeHH S, BBIHOCHUMbIE HA 3a1UTY
1. Tlpu tpanchopmanuu nporomnactoB apadbunoncuca JHK mnocrymaer wu3
[UTOIIa3Mbl B MUTOXOHIpUH. 3akoHOoMepHOCcTH umnopTa JJHK, noka3zanusie B
HCCJIEIOBAaHUSAX B CHUCTEME H30JIMPOBAHHBIX MHUTOXOHIPHUM, COXPAHSIIOTCS in
vivo.
2. CymectByeT Heckosbko nytert nmnopra JJHK B pacTuTensHpie MUTOXOHIpUH,
3aBUCSIIMX OT JUTMHBI TPAHCIIOPTUPYEMON MOJIEKYJIBI.
3. OrcyrctBue omnHoit u3 wu3zopopm VDAC B HOKAYT-MYTaHTHBIX JIMHUSAX
apalujorncuca MpUBOJUT K CTPYKTYPHBIM M (DYHKLIHMOHAJIbHBIM HW3MEHEHHSIM
MUTOXOHAPUATHHOW MeMOpaHbl, OKAa3bIBAIOIIUM CYIIECTBEHHOE BIIMSHHE Ha
akTuBHOCTH uMInopta JJHK B mutoxonapuu.
4. BeisBisieMble NPU BBIICIEHUU MUTOXOHAPUN CYONMOMYJSIUUA STUX OPTraHeIl
007a1al0T CTPYKTYPHOM pa3HOPOJHOCTBIO M Pa3IMYHOW CIOCOOHOCTHIO
nmnoptuposats JHK.
yoaukanun
[To Teme nuccepranuu onyoIMKOBaHO ONMyOIMKOBaHO 13 HaydHbBIX paboT, U3 HUX
2 ctaThM B penieH3upyeMbix xypHanax u3 [lepeuns BAK P® (Bxomsmux B 6a3y Web of
Science).

JIuyHoe yyacTue aBTopa

ABTOp JHMYHO TPUHUMAT ydyacTUE€ B IUIAHUPOBAHUM U  TMPOBEACHUU
IKCIIEPUMEHTOB, CTaTHCTUYECKOH 00paboTke, 0000IIEHMHM ¥  HMHTEPHIpETALUU

MOJIYUYCHHBIX HAHHBIX, a4 TAKKC B HAIITMCAHUH CTaTeﬁ, OHy6HI/IKOBaHHBIX o pe3yjibTaTaM
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pabotel. B auccepranimoHHoOi paboTe MCHOIB30BAHBI SKCIIEPUMEHTAIBHBIE MaTEPHUAIbI,
MOJIYUEHHBIE JIMYHO aBTOPOM, a TAaKXE COBMECTHO C COTPYAHHMKaMHU J1abopaToOpuu
reHeTnueckon nwxkenepuu pacreaniit CUGOUBP CO PAH.

CTpykTypa u 00beM auccepTaunu

JuccepranmonHas paboTa COCTOMT U3 BBEJIEHUS M TPEX IJIaB, BKIIOYAIOLIUX
0030p JUTEepaTyphbl, OMHCAHHE MAaTEPHUAIOB U METOJOB HCCIIEIOBAHUSA, PE3YIbTAThI
COOCTBEHHBIX HCCIEIOBAaHUN M UX OOCYKJEHHE, 3aKJIIOYEHUsS, BBIBOJOB U CIIHMCKa
HCIIOJIb30BaHHOW JTUTEpaTyphl, BKIItOUaromiero 271 oubaunorpadudeckuii HCTOUHUK, 261
U3 KOTOPBIX HAa aHMVIMWCKOM s3bIke. MaTepuaiibl AucCepTaluu HU3JI0OKEHbl Ha 157
CTpaHUIIaX MAIIMHOMUCHOTO TEKCTa, WJUTIOCTPUPOBaHbI 38 pUCYHKaMH U § TabIuIaMu.

BbaarogapnocTun

ABTOp BbIpaXkaeT TIyOOKYH MPHU3HATEIbHOCTh M OJAroJapHOCTh HAyYHOMY
PYKOBOJUTENIO JTUCCEPTAIMOHHOW pPabOThl — CTapuieMy HAy4YHOMY COTPYIHUKY
7abopaTopuy TeHETHYECKOW HH)KEHEPUU pACTEeHUM, KaHAMIATy OMOJIOTMYECKUX HAYK,
Munane BsyecnaBoBHe KynnHYEHKO 3a HUIAEHHOE PYKOBOJACTBO U BCECTOPOHHIOKO
MOMOIIb, @ TAKXKE 32 MPEJOCTABIEHHYIO BO3MOKHOCTh pab0TaTh HaJl HHTEPECHON TEMO.
ABTOp BBIpaXKaeT MCKPEHHIOIO OJIarolapHOCTh C.H.C. JIa0OpaTOpUU T'e€HETHUYECKOU
WHXKeHepuu pacTeHuil, k.0.H. BrmagucnaBy UropeBuuy TapaceHko 3a IIEHHBIE COBETHI,
peKoMeHJalMk M I[OMOIIb B paboTe, a Takke COTPyIHHMKaM JiabopaTopuu
(U3HOIOTHYECKON TeHEeTHKH C.H.C., K.0.H. Ombre AnapeeBHe bopoBuk, mpodeccopy,
1.6.H. Onbre UBanosue ['pabenbHbIX, C.H.C., K.0.H. Hatanbe EBrenneBne KoportaeBoii u
c.H.c. otnena «YnbrpacTpyktypsl kietkn» JIMH CO PAH, x.6.H. Uropto Buktopouuay
KnumeHkoBy 3a moMoIllb B IPOBEEHUHU 3KCIEPUMEHTAIbHON paboThl. ABTOpP BbIpa)kaeT
NPHU3HATENBHOCTh  Mpodeccopy, B.H.Cc. JabopaTopuu  (HU3HOIOT0-OUOIOTHYECKON
ajganTanuu pacteHud, 1.6.H. Crernane BrmagumupoBae OcHIOBOM M 3aB. JJabopaTtopueit
Gbu3MONOruM pacTUTENbHONM KIeTkd, A.0.H. Ozonmunoit Hartanbe BnagumupoBHe 3a
BHUMAaTeIbHOE 03HAKOMIIEHUE ¢ pabOTOM U CIeIaHHbIe 3aMEUaHusl.

ABTOp OyaromapuT 3aBeaylOIIEro JlabopaTopuell TEeHETUYECKON WH)KEHEepUU
pactrenuit CUOUBP CO PAH mnpodeccopa, 1.6.H. FOpus Muxaiinosuya KoncrantuHoBa
U BEChb KOJIJIEKTHUB JIa0OpaTOpUM 3a CO3[aHUE TBOPUECKOW HaydHOH aTtMocdepsl,

2[06p0>1<eHaTenLHoe OTHOUICHUC 1 MOPAJIbHYTO MMOAACPIKKY.
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1. OB30P JIUTEPATYPbI

1.1. Oco0eHHOCTH CTPYKTYPHOI M (PYHKIMOHAJIBbHON OPraHU3alul

MHTOXOHAPHAJIBHOIO0 FT€eHOMA pacTeHHil
1.1.1. CocrtaB U GyHKIIUM MUTOXOHAPHAJIBHOI0 T€HOMA

MUTOXOHIpUHU MPUCYTCTBYIOT B IIUTOILIA3ME BCEX IYKAPUOTUUECKUX KIIETOK: OHU
UMEIOT JBOMHYI0 MeMOpany, pasmep oT 0,5 g0 10 MKM, a UX OCHOBHOM (yHKIUEH
ABIII€TCS TreHepanus >Heprun B ¢popme aneHozuntpudocdara (ATD). B gononnenue
MIPOU3BOJICTBY SHEPIUHU, Y MUTOXOHJIPUN B KIIETKE HIUPOKUN CHEKTP APYrux (HyHKIIUH,
BKJIIOUYAIOIIUX OMOCHHTE3 MPOMEKYTOUHBIX METa0O0JIUTOB, PETPOTPAJAHBIA CUTHAJIUHT U
3anporpaMMUPOBAHHYI0 THOENb KIEeTOK. MHoOrue HelpoaereHepaTHUBHbIE 3a00J€BaHUS
yesioBeKa 00yclioBieHbl JedeKTaMu (GYHKIMOHUPOBAHUS MHUTOXOHIPHM, CBSI3aHHBIMH C
paznuuHbiMu MyTanusimMu B MT/JHK.

CornacHo oOmenpusHaHHOM ’HAO0cuMOMoTHYeckoil Teopuun, JJHK Mutoxonapuit
MPOUCXOTUT OT KOJBIEBBIX TE€HOMOB O-TIPOTEOOAKTEPUI, MOTIOMIEHHBIX pPaHHUMU
IpelKaMl COBPEMEHHBIX JYKapUOTHYECKUX KIETOK. B Xonxe »sBosonuu JpeBHUE
MUTOXOH/JIPUU MOCTENEeHHO Tepsiid cBoio JIHK: uxX reHsl nepeHoCHINCh U BKIIOYAIUCH B
AJIEpHBIA TEHOM KJIETOK-X031€B. B Kakoil-TO MOMEHT 3TH M3MEHEHHMs NPHUBEIU K TOMY,
YTO MHUTOXOHJPHUHM MOTEPSIU CIIOCOOHOCTh BbDKHMBATh camocToArenbHo (Morley and
Nielsen, 2017). B Hacrodmiee BpeMs SApPO HSYKAPUTUYECKOM KIETKH KOAUPYET
MO/IABJISIONIEe OOJNBIIMHCTBO MUTOXOHAPUANIBHBIX OenkoB (Johnston et al., 2016).

Tem He MeHee, COBPEMEHHBIE MHUTOXOHAPUH, NO-NPEKHEMY, COJAEpXKAT
cooctBennyto JIHK, ocraBmiytocsi co BpemMeHH NPOU3OIMICANIET0 SHI0CUMONO03a, U
NOJJEPKMUBAIOT €€ HE3aBUCHUMYIO PEIUIMKalMI0 M JKcipeccuto. KomuuecTtBo konui
MUTOXOHJIPUATLHOTO T€HOMA B KaXKJI0M U3 MUTOXOHApU Bapsupyet oT 2 10 10 (Wiesner
et al., 1992). Muroxougpuansnas JIHK ymakoBbiBaeTcs B MeMOpaHO-CBA3aHHbIE
CTPYKTYpPBI, Ha3bIBa€Mble HYKJICOUJAMH, KOTOPHIE IMPEICTaBISIIOT cOo00M CBOOOAHYIO
accormanuio mojnekyn JIHK, PHK u GenkoB, yuactByrommx B kommaktusanuu JJHK
(Gualberto et al., 2014). beuia Beickazana runore3a (Logan, 2006) o Tom, 4TO
KOAMPOBaHUE OOJBIIOTO KOJIMYECTBA JKU3HEHHO BaXKHBIX I'€HOB B MHUTOXOHIPHAIBHBIM
reHoMe, T.€. POJIb MUTOXOHJPUN B KayeCTBE XPaHUJIHINA T€HETHUECKOW WH(OpMAIINH,

HECOBMECTHMA C OCHOBHOHM (yHKIMEH ATHUX OpraHesl B OHORHEpPreTHKE: TPaHCHOPT
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AJIEKTPOHOB NPUBOJIUT K OOpa3oBaHUIO aKTHUBHBIX (opm kuciopoaa (ADK), xoropsie
CIOCOOCTBYIOT BO3SHUKHOBEHUIO MOBpexieHni B MTIHK.

[IpyunHbl, TMOYEMy MHUTOXOHIPUU BCE K€ COXPAHWIM HEKOTOpPbIE TE€HBI, B
HACTOSAIEE BpeMs aKTUBHO oOOCykJaloTcsi. B 1nuTomnasMe HEKOTOPBIX BHJIOB
IPUCYTCTBYIOT OpTraHEJUIbl, MPOMCXOMAS[IINE OT MHUTOXOHJPHUIH, HO HE COXpPAaHUBIIUE
cBoero cooctBeHHoro reaoma (Giezen et al., 2005). DToT ¢akT yka3plBaeT Ha TO, YTO JJIs
MUTOXOH/IpUI BO3MOXKHa 1oTepst Bcero renoma (Adams et al., 2003). CornacHo o1HO# U3
TUMnoTe3, o0bsACHAONUX coxpaHneHue dactu reHoB B MTJIHK (Bjorkholm et al., 2015),
JIOCTAaBKa M TPAHCIOPTHUPOBKA MPOAYLHPYEMBIX B LIUTOIUIa3ME TUAPO(OOHBIX OEITKOBBIX
INPOJYKTOB B MUTOXOHJPHUHM SBJISIETCS CIIOXKHOM; COIVIACHO JApPYrol THUIOTE3E,
1enecooOpa3Ho  COXpaHEHHE  JIOKAJTM30BAHHOTO T€HETUYECKOTO  KOHTPOJIST  Haj
MuTOXOHApUaNbHbIMU (QyHKUMsAMH (Allen, 2015). IlpoBeneHHBI HeZaBHO aHaIU3
mpokoro crnektpa MTIHK yka3piBaeT Ha TO, 4TO 00€ ATH MPUYHHBI MOTYT JIEKATh B
OCHOBE MUTOXOHAPUATILHOIO reHeTHYecKoro koucepparusma (Johnston et al., 2016).

B otnuyne oT GONBIIMHCTBA APYTHX DYKAPUOT, MUTOXOHJIPUU PACTEHHN MMEIOT
CIOXKHYI0 U CBOEOOpa3Hyl0 TE€HETHUECKYI0 CHCTeMy. B mpezaenax pacTUTEIbHOTO
LapCTBa CTPYKTypa U pa3Mep MUTOXOHIPHAIBHOTO T€HOMAa CUJIBHO BapbUpPYET
(Wolstenholme and Fauron, 1995). MccnenoBanusi MUTOXOHAPUATBHBIX HYKJICOTHIHBIX
MOCJIEZIOBATENIbHOCTEN YKa3bIBalOT Ha TO, YTO MPEAKH 3€JIEHbIX pacTeHuil oOiaaanu
KOMITAKTHBIM MHUTOXOHJPHAIBHBIM T'€HOMOM, TMOJ00HBIM MHUTOXOHAPHUAIBHOMY T€HOMY
coBpeMeHHbIX KUBOTHBIX (Turmel et al., 2002). OnHako eciu pazmep OOJBLIIMHCTBA
MUTOXOH/IPUAJIbHBIX T'€HOMOB JKMBOTHBIX COCTAaBJISET BCErO JIMIIL OKOio 16,5 T.1.H. (B
T.4. MT/IHK uenoseka - 16,6 T.m.H.), IS MUTOXOHJPHAJIIBHOIO F€HOMAa COBPEMEHHBIX
pacteHuii xapakrepeH auana3zoH ot 200 o 2000 t.n.H. (Morley and Nielsen, 2017) (puc.
1). Eciu nmpuHUMaTth BO BHMMAaHHME PACTEHUSA-MAPAa3UThl, CAMbIii MaJ€HbKUW U3 HbIHE
U3BECTHBIX MUTOXOHJIPUAIbHBIX T'€HOMOB IMOKPBITOCEMSHHBIX COCTaBisieT 66 T.ML.H., U
oOHapy>KeH ATOT T€HOM B Mapa3uTUuecKkoM pactenuu Viscum scurruloideum. B reHome
ATOro0 TMapa3uTa OTCYTCTBYET MHOXECTBO TI'€HOB, KOTOpbIE HAaxoIAT B MT-T€éHOMax
cBOOOTHOKMBYIIMX MOKpBITOceMsHHBIX (Skippington et al., 2015).

HaubGonee ManeHbKHH M3 MOJHOCTHIO CEKBEHHUPOBAHHBIX MHUTOXOHJIPHAIIbHBIX
T€HOMOB CBOOOJHOXKMBYIIUX TOKPHITOCEMSHHBIX MPHUHAUICKUT pony Brassica wu

cocrasisier mpubnuszurensHo 220 T.11.H. B muHY (Chang et al., 2011; Grewe et al., 2014),
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yto Gosiee yeM B 10 pa3 mpeBbIIaeT pa3Mep >KUBOTHOTO MUTOXOHAPUATIBLHOTO T€HOMA.
OnuH U3 KPYMHBIX MUTOXOHJIPUATBHBIX T€HOB BBICHINX PACTCHHUN MPUHAMJICKUT BHUIY
Cucumis melo (npias) 1 HacuuthiBaeT okosio 2500 t.m.H. (Logan, 2006), a nHauGomnee
oOmMpHBI TeHOM pa3zMepoM 11,5 M.T.II. CEKBEHMpPOBAaH y OJHOTO W3 BHJOB poOjJa

CMOJIEBOK, Silene conica (Sloan et al., 2012).

430,597
A. thaliana: 366,924

19,431

S. pombe:

C. reinhardltii:

15,758

D. discoideum: 55,564

D. melanogaster:

19,524

B. mori: 15,643
16,299

M. musculus:

S. domesticus: 16,770

16,569

Puc. 1. CxemaTtuyeckasi penpe3eHTalus pa3MepoB MUTOXOHIPHATIBLHBIX T€HOMOB
(Morley and Nielsen, 2017)

Tor axT, 4TO MUTOXOHIpHAJIbHbIE TEHOMBI PACTEHUN B JIECATKH, COTHU U JaKe
TBICSIYM Pa3 MPEBBILAIOT IO pa3MEPY N€HOMBI )KMBOTHBIX (puc. 1), CBUIETENBCTBYET O
CYLIECTBEHHOM DAa3JMYMM B DSBOJIOUMOHHBIX MYTSIX Ppa3BUTHS PACTUTEIBHBIX U
KUBOTHBIX T'€HOMOB MMTOXOHJPHH, HECMOTpPS Ha HUX oOlIee MPOUCXOKICHHE OT 0.-
nporeobakTepuanbHoro npeaka (Morley and Nielsen, 2017).

AHanu3 MepBbIX MNOJHOCTBIO CEKBEHMPOBAHHBIX MMTOXOHIPHUAIBHBIX T'€HOMOB,
neyeHouHoro mxa Marchantia polymorpha (Oda et al., 1992) u pesyxoBuaku Tans, unu
apabunornicuca, Arabidopsis thaliana (Unseld et al., 1997) mo3Bonuna ycTaHOBUTH, YTO
3HAYUTEIbHOE M3MEHEHHE pa3Mepa TEeHOMa TMOCIEIHEro MOXKET ObITh OOBSCHEHO
U30BITOYHOCTBIO  KOJUPOBAHMSI U NPEeoOpa3oBaHUSIMU  TE€HOMHOW  CTPYKTYPHI,
BBI3BAaHHBIMU BBICOKMM YPOBHEM pPEKOMOMHAIMKU W HMHTerpanueit uyxkepoanoit JHK.

bonbmuHCcTBO PaCTUTCIBbHBIX TCHOMOB, HE3aBHUCUMO OT TOr'o, HACKOJIbBKO OHH BCJIUKMU,
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coaepxat ymmb 30-60 ¢dyaknuonanbHbix reHoB (Christensen, 2018), 4o HEHAMHOTO

MMPCBLIIIACT KOJIN4YCCTBO T'CHOB B MHUTOXOHAPHAIBHBIX T€HoOMax

ApYyrux
DYKapUOTHYECKUX opranu3moB (t1abna. 1) (Morley and Nielsen, 2017). DTu TeHsl
KOAUPYIOT HECKOJBKO IMOJIUIENTUIOB, HEOOXOJUMBIX Uil OMOreHe3a KOMIUIEKCOB IeMu
OKHUCIHUTENBHOTO (pocopunupoBanusi, pudbocomubix OenkoB, TPHK u pPHK (Schuster
and Kondorosi, 1994; Knoop, 2004; Gualberto et al., 2014). Jlpyrue Oenkwu,
HeoOxoauMble i1 (YHKIMI OpraHeiibl, KOJUPYEMbIE B sJIp€, UMIOPTUPYIOTCS B
MUTOXOHJIPUU U3 HUTOIUIa3Mbl. K MUTOXOHIpHAIBHBIM O€NKaM sIIEPHOTO KOJAUPOBAHUS
OTHOCATCS Oenku, obOecneunBaromue MexanusM pervmkanuu JHK, Tpanckpunmmio
TeHOB, CUHTE3 HeKOTOphIX OenkoB u TPHK, HeoOxoaumbie U1 TpaHCIISIIIHH.

Taoaunna 1
CpaBHHUTENbHAS XapaKTEPUCTUKA MHUTOXOHIPHAIBHBIX TEHOMOB JYKAPHOTHUYECKUX

OpraHnu3mMoB

Takcon Pacrenus AKuBoTHBIE dpoxcku IIpocreitme
ITapame
MT-TeHOMa
Pa3mep mT-renoma 200-2000 T.1.H. 15-18 T.1.1. 19,4-86 T.1.H. 6-77 T.1IL.H.
(Logan, 2006; (Logan, 2006; (Burger and (Burger and
Morley and Morley and Lang, 2003) Lang, 2003)
Nielsen, 2017) Nielsen, 2017)
Uwcro reHoB: 30-60 17-37 35-36 5-95
Komupyromux oenku | 1o 30 13 8 3-64
kogupyromux PHK 22 4-24 27 2-31
(Sloan et al., 2012; | (Burger and (Burger and (Burger and
Christensen, 2018) | Lang, 2003) Lang, 2003) Lang, 2003)
CtpykTypa MT- CnoxHas XKectko Konsriessie, I'eTreporennsie
reHoMa MHOTOKOMITIOHEHTH | OpPraHM30BaHHAsA | PEAKO JIMHEWHBIE | TPYIIIBI MOJIEKYII
asi OpraHu3alus. CTPYKTypa (Hausner, 2003) JIMHEHHOUN Uin
HunamuyHas METIKHUX, KOJIbLIEBOM
cUCTEeMa KOMITaKTHBIX (dhopMBI,
MHOKECTBa KOJIBIIEBBIX KHHETOTLIACTHI
CyOreHOMHBIX MOJIEKYT (Kolesnikov and
MOJICKYIT OTIPEIETICHHOTO Gerasimov, 2012)
Pa3IMYHOTO pasmMepa
pasmMepa u popm (Christensen,
(Gualberto et al., 2018)
2014, Morley and
Nielsen, 2017)
[Mnasmugononobueie | aa (Gualberto et al., | HET nma (Hausner, na (Kolesnikov
JHK 2014; Morley and (Christensen, 2003) and Gerasimov,
Nielsen, 2017) 2018) 2012)

bosbmias wacte ponosutensHoM JHK, HaliieHHOW B reHOMax MUTOXOHAPHM

pacTeHuii, COCTOUT U3 OOUIMPHBIX MHTPOHOB, MOBTOPOB M HEKOJUPYIOIIUX 0OJacTeil.

HCXOILH N3 JOaHHBIX O HYKICOTHAHBIX IIOCICIOBATCIBHOCTAX MHUTOXOHAPHUAIBHOTO
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reioma (puc. 2), mumb 11 - 18% mMtJHK npencraBnsitor coGoit reHbl, KOIUPYIOIIUE
oenku unu ctpykrypusie PHK, 6onee 5% nocnenoBaTenbHOCTEN, MHTETPUPOBAHHBIE, 110-
BUJIUMOMY, B pa3HbI€ MOMEHTBHI 3BOJIOLMH, MMEIOT XJIOPOIUIACTHOE, SAEPHOE WU
BUpycHoe npoucxoxaeHue (Schultze, 1998; Knoop and Brennicke, 2002; Knoop et al.,
2011; Mower et al., 2012). HauOosnee HUHTPUTYIOUIUM SIBISIETCS TO, YTO sl Oojee
MIOJIOBUHBI BCEX MUTOXOHAPHUAIIBHBIX MOCIEAOBATEIBHOCTEN O CUX MOP HE ONPENEICHbI
HU ux ¢yHkuuu, HU npoucxoxaenue (Kubo et al., 2000; Marienfeld et al., 1999; Unseld
et al., 1997).

B UHTpOHDI

H [ipyrue nosTopbl

(] ﬂnacm,qnble nocnenoBare/IbHOCTU

H ApepHbie nocneao0BaTeNbHOCTU

E lomonoru aapo-MmUTOXOHAPUMU

49% [ PekombuHaTUBHbIE NOBTOPbI
[ leHbl, Kogupyowue 6enku

B pPHK

[JOPC > 100 ak

O TPHK

[ NMNocneposatenbHoOCTU
HEeU3BECTHOro NPOUCXOXKACHUA

Puc. 2. CocrtaB MutroxonapuansHoro renoma pactenuii (Marienfeld et al., 1999)

1.1.2. MuTtoxoHapuajibHble IIa3MUAbl pACTEHU

IloMrMO OCHOBHOW  BBICOKOMOJIEKYJIIpHOM  muTOXOHApHanbHOM JIHK B
MUTOXOHJIPHUSIX MHOTHX PaCTUTEIBHBIX BHJIOB MOXKET MIPUCYTCTBOBATH
BUJOCTICHU(PUYHBIA ~ HAOOp JIMHEWHBIX WM  KOJBIEBBIX  DKCTPAXPOMOCOMHBIX
miasmuaonoaooHex JIHK wmm PHK, kotopsiM xapaktepHbl HeOomboi pa3mep (ot 0,7
10 6omnee yeM 20 T.I1.H.), aBTOHOMHAs PEIIMKAIUSA U OTCYTCTBHE TOMOJIOTHH ¢ OCHOBHOM
xpomocomoit (Brown and Zhang, 1995; Leon et al., 1992).

Kombressie razMuipl M3HA4aIbHO ObUTH OOHAPYKEHBI B MUTOXOH/IPUSX TPUOOB,
B JIaJIbHEUIIIEM UX MPUCYTCTBUE ObLIO MOKAa3aHO TAKXKE€ U B MUTOXOHIPHUATIBLHBIX T€HOMAaX
npocTedmmx U MHorux Belcmiux pacteHuil (Esser et al., 1986; Lonsdale et al., 1988)

(Tabn. 2). B KoNbLEBBIX IUIa3MUAAX MOTYT OOHApPYKHUBAThCS KOPOTKHE PETHOHBI
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TOMOJIOTUM C TIOCIEAOBAaTEIbHOCTAMU MHUTOXOHApUaNbHOW wunu  sanepHon JIHK.
Pacturenbubie kounblieBblie mazmMuanbie JJHK nmerotr otHocutensHO HEOOMBIION pa3Mep
(ot 1 go 7,3 1.1m.H.) U KopoTkue (10 1 T.M.H.) OTKpBITEIe paMku cuuThiBaHus (OPC nmu
ORF - ot anr. open reading frame), cnocoOHBIe TPaHCKPUOUPOBATHCS, OAHAKO () YHKITUU
KoAMpyeMbIX MU OenkoB HeusBecTHbl (Smith et al., 1987; Wabhleithner et al., 1987;
Flamand et al., 1992; Thomas et al., 1992). B konbmeBoil minazMuae OOHAPYKEH
cienu@UUHBIA calT ¢ BBICOKUM cojepxkanueM AT-ocHoBaHuii, oOJagaromui
TOMOJIOTHUEW C HYKJICOTHUAHOW TMOCIEI0BATEIbHOCTHIO TOYKM Hayajga pPEIUIMKalud B
JIPOKKax ori (OT aHIJ. Origin), OTBEYAIOIIEH 3a €€ PEIUIUKAIHUIO.

JIuneitnpie JIHK-m1a3Muipl MUTOXOHAPHUI BCTPEUAOTCS 3HAYUTEIBHO PEXKE, YEM
KoJbIleBbIe (hopmbl FKcTpaxpoMocomuoit JIHK, n ux pacnpocrpanenue orpaHuduBaeTcs
HECKOJIbKUMHU pAacTUTENbHBIMA BuIaMH. Hampumep, mnasmupa pazmepom 11,6 T.m.H.
MPUCYTCTBYET B MHUTOXOHAPUAX Brassica rapa m Brassica napus — npencTraBUTENEH
ceMmeiictBa kpectorBeTHbIX (Palmer et al., 1983; Handa, 2008). Kpome Toro, nuHeiHbie
1a3Mubl ObUIM OOHAPYKEHBI TaK)KE€ B MUTOXOHJIPUSIX TaKuUX BUAOB Kak Beta vulgaris
(cBekna), Daucus carota (MOPKOBB), Sorghum bicolor (copro) u Zea mays (KyKypy3a)
(Tabm. 2). JImHeHHBIM TUIa3MHUIaM XapaKTepeH pa3mep B cpeaneM oT 2 1o 12 T..H. [lo-
BUJUMOMY, JIMHEWHbIE MHUTOXOHJIPHAIIbHBIE TUIa3MHUJbl PACTEHUN OBLIM MPUOOPETEHBI
MUTOXOHJIPUATIBHBIM T€HOMOM OJlarofapsi COOBITUSIM TOPHU30HTAIBLHOTO TEpPEeHOoca U3
rpuboB (Handa, 2008). O6bryHo nunelinbie JIHK-mma3smMuapl copepkar B CBOEM COCTaBe
KOHIeBble HMHBepTHpoBaHHble TOBTOPbl (KUII), 5'-KOHIIBI KOTOpBIX CBs3aHBI C
tepMuHanbHbIMU Oenkamu (Handa, 2008) (ta6ma. 2). Takue CTpYKTypbl HMEIOT CXOJICTBO
C pa3IMYHBIMU KJIaCCAMH MHUTOXOHAPHUAJIBHBIX TUIa3MUJ] TpUOOB, BUPYCOB, (paroB u
Tpancmo3oHoB (Sakaguchi et al., 1990). TepmunanbabIe 6€TTKH, BEPOSTHO, UTPAIOT POJIH B
nHunuanun perukanuu JIHK 3TuX nna3mug v BBINOJHSIOT ONPENENIEHHYIO pOJib B
cTpyktypHo# crtadbunuzanuu JHK-nna3mun, nono6HoO TeI0MepHBIM y4acTKaM XpOMOCOM
(Smith et al., 2013). HTepecHO, YTO JNUHEWHbIE IMJIAa3MHUABI MOTYT CYHIECTBOBATH KakK
ABTOHOMHBIE BHEXPOMOCOMHBIC 3JIEMEHTHI MO0 OBITh (PU3UUECKH BCTPOCHHBIMH B MT-
reHoM Orarofaps HAJIWYUIO TOBTOPSIOMIUXCS IOCIEIOBATEIIBHOCTEH, OOmUX s

mnasmua 1 MTJIHK (Brown and Zhang, 1995).
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MI/ITOXOHIIpI/IaJ'IBHI)Ie IJ1a3sMH bl BBICIIHX paCTeHHf/'I*

Tab6auna 2

Buasbl pacrenmuii,

XapakTepucTHKA MUTOXOHAPUAJIBHBIX MJIa3MU

coaep Kanme
MHUTOXOHAPHATLHEIE HasBanue Pasmep CrpykTtypa Hamnuune KUII
TLIa3MH/IBI IJIA3MHBI IJIA3MHABI (m.1.)
(T.11.H.)
Beta vulgaris — 10,4 JIUHEWHAs 407
Mec.a 1,6 KOJIbLIEBASI
Mc.d 1,3 KOJIbIIEBAs
Po 1,4 KOJIblIeBast
— 7,3 KOJIbLIEBAS
Brassica campestris — 11,5 TUHEHHasS 325
Brassica napus — 11,6 TUHEHHAS 327
Brassica rapa — 11,6 JIMHEWHAas 327
Daucus carota - 9,2 JIMHENHas
Helianthus annuus P1 1,4 KOJbIIEeBas
P2 1,8 -
P3 1,8 —
Oryza sativa B1 2,1 KOJbIIEeBas
B2 1,5 KOJIbIIEBast
B3 1,5 KOJIbILIEBAs
B4 1,0 KOJIbIIeBast
L1 1,0 KOJIBIIEBas
L2 14 KOJIbILIEBAS
L3 14 KOJIbIIEBAS
L4 2,1 KOJIbIIeBas
Chenopodium album mpl 1,3 KOJIbIIEBas
Sorghum bicolor N1 5,8 TUHEHHAS -
N2 5,4 JINHENHAs —
- 2,3 KOJIbIIEBas
— 1,7 KOJIbLIEBAs
— 1.4 KOJIblIEBAs
Lolium perenne LpCMSi 9.6 JIMHEHHAs ?
Vicia faba mtp2 1,7 KOJIbIEBas
mtp3 1,5 KOJIbIIEBas
Zea luxurians M1 0,75 JINHENHAs ?
M2 5.4 JINHENHAs
Zea diploperennis D1 7.4 JMHEWHas -
D2 5.4 JIMHEWHAs —
Zea mays
S-cytoplasm S1 6,4 TUHEWHas 208
S-cytoplasm S2 5,5 TUHEHHAs 208
RU-cytoplasm R1 7,5 JTMHEWHas 187
RU-cytoplasm R2 5.4 JTMHEWHas 187
N,S,C -cytoplasm - 2,3 JIMHENHAs 170
N,S,C -cytoplasm - 1,9 KOJIbIIEBAS
C-cytoplasm - 1,6 KOJIBLIEBas
C-cytoplasm - 1,4 KOJIbLIEBAsI

* Kawano et al. (1995) ¢ nonmonaeHusimu.
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B Hacrosmuii MOMEHT HM3BECTHBI TMOCIEI0BATEILHOCTH ABTOHOMHBIX TLTa3MU/I
MUTOXOHJIpUHN 4eTbIpeX BUAOB NokpbiToceMeHHbIX (Handa, 2008), B TomM uucne nsatu
nuHeWHbIX Tasmu: mwiazmuasl S1 (Paillard et al., 1985), S2 (Levings et al., 1983) u 2,3
T.1L.H. (Leon et al., 1989) u3 kykypy3sl, 10,4 T.m.H. u3 cBekibl (Saumitou-Laprade et al.,
1989) m 11,6 T.m.H. u3 Brassica napus (Handa et al., 2002). JIauHBI KOHIIEBBIX
nHBepTUpOBaHHBIX MOBTOpOB (KUII), comepxamniuxcs B 3TUX IJIa3MHUIaX, BAPbUPYIOT OT
170 nm.H. (B 2,3 T.11.H. Z. mays) no 407 m.H. (B 10,4 T.11.H. B. vulgaris) u, 3a HCKIIOYCHUEM

miasmua S1 u S2, He ABIsArOCsA uaeHTUYHbIMU ApyT apyry (Handa, 2008) (puc. 3).

~

Taasmmaaa 11.6 m.o.a. (Brassica)

ORF2 ORF3 ORF4

OgFi _ORF2

Tnasmuaa 10.4 m.ou. (Sugar beer)

82 (Maize)

‘URF2

URF3

; m OPC JTHK-mommMepazsl
StiMace - : OPC PHK-nonaMepassl

ORF4  URF2 O6man ans S1 1 82 OPC
ORF1 tmPtmW [: OPC nensBecTHOro feaxa
ILnazvana 2.3 no.e. (Maize)

ORF1 ORF4a
PAIL2 (Ascobolus immersus)
ORF4b __ORF3

kalilo (Neurospora intermedia)

ORF1

ORF163 ORF118
ORF231 - ORF640 ORF235 ORF1130 ORF366 ORF309 _ORF547 mF (Physarum polycephalum)
B AT [

2w

ORF221

L i . F i f i i i I ’ ; i i ]
0roe. 5 TILH. T0To.H. 15 no.e.

Puc. 3. Cxemarnueckas pernpe3eHTanus CTPYKTYPBI JIMHEWHBIX
MUTOXOHIPUATBHBIX MIa3Mu pactenuii u rpudos (Handa, 2008)

JIuHelHble MUTOXOHJApHUAIbHBIE IUIA3MUABI OOBIYHO HMEIOT B CBOEM COCTaBe
HECKOJIbKO OTKpPBIThIX paMok cuuThbiBaHusi (OPC) (puc. 3), HEKOTOpble U3 KOTOPBIX
koaupytoT JHK- nnu PHK-nonumepassl, pyHKIMM Jpyrux TPaHCKPUIITOB B HACTOSIIIUN
MOMEHT Heu3BeCTHbl. Hanmuue y nMHEHHBIX IIa3Mul reHoB, koaupyrounux JJHK- u
PHK-nonmmepassl, [I03BOJISIET O0OBSACHUTH 150, CIIOCOOHOCTH ABTOHOMHO
PEIUIMLIPOBATHCS U TpaHCKpuOupoBatbes (Zabala et al., 1988; Leon et al., 1992). PHK-
NOJMMEepasbl JIMHEHHBIX IUIa3MUJ SBISIOTCS MOJUMepa3aMu (paroBoro Tuma, MOJ00HO
BBITIOJHSIOIIMM TPAaHCKPUIIIMOHHbIE (QYHKIMKM B MUTOXOHAPUSX M xjoporactax NEP
(ot anra. Nuclear Encoded Polymerases) (0630p B Liere et al., 2011), HO TeM He MeHee

ATH JIBa Kiacca hepMeHToB paznudatorcs. [Inasmuansie JJHK-monumMepassl poacTBEHHBI
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JAHK-nonumepasam Hekotopsix BupycoB (Knopf, 1998; Filee et al., 2002) n otinuyatorcs
OT  TOJMMEpa3  SIAEPHOTO  KOJUPOBAHHUSA,  OTBEUAIONIMX 33  PEIUIUKAILHIIO
MUTOXOHJIPUATIbHBIX U IIaCTUAHBIX reHOMOB pacteHuit (Cupp and Nielsen, 2014).

QOYHKUMA MUTOXOHJPHUAIBHBIX IIa3MHUJ JI0 HACTOSIIETO BPEMEHU OCTAIOTCS
HescHbIMU. CoryiacHO 0oJiee paHHUM HCCIIEIOBAHUSM MPUCYTCTBHUE IIA3MUIOMOJO0HBIX
JIHK yacto xoppenupyeT ¢ NpH3HAKOM LHUTOILIa3MaTUYECKONW MY>KCKOH CTEPUIIBHOCTU
(IMC) y Z. mays n B. vulgaris (Kemble et al., 1980; Tomas, 1986; Mikami et al., 1986;
Bok, 2000), omnako, onaHO3HauHOW 3aBucuMocTH Mexay LMC-denoturnom wu
MPUCYTCTBUEM JIMHEWHBIX T1a3Mu He BoeisiBiieHO (Kemble et al., 1986; McDermott et al.,
2008; Matera et al., 2011). bbpuin nOpeAnosiOKEHUS, UYTO CYIIECTBYET HEKOTOpas
KOppESLMSA MEXIy BCTpauBaHUEM JIMHEWHBIX T1a3Mua S1 u S2 u3 S-Tuna mMuToIIa3Mbl
KYKYpY3bl B OCHOBHOM MT-T€HOM M (hopMHpOBaHUEM (peHOoTunnyeckux npuszHakos [IMC
u NCS (non-chromosomal stripe, HEXpOMOCOMHO KOJaupyeMas MSTHUCTOCTH JIUCTHEB)
(Handa, 2008). B 1o xe Bpems peBepcus LIMC-S k dpeprunibHOMy (eHOTHUITY HE BCeraa
npuBoamia K mortepe twiazmua S1/S2 (Matera et al., 2011). B pactenun 1uieBen
MHoronetHud (Lolium perenne) nuuevinas nnJIHK (LpCMSi, 9,6 1.m.H.) B ciyuae
BCTpavBaHUsi B MUTOXOHJAPUAIBHBIA TeHOM TmpuBoauia K dopmupoBanuto [[MC-
dbenotuna, HO B JPYruxX JHUHUSIX OHA TAaKXKe MPUCYTCTBOBAjJa B MHTOXOHIPUSX B
Ka4eCTBE HU3KOKOMUIHOTO aBTOHOMHOTrO perimkoHa (McDermott et al., 2008). Touno
TakK ke He ObLI0 OOHApYKEHO OJIHO3HAYHOW 3aBUCUMOCTH Mexay LIMC-deHoturom y
Brassica napus v TpUCYTCTBUEM WIH OTCYTCTBHEM JIMHEWHONW MHUTOXOHIPHUAIBHOU
mrasmuael 11,6 T.m.H. (Kemble et al., 1986).

B mocnennee Bpemsi, U3MEHEHHS B CKOPOCTSAX JBOJIIOIUU MUTOXOHIPHATHHOTO
reHOMa pAcTeHUH CBA3BIBAIOT C (DYHKIMOHAJIBHOW pOJIBI0 JUHEHHBIX IIIa3MU]]

pacTuTenbHBIX MUTOXOHApUH (Swart et al., 2012; Warren et al., 2016).
1.1.3. IliiacTHYHOCTH ¥ IMHAMUYHOCTH MUTOXOHAPHAJIBHOI0 T€HOMA pPacTeHUil

XOHAPHUOM BBICIIUX PACTEHH (COBOKYNHOCTh BCEX MHUTOXOHAPUN KIIETKH)
ABJISIETCS.  BBICOKOJMHAMHUYHOM  CTPYKTYpOH, COCTOSIIEN MPEUMYIIECTBEHHO U3
¢u3nYecKn NUCKPETHBIX OPraHeNy, KOJIUYECTBOM OT COTEH /0 HECKOJIbKHUX ThicAd. B
PACTUTENIbHON KJIETKE MUTOXOHJPUHU TMOCTOSHHO CIIMBAIOTCS MEXKIY COOOW W Aensarcs,
YTO OKa3bIBAaeT OOJBIIOE BIMSHUE HA OPraHU3ALUI0 M JUHAMUKY MHUTOXOHIPHAIHLHOTO

renoma (Logan, 20006).
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MUTOXOHJIpUAIbHBIII T€HOM pAacTeHMl CyLIECTBYeT B  OCHOBHOM  Kak
COBOKYITHOCTh JIMHEHHBIX U KoJbleBbix Mosiekyn JJHK paznuunoro pasmepa (Gualberto
et al., 2014; Morley and Nielsen, 2017). O0 3TOM CBHAETEIBCTBYIOT IMOIPOOHBIE
UCCIIEA0BaHUsl KOJMYECTBEHHBIX cooTHOmEeHn Monekyn JIHK pa3znnuHoil CTpyKTyphl B
MUTOXOH/IpUAIbHBIX HyKieouaax 0000B mMyHr (Lo et al, 2011) m KynbTHBHUpPYEMBIX
kieTok Tabaka (Oldenburg and Bendich, 1996). Okono 50 % Bceil MUTOXOHIpHAILHON
JHK B kneTkax Tabaka MMeEIO OYEHBb CIOXHYIO CTPYKTypHYI (opmy, okomo 30 %
SBIISJIOCH JIMHEHMHBIMU MoJieKynamu, 15 % mnpencrtaBisuin co00il OTKPBITBIE KOJbIA
BapualeIbHOTO pa3Mepa U 5 % HaxX0AWIIOCh B CYNIEPCKPYUEHHOU dopme.

[Ipn ananuze conmepxanuss MTIHK, pasmepa MUTOXOHIpPHAIBLHOTO T€HOMAa U
Yrclia MUTOXOHJPHM Ha KJIETKYy ObUIO YCTAHOBJIEHO, YTO HEKOTOpPbIE MHUTOXOHAPUU
pPacTUTENBHON KJIETKU CoJep)KaT MEHee MONHbIM reHoM, yem npyrue (Lonsdale et al.,
1988). IlpuHuMass BO BHMMaHHUE, YTO B KJIETKE MIJEKONUTAIONIUX MPUCYTCTBYET [0
Thicaun koruii MT/IHK, KOMMIHOCTP MUTOXOHAPHUAIBHBIX T'€HOB PACTEHUH, BEPOSITHO,
OTHOCHUTENIbHO Ooniee HU3Kas. B pabore Preuten c¢ coaBropamu (2010), ¢ momoribio
merona III{P-PB, ycTtaHOBIIEHO, YTO KOMMUHOCTH UCCIEIOBAHHBIX MHUTOXOHIPHUAIBHBIX
reHoB B A. thaliana 3Ha4YnTEIbHO BapbUPYET B PA3JIMUHBIX OpraHax PacTeHUs, a TAKKE
3aBUCHUT OT cTaauu pa3Butus. [loka3zaHHbIe 3HAUEHUS KOMUN T'€HOB ObUIMA CYIIECTBEHHO
MEHbIIIe OOIero 4Yucia MHUTOXOHApWM Ha KieTky (mpubmusutensHo 450 u 300
MUTOXOHJIpUH B TNPOTOIUIACTaX, IOJYYEHHBIX W3 3pEIbIX U MOJOJABIX JHUCTHEB).
Haubonpiiee xonuuecTBo Konuil reHoB A. thaliana (atpl, rps4, nad6 v coxl), npuMepHO
300-450 Ha kieTKy, ObLIO OOHAPYKEHO B KJIETKAX MEPUCTEMBI KOPHEH, B TO BpeMs Kak B
JUCTHSX, BETaX - TOJAbKO 80-140 konuii. Mcxonast U3 3TOro, aBTOphI NPEANOI0KUIN, YTO
OTZEJIbHbIE MUTOXOHAPUM PACTEHHUI COJEpXk AT JUIIb YaCTh F€HOMA WJIM MOTEHIUAJIbHO
He coaepxkat JIHK Boo6Gie (Preuten et al., 2010).

[TosiBnenue pparMeHTUPOBAHHOTO T'€HOMAa y PAaCTEHUM, CYIIECTBYIOIIETO B BHUJIE
psiga cyOreHOMHBbIX, MHOrAa cyOcrexuomerpuuecknx wmonekyn JIHK, cBs3piBaioT ¢
BBICOKOW YacTOTOM MeX- U BHYTPUMOJIECKYJISIPHOM TOMOJOTMYHONM pPEKOMOWHAIUU
(Lonsdale et al., 1988; Janska et al., 1998; Abdelnoor et al., 2003). MHOTHE T€HOMBI
MUTOXOHJIpUH pacTeHUM, XOTSA U HE BCE, COJAEPKAT OOIIMPHBIC MOBTOPHI B HECKOJIBKO
THICSIY AP HYKJIEOTUIOB. braromaps roMolOTMYHOW PEKOMOWHAIIUK MEXIY pPa3HBIMU

KOIIKUAMHA 3THUX ITOBTOPOB IMPOUCXOIAT MHOXKCCTBCHHBIC H30MCPHLBIC HCpCCTpOﬁKH resoma
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(Klein et al., 1994; Unseld et al., 1997). B cnydae ecim pekOMOMHAHTHO aKTHBHBIE
MOBTOPSIIOLIMECS ~ TMOCIEAOBATEIBHOCTH  HAXOJATCA B MPAMOM  OpPUEHTAIUU,
pEeKOMOMHAIMS [0 HUM MPHUBOJUT K pa3/IeJICHUI0 T€HOMa Ha HECKOJIbKO Pa3jINYHBIX,
CHWJIBHO M30BITOYHBIX CYOT€HOMHBIX MOJIEKYN. BTopoil kiacc mOBTOpHOCTEH, ropasio
MEHBIIUA TO pa3sMepy M PEIKO MNPOSBISIONIUNA AKTUBHOCTh, MOXET NPHUBOAUTH K
BHYTPUTCHHOW PEKOMOMHAIIMKN ¢ O0Opa30BaHUEM HOBBIX OTKPBITBIX PAMOK CUHUTHIBAHUS
(Andre et al., 1992; Vedel et al., 1994). UacTo BcTpeyatonuecs B pacTeHHUSIX MOBTOPHI
pazmepom 50-600 m.H. 00bIYHO He pekoMOMHUPYIOT (Arrieta-Montiel et al., 2009; Forner
et al., 2005).

Y OonbpIIMHCTBA BUJOB PACTEHHM TMOCIEAOBATEILHOCTH MHUTOXOHIPHAIIBHBIX
T€HOB 3BOJIIOLUOHUPYIOT MEIJIEHHO, [0 CPABHEHUIO C )KUBOTHBIMHM TOUEYHBIE MyTallUU B
HUX JOCTaTOYHO PEIKH, YTO TAKXKE CBS3aHO, KaK IOJararoT, ¢ HaJUYUEM aKTHUBHOM
cuctembl pekomouHanuu JJHK, mo3Bossiomnieit KoppeKTUpoBaTh W/ WK UCKITIOYATh U3 MT-
reHoMa MyraHTHble komuu TreHoB (Gualberto et al., 2014). Takas Hu3Kas CKOpPOCTh
MyTalui SIBIAETCS YJIWBUTEIBHOW [JII OTPOMHOrO, JAWHAMUYHOTO M BO MHOTOM
He()YHKITMOHAILHOTO MUTOXOHIPHUATIHLHOTO T€HOMA.

brnarogapst HegaBHUM paboTaM ObUT TIONYYE€H OTBET €Ile Ha OJHUH BOIPOC,
Kacalouuics  AMHAMUKM TE€HOMa  MUTOXOHJpPUM, a HUMEHHO, TOro, Kak
MUTOXOHJIPUATIBHBI TE€HOM peIUIMIUpYyeTcsl U TmepecTtpauBaeTcs. VccienoBanus
MOKA3bIBAIOT, YTO PEKOMOMHAIIUS SIBISIETCS OCHOBHBIM JIBIKYIIIUM MEXaHU3MOM U B
permukarun MTAHK pactenuit (Morley and Nielsen, 2017). Baxnyio poiib B 3TOM
MpoIecce UIpaeT MHUTOXOHJIPHAIBHBIN OENOK, KOAMPYEMbId sAepHBIM TeHOM recGl
(Wallet et al., 2015). IIpenmonoxutenbHas ¢yukauss RECG1 3akmiouaercss B
nepe3anycke 3a0JIOKHPOBAHHBIX PEIUTMKATUBHBIX BUJIOK, YTO BENET K JIECTaOMIM3AIUU
KOJIBIIEBBIX MOJIEKYJ U JIMOO K MX BCTPAUBAHHUIO B TEHOM C MOMOIIBI0O TOMOJIOTHYHON
pekoMOMHAMK B OJMH WIM JBa caita, n1u00 K ux mnortepe. Taxxke 3TOT Oelok
MPENSATCTBYET PEIUIMKALIMHN KOJIBLEBBIX MOJIEKYJI, IPOUCXOIAIEH ¢ BOBIeUeHUEM D- unu
L-nerens (Wallet et al., 2015), yka3piBasg Ha TO, YTO TaKWE€ METIU HE UCIOJIB3YIOTCS B

TUIIMYHOM MCXAaHHM3MC MHTOXOHHpHaHBHOﬁ PCILIMKAINH.

1.1.4. Poab ropusontajibHoro nepetoca /IHK B miacTuunocTu

MHMTOXOHAPHAJIBHOIO0 FT€eHOMA pacTeHHil
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I'opusonraneubeiii nepenoc JIHK, nmepemaua reHernueckoro marepuana MEXIy
JIOHOPHBIMU U PELIMITUEHTHBIMU OpTraHU3MaMU HEMOJIOBBIM ITYTEM, ChITPaJl BAXKHYIO POJIb
B ’Bomtonnu Oaktepuii (Treangen and Rocha, 2007; Oren et al., 2014). Umeromnuecs Ha
CErOJIHAIIHUM 1€Hb JaHHBIE MOKAa3bIBAIOT, YTO 3TOT MPOLECC MIUPOKO PACIPOCTPAHEH Y
CJIO’KHBIX MHOTOKJIETOUHBIX 3YKApUOT U TAKXKE BAXKEH VISl UX IBOJIIOIMU, OCOOCHHO JIJIsi
pactenuii (Huang, 2013; Richardson and Palmer, 2007; Bock, 2010; Li et al., 2014). B
JOTIOJIHEHHE K TOpU3OHTAIBHOMY ItepeHocy JIHK oT pacteHus k pacTeHHio, BO MHOTHX
CiIy4asix cooOIIal0T O BHYTPHUKJIETOYHOM IepeHoce renermyeckoro marepuaina (BIII),
IPOUCXO/SAIIEM BHYTPH KIETKH y OJHOTO M TOTo ke pacturenbHoro Bujaa (Kleine et al.,
2009; Smith et al., 2011; Smith, 2011).

B xaxmoi otnenbHOM KieTke pacTeHuil cocymiectByroT Tpu JIHK-conepxanux
KOMITAPTMEHTA (SIepHBIN, MUTOXOHAPUATIBHBIA U TJIACTUAHBIN T'€HOMBI), YTO 00JIeT4aeT
oobmen BuytpukieTounor JIHK. Mcxons u3 asroro, BeissBieno 5 tumoB BIII: (1) ot
MUTOXOHIpuH K saapy (oT anri. Nuclear Mitochondrial DNA Sequences — NUMTYS), (2)
oT mactua K sapy (ot anri. Nuclear Plastid DNA Sequences — NUPTSs), (3) ot miiactug
K MuToxoHApusaMm (ot anri. Mitochondrial plastid DNAs — MTPTs), (4) ot snpa x
MUTOXOHJpUAM, (5) oT MUTOXOHApUM K miactugaM (ot anri. Plastid Mitochondrial
DNAs — PTMTs) (Kleine et al., 2009; Smith, 2011). BeneactBue sHI0CUMOHOTHYECKOTO
MPOUCXOKACHUS MUTOXOHJPUH H  XJIOPOIUIACTOB MHOTHE  TOCIEI0BATEILHOCTH
7y0aKTepUANIBHOTO TMPOUCXOXKACHUS MHUTPUPOBAIM B  SAPO U3 OTUX OpPraHENI
MOCPECTBOM BHYyTpukjieTouHoro rmnepenoca (Timmis et al., 2004). Hcxoas wu3
CYIIECTBYIOIINX JIaHHBIX, (YHKIIMOHATBHBI BHYTPUKIETOUYHBI TOPU3OHTATBHBIN
MEePEHOC M3 MUTOXOHJPUATBLHOTO TE€HOMAa TMOJIHOCTBIO TPEKPaTUICS y JKUBOTHBIX U
MPAKTUYECKH TpeKpaTwics B rpubax. B pacTeHusx, HampoTUB, MUTOXOHJIPHUAIbHBIN
F€HOM YYacTBYET B TOPU30HTaJbHOM M BHYTPHUKJIETOUYHOM MEPEHOCAX YAUBUTEIBHO
4acTo Mo cpaBHeHUIO ¢ Apyrumu reHomami (Rice et al., 2013; Xi et al., 2012; Mower et
al., 2010; Bock, 2010; Sanchez-Puerta, 2014).

OTHOCUTETPHO MaJieHbKUH MHUTOXOHAPHUAIbHBIA TeHOM uenoBeka (16,6 T.m.H.)
KoaupyeT 13 monumenTHIOB, B TO BpeMs KaK KpYMHbIM reHom apabunoncuca (366,9
T..H.) Bcero 33 monunentunaa. 1o o3Havaer, uro MT/HK apabunmoncuca komupyer
ok B 2,5 paza Oonbmie OenkoB, uem MT/HK demoBeka mpu pasHuile B pa3mepax

reHoMoB B 22 pa3a. HeOombiioe kommuecTBO (PYHKIIMOHAIBHBIX T€HOB B TEHOME
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MUTOXOHJPUN OKPYKEHO JUIMHHBIMH MEXKI€HHbIMU OO0JAacTAMH, B OCHOBHOM,
HEU3BECTHOTO MPOUCXOXKJCHMS, HE HMEIOUIMX CXOJCTBAa C KakKOW-IMOO Jpyrou
cekBenupoBanHoit JIHK (Mower et al., 2012). OueBuagHO, 4TO B XOJE€ 3BOJIOIUU
pacTUTENbHBIE TEHOMBI CHUJIBHO YBEJIMYMWINCH B pa3Mepe 3a CYET HEKOAUPYIOIINX
MOCJIEZIOBATENILHOCTEN, MHTPOHOB M HeuJeHTU(uuupoBaHHblx OPC, monydeHHBIX H3
A5lpa U IUIaCTU]I IOCPEICTBOM BHYTPUKJIETOUYHOI'O MEPEHOCAa FT€HETHUYECKOTO MaTepuasa
(Logan, 2006), a Takxe uyxepoaHoil MutoxoHapuanbHoi JIHK, monyyenHoi ot apyrux
BUJIOB PACTEHUN NOCPEACTBOM Topu3oHTAIbHOTO nepeHoca (Gandini and Sanchez-
Puerta, 2017).

OTMeueHO, YTO €CIIM NEPEHOC UYKEPOIHBIX MOCIEI0BATEIHOCTEN B IJIACTUIHBIN
r€HOM BcTpeuaeTcs: oueHb penko (Smith, 2014), To BuyTpukiierounsiii nepenoc JJHK ot
IJIaCTUJ B T€HOM MHUTOXOHAPUM, HAIIPOTUB, IMIUPOKO pacmnpocTpadHeH (Ma et al., 2015).
JHK mnactugaoro npoucxoxaeuus (MTPT) obnapyxena B MTJIHK mokpeIToceMsIHHBIX
B pasnuuHbix KoimumuectBax — OT 0,1% mo 10,3% Bceir muroxonapuansHou JHK,
oxBatbiBas npu 3ToM OT 0,5% no 87,2% mmactugnoro renoma (Sloan and Wu, 2014).
Hecmotpst Ha TO, uTo OonbiuHCTBO TiepeHocoB JIHK mmacTuaHOTO mpOMCXOXKACHUS
OPUBOJUT K TOSBICHUIO HEPYHKIIMOHAIBHBIX IOCIECIOBATEIILHOCTEN, CUUTACTCS, YTO
MHTETPUPOBAHHASA B TOT WJIM MHOM MOMEHT B MUTOXOHApHaIbHbI reHoM MTPT moxer
BIUATH HA MUTOXOHJpUanbHble pyHKUUU. [IpucyrctBue MTPT moxker cnocoOcTBOBaThH
dbopMupoBaHUI0 HOBOW (OpPMBI Te€Ha WIM MPOMOTOpPA, WM TOSBICHUIO HOBBIX
¢yukumonanbHbix TeHoB TPHK (Hao and Palmer, 2009; Wang et al., 2012). UnrtepecHo,
yro MHOTHe MTPT MoryT nmpuobperaThcsi TOCPECTBOM TOPU30HTAIBLHOTO TepeHoca u3
HEOJIM3KOPOJACTBEHHBIX BHIAOB MOKphIToceMsHHBIX (Sloan and Wu, 2014; Rice et al.,
2013; Xi et al., 2013; Park et al., 2015).

IIpoueccsr BIII' u I'TII" TecHO neperuieTaroTcss U MOTYT B3aUMHO JOMOJIHATH APYT
npyra. [lpu ananuze (QaHKUPYIONIUX PETHOHOB UYKEPOJHBIX TMOCIEI0BATEIbHOCTEN
IJIACTUAHOTO TIPOHMCXOXKICHHS B 65% ciiydaeB ObUIM OOHApY)KEHBI yOeauTeIbHbIE
nokaszarenbcTBa mnepeHoca JIHK w3 muroxonapum B mutoxoHapuio (Gandini and
Sanchez-Puerta, 2017). HMcxons u3 oOHapyXeHHS B MUTOXOHIpPUATBHOM TeHome 15
HOBBIX UYXEPOJHBIX TIOCIEI0BATEILHOCTEN IJIACTUIHOTO MPOUCXOXKICHHUS, ABTOPHI
BBIBUHYJIM THUIOTE3y, YTO TUIACTUAHBIC TOCIEAOBATEILHOCTH TEPBOHAYAIBHO OBLIH

nonyueHsl HatuBHo MTAHK mnocpenctBsom BIII, a 3arem mnepeHeceHsl B
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HEOIM3KOPOJACTBEHHBIN pacTuTenbHbI Bux uepes [TII, a He HemocpeacTBEHHO WH3

Yy’KEpPOJHOM MJIACTHIbI B MUTOXOHIPHANIbHBIN T€HOM (puc. 4).

2unomesa N1

2unomesa N2

pacmeHue-00HOpP pacmerue-peyunuedm

Puc. 4. Tunore3sl O  NPOUCXOKIACHUH  YYKEPOAHBIX  IUIACTHUAHBIX
nocnenosarenbHocTeil B pacturensHoi MTIHK (MTPT) (Gandini and Sanchez-Puerta,
2017)

I'unotesa Nel: B3auMOaeHCTBUSA MEXKIY PACTEHUSIMU MO3BOJIAIOT HEPEHOCUTH LIEJIbIE MIIACTUIbI
(pt), YbM TEHOMHBIE TOCIEJOBATEILHOCTH BBICBOOOXKAAIOTCS B  KICTKY-pEUUIUEHT, a 3aTeM
3aXBaTBHIBAIOTCA HATUBHBIMH MUTOXOHApUsAMHU (mt). I'mmoreza Ne2: mocienoBaTenbHOCTH IIACTHIHBIX
TEHOB IEPEHOCATCSI B MUTOXOHAPHUM BHYTPH AOHOPHOTO pPAacTeHus; Oojee MO3AHUE B3aWMOICHCTBUS
MEXIY PaCTEHHSIMH IO3BOJISIOT MEPEHOCUTH LENble YYXKEPOJHbIE MUTOXOHIAPUHU B KJIETKY-PELUITHEHT,
I/Ie 4y>KEpOIHbIC ¥ HATUBHBIC MUTOXOHAPHUH CIUBAIOTCA, & U X TEHOMBI pEKOMOHMHUPYIOT.

[TapasutupoBanre OJHMX OpPraHU3MOB Ha JPYrux JOCTAaTOYHO MIUPOKO
pacnpocTpaHeHo B mpupoae, no3tomy npouecc ['TIN, nexamuii B OCHOBE MEKBUIOBOTO
NepeHoca TeHeTHYeCKOW MH(OpMAIM, MOXET SBISATHCSA, KaK U y OaKTepuid, Ba)KHBIM
JIBIDKYIIUM (PaKTOPOM DBOJIIOIIMM Y MHOTOKJIETOUHBIX OpraHu3MoB. HemocpeacTBeHHbIN
dbu3nuecknii KOHTAKT TKaHEW pacTEHUI XO3MHA U Mapa3uTa BIIOJIHE MOXKET MPUBOJAUTH K
norsiomenuto U obmeny MtJJHK. Hao et al. (2010) oOHapyXuiiu «BEIUKOJIEITHYIO
MO3aHMKy» MHUTOXOHJIpUATIBHBIX TEHOB W (parMeHTOB TEHOB, MPOUCXOIANINX W3
Pa3IMYHBIX JIMHUN B3aUMOJCHCTBYIOIIMX PACTEHHM XO31MHA M Iapa3uTa, BO3HUKIIYIO
MyTeM TOPU3OHTAIBHOTO TIEpeHOCa U  MpeoOpa3oBaHUs  MOCIEI0BATEILHOCTEH,
MOCPE/ICTBOM,  HAaNpUMEpP, KOHBEPCUU TI'E€HETUYECKUX  IOCIEJOBATEIbHOCTEH U
MOCJIEAYIONIEH MHTETPAllUK YYKEPOJHOTO FTEHETUYECKOr0 MaTepuania.

[Tonnoe cexBenupoBanne MTAHK Lophophytum mirabile (Balanophoraceae)
MOKa3ajo OeclpereIcHTHOE MPUOOPETeHHE JTHM TMapa3sUTHYECKHUM  OpPTaHU3MOM

MUTOXOHJIPUAJIbHBIX MOCIEI0OBATEILHOCTEN paCTEeHUsI-X035iMHa, TpeAcTaBisomux 380 %
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I€HOB, KOJUPYIOMMX O€JKH, B TO BpeMsl KaKk HaTHBHbIE TOMOJIOTU ObUIM MOTEpSHBI. L.
mirabile conepuT 35 UHTAKTHBIX OEJIKOBBIX TPAHCTEHOB, NOJYUYEHHBIX OT €ro 6000BBIX
X0351€B MOCPEJCTBOM OJHOTO WM HECKOJIbKHX coObITHil I'TII. YuuThiBas Hamuuue
qy’>KEPOJHBIX KJIAaCTEPOB I'€HOB, HUHTPOHOB U caiToB peaaktupoBanus PHK nurozun —
ypalui, aBTOPHI MOJIATal0T, YTO YYKEpOAHbIE TeHbl B L. mirabile ObuM TIEpPEHECEHHBI,
ckopee Bcero, B Buje KpynHbIx ¢parmentoB JJHK (wnm naxke kak 1enble XpOMOCOMBI
WM Bech reHoM). BeposatHas QyHkImoHanbHas 3aMeHa TaKOro KOJIMYeCTBa I'eHOB B L.
mirabile mipenctaBiseT coOO0W BIEUATISAIOMUNA TPUMEP MOTEHIIMATBHOTO BO3JICHCTBUS
MAaCCUBHOTO TOPU3OHTAIBHOTO IE€PEHOCAa TEHOB B PACTUTEIbHBIE MUTOXOHJIPHUHU.
Hcnonbs30BaHNe pacTEHHEM-IIAPA3UTOM T€HOB PACTEHUS-XO035IMHA MOKET IMOJIOKUTEIBHO
BIUSATh HA OTHOIIEHUS XO3sAMHA-TIApa3uTa, HO TaKKe MOXET OBbITh CIIEICTBUEM
koamanTtanuu (Sanchez-Puerta et al., 2016).

Tem He MeHee, HECMOTps Ha WIUPOKOE PACHPOCTPAHEHHWE TOPU3OHTAIBHOTO
nepenoca JJHK B pacTUTENbHBIX MHUTOXOHJIIPUSX, MEXAHU3M ATOTO IpoLEcca SBISIETCA
MaJOU3Y4YEHHBIM U HESICHBIM. OCTarOTCS OTKPBITBIMU BOIPOCHI O TOM, Kakasi MOJEKYyJa
apisiercst goHopoMm, JIHK wmm PHK, 4ro sBnsercs mocpelHHMKOM Tpu Iepenade
TCHETHYECKOT0 MaTepHaiia, BUPyC WM Kakas-mn0o turazmuaa (Archibald and Richards,
2010). HekoTopsble cBOICTBA paCTUTENBHBIX MUTOXOHJPUIN U UX TEHOMOB CITIOCOOCTBYIOT
neperocy JJHK B atu opranemnsl. MUTOXOHApUM pacTeHUIl CIOCOOHBI UMIIOPTUPOBATH
JIHK wim PHK (Koulintchenko et al., 2003; Duchéne et al., 2009) u jierko moasepraroTcs
ciusHuo  (Arimura et al,, 2004). WuTepecHO OTMETHTh, YTO COOBITHSI TEpPEHOCa
FeHETUYECKOI0 MaTepuala B XJopormiacTel goctaroyHo peaku (Rice and Palmer, 2006),
HECMOTpPSI Ha TO, YTO XJIOPOIIACTHI, TOYHO TaK €, KaK U MUTOXOHJIPUHU, UMEIOT
AHIOCUMOMOTHYECKOE MPOUCXOXKIeHUE. /sl XJII0OpoIIacToB A0 HACTOAIIETO BPEMEHH HE
OBLIIO TTOKAa3aHO HU CIIOCOOHOCTH K ciusHMio, HH K noriomenuio JJHK (Richardson and
Palmer, 2007 m ccblikKM B HEM), 4YTO MOAYEPKUBACT BAXHOCTh ATUX NPUCYIIHUX

MUTOXOHJPHUSAM CBOKCTB JUIsl TOPU30HTAJIBHOIO M BHYTPUKIIETOYHOTO nepenoca JIHK.
1.2. CTpyKTYypHasi HEOAHOPOAHOCTH MUTOXOHAPHAIbHOM NMOMYJIALUMHU B KJIEeTKe
1.2.1. U3y4yeHue MUTOXOHAPHAIBbHBIX CYONONMYJIAUMIA B KJIETKAX )KUBOTHBIX

MUTOXOHIPUU PA3IMYAIOTCS IO pa3Mepy, TUIOTHOCTH, YYaCTHUIO B METa0OJIU3MeE
KJIETOK, cTapeHun u anonto3e (Bereiter-Hahn et al., 1994; De Vos et al., 2005; Mishra et

al., 2005; Granville et al., 2002). Cuutaercsa, 4yTo B CHEUHUATM3UPOBAHHBIX KJIETKAX
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OpraHoOB XUBOTHBIX (II€YEHb, MBIIIILIBI, CEPALE, TOYKA U JIp.) OJHOBPEMEHHO HMEIOTCS
TPU TOMYJISAILMU 3TUX OPraHEUl: MOJIOJbIE MPOTOMUTOXOHJpUU auamerpoM oT 0,1 mo
0,45 MKM, 3penbple MUTOXOHJIPUU — OKOJIO | MKM U cTapble IOCTMUTOXOHAPUU — OKOJIO 2
MkM (bemsikoBuu, 1990; [lummakos u ap., 2004). CooTHOIIEHHE ATUX TPEX MOMYIISITUN
3aBUCUT OT BHUJA KJIETOK, Bo3pacTta U psga Apyrux mapametpoB (bemskoBuu, 1990).
OOBIYHO TPOTOMHUTOXOHJPHHM  COCTaBISAIOT B  Kierkax okoimo 30 %  Bcex
MUTOXOHIpuaibHbIX opranein (bemxskosuy, 1990; [lummakos u ap., 2004).

VYCTaHOBIIEHO, YTO NPOTOMUTOXOHAPUU MileKonuTaromux (1) uMeT pasmep
okoso 0,2-0,45 mxM, (2) obnamaroT oO0erMH MeMOpaHaMHy, HAapyKHOHM U BHYTpPEHHEH
(ompenieNIeHO ¢ MOMOIIBIO JIEKTPOHHOW MUKPOCKOMUH), (3) UMEIOT BHICOKHE aKTUBHOCTHU
NADH:deppunmanua-peaykrassl, NADH:Tetpazonuii-pegyKTassl, CYKIIMHAT:
beppuaHuI-peIyKTa3bl U CYKIIMHAT:TETPA30dui-peayKTasbl, (4) coaepkKaT 3aMeTHO
MEHBIIIEe KOJIMYECTBO IMTOXPOMOB, 4eM 3pernble mMuToxoHapuu (LlummakoB u np.,
2004).

OpaHol 13 BaKHEUIINUX (YHKIIMOHAIBHBIX XapaKTEPUCTUK MUTOXOHAPUH SBIISETCS
JIbIXaHue — TMoTpediieHne kuciopona. B pabore berynomoit ¢ coast. (2015), ¢
UCIIOJIb30BAHMEM B KauecTBe cyOcTpaTa JbIXaHUs CYKIMHATa, [OKA3aHO, YTO
MPOTOMHUTOXOHJIPUM  TOTJIOMIAIOT  KUCIOPOJ  OBICTped, YeM MHUTOXOHIPHUHU, HO
XapaKTEePU3YIOTCSI MEHBIIIUM MOKa3aTeNIeM JIbIXaTeIbHOTo KOHTpoJsi. Huskue mokazarenu
JIBIXaTeJIbHOTO KOHTPOJI CBUAETEIBCTBYET, MO-BUJIMMOMY, O TOM, YTO JbIXaTelbHas
nens pazobmieHa ¢ AT®-cunterasoii (berynosa u Bekiun, 2015).

VY CTaHOBIEHO, YTO MUTOXOHJPUH KUBOTHBIX PA3IUYalOTCA M0 MECTY U XapakTepy
JIOKaIU3aluy. Y IbTPACTPYKTYPHBIM aHAJIM30M IOKa3aHO, YTO B MOMEPEUHO-TI0JIOCATHIX
MBIIIIaX MMO3BOHOYHBIX COJIEPKHUTCS JBE IMOMYJSIIUU MUTOXOHJpUN. OaHA MOMyJIALUs
HAXOJUTCS HA BCEM MPOTSHKEHUH MUOPUOPMILI, a Ipyrasi BCTpedaeTcs HeOCPEeICTBEHHO
noa kiuetouHor wmemOpanoit (Battersby and Moyes, 1998). C mnomombio
bpakMOHUPOBAHUS TOMOTEHATa TICYCHH MIICKONHUTAIOIINX BBIICISUIM TSKEIYI0O U
NErKyr0 MUTOXOHJpHUanbHble (pakiuu (Graham, 2002). Tspkenas MUTOXOHIpHATbHAS
dpakiusi, conepkaBIiasi TPEUMYIIIECTBEHHO MUTOXOHJIPHH C HEOOIBIINM KOJIUYECTBOM
JIPYTUX KJIETOYHBIX CTPYKTYp, SBISJIACH TJIABHBIM HCTOYHUKOM OSTHUX OpTaHEsa Jis
UCCIICIOBAaHUN  JBIXaTeIbHONM aKTUBHOCTU. JI€rkas MUTOXOHIpHAIbHAS —(PpaKIIus

coacprKajia MUTOXOHAPHUH, JTU30COMBI, IICPOKCUCOMEI, MCM6paHBI alrIiapara FOJ’IBZ[)KI/I nu
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sHAoIIa3MaTudeckuii petukyaym (Graham, 2002). HekoTopele MHUTOXOHApUATbHBIE
CyOIOMmyJsMK 4acTo COAEPKAT pa3IuyHbIe KIETOUHbIE ()aKTOPhl U KOHTAKTHBIE CAMTHI,
MOCPEZICTBOM KOTOPBIX, BEPOSITHO, MPOMCXOAUT OOMEH MeTabonuTamMu M Tepeaaya

CUTHAJIOB MEX]ly OPTaHEIUIaAMH.
1.2.2. U3y4yeHne MUTOXOHAPHAIBHBIX CYONONYJIALMI B KIETKAX PAaCTeHUI

B pactutenpHBIX ~ opraHu3sMax  KilacCHU(MKAaLHMIO  MUTOXOHIPHUAIBHBIX
cyOnmomyJsiiuii yamie BCEro OCHOBBIBAIM Ha UX (PU3MOJOTUYECKOM COCTOSHUU. VHBIMU
CIIOBaMH, MUTOXOHJIPUU TMOAPA3JACISAIM Ha 3peiable M MOJOJble, HEpa3BUTHIE
MUTOXOHApUH, uin nporomutoxoHapun (Howell et al., 2006; berynoBa u BekuuH,
2015). Emte B 1958 rony mosiBunack padora (Lund et al., 1958), B koTopo#i ¢ TOMOIIIBIO
3JIEKTPOHHOW MMKPOCKONHHU OBLJIO MOKa3aHO, YTO B KJIETKAX AMHMKAIbHON MepUCTEeMbI
KOpHSI KYKYpy3bl NPUCYTCTBYIOT JBa THIIA MUTOXOHAPHUH, ISl OAHOIO M3 KOTOPBIX
XapaKkTepHa 4eTKas, XOpOIIO pa3BHUTas CUCTEMa BHYTPEHHUX MeMOpaH — KpHCT, a s
JPYroro, MHTEPIPETUPYEMOrO KakK THUII OpraHeJJl Ha HEe3pelod CTaJud pPa3BUTUS —
TOMOTEHHBI MAaTpPUKC, B KOTOPOM IPOUCXOAMT MOCTENeHHOe pa3Butue Kpuct. C
MOMOUIBI0 OMOXMMHUYECKUX METOJOB HCCIIEIOBAaHUS MUTOXOHAPUAIBHBIX (PpaKIuil
YCTaHOBJIEHO, YTO Pa3BUTUE 3TUX KPHUCT CBA3AHO C YBEIUUYEHHUEM TKAHEBOT'O JIBIXaHUS U
CKOpPOCTH OKHUCIJIEHUS U (hochopuaupoBaHus N30JUpoBaHHBIX MUTOXOHApHi (Lund et al.,
1958).

Panee MHoOrue wuccienoBaTend TNPUNKHCHIBAIM  YBEJIWYCHHE JbIXaTEIbHOU
AKTUBHOCTH CEMSJIOJIEM U3 pa3IMyHbIX CEMSH Ha paHHUX CTaJAMsSIX MpOpacTaHus
YBEJIMYEHUIO B HUX CHUHTE3a MUTOXOHApUU de novo (Breidenbach et al., 1967; Cherry,
1963; Wilson and Bonner, 1971). Ha ocHOBaHMHM IIUTOJOTUYECKUX JT0Ka3aTeILCTB baitH
u Mepcep NpeanoNoXHUIM, YTO MHUTOXOHJAPHUM IopoXa C CEMSJOISIMU HE TOJIbKO
YBEJIMYMBAIOTCS, HO TAaKK€ IMOJBEPraloTCsl NalbHEUIIEMY CTPYKTYPHOMY Pa3BUTHIO B
Te4eHue NnepBbiX 5 AHeil mpopacranus (Bain and Mercer, 1964). Malhotra u Spencer
(1973) BblmEnMAM OTHAEIbHBIE, 3aBUCALIME OT CTAaAUM IPOpAcTaHMs, HOMYJISALUU
MUTOXOHJAPUN U JAPYrHMX CYOKJIETOUYHBIX YAaCTUIl U3 CeMsAoJed Tropoxa Tmocie
HeHTpU(PYrupoBaHUs B TPaIMEHTE TUIOTHOCTH caxapo3bl (Solomos et al., 1972).

[Ipy wu3ydeHHUH MHMTOXOHIPHAILHOTO OHOreHe3a BO BpeMsl IPOPACTAHUS
KyKypy3Hbix cemsH (Logan et al., 2001) Obuin BbimeneHbl JErKas © TsKenas

cyOmomynsuuu MHUTOXOHApPHH. B cyxux cemeHax o0€ TMOMYJSIIMH —COAEPKAIN
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cnabopa3BUThIE MUTOXOHJAPUHU: OJHAKO IOCIE€ HAOyXaHUS MHUTOXOHIPUM TSKEION
bpakuuu TpUOOpENd BCE MPU3HAKH 3PEJIbIX MHUTOXOHAPUM C XOpOIIO Pa3BUTOM
CUCTEMOM KpPHUCT, B TO BpeMsl KaK MUTOXOHJIPUU JIETKON (paKIuu Jake mociie HaOyxaHus
CEMSsIH He MOoKa3aJll 3HAYUTEIbHBIX CTPYKTYPHBIX H3MEHEHUM.

CymiecTBOBaHHE  CTPYKTYPHO-(YHKIIMOHAIIBHOW Te€TEPOT€HHOCTH  KJIETOYHOU
MOMYJISIIIUM MUTOXOHJIPHUI OBLIO MPOJAEMOHCTPUPOBAHO U B MpopocTkax (aconu (Dai et
al., 1998). MutoxoHapuu OBICTPOPACTYIIUX U PA3BUBAIOMIMXCS MPOPOCTKOB hacoiau
ObUTH pa3/esIeHbl HAa YEeThIpe MOMYJSIUH, 10 TUIOTHOCTU UX CEAMMEHTAIIMH B TPagucHTE
caxapo3sbl, KaXJblii M3 KOTOpbIX Obul ycioBHO obOo3HaueH 1500S u 150S. B nByx
nomyisiiusax 150S conepkanuck paHee HeWACHTU(DUIIMPOBABIIMECS, HEOONBIINE IO
pa3Mepy (B auanazone 70-300 M, Gonbmas yacte < 200 HM) OpraHeIbl, y KOTOPBIX HE
ObUIM OOHApyXEHbl KPHUCTHI M OTCYTCTBOBaja CHOCOOHOCTh K JbIXxaHuio. B Oonee
WIOTHRIX — momymsiiusix  1500S  Oputn OOHApyXEHbl  TUIUYHBIE,  XOPOIIO
CTPYKTYPHUPOBAHHBIE, COAEpPKAIIUE KPHUCTBI MHUTOXOHApUH, pazmepoM 300-800 HM.
[Tomo6Hast TETEPOreHHOCTh MHUTOXOHJPUAIBHOW  TMOMYJSIMU, KaK B  CHUCTEME
W30JIMPOBAaHHBIX MUTOXOHJAPUW, TaK WU in situ, JAET OCHOBAHUS MpeArnojaraTh, 4YTO
HEOOJBIINE  MUTOXOHAPUU  («SS-MUTOXOHIPHUM»), MPEACTaBIsAOT  co0oil  Tul
«MHUTOXOHJpUA Ha CTaaud OOpa30BaHUs», MPOUCXOMAAIIUX TOCPEACTBOM €Il
HEM3BECTHOTO CMoco0a UX NENCHUs WIM Pa3MHOXKEHUS, (DYHKIIMOHUPYIOIIETO BO BpeMsi
obicTporo pocra npopoctkoB (Dai et al., 1998).

Tpu cyOmonmynsiiiii MUTOXOHJIPUN OBUIA BBIICIEHBI U3 3MOPHUOHAIBHBIX MacC
JIBYX BHUJIOB XBOUHBIX (Picea abies u Abies cephalonica) (Petrussa et al., 2008). bbuio
MOKa3aHo, 4TO rpydasi (ppakiusi MHTAKTHBIX MUTOXOHJPHUN C BBICOKMM JbIXaTEIbHBIM
KOHTPOJIEM IPHU OYUCTKE B CTYNEHYATOM I'PaJMEHTE IIOTHOCTH IMEpKOJUla pa3aeisiach
Ha Tpu (pakuuyd MUTOXOHAPUN. MUTOXOHIpHanbHas Ppakuus Ha rpanuie Mexay 0/18
% mepkosuIa COCTOsIa, B OCHOBHOM, U3 MOBPEXKICHHBIX M PA300IICHHBIX MUTOXOHIPHUH,
B TO BpeMs Kak aBe npyrue (ppakuuu mexnay 18/23 % u 23/40 % nepkona) comepxanu

WHTaKTHBIC U BBICOKO COMpsiKeHHbIe MuTOXOoHIpuH (Petrussa et al., 2008).

1.2.3. U3y4eHue ocobeHHOCTEeH M (PYyHKIMI MATOXOHAPHATbHBIX CyOnony. isinuii B

KJIETKE

[ToMrMO reTepOoreHHOCTH KJIETOYHOW MOIMYJIALUN MHUTOXOHIPHH, 00yCIOBIEHHON

cTanueil ux 6uoreHesa (3penble U MOJIOJbIE MUTOXOHJPUN), B KAUE€CTBE XapaKTEPUCTHK
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MUTOXOH/IPUANBHBIX CYOMOMYyJSUUNA y pacTeHUH BBIACISIOT U HEKOTOpbIE Jpyrue
napameTphbl, HAPUMEP Pa3IUUUsl IO TPAHCMEMOPAHHOMY MOTEHIIMAITY MUTOXOHIPUH, 110
konuitHoctn  MTJIHK, 1o cyOkierouHoit opraHu3zalid MUTOXOHJIPUH U HUX
MEXXOPraHeJUIbHBIM B3aUMOJICVCTBUSAM B KIIETKE.

Bo Bpems crapenus me3oduiia qucta OblI IPOBEIEH aHAJIU3 TPAHCMEMOPAHHOTO
noTeHIMaza MuUToxoHapuii (AWYm) B mpororactax ¢ moMmolisio ¢uryopoxpoma JC-1
(5,5',6,6'-TeTpaxiop-1,1',3,3'-rerpastun 6eH3uMuAa301 KapOorumanuHa) (Simeonova et
al., 2004). beuto mMoOKa3aHO, YTO HA BCEX aHAIM3UPYEMBIX CTAIUSAX CTAPEHUS JIMCTHEB
CYIIECTBYIOT JIBE CYONOMyJslMM MUTOXOHApUM, otiaunyatomuecss AWYm. IlepBas
cyOmonymsiius cofepkaia MUTOXOHApUM ¢ BICOKUM AWm (kpacHas duryopecueHuus J-
arperatoB). Bropas cyOmomymsiiusi BKJItouajga MHUTOXOHIpUM ¢ HU3kod AWm (3enenas
dayopecueHusi MOHOMEpPOB), UYTO XapaKTepHO [Js TMOJHOW JAENOJspU3aIliu
MUTOXOHJPUATBHBIX MeMOpaH. AHanmu3 (QIIyopecleHIIMU T[OoKa3al, YTo Jake Ha
NOCIEIHUX aHAJIU3UPYEMbIX CTaausAX CTApEHUs JIUCThEB BCE €IIE CYUIECTBYIOT
MUTOXOHJIpUM C BbBICOKUM AW¥Ym. @naroopoMeTpuueckrue H3MEpEeHHsl IOoKa3ajiu, 4To
MHTEHCUBHOCTH (PIIyOpECUEHIIMH J-arperaroB yMeHbIIA€TCA ¢ BO3PACTOM PACTEHUM, YTO
YKa3bIBa€T Ha TO, YTO BO BpEMs MpOLECCa CTAPEHUS] MPOUCXOAUT cHUkeHue AW¥m;
OJIHAKO 3TO CHIKEHHE HE TMPOUCXOJUT BO BCEH NOMYJIALMH MHUTOXOHAPHUI B
nporomnacte. [lpuymHOM 3TOrOo MOXKeT ObITh CYHIECTBEHHAs peopraHu3arius
MUTOXOHJIPUN B KJIETKaX Me30(uiijia W TOSBICHHUE HA MO3JHUX CTAAUSIX KPYITHBIX
MUTOXOHJIPUHM, XapaKTEpU3YIOUIUXCS JIOKAJIbHOW rereporeHHocTero  AWm. Ilpu
M3MEHEHUAX pa3Mepa, paclpeiesieHuss U CTPYKTYPHOM OpraHu3ali MUTOXOHIPHUM B
MPOTOIJIACTAaX HA BCEX CTAJUAX CTApEHMsI, BCE MUTOXOHJIPUH, TEM HE MEHEE, COXPAHSIN
CBOIO MEMOpaHHYIO opranuzanuio (Simeonova et al., 2004).

JlanHple 00 W3MEHEHUU CYOKIIETOYHON OpraHW3allid MUTOXOHAPUN B KIIETKE B
mpoiiecce cTapeHusi OblTM oTMeueHbl U B padote (Bakeeva et al., 1999). [lokazano, 4to
HEKOTOpasi 4aCTh MUTOXOHAPUI, BbIJIETIEHHBIX U3 KOJICONTUJIEH MIIEHHUIIbl, HAXOIUTCS HE
B CBOOOJIHOM COCTOSIHMH, @ 3aKJII0U€Ha B OJHOMEMOpaHHbIE BE3UKYJIbI C COIEPKHUMBIM,
aHAJIOTUYHBIM COCTaBY IUTOMIa3Mbl. KpoMe TOro, MUTOXOHJIpUSM TaKOW CTPYKTYpPHOI
opraHu3aiuu xapaktepHa uHTeHcudukanus cunte3a M1-JHK, Gorartoit I'l[-ocTaTkamu.

[TomoOHast CTpyKTypHas OpraHu3ansi MHTOXOHAPHH XapakTepHa TOJNBKO IJis
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CTapeIOIIUX PACTUTEIBHBIX TKaHEH, TOCKOJIbKY HE Obljla OOHApYXEHA B MOJIOJBIX TKAHSIX
WJIM BCTPEYAIACH KpaHE PEIKO.

MuTtoxoHapuu coaepxaTt cBoio cooctBeHHyo JIHK, xomupyrouryio HeGobinoe
KOJIMYECTBO JKU3HEHHO BAXKHBIX TEHOB, HO HX pOJb XPAHWIMILNA TE€HETHYECKON
uH(pOpPMALlUM MaJl0 COBMECTHMA C POJbI0O B OHMOZHEPreTHKE, IOCKOJBKY IEPEHOC
AIIEKTPOHOB NPUBOJIUT K oOpazoBanuio ADK, xoTopsie MHAYIUPYIOT MOBPEXKICHUS B
MTIHK. Ilpeamnonaraercs, yto A®K BiusoT Ha MOPQPOJIOTHYECKYI0 OpPTaHH3aLUI0
MUTOXOH/IPUATIBbHON MOMYJIALMK BBICHIMX PACTEHHI, OKa3blBasl CEJIEKTUBHOE JABJICHUE
(Logan, 2006). Xumuueckas uHAyKius oopazoBanuss APK unm MArkuil TEIUIOBOM IIOK
BBI3bIBAIM OBICTPOE W TIOCHEAOBATEIbHOE W3MEHEHHE MOPQOIOTUA MHUTOXOHAPUIN
(Ha3pIBaeMOe TIEPEeXOAHON MOpQOJIOTHEe MUTOXOHIpPUIA), KOTOpas TMpe/lIecTBoBaia
rubenu kieTok (Scott et al., 2007).

B otnenbHOM opranemie MoxeT ObITh Oosnee omHOM kommu ee reHoma (Birky,
2001) unu ke MOJACP>KUBATHCS HEOOBIYHO HU3KOE, MEHEE OJHOM KOMUHU, KOJUYECTBO
monekyn cyorenomubix JIHK (Small et al., 1987). /lanHasi TeHOMHasi Te€TepOT€HHOCTh
MOXXET HMMETh KOpPPEeJslUI0 C OOHApYKEHHBIMU (DEHOTUNMMUYECKUMU PaA3IUUUIMHU
MUTOXOHIPUATBHBIX CYOTIOMYJISIIIMI BHYTPU pacTUTENbHBIX KieTok (Dai et al., 1998), u
COBMaJaeT C HAOMIONEHUSMH O TOM, YTO HEKOTOphle U3  MOJIy4aeMbIX
MUTOXOHJIPUATBHBIX CYOMOMYJSIIUN JEUCTBUTEIBHO COJEpkKAT Majloe KOJUYECTBO
MT/IHK 1o cpaBHEHHIO ¢ THMUYHBIMU MUTOXOHIPUSIMU.

besycnoBHO, uTO BKJIaJg B yBEIMYEHUE CIOXXHOCTH CTPYKTYPhl MT-T€HOMa B
pacTeHHsIX BHOCUT M HEOObIYHass pPEKOMOWHAIMOHHAs aKTHBHOCTb, OOHApY)XCHHasl B
pacTUTENbHBIX MHUTOXOHApUsX. [Iporecc ynBoeHHMs W pa3AeleHHs] MUTOXOHAPHUM BO
BpeMs KIIETOYHOIO IMKJIa, CONPOBOXAAeMbld perumkanuendn u cerperauuert JJHK B
KXY U3 MUTOXOHJAPHM, MOXKET NPUBOJAUTH K CiaydaniHOMY pacnpeneneHuto MT/HK,
BCJIEJICTBME OTCYTCTBHUSI KOHTPOJSl HaJ peruldKanueil kaxiaol u3 ee kxomwmil. OOiiee
KOJIMYECTBO KOMHI T€HOMa MOKET KOHTPOIHPOBATHCS CIIOCOOOM, MOJAOOHBIM TOMY, KaK
ATO OcylIecTBiseTcs y OakTepuid, ¢ ydacThueMm romosiora OakrepuanbHoro Oenka FtsZ,
BXOJISIIIIETO C COCTaB ammapara MepeTsHKKU OpraHeiibl. B MoyekylsipHOM amnmapare
MUTOXOHJIPUH KJIETOK JKUBOTHBIX HCIOJIB3YETCSl OCJOK TMHAMUH, KOTOPHIA y4acTBYET B

oOpa3oBannu MmeMOpanHbIX Be3ukyn (Birky, 2001).
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Opnolt u3 HamOoJsiee Ba)XHBIX HOBBIX O0JacTel HCCIEIOBAHUS MUTOXOHIPUIA
ABJISIETCS. UACHTU(DUKALIMS MOJIEKYJI, OMOCPEAYIOIIUX CBSI3U MEXJY OpraHeiuiaMu. XOTs
3Ta 00JacTh elle HEJAOCTaTOYHO XOpOIIO H3y4YeHa, OYEBUIHO CYIECTBOBAHUE
MHOTOYMCIICHHBIX MEXOPTraHeIUIbHBIX B3aUMOJIEHCTBUN. PNl HUTONIOrMYECKUX TaHHBIX
CBUJICTENILCTBYET O HaJUYUM (PU3NYECKUX KOHTAKTOB MEXKJY OpraHeiilaMd Ha
KOHKPETHBIX CTaJHsIX Pa3BUTHUS KIETOK, BKJIIOYAsl TaKW€ KOHTAKTHI, KAK MUTOXOHIPUU-
sHAoIIa3MaTuyeckuit  perukynym (Staehelin, 1997), MHUTOXOHIPUU-XITOPOILIACTHI
(Kohler et al., 1997) u mutoxoHapuu-sapo (Smart et al., 1994; Southworth et al., 1997).
[TogoOHbIE KOHTAKTBI MOTYT CIYKUTh CPEJCTBOM MEpeIaun TeHETHYEeCKON nHpopMauu
B MHUTOXOHApHaIbHBIM TeHoM M W3 Hero (Unseld et al., 1997), a takxke oOmeHa
MEMOpaHHBIMU  KOMIIOHEHTaMHU H  Tepelaud  MEXOPraHeJUIbHBIX  CHUTHAJIOB.
[Ipeanonaraercs, YT0O MUTOXOHAPUAIIbHBIE CYOMOMYJISIIMA MOTYT MPEACTaBIATH CO0O0
KaK OTJEJIbHBbIE CBOOOJHBIC OpPraHesUIbl, TAaK U MUTOXOHJIPUHU, HAXOJSAIIMECS B KaKHX-
au00 KOHTAKTax C JPYrUMH KiIeTOuHbIMU (hakTopamu. [lokazaHo, 4YTO MUTOXOHIPUU
OJIHOM W3 BBIJCNICHHBIX (pakUuid, O KOTOPBIX XapaKTEpPeH HEOONBbIION pa3Mmep U
Hec(OpMUPOBaHHAs CUCTEMAa BHYTPEHHUX MEMOpaH («SS-MUTOXOHIPHUM»), TOYTH BCETIa
HAXOJWJINCh B KOHTAKTE C HUTEBHIHON MEMOpPaHOMOMOOHON CTPYKTYpOW pa3iruHOMN

el (Dai et al., 1998).
1.3. TpancnmopT MakKpoMoJieKyJ1 B MUTOXOHAPHUAX

Jlyis ocymiecTBiIeHHsI CBOUX (PYHKIIMH B KJIETKE U TMOMAJIEPKAHUS COOCTBEHHOMU
TEHETUYECKOW CHUCTEMBl MHUTOXOHAPUSIM HEOOXOJIUMO OCYIIECTBIATH TPAHCIOPT
KPYIHBIX MOJIEKYI - OETTKOB U HYKJIEMHOBBIX KUCTOT. CIIOKHBIE MEXaHU3MBI, JISKAIUE B
OCHOBE TPAHCIIOPTA 3TUX MAKPOMOJIEKYJI, YK€ IaBHO M3YyYAOTCS, TPOBOAUTCSA MOUCK KaK

HEMOCPEICTBEHHBIX YYACTHUKOB ATHUX MPOIIECCOB, TAK U PETYIUPYIOIMIUX UX (aKTOPOB.
1.3.1. UmnopT 0eJIKOB B MUTOXOHAPUH

Bonpias 4acth MUTOXOHAPUANBHBIX OETKOB KOIUPYIOTCS SIACPHBIMU T€HAMH,
CUHTE3UPYIOTCSI Ha IHMTOIUIA3MAaTHYECKUX pubocoMax W TPaHCHIOPTUPYIOTCA B
MUTOXOHJIpUU B (OpMe TPEAIIeCTBEHHUKOB. M3yueHrne MeXxaHW3MOB HMMIIOpPTa OEJIKOB
MIEPBOHAYAIIBHO NPOBOJWIN HAa MUTOXOHJIPHUSX S. cerevisiae, OTHAKO, 3TH MEXaHU3MBbI
OKa3aJMCh BBICOKO KOHCEPBAaTUBHBIMU [JIsi BCEX OHyKapuoT. lLluTorazmaTtuueckue
pubocomsl, Tpancnupytomue MPHK MuToxoHapuanbHBIX OETKOB-TIPEAIIECTBEHHUKOB,

JIOKAJIM3YIOTCs BOJIM3H BHEIIHEH MUTOXOHApuanbHo MeMOpanbl (MacKenzie and Payne,
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2004). [lna npenoTBpallleHus: HEMPaBUILHON YKJIAJIKU M arperaliii MUTOXOHIPUAIbHBIX
OENKOB-IIPEAIIECTBEHHUKOB CIIYKaT CHEUANbHbIE IAIIEPOHBI, COMPOBOXKIAIOIINE UX J10
MOBEPXHOCTU opraHesuibl (Zara et al., 2009). HanpaBienue 6elnkoB-IpeIIeCTBEHHIKOB B
MUTOXOHJIDUIO M UX  COPTUPOBKA MO  OTIAEIbHBIM  MHUTOXOHJPHUAIbHBIM
cyOKOMIapTMEHTaM  TpeOyeT Haluyusl B  TPAHCHOPTHUPYEMBIX  MOJUIENTHAAX
cnenuduieckux curHamoB wummnopra (Garcia et al., 2010). HaubGomee dacto
BCTPEYAIOIINNCA CHUTHAI MHMTOXOHJPHAIBHOTO HUMIOpTa - N-KOHIEBas CUTHAJIbHas
MOCJIEZIOBATENIbHOCTh — SIBIISIETCS aM(UIATUYECKUM (-CIIUPATbHBIM CETMEHTOM C
MOJOKUTENBHBIM  3apSIIOM W MMEKT JUIMHY NOpeuMyliecTBeHHO ot 15 go 55
amuHokucinoT (Vogtle et al., 2009). N-koHIeBble CHUTHadbl MOTYT OBITH Kak
OTIIEIUIAEMBbIMM, TaK W HEOTIIEIUIAEMbIMU. VHTEpECHBIM HCKIIOUYEHUEM SIBISIETCS
xenukaza Hmil, koropas HampaBisieTcss B MHUTOXOHAPHUHM C TOMOINBIO CHUTHAJIbHOU
CTPYKTYypHOH mocienoBarenbHocTd Ha cBoeM C-konue (Lee, 1999). IlepBuunsiii
CTPYKTYpHBIH ~ CErMEHT B  CHUTHAJIBHOW  IIOCIEAOBATENBHOCTH  ONPEIEISACT
MECTOTIOIOKEHUE OelKka B MaTpUKCE, BTOPUYHBIE CETMEHTHI HAINpPaBISIOT OENKH BO
BHYTPEHHIOIO MEMOpaHy UM B MexMeMOpanHoe npocTtpanctBo (Murcha, 2014).
Peueniroper BHemHelr memOpansl TOM20 u TOM70 y apoxokeit 1 TOM20 y
pacTeHHWii  ABJIAIOTCS ~ caliTaMH, CBS3BIBAIONIUMH  O€JIKU-TIPEANISCTBEHHUKH, U
(GYHKIMOHUPYIOT KaK ITYHKTBI MPOBEPKH KayeCTBa, KOTOPHIE OTKPHIBAIOT JOCTYI B
MHUTOXOHJPHUIO TOJIBKO B CIIydae, €CJIM TOJYYECHHBIM O€JOK COAEPXKUT MOAXOSAIINN
curHan o0 ajpecanuu. 3a MCKIOYEHHMEM HEKOTOpbIX allb(a-CIupaIbHbIX OEIKOB
HapYXKHOW MEMOpaHBbI, JUIsl MHUIIUAIIMU TPAHCIIOPTAa B MUTOXOHPHUIO MPAKTUYECKHA BCEX
NpeIECTBEHHUKOB HEOOX0AUM OOUIMI MyTh, 0Opa30BaHHBIN TPAHCIOKAa30M Hapy>KHOU
MeMOpansbI (komruiekcoM TOM, ot anriI. translocase of the outer membrane).
Tpancnokarust OeNKOB-IPEANISCTBEHHUKOB 4Yepe3 MeMOpaHbl MUTOXOHIAPUN
OCYUIECTBIISIETCS. PA3JIMYHBIMU TPAHCIOPTHBIMU MYTSIMH, CYIIECTBYIOIIMMH BO BCEX
YKapUOTHYECKUX opraHu3max (puc. 5) (0630p B Murcha et al., 2014). Muorue Genku
MEXKMEMOPAHHOTO MPOCTPAHCTBA UMIOPTUPYIOTCS C MOMOIIbI0 MEXaHHW3Ma UMIIOpTa U
coopku MIA (ot anra. Mitochondrial Intermembrane space import and Assembly),
KOTOpBI 00BEIUHSET COPTHUPOBKY OENKOB C MX YKJaakou. IIpenaniecTBeHHUKH OENKOB
HapYXKHOW MeMOpaHbI, cojaepXKallue B-IWIHHIPUIECKYIO CTPYKTYpPY, CBS3BIBAIOTCS B

MEXMEMOpPaHHOM IMPOCTPAHCTBE HEOOJBIIMMH IIarnepoHaMu Tim, KOTOpbIE MEPEHOCAT
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UX K MEMOpaHHOMY KOMIUIEKCY, OCYIIECTBIISIIOIIEMY COPTUPOBKY M COOpKY O€JIKOB,
SAM (ot anru. Sorting and Assembly Machinery); mocpenctBom 3Toro mexanusma
OeNKM MHTETPUPYIOTCS BO BHEHIHIOI MeMOpaHy. MuToxoHApuanbHble OelIKu-
NEPEHOCYNKN METa0OJIUTOB TAKXKE MEPEHOCSITCS HEOOJNbIUIMMU HIanepoHaMu Tim uepe3
MEXMEMOpaHHOE TIPOCTPAHCTBO W 3aT€M MHTETPHPYIOTCS BO BHYTPEHHIOIO MEMOpaHy C
MOMOIIbIO TPAHCJIOKAa3bl BHYTpeHHEeW MeMOpanbl 22 (koMmriekc TIM22, oT aHIIL
Translocase of the Inner Membrane 22). DToT mnpomecc 3aBUCUT OT MEMOPAHHOTO
noTeHimana (AY).

i 1.06wmi nyTb MMNOPTA

1 2. TlyTb UMMOPTa NEPEHOCYMKOB

n MTOXOHADKMAALHLIK TVTL 66
111 3. MUTOXOHAPHaNbLHBIM NYTh cO(

DpPKM B MexxmebpanHom npocrpaHcree (MIA)

4. MyTb C NPUBAEYEHUEM MEXGHN3MAE COPTUPOBKM M cOopKu (SAM)

SAM

4,

TIM17:23

Puc. 5. [Tytu umnopra 6enka B mutoxoHapuu (Murcha et al., 2014)

CxeMaTruecKasi perpe3eHTalus YeThIpeX OCHOBHBIX MyTeH UMIIOpTa OEITKOB B MUTOXOHApHH. B
obwem nymu umnopma Uil TpaHCIOpTa OENKOB, coAepKamMxX N-KOHIEBOH CUTHAIBHBIA IMENTHI,
UCIIOJIB3YeTCsl TpaHcJOKaza BHemHed MemOpansl TOM u TpaHcioka3a BHYTPEHHEH MeMOpaHbI
TIM17:23, a Takke CBsA3aHHAs ¢ HUMU TpaHciokaza PAM. Bmopou nyms (CIP, ot aHri. carrier import
pathway) mnpexncraBnsier co6oif uMIOPT OENKOB BHYTpPEHHEH MeMOpaHBI, KOTOpBIE COJEpXKar
MHOXECTBEHHbIE TpaHCMeMOpaHHble obnacTu. B 3ToM Mmexanusme 3aneiictBoBaH kommiekc TOM Bo
BHEIIIHEW MeMOpaHe, MHO)KeCTBO HeOosbinx OenxkoB TIM Bo BHyTpeHHeH MeMOpaHe M TpaHCoKasza
BHyTpeHHel MeMmOpanbl 22 (TIM22). Tpemuii nymo, BriIrodaromuii kommuieke TOM u mexannsm MIA,
UCIIOJIB3YETCS JUII UMIIOPTa B MEXMEMOpaHHOE NPOCTPAHCTBO PAa3IUYHBIX OEJIKOB, COJEpIKAIIMX
JIBOMHBIE IHMCTEMHOBBIE ocTaTkH. llocpencTBoMm uemeepmozo nymu € y4dacTHEM JBYX KOMIUIEKCOB
BHemHeld MeMOpansl — TOM u SAM u ¢ npusneuennem HeOombmux O6eaxkoB TIM B MexmemMOpaHHOM
NPOCTPAHCTBE, NPOUCXOAUT BCTPAaUBaHHE OCJIKOB, COACPKALIMX P-LWIMHAPHYECKHE CTPYKTYPHI, BO
BHEIIHIOI0 MEMOpaHy.
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benku-npeAmecTBEHHUKY, COJEpXKalllie CUTHAJIbHBIE I10CJIEA0BAaTEIbHOCTH,
HENOCPEACTBEHHO TMepenatroTcss u3 kommuiekca TOM Ha TpaHCioOkasy BHYTpPEHHEH
MeMOpanbl 23 (komruieke TIM23), 6e3 mocpeHuyecTBa MIanepoHOB MEKMEMOPaHHOTO
IPOCTpaHCTBa. B 3aBUCHMOCTH OT HAJIMYMSI WJIM OTCYTCTBUS JOMOJHUTENBHBIX CUTHAJIOB
umnopra, kommuiekc TIM23 onocpenyer 1nbo nepeHoc MpeAIeCTBEHHUKOB, HECYIINX
CUTHAJIBHYIO ITOCJIE0BATEIBHOCTh, B MATPHUKC, JINOO MX HAlpaBlI€HHE BO BHYTPEHHIOIO
MeMOpaHy. B To BpeMs kak MHTerpanus B MeMOpaHy 3aBUCHUT OT HaJU4HUs MEMOPAHHOTO
noreHuana AY kak elMHCTBEHHOIO UCTOYHMKA SHEPIHHM, JJIS MOJTHON TPaHCIOKAaIUU B
MaTPUKC JONOJHUTENBHO Tpedyerca AT®-3aBucuMblii MeMOpaHHBIA MEXaHU3M,
accolMMpoBaHHbI c TpaHciokasod (PAM, or aHmi presequence-assisted motor)
(Murcha et al., 2014).

[Tocne ummopra OenkoB N-KOHIIEBbIE CUTHAJIBHBIE MOCIEIOBATEIBHOCTH, KaK
OPaBUJIO,  HPOTEOJIMTUYECKH  YHAIAOTCA € TOMOINBIO  MHUTOXOHJIPHAIBHOU
npoueccupyromeid nentugaszsl (MPP, ot anrn. mitochondrial processing peptidase), a
TaKXKe PA3IMYHBIX JONOJHUTEIbHBIX MNENTHA3, CIOCOOHBIX YIAIATh BTOPUYHBIE
curHaisl (Stahl et al., 2002; Kmiec et al., 2013), koTopbie B pacTE€HUSX, [0 CPABHEHUIO C
npoxckamu (Saccharomyces cerevisiae), 0XapaKTepu30BaHbl HEAOCTATOYHO XOPOILIO.

Kpome ToOro, cymecTtByloT Takke W JApyrue IyTH OEJIKOBOTO HMMIIOpTa, Ooiiee
CHEeUAIN3UPOBAHHBIE JUISI UMIIOpPTa ClieUn(DUUHBIX OEIKOB UM OENKOBBIX IPYII U /10

CHUX IIOp HEJOCTATOYHO U3YUYCHHBIE.
1.3.2. Umnopt PHK B MuTOXOHaApHHU
1.3.2.1. Umnopt TPHK B MUTOXOHApPHMH Pa3JIMYHBIX OPraHU3MOB

W3BecTHO, YTO B MHUTOXOHAPHAIBHOM TE€HOME MHOTHX JYKapuOT OTCYTCTBYET
noJiHblii Habop reHoB, komupyromux TPHK, uyrto kommeHcupyercs ~ uMIopTrom
Heooxoaumbeix TPHK u3 nurormnazmel kieTkud B MuToxoHApuio (Salinas et al., 2008;
Alfonzo and Soll, 2009). ¥V wmiekonuTaromux MHUTOXOHJIPHAIBHBIM T€HOM KOJAUPYET
nonHblii Habop TPHK, omHako, B MHUTOXOHAPHIO MOTYT UMIIOPTHPOBATHCS HEKOTOPHIC
npyrue tunsl Mosekyn TPHK (Rubio et al., 2008), manpumep, Obuto MoOKa3zaHO, YTO
MUTOXOHApUU MiekonuTatromux umnoptupytot 5SS pPHK (Entelis et al., 2001) u PHK-
cyobrenuuunny PHKaser P (Wang et al., 2012), ®@yaknun stux umnoprupyemsix PHK B

MHUTOXOHAPHUAX MIICKOIMMUTAIOMINX HC BBIICHCHBI, IIOCKOJBKY B CTPYKTYpPC MI/ITOpI/IGOCOM
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miekonuTapmmx orcyrcTByer 5SS pPHK (Amunts et al.,, 2015), a B coctaB
oOHapyxxeHnHoil PHKa3s1 P BxonuT Tonpko 6enok (Holzmann et al., 2008).

B otnuume ot 6enkoBoro mmmnopra, mexanusm umnopra TPHK B muroxonapun
HEJJOCTATOYHO MOHSATEH. OKCHEPUMEHTAJIbHO 3TOT MPOLECC H3ydadud Ha JpPOXOIKaX,
pacTEeHUAX M TPUIIAHOCOMATHJIAX - IO COBOKYIMHOCTH JAHHBIX HCCIEIOBAaHUN OBLIN
npenoxkensl aBe obmenpunsateie Moaenu umnopta TPHK. Cornacno mepBoit monenu,
TPHK UMIIOPTUPYETCS COBMECTHO c MUTOXOHIPUAIILHBIM OEJIKOBBIM
MPEIIIECTBEHHUKOM IO OeIKOBOMY IYTH HUMIIOpPTa («MOAENb KouMMopTay). [lanHas
MOJI€JIb, OCHOBAaHHAs Ha MEXAaHU3ME HUMIIOpTa TPHK™ y Opox:ked, Oblia JeTalbHO
oxapakrtepuzoBaHa B (Tarassov et al., 1995). CornacHo 3ToMy MexaHH3My, B KJIeTKax S.
cerevisiae tRNA™(CUU) (tRK1) B3aHMOAEHCTBYIOT C IHTO30IBHBIMU (DAKTOPAMH,
no3BoJisiomuMu 3TuM TPHK BBINTH M3 MpoMCXOAIero B MUTOIIA3Me IUKIIa OEITKOBOTO
cute3a. Yactb amMuHOANMIMpOBaHHOTO  IUTO30dbHOTO tRK1  crnemuduyecku
pacrno3HaeTcsl OJTHOM U3 ABYX M30(OpPM TIIMKOIUTHYECKOro (epMeHTa eHojazbl, Eno2p
(Entelis et al., 2006). Eno2p 3arem HampaBisieTcsi K OOJNBIIOMY TIUKOJIUTHUYECKOMY
MaKpOMOJIEKYISIPHOMY KOMILJIEKCY, TECHO CBSI3aHHOMY C TOBEPXHOCTHIO HapyKHOM
MUTOXOHJApUATbHOW MeMOpanbl. K aMuUHOAIMIMPOBAHHOMY IUTOIIA3MATHUYECKOMY
tRK1 npucoenunsercsa npeamectBeHHuK (pre-MSK1) muroxonapuansroit nu3mi-TPHK-
cunterassl (LysRS), koTopast oTBeTCTBEHHA 32 aMMHOAIIMJIUPOBAHUE CBOETO CyOcCTpara,
anamora tRNA™* muroxonapuansaoro kommpoBauus (puc. 6, a). TpH KOMIIOHEHTA
npoTreacoMHOM cucteMbl yOukBuTHH / 26S, Rpnl3, Rpn8 wu Doal, koropsie
B3auMmozeiictByotr ¢ TPHK u npeamecrBenHrukoM mutoxoHAapuanbHo LysRS, wurpatot
pEeryJIATOpHYIO poJib. M3BECTHO, YTO KIIOUYEBBIM IIIarOM B UMIIOpPTE Oelka B
MUTOXOHJIPUU  SIBJISIETCS  pa3BopaunBaHue  Oenka: kakuM  oOpazom  TPHK-
MPEIIECTBEHHUK CHHTETa3HOTO0 KOMIUIEKCA IMTPOHUKAET Yepe3 MeMOpaHbl MUTOXOHIPUH,
ocrtaercs He sicHbIM (Rubio and Hopper, 2011).

CormacHO BTOpOW, MeHee pa3pabOTaHHON Ha HACTOSIIMA MOMEHT MOJEIN
Mexanuszma ummnoptra TPHK, B Gonbiieit ctenenn uMeroIeil OTHOIIEHWE K PaCTCHHUSIM U
npocrerimmM  (Kapushoc et al.,, 2000), TPHK wumnoptupyercs B MHUTOXOHIPUU
HEMOCPEACTBEHHO («MOJENb MPSAMOIro MMIIOPTa»), MPOLecC MPOXOAUT HE3aBHUCHMO OT
OEJIKOBOTO MMIIOPTA U C UCIOJB30BAHMEM HMHOTO, OTJIMYHOTO OT OEJIKOBOTO,

TparcnopTHOoro kanana (Alfonzo and Soll, 2009).
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YnobHoit cuctemoit sl uccieaoBaHuit B obOmactu  ummopra TPHK B
MUTOXOHJIPUSIX TAaKWX OPraHU3MOB, KaK MNPOCTEUIHE, CIYKUT Napa3UuTUUECKUN BUJ
Trypanosoma brucei. B oTnu4ue oT Ipyrux 3yKapuoT, UX MUTOXOHAPUAIbHBINA T€HOM HE
koaupyeT HU onHoi TPHK, uTo npeamnonaraer He06XOAMMOCTh UMIIOPTA U3 ITUTOILIIA3MbI
B opraHeity Bcex mutoxoHapuanbHbix TPHK (Oonee 30 pa3nuunbix BunoB) (Tan et al.,
(2002), 3a ucKIrOYeHHEM LUTO30Mb-crienuduanbix tRNAM® y tRNAS®. B pa6ore
Niemann et al. (2017) nokazano, uto B Tpunanocomax u 0enku, u TPHK ucnons3yroT nms
TpPaHCIOKAllMK Yepe3 BHEIIHIO MHUTOXOHIPHAIbHYI0 MeMOpaHy Mopbl, GopMUpyEeMbIe
OenkaMu ¢ B-IWIMHIPUYECKUMHU CTPYKTypamu, npu 3toMm, umnopt TPHK Moxer ObITh
pazoliieH ¢ OETKOBBIM HMIIOPTOM. ABTOpPBI MPEAJIAralOT «aJIbTEPHATUBHYIO MOJEIb
UMIIOPTa», KOMOMHUPYIOIIYIO SJE€MEHTBl MOJEIN «KOMUMIIOPTa» U «IIPSIMOT0» UMIIOPTA,
cornmacHo kotopoil TPHK wmcnonbe3yer Te ke camble TPaHCIIOPTHBIE KAHAJIBI BHEIIHEH
MEMOpaHbI, YTO U UMIIOPTUPYEMBIE OEJIKH, HO UMIIOPTUPYETCS] HE3aBUCUMO OT HUX, KaK
cBoOoHas mosekyina (Niemann et al., 2017).

[IpoBenenusie in vivo W in vitro uccieqoBanuss B 1. brucei mokaszajid, 4TO BO
B3aumojeictBun ¢ TPHK yuwactByer nuro3onbHbId (akTop snonranuu eEFla,
CIOCOOCTBYIOIIMN MHUTOXOHAPHAIBHOW anpecarun umnoptupyeMbix TPHK (Bouzaidi-
Tiali et al., 2007). In vivo noka3aHo, 4TO, B OTJIMYHME OT pacTteHuid, nis umnopra TPHK
yepe3 BHEIIHIOI MeMOpaHy MUTOXOHApUN TpumnaHocoMm 1. brucei He TpeOyercs Oenok-
tparcoprep VDAC, a s ummnopra depe3 BHYTPEHHIOID MeMOpaHy HEoOXOIuMO JBa
6enka, Tb11.01.4590 u Tb09.v1.0420 (Seidman et al., 2012). [Tomumo 3TOrO B IepeHOCE
TPHK uyepe3 BHyTpenHI0r0 MeMOpany ydactBytoT Oenku Timl17 u Hsp70, sBastomuecs
4acThI0 MeXaHu3Ma OenkoBoro umnopTa. /Ise cucremsl, umnopra 6eiaxoB u TPHK, moryr
dbopmupoBaTh 00N TPAHCIOKOH, OJTHAKO 3TO eIle MPEJACTOUT J0Ka3aTh (Seidman et al.,
2012) (puc. 6, 6).

Bo Bcex wu3ydeHHBIX opraHuzmax ummnoprtupoanHele TPHK  sBisrorcs
uto30abHEIMH  TPHK, KkoTOphle Takke HEOOXOAMMBI WM I IHUTOIIA3MaTHYECKOU
Tpancisanuu. He Bce murorutazmaruueckue TPHK ummoptupyroTcss B MUTOXOHIPHU:
HEKOTOPbIE  JIOKATU3YIOTCS ~ UCKIIOUMUTENIIbHO B  [MUTOIUIa3Me, JApPYrHe  MOTYT
(GYHKIMOHUPOBATh KaK B IMTOIIA3Me, TaK U B MUTOXOHJpHUAX. Bompoc o Tom, Kak
KJIETKA pa3linyaeT UMIOPTUPYEMbIE B MUTOXOHJIPUU U IIUTO30b-crienuduueckne TPHK,

OBLI HCCIICA0OBAH Ha PA3JIMYHBIX TAKCOHOMHWYCCKHUX TPyIIax ¢ MIPUMCHCHHUEM IIOAXO/0B,
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NO3BOJISIIOIIMX ~ BBIABUTH  JE€TEPMHMHAaHTBl B mMnoprupyemsix TPHK  nmm
aHTHJIETEpPMUHAHTBI B IUTO30ib-criennpuuecknx TPHK. Pe3ynbrarhl mokassiBaroT, 4To
cur"ainsl Ay umnoprta TPHK npucyTcTByIOT He TOIBKO B 3pesbIX MOJIEKYJaX, HO U B UX
NpPEIIeCTBEHHUKAX, U TO, YTO OHHU CTOJb € pPa3HOOOpa3Hbl, KaK M KOJIUYECTBO
n3ydeHHbIX opranu3MoB (Schneider, 2011). [TonararoT, 4T0 TPUUUHON MHOMXKECTBEHHBIX
curHanoB umnopta TPHK siBiasieTcst ux 3aBUCUMOCTb OT B3aUMOJAEUCTBUS € (haKTOpaMu
uMmIopra Oeinka Ha MPOTSHKEHMM BCEro mpouecca TpaHciaokanuu (Salinas et al., 2008).
N36uparensHocts nMnopra TPHK 10 cux mop ocraercs 3araakoid, HOCKOJIbKY MOJIEKYJIbI
C OJIMHAKOBOMW IOCJIEI0BATEIbHOCTBIO MOTYT UMIIOPTUPOBATHCS y OJHOTO BUJA, U HE

UMIIOPTUPOBATHCS Y APYTOTO.
1.3.2.2. Mexanu3m umnopta TPHK B pacTutebHble MUTOXOHAPUH

Nmnopt TPHK B pacTuTensHble MUTOXOHAPUU BIEPBbIE OBbLI BBIABIEH in Vivo B
1992 roxy (Small et al., 1992). JanpHeitmuii ananu3 umnopra TPHK in vitro nokasan
noryomenue nuTo3oybHOM TPHK m3onupoBannbiMu muToxouapusimu (0630p Sieber et
al., 2011). ITo3xe cramo m3BectHo, yro uMIopT TPHK B pacTuTenpHble MUTOXOHIAPHH
MPOUCXOIUT MOCPEICTBOM KOOMEpPALUU MEXKIYy KOMIOHEHTaMU OETKOBOM TpaHCIOKa3bl
HapyxHoU MeMOpanbl (TOM) u mopuHOM / AHMOHHBIM KaHAJIOM, 3aBUCSIIUM OT
nHanpsokenust (VDAC, ot anri. voltage dependent anion channel) (puc. 6, 6).

OcHoBHYIO ponb B cBa3biBaHuM TPHK ¢ TNOBEpXHOCTBIO MHUTOXOHIPHM
BBITIONHSIIOT JIBE TIaBHBIE CyOBeauHuIlpl koMriekca TOM, TOM20 u TOM40 (Salinas et
al., 2006). Takum o6pazom, TOM20 u TOM40 urpatoT OCHOBHYIO POJIb HE TOJBKO B
umnopre 6enkoB, HO U B ummnopte TPHK. [Tokazano (Salinas et al., 2006), uto mocne
TOro, Kkak mpowusonuio cBa3piBanne TPHK ¢ penentopom wummnopra BHemHen
MUTOXOHIpHaabHON MemOpansl TOM20, momekyna TPHK Tpancmonmpyercs depes
kaHan, popmupyemsrii TOM40, nHa VDAC. TOM20 unn TOM40, kaxaas cyobequHuma
Mo OTIAEIHLHOCTH, HE MOryT 3¢ dexTuBHO B3amMmojeiictBoBath ¢ TPHK, moarBepxkmas
uzneo o tom, yto csa3biBanue TPHK ¢ mapyxHo#il MemMOpanoil MutoxoHapuii TpeGyer
COTJIACOBAHHOIO JCHCTBUS HECKOJIBKUX OEJNKOB, B YACTHOCTHU, MO MEHbILIEH Mepe 000ux
KoMnoHeHTOB Komiuiekca TOM. Tem He meHee, kak yxe ynomuHaioch (m. 1.3.2.1),
HecMoTpsi Ha ywactue B mmmnopre TPHK kommnonenTta ammapara 6enkoBOro mmmnopra
TOM, B mutoxonapusax pacteHuil umnopt TPHK nporekaer He3aBUCHMO OT IyTH, IO

KOTOPOMY OCYUIECTBIIsIeTCST HMIOpPT Oenka. TpaHciokaza BHYTpeHHEW MeMOpaHbI
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(TIMs), yuacTByromiass B mpolecce ummnopra Oelika, Mo-BUAMMOMY, HE Y4YacTBYIOT B
umnopre TPHK B pacrurensnHpie mutoxoHapuu (Salinas et al, 2006), kak 310
MPOUCXOAUT B Jpokkax, rae 6enku TOM um TIM HeoOXoauMbl JjIsi UMIIOpTa OeiTKa-
npenmecTBeHHuKa au3ui-cuarerassl ¢ TPHK (Tarassov et al., 1995).

B uccnenoBanusax in vitro nobaBieHuE OEIKOB, CBS3BIBAIOIIUX HYKJICUHOBBIC
KUCTIOTHI, yinydinaer moka3zarenn dddextuBHoctn wumnopra TPHK, mno3Bomss
MPEANONI0XKUTh, YTO B MPOLIECC BOBJIEKAIOTCS HEOMO3HAHHBIE MOKA IIUTOIIa3MATHUYECKUE
daktopsl (Sieber et al., 2011; Murcha et al., 2016). In vitro TPHK moryTt npoHukats B
MUTOXOHJIpUU 0e3 Ao0aBiieHHs] Kakux-nbo OenkoBbix (akrtopoB (Delage et al., 2003;
Salinas et al., 2005; Salinas et al., 2006), Torma kak in vivo HEOOXOJUMO YyJacTHE
amuHoanmn-TPHK-cunrteras (aaRS) (puc. 6, 6), xots 6ojiee TOUHYIO UX POJIb B UMIIOPTE

enre HeoOxoauMo BeIICHUTE (Dietrich et al., 1996).

IRNAD Eno2p . (a) S. cerevisiae (b) Land Plants (¢) T. brucei
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Puc. 6. Cpapaenue MmexanuzmoB ummnopra TPHK B Mutoxonapuu (a) S. cerevisiae,
(6) HazemubIX pactenuii u () T. brucei (Salinas-Giegé et al., 2015)

UYepHble CTpENKH yKa3bIBAalOT HA YCTAHOBIICHHBIE XapaKTEPHbIE dTalbl UMIIOPTA, CEpPbIE
MYHKTHPHBIE CTPENKM — Ha runorerndyeckue ¢akropbl win stansl. OM u IM - HapyxHas u
BHYTPEHHSI MUTOXOHJApHaIbHble MeMOpaHbl cooTBeTcTBeHHO. TIM um TOM - TpaHClioKa3bl
BHYTpEHHEHl M HapyXHOW MHUTOXOHApPUAIBbHON MeMOpaHbl. YKa3zaH pa3mep CyObeInHHUIL
kommiekcos TOM u TIM B kx[a. Hsp - pasnuunble Oenku TeruioBoro mioka, Eno2p -
[JIMKOJIUTHYECKUN pepMeHT 3Hona3a, aaRS — amunoanun-TPHK-cunTeraza, VDAC — aHrOHHBIH
KaHaJl, 3aBUCUMBIN 0T HamnpspkeHust, npe-MSK1 — npeamecTBeHHUK MUTOXOHAPUAIBHON JTM3UII-
TPHK cunreraspl, eEFla — dakrop 1 anbda sykapuoTHueckoil 3i0Hrauuu TpaHcasauu, Tb —
Trypanosoma brucei. benku, nmokazaHHbIE CEPbIM LIBETOM, 0003HAYaOT OEJNKH, OTHOCSIIUECS K
anmnapary UMIOpPTY OeIKOB.
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Muroxonapuansubiii nmopuH (VDAC) pacrenmii B3aumopeiicteyer ¢ TPHK in
Vitro W, KaKk IpeJIoyiaraeTcs, BJIseTCs OCHOBHBIM KOMIIOHEHTOM KaHaja, BOBJIEUYEHHOTO
B oTan TpaHciokanuu TPHK uepe3 HapykHYI0 MUTOXOHIAPUATEHYIO MEMOpaHy pacTeHUS
(Salinas et al., 2006). VDAC wurpaer BaxHyI pOJIb B TPAaHCIOPTE METaOOIMTOB,
oOecrieunBasi ~ MPOHUIAEMOCTb  HApYKHOM  MeMOpaHbl  MUTOXOHAPUN  MyTeM
dbopMUpOBaHUS TOTEHIUATI-PETYIUPYEMBIX KaHAJIOB C OTKPBITOM MOpOii paanycom ot 3
HM 1 70 1,8 HM B 3akpbiToM coctosiHuu (Colombini, 2009). IIpumedarenbHo, 4TO ISt
VDAC xapaktepHa CIOCOOHOCTbh OCYIIECTBIIATH OTOOP Cpelud HEOOJbUINX MOJEKYII,
MOHOB M OTPULATENBHO 3apsKEHHBIX META0OIMTOB, TaKMX KaK CYKIUHAT, MajaT WId
ATO®, ¢ ropa3no MeHbIIUM 3PPEeKTUBHBIM paguycoM npubnuzurensuo 0,5 am. Kakum
obopazom VDAC Beinonnser ¢ynkuuto tpancnopra TPHK B mutoxonapun pacteHuii B
CBOEM OTKPBITOM COCTOSIHMM, OCTaeTCsl 3arajJikod, Tak Kak TpeTuyHass L-oOpa3nas
ctpykrypa TPHK umeer ciaumkom 6ombioi pasmep. Bo3MoxkHo, Tiepes TpaHCIOKaIUeH
yepe3 VDAC wmonekynam TPHK npuxonurtcs pasBopaumBathesi (Rubio and Hopper,
2011).

Henocrarounoe moHmmanue MexaHuzma TpaHcMeMOpanHoro nepenoca TPHK B
MUTOXOHJIDUM  PACT€HHl  CTUMYJIMPYET  TMPOBEICHHE  HOBBIX  HUCCJIEIOBaHUM,
HAIPABJICHHBIX Ha TOMCK JOIMOJHUTEIBHBIX (DaKTOPOB 3TOro mporecca. B omHoil u3
nocneaHux padot (Murcha et al., 2016) Obun HeHTU(GULIMPOBaHBI 1Ba OelKka ceMeicTBa
PRAT (ot aurn. Preprotein and Amino acid Transporters), KoaWpyemble TI€HaMH
At3g49560 u At5g24650 u noxanu3yromuecss BO BHENIHEH MeMOpaHe MUTOXOHIPHUU
apabuporicuca. B cBsi3u ¢ BeISIBJICHHON poJibto 3TUX OenkoB B uMmnopre TPHK, onu 6putn
HazBaHbl TRIC1 u TRIC2 (ot anrn. tRNA Import Component), COOTBETCTBEHHO. AHAIIN3
MOCIIEZIOBATENbHOCTEH 3TUX OenkoB mokasan 91 % WX MIAEHTUYHOCTH U MPHUCYTCTBUE, B
JIOTIOJIHEHNE K YeThIpeM TpaHCMEMOpaHHBIM JIOMEHaM, YHUKAIbHOTO JJs pacTeHHUU
nomeHa SAM (Murcha et al, 2016). OrcyrctBue 3TUX O€IKOB MNPUBOAMIO K
3HAYUTEIBPHOMY 3aMEIJICHUI0 pPOCTa, a Takke K MOAU(PUKAIUSIM YIbTPACTPYKTYpPhI
MUTOXOHJAPUH W  CYHUIECTBEHHBIM M3MEHEHUSIM TPAHCKPUIITOMA  SACPHOTO U
MHUTOXOHApUANbHOTO KomupoBaHusi (Murcha et al., 2016). Anamu3 OGelKOBBIX
KOMIIOHEHTOB KOMIUJIEKCOB HMMIOpTa OEJNKOB M JbIXaTeIbHOM Ilenu I[OKaszal, 4YTO
orcyrctBue OenkoB TRIC mnpuBommiao K yBETHYEHHIO KOJIMYECTBA HECKOJBKHX

MUTOXOHJAPUANTBHBIX OenkoB, Bkimoudas Tom20-2 u VDAC wu, B MEHbIIEH CTENEHH,
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TOMA40. ABTOpPBI MPEANOJIOKUINA, YTO B MYyTaHTE tricltric2 MpOUCXOAUT CBOETO pojaa
xomneHcanus orcyrcTBus 0enkoB TRIC1/TRIC2 u camxenus 3¢ pekTUBHOCTH UMIIOpTa
TPHK 3a cuer yBemuuenusi koimumuectBa TOM20 u VDAC B MHTOXOHIpHUATbHOU

meMmOpane (Murcha et al., 2016).
1.3.3. Umnopt ITHK B MmuTOXOHApPHH
1.3.3.1. SIBjieHue NpUPOAHOI KOMIETEHIIUM MUTOXOHApHii K noriaomenuio JHK

Cotpynnukamu Hauiei abopatopuu ¢ 80-X roJoB IPOBOAMIMCH UCCIIEAOBAHUS
TpaHclIoOKauuu, permkauuu 1 tpanckpuniuu JJHK ¢ ucnonb3oBanneM pacTUTENbHBIX
MUTOXOHJpUi in organello (KonctantunoB u ap., 1988; 1989). C npumeneHuem
cuctemsl umnoprta JIHK in organello Obuio ycTaHOBIEHO, UTO OaKTepUaIbHbIE BEKTOPbI
cepun pBR cniocoOGHBI HE TOJIBKO UMIIOPTHPOBATHCS B MUTOXOHIPUU, U30JIUPOBAHHBIE U3
IPOPOCTKOB KYKYpPY3bl, HO M CIyXuTb MaTpuuei mis cunreza JJHK. DddextuBHocTsh
Tpanciokauun u JIHK-cuHTe3a mnpu 3ToM wuMena pasiauuus s pasHbeIX  (opm

mnazmugaon JJHK.

orfl Pr gip IR

Puc. 7. Mopenwhbiii cyOctpar umnopra JIHK Ha ocHoBe MuTOXOHApHATHHON

masmuael 2,3 T.01.H. Z. mays (Koulintchenko et al., 2003)

2,3 PL - nunelinas mwiazmuaa 2,3 T.1LH. U3 KyKypy3sl (N-tun iutoruiazmsel) (Leon et al., 1989). [lns
uccieoBanus skcrpeccun umnoprupyemoit JJHK Onina coznana koucrpykuus 2,3PrGFP, B kotopoii ren
TPHK"™ 3ameHen MapkepHBIM reHoM GFP 11071 KOHTPOJNEM MHTOXOHAPHAIBHOTO mpoMoTtopa 18S pPHK
kapTodens u KopoTkoro 5'-pparmenta rena ATP I u3 tabaxka (Pr).

B xone nanbHelmuii uccienoBaHuil, cOBMECTHO ¢ Jabopatopuedt MHcturyra
Monekynspaoi buonoruu Pactennii (Institut de Biologie Moléculaire des Plantes, IBMP
CNRS) Bo ®pannuu (CtpacOypr), ObLTH TIPOBEACHBI 0o0Jiee JeTaabHbIE MCCIICIOBAHUS
mexanuzma nepeHoca JIHK B wm3ommpoBaHHBIE pacTHTETbHBIE MUTOXOHAPUHU. bBbIIO
YCTaHOBJIEHO, YTO MUTOXOHJPUH, BBIICICHHBIE HE TOJBKO W3 PAa3HBIX BUAOB PACTCHHU
(KyKypy3a, LIBeTHas KarycTa, Tabak, kaprodens) (Koulintchenko et al., 2003; Ibrahim et

al., 2011), HO ¥ W3 MJEKONUTAIOUMX (MEUYEHb KPBICHI, KYJbTypa KJIETOK YEJIOBEKA)
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(Koulintchenko et al., 2006; Jackson et al., 2014) u apoxxkeit (Weber-Lotfi et al., 2009)
crnocoOHb! ocyuiecTBisATh uMnopT JJHK nmyrem aktuBHOrO Tpancmopra.

Panee (Koulintchenko et al., 2003; Mileshina et al., 2011) skcnepuMeHTHI MO
M3YUYEHUIO SIBJIEHUS MUTOXOHApHanbHOro ummnopra JHK npoBogunu mno crienyromei
CXEMe€: M30JMPOBAHHBIE MUTOXOHJPHHM MHKYOMpOBamu ¢ paanoaktuBHo meueHod JHK
(mubo ¢ «xomomuoi», HemeueHou JIHK), mocie ywero muroxoHapum oOpabdaThIBaIu
JIHKa30#1, mpoBOaWIA CEPUIO OTMBIBOK, M 3aTEM W3 MHTOXOHJPUN HSKCTPATHPOBAIH
HYKJICMHOBBIE KHCJOTHI M aHAJIM3UPOBAJIM C TIOMONIbIO paaunoaBTorpaduu, IudO
ammunukanueid B [IHP (puc. 8). C npumenennem panumoaktuBHbix JIHK-cybGcTparos
MMIIOPTUPOBAHHBIE MOJIHOPAa3MEPHBIE MOJIEKYJIbl MOYXXHO BU3YaJM3UPOBATH [0 CUTHAILY

3aCBCTKH Ha peHTFCHOBCKOﬁ IIJICHKC.

+ pagMOaKTUBHO + «XonogHaa»

- M30NMMpoOBaHHbIE MUTOXOHAPWUN
MeyeHbiit [JHK-cybcTpar + [IHK-cy6eTpat AHK

MHKy6Bauwua B cpege umnopTa

4

o6paborka [JHKa30i 1 oTMbIBKa

3

3KCTPaKUMA HYKNEUHOBBIX KUCNOT

1) anekTpodopeTmyeckuii
aHanus
2) aHanua B NUP

aneKTpodopes
M BnoTTUHr

Puc. 8. Hcnonb3oBaHHas paHee cxema 3kcrepuMeHToB mno umnopry JIHK B
MUTOXOHJIPUU PAaCTECHUI

b momoOpanbl ontumanbHble yenmoBust umnoprta JIHK ¢ ucnonb3oBanunem
M30JIMPOBAHHBIX MHTOXOHJPUI KapTodens: HHKyOaluss B «MUHUMAIbHOW Cpeney,
conepxaieit ocmorudeckuii (0,4 M caxaposa) u 6ydepnsiit (40 MM docdar kamms, pH

7.0) xomnioneHThI B TeueHue 30 mun npu 25°C (Koulintchenko et al., 2003).
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Taoauma 3
Ycnosust umnopta JJHK B MUTOXOHIpHH, H30JUPOBAHHBIC M3 PA3IMYHBIX OPraHU3MOB

pacreHust MJIEKONIMTAIOIIHE APOKKHA
KommonenT ayis 0.4 M caxapo3sa 220 MM MaHHHUTOI 0.6 M MaHHUTOI
TToAIePIKaAHMS 70 MM caxapo3a
OCMOTHYHOCTH
BydepHblit KOMIOHEHT 40 MM docdat 20 MM tpuc-HCI 40 MM Ttpuc-HCI
KaJus
Cybcrpar npIxanus - 10 MM rimyTamar 10 MM riryTamar
1 MM manar 1 MM manat
pH 7.0 7.4 7.25
Konnuectso 300 400 100
MHUTOXOHIPUAIBHOTO
Oenka B mpobe (MKT)
Temmneparypa (°C) 25 30 30
Bpewms nnky6aruu 30 80 40
(MUHYTBI)

B nanpHeitmux wuccinenoBanusix umnoptra JIHK B MuTOXOHIpuUmM apyrux
TaKCOHOMHMYECKHUX TPYII (IPOXIKH, MICKOMUTAIONINE) YCIOBUS PEAKIIMU UMIIOpPTa ObLIN
ONTUMHU3UPOBAHBI JI KaXXIOr0 HCTOYHMKA HW30JMPOBAHHBIX MUTOXOHJIPUM: COCTaB
Oydepa ummopra coaeprkana JOMOJHUTEIbHBIE KOMIOHEHTHI (Tab. 3), HO HECMOTPS Ha
3TO, cxema uHKyOauu mutoxonapuit ¢ JIHK u nocnenyromux o6paboTok ocraBanach, B

nenoM, HemsmeHHo (Koulintchenko et al., 2006; Weber-Lotfi et al., 2009).

1.3.3.2. Yuactue umnoprupoBanHoii JIHK B MUTOXOHAPHAJILHBIX FeHETHYECKHX

npoieccax

HemanoBaxxno ormerutrs, uro JIHK, wumnoprupoBanHas B H30JIHMpPOBaHHBIE
MUTOXOHPUHU Pa3IMYHOTO MPOUCXOKACHUS, PYHKIMOHATBHO aKTUBHA. bbUTo MokasaHo,
yro wumnoptupoBanHas JHK cmnocoOHa TpaHCKpuOUpoBaThCS U BCTPaWBATHCS B
MUTOXOH/IpUAIbHBIA reHOM. UTOOBI MPOBECTH aHAIN3 TPAHCKPUIILIMK UMIOPTUPOBAHHON
JIHK, Obputm pa3paboTaHbl CIeMAIbHBICE T'€HETHYECKHE KOHCTPYKIIMM Ha OCHOBE
miazmugHoro Bekropa pCK-GFP3 (Menand et al., 1998). I'eneTnueckue KOHCTPYKILUH,
HaszBanHble pCK/GFP/PRmt u pCK/GFP/Atmt, cnyxunu marpunieit aist amrindukanuu
dbparMeHTa, coaepXkaliero MmocjieoBaTeIbHOCTH IIa3MUJIbl 2,3 T.M.H., TPOMOTOPHOIO
yaactka kaprodensHoro reHa 18S pPHK (pCK/GFP/PRmt) wnn mpoMoTopHOi 06actu
reHa atpl apabupomncuca (pCK/GFP/Atmt), u rena GFP. 3Jrtor ¢parment Obu1 B
nanbHeWeM ucnoiib30oBaH B kauectBe HemeueHoro J[HK-cyGctpara mis ummopra u

TPAHCKPUIIIIUKX B  HU3O0JUPOBAHHBIX MHUTOXOHAPUAX. I[J'IH aHajlin3a JSKCIIpEeCCHn
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umnoptupoBanHo B MmuroxoHapuu [HK wucnonszoBanmu 500 Hr nemeuenon JIHK,
ammuuuupoBanHoil B I[P ¢ cooTBercTByromel reHeTHUecKoW KOHCTpykuuu. Ilo
UCTEUYCHUU MPOIEAYPhl UMIIOPTA U30JUPOBAHHBIE MUTOXOHIPUM UHKYOHPOBAIHN B Cpelie
TpacKpHIIIKH, TTocsie yero sxctparupoBanu MTPHK u obpabateiBanu JJHKazoii 1. [Tocne
skctpakuuu MTPHK wucnone3oBamu B kauectBe Marpuubl B peakuun OT-IILP
(Koulintchenko et al., 2003).

brnaromaps 4acTbiM pEeKOMOMHAIIMOHHBIM COOBITHSIM, Y OOJIBIIIMHCTBA BUJIOB
pacrenuii MTJIHK siBnsieTcs nuHaMudHOM CTpyKTypoii. B pa6ote Mileshina et al., 2011 ¢
LEIbI0 U3YUYECHHS] TOMOJIOTUYHON PEKOMOMHALIUA C MUTOXOHAPUATILHBIM T€HOMOM OBbLITH
HCIIOJIb30BaHbI CHENHAIbHO pa3paboTaHHble reHeTudeckue koHcTpykiuu (DR-Zm/gfp u
nad2-St/gfp, puc. 9), BkIouaroue HenodHbld penoprepHslidi reH GFP  (3enensbrit
bayopecueHTHbIN 0enok), GrankupoBaHHbIN nociaeaoBaTenbHOCTIMU MTIHK KyKypy3sI
(DR-Zm/gfp) wmmu xaprodens (nad2-St/gfp). Ilo oxoHWaHuu mnpouenypbl HMIOpPTa
panuoakTuBHO MedyeHoM Monekyinbl JIHK, momydeHHON ¢ MCMONBb30BAaHMEM OIHOM U3
KOHCTpyKIMid, W mocieaywomeit J[HKa3znoli o00paboTKM MpOBOIWIM HMHKYOAITHIO
M30JMPOBaHHBIX MUTOXOHApUM B Oydepe cunreza JIHK, coctaB koToporo Obu1 pa3indeH
B 3aBHUCHUMOCTH OT PACTUTEJIBHOTO BHJA, U3 KOTOPOTO OBUIM BBIJAEICHBI MUTOXOHJPUU
(Mileshina et al., 2011). C npumMeHeHHEM HECKOJIBKHX METOJIOB (3JEKTPOPOPETUIECCKUI
ananmu3, Cay3epH-O10T ruOpunu3anus, pectpukuuonnsli u [Il[P-ananuz), ObuLIO
MOKAa3aHo, 4TO Takue 3k30reHHbie pparmentsl JJHK, nMnopTupoBaHHbIe B MUTOXOHAPUHU
pacTeHuil, MOTYT HMHTETPUPOBATHCS B MUTOXOHJPHUATBHBIA TE€HOM TOCPEICTBOM
TOMOJIOTHYHON pexoMOuHanmu. AHaimu3 5’ ¥ 3’ TOYEK COCQUHEHUS IMOKa3al TOYHYIO
UHTEerpanuio penoprepHoro reHa B coctaB MTHK, 6e3 nybnupoBanus wim yaaieHus
nocnenosarensHocTr (Mileshina et al., 2011).

MogenpHas cucteMa U30JIMPOBAHHBIX MUTOXOHJAPUN PACTEHUM U YEJIOBEKA, KPOME
TOT0, HWCIIOJIb30BAJIACh JUISI WCCJIEIOBAaHUNW MEXAaHM3MOB penapanui HUMIOPTUPYEMON
JAHK B wmatpukce murtoxonapuii (Boesch et al., 2009; 2010). Ananu3 umnopra B
M30JIMPOBAaHHBIE MHUTOXOHJpHUM Yypauui-coaepxamux ¢parmentoB JIHK paznuunoro
pa3Mepa MO3BOIWI BBIABUTH penapanuio ummnoprupyemon /IHK, BxmrowaBmyro sramst

BbIPE3aHUA ypalujia, BCTABKH TUMHWHA U MMOCICAYIOMICTO JIMTUPOBAHUSA.



48

nad2-St/gfp F gafp t
n
% .
m - 2272
nad2 nac2
Sphl  Sphi
zeant OOl SRRl ot
DR-Zm/gfp gfp
438 nt
1 3407
DR ' DR
Hindlll  Hindil
1539 nt . 1513 nt

Puc. 9. Cxema konctpykumit JJHK nns nzydenust uarerpaunn uyxxepoanoi J[HK B

MT-reHoM pactenuit (Mileshina et al., 2011)

Konctpykiuu nad2-St/gfp u DR-Zm/gfp conmepxanu MapkepHyIO MOCIEI0BaTeIHLHOCTh ((PparMeHT
reHa GFP), pmaHKHPOBaHHYIO C IBYX CTOPOH ITOCIIEAOBATEIHHOCTSIMH M3 MHUTOXOHAPHAIIEHOTO T€HOMA
pactennit, reH NAD2 xaptodens u DR - mpsmMoii TOBTOP KYKYpPY3BbL.

1.3.3.3. Cnenu¢pununocts umnopra JIHK B oOTHOIIEHUN IITHHBI H CTPYKTYPbI

MEPEHOCHUMBIX MOJICKYJI

B pannux skcnepumeHTtax no usydeHuro ¢enomenHa umnopra JIHK, kortopsie
IPOBOAMINCE C HCIOJIb30BAaHUEM HM30JIMPOBAHHBIX MHUTOXOHIpUM KapTodens u
paanoakTuBHO-MeueHbIX JIHK-cyOcTpaTtoB, OBIJIO YCTaHOBIIEHO, YTO B PACTUTEIIHHBIC
MUTOXOHJApUU HambOoiee AP(HEKTUBHO HMIOPTUPYIOTCS JIMHEWHBIE ABYXIEMOUYCYHBIC
mosiekynbl JIHK weGombiioro pasmepa, a cam mpoliecc He 3aBHUCUT OT HYKJICOTHIHOU
nocnenoBarenbHocTH 3TUX MoJekyn (Koulintchenko et al., 2003). Ilpu uccinenoBanuu
OCOOCHHOCTEW HMIMOpPTa B MHUTOXOHAPUM MIICKOMHUTAIONIMX OKAa3aJoCh, 4YTO OTH
MUTOXOHJIPUU CIIOCOOHBI MMIOPTUPOBATH TakXKe M OJHOIENoYeuHble Mojekyasl JTHK
(Koulintchenko et al., 2006).

B nanpneitmmx uccnenoBanusix (Ibrahim et al., 2011) ¢ ucnonb3oBaHueM psja
dbparmenToB /IHK pasnoii mmuasl (ot 1 10 12,4 T.11.H.) OUTIO MPOAEMOHCTPHUPOBAHO, YTO
sappexruBHOCT, nMniopTa MoJiekyn JIHK nuHeitHoi cTpyKTyphl 3aBUCHUT OT UX JJIMHBL. B
aToi ke pabore (Ibrahim et al., 2011) @i nmpoBeaeHUs YKCIIEPUMEHTOB HCITOIB30BaIN
JIBa cyOCTpaTa CXOIHOH JJIMHBI - MUTOXOHIpUAIbHYIO Ma3Muay 11,6 T.1.H. U3 TypHernca
(Brassica napus) (puc. 10) u mnasmunseiii Bekrop pBINPLUS paszmepom 12,4 T.n.H. B
pe3ynbTare ObLIO MOKA3aHO, YTO B MU30JUPOBAHHBIE MUTOXOHIPUHU PEMBI UMIIOPTUPYETCS
MUTOXOHJpUadbHas Mminazmuaa 11,6 T.1.H., HO He BekTtop pBINPLUS. B xone
JaJIbHEUIIUX SKCIEPUMEHTOB YAAJIOCh YCTAHOBUTb, YTO HEKOTOPBIE CTPYKTYpHbIE

OCOOCHHOCTH MHUTOXOHJpUAIbHON mMmua3Muasl 11,6 T.M.H.,, a UMEHHO, HAJIUYHWE B €€
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COoCcTaBe KOHLEBbIX HHBepTUpoBaHHbIX MOBTOpoB (KUII), obGecneunBaror OGosee

3¢ (EeKTUBHBIA UMIIOPT B PACTUTENbHBIE MUTOXOHIPHH.

OrfS wlp , OrfE
JHEK moamvepaza PHEK nomumepaza
draroeoro THIIA orf1 draroeoro THIA

rpo | RTR

11.6PL LTR

orf2 orf3 orf4
“— 4 e

Puc. 10. Jluneiinas mnasmuzaa (11,6 T.0.H.) U3 MHUTOXOHAPUN parca U PEIbl
(Brassica napus/rapa) (Handa, 2008)

LTR u RTR- unBepTupoBaHHBIE NOBTOpHL, pasmepoM 327 m.H., dpo - JHK-monmumepasa
¢aroBoro tuna, rpo - PHK-nonmumepasa ¢arosoro tumna, orfl-4 - OTKpbIThIE paAMKH CYHTHIBAHUSL.

Takum o6pa3om, aBTOpaMu OBUIO CII€JaHO 3aKIIOUYEHHE, YTO C YBEIMYCHHUEM
msbl JIHK-cyGcTpara uMmopt craHoOBUTCS Oojiee CHEMU(PUYHBIM IMPOLECCOM MpHU
HAJIMYUU B MOJIEKYJE OIpeAeNieHHbIX CTPYKTypHbIX ocobennocteit (KUII), u uto, mo
BCEM BHUJIMMOCTH, MOTYT CYIIECTBOBAaTb M JPYTrH€ MOTHBBI B IIOCIIEIOBATEIBHOCTH
moustekynbl JIHK, koTopbie OyayT crocoOcTBOBaTh Oouiblei 3((PEeKTUBHOCTH MEepeHOca
JHK B mutoxonapuu pactenuii (Ibrahim et al., 2011). Ognako, nanssiii 3¢ ¢hexT He ObuT
JMOCTUTHYT B JKCIEPUMEHTAX C HCIIOJIb30BAaHUEM MUTOXOHJAPHUHN dYelloBeKa (KIETOYHOU
muann HepG2): sddexrtuBHocts nmmmnopra JIHK-cyGcTpatoB, copepxammx WU He
coaepxkamnux Ha cBoux koHiax KUII, Oputa npubnusurensHo HA oMHOM ypoBHE. CTOUT
OTMETUTH, 4TO ekt cTumynsnuu npouecca umnopra JJHK, onocpenyemsrit Hanmunem
B uMmnoptupyemoit monekyie KUII, B pacturenbHble MUTOXOHAPUU ObLT OTMEUYEH TOJILKO
st JIHK-cy6erpaToB pasmepom 6onee 5 T.m.H. (Ibrahim et al., 2011).

Kak Obu10 MoKa3zaHo B psijie UCCIEeI0BaHUM, TPAHCIOKAIUS HEYKIEUHOBBIX KHCIIOT,
JHK wu TPHK, B MUWTOXOHApUM pacTeHMI Ha ypOBHE BHEIIHEH MeMOpaHbl
OCYILECTBIIACTCS € y4aCTMEM MHUTOXOHJAPUAIBHOIO IOPHHA, U, C YYETOM DJTOrO, IyTH
MMIIOpTa HYKJIEMHOBBIX KHCJIOT, OYEBUIHO, MOTYT nepecekatscsi. B padbore Weber-Lotfi
et al. (2015) ObUIO MPOAEMOHCTPUPOBAHO, YTO MPHUCYTCTBHE B Cpele HHKyOauu
tpancnopTHoi PHK oka3piBaeT BnusHue Ha aktuBHOcTh umnopTta JIHK, uto ObLio
oco0eHHO BbIpakeHo st moiekyn JHK manoit gqnunetl (0,27 T.M.H.) IO CPAaBHEHUIO C
JHK cpennero pasmepa (2,7 T.n.H.). B maHHBIX HCCleNOBaHUAX, Uil TOTO, YTOOBI

BBIABUTDH MPCANOIIAracMbIC KOHKYPCHTHBIC B3AUMOOTHOIICHU A, ObLIa IMpOBCACHA OLICHKA
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s dexTuBHOCTH MUTOXOHIpHabHOro umnopra JIHK B pactutenbHble MUTOXOHIPUH B
OPUCYTCTBUU UM oTcyTcTBUM MoJiekyn TPHK B cpeae mHkyOauuu ¢ MUTOXOHAPUSMU.
IIpi TPOBEICHNM STHX ODKCIEPHUMEHTOB Obina ucronb3oBana TPHK™? B 0GbrdmbIx
YCIOBHSX HMIOpTHpylomascs B muroxonapun, u TPHKY, koTopas B HOpMme He
UMIIOpTUpYETCd B MUTOXOHApuHU. [lpm ucnonb3oBaHMM B KadecTBe cyOcTpaTta AJis
uMmIiopta ¢parmenta pasmepom 0,27 T.m.H. HeOodbIMe KoiaudecTBa Mobor n3 TPHK,
B3sTOW B 3KcnepuMeHT B 0,5-2 MOJSIpPHOM H30BITKE, HE3HAYUTENIBHO aKTUBHPOBAIU
nponecc ummnopra JHK stoit pmuabl, B To Bpems kak 10-xpatHbiii u30biTok TPHK
OpPUBOJIMA K CHUXKEHUIO 3¢¢ekruBHOcTH umnopra. [lpucyrctBue B cpene ummnopra
monekyn TPHK okaspiBasio cinokHoe BIHMSHHE HA UMIOPT cyOcTpaTa OOJBIIEro pazmepa
(2,7 taH.): mpu d3ToM TpH 10-MOJSIPHOM H3OBITKE TPAHCKPUIITA MPOUCXOIUIA
ctuMyisinusl npouecca B 1,5 pasa. IlpuHumas BO BHUMaHHME OTH JaHHBIE, MOKHO
NPENoNIOKUTh, YTO MexaHu3sM ummnoptra ¢(parmentoB JIHK wmanoit nnuHbBl B
pPaCTUTEIBHBIE MUTOXOHIPHH, NO-BUAMMOMY, HMEET OIPEIACICHHbIE OTINYUS B
cpaBHeHHH ¢ uMIoptoM Oonee ummHHBIX JJHK-cyOcTpaToB 1, B OTIHYHE OT MOCIEIHErO,

MOXKET UCIO0JIb30BaTh ImyTy nmrnoprta TPHK.

1.3.3.4. U3yuyenne mexanusma umnopra IHK B MuUTOXOHAPUHU Pa3INYHBIX

OpraHu3MoOB

Panee Obuio moxkazano, uro wumnopt JHK wunrubupyercs B ycnoBusix
MpeBApUTENHHON 00paOOTKM HM30JIMPOBAHHBIX MUTOXOHJAPUN mporenHazon K wumu
tpunicuaoM (Koulintchenko et al., 2003; 2006). OTu naHHbBIE CBUAETEILCTBYIOT B MOJIb3Y
TOrO, 4To B Tporecc umnopTta JIHK BoBiedeHBI, MOMHUMO KaHaI000pa3yroIMX OeIKOB-
NEPEHOCUYMKOB, OIpEIENEHHbIE pEelenTOpHble OENKM MUTOXOHAPUAIBLHON MeMOpaHsbI.
Taxxe ObuIO MMpoaeMoHCTpHUpoBaHo, yTo nepenoc JJHK na ypoBHe BHemiHe MeMOpaHbI
MPOUCXOAUT C ydyacTueM MuroxoHapuainpbHoro mnopuHa (VDAC): pyreHuil KpacHbId
(RuR), sgBpArommiics  areHTOM, MOIYJMPYIOIIMM  TPAHCIOPTHYK)  aKTHUBHOCTh
MUTOXOH/IPUATPHOTO TOPHHA, a TaK)Ke aHTUTENa K MOPUHY, WHTHOMPOBAIM MPOIIECC
tpancnopra JIHK B n3onupoBannsie mutoxonapuu (Koulintchenko et al., 2003). Kpome
Toro, mokazaHo, uro B Tpancnopre JIHK wna ypoBHe BHemHeld memOpaHbl B
mutoxoHapusax miekonutaromux (Koulintchenko et al., 2006) u apoxoxeit (Weber-Lotfi

et al., 2009) Takxe y4acTByeT MUTOXOHIpHAJIbHBIN TIOPUH.
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AHT, W aJICHUHHYKJICOTUATPAHCIIOKa3a, Oenox BHYTpPEHHEN
MUTOXOH/IpUAILHOW MEMOpaHbl, BEPOSATHO, NPUHUMAET Y4acTHE B MPOIECCE MMIOpPTa
JAHK. IToka3aHo, 4TO HPOMCXOAMIIO CYHIECTBEHHOE IOAABJIEHUE Ipoliecca UMIOpPTa B
OPUCYTCTBUU  Kiaccudyeckux  uHruomropoB  AHT  —  arpaktwiosmpa u
kapookcuarpaktunosuga (Koulintchenko et al.,, 2003). Hapsiny c stum, neictBue
KapOOKCHATpaKTUIIO3Ua HE OKa3bIBaJI0 MojaBisitomiero nevicteus Ha ummnopt JHK B
mutoxoHipun miekonurammux (Koulintchenko et al., 2006).

B npucyrctBum pazoOumuteneir okucnutenbHoro ¢ocdopunupoBanuss CCCP
(xapooHunUanua-M-x10pHEeHWITuApa3oH) U OJUTOMHIIMHA MPOUCXOIUIIO TTOJAABICHUE
ummopta JIHK B pactutensasie mutoxouapuu (Koulintchenko et al., 2006). Kpome Toro,
ObUIO MOKa3aHO, 4YTO J00aBlieHWE MIJUTUMOJSPHBIX KoHIeHTpamuii ATD k
W30JIMPOBAaHHBIM MUTOXOHJIPUSIM YEJIOBEKA M JpOXoKeW okaszpiBasio Ha ummnopt JHK
ctumynupytoiee neiictue (Koulintchenko et al., 2006; Weber-Lotfi et al., 2009). Otu
JTaHHBIE YKa3bIBAIOT HA TO, 4TO UMNOPT JJHK — akTuBHBII mpo1iecc, KOTOPbI, OYEBUIHO,
3aBHCHUT OT ()YHKIIMOHAIILHOTO COCTOSIHUS MUTOXOHIPUH.

[To3xe ¢ ucnoap30BaHUEM MYTAaHTOB JIPOKKEH U apabuorncuca ObUINA TPOBEIECHbI
JaabHEenIme HCCIIEIOBAHUS MOTEHUHUAIBHBIX YYaCTHUKOB npoiiecca
mutoxoHapuaibHoro ummnopra JIHK (Weber-Lotfi et al., 2015). CornacHo naHHBIM
MPOTEOMHOT0 aHanu3a, 1y HeKoTopbix u3odgopm VDAC apabuporicuca XapakTepHO
Hamnune JIHK-cBsi3piBaromieit aktuBHOcTU. [lo pesymbraramMm 3TOro aHammsa ObLI
BBISIBJIEH M PAJl APYrUX OENKOB-KaHIUAATOB, MOTEHIMAJBHBIX YYaCTHMKOB Ipolecca
nmnopra JIHK B Mutoxonapuu pacrenuid. IIoMUMO MUTOXOHAPUAIBHOTO IMOPHUHA B 3TUX
JKCrepuMeHTax  Obuia  BblsiBlieHa  PB-cyObegununa  FiFp-AT®d-cunrtazsl.  Ee
MPEIIECTBEHHUK CBSI3aH C BHEITHEH MUTOXOHAPUAILHOW MEeMOpaHOil U, Cyls 1O BCEMY,
MO03TOMY CIIOCOOEH BBIMONHATH (QYHKIMIO Oenka-perientopa npu tpanciokanuu J[HK B
muToxoHaApuu (puc. 11). Kpome storo, Obl1a BbisBlIeHa CyObeaMHMIIA KOMIUIeKca | (reH
At2G27730), MpeICTABISAIOIAs coboit  Cu-CBI3BIBAIOLINI oeaoxk  (CuBP),
aCCOIIMUPOBAHHBIN C BHYTPEHHEH MHUTOXOHApUATILHOW MeMOpaHoii. s sToro Oenka c
MOMOIIIbI0 OMOMH(POPMATHUECKUX METOJIOB TAKXKe OBLJIO MPOJAEMOHCTPUPOBAHO HATUUHE

JIHK-cBsi3biBaro1ieii akTHBHOCTH.
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Puc. 11. PabGouas wmomenr Mexanusma wummnopra JIHK B w3ommpoBanHBIC
MUTOXOHJIpUU pactenuit (A. thaliana, BepxXHss 4acTh) U IpoxoKel (S.cerevisiae, HIOKHSSA
yacTb) (Weber-Lotfi et al., 2015)

CormacHo akrtyanpHOM paboueit wmomenu wumnopra JIHK (puc. 11), B
pactutenbubix MutoxouApusx JHK (I) B3aumopeiicTByer ¢ mnpexmiecTBeHHUKOM [3-
cyorenunanibl AT®-cunrtazel (pre ATPB) u ¢ memOpannbim Genxkom VDAC, (II)
nepeceKkaeT HapyXKHyo MeMOpaHy uepe3 kaHai, ¢opmupyembii VDAC, (1II) B
MEXMEMOpaHHOM  TPOCTpPAHCTBE  B3ammojeictByer ¢ Oenkom  CuBP, (IV)
TPaAHCIOIMPYETCS Yepe3 BHYTPEHHIOI MEMOpaHy MOCPEICTBOM OJHOTO M3 BO3MOYKHBIX
MEXaHU3MOB IIPM Y4YaCTUM HEKOTOPBIX KOMIIOHEHTOB cynepkoMiuiekca MIIM B
pe3ynbrare:

(1) xoH(bOPMAIIMOHHBIX M3MEHEHUN W CTPYKTYPHBIX MepecTpoek BHYTpu ATO-
CHUHTA3HOT'O CYIIEPKOMILIEKCA;

(2) dpopmupoBanusi ATD-cUHTa3HBIX TUMEPOB;

(3) nepectpoiiku C-konbiia AT®-cunHTa3bI;

(4) Bo3moxkHoro yuactus B neperoce JJHK yepe3 BHyTpeHHIOI0 MEMOpaHy Ipyrux
0enKoB U3 ceMeicTBa MUTOXOHApHaNbHBIX TpaHcnoprepoB (MCF, mitochondrial carrier

family), cnocoOHBIX K (HOPpMUPOBAHUIO TTOP.
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B mutoxonnpusix apoxokeit JJHK-cBsi3biBato1as akTHBHOCTh Obljla BBISBIICHA JJIS
cieayomux MeMOpaHHbIX OenkoB: cyoreaunuiibl komruiekca 111 QCR2, cyObenuuuiibt
komiiekca IV COX13, a taxxke mnsa OenkoB BHemHed MemOpanbl VDACI u Oml4p
(puc. 11).

Ha ocHoBaHuu AUTEpaTypHBIX JAHHBIX MOKHO MPEANOJOXKHTH, YTO MEXaHU3MBbI
umnopra JIHK B  wMuTOXOHIpHM, H30JMpOBaHHBIE W3 TKAHEW  Pa3IMYHBIX
TaKCOHOMHMYECKUX TPYII, MO BCEH BUAMMOCTH, UMEIOT OMNPEACICHHbIE pa3Iuyusl.
BepositHo, mutoxoHapuanbhbiii umnopt JIHK moxeT ObITh OmocpefoBaH ydacTHEM
HECKOJIbKUX TUHAMUYHO (HOPMHUPYIOMIMXCS TPAHCIOPTHBIX MYT€ MUTOXOHJPUATHLHOMN
MeMOpaHbl. PaznuyHasi cTeneHb JAOCTYMHOCTU 3THUX MOPO(QOPMUPYIOMIUX KaHAJIOB IS
TpaHCIIOPTa MOJEKYJT HYKIEHHOBBIX KHCIOT MOXKET OBITh OOYyCIIOBJIEHAa Kak
(YHKIMOHANBHBIM ~ COCTOSIHUEM ~ MUTOXOHJIpUM, TaKk W BUAOCHEHU(PUIHBIMU
OCOOCHHOCTSMHM TPAHCIIOPTHONW CHCTEMBl MHUTOXOHJIPHAIIBHBIX MEMOpaH H3y4yaeMBbIX

opranu3mMoB (Knumenxko, 2017).
1.4. Poas TpancnoptHoro 6eaka VDAC B pacTuTeIbHBIX MUTOXOHIPHUSX

AHUOHHBIN KaHan, 3aBucuMbIi oT Hanpsbkenust (VDAC, ot anri. “voltage dependent
anion channel”), mpuHaIeKAMUH K OOJBIIOMY CEMEHCTBY MOPHHOBBIX OCIIKOB, IIIHPOKO
pacrmpocTpaHeH B KJIeTKaxX dykapuoT. M3BecTHO, uTo B MeMOpaHHO# cucteme kinetku VDAC
MOKET UMETh JIBOMHYI0 Jokanmuzanuio (Zhang et al., 2015). ITocpenctBom VDAC uepes
BHEIIIHIOIO MEMOPaHy MUTOXOHAPHUI OCYIIECTBIISICTCS TPAHCTIOPT MHOTHX METAaO0JIMTOB WU
HeOOoNBIINX KaTHOHOB pazmepoM 0 6 k/la (Tan and Colombini, 2007). CtpykTypa 6enka u
cBoiictBa kaHana VDAC BbICOKO KOHCEPBATUBHBI, XOTSI B HEKOTOPBIX MOCIIEA0BATENILHOCTSIX
VDAC 06b11 BBISIBJICHHI CTieI(UUecKre MOIeKysipHbie ocodenHocTH (Young et al., 2007).

buonormueckne Qynkipn 6enkoB VDAC, 0coOeHHO XOpOIIO HW3y4YeHHBIE B
MHUTOXOHJIPUSIX YEJIOBEKa, IOAYEPKHUBAIOT IepBocTeneHHylo poiab VDAC B oOmene
MeTabonmuToB, Takux kak AT® wimm HAJIOH (Blachly-Dyson and Forte, 2001) uepes
BHEIITHIOI0 MHTOXOHPUAIILHYI0O MEMOpaHy, CBUICTEILCTBYS O €r0 POJIM B PETyJSIHUA
neixaaus (Colombini, 2004; Rostovtseva et al., 2008). MccnenoBanus Mo peKOHCTPYKIMH
¢ynxmmit VDAC rpuboB in vitro mpoJeMOHCTPUPOBAIIHN, YTO 3TOT TPAHCHOPTHHIN Oenok
MMEET JIBA OCHOBHBIX COCTOSIHUSI TIPOBOJJIMOCTH: OTKPBITOE COCTOSIHUE, KOTOPOE MO3BOJISIET
i yHaMpoBaTE KPYIHBIM MeTa0oauTaM, BKIIOYas HYKICOTH/IBI, M 3aKPBITOE COCTOSHHE,

Kotopoe peryaupyer notok AT® uepe3 memOpany (Rostovtseva and Colombini, 1996).
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OOHapy)X€HO, 4YTO LMTOCKENIeTHble O€lKU TyOyJIMH W aKTHUH 4YeJIOBeKa U JPOXKen
B3aumozeicTByloT ¢ VDAC (Roman et al., 2006) u y4acTByIOT B pEryJIMpOBaHUU
MIPOHUIIAEMOCTH BHEITHEeH MeMOpanbl MutoxoHapuid k AJI®D (Rappaport et al., 1998; Saks et
al., 1995). IlokazaHo, uTo TyOyJaWH MOXKET BBI3bIBaTh OOpaTuMyto OJ0KHpoBKY VDAC u
yMeHbIaTh npoHunaeMoctb AT® / AJID yepe3 MUTOXOHIPHAIBHYIO HAPYKHYIO MEMOpaHy,
a 1oOaBiieHre TYOyIMHA B PEAKIIMOHHYIO CUCTEMY MOKET CHIKATh MHTEHCHUBHOCTD JIbIXaHUS
mutoxoHapuil (Rostovtseva et al., 2008).

MHorouuciieHHbIe JJaHHbIE TMO3BOJIAIOT MPEANoaokuTh ydactue OenxkoB VDAC B
WHUIMALIAY TIpoliecca arnonTo3a. Merorcst nannubie o ToM, 4T0 VDAC MOXeT ObITh 4acThIO
nopbl ciBura nponutiaeMoctu (PTP), cioco6eTByrolieil BHICBOOOXKICHUIO IMTOXPOMA ¢ U3
MHUTOXOHAPHUI B ITUTOILIA3MY, YTO TIPUBOAMT K MOCIEAyIomei rudenu kiretok (Shore, 2009;
Shoshan-Barmatz et al., 2010). ®ynkiuu VDAC B mnazMaTHueckoii MeMOpaHe BCE eIl
HesicHbl ¥ mpotuBopeurBbl (Bahamonde and Valverde, 2003; Sabirov et al., 2006). Psn
ANEKTPOMUZUOIOTUIECKHX M OMOXUMHYECKHUX MCCICIOBAaHUNA CBUACTEIBCTBYIOT O POJIH
VDAC B BbIcBOOOXAeHNH KiieTouHoro AT® u perymnsimuu kiaeroqHoro oorema (Okada et al.,
2004), B accormariiu ¢ NADH: ¢eppuniuanuy penykraszoii (Baker et al., 2004) u Tpancnopte
AIIEKTPOHOB, B opmupoBarnu perientopa 'AMK (Darbandi-Tonkabon et al., 2003).

buonoruueckas ponb VDAC pacTeHuil Tak e 10 CUX MOp OCTAeTCsl HEJOCTATOYHO
SCHOM, HECMOTPSI HA IIUPOKUM CHEKTP MCCIENOBAaHUM MOJEKYJISAPHBIX XapaKTEPUCTUK
u3zodopm VDAC y pasubix Bu0B, BKitouas mienuity (Elkeles et al., 1995), puc (Bitar et al.,
2003) u Lotus japonicus (Wandrey et al., 2004). Tonpko KOCBEHHBIE COOOIIIEHUS YKAa3bIBAIOT
Ha mnpenanonaraemyio poib VDAC pacTeHuii B peakiuy Ha MAaTOTEHbl, B aloNTo3€ U
abuotrueckoMm crpecce (Jones and Dangl, 2006; Kusano et al., 2009), ognako, 3ToMmy 70 CUX
TOp HET MPSAMBIX T€HETHYECKHX JI0Ka3aTesbeTB (Robert et al., 2012).

Kak yxe ymomMuHamoch BbIIIE, MUTOXOHIPUAIBHBIA TOPUH SIBJSIETCS TJIABHBIM
yuacTHUKOM KaHana jajisi TpaHcinokarmu kak TPHK (1m.1.3.2) (Delage et al., 2003; Salinas et
al., 2006), Tax m JIHK (Koulintchenko et al., 2003). MeromoM KOHKYpEHTHOTO
MHruOMpoBaHus nokazaHo, uro mytu ummnopta TPHK u IHK neGonbioro pazmepa (10 300
nm.H.) Moryt nepecekatbesi (Weber-Lotfi et al., 2015). OueBunno, uto umenHo VDAC
SIBIISICTCS JUIS OTUX JIBYX MPOIIECCOB OOIIMM KOMIIOHEHTOM, YUYACTBYIOIIUM B TIEPEHOCE Uepe3

BHEIITHIOI0 MUTOXOHJIPUAIIBHYIO MEMOpaHy.
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CyllecTBYIOT NPEANOJIIOKEHUSI O TOM, YTO pa3iuyHble M30QOPMbI MOPHHA MOTYT
BBIMIOJIHATh B PACTUTENILHOW KIIETKE pasznuuHble (QyHKuuMu. B reHome apaluponcuca
MPUCYTCTBYIOT 4 TeHa, komupyromux u3odopmbel mopuHa (VDACI, VDAC2, VDAC3,
VDAC4). UntepecHo, 4TO XOTSI MPOCTPAHCTBEHHO-BPEMEHHAS AKCIIPECCUSI M KIIETOUHAs
nokamm3aist VDAC2 u VDAC4 Becbma cXoniHble, 3TH O€NKH, MO-BUIUMOMY, HUMEIOT
pasueie  pynkiuun. VDAC2 u VDAC4, »skchpeccupyrommecss BO BCEX OpraHax
PaCTUTENILHOTO OPraHU3Ma, BaXKHBI [Tl PA3IUYHBIX (PU3UOJOTHUECKUX (YHKIIHM, TAKUX KaK
pa3BUTHE JIMCTHEB, YCTONUNBOE COCTOSIHUE MUTOXOHIPUAILHOTO MEMOPAHHOTO MOTEHIMAa
u passutue nbUIbIBL (Tateda et al, 2011). U3odopma mopuna VDAC4 nokamuzyercs
WCKJTFOYUTEIbHO B MHUTOXOHApHanbHOM MemOpane (Robert et al, 2012). M3odopmsl
apadumoncuca VDACI u VDAC3 ommyarotcst or VDAC2 u VDAC4 tem, 9TO UMEIOT Ha
cBoux C-koHLAX 0coOyro CTpyKTypy - MPS, xapaktepHyro mis 3YyKapuOTHUECKHX
MUTOXOHJpUANLHBIX MOpHHOB (MPS, ot anrn. mitochondrial porin signature). [lomararot,
YTO HMMEHHO JTa CTPYKTypa OMNpEAENseT MUTOXOHIPUATBHYIO JIOKAIM3AIMIO TMOPUHOB
(Tateda et al., 2011). Xots ¢pynkuun VDAC1 u VDAC3 cBs3biBatoT B OOJBIIIEH CTENEHU C
MUTOXOHJpUSMH, UX, Hapsay ¢ VDAC2 oOnapyxuBaioT u B minazmanemme (Zhang et al.,
2015). UccnenoBanusi Ha MUTOXOHIPHUSIX MJICKOITUTAOLINX MOKA3aJIH, YTO albTEPHATUBHBIN
craiicuar VDAC] npuBOIUT K CHHTE3Y IBYX pa3iU4HbIX GopM Oerka, oHa U3 KOTOPBIX
JIOKaJIM30BaHa BO BHEIIHEM MUTOXOHApHAIbHOM MeMOpaHe, a Apyras B IUIa3MaTH4YecKOM
memOpane (Buettner et al., 2000).

[Tokazano, uto VDACI, VDAC2 u VDAC4 apabupaornicuca BaxHbI 715 TOIEPIKAHUS
nenoctHoctr mMutoxoHapuu (Robert et al., 2012). M3Bectho, uto VDACI cymectBeHHO
Oosiee BaxkeH /17151 pocTa pactenuit B cpaBHeHur ¢ VDAC3 (Tateda et al., 2011). bonee Toro,
VDACI wurpaer poiib B YCTOHUMBOCTH pAacTEHHH K OOJIE3HSM TOCPEICTBOM PETYIISIUH
oOpazoBanusi nepekucu Bojpopona. [loteps dynkmmit VDACI mpuBOAWT K TOAABICHUIO
aKTUBAIIMKM KJIETOYHOTO aronTo3a B OTBET Ha OaKTepUAbHYIO MATOTCHHYIO WH(DEKIIHIO
(Tateda et al., 2011). [TomaratoT, 4TO HEKOTOPHIE M3 TIOPUHOB MOT'YT UTPATh KIIFOUEBYIO POJIb
B 3aIIUTHOM PEAKIIMU KICTKU MIPU BUPYJICHTHON OaKTepHaTbHON HH(PEKITUH.

BeimensinoskeHHOE CBUIETENBCTBYET, CKOpee, He 00 M30BITOYHOCTH H30(OPM ITOPHHA,
a 00 ompe/eieHHON CIeIMaTN3alliy B BHITIOMHSAEMbIX MU GyHKIHsIX. B pabote Tateda et al.
(2011) Obput0o TmOKa3aHO, 4YTO y MyTaHTOB 1m0 BceM wu3odopmam VDAC 3HadyeHus

MUTOXOHJPHUAITLHOTO MEMOPAHHOTO MOTEHIIMAla HIKE, YeM Yy PacTeHH JUKOTO TUIMA, TIPU
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stom noteps GyHKImH VDAC2 nimn VDAC4 B MyTaHTHBIX JIMHUSX MPUBOJIUT K OOJIBIIIEMY
CHIDKEHMIO MeMOpaHHOro norteHuuana, yem noreps ¢pynkunu VDACIT wm VDAC3. [lpu
nHakTHBarm VDAC2 u VDAC4 ceppe3HO 3aMeIsIeTCsl poCcT OpraHusMma, 0ojiee TOro,
MyTaHTHbIE JTUHUM vdac2 U vdac4 XapaKTepu3yloTcs MOYTH NOJHOM CTEpUIbHOCTHIO. Bee
3TO TOBOPUT O TOM, uT0 MMeHHO VDAC2 n VDAC4 nHaubosnee BaXHBI JJIs1 HOPMAIBHOTO
pocTa U pa3BUTHS PACTUTEIHLHOIO OPraHU3Ma.

Takum oOpa3oM, n30(OpPMbI MUTOXOHJPUAIILHOTO MOPUHA MPENCTABISAIOT OOIBLION
MHTEPEC B OTHOIICHUWH MCCIEAYEMOT0 HAMU  SIBICHUS NPUPOAHON KOMIIETEHIIUU
mutoxoHapui K nornomenuto JIHK. Kak u B cnyyae ¢ mexanusmom ummnopra TPHK, rae
MOPUH WIPaeT HE POJib PEIENTOopa, a MpeACTaBiIseT coO0il MopooOpa3yroluil KaHas, Ha
KoTOpbIi oT komIuiekca TOM mnepenaercss monekyna TPHK, B mexanuzm ummnopra [JHK
TaK)Ke€ MOT'YT ObITh BOBJICUEHBI OCJIKU IPYTHUX CEMENUCTB TPaHCMEMOPAHHBIX MEPEHOCUHKOB,
o0pa3ysi, B koomepauuu ¢ uzopopmMamu VDAC, cBoum cOOCTBEHHBIE, B psijie CIydacB
cneunguuHble, KaHabl [u1d umnopta monekyn JJHK. PacmmdpoBka MexaHU3MOB UMITOpPTa
JHK wu wunentudukamus ¢GakTopoB, BOBJICYCHHBIX B OSTOT TMPOIECC, IMOMUMO
(dbyHAaMEHTaNbHOW 3HAYMMOCTH, MO3BOJMIMIA OBl PEHIUTh psAJ BOINPOCOB B 00JacTH
NPUKIATHBIX 33/1ad TEHEeTHMYECKOM WH)KEHEpUHM, B YAaCTHOCTH, pa3padOTKH CHOCOOOB

TpaHc(hOpMaIy U MAHUITYJIMPOBAHHUS MUTOXOHIPUATIBHBIM T€HOMOM.
1.5. BeiBoabI 13 0030pa JIMTEPATYPbI

Takum 00pa3oM, MUTOXOHAPUATBHBI TEHOM PACTEHMA, IO CPaBHEHUIO C
FeHOMaMHU JAPYTUX JSYKAPUOTHYECKUX OPraHU3MOB, 00JIaJaeT OTPOMHBIM Pa3MEPOM,
npesbimaronM 1500 1.m.H. (Alverson et al., 2011; Kubo and Newton, 2008), npu 3TOoM
conepxut numb 60 renos, xoaupyromux 3 pPHK, 15-20 tPHK u 30-35 GenkoB ¢
U3BeCTHhIMU  QyHKIUsAMU. [l  Oojee uYeM TOJIOBUHBI  IOCIIEIOBATEIILHOCTEH
MUTOXOH/IPUATBHOTO T€HOMA PaCcTeHUN (PYHKIIMH HE U3BECTHBI, OTCYTCTBYET KaKasi-Tuoo
TOMOJIOTHS ¢ HMMEIONMMHUCSI B 0a3ax maHHBIX nocienosarteiabHOocTAMU (Unseld et al.,
1997). 'eHOM MHUTOXOHIpPUH PACTEHUH CYIIECTBYET B OCHOBHOM KaK COBOKYITHOCTh
TuHEeNHbIX U KoableBbix mosiekyn JHK pasznuunoro pasmepa (Gualberto et al., 2014;
Morley and Nielsen, 2017). B pacTuTenpHOl KJIETKE MHUTOXOHJPHUH IIOCTOSIHHO
CIIMBAIOTCS MKy COOON M JCNATCS, YTO OKa3bIBAET OOJIBIIIOE BIUSIHUE HA OPTaHU3AIIUIO
U TUHAMHKY MUTOXOHJApuanbHoro renoma (Logan, 2006). ®parMeHTUPOBAHHBIN T'€HOM

pacTeHHiA, CYIIECTBYIONIUN B BUJIE Psifia CyOT€HOMHBIX, HHOTJIA CYOCTEXHOMETPHUIECKHIX
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mosekyn JIHK, cCBA3bIBaIOT C BBICOKOM YacTOTOM MEX- M BHYTPUMOJEKYJISIPHOU
romoniornuHoi pekomOuHanuu (Lonsdale et al., 1988; Janska et al., 1998; Abdelnoor et
al., 2003).

JI1si MUTOXOHIAPHAIBHOTO TE€HOMA XapaKTepHAa MeT€POr€HHOCTb, KOTOpas MOXET
UMETh  KOppesiquil0 ¢  OOHapyK€HHbIMH  (EHOTHIMYECKHMMH  Pa3Iu4YUsIMU
MUTOXOHIPUATBHBIX CYyOMOMyJsui BHYTpHU pacTUTeNbHbIX KieTok (Dai et al., 1998).
[Ipennonaraercsi, YT0 MUTOXOHAPUHU MOTYT BBIIIOJIHATH Pa3InyHble (PYHKIMH: 4acTh U3
HUX MPUHUMAET y4yacTUe B OMOIHEPTreTUYECKUX MpOoIleccax, YacTh — CIEeUUaIN3upyeTcs
Ha XpaHeHUHM reHermyeckoil nupopmanuu (Logan, 2006). I'ereporeHHOCTh KJIETOUYHOMN
MOMYJISIIIUM MUTOXOHJIPUIT MOXeET ObITh 00yClIOBJIeHa cTaaueil ux OuoreHesa (3penbie U
moutoaeie MuToxoHapuH) (Lund et al., 1958; Solomos et al., 1972; Logan et al., 2001; Dai
et al., 1998; Howell et al., 2006). MuToxoHapHanbHble CYONONYyJIsALUUA Yy PACTEHUU
pa3auyaTcs Takke M0 Kod(h(UIMEHTYy CcelMMEHTallud B TpaJHeHTe IUIOTHOCTH,
BEJIMYMHE JIbIXaTeIbHOTO KOHTPOJISL, AKTUBHOCTH JIBIXaTEIbHBIX KOMILJIEKCOB, OEJIKOBOMY
COCTaBy, TPAaHCMEMOPAHHOMY IMOTEHIIMAY MHUTOXOHIPHM, CyOKIETOYHON OpraHu3aIlluu
MUTOXOHApUH (cM. 1. 1.2).

[TomuMo ocHOBHOM BbIcOKOMOJIEKYIsipHOH MTJIHK B MUTOXOHAPHSX MHOTHX
BUJIOB PACTEHUM MOTYT MPUCYTCTBOBATh ABTOHOMHO PEILTMLUPYIOLIUECS KOJIbIEBbIE NN
nuHenHble TiazMuaonoao0ueie Monekynsl JIHK unu PHK (Brown and Zhang, 1995).
[Ipeanonarator, YTO MHUTOXOHJPHUATBHBIE 3KCTPAXPOMOCOMHBIE IUIa3MUIbl HMEIOT
Yy>KEPOJHOE MPOUCXOKJIEHUE, O YeM CBUJICTEIbCTBYET, B YaCTHOCTH, CTPYKTypa
JUHEHHBIX TUIa3MUJI, UMEIOIas CXOJICTBO C MOCIEAOBATENLHOCTSIMU TPUOOB, BHPYCOB,
¢aroB u Tpancno3oHoB (Sakaguchi, 1990).

W3BecTHO, YTO I MUTOXOHAPHUAIBHOIO T'€HOMAa pACTEHUM XapakTepHa
YIUBUTEILHO BBICOKAs, B CpPaBHEHHH C JPYTMMH TE€HOMaMH, 4YacToTa COOBITUN
TOPU30HTAIIBHOTO U BHYTPUKJIETOUHOTO nepeHocoB (Sanchez-Puerta, 2014). bonee 5 %
HYKJICOTUAHBIX  MOCIEJOBATEIbHOCTEH  MHUTOXOHAPHUAIBHOTO  IE€HOMA  HMMEIOT
XJIOPOIJIaCTHOE, sifiepHoe uinu BupycHoe npoucxoxaeHue (Unseld et al., 1997; Kubo et
al., 2000). Beicoka BEpOATHOCTb TOTrO, YTO HAa CTPYKTYpy U JAUHAMHUKY
MUTOXOH/PUAIBHOTO TE€HOMAa pPACTEHMH 3HAYUTENIbHOE BIUSHUE MOXKET OKa3bIBaTh
HAJIMYME Y MUTOXOHJIPUHN MTPUPOTHON KOMIIETEHTHOCTH — criocoOHocTH noriomars JJHK

U3 OKpyxkaromiei cpenbl. Panee muroxonmpuanbubeiii umnopt JIHK Owbum mokazan y
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pacrenuii (Koulintchenko et al., 2003), muekonutaromux (Koulintchenko et al., 2006;
Jackson et al., 2014) u gpoxxeint (Weber-Lotfi et al., 2009). Dx3orennas JIHK,
UMIIOPTUPOBAHHASI B M30JIMPOBAHHBIE MUTOXOHJAPHUH, (DYHKIIMOHAIHHO aKTUBHA, MOXET
tpanckpubupoBatbes (Koulintchenko et al., 2003; 2006) u moaBepratbcsl pernapaiuu
(Boesch et al., 2010). CooTBeTcTByIOIIME KOHCTPYKLIMH MOTYT PEKOMOWHHPOBATH C
pesuaenTtHoit MT/IHK (Mileshina et al., 2011).

Nmvmopr JIHK B MHUTOXOHApDHM MOMKET SABISATHCA OCHOBOM JIsI OTLIOBCKOTO
HacJe0BaHUS HEKOTOPHIX MHUTOXOHAPHAIBHBIX Tia3Mua B pacteHusx (Ibrahim et al.,
2011), BHOCUTH BKJAJ B TOPU30HTAJIbHBIN MEPEHOC I'€HOB, B JUHAMUKY CTPYKTYpHOMU
OpraHu3allid TeHOMa OpraHeJUIbl, a TaKXKe B IPOILIECC MHUTOITO3a, MHIYIHPOBAHHOTO
JIHK marorena (Koulintchenko et al., 2003; Zorov, 1996). He wuckitoueHo, 4TO 3TO
SIBJICHUE MOXXET OBbITh CJIEICTBUEM MEXaHM3Ma, OCTABIIErocs OT OaKTepHaIbHOTO MpeaKa
MUTOXOHJIPUH: KaK W3BECTHO, CHOCOOHOCTh OaKTepUANbHBIX KJIETOK K 3aXBary
Yy>KEPOJHOI0 TEHETUYECKOr0 MaTepuajia HrpaeT OrPOMHYI0 pOJib B HMX 3BOJIOLUHU
(Doolittle et al., 2003; Nakamura et al., 2004).

Hakomennsie skciepruMeHTaIbHbIE TAHHBIE CBUJIETEILCTBYIOT O TOM, YTO, KaK U
B ciyuae ummnopra PHK, ocHoBHbiM kananom wummnopra JHK sasmsercs VDAC
(Koulintchenko et al., 2003; Delage, 2003; Weber-Lotfi et al., 2009). B renome
apaujorncuca NPUCYTCTBYIOT 4 TeHa, KOAUPYIOUMX H30(OpMbI MOpPUHA, KOTOpPbIE
pa3IMyaTCs JIOKANU3alue B MeMOpaHe W CBOEH POJbI0 B KJIIETKE, CBUICTEIbCTBYA,
cKkopee, He 00 M30BITOYHOCTH U30(OPM TOPUHA, a 00 OMPEACIICHHON CHeIuaTn3alu B
BeImonHsieMbix umu  ¢GyHKiusax (Tateda et al., 2011). Mcxoms u3 3TOro, JOTHYHO
NPEANnoNoKUTh, yTo U3hopMbl VDAC MOTryT UMETh ONpPEEICHHYKIO CIEU(PUIHOCTh B
OTHOIICHHH TPAHCIIOPTa MaKpPOMOJIEKYJT B MHTOXOHIPHH, B TOM 4YHCIIE B HMIIOPTE
pasHopaszMmepHbIX Mojeky JJTHK.

[TpoBeneHHbIN aHATU3 UCTOYHUKOB JIMTEPATYPHI MO3BOJISIET TOBOPUTH O TOM, YTO
no Hacrosimiero MomeHTa ¢eHomen wumnopra JIHK B MUTOXOHIpUHM ocTaercs
HEJOCTAaTOYHO HM3YYEHHbIM. B dYacTHOCTH, paHee He MpPOBOAMIUCH HuccienoBaHus (1)
KUHETUYECKUX XapakTepucTuk npouecca umnopra JHK, (2) Bausuuga va umnopt JHK
OTCYTCTBHUSl B KJEeTKe OTAeNbHBIX m30hopm VDAC, a Takke APYruxX KaHAUJIATHBIX
OEIKOB-IEPEHOCUNKOB MUTOXOHIpPUATBHONH MeMOpanbl, (3) ocoOeHHOcTel HMIIOpTa

JIHK B MUTOXOHIpHH, MPUHAAIEKAIINE PA3HBIM MUTOXOHIPHAJIBHBIM CYOIOMYJISALUSM.
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VYuuteiBast 370, HeJbI0 PadOThl SIBUWIOCH UCCIEJOBAHUE POJM (AKTOPOB, OEIKOBOW U
HEOEJIKOBOM MPUPOJIbI, OKAa3bIBAIOIIMX BIMSHME HA OPraHU3alUI0 TPAaHCIOPTHON

CHUCTEMBbI paCTUTEIbHBIX MUTOXOHIpUiA, B uMmnopte JJHK pa3zHoil qyinHbI.
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2. MATEPHUAJIBI 1 METO/Ibl UCCJIEJOBAHUI
2.1. PacTuTe/IbHBIN MaTePUAJ U YCIOBUS BbIPANIMBAHHSA
2.1.1. Jlunun apadéunoncuca Arabidopsis thaliana

B paboTte ObUIM MCIIONIB30BaHBl pacTEHUsl apabuaoncuca Jukoro tuna Arabidopsis
thaliana (L.) Heynh. skotunm Columbia (Col-0) W IUHMM HWHCEPIMOHHBIX MYTaHTOB
SALK_034653  (vdacl), SAIL_726_HO02 (vdac2), SALK_127899 (vdac3),
SALK_023908 (vdac4), SALK_135023 (tspo), SALK_007876 (mic60), SALK_016767
(om47), SALK_066958 (drp3a-3), SALK_046271 (drp3b-1), cemeHa KOTOpPBIX ObLIU
nonydeHsl W3 kosuiekuuu Arabidopsis Biological Resource Center (The Ohio State
University, USA). B ucnonb30BaHHbIX MYTAHTHBIX JIMHHUSX B pe3yJibTaTe BCTpaUBaHUS
T-JHK mpouszonuia wuHaktuBamus: 1) omaHOM wu3 u30OpM MUTOXOHIPHATHLHOTO
MeMOpanHoro TpancroptHoro 6Oenka VDAC1, VDAC2, VDAC3 wumu VDACH4,
kopupyembIx reHamu At3g01280, At5g67500, AtSg15090 u At5g57490 cOOTBETCTBEHHO;
2) Oenka BHemIHeH MeMOpaHbl pacTUTENBHBIX MUTOXOHApUN TSPO, KomUpyemMoro reHom
At2g47770; 3) cyowemununbsl  MIC60  nokanmusyromieiics BO — BHYTPEHHEH
MUTOXOHIpUATBHOU MeMmOpaHe U konupyemoin reHom At4g39690; 4) Genka BHeUIHEH
MUTOXOHApUanbHOU MeMmOpansl OM47, konupyemoro renom At3g27930); 5) nuHaMuH-
nonooubix OenkoB DRP3A wunu DRP3B, yuactByromux B mporeccax JIeJIeHUs
MUTOXOHIpuH, Kogupyembix reHamu At4g33650 u At2g14120, COOTBETCTBEHHO.

['oMo3uroTHBIE pacTeHUs: U3y4aeMbIX JIMHUN ObLIM Mojy4yeHsl ¢ momoinsto TT1[P-
reHOTUNMpoBaHus. Pactenus apabuorncuca, nocie cTpaTuuKalui B TEUCHUE TPEX CYTOK
npu +4 °C, BeipamuBanu rnpu 22 °C B poctoBoil kamepe KBW-720 («Binder», I'epmanus),
B TOpIIKaX, HAMOJHEHHBIX CMEChIO TMOYBOTPYHTA JJIsi KOMHATHBIX pacTeHuil / Topda /
BepMuKyauTa (2 : 1 : 3) npu ocemieHHOCcTH 150 MKMOIB*M-2*c-1 1 JyIMHE cBETOBOTO /IHS 16

9.
2.1.2. [Ipyrue pacTure/ibHble 00beKThI

OTUONMPOBaHHbIE TPOPOCTKHU KYKYpy3bl Zea mays (copT «Kybanckuii 250 MBy)
BeIpamuBany npu 29 °C B Teuenue 4 cyrok B TeMHOTe. B pabore ObuIM MCHIOIB30BAHbI
Takke KIyoHu kaptodens Solanum tuberosum (COpT «AIpeTTa») U KOPHEIUIOABI PEIBI
Brassica rapa (copt «Buyuka»). Cemena kykypysbl npuoOperenst B HIIO «KOC-
MAUCy», KpacHonap; kaptodens BbipamieH Ha Ttepputopun CUOUBP CO PAH,
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NpkyTck; cemeHa penbl NpuoOpeTeHbl B TOPrOBOM CETH.
2.2. ITonyyenue cyocrpaTroB umnopra ITHK

[ToarotroBky  cyOCTpaTOB  HMMIOpPTa  OCYIIECTBISIM  aMIUIMPUKalUend B
CTaHJIAPTHOU monmMepa3Hol nenHo peakuuu. s cuareza JIHK pasmepom ot 269 m.H.
no 2,7 t.aiH. ucnons3oBanu Taqg-momumepasy («Thermo Scientificy, CILA). Pexum
amrTugukanuy 11 GparmeHToB pazmepom 109 m.H., 265 m.H. u 852 m.H.: 94 °C — 3 muH
(1 muki); 94 °C — 30 ¢, 58 °C —45 ¢, 72 °C — 45 ¢ (30 muknoB); 72 °C — 1 muH. s
dbparmenTa pazmepoM 2,7 T.M.H. UCTIOJIB30BAIU CIEAYIOMIMNNA PEXUM aMIUTupukanuu: 94
°C — 3 muH (1 nukmn); 94 °C — 30 ¢, 60 °C — 45 ¢, 72 °C — 180 ¢ (30 muknon); 72 °C — 5
muH. g ammumdukanuu JJTHK pazmepoM 9 T.1.H. HCTIOIB30BaIN CMECH JIJISl TPOBEICHUS
[TIP «Phusion Flash High-Fidelity PCR Master Mix» («Thermo Scientificy, CIIA).
Avmmdukamuio  JIHK npoBogunm B ciegymoomieM  pexume: MpeABapUTEIbHAs
neHatypaius B Teuenue 30 cexyna npu 98 °C (1 mukn), nenarypanus npu 98 °C — 10 c,
OTKUT mpaiiMepoB U anoHrauus npu 72 °C — 5 munyt (30 uukinoB), ¢uHampHas
anouranus: 72 °C — 10 munyt. [ns nomyuenus dayopecnentHoro [IHK-cyGcrpara
UCIIOJIb30BAJIM  OJIMTOHYKJICOTUABI, COAEpXkalue Ha S'-KoHIEe (Iyopecuupyronyo
rpynny Cy3 («EBporen», Poccus). Peakuuio ammmdukanvd MOpOBOIWIH B
COOTBETCTBUU C PEKOMEHIAlMAMHU U3rotoButesis Qepmenrta, B odbeme 50 MK, C
nob6asnenueM 10 pMol kaxmoro mpaitmepa u 10 Hr miazmugnoit JJHK. dparments
pasmMepom 269 m.H., 852 mH. u 2,7 T.L.H. aMIUIMQUIMPOBAIM C HCIIOJIH30BAaHUEM B
KauecTBe MaTpuilbl reHetnueckor koHcTpykimu pCK/GFP/PRmt, conepxarieit
nocinenoBarenbHocth reHa GFEFP  (Koulinchenko et al.,, 2003). I'enernueckas
KoHCTpyKuus pIR-11.6/Br-9 (momydyena coTpyaHMKaMu Hailed J1abopaTopuu) Cly:Kuja
matpunei st ammudukanun JJHK Gompmioro pasmepa (9000 m.hH.) (tabm.4). JHK
ounmanu Ha komonkax GeneJET'PCR Purification Kit («Thermo Scientificy, CIILA),
COrIacHO HMHCTpyKuMM mnpousBoautens. KauectBo [IIP-nmpoaykToB oLeHUBAIA
anekTpodoperndecku ¢ ucnoiabzoBaHueM Gel Doc XR System («Bio-Rady», CIIIA),
konudecTBo JIHK ompenensnu ¢ momompio ciekrpodoromerpa NanoPhotometer NP8O
(«(IMPLENy, I'epmanus).

OnUTOHYKIICOTH/IBI, HCTIOJIB30BAHHBIE TS TTOTy4YeHus cyoctpaTtoB ummnopra JJHK,

MIpUBE/ICHBI B Ta0HIIC 4.
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Tab6auna 4
OnuroHyKJICOTH B! I CUHTE3a cyocTpaTtoB ummnopta JJTHK
ITaps1 npaiimepos IocnenoBarenbHoCTh (5'—3") Pa3mep ¢pparmenra, n.H.

(AHK-maTpumna)
gfpLc ATGAGTAAAGGAGAAGAACTTTTCACT 269 (pCK/GFP/PRmt)
gfp(2) Rev CGGGGCATGGCACTCTTGA
gfp(2) For-Cy3 CTGTTCCTTGGCCACACT 852 (pCK/GFP/PRmt)
2,3(2989) Rev-Cy3 ACGCTCTGTAGGATTTGAACC
2,3(257) For CCAACCACCACATACCGAAA 2732 (pCK/GFP/PRmt)
2,3(2989) Rev ACGCTCTGTAGGATTTGAACC
Bn-2380dr GGTTAGATTGTTTGTGGGTTTGG 9000 (pIR-11.6/Br-9)
Bn-11414rv TAAGTGGCTCACGAGGAATGG

2.3. MeTtoapl, CBsI3aHHbIE ¢ BbIICJICHUEM M XapaAKTePUCTHKOM MUTOXOHAPHIl pacTeHUH
2.3.1. BoiiesieHe MUTOXOHAPHIL M3 PACTUTE/IBLHBIX 00bEKTOB
2.3.1.1. BoiiesieHre MUTOXOHAPUIL U3 apadHUI0IICHCA

PacTurenpHBIE MUTOXOHIIPHH BBIICSUTA W3 apabupaoricuca (Arabidopsis thaliana),
coryacHo MoauduipoBaHHOMY TipoTokory (Sweetlove et al., 2007). JIuctes apabumoncuca
pacThpalii B CTYIKE, MOIYUYECHHYIO CYCIICH3HIO CMEIINBAIN B cCOOTHOIIeHu 1:12 co cpemoii
BozienieHus (CB) (25 MM mupodocdara narpus, 10 MM KH,PO,, 300 MM caxapo3sl, 2 MM
ONATA, 0,5 % (B/0) Obrubero ceiBopoTouHoro amsbymuna (BCA), 1 % (B/o)
nojuBUHMIIUppouaoHa-40, 5 MM 1wmcrenna, 20 MM ackopO6uHoBO#M KuCTOTHL, pH 7.6).
[locne dunbrpamu vepe3 2 cios HewoHoBou cetku Miracloth («Calbiochemy, CIIA)
rpyObIii MHUTOXOHAPHAIBHBIN JKCTPAKT TIOCIIEAOBATENBHO TMOJBEPralii JIBYM IUKIaM
HEeHTpU(yrupoBaHus, Mpu HU3KOM ckopoctu Bpamenus (2500 x g) u ipu Bbicokoi (17400 x
g), ¢ MPOMEXYTOUHBIM pecycrienaupoBanueM B cpenie npombiBanus (CII) (1 MM DI'TA, 50
MM MOPS, 300 MM caxapossl, 0,2 % (B/0) BCA, pH 7.2). Jlns ganpHeHieil O4nCTKH,
BTOPUYHO PECYCHECHIUPOBAHHBIA OC3JOK MUTOXOHJIPMI HACIAMBAIIM HA CTYNEHYATHII
rpanueHt nepkoiia (50 % — 25 % — 18 %) u nentpudyrupopanu B Teuenue 40 MUHYT Tipu
40000 x g. MuroxoHapuu OTOMpalli M3 HIDKHEH 4YacTh (OPMUPYIOLIETOCS BO BpeMs
HeHTPU(YTUpOBaHUS TPAIUEHTA U MIPOMBIBAIN JIBAXKIIBI B cpelie poMbIBaHus. KommdecTBo

OemnKa B CyCIIeH3UM MUTOXOHIPHI orleHnBaiu 1o metoy bpendopna (Bradford, 1976).

2.3.1.2. BoiiesieHe MUTOXOHAPHI U3 KApTO(eJIsi U KOPHEIUI0A0B perbl

Brinenenne MuUTOXOHIpHMIA W3 KIyOHeW KapTodens U KOPHEIUIOAOB pPErbl

OCYUIECTBIISIIA METOAOM JuddepeHnanbHoro HeHTpudyrupoBanus ¢ MOCIeAyIOUeH
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OYMCTKOM B TpaaueHte MmIoTHOCTH mepkosuia (Neuburger et al., 1982). OuuieHnHbie
KIyOHH KapTogenss TOMOI€HU3UPOBAIM C MCHOJIb30BAHUEM COKOBBIKMMAIOUIETO
anmmapata (Moullinex, ®panrmus). [TomydeHHbIit kKapToheTbHBIH COK CMEIIUBAIA C 3X-
KpatHOU cpenoil BeimeneHus (900 MM caxaposa, 90 MM mupodochar HaTpus, 6 MM
OJITA, 0,9 % (B/0) BCA, 2,4 % (8/0) IIBII-25, 15 MM raunun, 9 MM mucrens, 6 MM -
mepkanTostanos, pH 8,0). [locne ¢unbTpanuu yepe3 HEHIOHOBYIO M MapJieBYIO TKaHb
MOJIYYEHHBIN PaCTUTEIBHBIN SKCTPAKT MOABEPralid JABYM IHUKIAM HEHTPU(DYTUPOBaHUS,
npu HU3KoM ckopoctu Bpamenus (1000 x g), mamee mpu Bbicokoit (10500 x g), ¢
MPOMEXKYTOUHBIM pecycleHIupOBaHUEM MUTOXOHJIPHAIBHOTO ocaJika C
UCIoJib30BaHueM romorenuzaropa [lotrepa (ctexno-tedion) u cpensl npombiBanus (300
MM caxaposa, 10 MM docdat kanus, 1 MM D/TA, 0,1 % (8/0) BCA, 5 MM rmuuusn, pH
7.35). Jns panpHedmedl OYHCTKM MHUTOXOHJIPHAIBHOM (pakUuy HUCHOJb30BAIU
CTYNEHYATHIA TPaJUEHT TUIOTHOCTU Tmepkoima (45 % — 21 % — 18,5 %), Ha KOoTOpBIH
HAHOCHJIM CYCIIEH3MI0O MUTOXOHApUH U neHTpudyrupoaiu npu 28250 x g B reuenue 60
MUHYT. OYHUIICHHYI0O MHUTOXOHJPHAIBbHYIO (pakiuio OTOMpalid W3 HWXKHEH dYacTu
rpaguenTa, Ha rpanuue mexnay 45 % u 21 % mnepkoia, U 3aTeM JBaXKIbl IPOMBIBAIN
CII. KonuuecTBO Oenka B CYCHEH3WHM MHUTOXOHJIIPHUI OIEHUBAIM MO MeToAy bpendopa

(Bradford, 1976).
2.3.1.3. BoiresieHue MUTOXOHAPHI U3 ITHOJTHPOBAHHBIX POPOCTKOB KYKYPY3bI

Brienenne MUTOXOHIpUI U3 3THOJUPOBAHHBIX MPOPOCTKOB KYKYPY3bl IMPOBOAMIN
MeroaoMm nuddepennmansaoro nentpudyruposanus (Newton and Walbot, 1985) ¢
MOCJIEAYIOIIUM pa3/IeIeHUEM B JIMHEHHOM TpaJUueHTE IJIOTHOCTU Caxapo3bl C LIEJbIO
oTOOpa MUTOXOHJPHANBHBIX CyOQpakuuil. PaspyiieHne TKaHeW STHONTHPOBAHHBIX
no0eroB MPOPOCTKOB, BhIpaleHHBIX Tpu 29 °C B TedueHue 4 CyTOK, MPOBOIWIH MTYTEM
MPOJaBIMBAHUS C TIOMOIIBIO Mpecca Yepe3 HebombIme oTBepeTust (quametp 1-1,2 mm) B
MOpUIHE ¢ MPEIBAPUTENILHO T00ABIEHHON cpefiol BbIJIEJICHHUS B CTAKaH TOMOT€HH3aTOpa
(0,25 M caxapo3za, 18 MM KH,PO,, 5 MM DJITA, 10 MM KCI, 10 MM MgCl,, 0,3 %
BCA (B/0), 10 MM B-mepkantostaHon, 5 MM nucrenH). IlonydeHHBI COK KyKypy3bl
nojaBepraiii  QUWIbTpallMd 4Yepe3 2 CIosi HEHIOHOBOW TKaHU W UEHTPU(PYTUPOBATU
OJIHOKpaTHO MpHu HU3Kkoi ckopocTH (2700 X g) U NBYKpaTHO MPU BBICOKOM CKOPOCTH
(19600 x g) ¢ MpOMEXKYTOUHBIM PECYCHEHAMPOBAHUEM MUTOXOHAPUATBHOIO OCaJKa B

romorermnzatope [lorrepa (crekno-tedion) B cpene mpombiBanus (0,25 M caxaposa, 18
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MM KH,PO,, 5 MM B/ITA, 10 MM KCI, 10 MM MgCl,, 0,1 % BCA (8/0)). Paznenenue
MUTOXOHJIPUATBHBIX (Qpakuuii MNPOBOJUIM C TOMOIIBI0 LEHTPUPYTUPOBAHUS B
JTuHEHHOM rpagaueHTe caxapossl (0,3 M — 1,2 M), coaepxamem 18 MM KH,PO,4, 5 MM
SATA, 10 mM KCI1, 10 MM MgCl,, 0,3 % BCA. MUTOXOHAPHUATBEHYIO CYCIIEH3HUIO
HAHOCHJIM Ha MOBEPXHOCTh rpajaueHTa u uentpudyruposanu npu 7000 x g B reuenue 20
muH. [locne pazgenenuss MUTOXOHIpHUM oTOMpanu 3-6 pa3IUYHBIX MUTOXOHAPUATBHBIX
dbpakuuii B 3aBUCUMOCTH OT YCJIOBHH SKCIIEpUMEHTa U 3aTeM JABax sl npombiBanu CII.

KonnuectBo Oenka B CYCHEH3WHM MHUTOXOHIPHUM OLIGHMBAIM 1O MeTonxy bpeadopn

(Bradford, 1976).
2.3.2. [lony4yeHne MUTOIJIACTOB

Jljis moTy4eHus MUTOILIACTOB BHEIIHIOID MEMOpaHy MUTOXOHAPUN pa3pyllaiud C
IIOMOIIBI0 OCMOTHYECKOI'O IIOKA: OCAJTO0K MUTOXOHAPHM pecycrneHaupoBanud B 1 mu 5
MM ¢ocdara kamus, pH 7,5, uHkyOupoBaii Ha JbAy 5 MHH, 3aTe€M OCaXAAId U
npombiBasid B Oydepe, coaepxkaiiem 0,3 M caxaposy, 10 MM kanuii-pocharusiii 6ydep,

1 MM DITA, pH 7,2.
2.3.3. Ouenka Ka4ecTBa Npenapara u30JJMpPOBAHHBIX MUTOXOHAPHIA
2.3.3.1. OnpeneJieHne AbIXaTEJIbHOI0 KOHTPOJISI # HHTAKTHOCTH MU TOXOHAPHUH

Ananmu3 (QyHKIIMOHAIBHOW aKTUBHOCTH M30JIMPOBaHHBIX MUTOXOHApHUH (100-150 MKr
Oenka/MiI) W ONpEAETICHUE JbIXaTeIbHOTO KOHTPOJIS TMPOBOIMIIM TOJISIPOrpaduIecKum
METOJIOM C HMCIOJIb30BAHUEM IUIATUHOBOIO KHCJIOPOAHOTO 37eKTpoAa U syeriku Oxytherm
system («Hansatech», BemukoOpuranus). KoadduumeHr apIxarensHOro KOHTPOIS
MUTOXOHJPUI OINPENeNsid, U3Mepssl YPOBEHb MOTPEOICHHS KUCIOPOAA 10 OTHOLIEHHUIO €T0
noTpeONieHUsT B «aKTHUBHOM cocTossHun» B mpucyrctBun AJI® (100-200 pM) k ero
MOTPEOJICHNUI0 B «IACCUBHOM cocTosiHUM» 0e3 AJI®D, ucnonw3ys B KadecTBE cyoOcTpara
neixanus cykuuHat (10 MM) u ryramar (5 MM), B anektponHom Oydepe (Douce and
Neuburger, 1985).

WNuTakTHOCTH BHEIIHEH MeMOpaHbl MUTOXOHAPUN PACCUUTHIBAIM TI0 Pa3HUIIC
CKOPOCTH acKopOaT-3aBUCUMOT0 CTUMYJIMpyeMoro nutoxpoMom ¢ KCN-uyBCTBUTEIBHOTO
noryomeHust  kuciaopoga B orcyrctBue u B npucyrcrsun 0,04 % Tpurtona X-100

(I'paGenbHBIX U 11p., 2014).
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CocraB anektpoanoro 6ydepa: 0,3 M caxaposa, 10 MM KH,PO,4, 10 MM KCI, 5 MM
MgCl,, 0,1 % BCA.

2.3.3.2. Onpenesnienne AKTUBHOCTU CYKIIMHATAETHIPOreHA3bI

N3mepenne akTUBHOCTH CYKIIMHATICTHIPOTEHA3BI MPOBOJAUIIU C UCIOJIb30BAHUEM
0,5 M3 MUTOXOHJIpUATIBLHOM cycnieH3uH, conepxanieit 300 Mxr Oenka B 1 M ¢ocharaoro
oydepa (pH 7,8), B coctaB kotoporo Bxoaunau 0,1 mi pactBopa ssHTapHo# Kuciaotsl (0,1
M, pH 7,8), DATA (25 MM, pH 7,8) u a3ug natpus (150 MM). Peakuust uHUIIMupoBaiach
nobaenenueM k mpodbam 0,1 mum 25 MM pactBopa deppunmanuna xamus. [locne
unkyOanuu (15 mun, 30 °C) peakuuio OCTaHABIMBAIU MOTPYyXKEHUEM MpoO B Jea U
nobapnenueM Kk npodam mo 2 mi 20% TXY. AkTuBHOCTH QepmenTa (A) BBIYUCIISIN IO
dopmyne: A = 1000%3.25*(Ex-Eo)/m/t, rie Ex — SKCTUHKIIMA KOHTPOJIbHOHU 1poOskI, Eo -
OKCTUHKIUA Tpo0, t — BpemMsi MHKYOAllMHM, M — KOHILIEHTPAIMs MUTOXOHJPUATIBLHOTO
oenka, 3,25 — kodDQUIMEHT, YYUTHIBAIOIIMA COOTBETCTBUE MEXKIY KOJIMYECTBOM
deppunmaHuga U pa3HOCTbIO ONTHYECKUX MIOTHOCTEH KOHTPOJBHOM M OMBITHOM Mmoo,

Ha JINHEWHOM y4YacTKe KallmOpoBOYHOM KpuBoii (Singer et al., 1957).
2.3.3.3. DaekTpodope3 MUTOXOHAPHAIBHBIX 0€JIKOB B IOJHAKPHJIAMU/IHOM reJie

Onexktpodope3  MUTOXOHIPHATHHBIX OCJIKOB  TMPOBOJWIM B 0y10Kax
nojuakpuiamuanoro renst pasmepom 100 x 80 x 1 MM B MOAMGUIMPOBAHHON CUCTEME
Jommin (Laemmli, 1970). Paznenstonuii nonuakpunamuaasiid rens (12,5 % pactBopa
akpuiamun : ouc-akpuiamun, 29:1) nonumepusosanu B 0,375 M tpuc—HCI 6ydepe, pH
8,8, comepxamiem 0,1 % SDS. Jlng co3ganusi pOBHOM BEepXHEW I'paHUIIbl Pa3AeIIsItoIIero
rejisl Ha Hero HacinauBaiau Boay. Ilocne nmonnMepusanny paszaensitoniero reis 3aJuBaiu
KOHUEHTpUpyromuii renb (5 %), B KOTOpbIH MOrpyKajiu rpedeHky ais GopMUPOBAHUS
nyHoK. KoHIIeHTpupyromuii moirnakpuiaMuIHbIi rens (5 % pacTtBopa akpuiiamu/ : Ouc-
akpuiamu, 29:1) nonumepuzoBanu B 0,625 M tpuc—HCI Oydepe, pH 6,8, conepxkamiem
0,1% SDS. B kauecTBe BEpXHEr0 W HUKHETO AJEKTpoAHOro Oydepa HCHOIB30BaIU
tpuc—riuiuH, pH 8,3 (0,025 M Ttpuc u 0,192 M riuuun), cogepsxamuii 0,1 % SDS.

AHanmm3upyemble Oelku pecycrneHaupoBaiu B Oydepe, coxepxkamem 0,625 M
tpuc—HCI, pH 6,8, 2,3 % SDS, 5 % 2—mepkanrtosranon, 10 % rmunepun, 0,001 %
opomMdenonoBsiii cunuii. B mynku renst Hanocwu o 10-15 Mk oOpasna, coaepxariero

50-100 mkr 6enka. Dnexkrpodope3 nporoawau npu 4 °C, mpu 80 B (nepsrie 30 MuH) u
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nanee npu 160 B (90 mun). Ilocie oxkoHuaHus siekTpodopesa Telb OKpalldBaId B
BOOHOM pacTBope, comepxkamem 0,2 % Kymaccu G-250, 25 % wusonponanona, 10 %
YKCYCHOM KHCHOTHI B TeueHue 60 muH. Jlyia obecuBeunBanusi OoHA Teid MEPEHOCUIU B

pacTtBop, coaepxkamuii 10 % ykcycHol kucnotsl u 12,5 % uzonpomnanorna.
2.3.3.4. OnpeneieHne aKTUBHOCTH JIbIXaTeJbHbIX KOMILIEKCOB MeT010M BN-PAGE

ComoOunmn3alyio MUTOXOHIPUATBHBIX MeMOpaH NpoBoAWIM B TedeHue 30 MuH, Ha
ey, B Oydepe, comepxkamem Tpuron X-100 (coctaB Oydepa: 5 mM NaCl, 2 MM
aMHHOKanpoHoBoM kuciaotel, 1 MM DOJTA, 50 MM wumwmmazon-HCl, 5 MM
benmMeTicyabGOHUAPTOPHT), COOTHOIIEHUE KOJMMYecTBa Oelka U JeTepreHra
coctapmsuio 1:1. B cymepHaTtanT, oOoramieHHbII MHUTOXOHIPUATBHBIMUA KOMIUIEKCAMH,
noiay4yeHHbI nocne ueHtpudyrupoBanus npu 16000 g (30 mun), nobasmstmm 5 % (B/0)
pactBop  kpacutensi Coomassie  brilliant blue G-250 (CBB). 3nexrpodopes
MUTOXOH/JPUAITLHBIX OEJTKOBBIX KOMIUIEKCOB MIPOBOMIIN COTrNIacHO mpoTokony (Heinemeyer
et al., 2007). B xauecTBe pazfemnsIoOMIEro reyis UCIoIb30BaIN JUHEHHBIN rpaaueHT, 5-13 %
(B/0) akpuIaMuia, KOHIEHTPUPYIOIHIA Telb conepxal 4 % akpuinamuaa. CoctaB KaTOTHOTO
Oydepa B anexktpodoperuueckoir kamepe - 50 MM TpuumH, 15 MM Ouc-tpuc, 0,02 %
Coomassie G-250, pH 7,0; anognoro - 50 MM Ouc-tpuc, pH 7,0. I1poba, KoTopyro HaHOCKIIH
Ha renb, coaepxaina 40-50 Mkr 6enka. DnekTpodopeTuieckoe pasesieH|ue MPOBOAWIN MpH 4
°C, 10 BXOXKJICHUs] KOMIIIEKCOB B pa3JIessromui reib mpu 60 B, 3aTeM HECKOJIBKO YacoB Ipy
150-180 B. Ilo oxon4yanuu smekTpodopesa Treib MoMelaan B pacTBOp, coaepanmii 5 %
CBB B 10 % yKCycHOI KHMCHOTBI; JUIsl ONpENENeHUs] aKTUBHOCTH OENTKOBBIX KOMILJIEKCOB
MCIOJIb30BAIIM pacTBOPLL, coaeprkatue (s kommiekca ) - 0,1 M tpuc-HCl, pH 7.4, 0,225
MM NADH, 157 mxr/mna tetpazonus roiyooro (Sabar et al., 2005), ans komruiekca I1 - 50
MM ¢ocharnoro Oydepa, pH 7,4, 84 MM cykiunara, 0,2 MM ¢denazuameracynsdar, 20
Mr/ma tetpaszonus romyooro, 4,5 MM D/ITA, 10 MM KCN (Nijtmans et al., 2002) u pis
komruiekca [V - pH 74, 0,1 % auamunoOensuauH, 1 Mr/mi muroxpoMm ¢, 7,5 % caxaposa
(Sabar et al., 2005). Bpemst onpeaenenust aktuBHOocTH Komiuiekca I cocrapmnsuio 10-30 muH,

komruiekca I — 30-60 muH (B TemHoTe), Komruiekca [V — 120 MuHyT (B TEMHOTE).
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2.3.3.5. D1eKTpOHHAasi MUKPOCKOIHSA

KauecTBo oumieHHON (ppakuuy MUTOXOHIPHHA HCCIEI0BAM B TPAHCMUCCHOHHOM
AIIEKTPOHHOM MHUKpockone Leo 906F («Zeiss», ['epMmaHusi) corylacHO paHee OIMHCAaHHOMY
npotokoiny (Layton et al, 2004) na 06aze Jlumuomormueckoro wunctutyta CO PAH
(Mpxytck).

2.4. Umnopt /IHK B MUTOXOHAPHUH pacTEeHUH
2.4.1. Umnopt IHK B cucreme in organello

Nmnopr IHK B MUTOXOHAPHM, W30JUPOBAHHBIE W3 PA3UYHBIX PACTHUTEIBHBIX
00BbeKTOB, poBOAWIM cornacHo nporokony (Koulintchenko et al., 2003) B 6ydepe ummnopra,
cogepxkamieM 0,4 M caxapo3sl, 40 MM kammii-gpocdaraoro Oydepa, pH 7,0, mpu
temreparype 25 °C u nocrosHHOM mokaunBanuu (350 rpm) Ha Tepmoieiikepe TS-100
(«BioSany, JlatBust) B Teuennu 30 muH. O0beM peakiuu coctaBisui 100-200 mxo. Tlocne
MHKYOAallMu MUTOXOHApPUH TpombiBad 1-kpatHo B 1 mu CIL. [lanee muToxoHmpuu
uHKyOoupoBamu B Oydepe mmmopta (100 mxi) B mpucyrcrBun JIHKazer I (500 mkr/mo)
(«Sigmay, CILIA) u 10 MM MgCl, B Teuenue 20 muH mpu 25 °C, mociie 4ero npomMbIBaiu
neaxasl B 1 i CII, conepxkamem 10 MM DITA u 10 MM DI'TA. Tlocne kaxaoro stamna
OTMBIBOK MUTOXOH/IPHH OCAXJIaJIU LIEHTpUPyrupoBaHueM B TeueHue 5 mus npu 11000 g.

JanbHeiiass o0paboTKa MHUTOXOHAPHUAIBHOTO OCaJika BKIIOYAJda IPOLETYpHI

MOJTyYSHUSI MUTOILIACTOB (CM. T1. 2.3.2) 1 akcTpakimu MutoxouApuanbHoi [IHK (em. m. 2.5).
2.4.2. Metoapl, cBsizaHHble ¢ nu3ydenuem umnoprta JIHK B cucreme in vivo
2.4.2.1. IlosryyeHne MPOTOILUIACTOB U3 JUCTHEB apaduaoncuca

[Iporomuactel nonyyanu u3 aucTheB A. thaliana B Bo3pacte 35 CyTOK, COTJIacHO
omrcaHHOMy panee npotokony (Wu et al., 2009) ¢ momudukanusmu. Bepxuuit cnoit
DIUJIEPMHUCA YAAUIM C TOMOIUBK JIMOKOW JIeHThl. KyCKM JIMIKOW JIEHTBI C
NPUKJICUBIIUMCS HWKHUM OSOUACPMUCOM M KJIETKaMu Me3o(uiuia MoMeliaad Ha
MOBEPXHOCTH CpeJibl BhiieneHus npororuiactoB (0,4 M mannuton, 10 MM CaCl,, 20 MM
KCl, 20 mM MES, pH 5,7, 0,1 % BCA), conmepxameit 1 % wnemmonazy u 0,25 %
nekronuasy («MP Biomedicals», CIIIA) u mHKyOMpOBagM HpU JIETKOM IMOKAYMBAHUU
npu 23 °C Ha cBety B TedueHue 2 4. K oToOpaHHOI CycrieH3uu MpOTOILUIaCTOB 100aBIISIN

15 mu cpenbt nmpomsiBanust (CIT), comepxkameit 154 MM NaCl, 125 mM CaCl,, 5 MM
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KCl, 5 MM rmoko3y, 2 MM MES, pH 5,7 u nentpudyrupoBainu B TedeHUE 3 MUH MIPU
100 g, ucnone3zys Allegra 64R («Beckman Coulter», CILIA), npu 20 °C. CynepHatant
yIaJsuIM, 0CaJoK MPOTOIUIacTOB pecycnenaupoBanu B 15 miu cpenst CII u moBTopsiiu
ueHtpudyruposanue. OcaJoKk pecycleHaupoBalii B cpene, coaepxameid 0,4 M

MaHHuTON, 15 MM MgCl, 4 MM MES, pH 5,7 u3 pacuera 300 Mk Ha oguH oOpaserl.
2.4.2.2. Tpauchexuus nporomiacrtoB [JHK-cyocTparom

K cycnensuu npotormactoB nobdasisin pactop [IHK-cyberpara (5 mkr), mocie
gero Kk nmpobam mobarmsm 300 Mk pactBopa, coaepxkamiero 20 % (/o) PEG (MW
2000), 0,2 M mannauton, 100 MM CaCl,, u uHKYyOUpOBaNiM B T€UEHHE 5 MHUH. 3aTeM
CYCIICH3HIO MPOTOIJIACTOB MOABEPraid TpeM LuKIaM 1HeHTpudyrupoBanus B 1,5 mi CII
(mynkt 2.4.2.1.) B Teuenue | mun npu 100 g u 20 °C. [IpoTomnactsl pecycrneHaIupoBaiu
B CII u unkyOupoBanu B 48-nmyHounom tuianmere (200 mxn Ha nyHky) npu 22 °C u

ciiaboM ocselieHuu B Teyenue 20 4.
2.4.2.3. BoigejieHHe MUTOXOHAPHI M3 IPOTOILJIACTOB apaduaoncuca

[le1ocTHOCTH TPOTOIIACTOB OIEHUBAIM METOJIOM CBETOBOM MHKPOCKOTIHH.
Cycnen3uro mpoToriactoB HeHTpudyruposanu B teyenue 1 mun npu 100 g u 20 °C. K
ocanky nobasisiin 400 Mk cpenbl Boiaenenus mutoxouapuit (CB) (0,4 M caxapo3sa, 50
MM Ttpuc-HCI, pH 7,5, 5 MM MgCl,, 0,2 % BCA, 2 MM DTT). HenocpenctBenHo nepen
ucnons3zoBanreM B CB nobasmsuiu JIHKa3y [ u3 pacuera 1 en. akt. ¢pepmenta Ha 50 MK
CB. IlporomnacTtel paspymiaid ¢ mnomollsio roMmoreHuzaropa Ilorrepa. K kaxkmomy
oOpasuny nob6asmsiiu CB 1o obsema 1 MaA u  moaBepraiv JIBYM IUKJIaMm
NOCJIeIOBATEIbHBIX HU3KO- M BBICOKOCKOPOCTHBIX LIEHTPU(YrHMpOBaHUN: B TEUYEHUE 5
muH 1pu 3000 g u B Teuenue 7 muH npu 15000 g, ucnonszys Allegra 64R («Beckman
Coulter», CIIIA). Ocamox MHUTOXOHIpHM pecycrieHaupoBain B 100 MK cpenbl
obpaborku JIHKazoii (0,4 M caxaposa, 40 MM kanuii-pocdartusiii 0ydep, pH 7,0),
coaepxarieit 0,2 % BCA, 10 MM MgCl, u JIHKa3y I u3 pacuera 1 ex. akt. pepmenTa Ha
50 mka cpensl u uHKyOupoBanmu 20 mun npu 25 °C. Ilocne uHKyOaruu MUTOXOHAPHH
MOJIBEPraiu IBYM IukiaMm HeHTpudyruposanus B CB, comepxkamieit 0,2 % bBCA, 10 MM
OATA u 10 MM OI'TA B Teuenue 7 mun npu 15000 g u 4 °C.

2.5. IKCcTpaKIMs HYKJIEHHOBBIX KUCJIOT U3 MUTOXOHAPU I

Okcrpakiuio JJHK u3 ocagka MHUTOXOHAPUM TPOBOIWIN C HCIOJIH30BAaHUEM
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Oydepa, comepxamero 10 MM tpuc-HCL, 1 MM DTA, 1 % (8/0o) SDS, pH 7.5, u
paBHoro oObema (Qenoma. HykiIenHOBBIE  KHCIOTBI, COAEPIKABIIUECS  IIOCIHE

neHTpuyrupoBanus B BOAHOM (aze, ocaxaanu 3TaHojoM B mpucyrctBuu 200 MM

NaCl.
2.6. dnexrpodoperuuecknii ananus JHK/PHK u s:monus JITHK u3 arapo3noro ress

DnekTpodope3 HyKISHHOBBIX KUCIOT MPOBOIMIN B TOPHU3OHTAIBHON Kamepe B 1 %
arapo3Hom Trene, coxaepxameMm 0,5 MKI/MJI OpOMHCTOTO STHUAWS, C HCIOJIB30BAaHHEM
tpuc-aneratHoro oydepa (TAE) (70 MM Tpuc-HCI, 5 MM anerar nHatpusa, 10 MM
OTA, pH 8,0). Hanpsi:keHHOCTH 3JIEKTPUYECKOTO TMoJisl BapbupoBaia ot 8 1o 12 B/cwm,
TIPOIOJDKUTEILHOCTD JIEKTPOPOPETHUECKOTO paszieneHus cocrapisuia 60-90 mun. Ilo
OKOHYAaHHMH JJICKTpodopesa aHaIM3 U JOKyMeHTHpoBaHue kadectBa JJHK mpoBomwmu c
nomotnbio mpudopa Gel Doc XR System («Bio-Rady», CIIIA).

Jnsa smomnm JIHK w3 renms ucnonb3oBanu Habop GeneJET Gel Extraction Kit

(«Thermo Scientificy, CIIIA).
2.7. Metoasbl anasm3a ummnopra JJHK
2.7.1. ®uryopecleHTHBIN AaHAJIN3

Jna ananm3a »¢dexkTuBHOCTH uMIoOpTa (ayopecuentHo MedeHoro JIHK-
cybctpara mpoObl mMmojaBeprayiiv dJekTpodoperndeckoMy pasaeneHuto B 1 %-Hom
araposHoM rene, 0e3 moOamieHuss Opommcroro stumus, B Oydepe TAE. Ilocne
OKOHYaHus 31eKkTpodopesa renb ckanuposaiu npu nomomu Ettan™ DIGE Imager («GE

Healthcarey, [1IBerus).
2.7.2. KonruvectBennas [P B pe:xxume peaibHOro BpeMeHn

Ananuz umnopra [IHK npu nomomu konuyectBenHou IIIIP mpoBomunu ¢
ucnosb3oBanueMm Habopa SYBR Select Master Mix («Applied Biosystemsy», CHIA)
COTJIACHO MHCTPYKLIMM Ipou3BouTens. JIIs OLUEHKM KOJWYECTBA MMIIOPTHUPOBAHHBIX
JIHK-cybGcTpaToB ObUTH MCTHIONB30BaHbI npaiiMepsl GFP, mMocienoBaTeIbHOCTH KOTOPBIX
npencraBiaeHsl B Tabmuue 5. [lapamnenbHO NpOBOAMIM — aHAIU3  KOJMYECTBA
MUTOXOHIpUaNIbHOro reHa NAD4, 10 KOTOPOMY BBIIIOJIHSJIM HOPMUPOBAHUE KOJINYECTBA
umnoptupoBanHoit JIHK. Ounenky uyumcroTel mnpenapara mutoxonapuanbHod JHK,
BBIJICJICHHOM M3 MUTOXOHJPUU MPOTOIIACTOB apabuaoricuca, MpOBOIWINA MPH TOMOIIN

aHaJM3a KOJIMYecTBa (PparMeHTOB XJopormiacTHOro reHa RBCL u snepHoro rena YLSS
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(tabm. 5). AMmmudukanuro npopoaunu Ha CFX96 («Bio-Rad») B cnenyromem pexume:
50 °C — 2 muH, 95 °C — 3 muH, 1 mukn; 95 °C — 20 ¢, 60 °C — 30 ¢, 72 °C — 30 ¢, 40
UKI0B. JlaHHBIC aHAJIM3MPOBAIU TPHU IMOMOIIM MporpammHoro obecrnederus CFX
Manager («Bio-Rad»). Bce »skcmepuMeHTBI TpOBOAMIM KaK MHHHMYM B TpeX
OMOJIOTUYECKIX TOBTOPHOCTSIX.

Tabauua S
OnUroHyKIJICOTHUIbI, UCTIOIB30BaHHBIC JIJIs1 KoaudyecTBeHHoro [11[P-ananuza

Ilaps1 mpaiimepoB IocaenoBarensnocts (5'—3") JAHK-matpuna pas IHIP-PB
(pa3mep (pparmenra, n.H.)

NAD4-L GCATTTCAGTGGGTTGGTCTGGT MT/IHK (146)

NAD4-R AGGGATTGGCACGCTTTCGG

RBCL-L TGCCGTAGCCAACCGAGT mtJHK (144)

RBCL-R TCTTTCCATACTTCACAAGCAGCA

YLS8-L GAGGTGCTTGCGTCTGTTGCT mtIHK (199)

YLS8-R TGTCCTTGAGAGCCCAGTTGAT

GFP-L GATGTGGAAAACAAGACAGGGGTTT 2,7 T.1.H., 265 n.H. (185)

GFP-R TGGTGAACCGGGCGTACTATTT

9kb(103)-For TGCTAGTGTTCACCCGCTTT 9 T.a1.H. (154)

9kb(257)-Rev TAGAATCCCGCCCTTCCTGA

2.8. AHaTU3 YPOBHSA IKCIPECCHH T'eHOB, KoAupyrmux n3opopmsl VDAC

2.8.1. Dkcrpakuus PHK

Okctpakuuto PHK u3 pacturensHoro marepuana nposoawiu npu nomomu TRI-
Reagent («Sigma-Aldrich») cornacHo WHCTpYKIMHM mpousBoauTens. PacturenbHbIN
matepuan romorenuszupoBanu B TissueLyser Il («QIAGEN», CIIIA) B Teuenue 2 MuH
npu yactore 30 konebanuit B cek. Jng Toro, 4toObl JAeHAaTypupoBaTh O€nKH,
ucronb3oBanu  Opomxsopnponanon  («Sigma-Aldrichy). HykiaenHoBbIE  KHCIOTBHI
ocaxxgamu 2,5 odosemamu 96 % nstaHona npu 4 °C B TeyeHue Houu. [lanee oOpasiibi
nentpudyrupobanu npu 14000 g u 4 °C B Teuenue 10 MuH, ocakI€HHbIC HYKJICHHOBHIC
KHCIIOThl BBICYUIMBAJIA IpPU KOMHATHOM TeMmieparype, pactBopsuii B 20-40 Mk
JICMOHU3UPOBAHHON CTEPUJIBHOW BOABI M B JAJIIBHEHIIEM MCIIOIB30BAIM ISl CHUHTE3a
neppoii nenu kJIHK. KonmuectBo m kauvectBo BbigeneHHor PHK  anamusuposanu

METOJIOM 3JIEKTPOPOPETHIECKOTO pasencHus B 1 % arapo3HoM rere.
2.8.2. OoparHo-TpanckpunTtasnas [P B peajibHOM BpeMeHH

Jns  Toro, 4toObl ymamuth Bo3MoxkHble mnpumecu JIHK, oOpasmsr PHK
obpabateiBanu JIHKazoit I («Thermo Scientificy) B o6beme 10 Mk B Teuenue 30 MmuH

npu 37 °C. Urobs! unaktuBupoBatsh JHKa3y, k cmecu mobasmsimm 1 mxn DJTA (25
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MKM) u unkyowpoBamu 10 mua mpu 65 °C. Jlanee nobapmsiim 1 MKI pacTBopa
BBIpOKIeHHBIX npaiiMepoB (100 pM) («Thermo Scientific»), nporpeBanu 5 mun npu 70
°C, moce 4ero BbACpKUBAIM 5 MHH Ha Jbpay. K cmecu noGasnsnu 4 mxan 5x Oydepa
obpatHo#t Tpanckpuntassl, 0,5 Mk (20 ex.) nuaru6utopa PHKa3z, 2 mxn (10 MM) cmecu
dNTP («Thermo Scientificy) u unkyoupoBanu B Teuenue 10 mun mpu 25 °C. 3areM K
cmecu aobasisua 0,7 mxa (140 en.) obparnoi Tpanckpuntassl («Thermo Scientificy).
WNuky6anuto npoBoaunu B TeueHue 60 muH npu 42 °C. depMeHT MHAKTUBHUPOBAIIH,
nHKyOupys cmech B Teuenue 10 mua npu 70 °C. [P B peanpHoM Bpemenu (I1L[P-PB)
MpPOBOJIMUIIM, Kak omucaHo Beime (m. 2.7.2). B kadecTtBe pedepeHcHOro reHa

ucnob3oBainu re’ YLSS (At5G08290) (Hong et al., 2010; benbkos, 2015).
2.9. CratucTnueckas o0padoTKa pe3yjbTaTOB
DKCIEPUMEHTHI TPOBOIUIICH HE MEHEE YEM B TPEX OMOJOTHUYECKUX TOBTOPHOCTSX.
[TocTpoeHne nuarpaMM BBITIOJHSIM C TIOMOIIBIO TakeTa nporpamMm Microsoft Excel.

Crenenb TOCTOBEPHOCTH PA3IMYMM OLEHHMBAIU MO Kputeprio CThIOACHTA MPU YPOBHE

3HayuMocTu pazinuuuii P < 0,05.
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3. PE3YJBbTATHI U OBCYXKXIAEHUE

3.1. OnTumu3anus ycjaosuid uzydyenus umnopra JHK B pacTurenbHble

MUTOXOHJAPHHA

3.1.1. Anaym3 umnopra JIHK ¢ ucnosas3oBanneM (pi1yopecueHTHO Me4eHbIX

cyocTpaToB

Panee nmpu m3yuenuu mnponecca mmnopra JHK B mMuTOXOHApPHH HCIIONB30BAIU
MIPEeUMYIIECTBEHHO paanoakTuBHO MeueHble cyoctpatel JIHK (Koulintchenko et al.,
2003). AnaiM3 C TOMOMIBIO paauoaBTOrpauu  MO3BOJIAET  BHU3YaJTM3HPOBATh
MOJIHOpPa3MEpPHbIE MOJIEKYJbl uMnoptupoBanHor JIHK, olleHUTh BIUsSHUE TE€X WM UHBIX
sbdexropoB Ha wuHTeHCHMBHOCTH, mniepeHoca JIHK. Tem He Menee, BBeaeHue
PaINOAKTUBHON METKU UMEET Psifi HEAOCTATKOB — PAAMOAKTUBHOCTh MOKET OBITh OMacHa
JUISL 3I0pOBbs, TpeOyeT g paboThl C HEH CHEeNHANbHBIX, JUIEH3UPYEMBIX YCIOBHIA,
BpeMst ronypacrnaza P coctasisier Bcero 14 cyrok (tadum. 6).

[TomumMO paaMoOaKTUBHOIO METOJa NPU HW3YYEHHH IIpoliecca UMIopTa ObuiH
IIOJIy4eHBl JoKa3arenbcTBa mnomananus JHK B MUTOXOHApHAIBHBIA MATPHUKC C
noMonpto MetonoB TpaHckpuniuu (Koulintchenko et al., 2003) u romonorudHoi
pekoMOuHanmu in organello (Mileshina et al., 2011). NWmnopt reHeTuyeckux
KOHCTPYKIHN C MOCIEAYIOIIMM aHAIU30M UX TpaHCKpunuuu ¢ nomomso OT-IILP nim
MPOBEJIEHUE TOMOJIOTUYHOW PEeKOMOMHAIMU in organello ONTUMANbHBI ISl U3y4YEHUS
MPOLECCOB, CBSI3aHHBIX ¢ 3Kcnpeccuen sk3oreHHor JIHK u ee coxpanenuem B cocTtaBe
MT-reHoMa. OHaKO 3TH METOJAbl HE MOAXOIAT ISl OLIEHKM MHTEHCHUBHOCTHU Ipoliecca
umnopra JJHK B mutoxonapuu. Takum oOpa3zom, Bce MOJIXO/IbI, UCIIOJBb30BAHHbBIE paHEe
JUTSE U3y4EHHUST UMIIOPTa, UMEIOT psifi HemocTaTkoB. [loaToMy, oueBUIHA HEOOXOAMMOCTD
MOMCKa AJIbTEPHATUBHBIX MOAXO0/I0B K JETEKIUH U aHanu3y ummnoptupoBanHoil [JHK nms
MPOJOJIKEHHS UCCIIEJOBAaHUI 3TOTO SIBJICHUSI.

B macrosme#t pabore Hamu paspaboran crnoco® ananmza ummnopra JHK B
U30JIMPOBAHHBIE MUTOXOHJPUHU PACTEHHUI C HMCIONb30BAaHUEM (PIIYOPECLEHTHO MEYeHOU
JHK. Msbr npennonoxxuinu, 4dro BeeneHue B Modekynsl [IHK nHepamnoaktuBHON
(b1yopecleHTHOM METKHM MO3BOJIUT MPEOJI0JIETh HEJAOCTATKU PaJHMOAKTUBHOTO MEYEHHUS,
COXpaHss MPU 3TOM OCHOBHBIE MPEUMYIIECTBA HUCIOIB30BAHUS JJII UMIIOPTAa MEUEHBIX

cyoctparoB JIHK — Takue, Kak BO3MOXKHOCTb TECTUPOBAHHUS IMOCIE JKCTPAKIUU
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MIOJIHOPA3MEPHBIX MMIIOPTUPOBAHHBIX MOJIEKYJ, BBICOKYIO UYYBCTBUTEIBHOCTb U
Crenu(PUIHOCTbD.

@diryopecieHTHYI0 METKY B COCTaB cyOcTpaTa UMIIOpPTA BBOJMIIM aMIUTU(UKaLIUen
mostekyn JIHK ¢ momompio mpaiiMmepoB, Hecymux Ha 5°-konnax nuanud 3 (Cy3) (puc.
12, a). Ilonawp3ysach JaHHBIM MOAXOJAOM, MBI MONYYUIU (IIYOPECIIEHTHO MEUYEHbIe
cyocrpatet JIHK (puc. 12, 6) u OICHWIM BO3MOXHOCTh WX HCIIOJB30BaHUS B
3aBUCHUMOCTH OT BpeMEHM XxpaHeHusd. [IpoObl He Tepsiaum cBOel CHOCOOHOCTH K
dyopeclieHIIMU B TeueHUE Mecsia: koaudectBo aetekrupyemoit JIHK (ve menee 0,5 Hr)

0CTaBaJOCh Ha OJJHOM ypoBHE (puc. 12, 8).

a 6 8
1 2 3 4 5 7 2 3 4 5 6 7 8
3 5 :
- ; - 0 ® -9
5, 3 . :
‘
E -=zr;5'
sg . [ JEE ]

Puc. 12. ®nyopecuentHo weuenble cyOctparel JHK ans wummopra B
MHUTOXOHAPHUHU

a) Cxema cnocoba BBeneHus ¢ayopodopa Cy3 B monexynsl JHK; 6) u 6) Busyanuzaums
¢dnyopecrienTHO MedeHbIX ¢parmernToB JIHK (852 m.H.) mocne 3mekTpodopeTHIecKoro pas/ieieHus B
arapo3HoM reine; 6) Busyanusanus JJHK mocie okpamuBanusi OpoMHUCTBIM 3THaMEM (/-3) U B CKaHepe
¢dnyopecnennuu (4-5); Ha Tens HaHeceHbI S HT (2, 4) u 0,5 =r (3, 5) AHK; (/) - Mapkep MONEKYISPHOTO
Beca JIHK; 6) anamu3 3aBucumoctn kadectBa (imyopecreHTHO MedeHbIx mpoO JIHK ot Bpemenu
xpanenus; (1, 2) — 4x-, (3, 4) — 3x-, (5, 6) — 2x-, (7, 8) — 1-HenenbHbie npoObl JIHK; Ha renb HaHeceHBI 1
ur (1, 3,5, 7)u 5 ur (2, 4, 6, 8) JHK ¢dparmenta 852 m.H.

Panee enuncTtBeHHOE wuccinegoBanue wumnopra JIHK ¢ wucnons3oBanuem
¢dnyopecuenTHO MeueHbIX (parmeHToB (Jackson et al., 2014) Obulo TpoBeAEHO Ha
W30JIMPOBAaHHBIX MUTOXOHIPHUAX dYesnoBeka. MmmnoprupoBannyro B mutoxoHapuu JHK
BU3YQJIM3UPOBATM C IOMOUIbI0 KOH(OKaTbHOW MHUKPOCKOMHH. BbUIO MOKa3aHo, YTO
meuenast JTHK coxpansiercs mocie o6paborku JIHKa3oi, T.e. HaXxoauTcss B MaTpHUKCe
opra”eimnbsl. OgHako  JaHHBIA  METOA ~ HE  BKIOYaJ  YJAJEHHsS  BHEIIHEH
MUTOXOHApUAIbHOW MeMOpaHbl (cM. m. 3.1.2) m He rapaHTUpoBasl H30aBIIEHUS OT

accouuupoBanHor c¢ Her J[HK, a Taxke He TO3BONUI Paznu4uTh (HIYyOPECICHIINIO
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NPOHUKIIMX B MUTOXOHIPUIO ToJHOpa3MmepHbix ¢parmentoB JIHK u mponykTtoB ux
Jerpagarym.

[Tonyuus payopecuentno medensie cyoctpatsl JJHK pasnoit qmnbl, Mbl H3yuniu
BO3MOYXHOCTh UX UMIIOPTa B MUTOXOHJIPUH TpeX BUIOB pacteHuit (A. thaliana, B. rapa n

Z. mays) (puc. 13).

8
i 3 i 2 1 2
852nH.| © | 852n.H. 2.71T.0H.|
—| - —_— - — -
Z.mays B.rapa A.thaliana

Puc. 13. Umnopt meuenoii (Cy3) IHK B pacturenbHbie MUTOXOHAPUN

MutoxoHapuu B. rapa (a) m Z. mays (6); n300pakeHUs MOIYYEHBI C MTOMOIIBIO AIEKTPOHHOM
mukpockornuu (mMacmrad 500 Hm); 6) guryopecuentHo meueHas JJHK (0,5 mkr) pazmepom 852 m.H. u 2,7
T.JL.H. OblJJa MUMIOPTUPOBaHa B HM30JHMPOBAaHHBIE MUTOXOHApHU Z.mays, B.rapa w A.thaliana. Tlocne
uHKyOammu ¢ mutoxouapusmu, MT/IHK Oblia skcTparupoBaHa M paszeneHa 371eKTpodopeTndecku B
araposHoM rene. Ykazanwl - ¢uyopecuentHo MeueHblii JIHK-cyGerpar (/) mo mmmopta, 3 Hr; (2)
AKCTPAarupOBaHHBIH MOCIIE UMIIOPTA B MUTOXOHIPHH.

Onenka (GyHKUMOHAJIBHOM aKTUBHOCTH  TOJYYEHHBIX MHUTOXOHJPHAIBHBIX
IpernapaToB MOKaszaja, YTO MHUTOXOHJPHUHM BCEX TECTUPOBAHHBIX PACTUTENbHBIX BHUIOB
007a1amu BEICOKOW CTEMEHBIO0 CONPSIKEHUS OKUCTEHUS M pochoprmnpoBaHus (BEIMUNHA
JBIXaTEJIBHOTO KOHTPOJI - OKOJO 4 NMpU OKUCICHUM CYKIUHATa), a UX MHTAKTHOCTh
coctaBisia 85-90 %. CornacHo AaHHBIM SJIEKTPOHHONM MHUKPOCKOIIHMH, IMOJYYEHHBIE
bpakuuy MUTOXOHIPHUI XapaKTEPU30BaJIUCh BHICOKOW CTENEHBbI0 OYUCTKU (puc. 13, a u
0).

CxkanupoBanue (uyopecreniuu npenapatoB MTIHK, BeinenenHoii u3 Bcex Tpex
TECTUPOBAHHBIX ~ HaMU  PACTUTENbHBIX  BHUIOB,  IO3BOJMJIO  JCTEKTHUPOBAThH
nosiHopasMepHsle MoJieKkyibl JIHK, umMmnoprupoBanHsle B MUTOXOHAPUAIIBHBIA MATPUKC

(puc. 13, 6). Takum oOpa3om, oueBUAHO, UuTO QuyopecueHTHO MeueHyro JIHK moxHo
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HCIIOJIB30BaTh B HCCICAOBAHUAX 3(1)(1)CKTI/IBHOCTI/I MUTOXOHAPHUAJIBHOT'O HMIIOPTA in

organello.

3.1.2. Anammu3 ummnoprta JHK ¢ ucnosnb3oBannem kosudectsennoi I[P B

peajibHOM BpeMeHU

Tem He MeHee, NOETEKUHMS HMIOPTA B MHUTOXOHJPUU C HCIOJIb30BAaHUEM
dbnyopecuentHo meuenoit JIHK oGmamaer 4yBCTBUTENBHOCTHIO, HEIOCTATOYHOW JIs
pelIeHns psAla TPUHUHUIUAIBHBIX 3a7a4, B YaCTHOCTH, g u3ydeHus ummnopra JJHK in
Vivo. DTOro HeI0CTaTKa MPaKTUYECKH JIMIIEeH MeTo 1 aHann3a umnopra JJHK ¢ nomomisio
konuuyectBeHHou [II[P B pexume peanbHoro Bpemenu (IILP-PB), mo3Bossttonuit
ONpEeNEeNATh 3HAYUTEIBbHO MeHblne kosnuectBa umnoptrupyemoir [IHK. OueBugnbiM
HEJIOCTATKOM JIAaHHOTO MOJX0/a ABJsAETCA TO, uTO B peakuuu [I1[P-PB nerextupyrorcsa He
nosiHopa3mepHbie Mosaekynbsl JIHK, a mumb ee pparmeHTs!.

Brnepeeie ananm3 ummnopra HeMeueHbiXx cyoctpatoB JIHK in organello ¢ moMoribio
[1I[P-PB ¢ ucnons3oBanuem TagMan-30H10B ObLI ipuMeHeH B pabote (Kiumenko u ap.,
2011). B pgaHHOM HCCIEIOBaHUUM MBI pa3paboTanu CTaHAAPTU3UPOBAHHYIO CHUCTEMY
ananusa ummopra JJHK B III{P-PB ¢ ucnons3oBaHHEM HHTEPKATUPYIOMIETO KPACUTENS
SYBR Green, kotopas oTiMyaercss yao0OCTBOM NPHUMEHEHHS W OTHOCUTEIHHOU
oeicTpoToii. Jlms aHamm3za  koimuuecTtBa ummmoptupoBanHod JIHK  mpoBogumm
aMIUTU(PUKALMI0 HYKJICOTHIHOM MOCe10BaTeIbHOCTA pa3MepoM 185 m.H., sBistouieiics
dbparmMmeHTOM UMIIOPTUPOBAHHOTO cyOcTpara. [TapannenbsHo, B KaKJI01
AKCMEPUMEHTAIbHONM  mpo0e  NPOBOAMJIM  aHajiu3  KOJMYECTBA  DHJOTEHHOTO
MUTOXOHJIpUAIbHOTO TreHa NAD4, mo KOTOpOMYy 3aTéM HOPMHUPOBAIU KOJUYECTBO
nmnoptuposansoit JJHK.

AHanu3 akTUBHOCTH UMITOpTa (DIIyOPECIIECHTHO MEUYEHOT0 CyOCTpaTa ¢ MOMOIIBIO
[TL[P-PB moarBepami, uto mpucyrctBue ¢ayopodopos Ha konmax monekyn JHK we
MPEMITCTBYET UX MEPEHOCY B MUTOXOHAPUAIBHBIN MaTpUKC: MeueHass Cy3 U HemedeHas
JIHK ¢parmenTa 852 m.H. UMHOOPTHPOBaIaCh B MUTOXOHJIPHH apaOHIONCHUCa C paBHOU

s dekTUBHOCTHIO (pucC. 14).
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Puc. 14. Bausnue nannuus Cy3 Ha 5’koHuax ¢pparmenta JIHK pazmepom 852 m.H.

Ha ero UMIOPT B MUTOXOHIAPUU

[Nokazano otHocurensHoe KomuuectBo JJHK ¢parmenta pazmepom 852 m.H., HOpMUPOBaHHOE K
cojep:xanuio ¢pparmeHTa rena NAD4, BBIABICHHOE IIPU aHAIU3€ MPOo0 MOCIe UMIIOPTa B U30JIMPOBAHHbIE
MUTOXOHJpUHU. Y pPOBEHb UMTIOpTa 852 T.H., HE COIEPIKaIIero B cBoeM cocTase (piyopodopa Cy3, npuHsT
3a YCJIOBHYIO eIuHMIly. JIOIyCKH Ha [uarpaMme 0003HayaroT CTAHJAPTHBIE OTKJIOHEHHUS.

Hcxonst U3 HaKOIIIEHHBIX 3KCHEPUMEHTAIbHBIX JAHHBIX, CIEIYET OTMETUTb, UYTO
KOPPEKTHOCTh PE3yJbTaTOB, MOJy4yeHHbIX ¢ moMouipto [II[P-PB, 3aBucutr ot ycnoBui
noctaHoBku peakuuu wumnopra JHK B mutoxonapum. Mcenmons3oBaBmimecs Ha
HACTOSIIIUH MOMEHT MOJIXO0/IbI ITPU MTOCTAHOBKE PEAKLUU UMIIOPTA UMEIH CYIIECTBEHHBIE
pa3nuuus B OTHOUIEHUM HAJU4Ms WM OTCYTCTBHUS CTaJUM IMOJYYEHHS MHUTOIUIACTOB,
o0wema peaknuu umnopTa, crnocoba skctpakiuu MTIHK (Koulintchenko et al., 2003;
Koulintchenko et al., 2006; Weber-Lotfi et al., 2015; Knumenko u np., 2011) u np. B
JAaHHON paboTe MBI MPOBEIM ONpefesieHue 00beMa peakiuu UMIIOPTa, ONTHMAIBLHOTO
st 3pdpexrtuBHoro nornomenus JJHK muroxonnpusmu. Hamu 6b11a mpoananu3upoBaHa
uHTeHcuBHOCTH uMnopTa JJHK B cepun oOpasiuos, paznuyaronmxcs 00beMOM peaxiuu,
HO C TMOCTOSIHHBIM KOJIMYECTBOM MHUTOXOHIpHANbHOTO Oenka (200 MKT) u 100aBIE€HHOTO
JHK-cy6crparta (500 =r) (puc. 15, a).

Huskoit apdexruBrocThio umnopra JJHK oTnmuanics oOpasiel, 00beM peakiuuu
KoTopeix coctaBisl 20 u 50 mkia. B HeOonpmmx oO0beMax peakuud MUTOXOHAPUH,
CKOpee BCEro, AarperupyiT, UYTO MOXKET SBISATHCS TNPUYUHON  OIOKMPOBAHUS
TPAHCIOPTHBIX KaHAJIOB, HEOOXOAUMBIX JJIs Tpolecca nepeHoca Makpomosekyn. Oobem
peakiuu Mexay 100-300 Mk okazancs Hanbosee onTuManbHbIM i TpancnopTa JJHK B

MUTOXOHApUH (puc. 15, a).
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Puc. 15. Ananu3 napametpoB, Biustomux Ha 3¢dextuBHocTs umnopra JHK B

MUTOXOHJIpUU S. tuberosum

Nwmmopt HemeueHoro wim (iyopecuenTHo MedeHoro ¢parmenta JIHK pasmepom 2,7 T.m.H.
NPOBOJVMIN B MHUTOXOHApPHH S. tfuberosum; Tmoka3aHo oTHocutTenbHoe KomumuecTBo JIHK ¢parmenta
pasmepom 2,7 T.II.H., HOpMHUPOBaHHOE K coaepxaHui0 ¢pparmedTa rena NAD4, BBIABIEHHOE ITPH aHAIIN3E
po0 mocje UMIOPTa B M30JIMPOBAHHBIE MUTOXOHIPUH B YCIIOBUSX Bapuanuu (a) oobeMa peakuu u (0)
KOJIMYECTBA MUTOXOHApHaIbHOrO Oenka. O0beM, paBHbIi 200 MK (a), UM KOJUYECTBO Oelka, paBHOE
240 w™kr (6), TpHHATHL 3a YCIOBHYIO eAauHWNy. [IpeicraBieHsl pe3ynbTaTbl HE MEHEe Tpex
Ouosiornueckux NoBTOpHOCTEH. JIoMyCcKy Ha AuarpaMMe 0003Ha4aloT CTaHAapTHBIE OTKIOHEHHUS.

Jlanee, HaMu ObLI MPOBEJEH aHAJIW3 UMIIOPTa B YCIOBHUSX BapHallid KOJUYECTBA
MHUTOXOHJIpHAIBHOTO Oenka (puc. 15, 6) B moctosHHOM 00beme peakuuu (200 mkir). Ha
pucynke 15 (6) mnpenacraBieH pe3ysibTaT, KOTOPBIM JEMOHCTPUPYET OOpaTHYIO
koppemsuio ddpdextuBnoctr umnopta JJHK oT xonmuyecTBa 100aBICHHOTO B PEAKIIHIO
MHUTOXOHAPUAIBHOTO OeKa. DTH pe3ysIbTaThl MOIYEPKUBAIOT BaXKHOCTh CTaHIAPTU3AIIUU
KOJIMYECTBA MHUTOXOHJIPUAIBHOIO Oelika, HCIOJb3yeMOro B EIMHMYHOM peakuuu
UMIIOpTA.

Ananu3 ¢uyopecuentHo MeueHoil JIHK, skcTparupoBaHHOM mocie UMIopTa B
MUTOXOHPUH U TOABEPTIIEHCS JIEKTPO(POPEeTHIECKOMY pa3IeIEHUIO B arapo3HOM relie,
BBISIBIJI, TIOMHUMO TOJHOPA3MEPHOTO HMIIOPTHUPOBAHHOTO (parMeHTta pasmepoMm 2,7
T.IL.H., HAIMYEe «hOHA» HU3KOMOJICKYISIpHBIX (pparmeHToB (puc. 16, a, mopoxka I).
[TosiBeHue 3TUX HU3KOMOJIEKYJSIPHBIX (PparMeHTOB OOYCIIOBIEHO, CKOpEE BCEro, TEM,
yT0 nocie oopaborku JIHKa30ii 1 0TMBIBOK HEKOTOpas 4acTb HE UMIIOPTHUPOBAHHBIX U
YaCTUYHO JETPAAMPOBAHHBIX MOJIEKYJ OCTAeTCsl CBA3AHHOM C BHEIIHEH MeMOpaHOi
MUTOXOHJAPUN WM B MEKMEMOPAHHOM MPOCTPAHCTBE W SKCTParupyercss BMECTe C
mT/IHK. IIpucyrctBue 3Toro «(poHa» MOXKET HETaTHBHO BIHUATh HAa KOJIUYECTBEHHYIO
OLICHKY HMIIOpTa. YjJalleHWe BHEIIHEW MUTOXOHApPUATbHOM MeMOpaHbl C TOMOIIBIO

OCMOTHYECCKOI'O IIIOKa (3TaH MMOJIYUCHUA MI/ITOHJIaCTOB), IIPOBCACHHOC IIOCJIC HMIIOPTAa
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JHK B MUTOXOHApHWM,  TMO3BOJIIET  CYUIECTBEHHO  CHHU3UTh  COJEp)KaHUE
HU3KOMOJIEKYJISIpHBIX (pparMeHToB (puc. 16, a, nopoxka 2). ITa npoieaypa NpuBoIUT B
TO K€ BPEMS U K JIOBOJIbHO 3HAUYUTEIIbHOMY CHUYKEHUIO KOJIMYECTBA UMIIOPTUPOBAHHOM B
mutoxonapuu [IHK, BeisBisiemoro B I1L[P-PB (puc. 16, 6). Jlns Toro, 4ToObI BBISICHUTB,
HACKOJIbKO CYIIECTBEHHA J0JII HHU3KOMOJIEKYJSAPHBIX (parMeHTOB B TMOJy4aeMOM
KOJIMYECTBEHHOM pe3ylibTare ummopTa IeneBbix ¢(parmentoB JHK, mbel mpoBenu
anektpodoperuueckoe pasnenenue JHK, skcrparupoBaHHOM T1Oocie HMIOpPTa B
MUTOXOHJIPUU U MOJYYEHHUS] MUTOIUIACTOB. DIJIFOMPOBaHHBIE U3 arapo3Horo reias Mt/ HK
U Y4YacTOK, COOTBETCTBYIOIIMN MOJHOPA3MEPHOMY HMIIOPTUpPYEMOMY (parMeHry,
npoanammu3upoBau ¢ nomoineio ITHP-PB (puc. 16, ¢). Kak okazanochk, 3ppeKTHBHOCTH
umrnopra JIHK obGeux mnpoO, kak B cioydae HCIOJIb30BAaHUS B KauyeCTBE MAaTpPHUIIbI
skcTparupoBanHor JJHK HemocpeacTBeHHO mocie UMnopTa, Tak U MPU HCIOJIb30BaHUU
AIII0ATa, COIEPKALIETO MOJTHOpa3MepHbIe UMIopTUpoBaHHyI0 U MTIHK, nmpaktuuecku He

pasnuyanachk (puc. 16, 8).
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Puc. 16. Ananu3 BiusiHus «poHa» Ha KAYECTBEHHYIO M KOJUYECTBEHHYIO OIICHKY
nmnopra JJTHK

Nmmopt HemeueHoro mnm (iyopecueHTHO MedeHoro (parmenra JIHK pasmepom 2.7 T.aH.
MIPOBOJIMIN B MUTOXOHpUHU A. thaliana (a, 6) u B. rapa (8); a) n 6) ananu3 umnopra JHK (2,7 t.m.H.)
Mociie IKCTPAKIMK W3 MHUTOXOHAPHUH (JIopokka [, MTX) WM MHTOIUIAcTOB (mopoxkka 2, mtm); JHK-
cyOctpar go ummopra (2,7 T.1.H.), 1 Hr (mopoxka 3); 6) [IIIP-PB-anamu3 JIHK, sxcTparupoBanHoii mocie
MMIIOpTa B U30JMPOBaHHbIE MUTOXOHAPHUH (3KcTparupoBanHas MT/IHK) n nmogseprumeiics simonun mociue
pasznenenust B arapo3nom rene (dmoupoBannas MTIIHK). Ilokazano otHocutensHoe konmndecTBo JJHK
¢parmenTa pasmepoM 2,7 T.I.H., HOPMHUPOBaHHOE K coiepkaHuio ¢parmeHnra rema NAD4. Ha
JuarpaMmmax ypoBeHb MMIOPTa B MHUTOXOHIpUH (6, MTX) U KonndecTBo sk3oreHHoi JIHK B mpenapare
skctparupoBanHor MT/IHK (8) mpuHATH 3a ycnoBHy0 enuHuIly. IlpencTaBieHsl pe3yabTaTel HE MEHEe
Tpex OMONOTHYECKUX MOBTOPHOCTEN. Jlomycky Ha muarpaMme 0003HAYAIOT CTAaHIAPTHBIE OTKIOHEHHUS.

[TonydyeHnHble pe3ynabTaThl MO3BOJSIOT  3aKIKOYUTh, 4YTO, HECMOTpS Ha
BO3MOKHOCTD JIeTeKIMHU Julb HeOombioro ¢pparmenta JIHK, nanusie I11[P-PB-ananu3za

uMmnopra ¢ ucnosb3oBanueM JIHK, skcrparupoBanHOM M3 MUTOIUIACTOB, COBHAAAOT C
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JaHHbIMH, IIOJIYYCHHBIMH MCTOJaMM daHaJIHN3a IIOJIHOPA3SMCPHbBIX (bpaFMeHTOB I[HK,
HMIIOPTUPOBAHHLBIX B MHTOXOHHpHaHBHBIﬁ MaTpHKC.

OHTI/IMI/ISI/IpOBaHHHﬁ HaMH TOAXOH in organello IIO3BOJIACT HCIIOJIB30BATH
HHTAKTHBIC MHUTOXOHAPHUHU IJIA U3YYCHUA MCXAHHU3MOB HMIIOPTA ]_—[HK U poJin OCIKOB-
MEPCHOCYNKOB MHTOXOHI[pH&J'IBHOﬁ MeM6paHBI, OQHAKO, TakKad CHUCTEMA HC YUUTBIBACT

MHOTI'OYHMCIICHHBIX KJICTOYHBIX (baKTOPOB, CITOCOOHBIX BJIMATH Ha IIponecc nmepeHoca.

Tabauua 6
ConocraBieHue IIpCUMYHIICCTB U HEAOCTATKOB MCTOA0OB aHAJIM3a HMIIOPTA ,Z[HK
Meton aHaM3a UMIIOPTA
Kpurepuii Bbi0opa MmeToaa = =
PagnoakTuBHbIN ®ayopecuentnoiii | IIIP-PB

MeTO/l aHAJM3a MeTOo/Jl AaHAJIH3a
JeTtekius morHOpa3MepHOro (parMeHTa + + —
KonmuuectBennas onenka 3ppekTuBHOCTH - - +
UMIIOpTa
B03MOXHOCTD IUINTENTBHOTO XPAaHEHUS - + +
JHK-cy6cTpara 6e3 morepu kauecTna
Y 100CcTBO U OBICTPOTA METO/IA - + +
bezomnacHoCTh 5151 310pOBbA - + +
ITpumenenue B cucreme in organello + + +
IIpumMeHeHue B CUCTEME in VIVo - - +

3.1.3. IloctanoBka MeToaa uzy4enuss umnopra JHK B MuToxoHapusix

NPOTOILIACTOB apadu/A0IICHCa in Vivo

Panee mnpuponHyl0 KOMMIETEHTHOCTh MHUTOXOHIpPHI, Kak MKUBOTHBIX, TaK U
pacrennii, k nornouienutro JJHK He mccnenoBanu in vivo. Ilpu 3TOM Ha NpOTSKEHHUH
MHOTHX JIET HE MpeKpamajcs MOUCK METOAUYECKUX IOJIXO0JI0B ISl OCYIIECTBICHUS
TpaHchopMallid MUTOXOHAPUATEHOTO T€HOMAa MIJICKOMUTAIOIMIMX. BBIINM TpeanpuHsTHI
NOMBITKA  TpaHChOpMAIlMM  MHUTOXOHIpH mocpeactBom  cBsi3biBanus JHK ¢
MUTOXOHIPUATbHBIM TPaH3UTHBIM  NENTUIOM Wi c PEKOMOMHAHTHBIM
MUTOXOHJIpuaibHbIM OenkoM TFAM, OaktepuanbHON KOHBIOTAIlMU, JOCTaBKH C
MOMOIIBIO0 TUTTOPMIBHBIX KaTHOHHBIX COCIMHEHUM, MepeHOca TeHOB, OMOCPEI0BAHHOTO
azeHoBUpycamu U apyrux crnoco6oB (Remacle et al., 2012; Niazi et al., 2013). Tem ne
MeHee, HU OJIMH W3 3TUX METOJIOB HE IMO3BOJMII JOCTUYL CTAOMIBHON TpaHc(opMaIuu.
OTCyTCTBYIOT Takke cooOuieHUuss M 00 yCHelmHoN TpaHchopMauu MUTOXOHIPUIN
BbicIIuX pacteHuil (Verechshagina et al., 2018; Remacle et al., 2012). [Jo Hacrosiiero

MOMCHTaA OCTAaCTCA HEACHBIM, IMPOUCXOAUT JM HMIIOPT Ha YPOBHE IICJIbIX KICTOK, U
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COXPAHAITCS JHU N Vivo 3aKOHOMEPHOCTH 3TOr0 MpoLecca, MPOJEMOHCTPUPOBAHHBIE
panee in organello. PazpaboTka cucTeMbl, O3BOJISIONICH U3y4aTh MEXAaHU3MBI IIEPEHOCA
monekyn [IHK w3 muromiasMbl B MUTOXOHIPHAIbHBIM MAaTPUKC B IEJIBIX KIIETKAX,
OTKpbUIa OBl MoJie Kak /it (yHIaMEeHTaJIbHBIX UCCIEAOBAHUN, B YACTHOCTH, BIUSHUS HA
umnopt JHK pa3znuusblx KIeTOUHBIX (AKTOpOB, TaKk M A pa3pabOTKU IyTeil
TpaHcGopMalid MT-TEHOMa BBICHINX PACTEHUM, SBISIONIEHCS YpE3BBIYATHO Ba)KHOU U
Ha HACTOALIMN MOMEHT HepeleHHOM 3aaaueil. Mexny Tem, mogoOHas paboTa mo3Boynia
Obl TMOJYYUTh TPAHCTEHHBIE PACTEHHUS C KOHTPOJIMPYEMBIM MO MATEPUHCKOW JIHHHUH
HACJIEIOBAaHUEM YYKEPOJIHOT0 I€HETHYECKOro marepuaina. Takum oOpa3oMm, OueBHIHA
HEOOXOJIMMOCTh CO3JaHHUSl CUCTEMBI, TMO3BoJisitomeld wu3ydath TpaHcnopt JIHK B
MHUTOXOHIPHUU N VIVO.

Tpanchopmanusi npoOTONMIACTOB IIUPOKO MPUMEHSIETCS, B YacTHOCTH, A
BHEJIPEHUS B KJIETKY BPEMEHHO SKCIPECCHUPYEMBIX KOHCTPYKIUN C LEIbI0 HU3yUYECHHS
BHYTpPUKIJIETOUHOM ajpecaunu OenkoB (Bhushan et al., 2007), nub6o npomotopHOH
aKTUBHOCTH TE€X WJIM MHBIX PETYJIATOPHBIX mocieaoBaTeabHocTeit (Wehner et al., 2011).
Takxe TpaHchopMalus MHPOTOIUIACTOB  IMOCPEACTBOM  BJIEKTpONoOpanuu  Oblia
UCIIOJIb30BaHA MpPHU TMOMNbITKE H3ydeHus in vivo umnopra TPHK B muroxonmpuum S.
tuberosum (Wintz and Dietrich, 1996). Onnako Tpanchopmarusi MpoTOIUIACTOB HUKOTIA
paHee He MPUMEHSIIACh I u3ydyeHust mexann3aMoB ummnopra JJHK.

Hamu BnepBble pa3paboTaH MOJIXO, MO3BOJSIOUIMM JAETEKTHPOBATH TPAHCIOPT
JHK u3 muroriazMbl B MUTOXOHIPUH, TTPOUCXOASIINI B IPOTOIIACTaX apaOuIomcuca.
Jannsbiii moaxox BkiItoudaeT: (a) Tpanchopmarmto npororiactoB JJHK-cyoctparom; (6)
MHKYOallMI0 KJIETOK B ONTHUMAJbHBIX (PU3MOJIOTMYECKUX YCIOBUAX (Temreparypa,
ocBelIeHHOCTh) B TeueHue 20 u; (8) paspylleHHe MPOTOIUIACTOB U BbIJEICHUE
MUTOXOHAPUH M3 MPOTOIIACTOB MHKPOMETOJIOM; (2) 00pabOTKy H30JIMPOBAHHBIX
mutoxonapuit JIHKazoii ¢ 1ienpio n30aBieHUs OT BO3MOKHOTO 3arps3HeHus (pakiueit
JIHK, cBsizaBuieiics ¢ HapyXHOW MemOpaHOii; (0) JWM3UC MUTOXOHJIPUI U BBIJCICHUE
MTIHK; (e) ouenky konuuectBa umnoptupoBanHoil B mutoxoHapuu JJHK ¢ momorbio
[TLIP-PB. Ucnons3oBanue ¢ayopecuentaoro meuenus JJHK-cyOGcTpaTtoB ¢ momorisio
Cy3-comepxamnux mnpaiiMepoB HE MO3BOJIIO JTOCTHYL A(DPEKTUBHOCTH BKIHOUYCHUS,
JOCTAaTOYHOM Juia BhIABIEHUS (ayopecueHnuu B mnpemnapatax JIHK muroxonmpwmii,

BBIJICJICHHBIX W3 TPaHC()hOPMHUPOBAHHBIX MPOTOMJIACTOB (AaHHbIE HE TPHUBEACHBI).
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[TosTomMy Hamu ObLT BbIOpaH moaxoj, Bkimrovatomuid [11P-PB-ananu3, npeumyiectsom
KOTOPOTO sIBJsieTCs 00Jiee BhICOKAsi YyBCTBUTEIbHOCTb.

JI1st mosTy4deHus: MpOTOILUIACTOB U3 JIMCTHEB apaOuIoNcuca U TpaHCHOpMaIuu UX
JJHK Obu1 ucnonws3oBan mnpotokon (Wu et al., 2009), npumeHsBIIMiics paHee
MPEUMYIIECTBEHHO B  JKCIEPUMEHTax, TpeOymoUUX  BpPEMEHHOM  SKCIpecCHu
T€HETUYECKUX KOHCTPYKIMH B LUTOIUIa3Me. MBI MOKa3ajik, 4TO MOJYYEHHBIM Ipenapar
MPOTOIJIACTOB CBOOOJAEH OT 3arps3HEHUM, a MPOTOIUIACTBHI COXPAHSIOT IEIOCTHOCTH B

TeueHrne kak MUHUMYM 20 gacoB mociie BeiaeneHus u tpancdekiuu ux JJHK (puc. 17, a).
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Puc. 17. Umnopt JIHK B MUTOXOHAPUYU MPOTOIIACTOB apabuaoICcHca

a) Brennunii 065Uk npoTtoriactoB apabujorncuca mnocie Tpanchopmanuu pparmentom JHK u
uHKyOanuu B TedeHue 20 4; 6) aHaIU3 CTENICHW OYUCTKH MUTOXOHJIPHA, BBIJICIIEHHBIX U3 MPOTOILIACTOB,
OT XJIOPOIUIACTHOTO 3arpsi3HEHUS; 6) aHAIN3 CTENEeHH OYHMCTKH MHUTOXOHIpPUH, BBIAEICHHBIX U3
nporomiactoB, oT 3arpssHeHus siieprHoi JIHK. IlokasaHo oTHocHTEnbHOE KONMMYECTBO (hparMeHTOB
reaoB RBCL (xn1/JHK) u YLS8 (snIHK), HopmupoBaHHOe K cojlepkaHuio (parmeHTa reHa NAD4
(MmtAHK), BeIsiBIeHHOE Nipy ananm3e pod JAHK, BeineneHHO# U3 TOTanbHOTO SKCTpaKTa MPOTOIUIACTOB U
U3 IpenapaTta W30JUPOBAHHBIX MUTOXOHIpHH; 2) aHanu3 umnopra JHK B m3onupoBaHHBIX OopraHeiniax
(in organello) n B poTomtacrax (in vivo) apabunorncuca. Ha nuarpammax kommaectBo MTIHK (6, 6) u
YPOBEHb WUMITOpTA in organello (2¢) MPUHATHI 3a YCIOBHYIO enwHHMITy. lIpeicTaBieHbl pe3yiabTaThl HE
MeHee Tpex OuoJormyeckux mOBTOpHOCTeH. Jlomyckm Ha amarpamMme 0003HA4YarOT CTaHIAPTHBIC
OTKJIOHEHHS.

MuToxoHIpuU OBUIM BBIIETICHBI HAa OCHOBE METOJa, pa3pabOTaHHOTO IS

MOJIYYEHUS OpraHellyl M3 MPOTOIIACTOB CYCIEH3MOHHOM KyJbTYypbl apabuporncuca
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(Meyer and Millar, 2008), amanTUpOBaHHOTO HaMHU JUIsI HEOOJBIIUX KOJIHMYECTB
Marepuaina. C 1eIbI0 HCKIIOYEHUS BO3MOKHOCTH TMOIJIOIIEHUSI MHUTOXOHAPUSIMU
dparmenToB sx3orenHor JIHK B mpoliecce BblieNeHUs, B COCTaB Cpelbl BBIICICHUS
MUTOXOHIpui 01K BKITrOueHb MgCl, n JIHKa3za 1.

Jl71s1 TOTO, UTOOBI OLIEHUTH CTENEHb 3arpsa3HeHus npenapara JJHK, Beiaenennoii u3
MUTOXOHJIpUM TPOTOIIACTOB, mnocienoBareapHocTsiMu JIHK HeMUTOXOHIpUanbHOTO
npoucxoxaeHus, obu1 nposeaeH [11P-PB-ananus, B KOTOpoM OIIEHMBANIOCH COACPKAHUE
dbparmMenToB xJsoporuiactHoro rena RBCL u sinepHoro rera YLSS. YcraHOBIEHO, 4TO
COZEpKaHWE Kak XxjoporuiacTHOW, Tak u suaepHor JHK B momydeHHoM mnpemnapare
MUTOXOHJAPUHN CHUXKEHO Npuban3uTenbHo B 500 pa3 1Mo CpaBHEHUIO C €€ COJIep)KaHUEM B
totaneHoil JIHK mnportomnacroB (puc. 17, 6 u 6). Takum o0Opa3omM, MHUTOXOHIPUH,
BBIJICJICHHBIE HCIOJIb30BAHHBIM HAMH METOAOM, UMEIOT JOCTATOYHO BBICOKYIO CTEIEHBb
OUHCTKHU OT UYKEPOJHBIX PUMECEH.

B mpenBapuTenbHBIX 3KCHEPUMEHTaX MPOTOIUIACTHI OBUIM TPaHCPOPMHUPOBAHBI
JHK-cyb6cerpaTom pazmepom 2,7 1.1.H. [locne nakybanuu npororuiactoB B TedeHue 20 4,
BbIJICTICHUsT MHUTOXOHJpuid M skcTpakuuu MTIHK, gereknmsa ¢ momompro [ILP-PB
MoKasaja JOCTaTOYHO BBICOKOE COJep)KaHue HMIopTHpoBaHHOro (Qparmenta JIHK.
[TapannensHo, ObUTO TpoaHanu3upoBaHo coxaepxkanue Ttoro xe JIHK-cyGcrpara,
UMIIOPTUPOBAHHOTO B HU30JUPOBAaHHBIE MHUTOXOHJpHUU apabujorncuca. B pe3ynbTaTte
MOKAa3aHo, YTO cojiepKaHne umnoptupoBanHoro B mutoxouapuu JIHK-cyGcrparta 6p110
CYLIECTBEHHO BBILIE B YCJIOBHUSIX HMMIIOPTA N VIVO TIO CPAaBHEHUIO C YCIOBUSAMU in
organello (puc. 17, 2).

Jns nokaszaTenbCTBa BHYTPUMHUTOXOHJPUAIBHON JIOKAIM3ALMUU JIETEKTUPYEMOI
JIHK mMuTOXOHIpHH, BBIIEICHHBIC U3 MPOTOILUIACTOB apabuoncuca, ObutH 00paboTaHbl
HEHOHHBIM JIETEPreHTOM Tpurton X-100, HapyLIarIuM LIEJIOCTHOCTH
MUTOXOHJIpUATBLHBIX MeMOpaH. BrineneHHble MUTOXOHJIPUM WHKYOMpPOBAIUCh B CpeE/Ie,
conepxamieii 0,5% Tpuron X-100, B Teuenune 10 mmH mepen obpadotkor JIHKazoii.
Jannas  oOpaboTka  TpuBOAWIA K  MPAKTHYECKU  TMOJHOMY  OTCYTCTBHIO
umnoptupoannoro ¢gparmenrta JJHK (puc. 18, a), uTo CiIy)XUT BaKHBIM apryMEHTOM B
MOJIB3Y TOTO, YTO JACTEKTUPYEMBIM (PparMeHT JOKaIN30BaH B MaTPUKCE MUTOXOHAPUM, a

HE aCCOIMHMPOBAaH C BHEIIHEH MeMOpaHOM.
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Puc. 18. Muroxougpuanenbeiii umnopt JAHK in vivo, nerextupyemsiii (a) B
YCIIOBUSAX OOpaOOTKM MUTOXOHIPHUH, BBIJEICHHBIX W3 MPOTOIUIACTOB, JETEPreHTOM
Tputon X-100, m (6) B mpoTorutactax apabujporncuca ¢ wucnonab3oBanuem J[HK

Pa3JIMYHOrO pazmepa

[lokazaHno oTHOcUTENbHOE KOJMYecTBO (parmeHTa rena GFP  (conmepxkamierocs B
umnoptupoBanaoit JIHK), HopMupoBarHOe K conepxanuio ¢parmeHTa reHa NAD4. Ha muarpammax
KOHTPONb (@) M ypoBeHb UMMoOpTa 2,7 T.M.H. (6) NPUHATHI 3a YCJIOBHYIO eauHULy. llpencraBieHbI
pe3ylnbTaThl HE MEHee TpeX OMOJIOrMYecKHX IOBTOpHOCTeH. Jlomycku Ha auarpamMme 00O3HAuYaroT
CTaHJAapTHbIC OTKJIOHEHHUS.

Ha crnenyromem »sTtanme paboTbl OBLJIO NMPOBEACHO CpPaBHEHUE WHTEHCUBHOCTH
umnopra JIHK-cyGctparoB tpex pasmepoB — 269 m.H., 852 mH. u 2,7 T..H. Jus
TpaHC(EKLUMUN TPOTOIIACTOB UCHOIb30BaIl paBHoe KonnuecTBo JJHK kaxnoro u3 tpex
cyoctparoB (5 mkr). U3 pucynka 18 (6) Buano, uto koiuyecTBO Mosekyn JIHK,
MMIIOPTUPOBABIINXCSA B MUTOXOHJPHUH B YCIOBUSIX i VIVO, YMEHBILIAETCS C YBEIMUEHUEM
pa3mepa uMnoptTupyemoro cyocrpara. Cxoskas 3aBUCUMOCTh Obllla OTMEUEHa paHee IS
umnopra ¢parmentoB [IHK pasHoro pasmepa B HU30IMpPOBAaHHBIE MUTOXOHAPUU
(Koulintchenko et al., 2003), 4T0 CBUAETENBLCTBYET B MOJIb3Y TOrO, YTO OOHAPYKEHHBIE
Hamu 3akoHoMepHocTu umnopra JAHK in organello otpaxaroT nmpoiiecchl, NpOTEKAIOLIUE
in vivo. Takum o00pa3om, Hamu BIepBble mnokazaHo, urto JIHK, naxopsmasics B
LUTOIUIa3M€ LIENI0N paCTUTENbHON KJIETKU, AaKTUBHO MOCTYIAET B MUTOXOHAPHH.

B uenoM, mo pesynpTaTaM mnpojaenaHHOM paOoThl, Hamu ObUT pa3paldoTaH
KOMIUIEKCHBIM monaxof mid m3ydeHuss mmnopra JIHK B pacturenbHbie MUTOXOHIpHUH,
BKIIIOUAIOIINN aHANMHM3 B cUcCTeMax in organello w in vivo (puc. 19) (Tarasenko et al.,

2019).
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BblaeneHne MUTOXOHAPUIA U3 pacTUTENbLHOrO | Mony4eHue npoTtonnacTos |
opraHuzma
I TpaHcdopmauua NPOTONNACTOB «XONOAHLIM»
| MUmnopt OHK B MuTOXOHAPWUM pacTeHui | OHK-cy6cTtpaTtom
| I I
a) conyopecueHTHO 6) «xonoaubiit» AHK- MHkyGauua npotonnactos B TeueHue 20 y
meveHbin [JHK-cy6cTpar cybeTpar
~_ — 1 -
| nHKagHaﬂ oﬁpaso-n(a | | Bbl,qu'leHVlE MWUTOXOHOPWU U3 NpoTONNAacToB |
I I
| Nonyuenne mutonnactos l | OHKasHan o6paboTka |

l—| AkcTpakuua MTOHK }—I
1 |

®nyopecUeHTHbIN
ARana S ll\Hanus uMnopTa JZI,HIT |

| AHanus metogom KonndyecteseHHon MNUP ‘
I [
Amnnudukauma Hebonbworo pparmerHta AHK anAa getekumn UMNOpPTUPOBaHHON

OHK ¢ ncnonb3oBaHuem:
— ——

| a) akcTparuposaHHoit OHK | |  6) antouposanHoi JHK |

Puc. 19. Cxema, ummoctpupyroniasi KOMIUIEKCHBIM IOAXOJ, OCHOBaHHBIM Ha
UCIIOJIb30BAaHUM CUCTEM in organello u in vivo, nns uccienoanuii ummnoprta JHK B
PaCTUTENIbHBIE MUTOXOHIPUU

JlaHHBI TOAXOJ TO3BOJIMT B JaJbHEHIIEM BBIABUTH, COXPAHSAIOTCA JIU
3akoHOMepHocTH umnopra JJHK, noka3anHeie panee ¢ MCIIOJIB30BAHUEM U30JIMPOBAHHBIX
MUTOXOH/IPUH, TaKhe KakK: 3aBHUCHUMOCTb OT pa3Mepa U CTPYKTYPHBIX OCOOCHHOCTEH
mozekysbl JIHK, BiausiHME Ha MHTEHCMBHOCTH MMIIOPTAa WHAKTHBALIMU OMPEIACICHHBIX
OETKOB MHUTOXOHApPUATBLHOM MeMOpaHbl - Ha YPOBHE IIE€JIOW PACTUTEIbHON KIETKH.
[Tomumo n3yuenuss MexannsmoB nepenoca JJHK npencraBieHHbId HAMU KOMIUIEKCHBIN
MOJIXOJT MOXET OBITh HCIIOJIb30BaH B JAIbHEHIIUX HCCIIENOBAaHUAX MO pa3paboTke

CHUCTeMBI TpaHCchHOpPMAIMd MUTOXOHIPUATILHOTO TEHOMA PACTCHHIA.

3.2. M3yyenne kuHeTH4YeCKUX Xapakrepuctuk umnopra IHK koporkoii u cpeanei

AJHHBI B PACTUTECJIbHBIC MUTOXOH/IPHHA

Konuenrpauust cybctpata — oauH U3 Haubonee BaXKHBIX (DaKTOPOB,
OTIPENIETISIONINX CKOPOCTh (DEPMEHTATHUBHBIX pEakuuid. Y OHHX (PEpMEHTOB KpuBas
UMeeT TUnepooInyeckyto Gopmy, y IPpyrux - CArMouaHyto (puc. 20).

Eme B 1905 r. bpayn u AHpH Hpeamnoioxmiv, 9To (epMeHT cHayaia oopasyer
KOMIUIEKC CO CBOMM CyOCTparoM, a 3aTeM »3TOT KOMIUIEKC pachajaercss ¢

BBICBOOOXKJICHHEM CBOOOTHOTO (hepMeHTa U TMPOAYKTOB peakiuu (JukcoH u Y200,
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1982). D10 npencraBieHue SIBIASETCS IEHTPATBHBIM JIJI1 BCEX COBPEMEHHBIX KOHIICTIITUI
0 mMexaHusme neictBusi pepmentoB (Jukcon u Y366, 1982). B 1913 r. Muxasnucom u
MeHTeH BHepBbie ObUTa MPEAJIOKEHA TMPOCTas TEOpHs, OCHOBaHHAs Ha JOTOM

IMpCcaACTaBJICHUHU.

CKopocTb pepmeHTaTUBHOM

peakuuu

KOHL[EHTPB“MH CVGCTpaTa

Puc. 20. Tunuynasg KpuBas 3aBHCUMOCTH MEXIY CKOPOCTBIO pPEaKUMU U
KOHIIEHTpaluen cybcTpaTa, UMEoIas CHTMOUIHYIO (GOopMy

3aKOHOMEpPHOCTH  KOMIUIEKCOOOpa3oBaHMS W MpeBpalleHus  cyOcTpara,
KaTajgu3upyemble (QEepMEHTOM, ObUIM TPUMEHEHBl MPU HM3YUYCHUU TPAHCIIOPTHOTO
npouecca Ha npumepe nepeHocuuka aneHuHHykinetuaoB (AHT) (Klingenberg, 2008).
Panee (Scherer et al., 1973; Schultheiss et al., 1984) BnepBbie neTadbHO M3Y4MI M ONHUCAI
paboty nepenocunka AHT, ucnons3ys medensie no dhochopy AJAD n ATD u nokazai, 4ro
ero paboTa ONKUCHIBAETCS B paMKaX KUHETHKH padoThl (hepMeHTa, UMEIOIIETO OJUH CyOCTpaT.
B ciiyuae AHT pesynbTarom cyOcTpaT-0eIKOBOTO B3aUMOJICHCTBUSI SIBIISIETCSI HE MPOIYKT
peakuuu, a nepeMelieHle B MaTpUKC MUTOXOHIpui. Mcxoas W3 3TOro, MOXKHO OLICHHUTh
MaKCHMAJIBHYIO CKOPOCTb IIEPEHOCA M ONPEAEINTh KaKYIIYIOCsl KOHCTaHTy Muxasnuca Juis
nepenoca AJ[D.

B aTux uccnenoBaHusX TPaHCHOPTHBIN MPOLIECC aHATU3UPOBAIN C TOUKH 3PEHHUS
KOHIIENIUU «HMHIYIIMPOBAHHOTO mepexona» (oT anri. induced transition fit, ITF). B
JAHHOW KOHILIETILIMU TOJYEPKUBACTCS pazlinyue CcyOcTpaT-OelKOBBIX B3aUMOJIEHCTBUN
mexay depmentamu u ADP/ATP-nepenocumkom. CymectBenHoe ommune AHT ot
depMeHTa 3aKITIOYaeTCs TOM, YTO MEPEHOCUYMK aJCHUHOBBIX HYKJICOTHIOB paboTaeT Mo
NpUHLUITY oOMeHHMKa (aHTHIIoprep). [y Toro 4Todbl mepeHoc MpoU30IIes, HEOOXOAUMO
OCYILIECTBJICHUE CBS3bIBaHUS MOJEKYNbl ajfeHuHHykiaeotnaga (ALD u ATOD) c

COOTBETCTBYIOIIIMM CalTOM OIHOBPEMEHHO C HAPYy)KHOM W C BHYTPEHHEH CTOPOHBI



86

BHyTpeHHel MeMOpanbl MutoxoHapuid (Metelkin et al., 2006). Koraa sto npoucxoaut, AHT
TPaHCIIOPTUPYET aJCHUHHYKJICOTUIBI B CTEXMOMETPUYECKOM COOTHomeHun 1:1, T.e.
NPOUCXOAUT TepeHoc ofaHoi Momekynbl A/ID u3 nuroriasMel B 0OMEH Ha OJTHY MOJICKYITY
AT® u3 maTpukca.

B xozxe sBomormu y AHT nosiBuiicst psia HOBBIX (DYHKLMH, a B aMHUHOKHCIIOTHOM
nocnenoBatebHOCTH AHT BO3HUKIM HOBBIE CalTHI, OTBETCTBEHHBIC 3a ACCOLMAIIAIO C
COOTBETCTBYIOIIIMMHU Oenkamu-naptHepamu. B pabore Haslam et al. (1973), ¢ momorisio
pEeTUCTpalliil KUHETUKW TIOTJIONICHUSI aJICHUHHYKJICOTH/IOB TIOKAa3aHO CYIIECTBOBAHUE
CaliTOB C Pa3HBIM CPOJCTBOM K aJICHUHHYKJIEOTHIaM, KOTOPOE, TI0 BCEH BUIMMOCTHU, MOXKET
MEHSTHCS B 3aBUCUMOCTHU OT META00JIMYECKOTO COCTOSTHHSI MUTOXOHPUH U KIIETKH.

BriiensnoskeHHOE TOBOPUT B TOJIB3Y Hallel paboueil TUIOTe3bl 0 TOM, YTO OeNKu
(AHT wu, BeposiTHO, npyrue), Gpopmupyronme MemMOpaHHyto nopy i Ttpancnopra JIHK,
UMEIOT CalThl C Pa3HbIM CPOJCTBOM HE TOJBKO K aJCHHUHYKICOTHIAM, KaK STO paHee
MOoKa3zaHo, HO B ToM uncie u kK JJHK. 9to cpoactBo, B cBOKO o4epeb, MOXKET 3aBUCETh OT
muiHbl Mostekyaiel JIHK, Metabonmuueckoro cocTosiHUS MUTOXOHAPHUM U IPYyTuX (GaKkTOpOB.

B meMOpane MUTOXOHIpU MPUCYTCTBYET OOJIBIIOE KOJUYECTBO PA3HOOOPA3HBIX
OENKOB, YYaCTBYIOIIUX B TMEPEHOCE HHU3KO- W BBICOKOMOJEKYISPHBIX METa0OJIUTOB:
dochonunuaoB, OENKOB, HYKIEHHOBBIX KHCIOT ¥ T.A. Bo BHyTpeHHe#
MUTOXOH/IpHUAIbHOW MeMOpaHe CYyIIECTBYET IIeJIo€ CEMENCTBO Crelu(pUuIecKux OeIKOoB-
nepenocurkoB MFC (ot anrn. Mitochondrial Carrier Family). Panee Obu10 ycTanoBieHo,
yro mnponecc ummnopra JHK ocymecrBasercs npu ywactun nopunHa (VDAC) B
HapYXKHOW MUTOXOHJpUATBHOW MeMOpaHe M aneHUHHYKiIeoTuaTrpanciokassl (AHT) Bo
BHYTpeHHel MuToxoHapuaibHoi MeMmOpane (Koulintchenko et al., 2003; Knumenko u
ap., 2011). HanbHelmme wuccnenoBaHusd mokazanu, yto TpaHciokanus JHK uepes
TBOMHYIO MeMOpaHy MHUTOXOHJPHUIA HE OTpPAaHUYMBACTCS dTHMH MEMOpAaHHBIMH OeIKaMu
¥, MO0 BCeW BUAMMOCTH, MPOUCXOJIUT TIOCPEACTBOM HECKOJIbKUX allbTepHATHUBHBIX
MEXaHU3MOB, TIPU YYaCTHH pa3HOOOpa3HbIX OenkoBbix komruiekcoB (Weber-Lotfi et al.,
2015).

HNcxons w3 Hamel pabouelt rumorte3sl o ToMm, 4to TpaHcnopt JHK B
MUTOXOHJIPUU TPOUCXOJUT TOCPEACTBOM HE OJHOTrO, a HECKOJbKUX MeMOpaHHBIX
KaHaJOB, AaKTUBHOCTb JTOrO IIPOLlECCa MOXKET HUMETh CIOXKHYIO KHHETUYECKYIO

3aBucuMocTh OT KoHueHtpammu JHK-cyOcrpara. Ha pucynke 21 (a, 6 u 6)
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IIPEJICTABICHBl pPa3JM4YHble BapuaHThl KuHeTHMKHM wumnopra JIHK B MuToxoHzpuw,
pean3anys KaxxJaoro U3 KOTOPbIX MOXET 3aBHCETh OT KOHKPETHOTO 3a/1eiCTBOBAHHOTO
MeXxaHu3Ma TpaHcMeMmOpaHHoro neperoca moiekyiasl JJHK. Msl npennonaraem, yto B
clIy4yae CIOXHOro Xapakrepa MmexaHn3sma wumnopra JHK B  mMuroxonapuu,
MPOUCXOMSIIETO C Yy4yacTUEeM OoJjiee dYeM OJHOTO TpaHCHOpPTHOro Oenka, OyaeT
HaOII0aThCs CTYNEHYAThI XapakTep KHHETHKH 3TOro mpouecca (puc. 21, 6). Pesynprar
UCCIENOBaHUs 3aBUCUMOCTH akTWuBHOCTH wumnopra JIHK B murtoxonapum ot
KOHIIGHTpALlUU CyOCTpaTa MOXKET CIYKUTh Ba)KHBIM apryMEHTOM, IOJTBEPKIAIOIIUM
WIM ONPOBEPralIllUM THIOTE3Y O MHOKECTBEHHOCTH IIyTE€H MMTOXOHIPHAIBHOTO

tpancnopta JJTHK.

a 6 8

AKTUBHOCTb
AHK-nepeHocumnKa

AKTMBHOCTb
AHK-nepeHocuunka
AKTUBHOCTb
AHK-nepeHocuunKa

OHK-cybcTpat, mKr OHK-cybcrpar, mKr OHK-cybcrpaT, mKr
0

\V)

L oo
)

.|.

+
_’_
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]

(269 n.H.), OTH. eA.
- o
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o
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Copgepxanue cparmenta JHK
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CopepxaHue cpparmeHta QHK

Wmﬂﬂ i ;mmﬁﬂmﬂﬂ

0,125 0,25 0,5 3 4 6 8 0,06250,125 0,25 0,5 0,75 3 4

Konuuectso ﬂOﬁﬂBHEHHOﬁ OHK, mkr KonuuectBo ao6aBneHHoi FIHK, MKF

o

Puc. 21. Kuneruka umnopra JIHK B pactutenbHble MUTOXOHIPUN

a-6) Cxemaruueckoe n3o0pakeHue TUNoB kKuHeTuku umriopta JIHK B MuToXoHIpuu (3aBUCHMOCTB
akTMBHOCTH mmmopTa oT koHueHTpauuu JIHK): a) orcyrctBue Hackimenust mporecca, umnopt JHK ne
3aBHCHUT OT CIELM(UYHOrO TPAaHCIOPTHOIO MyTH; 0) HackiueHue mpouecca, nmmopt JHK ocymectsisercs
OJJHUM CTICHM(HUYHBIM IIyTEM; ) CTyNIEHYaTOe HackleHue nporecca, umnopt JHK nporcxoaut npu ydactin
HECKOJIBKMX TPAHCTIOPTHBIX MyTeil; ) M 0) aHanu3 kuHeTuku umropta JAHK (e) manoi, 269 m.H., umu (0)
cpenned, 2,7 T.ILH., JIUHBI B MUTOXOHApUU S. tuberosum ¢ wucnonb3oBaHueM KomuuecTBeHHoU IIIP.
WukyGaumro JIHK (ykasaHo xonmdecTBo B Kax0i npode) ¢ mutoxoHapusamu (100 Mkr Gerka) MpOBOIMIN B
teueane 10 mmH. MT/IHK »sKcTparnpoBamn W aHamm3upoBaid C TOMOLIBI0 KommdecTBeHHOM [ILP.
[pencraeneno conepxanue ¢parmenta reHa GFP, HOPMHUpPOBAaHHOE Ha COJIEp)KaHWE SHIOTCHHOTO TeHa
NADA4. KonyectBo cydcTpara B mpodax «1 Mxr» (2) u «0,5 Mkr» (0) anst pparmenTos 269 m.H. u 2,7 T.ILH.,
COOTBETCTBEHHO, IPHHSITO 32 YCIOBHYIO enunuity. [Ipeacrasnens! pe3ynsrarsl He MeHee 10 Onomornueckux
MOBTOPHOCTEH. JlomycKu Ha iuarpaMMe MPeACTaBISIOT CPEAHEKBAAPATHYHBIE OITHOKH.
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JInst mpoBeleHUS SKCHEPUMEHTOB [0 H3YyYEHHUIO KHHETHMYECKHX I1apaMeTpoB
umropra JIHK B MuToxoHapuu ObUIM UCIHONB30BaHBI CIEAYIONINE METOAMYECKUE
nonxonel: (1) momydenne c¢ mnomomibto I[P mnpenapaTUBHBIX KOJUYECTB JIBYX
cyocrparoB JIHK pasmepom 269 mH. u 2,7 T.1.H., (2) BBIAEICHHE H30JIMPOBAHHBIX
MUTOXOH/IpUHN U3 KiyOHeu kaprodens, (3) umnopt JAHK B cucreme in organello, (4)
KOJIMYECTBEHHBIN aHAIN3 UMIIOPTUPOBAHHOW B pacTutenbHblie MuToxoHapuu JIHK (cwm.
nyHkTel 2.8.2, 3.1.2). Jlng wuHKyOauuum ¢ paBHBIM KOJUYECTBOM H30JMPOBAHHBIX
MuToxoHIpuii (100 MKr MUTOXOHIpHAIBHOTO Oenka) Opanmm cepuro Mpod cyOcTpaTa
JHK c¢ yBenmuuuBatomielics KoHueHtpauueit, or 0,675 mo 8 wmkr. HukyOammro
mutoxonapuii ¢ JIHK npoBogmmu B Teuenue 10 munyt. [locne JIHKa3Ho# 00paboTku u
oTMbIBOK, Bhiesut MT/IHK u ananusupoBanu ee ayekTpodopeTHIecKuM pas3ziesieHueM
B arapo3HoM rene. CorjgacHo JaHHBIM 3iekTpodopesa (puc. 22), BO BCEX BBIMOTHEHHBIX
skcriepuMenTax (15 skcnepumentoB) mutoxoHapuanbHas JIHK Obiia skctparumpoBaHa
0e3 MPU3HAKOB JAerpajaluu, He (pparMeHTHpOBaHA, YTO MO3BOJIAJIO HCIOJIb30BATH €€ B
JaJbHENIeM aHalin3e MeToJioM kosimdecTBeHHOUM IIIP. Ananu3 ypoBHS coaepskaHUA
umnoptupoBanubix cyoctparoB JHK, 269 n.H. u 2,7 T.0.H., IpOBOAMIIHU, HCIOIb3YS
cneruduyeckue mpaiiMepbl K MoclieqoBaTelbHOCTH TeHa GFP, koTopas BXoauia B
coctaB oboux ¢parmenToB. KommuectBo wmmmnoptupoBanHoi JJHK wopmupoBamu x
konudecTBy 3HA0reHHon JIHK, mutoxonapuansnomy reny NAD4, onpenensBuieMycs B

MapajyieIbHON PEAaKIUH.

MMLHK = | wet vt st st Wl vt ol ot W ot o ot

i

L4 L

Puc. 22. Ananu3 kaudectBa mutoxoHApuanbHou JIHK, skctparumpoBanHod u3
MUTOXOHApUH KapTodens (S. tuberosum) nocne wakybanuu ¢ JJHK u mocnemyrommx
00paboTox

Ha pucynke npencraBieH pe3yabTaT THIUYHOTO SKCIIEPUMEHTA IO U3YUYEHUIO KUHETUKH
UMIIOPTA, MOIy4YeHHBbIH 31ekTpodopernyeckuM pasznenenuem MTIHK B arapo3nom rere.
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Ha pucynxke 21 (e, 0) npenctaBiieHbl pe3yJbTaThl, MOKA3bIBAIOLIUE 3aBUCUMOCTD
KOJIMYeCcTBa MMNOPTHpoBaHHBIX (parmenToB JIHK oT koHuenTpauum cyOcTpara,
HCIIOJIb30BABIIICHCS NIl MHKYOAIlMM ¢ MUTOXOHApUsSMU. B ciydae ummopra ¢gpparmenta
JHK wMamoit mmuabl (269 1.H.) MBI HaOJIOMATX MPAKTUYECKHA TIOJHOE OTCYTCTBHE
HACBIIICHUS TpoIlecca MO Mepe YBEIWYEHUs KOHIIEHTpaluu cyoctpara (puc. 21, 2):
koJinuecTBO noryiomeHHon JIHK yBennuuBanock nponopiuoHaibHo KoauuecTBy JJHK,
00aBJICHHOW B Cpely MHKYOalMu ¢ MUTOXOHIpusiMu. B ciyuae mmmopra dparmeHra
JHK cpenneit mmunbl (2,7 T.I.H.) BBISBWIACH JIpyrasi 3aBUCUMOCTb 3(P(HEKTUBHOCTU
MOTJIONICHUST cyOcTpaTa OT €ro KOoHIeHTpauuu (puc. 21, 0): mpu KOHIEHTpaIusx OT
0,063 mo 0,25 MKkr ™Mbl HaOIIOJATM HE3HAYHMTEIBHOE YBEJIWYEHHE KOJMYECTBA
nornomenHo JIHK (mmaro 1); 3ateM npu konuenrpamusx ot 0,5 mo 1,5 Mkr
MPOUCXOAWIO PE3KOE YBEJIMYECHHE YPOBHS TOTJOMICHUs, B 2 pasza, IpH OTOM,
JOCTUTHYTBII ypOBEHb MpAaKTUUYECKH HE MeHsca (miaro 2), u, jgainee, IpuU
KOHIIEHTpaUuusIX 2-4 MKI — €lIe OJHO PE3KOE YBEIMYECHUE YPOBHS NOTJIOUIEHHUS, B 2,5-3
pas3a, ¢ mocneayolei crabuinzanueil Ha ogHOM ypoBHe (twiato 3). Hamm nmanubie,
TaKUM 00pa30M, MOKa3bIBAIOT, YTO UMIIOPT ABYX ()parMEHTOB pa3HOM JJIUHBI, MaJION U
CpelHeil, MpPOUCXOAUT, IO BCEH BUIUMOCTH, [OCPEACTBOM  PA3ITUYAIOIIUXCS
MEXaHU3MOB: JUIsl UMTopTa (pparmerTa 269 1m.H. He IPOUCXOIUT HACHIIIEHUS MpoIlecca B
nanHbIx yenoBusx (ot 0,125 no 8 mkr JIHK na 100 MKr MUTOXOHApPHAIBLHOTO Oelika B
teyernne 10 muH) (puc. 21, a), mis ummnopra ¢parmenta 2,7 T.I.H. XapaKTepHO
CTyNEeHYaTOE HaChIIeHUe mporiecca (puc. 21, g).

Cnenyer OTMETUTh, UYTO CXOJHBIA BBIBOJ MOXKHO CJieJlaTh M Ha OCHOBAaHHUHU
JpPYroro TOJY4€HHOTO HaMu pe3ynbTaTa, omnucaHHoro B 1. 3.1.2. JlanHble,
npelcTaBIeHHbIe HAa puUCyHKe (puc. 15, 6), NEeMOHCTPUPYIOT OOpaTHYIO 3aBUCUMOCTH
sadpdextuBHOCTH MMmmopra JIHK or komumyecTtBa 1100aBIECHHOTO B PEAKIIHIO
MUTOXOHApUANIbHOro Oenka. MOXHO ckaszarh, 4To 3¢¢ekruBHocTh umnopra JHK
YCUIIMBAeTCs C yBenudeHueMm otHomieHust kommuectBa JIHK, B3sitoro manms unkyOanuu c
MUTOXOHJIPUSIMH, K KOJTUYECTBY MUTOXOHAPHAIBHOTO OeJKa.

[ToydeHHbIE HaMU JTaHHBIE COTJIACYIOTCSI C THUIOTE30H O CyOCTpaT-OeIKOBBIX
B3aUMOJICHCTBUSX TIO TUITY ()epPMEHTATUBHBIX Peakinii, B KOTOpbix nepenoc JTHK gepes
MUTOXOH/IPUATIbHBIE MEMOpPAaHBI WIPAeT pOJIb OSKBUBAJICHTA MPOAYKTAa PEaKIUU.

CryneH4aThlii XapakTep HachllleHus1, oOHapyxeHHbIN s ummnoprta JJHK pasmepom 2,7
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T.II.H., CBHUJETEIBCTBYET O TOM, 4TOo TpaHcnopt wmoiekyn JHK cpenneir mimHb
OCYILECTBIIIETCS HE TOJBKO IIPU YYacTHUM KIIACCHUYECKOTO IIyTH C IHPUBJICYCHHEM
OenkoBeIx mepeHocunkoB - VDAC Bo Buemueidr u  AHT Bo BHyTpeHHEH
MUTOXOHIpuaabHOoi MemOpanax (Koulintchenko et al., 2003). MoxHO MpeaonoKUTh,
YTO NPHU HACBIIEHWH KOHKpeTHoro myrtu mMmnopra JIHK B mpomecc mocienoBarenbHO
BKJIIOYAIOTCSI JIpyTrue, ajbTepHAaTUBHbIE crocoObl TpaHcnoptupoBku JIHK uepes
JBOIHYIO MEMOpaHy MHUTOXOHJPHUA C HPHUBJICUEHUEM JIPYTUX OEJIKOB-IIEPEHOCUNKOB.
[IpyHUMNIMAIBHBIM ~ MOMEHTOM  HpU  3TOM  SBIseTCd TO, 4YTO O3TH  IOKa
HEUJCHTU(PUIIMPOBAHHBIE OEJIKOBbIE IEPEHOCYMKH, CKOpEe BCEro, HMMEIT pa3HOe
cponctBo k JIHK-cybcTpaty cpeanHeit iuHBIL.

Tor ¢akt, yTo B Xoae uMIOpTa yBeauwuduBarommxcs koiaudectB JIHK mamoii
JUIMHBL (269 T1.H.) HE MNPOUCXOIUT HACBILIEHUS MpoLecca, TOBOPUT 00 OTCYTCTBUU
0c000ii criennPUIHOCTH TpaHcopTHOro myTu B otHomenun JIHK mannoro pasmepa.
Bepositao, JIHK mManoii yiuHbI B CHITy CBOMX HEOOJIBLINX Pa3MEPOB OTHOCUTENIBHO JIETKO
MOJKET TPAHCJIOLUUPOBATHCS YEPEe3 MHUTOXOHIPHUAIBHYI0O MEMOpaHy KakK IOCPEICTBOM
kaHana, ¢popmupyemoro VDAC u AHT, Ttak u mocpeacTBOM Jpyrux KaHajoB, 0Oe3
y4acTusl CHEeHU(PUIECKON peleniui MOBEPXHOCTHBIMU O€IKaMU BHEIIHEW MeMOpaHBI.
HaGmromaemas TeHEHIMS K BBIXOJTY Ha IJIaTO KMHETUKH Tpolecca ummnopta JJHK manoi
JunHbI (puc. 21, 2) moka3bIBaeT, 4TO, HECMOTPSl Ha JUHEHHBIA XapakTep UMIOpTa, Npu
3HAUYMTENIbHOM yBenuueHuH KoHmeHTpanuu J[HK-cybcrpara, mporiecc, TeM He MeHee,

CT3,6I/IJ'II/I3I/Ipy€TC$I 1 MOXET AOCTUI'aTh CBOCT'O HACBIIIICHU.

3.3. N3yuyeHnue posiu MeMOPaHHBIX 0eJIKOB MUTOXOH/IPHIi apaduI0NCcuca B UMIIOPTe

JAHK pa3Hoii A1uHbI

Ha ocnoBanuum pesynbTaToB mnpeasinymux ucciaegoBanuii tpancnopra JIHK B
muToxoHApuu pacteHuit (Ibrahim et al., 2011; Weber-Lotfi et al., 2015; namu nanueie),
O4eBHUAHO, 4YTO Habop yduacTBytoumux B ummnopre JIHK OenkoB He orpanuunBaercs
IOPUHOM B HapyKHOH MUTOXOHAPUAIbHOU MEMOpaHe U aJIEcHUHHYKJICOTUATPAHCIOKA301
BO BHYTPEHHEW MUTOXOHApUaIbHOW MeMOpane, a caM nporecc ummnopra JJHK paznoit
JUIMHBI U CTPYKTYPBI MOKET MPOUCXOAUTH C YIaCTHEM HECKOJBKUX Hepacmr(pPOBaHHBIX
IIOKa MEXaHU3MOB. MBI NpOJOJDKWINM u3yyeHue MexaHusmoB wumnopra JIHK c¢
UCTOJB30BAHUEM JIMHUNA HOKAayT-MYTaHTOB apabujpornicuca Mo OellkaM, HMEIOIIUM

TPAHCIOPTHYIO WJIM CTPYKTypooOpasyromyro (YHKIHMIO B  MHUTOXOHJIPHAIBHOU



91

MeMOpaHe, MpuMeHsis pa3padoTaHHbli HamMu (IMyHKT 3.1) KOMILJIEKCHBIM MOIXOJ K

uccnenoBanuto Tpancnopra JJTHK.

3.3.1. IlosryyeHHne roMO3UIrOTHBIX JIMHUI MYTaHTOB A.thaliana

JUJis BBINIOJIHEHUS 33/1a4d 11O U3YYEHUIO POJIM KaHIUJATHBIX MUTOXOHAPUATBHBIX
MeMOpaHHbIX OenkoB B Tpancrnopre JIHK B mutoxongpuu Hamu Oblla TpOBeJEHA
MOATrOTOBUTEIbHAS pa00Ta, BKIIOUYaBIIAas Tansl (/) 3akaza ceMsiH JUHUN apaOujioncuca,
MYTAHTHBIX 10 W30paHHBIM T€HAaM M MOJYYEHUS TOMO3UTOTHBIX PACTEHUN 3TUX JIMHUM,
(2) QeHOTUNMYECKON XapaKTEPUCTHKM MYTAHTHBIX JIMHUH M IOCJENYIOLIETO
HapallMBaHUs  pPAaCTUTEIBHOIO  MaTepuana,  JOCTaTOYHOIO 1  IOCTaHOBKHU
AKCIEPUMEHTOB. TakuMm o0O0pa3oM TOJY4YEHbl HECKOJIbKO TOMO3UTOTHBIX JIMHUHN
apabunoncuca (myukt 2.1.1.), Ha3BaHHbIX vdacl, vdac2, vdac3, vdac4, tspo, drp3a,
drp3b, om47 n mic60 B COOTBETCTBHUH C 0003HAUCHUSIMH WHAKTHBHPOBAHHBIX B HHX
BcraBkoid T-JIHK renoB (onucanme ¢GyHKUUNH KOAUPYEMBIX STUMH TE€HaMHU OEIKOB
MPUBEJICHO HIKE B COOTBETCTBYIOIIUX pa3ziesiaXx pe3yIbTaToB).

[Tokazano, 4to pactenust TUHUM tspo, drp3a, drp3b n mic60 beHOoTUTHYECKU He
oTnuyaroTcst oT pactenuid aukoro Tuma (Col-0). ng myTanTHOW NuHMM apabuaoricuca
om47 ObuUla OTMEYeHa HE3HAUYUTENbHAs 3a/€pXKKa LBETEHUS 10 CPABHEHUIO C
pacTeHUsIMHM JUKOTO Tuma. B To BpeMst kak pacTeHHUs MyTaHTHOUM JTHUHUM vdac3 Takxke He
OTJINYAJIUCh OT AUKOIO THUIA, pacTeHus TUHUM vdacl, vdac2 v vdac4 XxapakTepu30BaIucCh
CYLIECTBEHHBIMU (DEHOTUIMMYECKUMH OTJIMYUSAMHU. XapaKTepHbIMU OCOOEHHOCTSIMU
pacTeHuil 3TUX TPEeX MYTAHTHBIX JIMHUH SIBISIIUCH 3aMEJJICHHBIM poCT U Oojee mo3aHee
[BEeTeHHE, Ooiyiee ckiamyaTtas (opma JIUCTOBOM TMJIACTHUHBI, HAUYUE HEKPOTHUECKUX
MATEH Ha JHUCThSAX, a TaKKe 4YacTUyHasg CTepUIbHOCTh. CTENeHb BBIPAXKEHHOCTU
deHoTHUNIa 3aMETHO BapbUpoOBajia, OyAy4yd HaMMEHbIIEW y pacTeHud JauHuM vdacl u
HauOoJbIIe y pacTeHUil nuHUM vdac2. HecmoTps Ha KpaliHe HU3KOE KOJIMYECTBO
o0pa3yeMbIX HCCIeNyeMbIMH MYTaHTaMU CeMsiH (OKOJO 3-5 ceMsSH Ha pacTeHHe s
nuHuld vdac2 wm vdac4 Tipu BBIpAIlUBAaHUM B CTaHAAPTHBIX YCIOBHUAX), IyTEM
MOU(UKAIIMU YCIOBUN BhIpAIIMBaHuUs (HCIIONIb30BaHNE CBETA OOJBIIEH HHTEHCUBHOCTH,
ylajJeHue TepBbIX O0pa3ylIIUXCS IBETOHOCHBIX IMOOETOB), YAANOCh MOJIYYUTh
JIOCTaTOYHOE KOJMYECTBO CEMSIH pacTEHUM JMHUU vdacl 11 BbIAEIEHUS MUTOXOHIPHA.
CeMsIH MYTaHTHBIX JUHUI 10 reHaM vdac2 u vdac4 He ObUIO MOJIy4eHO B KOJIMYECTBE,

JIOCTATOYHOM JJISI TIPOBEJICHUS SKCIEPUMEHTOB in organello, MOATOMY HCCIETOBaHUE
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ydacTusi O€JKOB, KOJUPYEMbIX OTUMU TeHamu, B MexaHuzme wumnopra JHK
OCYIIECTBIISIIA B CUCTEME N Vivo C UCIOJIb30BAaHUEM MPOTOILIACTOB apadbujaomncuca (CM.

m 2.5.2,3.1.3).

3.3.2. U3yyenue yyactus B Mexanusme umnopra JJHK Oesnka Hapy:kHoil MeMOpaHbI

mutoxonapuii TSPO

N3BecTHO, 4TO OJWH W3 OCHOBHBIX TPAHCIIOPTEPOB BHEIIHEW MHUTOXOHIPUATLHON
memOpanbl, VDAC, sBisercs MHOroQpyHKIHMOHAIbHBIM OenkoM. VDAC - KOMIIOHEHT
IIIMPOKO M3BECTHOM Y YKUBOTHBIX MUTOXOHIPUATBHOM TOphI Meranponuiiaemoctu (MIIM).
[IpennonaratoT, 4TO MUTOXOHAPUAIBbHBIN OeH301Ma3zenuHoBbIi penientop (MBP) (Enucees,
2003), noKaIM30BaHHBIM, B OCHOBHOM, B HAPYXHOM MUTOXOHJAPHAIBHON MeMOpaHe, MOKET
BxoauTh B coctaB MIIM (Papadopoulos et al., 2006), uu ke, B ONpeeIeHHBIX CTPECCOBBIX
YCIIOBUSIX, CMOCOOEH (hOpMHPOBAaTh TPAH3UTHYIO IMOPY C YYacCTUEM OJIMTOMEPHBIX
komiuiekcoB nopuHa 1 AHT. Ananor MBP y pacrenuii u3zBecten kak TSPO (ot anrm.
Tryptophan-rich Sensory Protein). ¥ pacrenunii TSPO Taxke Obu1 0OHapykeH B HapyKHOM
MemOpane mutoxouapuit (Lindemann et al., 2004), XOTs 1aHHBIE O KJIETOYHOM JIOKAJTU3AIUN
aToro Oenka, ckopee, mpotuBopeunBsl (Guillamot et al., 2009) u, B oTIM4Me OT >KMBOTHBIX,
dbynkiun TSPO pacTUTENbHOTO MPOUCXOXKICHUST OCTaloTCsl MasionsydeHHbIMH (Vanhee et
al., 2011).

Hcxons U3 mpeanonoxkeHus: 0 MOTEHIMAIbHOW criocoOHoCTH pactutenbHoro TSPO
dopmupoBate komriekcbl ¢ VDAC u AHT (puc. 23), omHoil u3 3amay paboThl ObLIO
npoBepuTh runote3y 06 yuactuu TSPO B umnopre JIHK B MUTOXOHIpHM pacTEHUIA.

WUmnopt OHK

ATR

MaTpuke

BHyTpeHHAR
MembpaHa

MexmembpaHHoe
NPOCTPaHCTBO /

HapyxHan
MembpaHa

Puc. 23. Cxema numnopra /IHK B Muroxonapun
Ha pucynke mpencraBieHO NPEAINONOKHUTENBHOE B3aUMOJCHCTBUE MUTOXOHIPUAIBHBIX OEJIKOB
VDAC, ANT u TSPO B 30Hax KOHTAaKTOB HapY>KHOM M BHYTpEHHEH MeMOpaH. YKa3zaHbl MHTHOUTOPHI
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TPaHCHOPTHBIX OenkoB - pyreHuid KpacHblii (RuR), arpaktunosun m kapOokcuatpaktwiosun (ATR u
CATR, COOTBETCTBEHHO).

C »or0il menpt0 HamMu Oblla MPOBEAEHA CEpPHUsS SKCIEPUMEHTOB IO H3YYEHHIO
apdexruBHocT ummnopta JJHK nByx pasmepHbIX KiaccoB (Maylol M cpelHel IJIMHBI) B
MUTOXOHJPUH, W30JIUPOBAHHBIE U3 PACTECHHUM apaOHIONCHUCa C WHAKTUBUPOBAHHBIM T'€HOM
TSPO. [1na 5KCHNEpUMEHTOB MCHOJB30BAIM MUTOXOHIPUHW, OYUIIEHHBIE M3 3-HEIEJIbHBIX
popocTKoB apabujorncuca aukoro tuma Col-0 U mMyTaHTHOM nuMHUU tspo. BelneneHHble
MUTOXOHJpUHU (B KomuuectBe 100 MKr MHUTOXOHApPHAIbHOTO O€lika) MHKYOMpOBAIU C
duryopecieHTHO MeueHbIMU (conepxanmmu kpacutens Cy3) ¢gparmentamu J[HK. Ilocne
nnkyOau ¢ JIHK, obpabotku JIHKa30if u mocieayromnmx OTMBIBOK MUTOXOHIPUATBHYIO
JIHK oskcrparupoBanmu u  aHamu3upoBain (/) TMOCPENCTBOM  3IEKTPOGOPETUIECKOTO
pasziesnieHus B arapo3HoM rejie U Buzyaiauszauuu QuryopecteHuu umnoptiupoanHbix JTHK-
cyocrpartoB (puc. 24, a; 25, a), mu6o (2) ¢ nomomsto [IIIP-PB (puc. 24, 6; 25, 6, 6). Bce
TECTUPOBaHHBIE B JKclepuMeHTax Mo umnopry ¢parmentsl JIHK B cBoem cocraBe
COJIEpKAJIM TIOCE0BATENbHOCTA TeHa GFP, 4y:XepOoAHOr0 MHUTOXOHJIPUAILHOMY T€HOMY,
YTO MO3BOJISUIO IPOBOJUTH KOJMYECTBEHHBIN aHayn3 B [1L{P ¢ mOMOIIbI0 COOTBETCTBYIOIIUX

creun(puUecKuX npaiMepos.
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Puc. 24. Anamu3 umnopra JIHK paznoil mmuHbl B MUTOXOHApUU apabujorcuca
mukoro tuna (Col-0) u myranTa (tspo) ¢ ucnoiib3oBanueM (hryopeciieHTHOro ananusza (a)

u konudectBeHHnou [11IP (6)

a) Omnekrpodoperndeckoe pasaeneHue  muroxoHmpuansHoi JIHK  mocme  ummopta
¢nyopecuentHo Meuenbix ¢parmenToB JHK pasmepom 269 nu. u 2,7 T.iH. Busyanmzaums
(IIyOpECIICHTHO MEUEHBIX (PParMEeHTOB IMPOBEICHA IOCPEACTBOM CKaHMPOBAaHUS (DIYyOPECLEHIMH; 0)
kosmuecTBeHHbIN [11P-ananu3 ummoprupoBanubeix ¢pparmentoB JIHK, pasmepom 269 m.H., 852 n.H. u 2,7
T.IL.H., KOTOpbIe ObUTH SKCTParupoBaHbl U3 MUTOXOHAPHUH MOCJIEe UMIIOPTa BMECTE C MUTOXOHIPUAILHON
JHK. KommuectBo wnmmoptupoBanubeix ¢(parmentoB JHK (mocnenoBarensHoctTn TeHa GFP)
HOPMHPOBAIM Ha COAEp)KaHWe B TMpobe MHUTOXOHIpHUATbHOTO TeHa NAD4. YpoBeHb HMIIOpPTa
sk3oreHHoro ¢parmenrta JJHK B mutoxonapum apadbuponcuca u3 guaun Col-0 mpuHAT 32 yCIOBHYIO
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CAWHUILLY. HpeZ[CTaBJ'IeHI:I pe3yJIbTaThl HE MCHEC TPEX OHOJIOTHYECKHX HOBTOpHOCTCfI. I[OHYCKI/I Ha
auarpamme 0003HAYAIOT CTaHAaPTHBIC OTKIIOHCHUS.

B mepBoiil cepun 3KCIEPUMEHTOB OBLIO MPOBEAEHO TECTUPOBAHHE A(PPEKTUBHOCTH
uMmIopta B MuUToxXoHaApuu cyoctpatoB JIHK mmunoi 269 m.H., 852 mH. u 2,7 T.ILH., B
xonmuuectBe 500 Hr. Ilokazano, 4To mMHIoOpT Beex Tpex ucnonb3oBaHHbIX JJHK-cybcTpaToB
ObUT OJTMHAKOBO A(PPEKTUBEH B MUTOXOHAPHSIX MYTAHTHOMW JIMHUM £Spo W AUKOTO TUMA (pUC.
24).

Ha cnepyromem srtame wuccieqoBaHUsT Mbl PELIMIIA HPOBECTH SKCIEPUMEHT, B
KOTOPOM I UMIIOPTa B MUTOXOHJpUHU apalOujorcuca JUHUNA AUKOTO TUMA U fspo Oblia
UCTOJIb30BaHa OoJiee BbICOKas KoHueHTpaius cyoctpata JIHK, noGaBienHoro B cpemy
uHKyOaumu. Ha pucyHke 25 mnpeacTaBieHbl pe3yJbTaThl SKCIEPUMEHTa, B KOTOPOM
mutoxoHapun uHKyoupoBaiu ¢ 1 mxr JIHK ¢parmenra 269 muH. wmm ¢ 2 mxr JJHK
¢dbparmenta 852 m.H. Cremyer OTMETHTb, YTO TIPU UCIOJB30BAHWUU TOBBIIICHHON
koHrentpauun JIHK B cimydae dparmenta pasmepom 852 ML.H. MPOU3ONLIO CHIKEHHUE
A PEeKTUBHOCTH UMIIOpTA (MIPUMEPHO B 2 pa3a) B MUTOXOHJIPHUU, U30JIUPOBAHHBIC U3 JIMHUU
tspo, TI0 CPaBHEHHUIO C YPOBHEM UMIIOPTa B MUTOXOHJIPHU JUKOTO TUMA (pHc. 25, a, 6). [1pu
ATOM OTCyTCTBHE B MUTOXOHApusix Oenka TSPO He okazano BmusHusi Ha ummopt JJHK
MaJsiol JUTMHBI HU MPHU UCIIOJIb30BAHUU CTAHIAPTHOM, HU MOBbIIIeHHON KoHeHTparmii JIHK,
4yTO OBUIO MOKa3aHO KaK ¢ MoMOIIbl0 KomuuecTBeHHOro [11[P-anamuza (puc. 25, g), Tak u c

npuMeHeHueM  (ayopecuienTHoro ananuza ummnoptupoBaHHod JIHK  (manHbie He

IIPUBEJCHBI).
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Puc. 25. Ananuz umnopra JIHK nmoBbilIeHHON KOHUEHTpPAILMM B MHUTOXOHJIPUHU

apabuporicuca aukoro tuna (Col-0) u HokayT-MyTaHTa tspo

a) PesynbTar duiyopecientHoro anaiausa ummnopta gparmenra JJHK pasmepom 852 m.H., B34TOrO
B KoiHMyecTBe 2 MKT; 6) W 6) konmudectBeHHbIN [11IP-ananu3 mmnoprupoBanHbix (parmentor JIHK,
pasmepom 852 m.H.; (6) u 269 n.H. (8). [IpeacraBaeHO OTHOCUTEIHLHOE KOJIUYECTBO JETEKTUPOBAHHOTO
¢parmenTa rena GFP (ummoptupoBanHas JIHK), HopmupoBanHoe k NAD4 (muroxonapuansHas JJHK).
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VYpoBenbp umnoprta sk3oreHHoro ¢parmenta JIHK B mutoxonapum apabuponcuca uz auauu Col-0
OPUHAT 32 YCIOBHYIO enuHulyy. IIpencraBieHbl pe3ysbTaTbl HE MeHee TpexX OHOJOIMYECKHX
NOBTOpPHOCTEH. Jlomycku Ha quarpamMmax 0003Hayar0T CTAHAAPTHBIE OTKJIOHCHHUS.

Hcxons w3 nomydeHHbIX HaMu pesyapTatoB 1o ummnopry JHK manon u cpennei
JUIMHBl B MHTOXOHJPUM MYTAHTHOM JIMHWUU apaOWJIONCHCa, y KOTOPOM OTCYTCTBYET
MUTOXOHAPHAIbHBIN OeH30a1uazenuHoBbIN perentop MBP/TSPO, cnemyer 3akmounTh, 4TO
ponb 3TOro Oenka HapyXkHOM MeMOpaHbl MUTOXOHApUM B ciydae TpaHcrnopta JIHK
UCCJICIOBAaHHON JIJTMHBI, CKOpEee BCEro, HE3HAYMTENbHA, XOTS M MOXET OT4acTh ObITh
cnel@UUHOM B OTHOIICHHWH pa3Mepa HMIIOPTUPYEMBIX MOJIEKYNl. Eciu mpuHATH BO
BHUMAaHHE MOJIyYCHHbIE HAMH PE3YyJbTaThl MO KUHETUKE UMMOpTa (IMyHKT 3.2), KOTOpas
nokaszajia, C OJHOW cTopoHbl, HecrenuduuHocts wummopra JHK wMamoit anmuHbl B
pacTUTENIbHbIE MHUTOXOHAPUM, a C JPYrod CTOPOHBI CTYNEHYAaTyl0 3aBUCHMOCTb
MHTEHCUBHOCTU 3TOro mporecca oT koHueHtpauuu JIHK nns Monekyn cpeaHel JUIMHBI,
MO>KHO TIPenonaoxuTh, uto (1) TSPO, ckopee Bcero, He SIBIISETCS YaCThIO OCHOBHOTO KaHaIa
WIK TOpbl, ydacTByromeil B Tpancnopte JIHK uepe3 muroxonapuansHyto mMemOpany; (2)
OJIHAKO, ATOT OEJIOK MOXET OBIThb YacThI0 KAaKOTO-TO JAPYroro TPaHCHOPTHOTO MYTH,
KOTOPBIN «ITOJIKITFOYAETCS K TMpolieccy nepenoca 6omnee kpynHbix mosiekyn JIHK B cimydae
M30BITOYHOTO MX KOJMYECTBA B cpelie MHKyOammu. Bce 3T HaOmoaeHus, TeM HE MEHee,
CBSI3aHBI C UCMOJIb30BAHHOW HAMU CUCTEMOM in organello v HyXarOTCS B JONOIHUTEIBHBIX

WCCIIEIOBAHUSAX in VIVO.
3.3.3. U3yuenue posu B Mexanuzme umnoprta JIHK uzogpopm VDAC

Yuactue VDAC B mpornecce umnopra JJHK Obuto ycTaHOBIEHO B CambIX HEPBBIX
paborax mo um3ydenuto ummnopta JJHK B muroxonnpum pactenuit (Koulintchenko et al.,
2003). B nanbHeiimeM ObUTa MOATBEPXACHA POJb MHUTOXOHJIPUAIBHOTO TOPWUHA B
tpancnopre JJHK B mutoxonapum mnexonutarommx (Koulintchenko et al., 2003) u
npoxokenn (Weber-Lotfi et al., 2009). JIinst METOXOHIpHIA YelOBEKa MOKa3aHO, YTO TIOPHH
MOKET HaXOJUTHCS HE TOJIBKO B MOHOMEPHOM COCTOSIHMM, HO U (JOPMHUPOBATH OJTUTOMEPHbIE
KOMILIEKCHI (-, TpH-, TeTpamepHbie U Oonee) (Betaneli et al., 2012; Keinan et al., 2013;
Shoshan-Barmatz et al., 2010). [Tonarator, uto B omuromepaoM coctosiauu VDAC ciocoben
(dbopMHpOBaTh MOPHI 3HAYUTENBHO OOJbIEro nuamerpa. I[lokazaHo, 4To Takue OJIMroMEpHbIE
komiuiekcbel VDAC XxapakTepHbl M Ui MHUTOXOHJpPHAJIbHOW MeMOpaHbl KapToderns

(Hoogenboom et al., 2007). Omuromepuzauuss VDAC, o4yeBHIHO, MpencTaBisieT coOoi
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JTUHAMWYHBINA TIPOIIECC, 3aBUCSIINNA OT MHOTHX ()aKTOPOB, B TOM YHCJIE, B3AaMMOJCHUCTBUS C
pa3IMYHBIMU JpYyTUMHU OenkaMu. 3BecTHO, 4TO BO BHEIIHEH MeMOpaHe MHUTOXOHIPHIA
apabuorncuca npucyrctByet 4 m3odopmbl VDAC, KOTOphIe UIMEIOT Pa3Iuius B KJIECTOYHOMN
JIOKAJIM3aIH, CBOMX CTPYKTYPHBIX KOMIIOHEHTaX U BhIMONHAeMBIX (yHKImsx (Tateda et al.,
2011).

[Ipenpinymme wucciaegoBanusi poaun VDAC B ummnopre JHK npoBomunu c
MCII0JIb30BAHUEM MHTUOMTOPOB - pyTeHus kpacHoro (anri. Ruthenium Red, RuR), 4,4'-
JTUU30THOIIMAHO-2,2 " -CTUIILOEH-IUCYIb(POHOBOM KUCIOTHI (aHr. 4,4'-diisothiocyano-2,2'-
stilbene-disulfonic acid, DIDS) u cnenuduunbix anturen. B pamkax naHHoi paOOThl Mbl
OCYIIeCTBIIIN OoJjiee eTaibHoe uccieaoBanue ydactuss VDAC B mexanusme ummnopra JJHK
C TIOMOIIBIO WHCEPIMOHHBIX MYTAaHTOB C WHAKTUBHPOBAaHHBIMHA (YHKIMSIMH OJHOW W3

yeTeIpex nu3opopm apadbunoncuca: vdacl, vdac2, vdac3, vdac4.

3.3.3.1. U3yuenue yuyactus uzogpopm VDAC B npouecce nmnoprta JITHK B cucreme in

organello

Jlnst mpoBeZieHUsT MCCIEOBaHUNA B CUCTeME in organello ObLIM WCTIONB30BaHbI JIBE
MyTaHTHbIE TUHUH, vdacl u vdac3, TOCKONBKY AJsl STUX JIMHUM, B OTIMYME OT YaCTUYHO
CTEPWIbHBIX JIMHUM vdac2 u vdac4, oka3aaoch BO3MOXHBIM BBIPAIIUBATH JOCTATOYHOE IS
BBIJICICHUST MUTOXOHJIPUM KOJMYECTBO pacTUTENbHOrO Marepuana. [l mpoBeneHus
AKCIIEPUMEHTOB MUTOXOHJPUN H30JMPOBATM M3 3-HEACTbHBIX MPOPOCTKOB apalOuaorcuca
JMKOTO THIA W HOKAyT-MyTaHTOB vdacl u vdac3. B xadectBe cyOCTpaToB HMMIIOpTa
ucnosb3oBaiu ¢uryopecueHTHO MedyeHble pparmenTsl JIHK (momyyennsie ¢ nomomipto Cy3-
coJiepKamux mpaiiMepoB) pasmepom 269 1m.H. (JIHK mamoit amunser), 852 m.H. / 2,7 T.ILH.
(AHK cpennet mmuubl), 1 9 T.aH. (JHK OGonpmioit mmunsl). Axanu3 sddekTuBHOCTH
UMIIOpTA MPOBOJIUIIN TTOCPEJICTBOM IEKTPOPOPETUIECKOTO Pa3/IeNICHHs B arapo3HOM relie u
BH3YaJIM3alliH C IOMOIIBIO CKaHepa (iyopectieHnmu (puc. 26, a, 6), oo ¢ momorpio [T1P-
PB (puc. 26, 8, 2).

Hcxonmss w3 pe3ynbTaToB  CKaHUpOBaHUS  (IYyOPECHCHIIMM W aHauW3a B
konmyectBeHHoW I[P, MUTOXOHApPWU, BBIIEICHHBIE W3 MYTAaHTa, XapaKTEPU3YIOIIETOCS
orcyrcrBreM u3opopmbl VDACI, tpancnopruposamu JIHK ¢ 6omnbineit 3¢ ¢exkTnBHOCTEIO B
CpPaBHEHUU C MUTOXOHJPUSMH JUKOTO THIA (puc. 26, a, 8). [Ipu 3TOM, ycuieHne akTHBHOCTH
MUTOXOH/JPUAITLHOTO HMITOPTA Y 3TOTO MyTaHTa HE BBIKA3AJIO CMIEIIM(DUIHOCTH B OTHOIICHUN

JUIMHBL TpaHcnoprupyemor Mosiekynsl JIHK: i Bcex deThlpex TeCTUPOBABIUMXCS
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cyocrpatoB (269 n.H., 852 m.H., 2,7 T.I.H. 1 9 T.I1.H.) MBI HAOIIOAAIM CTUMYJISILIUIO TpoILIecca.
Nmmnopt ¢pparmenTa 269 B MUTOXOHAPUH ObLIT HECKOJIBKO 0osiee 3PPEeKTUBHBIM (YCHIIEHHE B
5 pa3) B CpaBHEHHU C UMIIOPTOM B MUTOXOHJPHU JUKOTO THIIA, YEM MMIIOPT (PparMeHTOB

cpemHel u 6obIoN ITuH (akTHBays B 2,5-3,5 paza).
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Puc. 26. Ananuz umnopra JJHK B muToxoHapum apabujorncuca AMKOTO THIMA
(Col-0) u mytanToB no uzopopmam VDAC (vdacl v vdac3)

(a, 6) llpencrapiieH pe3yabTaT aHayin3a umnopra QuyopecuentHo meueHoi JJHK. Mmmopr JJHK
pasmepoM 269 m.H., 852 m.H U 2,7 T.I.H. MPOBOAWIN B MUTOXOHIPUH, U30JUPOBAHHBIE U3 NMPOPOCTKOB
mukoro Ttuma (Col-0), HOkayT-myTanTa vdacl (6) W HokayT-myTtaHta vdac3 (2). Busyanuszaums
¢yopecieHTHO Me4YeHBIX (hparMeHTOB mpoBezeHa ¢ nomolupio ckanepa GE Healthcare; (6, ¢) ananms
umriopta JIHK pazsoit mmubl ¢ ucnonp3oBanuem IIIIP-PB. B muToxoHApWH, H30IUPOBAHHBIC W3
MPOPOCTKOB JUKOT0 TUNA U MyTaHToB vdacl u vdac3, npoBonwin umnopt gparmentoB JJHK pasmepom
269 n.H., 852 m.H., 2,7 T.0.H. 1 9 T.M.H. [locne umnopra muroxouapuansuyto IHK skcTparupoBanu u
WCTIOJIb30BAIIH JIJIs aHanu3a B konndectBeHHOU [1L[P. Ha rpaduke mokazaHo OTHOCHUTETHHOE KOJIHYECTBO
JneTekTupoBaHHoro ¢parmenta reHa GFP (ummoptupoBanHas JIHK), nopmmpoBannoe k NAD4
(muroxonapuansHas JHK). IlpeactaBneHsl naHHble HE MeHee S5 HE3aBUCHUMBIX OHOJOTMUYECKHX
MOBTOPHOCTEH. YpOBEHb MMIOpPTa 3k30reHHoro ¢parmenra JJHK B muroxonapum apabuporicuca us3
muann Col-0 mpuHAT 32 ycnoBHYIO eauHUIly. Jlomyckm Ha amarpaMmax O003HAYaIOT CTaHAapTHHIC
OTKJIOHEHHMS; ** — cTaTHcTHYECKH 3HaUYnMBble pasnnaud npu P<0,01 wnu 0,02, *** — npu P<0,001.

JIisi MUTOXOHIIpUM, BBIACNCHHBIX W3 HOKayT-MyTaHTa vdac3, Mbl HaOmoaamu
OTCYTCTBHE KaKHX-TMOO 3HAYMMBIX W3MEHEHHH B 3((EKTHBHOCTH HMIIOPTA CyOCTpaToB
JIHK Bcex ueThIpex TeCTUpYEMBIX JJIMH 110 CPaBHEHUIO ¢ uMrioptoM 3Tux mosekyn JIHK B

MUTOXOHJPUN OUKOI'O THIIA. D10 OBUIO MOKA3aHO C IIOMOIIBIO 000MX HCITOJI30BABIINXCS
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JUTS aHAJIM3a METOJIOB: BU3yanu3aien (ayopectieHimu (puc. 26, 6) u konudectBeHHo TP
(puc. 26, 2).
3.3.3.2. U3yuenne yuyactus nzopopm VDAC B nponecce ummnopra JHK B cucreme in
Vivo

Uccnenoanus umnopra JJHK B kileTkax »KUBOTHBIX M PACTEHHUN J0 HACTOSIIETO
BPEMEHHM OCTABAJINCh OTPAHUYEHHBIMU CHCTEMOI HW30JMPOBAHHBIX MHUTOXOHApHil. Ha
ocHoBe Meroaa PEG-omocpenoBanHoi TpaHc(opManud MpOTOILUIACTOB apalbujiorncuca
(Yoo et al., 2007) mamm OblT pa3paboTaH MOAXOJ, IO3BOJISIOUINN JIE€TEKTUPOBATh
tpancriopt JHK u3 muroruiasmMel B MUTOXOHJIPHUM, NMPOUCXOIAIIMANA B IPOTOILIACTAX
apabupornicuca (cm. m. 3.1.3). JlanHbI MOaXoA MBI NPUMEHUIU JIsI TPOIOJIKEHUS
uccienoBanuit yuactus B umnopte JHK pasHoli nnuHbBl Bcex deThipex wuzodopm
MUTOXOHJPUAJIBHOTO TIOPUHA, C HCIOJIb30BAHUEM IMPOTOIUIACTOB, TMOJYYEHHBIX U3
mucTheB pacteHuid aukoro tuma (Col-0) u ueTelpex MYTaHTHBIX JHHHHM, Y KOTOPBIX
WHaKTUBHpOBaHa ojHa u3 u3odopm mopuHa. B kauecTtBe cyOcTpata uMImopTa it
Tpa"copMauu ogHoro obpasia mpoToriacToB Obiia ucnonb3zoBana JJHK dparmenta

JUIMHOM 2,7 T.II.LH. B KOJIMYECTBE 2,5 MKT.
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Puc. 27. Anamuz wumnopra JHK in vivo B MUTOXOHApPUM MPOTOILIACTOB
apabunoncuca aukoro tumna (Col-0) u myrantoB no uzopopmam VDAC (vdacl, vdac?2,
vdac3, vdac4)

[Iporomnactel Tpancopmuposanu Gparmenrom JHK pasmepom 2,7 T.1m.H. [locne unkyOaiuu B
teueHue 20 4 u BbiaeneHuss MutoxoHapuil, MtJHK skcTparupoBanu um MCHojb30Balu IJid aHaIU3a B
konmmuectBennodt  IIIIP  (IILIP-PB). Ha rpaduke moka3aHO OTHOCHUTENBHOE  KOJIWYECTBO
JIeTekTupoBaHHoro ¢parmenta reHa GFP (ummoprtupoBanHas JIHK), nopmmpoBannoe k NAD4
(muroxonapuansuas JHK). IlpeacraBneHsl naHHbIE HEe MEHEE TpPEX HE3aBUCHMBIX OMOJOIMYECKHX
MOBTOPHOCTEW. YpoBeHb MMmopTra ¢parmenrta 2,7 T.I.H. B MUTOXOHApUH apadunorcuca auauu Col-0
MIPUHAT 32 YCJIOBHYIO eIWHUITY. Jomyckn Ha quarpamMMe Mpe/CTaBIAIOT CPEeTHEKBAAPATHIHbIE OINOKY;
*% — crarucTruecky 3HaunMble pazinmyaus npu P<0,01 wm 0,02, *** — mpu P<0,001.
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Kak cnegyer u3 pesynbraTta, NpeCTaBICHHOTO Ha PUCYHKE 27, UHTEHCUBHOCTh
tpanciokanmu JIHK B muTOXOHApHUM B mpoTomiacTax MyTaHTa vdacl Oblna BbIIIE
MHTEHCUBHOCTH UMIIOPTA, BBISIBIIEHHOI'O B MUTOXOHJIPUSX MPOTOILIACTOB IUKOTO THUIIA, B
4-5 pa3. Umnopt JIHK B MUTOXOHIpUU NPOTOIIACTOB vdac3 OCTaBaJICs Ha YpPOBHE,
MOKa3aHHOM Juisl AuKoro tuna (puc. 27). Takum oOpazoM, naHHbIE MO 3(PPEKTUBHOCTH
umnopta JIHK mis HokayT-MyTaHTOB vdacl v vdac3, IOay4eHHBIE C TTOMOIIBIO CUCTEMBI
TpaHcpopMaluu MPOTOILUIACTOB, IMOJTHOCTHIO MOATBEPAMIIN PE3YyIbTaThl IKCIEPUMEHTOB
C U30JIMPOBAaHHBIMU MUTOXOHIPUSMH.

[Ipu ucnons3zoBanuu i TpaHchopmanuu pparmeHToM 2,7 T.I.H. MPOTOILIACTOB
JIBYX JAPYTHX MYTaHTHBIX JIMHUM apabumoncuca, vdac2 wnn vdac4, MBI Takxke
HAOI0IalM CTUMYJISIIMI0O MUTOXOHApUansHoro ummnopra JIHK mo cpaBHeHHio c ero
WHTEHCUBHOCTBIO B JIMHUM AUKOTO Tuma (puc. 27). Ilpu 3TOM, €ciu B MUTOXOHAPHUAX
HOKayT-MyTaHTa vdac4 UMIOPT yCWIMBAJICS MPUMEPHO B 7 pa3, TO B MUTOXOHJIPHUSIX
JUHUM vdac2 ero ycuiieHue Obl1o Hanbosee BhIpaXEHHBIM, B cpeHeM moutu B 20 pa3

(puc. 27).
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Puc. 28. Ananmu3 umnopra JIHK B MUTOXOHIpUK MPOTOILIACTOB apabujorncuca
nukoro tuna (Col-0) u myranToB o uzopopmam VDAC (vdacl v vdac3)

[Ipotomnactel TpanchopmupoBasn pparmenramu ITHK paszmepom 9 t.mH. (a) u 269 mH. (0).
Ilocne wnkyOammu B Teyenwme 20 9 u BbyieneHus wMutToxoHapuid, MTAHK skcrtparupoBanu u
WCIIOJIB30BAIN /7S aHanu3a B konndecTBeHHOH [IL[P. Ha rpaduke nokazaHo OTHOCHTENBEHOE KOJIMYECTBO
JneTekTupoBaHHoro ¢parmenta reHa GFP (ummoptupoBanHas JIHK), nopmmpoBannoe k NAD4
(mutoxonapuanbHas JIHK). IlpencraBneHsl maHHbIE HE MEHEE TpPEX HE3aBUCHUMBIX OHMOIOTHYECKHX
MOBTOPHOCTEW. YPOBeHb HMIIOpTa 3k3oreHHoro ¢parmenra JJHK B muroxonapum apaduporicuca u3
muann aukoro tuma (Col-0) mpusAT 3a ycnoBHyI0 eauHuLy. Jlomycku Ha amarpaMmax 0OO3HA4aroT
CTaHJapTHbIE OTKIOHEHHS; ** — CTaTUCTUYECKH 3HaUYnMBbIe pasmnyns npu P<0,01.

B crnenyromieit cepun SKCIIEPUMEHTOB JUIsl TpaHCHOPMAIIUU MPOTOILIIACTOB ObLIa
ucnons3zoBana JIHK apyroro pazmepHoro kiacca, uMmeromas aauay 9 1.m.H. (puc. 28, a).

[Tockonbky ctumyssinuss MuToxoHapuanbHoro umnopta JHK cpeanelt mmmuber Obuia
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MoKa3aHa B TNPOTOIJIACTAX TPEX MYTAHTHBIX JIMHUM apabujaoricuca, sl 3TOTO
uccaeaoBaHus Obula BeIOpaHa JuHUS vdacl, oOnagaromas JIyqdiie CKOpoCcThIO pocTa, Mo
CPaBHEHUIO C MYTAHTHBIMU JUHUAMU vdac2 u vdac4. JIJis BbIACHEHUSI BO3MOKHOM pOJIU
nzoopmer VDAC3 B ummnopre AHK paznoit anmuubl Hapsgy ¢ cyOCcTpatoM JUTHHOM 9
T.IL.H. OBIJI UCIIOJIb30BaH TakkKe (pparMeHT Majou JinHbI, 269 1.H.

Kak cnenyer m3 momydeHHoro pesynbTaTta (puc. 28, a), 3PdeKT CTUMYISAIUN
UMIIOpPTa B MHUTOXOHJIPUU MpOTOIIIAcTOB vdacl coxpansuics u s cyocrpara JHK
pasmepom 9 T.m.H. DpdexkruBHOCTs MMMopTa JJHK kak 60mbIm0ii (9 T.1M.H.), TaK U MaIOn
(269 T.M.H.) AMUHBI B MUTOXOHJIPUU MPOTOILIACTOB JMHUHU vdac3 HE OTJIMYaiach OT
TaKOBOW B MHUTOXOHJPHUH TPOTOILJIACTOB JIMHUU JUKOTO THmHa (puc. 28, a; puc. 28, 0),
CBUJIETENLCTBY O TOM, 4TO OTcyTrcTBHEe H30(popmbl VDAC3 B MHUTOXOHIpHAIBHON
MeMOpaHe He OKa3bIBaeT BIMSHUSA Ha npoiecc umnopta JJHK mro6oit nnunsI.

Taxum oOpazom, manHble mo ummnopty JIHK pa3Hoil miuHBI B MHUTOXOHIPHUHU
MYTAaHTHBIX JMHUN vdacl W vdac3, noiay4eHHbIE B dKCIEPUMEHTaxX in organello, Obln
MOJIHOCTBIO TOATBEPKACHBI JTaHHBIMU, IOJIYYEHHBIMU B OJKCIEPUMEHTAX In Vivo.
bosbiiasi BEIpaKE€HHOCTh AKTUBALMM HMMIIOPTA, BBISIBIICHHAS B 3KCIIEPUMEHTAX In Vivo,
MOKET OBbITh 00YCJIOBJICHA BIHMSIHUEM KAaKUX-TO KJIETOYHBIX (PAKTOPOB, KOTOPHIE MOTYT
ycunuBath npouecc tpanciaokauuu JIHK B MUTOXOHApUM CBOMM B3aWMOJEHCTBHEM C
OenkaMM BHEIIHEH MUTOXOHApUAIbHOM MemOpaHbl. Takoro poja B3auMOEHCTBUE
OCYILECTBIIIETCS, HAlNpUMep, B KOHTAKTHBIX CalTax MHUTOXOHAPHUAIBHOW U
HHOIIA3MATUYECKOH MeMOpaH.

B Hacrosiiee Bpemsl CI0XKHO OJHO3HAUYHO OOBSCHHUTH HAOIIOJaEMOE HaMH SIBJICHUE
cTuMyJsiiu MuToxoHapuansHoro umnopra JJHK B orcyrcrBue usohpopm VDAC. MoxkHO
NPEANONIOkKUTh, uTo TpaHciuokaiuu JIHK B muTOXOHApUHM CrOCOOCTBYET OTCYTCTBHE
OaprepHOM (PYHKIIMU TTOpHUHA B MUTOXOHAPHAIBEHON MeMOpaHe. MI3BeCTHO, YTO U3 YEThIpEX
n3oopM TMoOpHHA Haubosiee BaXHBIMU [UIsl HOPMAJIBHOIO pPOCTa U Pa3BUTHUS
pacturenbHoro opranusma sBisiorcss VDAC2 u VDAC4, a HamMeHee BakHa st
MUTOXOHJpUaNbHBIX QyHKIMI n3odpopma VDAC3 (Tateda et al., 2011). OrcyrcTBue Oenka
VDAC2 umn VDAC4 B MyTaHTHBIX JIMHUSAX MPHUBOAUT K OOJbIIEMY CHI)KEHHUIO
MeMOpaHHOro mnoreHnuana, yem orcyrctBue Oeinxka VDAC] unu VDAC3. Bcee st0
TOBOPHUT O TOM, YTO C BHEITHEH MEMOpaHOW MUTOXOHAPWUN MYTaHTHBIX JIMHUNA vdac2 u

vdac4 MOTyT IPOUCXOIUTH 3HAUUTEIbHBIC U3MEHEeHUs BenencTBue (1) necrabunuzanuu u
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NepPEeCTPOMKU MEMOPAHBI C MOCIEAYIONUM YCHUIICHUEM MTPOHUIIAEMOCTH JIJIsi MOJIEKYI, (2)
ABJICHUS KOMIIEHCAIIUM OTCYTCTBUS 3THX O€IKOB B MeMOpaHe MHUTOXOHAPUN IyTeM
YBEJIMUEHHUSI KOJMYECTBa Jpyrux MeMOpaHHbXx OenkoB. IlocnmemHee KOCBEHHO
MOATBEPKIAETCSI HAIIMMM JAHHBIMU, TOJYYEHHBIMU INPU AHAIU3€ SKCIPECCHUH T'EHOB,
koaupytoumx nzopopmsel VDAC (em. 1. 3.3.5.3.).

[To Bceil BUAMMOCTH, MBI HaOJIOJaeM CJIOXHOE B3aMMOJICHCTBHE HE MEHEEe JIBYyX
MexaHu3MoB TpaHciokaiuu JJHK depe3 mutoxonapuanbHyro MmeMOpany. M poib mopuHOB B
ATUX MEXaHU3MaX MOXKET OBITh J1aKe MIPOTHUBOIIOJIOKHON: B OTHOM CIIydae IMepeHOC MOJIEKYII
JIHK MoXkeT mporcXOAuTh OCPEACTBOM Opbl, popmupyemoii ¢ yuactieM VDAC (a takxe
AHT), u stor Mexanu3Mm crniocodctByeT Tpanciokaimu JIHK, B npyrom — ompeneneHHble
cocrostHug VDAC moryt npensitctBoBath npoHukHoBeHuto JIHK. Ilpu stom JJHK manoii
JUIMHBl MOXKET MEPEHOCUTHCS B MHUTOXOHAPUHM MOCPEIACTBOM KakK IPEANOiIaraéMon IMOphI
VDAC-ANT, Tak ¥ TMOCpPEACTBOM JAPYruX TMEPEHOCYUKOB, B TOM dmcie ¢ocharHoro

NepeHocumnKa, a Takke mexannsma ummopta TPHK (Weber-Lotfi et al., 2015).

3.3.3.3. AHaJIM3 3KCIpeccuu reHoB, kopupywumux uzogopmsl VDAC, B HOKayT -

MYTAHTAX 10 O/IHOI1 13 ero n3opopm

Hcxons W3 UMErOMMXCsl B HAIlIEM pacriopsbkeHud (akToB, a uMeHHO: (1) B ummopre
JIHK B MHUTOXOHIpUM ydacTBYeT OEJIOK BHEIIHEH MUTOXOHIpUanbHoi meMmOpansl VDAC
(Koulintchenko et al., 2003, 2006; Weber-Lotfi et al., 2009); (2) B MHTOXOHIPHSIX
apabuzorncuca IpUCyTCTBYIOT yeThipe dyHKimoHanbHbie n3ogopmel VDAC (Tateda et al.,
2011); (3) orcyrctBue uzopopm VDACI, VDAC2 u VDAC4 npuBoIuT K 3HAYUTENBHOU
axtuBaruu umiopta JJHK B MuToXoHIpun apabuorncuca - Mbl P POAHAIN3UPOBAT
ypoBHH dKcmpeccun koaupyromux u3zopopmel VDAC TeHOB B MYTaHTHBIX JIMHHSX
apabuzoncuca, y KOTOPhIX OTCYTCTBYeT OJHAa H3 H30popM 3Toro Oemka. Jlms sTHx
OKCIICPUMEHTOB ~ OBUIM  WCMOJIB30BAaHBl ~ JIMHUM ~ MYTaHTOB  apabujorncuca  C
VMHAKTUBUPOBAHHBIMUA T€HAMHU, KOAMPYIOUIMMH YEThIpe H30(OPMbI MUTOXOHAPHATBHOTO
nopuHa. M3 12-t1 THEBHBIX NPOPOCTKOB 3THX PAaCTUTENILHBIX JTMHUIN Obula BelaeneHa PHK u
ucnonp3oBana st npoeneHust OT-IILP ¢ momomipio mpaiimMepoB, crequ@UUHbIX K

HOCJIEIOBATEIBHOCTSIM T€HOB, Koaupytomux u3opopmel VDAC.
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Puc. 29. ConepxaHue TPaHCKPHIITOB T'eHOB, koaupyroumx usodopmer VDAC, B

JMHUSIX apabuoricuca, MyTaHTHBIX IO OJTHOU U3 ero uzodopm (vdacl, vdac2, vdac3, vdac4)
[IpencrasieHsl AaHHBIE TPEX OMOJIIOIHYECKUX MOBTOPHOCTEH. [1s1 HopManu3amy ObUT MCTIONB30BaH
anepHblii reH YLSS. Yposens TpaHckpunrta B juHuUM Col-0 mpunAT 3a ycnoBHyro eauHuiy. Jlomycku Ha

JarpaMMax 0003Ha4aloT CTaHAAPTHBIE OTKIOHEHUS. * — CTaTUCTHYECKU 3HauMMble pazianuust npu P<0,05,
** — mpu P<0,01 wmm 0,02, *** — mpu P<0,001.

Ha pucynke 29 mnpeacrtaBieHbl NaHHBIE AaHAJIW3a YPOBHEM JKCIPECCHH T'E€HOB
uzopopm mutoxonapuanpHoro mnopuHa (VDACI, VDAC2, VDAC3 u VDAC4) B
UCCIIElyeMbIX PACTUTENBHBIX JUHUAX. Kak ynoMHuHanoch BbIIIE, M3 BCEX YETHIPEX
uzohopm VDAC HauMmeHee BaXHOW JII MHUTOXOHIPHAIBHBIX (YHKIHH SBISETCS
VDAC3 (Tateda et al., 2011). Ham aHanu3 KOCBEHHO MOATBEPKJIAET ATO: B MYTaHTE
vdac3 HauMeHee BCEero BBIPRKEH KOMIICHCATOPHBIM 3(PQeKT ycuieHHus 3KCIpeccuu
npyrux uzohpopm VDAC. [Ins VDAC2 u VDAC4 ypoBeHs skcnpeccun B MyTaHTe vdac3
OCTaeTCs Ha YpPOBHE JHKOro Tuma, ypoBeHb dkcnpeccun VDACI yBenuuen
He3HauuTenbHo, B 1,3 paza. OtcyrctBue VDAC2 u VDAC4 xomneHcupyercs, B
OCHOBHOM, B 00€MX MYTaHTHBIX JUHUAX, ycrwieHueM skcnpeccun VDAC3 (B 4-4,5 paza),
u otyactH (B 1,5-1,8 pa3) akrtuBanueit skcupeccun VDAC1 u VDAC2 B mytante vdac4.
JlaHHBIN pe3ynbTaT COINIACYeTCsl C JUTEPATYPHBIMU JTAHHBIMH O TOM, YTO KJIETOYHbBIE
¢ynkuuu uzopopm VDAC2 u VDAC4 He sBnA0TCa KOMIUIEMEHTapHbIMU. [Ipu 3TomM
¢byukuu VDAC2 nanbonee HEBOCIONMHUMBI ISl KIETKHU, O YEM CBUJIECTENIbCTBYIOT U
dbeHoTUNMYECKUE XapaKTEPUCTUKHM MYTAHTHOM JUHUM vdac2 (MEAJeHHBIM pOCT U

pa3BUTHE, MNPAKTHYECKH IIOJIHAsA CTEpUIbHOCTh). g smHMM vdacl XapakTepHa
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HeOosbIIast cTumysiius skcrpeccun VDAC4 u Gorniee 3HauMMas akTUBALIUS SKCIIPECCUU
VDACS.

AxtuBarus skcnpeccun VDAC3 B nuHMSX apabuoricuca, JHUIIEHHBIX OJHOM W3
nzodpopm nopuna (VDACI1, VDAC2 umu VDAC4), MoxkeT ObITh CBsI3aHA C BKIIIOUECHHEM
KJICTOYHOTO MEXaHW3Ma, HaIlPaBJIEHHOTO HAa KOMIICHCAIMIO HEIOCTAIOIIEr0 TPAHCTIOPTHOTO
Oelka  MHUTOXOHApPHATbHOM  MeMOpanbl. OpHako 93Ta  aKTHBAlUMS  HECIOCOOHA
KOMIICHCUPOBAaTh MYTAHTHBIA (eHOTHIN JIMHUM vdac2 u vdac4, UIMEIOIUX 3HAYUTEIIbHBIC
HapyiieHus B pa3Butun u ¢eprunbHocTH (Tateda et al., 2011; Hammm ganHbie). SIBseTcs au
VDAC3 wuckoMbIM KIIIOYEBBIM (DAaKTOPOM MMIIOPTa BO BHEIIHEH MHUTOXOHIPHUAIBHON
MeMOpaHe, ocTaeTcsi HesiCHBIM. [IpoTHB 3TOro mpeanonoKeHus CBUACTENbCTBYIOT JIaHHBIE,
MOKa3bIBAIOIINE OTCYTCTBHE CHIKEHHsSI MHTeHCMBHOcTH mMmiiopta JIHK B MuTOXOHApHSX

MyTaHTa vdac3.

3.3.4. U3yuenue yuyactusi B Mexanusme umnopra JHK Oesnka Hapy:kHO0I MeMOpaHbI

muToxoHApuin OM47

BHemiHsiss MUTOXOHIpUAbHAsT MeMOpaHa CUHMTaeTCs IMOMYMPOHMUIIAEMON Onarogaps
HAIAYMIO B CBOEM COCTaBe OEJIKOB C IIMJIMHAPUYECKON CTPYKTYpOil [-TuIa, KOTOpHIE
o0J1erdaroT MpoxoKIACHUEe MOJIeKyl pazmepom 10 ~ 5 k/la (Homble et al., 2012). M3BecTHO,
4TO B-CTPYKTYpHBIEC OEIKH B OOJIBIIIOM KOJIMYECTBE MPUCYTCTBYIOT B KIIETOYHBIX MEMOpaHax
rpamMOTpHIIaTeNIbHBIX OakTepuil. B MemOpaHne oHM QOpMUPYIOT psifibl -CIOEB B AUANIa30HE
ot 8 10 24 (Fairman et al., 2011), u 06pa3yroT nopsl, Yepe3 KOTOPbIE MPOUCXOIUT TPAHCTIOPT
MeTabonuToB. MIHTEepecHO, 4To OaKTepraIbHBIMU T€HOMaMH KOAUPYIOTCS 0KoJI0 50 OeNkoB ¢
B-mmmHapudeckor crpykryport (Wimley, 2003); mosToMy HE yIMBHUTENBHO, YTO TIOCIE
SHJOCMMOM03a XJIOPOIUTACTEI M MUTOXOHJIPHH COXPAHWIN B CTPYKTYpE CBOMX MeMOpaH
HEKOTOPBIE U3 ITUX B-IIMITUHIPUIECKAX OEITIKOB.

MHuUTOXOHIpUH, KaK MPABUIIO, COAEPKAT TPU THIA B-LMIIMHIpUIecKux 6enkoB. K Hum
otHocsTcs yetbipe n3ogopmel VDAC, yuactByronme B oomeHe metabonutoB (Robert et al.,
2012; Tateda et al., 2011); aBe m30(hopMBI TPAHCIIOKA3bI HAPYKHOM MHUTOXOHIPUATBHON
memOpansl 40 (TOM40), rmaBHOrO KaHaja, OCYIIECTBISIONIETO TPAHCIIOPT IMOUYTH BCEX
6enkoB B muroxouapuu (Murcha and Whelan, 2015); u aBe u3odopmbl cyobeaunuipr S0
(SAMS50) meMOpaHHOTO KOMILIEKCA, YYACTBYIOIIETO B COPTHPOBKE U cOOpke OEIKOB C [3-
LWIAHAPUYECKON CTPYKTYpOM M B IIPOLECCE HX BCTpauBaHHWs B  HAPYXKHYIO

MUTOXOHpUaNbHYI0 MeMOpany (Murcha and Whelan, 2015).



104

OnvH W3 HEJABHO HCCJENOBAaHHBIX OEJNKOB Hapy:KHOW MeMOpaHbl MUTOXOHIpPUI
apabunoncuca OM47 (ot anrn. 47 kDa Outer Membrane protein) (Duncan et al., 2011)
IIPUBJIEK HaIlle BHUMAHKUE B KAYE€CTBE MOTEHIUAIBHOTO KaHAWJaTa Ha y4acTUE B MEXAHU3ME
tpancmokaumu JIHK. Kak u s Apyrux M3BECTHBIX TpaHCMEMOpaHHBIX —OEJKOB,
YUaCTBYIOIIMX B TPAHCIIOPTE OENKOB, HYKJIEHHOBBIX KHUCIOT M APYTUX METa0OJIUTOB B
MUTOXOHJIPUH, JUIS 3TOro Oellka XapaKTepHbl HATM4YME [B-IWIMHAPUYECKON CTPYKTYpHlI U
MOTEHI[MaIbHAs CIOCOOHOCTh K aHHMOHHO-TpaHcropTHou aktuBHOCTH (Li et al., 2016).
N3BecTHO Takxke, uro OM47 sABiseTCS OAHUM M3 MPEAIOIaraéMblX YYaCTHUKOB arrapara
N-MUpUCTOMIUPOBAHUSL — TMOCTTPAHCISIMOHHON MoAM(UKAIMK, BIUSIONEH Ha
acCOIMAIMIO IUTOoIIa3MaTHYeCKnX OenkoB ¢ MmemOpanamu (Boisson et al., 2003). 3toT
oenok cneruduyeH s pactennit (Gutiérrez et al., 2004). B pa6ore Duncan et al. (2011)
OBLITM BBICKA3aHbI MPEANONIOKEHUA 0 ToM, 4To OM47 MoXKeT urpath BeChbMa 3HAUMMYIO
POJIb BO B3aUMOJICHCTBUM MEXY IUTOIUIA3MATHYECKUMU OelTKaMU U OeJIkaMU Hapy>KHON
MUTOXOHJApUaNbHOW MeMOpanbl. [loka3ana mnoTeHHManbHasg crnocodHocTh OM47 k
OCYILIECTBJICHUIO TPAHCTIOpTa METAOOIUTOB, OHAKO TO, KAKUMU KOHKPETHO MOTYT OBITh 3TU
MeTa0OoUTHI, MOKa etie He ornpeneneHo (Li et al., 2016).

Hcxonst u3 BBIMIEU3IOKEHHBIX (DAaKTOB, CBUIETENBCTBYIONIMX O criocobHoctn OM47
y4acTBOBATh B TPAHCIOPTE PA3IMYHBIX METAOOJIUTOB B MUTOXOHJPUSX apaOHIIONCUCA, MbI
MIPOBEJIA SKCIIEPUMEHTHI, HAINPaBJICHHBIE HA BBISICHEHUE POJIM 3TOro Oelka B MEXaHW3MeE
ummnopra /IHK, ¢ ucrionp3oBanreM pa3paboTaHHOTO HAMU KOMIUIEKCHOTO TIOAX0/Ia U3YUSHHUS
ATOrO Tporuecca in organello v in vivo.

JIns MHKYOaluy ¢ W30JIMPOBAHHBIMA MUTOXOHJIPUSMHU PACTEHHM TUKOTO THIA U
MYTaHTHOW JIMHUK om47 ucnoib3oBanu 500 Hr duyopecueHTHO MeueHoro cyoctpara JJHK
pasmepom 2,7 T.iH. Ilocme mukyOGammu ¢ JIHK wm JIHKa3Hoit 0OpaOoTkH, HapyXKHYIO
MUTOXOHJIPUAIILHYI0O MeMOpaHy pas3pyliaad Juisi  yAaJeHus CBSI3aHHOW, HO HE
umnopruposanHoi JIHK. Anamus JIHK, skcTparupoBanHON U3 MOIYy4EHHBIX TAKUM 00pa3oM
MUTOILIACTOB, MPOBOMIIN JIBYMsI CIioco0aMu: ¢ TIOMOIIBIO (/) (hIyOpecIIeHTHOTO aHaliu3a B
arapozHoM rene (puc. 30, a, neBas uacTb pucyHka), u (2) komuyectBennout IILIP,
TIO3BOJISIFOIINI OIIEHUTh OTHOCUTEIBHOE KOJIMUYECTBO (pparmeHTa ummnoptupoanHoro JJHK-
cyOcTpaTa, HOpPMHUPOBAHHOE HAa KOJUYECTBO (hparMeHTa MUTOXOHAPUAILHOTO reHa NAD4

(puc. 30, a, npaBasi 4aCTh PUCYHKA).
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Puc. 30. Ananus umnopra JIHK B MUTOXOHApUM JTUHUN apaOuWaoOICHCca JUKOTO

tumna (Col-0) u myranta om47, npoBeeHHoro in organello (a) u in vivo (0)

(a — neBas yacth pucyHka) Pesymprar (ayopecueHTHoro ananmuza ummopta ¢parmenta JHK
pasmepom 2,7 1.m.H. Ilociie umnopTa B H30IMpOBaHHBIE MUTOXOHAPUH ¢uryopecuenTHo medeHon JIHK,
muroxoHapuanbHas JJHK Obita skcTparupoBaHa um paszzieicHa B arapo3HOM reiie, cyOcTpaT MMIopra
HaHeCeH Ha reiib B KOJHMYECTBE 3 HI; (@ — MpaBas 4acTh PHCYHKA, M 0) Ha rpaduKax NpenCTaBICHBI
pe3ynbTarel aHanu3a uMnopra B KoiuuecTBeHHOW IIIP. Iloka3aHO OTHOCUTENBHOE KOJIUYECTBO
uMnoptupoBanHot JTHK, HopMHpoBaHHOE K MUTOXOHApUaIbHOMY reny NAD4. YpoBeHb uUMIOpTa B
muHun Col-0 mpuHST 3a YCIOBHYHO eiauHmily. [IpeiacTaBiieHbl JAaHHbIE HE MEHEE TPEX HE3aBHCHUMBIX
Ouosornueckux NoBTopHocTel. Jlonmycku Ha auarpaMMax 0003Ha4ar0T CTaHAAPTHBIE OTKJIOHEHHUS.

Ucxonst m3 momydeHHbix AaHHbIX (puc. 30, a), OYEBUIHO, YTO OTCYTCTBHE B
MuTOXOHApUsAX Oenka OM47 He okazano cyuiecTBeHHOro BinusHug Ha umnopt JJTHK B
M30JIMPOBaHHBIE MUTOXOHAPUH apabujorncuca. B Mutoxouapuu om47, 1o CpaBHEHHUIO C
UMIIOPTOM B MUTOXOHJpHUM qukoro tuna, umnopt JHK npoucxoaun ¢ He3HaUNTEIbHOM,
B 1,3 pa3za, crumynsuueil.

Jlanee Mbl MPOBEIM SKCHEPUMEHTHI MO HM3YYEHHUIO BO3MOXXHOU ponu OM47 B
nmropre JJHK B MUTOXOHIpHM MPOTOMIIACTOB € UCIOJIB30BAHUEM CHCTEMBI, ONIMCAHHON
B (mynkrt 3.1.3.). Ha pucynke 30 (6) mpeactaBiieHbl JaHHblE aHaiu3a 3PQGEeKTUBHOCTU
UMIIOpPTa B MUTOXOHJIPUU, BBIJCNIEHHbIE W3 TPAaHC(HOPMHUPOBAHHBIX MPOTOILIACTOB,
ocymectBieHHOro c¢ mnomompro I[P B peambHom Bpemenu. Kak crepyer wu3
MOJIYYEHHOTO pe3ynbrara, dhdexTuBHOCTh uMIopra sk3orenHoit JIHK B mMutoxonmpuu
MPOTOIUIACTOB MYTAHTHOM JMHUU om47 HE OTAuYanach OT TAKOBOM B MHUTOXOHJIPUH
JIUKOTO THIIA.

Takum o0Opa3oMm, BHE 3aBHCHUMOCTH OT cCHoco0a MpOBEIEHUS HUCCIeI0BaHUS
MUTOXOHIpuaibHoro nmnopta JIHK (n3ommupoBaHHbIe MUTOXOHIPUHU WU IPOTOIIACTHI),
MBI HE OOHAPYKHJIM 3HAYMMOCTH JIJIsl IAaHHOTO TpoIiecca KaHIUIAaTHOTO Oelika BHEITHEH
MUTOXOHJIpuaibHOi MeMOpansl OM47. CoBnajeHue pe3ynbTaTOB, MOJYYCHHBIX in
organello (puc. 30, a) u in vivo (puc. 30, 6) yka3bIBaeT Ha TO, YTO AaXXE€ C yUETOM CBOETO

BO3MOXXHOI'O y4acTHsi B (DOPMHUPOBAHUHU PA3TUUYHBIX MEMOpPAHHBIX CTPYKTYp, HapUMep
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TaKUX, KOTOpblE OOECHEUMBAIOT aCCOIMAIMI0 MUTOXOHApUN ¢ OP, orcyrcTBue Oenka
OM47 B MHUTOXOHJIpHAIbHOM MeMOpaHe HE NPHUBOJUT K KAKMUM-TMOO 3HAYUMbBIM
u3MeHeHussM B 3 dexrtuBnoctu umnopta JJHK B 5311 opranemnsi.

Crnenyet otMeTHTh, uTO B padote (Li et al., 2016) Obl1a mokazana cnocooHocTs OM47
K KoMmIuieMeHTauu GyHkuuii VDAC B MyTaHTHOM 10 3TOMY O€JKy mramme apoxokei. [Ipu
’TOM HE OBbUIO BBISIBICHO Kakoil-mbo 3HaunMoctd OM47 mns ummopra OENKOB-
NPEAIIECTBEHHUKOB B JKCIIEPUMEHTaX [N Vitro C WCHOJb30BaHUEM MUTOXOHIPUI
apabujoncuca JUKOro TUMa u MyTanta om47. Ha ocHOBaHMUM 3TUX HAOJIOEHUI, aBTOpaMu
ObLIO cAeNaHo 3aKitoueHue, uro OM47, B oinume oT AByX APYrHx OE€NKOB, CoepkKalmx [3-
MWIHHAPUIECKYI0 CTpYyKTYypy, TOM40 u SAMS0, He urpaer ponu B UMIopTe Oelka, HO
MoxeT urpath cxoanyio ¢ VDAC ponb B TpaHcniopTe HeOobIMX MeTabonuToB. bosee Toro,
ObL10 TOKa3aHo, uTo OM47 urpaer pojib B CTAPEHUH JTUCTHEB apaOUIOICUCA, BEPOATHO,
oOecrieunBasi BOCCTAHOBIIEHWE M PEHUPKYIAIMIO MPOAYKTOB pacrmajia XJIOpPOIUIaCTOB
yTeM TPAaHCIOPTUPOBKU META0OJMYECKUX MHTEPMEINATOB U3 U BHYTPb MUTOXOHJAPUHN
(Lu Li, 2016). Brionae Bo3MoxHO, 4To QyHkimun OM47 B TpaHCHOPTHBIX Mpoleccax
MUTOXOHJIpUH Npu (HOPMHUPOBAHUH MPOBOJAIIMX KaHAJIOB WJIM y4acTUU B acCOLUALUU
MUTOXOHJPUATBHOW MeMOpaHbl C IUTOIJIA3MAaTUYECKUMU OellkaMH | JIPYTUMU
KJICTOYHBIMH OpTraHeJJIaM{ CHEIHATM3UPOBAHbl HA TEPEHOCE HU3KOMOJIEKYISIPHBIX
metabonutoB 10 ~ 5 k/la (Homble et al., 2012), u He cBsi3aHBl C TPaHCIOPTOM
MaKpOMOJIEKYJI, KaK OEJNKOB, TaK U HYKJIEHHOBBIX KHUCIOT. Takum oOpazom, UCXOAsd U3
COBOKYITHOCTH JIUTEPATYpHBIX M HAILIMX JAaHHBIX, CKOPEE BCEro, HE YAUBUTEIBHO, YTO
UCKJIIOYEHHE JTOro OelKa M3 COCTaBa MHMTOXOHAPHAIBbHOM MeMOpaHbl HE OKa3ajio

KPUTHYECKOTO BIMSAHUA Ha nponecc tpancnopra JJHK B Mutoxonapumn.

3.3.5. U3yuenue yuactus B mexanuzme umnopra JJHK Oeixa BHyTpeHHel MeMOpaHbI

muToxoHapuii MIC60

N3BecTHO, YTO MEXIy Ppa3IM4YHBIMM KIETOYHBIMH OpPraHEUIAMU  ITOCTOSIHHO
NPOUCXOAUT OOMEH MEeTa0OJMTaMH M CHTHAJIBHBIMH MOJIEKYJIaMH, M 3TOT IPOLECC
orocpeioBad (OPMHUPOBaHMEM MEMOPAaHHBIX KOHTAKTHBIX caiToB (Kornmann, 2013).
TUNWYHBIM TPUMEPOM TaKOI'O pOJa KOHTAKTHBIX CaWTOB SIBISETCS B3aUMOJCHUCTBUE
MeMOpaH SHOMIA3MaTUYEeCKOr0 PETHKYIyMa M MHUTOXOHIpui. DPHU3HONIOrHYecKas polib
MEMOpaHHBIX KOHTAKTOB Mexay OP M MHUTOXOHApUSMHU HE OrpaHHYMBACTCS OOMEHOM

JIMIIMAOB W HOHOB KaJbIMA M MOXKCT OBITH 3HAYUTEIIHHO mupe. Haan/IMep, B KIICTKax
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JPO>OKEeH U MJIIEKOMMUTAIONIMX KOHTaKThl P ¢ MUTOXOHAPHUSAMHU CIOCOOCTBYIOT UX JEJICHUIO
(Friedman et al., 2011). ¥V pgpoxokell omucaHel JBa YYacTBYIOIIMX B (OPMUPOBAHHUU
KOHTakTOB OP u wmuTOXOHIpHii MeMOpaHHBIX Komiuiekca: ERMES (ot anmrm ER
mitochondria encounter structure), 0JJHO3HaYHO HAECHTH(PHUIIMPOBAHHBIA TOIBKO Yy TPHOOB
(Lee and Hong, 2006), u cTpyKTypooOpa3yroiuii OelIKOBbIi KOMILUIEKC BHYTPEHHEH
MemoOpansl MICOS (ot anri. mitochondrial inner membrane organizing system). Oba
KOMILJIEKCA BOBJICYEHBI HE TOIBKO B TPAHCHIOPT U OOMEH JIUMHJIOB, METAOOJIMTOB U MIOHOB, HO
TaKXe B UMIIOPT OeNTKOB | noaaepxkanue cTpyktypbl MT/IHK (Murley et al., 2013).

JIo HacTosILEro BpEMEHU y PAacCTEHUIl HE YCTAHOBJIEHO CYIIECTBOBAHHE KOMIUIEKCA
MICOS, oxnako, npoBeaeHHbIN HexaBHO (Munoz-Gomez et al., 2015) ¢umoreHeTHYECKHIA
aHaJIM3 BBISBUJI, YTO JIBE CYOBEAMHUIIBI ATOTO KOMIUIEKCA SBIISIFOTCS KOHCEPBATUBHBIMU IS
BceX OyKapuoT. B apabunorcuce Obud HIEHTU(UIMPOBAHBI TOMOJIOTM 3THX JIBYX
cyoremuuun, MIC60 u MIC10 (At4g39690 u Atl1g22520). MIC60, momoOHO cBoemy
TOMOJIOTY B JPOXOKaX, JOKAIM3yeTCsl BO BHYTPEHHEW MeMOpaHe, I7ie B3aUMOJICHCTBYET C
TOMA40. TIlokazano, yuto MIC60 cnocobeH aecTabMIM3UpOBaTh MEMOpPaHy U MOXKET
o0serdats 0OMeH JIMMUA0B Mexay MmemOpanamu DP u muroxonapuii (Michaud et al., 2016).
[Ipeamnonaratot, uto MIC60 MoxkeT ObITH BOBJIEYEH B PETYISIHIO TPAHCIIOPTA JIMIHIIOB B
MUTOXOHJIPUSIX, CIIOCOOCTBYS CTSTMBAHHUIO BHEIIHEH MeMOpaHbl ¢ BHYTpEHHEW, B caiiTax
KOHTaKTa, O0OTaIeHHBIX KapAuoiunuHoM, nocpeactsom TOM40. B orcyrcteuun MIC60
KOHTaKThl MEX/Iy BHEIIHEH W BHYTPEHHEH MeMmOpaHamMu HapyIIarTcs, KpOME TOro, B
MyTaHTe mic60 Toka3aHo cHukeHue conepkanus oenka TOM40 (Michaud et al., 2016). I1o
COBOKYITHOCTH BBIIICH3JIOKEHHBIX JIAaHHBIX, €CTh BCE OCHOBAHUS MPEAIONIOKUTh, 4To MIC60
UTPaET POJIb HE TOJIBKO B UMIIOPTE PA3IUYHBIX META0OIUTOB KJIETKH M OETIKOB, HO TaK XKe, C
yu€ToM (akta TPUPOAHON KOMIIETEHTHOCTH MHTOXOHIPHUIM TOTJIOMATh MOJICKYIIBI
HYKJIEMHOBBIX KUCJIOT, 1 B umnopte JHK.

Nzyuenne pomm Oenxa MIC60 B ummopre JIHK B pacturenbHble MUTOXOHIPUU
OCYIIECTBISUTH JIByMsI TIOJXOJAMU: C HCIOJIBb30BAaHHEM H30JMPOBAHHBIX MHUTOXOHAPHUM (in
organello) W MHUTOXOHAPUN TMPOTOIIACTOB apadbumoncuca (in vivo). MUTOXOHAPHUH
U30JIMPOBATIM U3 3-HEAENbHBIX pacTeHuil apabumoricuca aukoro tuna Col-0 m MyTaHTHOI
muann mic60. Beigenennsie mutoxoHapuu (100 Mkr) mHKyOHMpoBanu ¢ (hIyOpECIIEHTHO
meueHbM cyoctparom JIHK pasmepom 2,7 t.aH. (500 =r). Ilocne mukybammu c¢ JIHK,

obpaborku J[HKazoifi wu mocnemyronmx  OTMBIBOK, MuToxoHApuansHyro JHK



108

AKCTPArMpoOBaIM ¥ aHAIU3UPOBATIM TOCPEICTBOM DIIEKTPO(POPETUUECKOTO pa3/iesieHUs] B
arapo3HOM TeJie U BU3yalM3allui ¢ IOMOIIbI0 ckaHepa Quyopectenimu. Ha pucynke 31 (a,
JieBas. 4acTh) MpEACTaBIICHbl PE3yIbTaThl SKCHEPUMEHTOB MO HUMIOPTY (IIyOPECHEHTHO
meueHo JIHK B MUTOXOHIpWH, W30IMPOBAHHBIE M3 PACTEHUN MKOTO TUIA U MYTaHTa
mic60. Kpome Toro, aHamm3 kosmuectBa ummoptupoBanHoil JIHK B wu3onupoBaHHbIE
MUTOXOHAPUHU apaduaorncuca npopoawau ¢ momoripio [TIP-PB (puc. 31, a, mpaBas dacTs
PHCYHKA). DTOT K€ CIOCOO KOJIMYECTBEHHOM OLEHKH MMIIOPTUPOBAHHOM B MHUTOXOHIPUH
JIHK Opl1  wWCIoNb30BaH TMPH  aHAIM3E TMpemaparoB  MUTOXoHApHamsHOW JIHK,
DKCTPAarMpOBaHHOM M3  MUTOXOHApuM  mocie mpoueaypsl wmmnopra JHK B

TpaHC(POPMUPOBAHHBIX MPOTOILIACTAX apaduoricuca (puc. 31, 6).
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Puc. 31. Ananu3 umnopra JIHK B MuTOXOHIpHHM THHMIA apaOuaorcHca JUKOTO

tumna (Col-0) u myranta mic60, nipoBeeHHOTO in organello (a) u in vivo (0)

(a — neBas yactp pucyHka) Pesymerar duryopectnienTHOro aHanmza ummoprta ¢parmenta JJHK
pasmepom 2,7 1.1.H. [lociie umnopTa B M30IUpOBaHHBIE MUTOXOHAPUH ¢uryopecuenTHo MedeHor J[HK,
mt/IHK Oblna sKcTparupoBaHa M pa3jielieHa B arapo3HOM reiie; cyOCTpaT MMIIOPTa HAHECEH Ha rellb B
KoJinyecTBe 3 HI. (@ — mpaBasl 4acTh pUCyHKa, U 6) Ha rpadukax mpencraBieHbl pe3ysIbTaThl aHATU3a
uMmioptra B konuyectBeHHOUM IIIIP. IlokazaHo oTHOCUTENbHOE KOIMUecTBO mmmnoprtupoBaHHou JIHK,
HOPMHPOBaHHOE K MHUTOXOHJpualbHOMYy TeHy NAD4. Yposens mmnopra B juHuu Col-0 mpuHsT 32
ycIoBHYI0 eauHully. IlpeicraBieHbl pJaHHbIE HE MEHEE TpeX HE3aBHCUMBIX OMOJIOTMYECKUX
NnoBTOpHOCTEN. Jlomyckn Ha quarpaMmax 0003HaYar0T CTAHAAPTHBIE OTKJIOHEHHMS.

Hcxonss W3 COBOKYMHOCTH TMOJMYYEHHBIX JAaHHBIX, OTCYTCTBME B MeMOpaHe
muToxoHApuit MIC60 He okazasno BiaustHug Ha mMItopT JIHK. Ml He HaOmro1amm n3MeHeHHIA
B 3¢ ¢dextrBHOCTH nMnopra JIHK B Muroxonapuu mic60 no cpaBHEHHIO ¢ MUTOXOHAPHSIMU
Col-0 BHe 3aBHCHMMOCTH OT croco0a TPOBENEHHS HCCIECJOBAHUS MHTOXOHIPUATBHOTO
umnopra JIHK - B m3omupoBaHHble mMuTOXOHApHM (puc. 31, a) miM B MUTOXOHIPHUHU
npororiactos (puc. 31, 0).

Takum o6pazom, cTpykTypHblii Oenok MIC60, urparomuii pons B (HOpMUPOBaHHU

KOHTaKTHBIX ~ CaWTOB  MEXKIy MHTOXOHIpUAILHOM  MeMOpaHoili H  MeMOpaHamu
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DHJIOIUIA3MAaTUUYECKOTO PETUKYIIYMA, CY/IA 110 IIOJIyYeHHOMY HaAMU PE3YJIbTaTy, HE y4acCTBYET
B (OpMHpPOBaHMM KakKOro-nMOO W3 TPaHCHOPTHBIX Iyred, 1o kotopbm JIHK

TPAHCJIONUPYCTCA B MUTOXOHIPHH.

3.3.6. U3yuenue Bo3MO:kHO# posn B MexaHusMme ummnopta JIHK 6eaxoB DRP3A u

DRP3B, yyacTByromux B npoueccax jeJeHuss MUTOXOHAPUI

Oco0eHHOCTBIO CTPYKTYpPHOM OpraHu3alii XOHJIPHOMA PACTUTEIBHOM KIIETKU
ABJIAETCA  JUCKPETHOCTh MUTOXOHApuanbHoM monynsuumu  (Logan, 2010). C
HCIIOJIb30BAHUEM PACTEHU apalujorcruca ObUIO YCTAaHOBJICHO HAMYHE B PACTUTEIHHOU
KJIETKE armapara JeJeHUS MUTOXOHAPUN U UACHTHU(PHUIUPOBAHO HECKOJIBKO OETKOBBIX
YYaCTHUKOB 3TOTO MPOIECCa, XapaKTEPU3YIOIIUXCS B3aUMOIONOTHSIOMUMU (YHKITUSIMU
(Arimura et al., 2008; Fujimoto et al., 2009). B oTnuune OT MUTOXOHJPUATIBLHOMN
NOMYJISIUM B KJIETKaxX JKUBOTHBIX W JIPOXKEH, B PAcCTUTENbHON KJIETKE armapara
CIMSIHUSL MHUTOXOHJpHUI He oOHapykeHo. Mcxons W3 3TOro, B HalleM HUCCIEIOBAHUU
ObUIM HCIIOJNIB30BaHbl MYTAHTHI apaOUIOICHCA, Y KOTOPHIX HapylIeH MpPOLECC IEICHUS
MuToxoHApu. KitoueBbIMH  (QakTopaMu B MHUTOXOHJPHAIBHOM  JCIEHUU ¥
apabujoricuca sBISIOTCS JBa Oelka, UMEIoIle TUHAMUH-TI0JI00HYI0 CTpYKTYpy, DRP3A
u DRP3B (Fuyjimoto et al., 2009; Aung and Hu, 2012). Kak mokaszano, 3tu Oenku
(GYHKIIMOHATBHO W30BITOYHBI JJI1 MUTOXOHIPHAIBHOTO JiejeHusi. OHU JIOKaTU3yIOTCs Ha
HapyKHOM TOBEPXHOCTH MHUTOXOHJIPUM, a TaKXKE€ B MEPOKCHCOMaX. MEXaHU3M HX
NeMCTBUA, KakK IOJIaraloT, OCHOBAaH Ha MX CIIOCOOHOCTH «CTSATMBAaTh» MEMOpaHy Ha
MOCJIeTHEM dTare jaelieHus. HCeplMOoHHbIe MYTaHThl IO T€HAM 3THX OCNKOB, drp3a u
drp3b, XapakTepu3ylTCs TE€M, YTO WX KJIETKH COJIEpKAaT MEHbIIee KOJUYEeCTBO Oolee
JUIMHHBIX, 10 CPAaBHEHHUIO C KJIETKaMU JIUKOTO TUIa, MUTOXOHApUH. Llensto cneayromiero
JTara Hallero MCCIEeOBaHMs CTAJI0 W3YYEHHE BIMSHUSA CTPYKTYPHO-(YHKIIMOHAIBHBIX
n3meHeHud mutoxouapuii Ha umnopt JAHK in organello (na ypoBHE M301MpPOBAHHBIX
MUTOXOHJAPUN) U in Vvivo (B CUCTEME MPOTOIIACTOB) C MCIOJIb30BAHUEM MYTAHTOB
apabujorcuca, y KOTOpPBIX HapylIEHbl IPOLIECCHl JEJIEHUs 3THX opraHemn (drp3a,
drp3b).

B u3onmmpoBaHHBIE W3 JHCTbEB apaOMAOINCHUCA MHUTOXOHAPHH, MYTAaHTHBIE IIO
oenkam DRP3A unu DRP3B, 6putn umnoptupoBanusl Gparmentsl JJHK pasmepom 2,7
T.1.H. (500 Hr), Hecymre GIyopecleHTHYIO METKY B CBOEM COCTaBe. AHAIN3 TTPOBOAMIIN

KaK C IpUMEHEHHEM (IIyOpeClIeHTHOTO aHanu3a (puc. 32, neBas 4acTh PUCYHKa; puc. 33,
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a, IeBasi 4acTh PUCYHKa), Tak U nipu nomortu [TI[P-PB (puc.32, npaBas gacts; puc. 33, a,
npaBasi yacTh). Ponp Oenka DRP3B wuccinenoBanmu Takke B CHUCTEME in Vivo ¢

HCITOJIh30BaHMEM IIPOTOIIIACTOB apabumonicuca (puc.33, 0).
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Puc. 32. Ananuz umnopra JIHK B mutoxonapuu A. thaliana TuHUN AUKOTO TUMA
(Col-0) 1 HokayT-MyTaHnTa drp3a

JleBast yacTh pUCYHKa: MPEACTABICH pE3yJIbTaT aHAIW3a MMIIOpPTa (PIyOpEecCHEeHTHO MEUYECHOH
JHK. Umnopt JHK pasmepom 2,7 T.I.H. IPOBOAUIN B MUTOXOHAPHUHU, U30JHPOBAHHBIE U3 MPOPOCTKOB
mukoro tuna (Col-0) m myranta drp3a. Busyamumzanus ¢uyopeceHTHO MEYEHBIX (parMeHTOB
nposezieHa ¢ noMoubto ckanepa GE Healthcare; mpaBast yacTh pucyHKa: mpeacTaBleH aHAIU3 UMIIOPTa
JHK pasmepom 2,7 T.m.H. ¢ ucnois3oBanmeM III[P B peamprHOM Bpemennm. Ha rpaduxe mokazaHo
OTHOCUTENIFHOE KOJMYECTBO JETeKTHpoBaHHOTO (parmenta rena GFP (ummoptupoBanHas JIHK),
HopMmupoBaHHOe K NAD4 (muroxonapuanbHas JIHK). IlpencraBiensl naHHble HE MeEHee Tpex
HE3aBHCUMBIX OMOJIOTHYECKHX TOBTOPHOCTEH. YpoBeHb UMropta B JWHUU Col-0 MpHHAT 32 YCIOBHYIO
€MHUILY; IOTYCKH Ha JUarpaMMax 0003HadaloT CTaHJApTHBIE OTKJIOHEHHS.

Ha pucynke 32 npencrtaBiieH pe3ylbTaT aHadu3a BIUSHUS OTCYTCTBUS W30(OPMBI
DRP3A B MeMmOpane MUTOXOHJIpHIl Ha mpoliecc MUTOXOHApuanbHOoro ummnopra JIHK.
Kak BumHO u3 nuarpammbl (mpaBas dYacTh pPHUCYHKa), 3(P(GEKTHBHOCTh UMIIOpPTa B
MUTOXOHJIPUY MYTAHTHOM JTMHUU OTJIMYATIACh CTATUCTUYECKH HE3HAYUMBIM OTJIMYUEM OT
TaKOBOW B MHUTOXOHAPHUHU JUKOro THUMA (ToBbimieHHe B 1,2 paza). MHTEpecHO, 4TO
MoKa3aTelb BEJIWMYHMHBI JibIXaTenbHOro KOHTpois (JK) B MUTOXOHIpUSAX JHHUHU
apabuporicuca ¢ wHakTuBHpoBaHHOW (GyHKuuer kak DRP3A, tak u DRP3B Obin
HeckoJibko cHuxkeH (Ha 14 % u 9 %, coorBercTBeHHO) TO cpaBHeHHio ¢ JIK
muToxoHApuit Col-0, 0JHAKO CTATUCTUYECKU 3HAYMMBINA Pe3yJbTaT MOKa3aH TOJIBKO IS
drp3a (P<0,05).

[Ipu anammse »sddextuBHocTn wumnopra JIHK B MuTOXOHApUM JUHUU
apabunorncuca, MyranTHoi 1o 6einxy DRP3B, B skcniepuMeHTax, MPOBEJCHHBIX B 00€UX
UCIIONIB3YEMbIX HAMM CHCTeMax, in organello w in vivo, ObUIM TIOJY4YEHBI CXOJIHBIE

pe3ynbTathl (puc. 33) . CornacHo 3TUM pe3ynbTaram, nponecc umnopra JHK anunoi
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2,7 T.1.H. B MUTOXOHJIpUU JTUHUU drp3b npoucxoaui ¢ Toi xe 3 PeKTUBHOCTHIO, UTO U

B MUTOXOHIpuu qukoro tuna (Col-0).
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Puc. 33. Ananus umnopra JJHK B uzonupoBaHHble MUTOXOHIPUHA U MUTOXOHAPUN

npotoriactoB A. thaliana nuuunii nukoro tuna (Col-0) u HokayT-myTanTa drp3b

[IpencraBnen pesynabTaT aHanu3a ummnoprta ¢uiyopecuentHo meueHod JIHK (a, neBas dacth
pucynka). Mmmopr JIHK pasmepom 2,7 T..H. NPOBOAMIM B MHTOXOHAPHH, HW30JMPOBAHHBIE U3
npopoctkoB aukoro tuma (Col-0) m wmyranta drp3b. Busyanuzanms QiryopecleHTHO MEYEHBIX
(¢parmMeHTOB TIpoBeAcHa ¢ momolnbio ckanepa GE Healthcare. [IpencraBnen ananu3 ummopra JIHK
pasmepom 2,7 T.1L.H. ¢ ucnonb3oBanueM [I1[P B peansHOM BpemeHu (@, paBast 4acTh pUCYHKa, u 6). Ha
rpaduKe TIOKa3aHO OTHOCHUTENIBHOE KOJMYECTBO JAETEKTHpoBaHHOro (parmenra renma GFP
(mmnoptuposannas J{HK), nopmupoannoe k NAD4 (mutoxonnpuanbHas [JJHK). [IpencraBiens! nanHbie
HE MEHEE TPEeX HE3aBHCHMBIX OMOJIOTHUECKUX MOBTOPHOCTEH. YpoBeHb numnopra B nuHuU Col-0 mpunsaT
3a yCJIOBHYIO eanHuLy. JIomycKy Ha AuarpaMMax 0003Ha4ar0T CTaHAAPTHBIE OTKIOHEHHUS.

Hcxons W3 MOJNYYEHHBIX HAMHU PE3yJIbTaTOB, MOXKHO MPEANOJIOKUTh, YTO
U3MEeHEeHHe MOP(OJIOTUN YaCTH MUTOXOHJIPHUM, a TaKKe YaCTHUYHAsi MOTepsl CHOCOOHOCTH
K JICJICHUIO, BbI3bIBaemas oTcyTcTtBueMm omHoro u3 6enkoB (DRP3A wmu DRP3B) ne
ABIIAE€TCA CyllecTBeHHbIM (hakTopoM mporecca umnopra JAIHK B atu opranemnsl. Tem
OoJsiee, UTO SKCHPECCHS U JIOKAIM3AIMs 3TUX OEJIKOB B TKaHAX apabuorcuca MOXKET
UMETh OMNPEJEICHHYI0 CHeHU(PUYHOCTh. TeM He MeHee, Helb3sd C YBEPEHHOCTHIO
YTBEPKIATh, YTO IIPOLIECHI AEIEHUS MUTOXOHAPUN B KJIETKaX PacCTEHUI HE BHOCAT BKJIAJ
B HU3MEHEHHME CTPYKTYPHOW OpraHu3allid MUTOXOHApPUAIBHOW MeMOpaHbl, KOTOpas
MOJKET NPEIMATCTBOBATh MM CIIOCOOCTBOBATH TPAHCIOPTY HYKJIEHHOBBIX KHCIOT B
MUTOXOHpHUATIBHBIM MaTpukc. B pabore Fujimoto et al. (2009) noka3zaHo, 4To B ABOMHOM
mytante drp3aldrp3b topa3zno 6osee BBIPAKEHO YHAJIIMHEHWE MHUTOXOHJIPHM, OHH 4acTo
COEJIMHEHBI APYT C APYTOM 110 CPABHEHUIO C MUTOXOHJIPUSIMU B MYTaHTax IO OJTHOMY M3
oenkoB DRP3A wunu DRP3B. JIBoiiHOW MyTaHT OTJIM4YaeTcs KapiIMKOBOCTHIO,
3aMEJICHHBIM pa3BUTHEM, H3MEHEHHOH MOp(QOJIOTueil JHUCThEB, XOTS U OCTaeTcs
(bepTUIBHBIM U CIIOCOOHBIM K 3aBEPIICHUIO KU3HEHHOTO IHKIa. Takxke ObUIO MOKa3aHo,
yto runepakcnpeccuss DRP3A unu DRP3B B nBoitHom mytante drp3al/drp3b npuBonut

K BoccTaHaBieHUto ¢gopmbl MutoxoHapui (Fujimoto et al., 2009). B cBs3u ¢ 3TuM,
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MOXXHO TIPEIIOJI0XKUTh, YTO B MyTaHTe, JumieHHoM (yHkiuii DRP3A wmm DRP3B,
MPOUCXOAUT KOMIICHCAIUSI OTCYTCTBUSL OJHOTO M3 JTUX OEIKOB IOCPEICTBOM
TUIEPIKCIIPECCUH JPYTOrO0 C BOCCTAHOBJICHHEM (EHOTHUIA PACTEHUH W YaCTHUYHBIM
BOCCTaHOBJIEHHEM Mop¢osorud MUTOXOHApUH. Takum o0Opa3oMm, cKopee Bcero, He
YAUBUTEIBHO, YTO OTCYTCTBUE JIUIIb OJHOTO U3 3TUX JBYX OCJIKOB C TUHAMUH-TI0JI0OHOM
CTPYKTYpOH, B CHJIYy U30BITOYHOCTH WJIM YACTUYHOM KOMIIEHcAluu (QYHKIUH,
CIOCOOCTBYIOIIMX MHUTOXOHJIPUAIBHOMY JIEJIEHUIO, HE OKAa3aJ0 KaKoro-Iubo SBHOTO
apdexkra Ha mmnopr [JHK B mutoxongpuu u3 nuctheB apabuponuca. M3meHneHue
xapakrepa umnopta JJHK BnosiHe MOXKHO 0KHAaTh B MUTOXOHAPHSX TBOMHOTO MYTaHTA
drp3aldrp3b, O3TOMY HCIOIB30BaHUE ITOTO MYTaHTa MOIJIO OBl CTaTh WHTEPECHBIM

IMPOOJOJDKCHUCM NAHHOT'O UCCIICAOBAHMA.

3.4. UccaenoBanue 3apucumoctu 3¢ppexruBuocTun umnopra IHK ot

reTeporeHHOCTH MOMyJISIMU MUTOXOHAPUIA

3.4.1. IlosryyeHne MUTOXOHAPHUAJIBHBIX (PPAKIMA PA3JIMUYHBIX PACTHTEIbHBIX

00bEKTOB

JUis W3y4eHusT TeTepOreHHOCTH MHUTOXOHAPHAIBHOM MONYJSIUN  IIHPOKO
UCIIOJIb3YIOTCSI METOJIbI pa3ziesieHus: rpy0oi (ppakuy W30IMPOBAHHBIX MUTOXOHIPUNA B
rpaJueHTe IUIOTHOCTU C€axapo3bl WIM IEpKOJJIa C UENbI0 BbIICIEHUS OTAEIbHBIX
cyonomnynsauui ¥ uX XxapakTepucTuku. [logydeHrne MUTOXOHPUATBHBIX CYOIOMYISIIIUNA ©
MOMOUIBI0 CaXapoO3HOTO TpajueHTa SBISIETCS KIACCUYECKUM TMOJIXOJO0M, KOTOPBII
NPUMEHSUIA B CaMbIX pPaHHUX HCCIENOBaHUAX B 3TOoM obOnactu. Tak, Malhotra and
Spencer (1973) BblnenuiIu OTAENbHBIC, 3aBUCSIINE OT CTAUU MPOPACTAHUS, MOMYISAIUU
MUTOXOHAPUH M JPYrHuX CYOKJIETOYHBIX YacTUI[ M3 CeMsA0Jed Tropoxa Iocie
HEeHTpU(PYTrUpOBaHUS HMX B TpaJUEHTE IUIOTHOCTU caxapo3bl. Takke C NMpUMEHEHUEM
Caxapo3HOro TpaJueHTa BBLACISIN JIETKYI0O M TSOKEIYI CYOHOMYJSIIMM MUTOXOHIPUI
NpU U3YYEHUH MUTOXOHJIPHAILHOIO OMOTeHe3a BO BpeMsl IPOpPaCTaHUs CEMSIH KyKypY3bl
(Logan et al., 2001). B coBpemeHHbIX paboTax HapsAy C Caxapo3HbIM T'PaJUEHTOM
HaXOJUT CBOE IMPHMEHEHHE TAaKXKE W METOJ pa3leleHUs MHUTOXOHAWW B TPAIHECHTE
IIOTHOCTH mepkouia. C  UCHOJBb30BaHMEM CTYMEHYATOro TpaJHeHTa IUIOTHOCTU
NepKoyia ObUIO BBIJICICHO TPU CYONOIMYNISLUN MUTOXOHAPUN M3 SYMOPHOHATBHBIX Macc
JBYX BUJIOB XBOWHBIX (Picea abies n Abies cephalonica), XapakTepu30BaBIINXCsI Pa3HOU

CTETEeHbIO COMPSKEHHOCTH JibixaHus U hochopunupoBanus (Petrussa et al., 2008).
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[Ipu uccnenoBanuu posii MEMOpPaHHBIX OEJTKOB apaOuIoIcuca B MUTOXOHAPHATILHOM
uvrnopre JIHK Hame BHMMaHMe TpHUBIEK MHTEpECHbIM  (akT: UWHOrga mpu
HeHTPU(DYTUpOBaHUU TPYOOH (PpakiK H30JMPOBAHHBIX MHUTOXOHIPUN B CTYIEHYaTOM
rpaguente mnepkowia (50 % — 25 % — 18 %), Mbl HaOmogamu pasjeneHrue OCHOBHOTO
MUTOXOHAPUAILHOTO CJI0S B HUKHEW YacTu Tpa/IMe€HTa Ha JiBa HE3aBUCUMBIX OaHma (puc. 34,
@), YyCIOBHO O0O3HAYEHHbIE HAMU KaK BEPXHSS W HIDKHSSI MUTOXOHJIpUANbHBIE (PAKIUH.
JlroOombITHO, YTO paHee A MHUTOXOHAPHAIBHON (pakuuu apaduporncuca He ObUIO
MOKa3aHO CYILIECTBOBAHUSI MUTOXOH IPUAIIBHBIX CYOIOIYIISIIIUI COTIAaCHO MX JIOKAJIM3AlliU B
TOJIIIE TpaaueHTa TUIoTHOCTH. Jluis B HemaBHeM wuccnenoBanuu Fuchs et al. (2016), B
YCIOBUSIX ~CTpecca TpU  BO3ACUCTBMM Ha JIUCT MATOreHHBIMH TpuOamMu  ObLIO
MPOJIEMOHCTPUPOBAHO CYIIECTBOBAHUE IBYX CYONMOIYMSIMA MHUTOXOHIPUN B Tpeleniax
OJTHOM KJIETKU: HAPSAY C CYONMOMYJSIMeN TUIMMYHBIX MHUTOXOHJAPHM, B MECTaX BTOPKCHHUS
NaTOreHHOro rpuda (GopMUpOBAIaCh BTOpasi MUTOXOHJpPUANIbHASL CYOIOMyMSIHs, B
MeMOpaHe KOTOpoil mpoucxonuwio HakorwieHue Oenka PEN2, cnocoOHoro ¢opmupoBarhb
TOMOOJIUTOMEPHBIE KOMITJICKCHI.

B Hammx uccnenoBaHUsIX pacTeHUsl apaOUIOINCHCa BhIPAIIMBAIUCH B ONTHUMAIbHBIX
YCJIOBUSIX TIPU OTCYTCTBUM BIIHMSIHUSI KaKHX-THOO CTpeccoBbIX (hakTopoB. M3HavanbHO MbI
NPEANONIOKUIIM, YTO TOSBICHHE JIBYX HE3aBUCUMBIX MUTOXOHIPUAIBHBIX (paKIuii,
HaOMI0IaeMbIX B TPAJUEHTE IUIOTHOCTH IMEPKOJUIa, CBA3aHO C paHHEW CTaaueld pa3BUTHS
NPOPOCTKOB ~ apabWaoNCuca, OJHAKO 3Ta TUIOTe3a He MOJydWsia JIOCTOBEPHOIO
NOATBEP)KACHUS. B  nanpHelilieM mnpennosiaraercss NpoJO/DKEHHE TOUCKa (akTOpOB,
CHoCcOOCTBYOMUX (DOPMHUPOBAHUIO B IrpagreHTe Oosee ofaHoi (paxiuu mutoxoHapuit (pH
MOYBBI, COOTHOILIEHHUE MTOYBEHHBIX MUKPO- U MAaKpO- SJIEMEHTOB U T.[1.).

BBuny Toro, uro rpybas MUTOXOHIpualibHast (paxius apadHIoINCHca HE Bcerna
paznmensiack B TpajlieHTe IUIOTHOCTH TEPKOJUIa Ha JBE OTHCNbHbIE CyOdpakiuu, B
pe3yibTaTe Yero He MpeJICTaBIsUIOCh BO3MOKHBIM MPOBECTH BCE JKENIAEMbIE TECThI I UX
XapaKTePUCTUKH, JUIS HWCCIENIOBAHUSI TE€TEPOTEHHOCTH MHUTOXOHIPUAILHON TOMYJISINN
pacTUTENbHOM KIIETKM Mbl MPHUBIEKIN JBa APYIMX PACTUTENBHBIX OObEKTa, KOPHETLIOAbI

pensl (Brassica rapa) 1 STHOTMPOBAHHBIE TPOPOCTKU KYKYPY3bI (Zea mays).
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Puc. 34. OtGop MHUTOXOHAPHATBHBIX (pakiuid U3 JHUCTHEB apalHIoICcuca,

KOPHEIIIIOZOB PEIbI U STHOIUPOBAHHBIX IIPOPOCTKOB KYKYPY3hI

[pencTaBineHO THNMYHOE pa3/iC/iCHHUE B CTYIICHUYATOM TPAJIMEHTE MepKoiuia (¢, 6) MUTOXOHIIPUI 13 A.
thaliana (a), B. rapa (6) ¥ B THHEHHOM TpalieHTE caxapo3bl () MUTOXOHIPHH, BBIIEIICHHBIX U3 Z. mays; 1 —
BEPXHSSI MUTOXOH IPUAJIbHAS (PPaKIIUS, 2 — HIDKHSISI MUTOXOHIpHAIIbHAS (DpaKITus.

PacturenpHbIi 00BEKT B. rapa ObLI BEIOPaH COTIACHO JABYM KpUTEpHAM: 1) OOIBIION
BBIXOJI M CTa0WIBHOCTh W30JMPOBAHHBIX MUTOXOHJPUM, 2) TMPOTOKON BBIICICHUS
MUTOXOHJpUil  mpenmnonaraer  auddepenHimanbHoe  HeHTpUdyrupoBaHue  rpyooro
MUTOXOHAPUAIIEHOTO TIperapara ¢ TMOCIEAYIOmEeH OYHCTKOM B CTYNEHYATOM TI'PaJUCHTE
nepkoiuia (45 % — 21 % — 18,5 %), a mosBICHWE MUTOXOHIPUAIBHBIX CyO(paKimii
apabujorncuca ObUI0 OTMEUEHO UMEHHO B CTYIIEHYaTOM IpaJleHTe nepKosuia. B pesynbrare
npy pa3zesieHuu rpy0oil MUTOXOHAPUATIBHON (Ppakiyu HaM yJalloch BU3yaIM3UPOBATh JIBa
HE3aBUCUMBIX MUTOXOHJPUAIBHBIX OaHIa — HIKHIOIO (Ha rpanuiie mexay 45 % u 21 %
MepKoJIa) U BepxHIow (Ha rpanuiie Mexay 21 % u 18,5 % nepkosuia) MUTOXOHAPUATEHBIC
dpakiun (puc. 34, 6). OroOpaHHbBIE MUTOXOHAPUATIBHBIE (PPAKIIMK OTMBIBAIH OT TIEPKOJUIA B
cepuu HEHTPUPYrUpOBaHUN U UCTIONH30BAIN JIJIS TAIBHEHIIIETO UCCTICTIOBAHMSL.

Kpurepuem BbiOOpa TpEThEro pacTUTEIBHOTO 00bEKTa (ITHOIMPOBAHHBIE TTPOPOCTKU
Z. mays) i1 TIOTYYSHHUS] MUTOXOHAPHAILHBIX CYOMOMyNSIUNA C TENbI0 UX JadbHEUIICH
XapaKTEPUCTUKU TOCTY>KWIH JIMTEPAaTypPHbIE CBEACHHUS, COIVIACHO KOTOPHIM MPU MOMOIIH
KJIACCUUECKOTO CaXapO3HOTO TpaJMeHTa YIAIOCh BBIIEIUTH CYyONOMYISIIIUM KYKYpY3bl U
yacTUYHO MXx oxapakrtepusoBaTh (Lund et al., 1958, Logan et al., 2001). Ognako, eciau B
padore Lund et al. (1958) cyOmomynsiuM MHUTOXOHIPUN MOIYyYald W3 AanuKaIbHOM
MepucTeMbl KOpHsl, B uccnenoBanusx Logan et al. (2001) Hanmune rereporeHHOM MomyJisuu
ObUTO TIOKA3aHO TMPHU W3YYCHWH MHUTOXOHAPHAIBHOTO OHOTeHEe3a BO BpEMsl MPOPACTAHUS
CeMSH KyKypy3bl. B 3THONMHMPOBAaHHBIX MPOPOCTKAX KYKYPY3bl MHUTOXOHIPUATHHBIX

CyOTOMyJIAIMI HAa HACTOSIIIMN MOMEHT ITPOIEMOHCTPUPOBAHO HE OBLIO.
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JInist monmydeHus: MUTOXOHJIPUANBHBIX (PAaKUMK W3 STHOJMPOBAHHBIX MPOPOCTKOB
KYKypy3bl TPYOYI0O MUTOXOHJIPUATIBHYIO (PPaKIUI0 MOABEPraid pa3/ICiCHUI0 B JMHEHHOM
rpaguente caxapo3sl (0,3 M — 1,2 M), B pe3ynbTare 4ero (OopMHPOBAIIUCH JBE OTACTHHBIX
MUTOXOHAPHAIBHBIX (pakuuu (puc. 34, ). Ilocme otOopa Qpakuuii MHUTOXOHIPUU
OTMBIBAJIM OT W30BITKA Caxapo3bl M HCIOIB30BAIM ISl JAJBHEUIINX HCCIICAOBaHUI.
OCHOBHOM €Ol MUTOXOHJpPUI BCEerga HAaXOIWJCS Ha YpPOBHE TIpajMeHTa IUIOTHOCTH,
cootBerctBytomeM 0,54 - 0,6 M caxapossl (puc. 34, 6, 2). Bropoii cioii ¢ BuU3yallbHO
MEHbIIeH IUJIOTHOCTBIO MHTOXOHJAPHM, YCIOBHO OO0OO3HAaueHHBII HAaMW  BepxHeu
MUTOXOHJpUAIILHOM (ppakimel, pacnonaraicsa B rpaaueHte Ha ypoBHe 0,48 M caxaposbl
(puc. 33, 6, 1).

Bce momydennble ¢pakuuu ObUIM B JaNbHEWIIEM HCCIICAOBAaHBI C  IIETIBIO
XapaKTEPUCTUKU COACPXKAIIMXCSA B HUX MUTOXOHApuid. Ha mepBoM sTame Hamu ObLia
NPOBEJICHa OLIEHKAa BO3MOXHBIX Pa3NUuuii B A(PQPEKTUBHOCTH OCYIIECTBISIEMOTO HMU

nmnopra JJHK.

3.4.2. U3yuenue 3¢ pexTuBaoctu nmnoprta JJTHK pa3noii niiuHb1 B

MHMTOXOH/IpPHAJIbHbIE (PPAKIHA

Nuxyb6ammro mutoxonapuit (100-200 mxr muToxoHapuansHoro Oenka) ¢ JIHK
npoBoauii B TedeHue 30 muuyT. [locne JIHKasnol o0pabGoTKM M cepuM OTMBIBOK
mutoxoHapuanbHyto JJHK skctparupoBann n nanee aHanu3upoBaiv, KOJIUYECTBEHHO, C
nomoinpio ITIIP-PB (puc. 35, a), u kxauecTBEHHO, IMMOCPEACTBOM AJIEKTPOPOPETHIESCKOTO
paszeneHust B arapo3HoM rene (puc. 35, 6).

ITo pesynbratam I1I[P-ananuza (puc. 35, a), O4YEBUIHO, YTO JJIi MUTOXOHJPUU
BepxHEW (pakiuu BcEX TPEX PACTUTEIBHBIX OOBEKTOB, B3SATHIX B HCCJIEIOBAHUE,
XapakTepHa OIpeJeIeHHas aKTUBaLus Ipouecca MUTOXoHApuaiapHoro umnopra JJHK mo
CPaBHEHHIO C YPOBHEM MMIIOPTa B MUTOXOHIPUH HIDKHEH (pakiuu.

Ucxons u3 manHbIX 3nekTpodopeTrndeckoro ananuza (puc. 35, 6), comepxaHue
mMT/IHK B BepxHell m HIKHEH MHTOXOHAPHAIBHBIX (paKIMUAX apaOHIoNCcHca, Perbl U
KYKYypy3bl HE pa3jinyanoch, YTO CBUAETEIBCTBYET O KOPPEKTHOCTH MOJYyYEHHBIX HAMHU
pesynbraroB. [lo Bceil BHIMMOCTH, TOBBINIEHHE dS(PPEKTUBHOCTH HUMIIOPTa B
MUTOXOHJIpUSAX BEpXHEH (pakiMy TPOUCXOJUT BCICACTBHE KAKUX-TO CTPYKTYPHO-

(GYHKITMOHAIBHBIX OCOOEHHOCTEHW 3TO (Ppakiuu, a HEe 3a CUET CHIDKCHHSI KOJIUYECTBA
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Mt/IHK, Ha KOTOpYIO MPOBOAMUIIOCH HOPMUPOBAHUE TpU aHaiduze ¢ nomoinpio [1I[P-PB

(cm. puc. 15, 6).

a
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Puc. 35. KauectBenHslil 1 konnuectBeHHbIN aHanu3 MTIHK, skcTparupoBanHoOM
nocine umnopra JIHK pa3Hoii 1iiuHbl B MUTOXOHAPUN PA3THUHBIX (paKiuii

a) O¢dexruBnocts ummnopra JJHK Bo dpakuum mutoxounpuit 4. thaliana, B. rapa u Z. mays.
KommuectBo  mmmoptupoBannoit JIHK  HopMupoBamu k  kommdectBy  sHmorenHout  JIHK,
MUTOXOHJpUanbHOMy Teny NAD4. DddekruHocTs nmmnopra JHK B HIDKHIOIO MHUTOXOHJIPHAIBHYIO
(¢pakunio TpUHATA 3a YCIOBHYIO €OUHHMLYY. JlaHHbIE mNpeAcTaBieHBl 1O pe3yibTaTaM HE MeHee 8
OHMOJIOTUYECKUX MMOBTOPHOCTEH. J[OMyCKH Ha TuarpaMmax MpeicTaBiIsioT CTaHJapTHBIE OTKJIOHEHHsT; ***
— CTaTHCTHYeCKH 3HaumMble pazmmuusa rpu P<0,001; 6) anamm3 kadectBa muroxoHapuansHou JIHK,
aKkcTparupoBanHoit nocie umnopra JJHK B HinkHIo0 (1) ¥ BepxHIOI0 (2) MUTOXOHIpHATbHBIC (hpaKIuU
A. thaliana, B. rapa, Z. mays.

[TonydyeHHble pe3ynbTaThl, AEMOHCTpPHUpYIOLIUE pa3iuyusi B 3((HEKTUBHOCTH
umnopra JIHK wMexay AByMsS MHTOXOHApPHAIbHBIMH (PaKIUSMHU, BBI3BaJM Yy Hac
UHTEpPEC B OTHOILIEGHHWU MOMCKa (HaKTOPOB, CMOCOOCTBYIOIIUX Oo0Jee HHTEHCUBHOMY

nporeccy Tpancnopra JJHK B Muroxonnpuu Bepxueit ¢ppakuuu.
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3.4.3. XapakrepucTuka MUTOXOHAPHATbHBIX (PpaKumii

bnarogapst psiay paboT 1o U3y4eHUIO TeTePOTe€HHOCTH MOMYISIMNT MUTOXOHIPUI
U3BECTHO, YTO MHUTOXOHJIPHUH JIByX pa3HBIX CyOmomysismuii Moryr o0JiagaTh
MOp(OTOTHIECKUMH B CTPYKTYpHBIMHU pasmuumsimu (Lund et al., 1958; Bakeeva et al.,
1999; Logan et al., 2001; Logan, 2006; berynoBa n Bekiun, 2015). C nenbio BoIABICHUS
ocobeHHOCTEHH ~ MOP(OJIOTHIECKOTO  CTPOCHUS  MHUTOXOHAPHAIBHBIX  (paKIHy,
BBIJICIEHHBIX M3 penbl M KYKYpPYy3bl, Mbl TPOBEIM  aHAJIM3  HECKOJIBKHX
MUTOXOHIPUATBHBIX MPO0 (HE MEHEee TpeX ISl OJJHOTO BHJIA) C MOMOIIBIO JICKTPOHHOMN
Mukpockonuu. Ha pucynke 36 mpelncraBieHbl pe3ylbTaThl dSTOTO  aHAIU3a,
JEMOHCTPUPYIOIINE CTPYKTYPHBIE OCOOCHHOCTH MUTOXOHAPUN HUXKHEH WM BEpXHEU

bpaxuuii.
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Puc. 36. DnekTpoHHass MUKPOCKOIUSI MUTOXOHIpUAIbHBIX (ppakiuii pensl (B. rapa) n
KyKYpY3bl (Z. mays)

[pencrapieHbl pe3yabTaThl MHKPOCKOITIMYECKOTO HCCIEIOBAHUS HIDKHEH (@, 6) W BepxHei (0, 2)
MHUTOXOHIPUATIBHBIX (pakiyil B. rapa (a, 6) u Z. mays (8, 2). Macitat: 500 HM.

Kak BUIHO 13 pUCYHKA, JJI1 MUTOXOHAPHUI BEpXHEW MUTOXOHAPUATBHON (paKkuuu
(puc. 36, 6 U 2) XapaKTEepHO OTCYTCTBHE UETKO C(HOPMUPOBAHHON CTPYKTYpPhI KPHUCT B

OTJIMYME OT MUTOXOHApUN HIDKHEH ¢pakumu (puc. 36, a U ), B cocTaBe KOTOPOU
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MUTOXOHJPUU C TMOJAOOHOW CTPYKTPOM BCTpPEUAIOTCS CYIIECTBEHHO pexke. ITa
0CcOOEHHOCTh OblIa B OOJIBLIEH CTENEHM XapaKTepHa IJIs IPEernapaToB MUTOXOHJIPHUI
BEepXHEW (Qpakiuu KyKypysbl (puc. 36, 2) IO CpaBHEHHIO C MHUTOXOHJAPUATHHBIMU
npenapaTtamu pensl (puc. 36, 0).

Panee, ¢ DOMOLIBIO BIIEKTPOHHOW MHUKPOCKONHMHM OBLIO IOKa3aHO, YTO
MOP(}OTOrHIeCKH MUTOXOHPUU KHUBOTHBIX TaKXKE Pa3TUYArOTCs U JETSATCS HA JBa TUIA
(Pollak and Munne, 1970). «Tskenapie» MHUTOXOHAPUU HUMEIOT OOJIBIIOE KOJIHMYECTBO
KPUCT, a TakKe€ MUTOXOHAPUAIbHBIH MATPUKC C BBICOKMM COJEpKaHHEM OEJIKOB,
«JIETKHE» MHUTOXOHIPUH XapaKTEPU3YIOTCI MAaJCHBKHUMH, IUIOXO CHOPMHUPOBAHHBIMU
MEXKMEMOpaHHBIMH CTPYKTypaMu. PaHee ¢ TmOMOIIBI0 OHOXMMHYECKUX METOJIOB
UCCJICIOBAHUSI M30JIMPOBAHHBIX MUTOXOHAPUATBHBIX (PaKIUil OBLIO YCTAaHOBIEHO, YTO
pa3BUTHE KPUCT CBA3aHO C YBEIMUYCHHEM TKaHEBOTO JBIXaHHS U CKOPOCTU OKHCICHHS W
dbocpopunupoBanus (Lund et al., 1958). Pe3ynbTarhl 31€KTPOHHON MUKPOCKONHH B
HEKOTOPOH CTETEH! COTIACYIOTCS C JaHHBIMH, MOJYYEHHBIMU TPH OIEHKE BETHYUHBI
JIBIXATEJIBHOTO KOHTPOJIS, KOTOPbIe OYIyT MpUBEACHBI HUXKE (CM. Tabi. 7).

BrnionHe BO3MOKHO, YTO B OTHOUIEHUH BEPXHEW MUTOXOHIPHAIbHON (PpaKkiuy Mbl
UMeeM JIeJ0 C He3peNbIMH OpraHeulaMu — TPOTOMHTOXOHIpHsMHU. ['pymmoi
aBcTpanuiickux ydeHbIXx TmokazaHo (Howell et al.,, 2006), 4yro mnpu co3peBaHUU
MUTOXOHAPUH W3 HECTPYKTYPUPOBAHHBIX JBOHHBIX MeMOpaH MPOTOMUTOXOHIPHIA
o0Opa3yloTcs  TUNUYHbIE  MHUTOXOHJApPHM,  OoraTble  KpUCTaMH U JPYTUMHU
MUTOXOHIPUATBHBIME CTPYKTYPaMH, XapaKTEPHBIMHU JIJIS 3PEITBIX KIETOK PACTCHHIA.

MUTOXOHAPUN MOTYT pa3iuyaThCsi U MO OMO’HETETHUECKUM MapaMeTpaM WU
BbINONHSIEMbIM  QyHKIUsM. B pabote Logan et al. (2001) Obuim BbIIEIEHBI JBE
cyOdpakuuu MHUTOXOHIIPHUH, TIOTYyYEHHBIX W3 HOMOPHUOHOB KYKYpY3bl. ABTOpBI
OPENOIOKMIN, YTO  TETEPOreHHOCTh  MHUTOXOHApPUI  CBA3aHa C  pa3HbIMU
DHEPTeTUYCCKUMH W/ METa0OJIMYECKUMHU MOTPEOHOCTSAMU B TKAHEBBIX W OpPTaHHBIX
3aKJIa/IKax dYMOpHOHA.

[lpy w3ydeHWUHM [IBIXaTETBHOW AKTHBHOCTH  MUTOXOHIPHAIBHBIX  (DpaKIIHi,
NOJYYeHHBIX HAMU U3 JIMCTHEB apaOWIOICHCa, KOPHEIUIOAOB PErbl M ITUOIMPOBAHHBIX
MPOPOCTKOB KYKYpPYy3bl, OBLIO IMOKAa3aHO, YTO BCE BCE HM3YydacMble (DPaKIMU TTOTIIONIAIIH
KUCIIOPOJI M XapaKTePHU30BAJIMCh COMNPsDKEHHEM JbIxaHus u  (ochopunmpoBanus. [lpu

nobasnennn npotoHodopa CCCP  (kapOoHWIIMAHUA-M-XJIOPGEHUITHAPA30H) BO BCEX
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TECTUPYEMbIX MHUTOXOHJPHUATBHBIX (PAKLIUAX TMPOUCXOIUIIO pa3o0IIeHUe MAbIXaHUS WU
dochopunpoBanus.  AOCOMIOTHBIE  BEIWYMHBI  JbIXaTelnbHOro  KoHTpois  (K)
MUTOXOHAPHATBHBIX (pakiuii apabugornicuca coctaBuin 1,76 (Bepxuss dpakiwsi) u 1,58
(HKHSSA GpaKIM), U KYKYpy3bl 3TH TIOKa3aTe ObLIN paBHBI 2,23 11 BepXHel (pakimu
MUTOXOHApUN u 2,64 mia HwkHed. Haumbonee BBICOKMM COMpsDKEHHEM  00Jaianu
MUTOXOHJpUalibHble (pakuuu  penbl: 2,57 u 2,99 ans BepxHeld W HWKHEH (pakuui,
COOTBECTBEHHO. B Tabmuie 7 mpuBeIeHbI pe3yJbTaThbl OIEHKH OTHOCHUTENIBHBIX BEJIMYHH
JILIXaTEJIbHOTO KOHTPOJISI W MHTAaKTHOCTH HWXHEW (/) W BepxHEH (2) MUTOXOHAPUATBHBIX
bpakumii A. thaliana, B. rapa v Z. mays. CTaTUCTUYECKU 3HAYUMBIMU PA3TUUUSIMHU T10
BEJIMYMHE [IBIXATEIILHOTO KOHTPOJSI MEXKIY BEepXHEH W HIDKHEW (pakiusiMd o0iaaand
MUTOXOHJIPUH BCEX MCCIIETyeMbIX BUAOB (Ta0I. 7).

Taoaunma 7
XapakTepHCTHKAa MUTOXOHAPHUATBHBIX (PPAKIIUA pa3HBIX PACTUTEIHHBIX BUJIOB

Bun Ko>dppuumuent P HNuTakTHOCTH Yposennb P
pacTreHust AK BHellIHeil MeMOpaHbl MMIIOpPTA
1 2 1 2 1 2
A. thaliana | 100 % 89 % <0,02%* 75-80 % 100 % | 163 % | <0,001%**
B. rapa 100 % 84 % <0,02%* 80-85 % 100 % | 187 % | <0,001%**
Z. mays 100 % 81 % | <0,05* 80-90 % 100 % | 266 % | <0,001***

[IpencraieHsl OTHOCHTENbHBIE BETHMYMHBI K03(dunmenTa apxareabHoro koutposs (1K), nHTakTHOCTH
W YpPOBHS UMIIOPTa MHUTOXOHJPUAIILHBIX (PpaKkiuid, BeIAENEHHbIX W3 A. thaliana, B. rapa n Z. mays.
IIpencraBnensl ganHele He MeHee Tpex (BenmuuHa JIK) m BocbMH (ypOBEHb MMIIOpPTa) HE3aBUCHMBIX
Ouostornveckux moBropHocTel. [Ipumeuanve: | — MUTOXOHJIPUM HWKHEW (Qpakiuu, 2 — MUTOXOHIPUU
BepxHel (pakuuu; P — ypoBeHb 3HAYMMOCTH pas3ivuuii MEXy BEpXHEW M HIKHEH Qpakuusimu; *, **
*AX - CTATUCTUYECKH 3HAUUMBIC PA3IINUHSL.

Haumenpimm cHmkenuem mokazarens JIK mo cpaBHeHMIO ¢ HibKHEH (pakiueit
o0Jafany MUTOXOHIPUU BepXHEH (hpaKiivu, BbIICTICHHBIC U3 TIPOPOCTKOB apaduorcuca (Ha
11 %). Haubonbliee cHUKEHUE ObUIO OTMEUEHO Uil MHUTOXOHIpPUN BepXHEW (pakiuu
KyKypy3bl (Ha 19 %), 4ro He yAMBUTEIBHO, MPUHHMAs BO BHUMAaHUE CTPYKTYpPHBIE
0COOCHHOCTH YacTH MUTOXOHJIpUH 3ToM (Pppakimu (cM. puc. 36, 2). Panee ObUI0 MOKa3aHo,
YTO MUTOXOHJIPUHU, HAXO/IAIINECS B HWYKHUX CIIOSX TPAIUEHTA, YaCTO UMEIOT 00JIee€ BHICOKHIA
neIxatenbHbIA KOHTpoub (Lund et al., 1958; Nishimura et al., 1982; Dai et al., 1998; Petrussa
et al., 2008), yueM MHUTOXOHJIPHHM BEPXHUX CJIOCB TpagueHTta. [Ipy 3TOM HHTAKTHOCTH
MHUTOXOHJIPUAIIBHBIX TPENapaToB BEpXHEW M HIDKHEW (pakiuii HE OTIMYaiach sl BCEX

paCTUTENBHBIX 0OBEKTOB, U UMEJIa IOCTATOYHO BBICOKHUH mokazatenb (80-90 %) (tabin. 7).



120

JI11 MUTOXOHAPHIA K101 (hpakiuy ObliIa MPOBEICHA OLIEHKa aKTUBHOCTH (hepMEHTa
MUTOXOHAPUAILHOTO MaTpukca cykiuHataeruaporenassl (CIN). Cykuunataeruaporesasa y
BCEX OpPraHM3MOB IIPOYHO CBsI3aHAa C BHYTPEHHEW MeMOpaHOW MHUTOXOHAPHUM U SIBISETCS
KOMITOHEHTOM 3JIEKTPOH-TpaHCTIOpTHOM 1ienu (komruiekc II). B mumkne TpukapOOHOBBIX
KUCJIOT 3TOT (PEPMEHT KaTaIM3UPYET PEAKUUH OKHCIECHHUS/BOCCTAHOBIEHUS CYKLIMHATA U
dbymapara. Panee (Frisell et al., 1965) 6b1710 TTOKa3aHO, YTO MUTOXOHAPHUATBbHAS TIOMTYJISIUS B
KJIETKE MpOSIBIISIET rereporeHHocTh B oTHomeHun aktuBHoct CJI. Frisell et al. (1965)
BBIJICIISUTA  «TSDKEITYIO» U WIETKYI0» MHUTOXOHJpUANIbHbIE (Ppakiuu (B 3aBUCHMOCTH OT
Kk03((pUIMEeHTa CEAMMEHTALIMU B TPAJUEHTE caxapo3bl): (QPaKLUs «TSHKEIBIX» MUTOXOHIPHIA
uMmena B 2 pa3a OoJiee BBICOKMI YPOBEHb AKTHUBHOCTU CYKIMHATICTHIPOTE€Has3bl IO
cpaBHeHHIO ¢ Jierkoil (Qpakimen. Onnako, pe3ynbTathl oneHku aktuBHocTH CJI,
NOJy4YEHHbIE B paMKax Halel paboTbhl, MPOJEMOHCTPUPOBAIM OTCYTCTBUE CTATUCTHUYECKU
3HAYMMBIX PA3IUUUil MeX Ty HpakIusIMU (JaHHbIE HE TTOKA3aHBbI).

C uenbio qambHEWIIEN XapaKTepUCTUKA MUTOXOHAPHAIBHBIX (pakiuuii HaMu ObUTH
npoBeJieHbI JekTpodope3 B [IAA-rene B AeHATYpUPYIOIIUX YCIOBUAX (puc. 37) U aHAIU3
AKTUBHOCTH MEMOPaHHBIX JbIXaTeIbHBIX KOMILIEKCOB ¢ momoisio merona BN-PAGE (puc.
38). Ilpu ananmmze siekTpodoperpaMMbl MOKHO OOHAPYKUTh HEKOTOpPBhIE pa3liMuvs B
OEJKOBBIX CIIEKTPaX Pa3IMYHbIX MHUTOXOHApPUAIBHBIX (ppakimii. Habmomaemblie pazmuuus
CBSI3aHbI, CKOpEE, HE C M3MEHEHUSIMH B OCJIKOBBIX CIIEKTpax (pakiuii, a B KOJIMYECTBEHHOM
COOTHOIIICHUU HEKOTOPBIX 0aH 0B (puc. 37).

[IpencraBneHHble Ha pUCYHKE 38 pe3ynbTaThl AEMOHCTPUPYIOT COCTaB MEMOpPaHHBIX
KOMITJIEKCOB M aKTHBHOCTbH KoMIutekcoB | u II B MuToxoHnpuanbHeix Gpakiusix B. rapa (puc.
38, a) u Z mays (puc. 38, 6). CylIeCTBEHHBIX pPa3IW4YUii B AKTUBHOCTH OCHOBHBIX
MEMOpaHHBIX KOMIUIEKCOB MHUTOXOHJIPUAIBHBIX (PpaKUuii, BBIICIEHHBIX W3 KOPHEILIOIOB
penbl U KyKypy3bl, He oOHapykeHo. Mcxons u3 okpacku B Kymaccu, coctaB MeMOpaHHBIX
KOMILJIEKCOB HKHEN U BEpPXHEH MUTOXOHIPUATbHBIX (PpaKIMii TAKKE HE OTIIMYACTCS.

O0o0mast onucaHHble Pe3yabTaThl, MO)KHO OTMETHTh, YTO, HECMOTpPS Ha OTCYTCTBHE
CYIIECTBEHHBIX pa3IMyMid MO PALy TECTUPOBAHHBIX MAPAMETPOB, XapaKTEPU3YIOLIUX
(YHKIIMOHAILHOE COCTOSIHWE HWDKHEW M BEPXHEH MHTOXOHIPUAIBHBIX (Ppakuumii, MexmIy
HUMHU HUMEIOTCS OmpeaesieHHble pasnuuus. [Ipoucxonsmias B TpagueHTe IJIOTHOCTU
mddepennmanus rpyOol MHUTOXOHIPUATBHOM (Dpakuuu Ha JIBE OTHENbHBIE CyO(paxuuu

COrJlacyeTcsi C WX CTPYKTYPHBIMH OCOOCHHOCTSMH. J[7Is1 MHUTOXOHAPHAIBHOW (ppakimu
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BEpXHUX CJI0eB rpaaueHta (B. rapa, Z. mays) XapakTepHO HAINYHUE MUTOXOHAPHH C
HEIOPa3BUTOM CTPYKTYpOHM BHYTPEHHMX MeMOpaH, 4YTO OCOOCHHO BBIPAKEHO IS
ATUOJIMPOBAHHBIX POPOCTKOB KyKypy3bl. Hanbomnee BeposiTHO, UTO pa3Hble CyONOMYISALUN
MHUTOXOHJIPUH B MPOPOCTKAX  KYKYpy3bl  OTOOpaXkaloT  CTaJud  CO3pPEBAHUS

IIPOTOMUTOXOHAPUH B 3pENbIe MUTOXOHIPUH.

a 6
kOA 1 2 kOA 1 2
150 —> S " =% 150 4 3
100—> 1oo
80—> |
. :))Lah-t
40—> 40 —>
25—>
25=—> A -~ ———e
VDAC VDAC
29 KOA = m= 29 kA e

Puc. 37. Ananus npoduist 6eTK0B MUTOXOHAPUATBHBIX (BPaKIUit

[IpencraBiensl smekTpodoperpammel OelIKoB BepxHel (/) W HmkHeH (2) MHTOXOHAPHATBHBIX
Gdpakiuii, moaydeHHbIX U3 (@) KOPHEII0a0B penbl (B. rapa) u (6) NMPOPOCTKOB KYKYypy3bl (Z. mays).
ITocne ¢ppakunonnpoBanus B AeHaTypupytomeM [IAA-reixe MuToXoHIpHaIbHBIE OETKN ObUTH OKpAaIleHbI
¢ nmomomrsio Kymaccn R-250. B HmxHel 9acTh pUCYHKOB NPUBEACHBI PE3yNbTaThl MMMYHOOJIOTTHHTA
MUTOXOH/IPUANBLHBIX OEITKOB perbl (@) u KyKypy3sl (0) ¢ antutenamu npotuB VDAC (Agrisera, CLLA).

MWUTOXOHIPUU C HENOPa3BUTON CTPYKTypol MeMOpaHbl OOJNagar0T MEHBIIeH
CIOCOOHOCTBIO K CONPSDKEHUIO  aKTUBHOCTUM  JIBIXaTENIbHBIX ~ KOMIUIEKCOB €
dbochopuupoBaHUEM, UYTO KOPpPENIUPYET C pa3iMuMsMH B TIOKa3aTeNsX BEJUYMHBI
neixarenbHoro koutposisa (AK) mis nByx ¢pakumii. COOTBETCTBEHHO, Ui MHTOXOHIPHUMA
BEpXHEH (Ppakiiiu, CKopee BCEro, XapakTepeH 0oiee HU3KU MEMOPaHHBIN IMOTSHIIMA, YTO B
cllyyae UMIIOpTa OTPHIIATENbHO 3apshkeHHbIX Mojiekyn JIHK moxer cioco6cTBoBath Gosee

A PEeKTUBHON MX TPAHCIOKAIMU Yepe3 MUTOXOHPUATIEHYIO MEMOpaHy.
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Puc. 38. Anamus COOCpKaHAd MW AKTHBHOCTHU M6M6paHHBIX KOMILICKCOB B

MHUTOXOHAPHATBHBIX (PPaKIMSX penbl (B. rapa) v KyKypy3bl (Z. mays)

[lpencraBiaeHsl  pe3ysbTaThl HE3aBHUCHMBIX —OKCIICPUMEHTOB IO  ONPEIENCHHI0  AKTHBHOCTH
MeMOpaHHBIX JAbIxaTenbHbIX KoMiuiekcoB | u II ¢ momompio BN-PAGE anektpodopesa B BepxHedd (/) u
HIDKHEH (2) MUTOXOHIpHANBHBIX (pakumsx B. rapa (@) m Z. mays (6). TlokazaHn coctaB MeMOpaHHBIX
KOMILJIEKCOB, BU3YaJIU3UPOBaHHbIN OKpammBanueM ¢ nomoipio Kymaccn R-250 1 akTUBHOCTh KOMILTEKCOB [
u II, orpeaeneHHas FTHCTOXUMUYECKAMH METOAMIL.

Crnenyer TaKkKe OTMETUTb, UTO COIJIACHO PE3yJbTaTy HUMMYHOOJOTTHHIA
MUTOXOHJpUI 00enX HccieayeMbIX cyOodpakiuii ¢ ucnonb3oBanueM antuten K VDAC,
COZIEp’KaHWEe MHUTOXOH/PHAIBHOIO IMOpPHHA B BepXHEH cyOdpakuuu B. rapa CHUXEHO.
Muroxonapun BepxHel ¢pakuuu umnoptupyot JJHK ¢ Gonbiiei 3¢deKTHBHOCTBIO, YeM
MHUTOXOHJIpUU HIWKHEeW ¢pakiuu. Kak mnokazaHo Hamu, OTCYTCTBHE TpeX M3 YeThIpeX
nzopopm VDAC B MUTOXOHAPHUSX apabUONCHCAa TaKKe CIIOCOOCTBYET —OOJBIICH
s eKkTuBHOCTH MMITOpPTa. TakuM 00pa3oMm, UCXOJsl U3 BCEM COBOKYITHOCTH TOJYYEHHBIX
HaMU JaHHBIX, ciexyeT, yTo 3ddexkruBHocT, MMnopta JHK B 3HaunMrTensHON cTeneHu
OTIpEJIENISICTCS. CTPYKTYPHOW OpraHu3alyell JBOMHOW MUTOXOHAPHAIBHON MeMOpaH®bI,
KOTOpasi B CBOIO OYEPEIb CYIIECTBEHHO 3aBHCUT KaK OT KOJIWYECTBa M30(OpPM IOPHHA,
coJiepKallIuXxcs BO BHELIHEH MeMOpaHe, TaK U OT KayecTBa U CTETEHH 3PeoCTH BHYTpEHHEN
MEMOpaHBbI.

Hcxons M3 COBOKYMHOCTH MOTYYEHHBIX HAMH JJAHHBIX, OYEBUIHO, YTO MUTOXOHJIPUH,
BBIJICJISIEMBIE M3 JIUCTHEB apabHIOIICHUCA,

KOPHCIUIOAOB PCIIbI W 3TUOJIMPOBAHHBIX
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HPOPOCTKOB KYKYpY3bl, IIPEACTABISIOT COOON reTepOreHHYI0 MOIMYJISINI0, COCTOSIYIO, KaK
MUHMMYM, U3 JBYX MHTOXOHAPHAIBHBIX CyOnomyasiuuid. OTH  cyOnomyssiuu
pacrioylararorcss B paziIM4HBIX CJOSAX TPAJUEHTa IUIOTHOCTH (BEPXHMHM M HIWKHHH CIOH
MHUTOXOHJIpUI), OIHAa U3 KOTOpHIX oOnamgaer Oosiee BBIPAKEHHOM CHOCOOHOCTHIO
umnoptuposats JJHK. ITpu BeieneHnn MUTOXOHIPUI 3TU CYOIOIYJISILIUK pacIioylaratoTcs B
Pa3IMYHBIX CIIOAX TPajJMeHTa IUIOTHOCTH. MBI monaraeM, 4ro ycuieHue 3(PQeKTUBHOCTH
UMIIOpTa B MUTOXOHJIPUM BEPXHEW (PpakiMM HE CBA3aHO CO CHMKEHHEM MX MHTAKTHOCTH,
HIOCKOJIBKY 3TOT IOKa3aTedb ObUI JOCTAaTOYHO BBICOK JJIsI MUTOXOHAPHHA 00enx (hpakiuii
(tabn. 8). TeM He MeHee, HIKHAS MUTOXOHJpHalIbHAs (Ppakiys UMeNla B CBOEM COCTaBe,
Hapsily C TUMUYHBIMH MUTOXOHJPUSMH, OPraHeIUIbl co cabo pa3BUTOM CHCTEMON KPUCT U
XapaKTEepU30BaJIaCh HEKOTOPBIM CHIDKEHUEM JbIXaTEIbHOM aKTMBHOCTU IO CPaBHEHUIO C
HIKHEN (pakuueil (tabn. 8). Bepositho, 3¢ dextuBHocTs MiopTa JIHK B 3HaunTensHoi
CTEIICHU ONPENESAETCs CTPYKTYPHOM OpraHu3alMed JBOWMHOW MHUTOXOHIAPHUAIBHOU
MeMOpaHbl, KOTOpasi CYIIECTBEHHO 3aBUCUT OT KayeCTBa M CTENEHU 3PEJIOCTH BHYTPEHHEN
MeMOpanbl. Ellle oMH OTJIMUUTENBHBIN MapameTp, KOTOPBIH KOPpEIUpYeT C YpPOBHEM
UMIIOpTa — pacIoioKeHHe BepxHe, Hanbosee komnereHTHOW K umnopty JHK, ¢pakuuu B
rpagueHte. B 3aBUCHMMOCTH OT pPacTUTENBHOrO OOBEKTa PACIONIOKEHUE 3TOU (ppakuuu
pazmuuHo. Ilpu oOrmielt cxoxkecTu rpajueHTta IUIOTHOCTH HEepKoIUa, BepXHss (pakuus A.
thaliana pacrionaraercsi B HWKHeN 9actu rpaauenTa (Mexay 50 % u 25 % nepkosuiom), B TO
BpeMsi koraa dpakuus B. rapa — B cepenune rpaauenta (mexay 21 % u 18 % nepkommom).
BepxHsist MutoxoHapuaibHas ¢pakuus Z. mays pacrojioKeHa B BEpXHEW 4acTH IpaJueHTa
(Ha ypoBHe 0,48 M caxaposel). OOGOCHOBAaHHOCTH CpaBHEHHUsI (PaKIUl Ccaxapo3HOTO
rpaaveHTa U (Qpakiuii, MOJYyYEHHBIX B TpajJMeHTE IUIOTHOCTU MEPKOJIA, ONpeaeiseTcs
«OCHOBHOI» HWXKHEH (pakiuei, cojepkaiieldi B OCHOBHOM MHUTOXOHJPUU CO 3peion
CHCTEeMOW BHYTPEHHUX MeMOpaH, HaJ KOTOPOil OOBIYHO pacrojiaratoTCsi MUTOXOHIPUH C
MEHee IUIOTHOW, HEOKOHYATeNbHO C(OPMUPOBAaHHON BHYyTpeHHel cTpykTypoil (Pollak and
Munne, 1970; Logan et al., 2001; Howell et al., 2006). Hamu 6110 OTMEYEHO, UTO YeM BBIIIIE
B TPaJMEHTE pAacIoIO’KEHA BEPXHsISI MUTOXOHIpUanbHass Qpakius (cMm. puc. 34), Tem
CHJIbHEE BBIPAKEHbl OTIWYUTEIbHBIE OCOOCHHOCTHM CTPYKTYpPBHI COCTaBISIOMIMX €€
MUTOXOHpUH (puc. 36) u TeM Oosnble pazanuus B 3pdexkruBHOCTH MMMopTa B HuX JJHK
(puc. 35, Tabn. 7). MOXHO MPEANONOKUTh, YTO IS MUTOXOHIPUHM BEpXHEW M HIDKHEH

dbpakiuii apabuorncrca XxapakTepHa MaKCUMaIbHO CXO/IHAS CTPYKTYpa.
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[IpencraBnsiercss BecbMa BEPOSITHBIM, YTO IO MEpPE CO3PEBAaHUS MUTOXOHIPUN H
YCIIO)KHEHUSI CTPYKTYpbl MeMOpaHbl (TOSBJICHHE KPHCT), TUIOTHOCTh OpraHeul NpU UX
BBIICJICHUN U OYMCTKE B TPAJIMEHTE MEPKOJUIa WM caxapo3bl YBEIMYUBAETCS, YTO Mbl U
HaOJTI0/IaeM B HAIIMX SKCIEPUMEHTaxX. TakuM 00pa3oM, MOKHO MPEIOI0KUTh, YTO HUXKHSS
(dpakuus MUTOXOHPUI Beeraa OyAeT coaepKaTh Oosee 3peble MUTOXOHPUH, & BEPXHSS —
MEHee 3pelible, a UX PaCcoJIOKEHHE B TPAUEHTE TUIOTHOCTH OYyJeT OTpa)xaTh B HEKOTOPOM
pOZ€ CTENEHb UX CTPYKTYPHBIX pa3znuyuii (puc. 36).

DT HaOMIOACHUS HATAJIKUBAIOT HA MBICIb, YTO OJHUM U3 (akTopoB 3((eKTUBHOrO
umnopra JIHK sBnsiercst pazHooOpasue CTpyKTypbl MUTOXOHIPUAIHON NOMyIsAuuy. Brioixe
BO3MOXKHO, 4YTO  MHUTOXOHJApHAJIbHAs  MOMYJSUS  COCTOMT M3  MUTOXOHJAPHIA,
CHENMAM3UPOBAHHBIX Ha BBIMOJHEHUU PA3MUUHBIX (YHKIUH. MUTOXOHAPHU conaepKat
cBoro cooctennyro JIHK, koaupyrornyto HeO0IbII0e KOJIMIECTBO KU3HEHHO BAKHBIX T€HOB,
HO 3Ta pOJIb KaK F€HETUYECKOI0 XpaHWIMIIA MaJO COBMECTHMA C POJIbI0 MUTOXOHJIPHIl B
OMOdPHEPreTHKE, TMOCKOJIbKY TPAHCHIOPT JJIEKTPOHOB MPUBOIUT K oOpazoBanuio ADK,
koTopble MHAYHMpyroT noBpexaeHus B MTIHK (Logan, 2006). Mbl npenmnonaraem, uTo
YacTh MUTOXOHAPHM BepxHeW (pakumu, y KOTOpBIX IUIOXO CQOpMHUpOBaHa CcHCTEMA
BHYTPEHHHX MEMOpaH, MOXET CIEIMaTU3UpPOBaThCs HA XPAaHEHUHM TE€HETUYEeCKOTO
MaTepualia, B TO BpeMsl KaKk MUTOXOHJIPUH C MOJTHOLUEHHON CTPYKTYpPOUl KPUCT OTBEYAOT 32
BBITIOJITHEHWE MUTOXOHpHUE OnosHeprerrueckoil ¢yHkimu. [locneanee B ompeneneHHOM
CTENEHU NOATBEP)KAAIOT HAIIM PE3yJbTAThl, IOJYYEHHbIE IPU OLEHKE JbIXaTelIbHOIO
KOHTPOJII MUTOXOHJpUI BepXHeW W HkHeW ¢pakuuil. B To ke BpeMsi, MUTOXOHIpUU
BepxHed (Qpakiuu MOTryT OBITh IPOTOMHUTOXOHAPHSIMU  (He3peibiMH  (opMamu
MUTOXOHJpUI), sl KOTOPBIX, KaK W3BECTHO, XapakTepHO IIOCTENIEHHOE pa3BUTHE

BHYTpeHHel cTpykTypbl MmemOpan (Howell et al., 2006).
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3AK/IIOYEHHUE

B pesynbpTaTe mpoBeneHHON paboThl MOTyYeHbl TPUHIIMITUAIBEHO HOBBIE IaHHBIE O
dbakTopax TPaHCHOPTHOW CHCTEMBbI PACTUTENIHHBIX MHUTOXOHAPUM, YYACTBYIOIIHUX B
nporecce umnopra JHK. Panee Oputo mokaszano, yro ummopT JAHK mpoucxomaut c
yuactueMm nopuHa (VDAC) Bo BHemHelW u aneHuHHykjiaeotuarpanciokassl (AHT) Bo
BHyTpeHHel MemOpanax wmutoxoHapuii (Koulintchenko et al., 2003), omnako 3TOT
IPOLECC HE OrPaHUYMBAETCS YYaCTHUEM 3THUX JIByX MEMOpaHHBIX OENKOB U, MO BCe
BUJIUMOCTH, IPOUCXOJIUT MOCPEICTBOM HECKOJBKHX AJIbTEPHATHUBHBIX MEXaHU3MOB IIPHU
y49acTHH pa3zHooOpa3HbIX OenkoBbIX kKomiuiekcoB (Weber-Lotfi et al., 2015). Mcxoas u3
ATOTO, MbI MPEAINOI0KUIN, YTO AKTUBHOCTh nporecca umnopra JJHK moxeT HE TonbKO
3aBUceTh OT (QyHKIMOoHHpoBaHUs crnenuduuecknx JIHK-mepenocunkoB, koTopsie erie
MPEACTOUT UACHTU(DUINPOBATH, HO U UMETh CIOKHYI0O KMHETHYECKYIO 3aBUCHMOCTH OT
koHneHTpauuu JJHK-cyOcTpara, a Takke MEHSTBHCS B 3aBUCUMOCTH OT METa00JIMYECKOTO
COCTOSIHMSI MUTOXOHApPUN B KieTke. B cBoro ouepenb, MeTabOIUMYECKOE COCTOSHHE
MUTOXOHJPUI TaK)KE€ MOYKET BHOCUTh BKJIAJ B XapakTep mporecca umnopra JIHK BBugy
TOTO, YTO MHTOXOHJIpHAJbHAsI MOMYJSALUS YacTO MPEIACTABISIET CMECh HEOAHOPOIHBIX
OpraHesul, OTJIMYAIOMIUXCA 10 CBOMM CTPYKTYpHO-(QYHKIMOHAIBLHBIM cBoiicTBaMm (Lund et
al., 1958; Bakeeva et al., 1999; Logan et al., 2001; Logan, 2006; berynoBa u Bekuius,
2015). B cuiy BbllliecKa3aHHOTO, B paMKaxX JaHHOM paboThl ObUla MPEANpPUHSTA IMOMbITKA
npuOIM3UThCS K TNoHMMaHuto Mexanm3ma wummopta JIHK, ero 3akoHomepnocteit u
(baxTopoB, BIUSIOMIMX Ha 3TOT Mporecc. J{Jst 3Toro HaMu ObUTH UCCIIEA0BaHbI 0COOEHHOCTH
TPaHCIOPTHOM CUCTEMBI, ydyacTtByromier B umnopre JHK B pacturensHble MUTOXOHIApHH,
BKITToyaronye (1) KMHEeTH4eCKyr0 3aKOHOMEPHOCTh NpoTekaHus mnpoiecca umnopra JTHK
pazHoil  mMHBIL, (2) ydacTMe  psAa  TOTCHIMATIBHBIX  OEJIKOB-TIEPEHOCUYMKOB
MUTOXOHJIpUalibHON MeMmOpanbl U (3) 3aBucuMocTh mporecca neperoca [IHK BHyTpb
MUTOXOHJPUN OT CTPYKTYpPHO-(DYHKIIMOHAJBHBIX OCOOEHHOCTEH CyONmomyssiuuii 3TUX
OpraHe’ul.

[Ipn u3yyeHHr KOHIEHTpalMOHHOW 3aBucuMocTH umnopra moisekyn JJHK paznoii
JUIMHBl B MHUTOXOHJIPUM Kaprodens ObUT MPOAEMOHCTPUPOBAH pa3HBIA XapakTep 3TOTO
KuHeTHyeckoro mapamerpa aust ¢parmentoB JIHK aByx pasmepnbix kmaccos. [[ms JIHK-
CcyOCTpaToB MaJlOM JUIMHBI TIOKAa3aHO OTCYTCTBHE CYIIECTBOBAaHHS CHELM(PUIECKOTO

NEePCHOCUMKAa BBUAY TOI'0, YTO KHMHCTUKA HWMIIOPTA cy6CTpaTa OTOIr0 PasMCPHOro Kiacca
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uMesia JIMHEWHYIO0 3aBUCUMOCTh 0e3 BBIXO/a Ha IJiarto. B MpoTHBOMONOKHOCTH 3TOMY, UIS
cyocrparoB JIHK cpenneld miamHbl ObLT XapaKTEpeH CTYNEHYATHI XapakTep 3aBHUCUMOCTH
MHTEHCUBHOCTH ummoprta oT KoHueHtpanuu JIHK, 4ro roBoput B Mmosib3y BBICKA3aHHOU
paHee TUIoTe3bl O CYLIECTBOBAHUM MHOXECTBEHHBIX MexaHn3MoB umnopta (Weber-Lotfi et
al., 2015): mpu kaxaoM BBIXOJE€ KPHBOM Ha IUIATO, MO BCEW BUIUMOCTH, MPOUCXOAUT
HACBIICHUE OJHOTO U3 TPAHCIIOPTHBIX IYTEH U MOSBICHUE BO3MOYKHOCTH IMOJIKIIOYECHHUS
apyroro Mexanm3ma. KpuBas 3aBucumoctn umnopra JIHK cpemneln mnuHbl OT ee
KOHIIGHTPALIUM TPWKIbl BBIXOAWJA Ha IUIATO, MO3BOJISSA IMPEANOJIOXKUTh Y4acTHE B 3TOM
IIPOLIECCE HECKOIBKUX TPAHCIOPTHBIX IIYTEH.

C uenpto mowmcka cremuduuHoro rmnepeHocunka wmonekyn JIHK  dgepes
MUTOXOHJJpUAIILHYI0O MeMOpaHy, HaMu ObU1 uccienoBad umnopt JIHK B uHCepIrioHHBIX
MyTaHTax apabHoIchca Mo OesTkaM, UMEIOIIMM NOTEHIUAIBHYIO CIOCOOHOCTh y4acTBOBATh
WIM OKa3blBaTh BIMSHHE Ha STOT mporiecc: Oenkam BHemmHed MemOpansl TSPO, OM47,
DRP3A u DRP3B, uzopopmam VDAC u 6e1Ky BHyTpeHHENH MUTOXOHAPHATIbHON MEMOpaHBI
MIC60 (tabi. 8).

Tadnnua 8
BnusiHue wHakTHBaLMM M3Y4eHHBIX MeMOpaHHbIX OenkoB Ha wummnopt /IHK B
MUTOXOHJPUU

MyTtantH XapakrepucTika 0ejKa, 0 T'eHy KOTOPOro MOJIy4eH HOKAyT-MyTaHT
asi JIMHUSA CrpykTypa OyHKIMA Jlokanuzanus B KJIETKE Oddexr
A.thaliana OTCYTCTBHS
Oelka Ha UMITOPT
JHK
tspo a~crmpains (Cui et OeJIoK-pererTop ¢ BHETITHSIA st JJHK
al., 2016) MOBBIIIIEHHBIM MUTOXOH/IpUAJIbHAS HEOOJIBIIIOTO
COZEpXKAHUEM memOpana (Cui et al., pa3mepa — Her;
tpunrodana; cBs3pBanue | 2016), MmemOpana st JIHK
rema (Vanhee et al., wiactup (Cui et al., CpeIHEeH JUTUHBI -
2011); oTer Ha 2016) memOpaHa — CHIDKEHUE IIpU
a0MOTHYECKUH cTpecc armaparta ['onbmxu BBICOKHX
(Guillaumot et al., 2009) | (Vanhee et al., 2011), KOHIICHTPAITHSIX
ia3MaTudecKast
MemOpana (Schmid et
al., 2005), memOpana
OIIP (Guillaumot et al.,
2009)
vdacl B-mpnmMHIpUYeckas | y4acTHHK MEMOpPaHHOTO | BHELIHSS aKTUBALMS
(Tateda et al., 2011) | TparcmopTa B MUTOXOHIpHUATHHAS
mutoxoHapusx (Robert et | MmemOpaHa,
al., 2012; Tateda et al., mia3majaeMma
2011; Zhang et al., 2015) | (Robert et al., 2012;
Tateda et al., 2011;
Zhang et al., 2015)
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vdac2 B-imnmuHapUYecKas | yYaCTHUK MEMOPaHHOTO | BHEIIHSS AKTHUBAIIUS
(Tateda et al., 2011) | TparcmopTa B MUTOXOHIpHUATHHAS
muToxoHmprsix (Robert et | MemOpaHa,
al., 2012; Tateda et al., azMajgeMma
2011; Zhang et al., 2015) | (Robert et al., 2012;
Tateda et al., 2011;
Zhang et al., 2015)
vdac3 B-imnuHapUYecKas | y4aCTHUK MEMOPaHHOTO | BHEIIHSS HE BBISIBIICH
(Tateda et al., 2011) | TpaHcmopTa B MUTOXOHIpHATHEHAS
muToxoHmprsix (Robert et | MemOpaHa,
al., 2012; Tateda et al., azMajgeMma
2011; Zhang et al., 2015) | (Robert et al., 2012;
Tateda et al., 2011;
Zhang et al., 2015)
vdac4 B-umnuHapUYeckas | y4acTHUK MEMOPaHHOTO | BHEIIHSS AKTHBALIUS
(Tateda et al., 2011) | TpancmopTa B MUTOXOHIpHATHEHAS
MUTOXOHIIPHSIX MeMOpaHa
(Robert et al., 2012) (Robert et al., 2012;
Tateda et al., 2011;
Zhang et al., 2015)
drp3a HE OnpeieNieHa y4acTHe B JICTICHUN BHETIIHSIS HE BBISIBJICH
MUTOXOHJIPUH U MHUTOXOHIpUATIBHAS
niepokcucoM (Fujimoto et | memOpaHa,
al, 2009; Aung et al, MIEPOKCUCOMBI
2012) (Fujimoto et al., 2009;
Aung and Hu, 2012)
drp3b HE Onpe/ieNieHa y4acTHe B JICTICHUN BHETIIHSIS HE BBISIBJICH
muroxoHapuil (Fujimoto | MUTOXOHIpHATEHAS
et al, 2009, Aung et al, MeMOpaHa,
2012) MIEPOKCUCOMBI
(Fujimoto et al., 2009;
Aung and Hu, 2012)
om47 B-ummHapUYecKas | TPAHCHIOPTHPOBKA BHEIITHSIS HE BbISIBJICH
(Lietal., 2016) MeTa00IMUECKUAX MUTOXOH/IpHUAITbHASL
MHTEPMEINATOB U3 H memOpana (Li et al.,
BHYTpb MuToXoHApHii (Li | 2016)
et al., 2016)
mic60 | He omnpesieNeHa cyObeIMHHUIA BHYTPCHHSISI HE BBISIBJICH
MUTOXOH/IPUATBHOTO MHUTOXOHIpUAIbHAS
TpaHCMEMOPaHHOTO MemOpana (Michaud et
JIUTTOTIPOTEMHOBOTO al., 2016)
komruiekca (MTJI)
(Michaud et al., 2016)

[To pesymbraTtam mponenaHHoil paboTel mokazano, uro OM47, MIC60, DRP3A u
DRP3B ne npunumarot HenocpeactsenHoro yuactust B umnopre JHK. J{ng TSPO nokazano
BKJIFOUYEHHE B TMPOLIECC UMIIOpPTa B YCIOBUSIX MOBbIIEHHbIX KoHUEeHTpauui JIHK cpennero
pa3Mepa, 4To, BO3MOXKHO, UMEET CBA3b C NOKA3aHHOW HamMu KuHeTukou mmmopra JTHK-
cyocTparoB cpenmHel JUmHBL. B oTHomeHun uetbpex uzodopm mopuHa i VDACI,
VDAC2 u VDAC4 nokazana 3aBucuMOCTh npouecca umnopra [IHK or Hamuuums nnm

OTCYTCTBHS 3THX OEIIKOB B MHTOXOHIpPUATbHOM MeMOpaHe. JTa 3aBHCHUMOCTb, OJIHAKO,



128

OKazasacb 0OpaTHOM - HaOMoJanack CTUMYJIALMS UMIIOPTa B MyTAQHTHBIX 110 3TUM Oellkam
mvHusX. Ilpy 3TOM 3T TpU MyTaHTHBIE JIMHUM WUMENIU (PEHOTHUII, OTIMYAIOIIMICS OT
(eHOTHUINA JTMHUM JUKOTO TUIIA, IPUYEM HaMEHbIINE OTJINYMS BbIKa3blBala JIUHUS vdacl, a
HauOosbIme — JIMHUA vdac2. IHTepecHO OTMETHUTh, YTO YeM BaKHEe JJIsI KIETKH (DyHKIHS
n30()OpMBI MOpUHA, TEM CUJIbHEE BbIpaskeHa ctumysauus umnopra JJHK B muroxonapuw,
XapaKTEpU3YIOIIMECS €€ OTCYTCTBHEM. MBI IpeanosaraeM, 4ro OTCYTCTBHUE OJHOW U3
n30)OopM TOpUHA MOXKET KOMIIEHCHUPOBATHCS MOBBIIIEHUEM SKCIPECCHU JIPYTUX €ro
u30)opM, UYTO KOCBEHHO  IOJATBEPXKAACTCS  IOJYYEHHBIM HAMH  PE3YJbTaToM,
MIOKa3bIBAIOIIMM TOBBIIIEHUE YPOBHS TPAHCKPHUIILIMM T€HA, KOJUPYIOLIEro u3ohopmMy
VDAC3, B munusax vdacl, vdac2 vn vdac4. VIHTepeCHO OTMETHUTh, YTO YEM Ba)KHEE IS
KIETKM WHAKTUBHPOBaHHAs H30(opMa MOpHHA, TEM CWIIbHEE BBIPAKEHA CTUMYIIALIMS
nmnopra JIHK. M3BectHo, 4TO moOpuHBI HrparoT BaxHyr pois B mmrnopre TPHK n
Pa3IMYHBIX METa0OJIUTOB, MO3TOMY BO3PACTAHUE COAEPXKAHUS JPYrHX H30(opM MOpHHA
MOKET OOBSACHATHCS MOTPEOHOCTHIO 00ECMEUNTh MUTOXOHAPHIO TodHBIM Habopom TPHK.
[Tpu 3TOM, BepositHO, uMeHHO VDACS3, 1 KOTOPOro B paMKax Hamei padoThl MOKa3aHO
oTcyTcTBHE BIMsAHMA Ha npouecc mmmopra JHK, murpaer miaBHyro ponb B KOMIIEHCAIMH
orcyreTBHs Apyrux uzohopm VDAC, MOCKOJIBKY €ro 3KCIpeccHs MOBBIIIEHA B OCTAIbHBIX
MYTaHTHBIX JUHUAX - vdacl, vdac2 v vdac4.

Jpyras Haiia runote3a, OOBICHSIONIAs CTUMYTUPYIONIHA 3()(PEKT OTCYTCTBUSI OTHOM
u3 u3zopopm VDAC na wmmmopr JIHK, Oeper 3a OCHOBY 31eKTPOPHU3MOIOTHIECKOES
(GYHKUMOHUPOBAHME MUTOXOHPUAIIBHBIX MOPUHOB. [leno B Tom, yTo npoBoauMocts VDAC
CTPOTrO0 3aBUCUT OT MEMOpaHHOIO NOTEHIHMata, W (HOPMUPYEMBIH MM KaHAJT MOXKET
HAXOJUTHCS B OTKPHITOM WM 3akpbiToM coctostHud (Kusano et al., 2009), tem cambiM
perynupys MOTOK METa0OJMTOB B MHUTOXOHApUIO. OrpaHMYeHHE IIOTOKA JIBUKCHUS
MeTa0OJUTOB uepe3 MeMOpaHy BBI3bIBACTCS YMEHBIIEHUEM HANpSKEHHUsSI B KOHTAKTHBIX
caiiTax BHEIIHEM W BHYTPEHHEH MHUTOXOHApPUATIBHBIX MEeMOpaH U yBEIMYECHUEM
MOTEHIIMaNa BHeNHeH MeMOpanbl (0 +60 MB), 4TO MPUBOIUT K 3aKPHITHIO aHUOHHBIX
kaHanoB VDAC, nokaan3oBaHHBIX BHE KOHTAKTHBIX CAaWTOB BO BHELIHEH MeMOpaHe
mutoxouapuit (Lemeshko, 2002). Dnexrpodusnonorndeckrue HCCIEAOBAHUS OEIKOB
VDAC wu3 pa3HbIX BHUJOB C HCIOJb30BAHUEM HCKYCCTBEHHBIX JIMIUIHBIX OHUCIIOEB
BBISIBIJIM  CJEIYIOIIYI0 3aKOHOMEPHOCTh: 3TH Oeiku 00pa3yioT BBICOKONPOBOISIINE

AHHOH-CCIICKTHUBHBIC KaHaJbl, KOTOPEIC OTKPBbITEBL Ipu HH3KHNX MGM6paHHBIX
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noTeHmanax. Beime omnpeaenenHoro 3HaueHus (20-30 mB), mojoxxurenbHOro WU
OTPULATENIBHOIO0, TOTEHI[MAIAa MEMOpaHBI, KaHAJIbl UMEIOT TEHICHLIUIO TIEPEKIII0OYAThCS B
COCTOSIHUSI C HH3KOM NPOBOAMMOCTHIO, KOTOpPBIE SIBISIOTCS KAaTHOH-CENEKTUBHBIMU
(Benz, 1994; Colombini et al., 1996). XoTs B peanbHbIX yCIOBUSX, KOTJIa IPUCYTCTBYIOT
nonsl K, Na, Cl u T.1., MeMOpaHHBIM MOTEHI[MAT BHEITHEH MEMOpaHbl YMEHBIIIACTCS U3-
3a «dddekTa eKTpoIuHaMuIecKkoro kommnaptMentay (Lemeshko, 2000), ero 3HaueHHE
MOXET, TEM HE MeHee, ObITh JOCTaTOYHO BBICOKHM, YTOOBI PErylIHpOBaTh OOMEH
MeTabOIUTOB Yepe3 BHEIIHIOI0 MUTOXOHAPUATILHYIO MEMOpaHy.

B pa6ore Tateda et al. (2011) Ob110 MMOKa3aHO, YTO BO BCEX MYTAHTHBIX JIMHUAX vdac
3HAYEHHs] MEMOPAHHOTO MMOTEHIMAaTa MUTOXOHIPUN ObUTN HIDKE, YeM Y JIMHUIA JTUKOTO THUIIA,
npudyeM otcytctBue VDAC2 i VDAC4 npuBoamiu k Oolbiiel motepe MeMOpPaHHOTO
noteHana MUToXoHipuii, ueM orcyrcteue VDACI nmm VDAC3. Otu 1aHHbIE, BO3MOKHO,
OOBSICHSIIOT TOKAa3aHHBIA B pamkax Haried pabotbl sddext ycunenuss ummopra JHK B
MHUTOXOHJPUH, B MEMOpaHe KOTOpbIX OTCYTCTBYeT onHa u3 u3opopm VDAC: kak ObuI1O
OTMEUEHO BBIIIIE, CHIDKEHHE MEMOPAHHOTO TOTEHIMATA MHUTOXOHJPUI TNPHUBOIAUT K
OTKPBITHIO TIOpbI, (OPMHUPYEMOM IMpU YYacCTHM TOPUHA, U OCYLIECTBICHUIO aHWOH-
tpancroptHoit ¢yHkuuu VDAC. OnHako, 3T0 He 0OBACHSUIO Obl OTCyTCcTBHE 3(deKrTa
ctumyssiiu umropta JIHK B Mutoxonnpun myrantHo# munun vdac3. Kak okazanoch, Bce
KaHaibl, (opmupyembie uzopopmamu VDAC, o00magaroT pasHbIMH  TTPOBOSIIIMHU
CBOWCTBAaMH, YTO OBLIO MMOKA3aHO HA MUTOXOHIPUSX KUBOTHBIX U Apoxokei (Xu et al., 1999).
[Tpu stom, VDACI u VDAC2 o00651aaaioT BbICOKOW MPOBOAMMOCTBIO U CHOCOOHOCTBIO
OTKpBIBaTh KaHaJ MPU BBICOKOM MEMOpPAHHOM IOTEHIMajie, B TO BpeMs kak y VDAC3,
HaNpoTHB, 3TU XapakTepuctuku Hu3kue (Colombini et al., 1996). Mcxoas u3 3toro, Mo>kHO
MPENOJI0KUTh, UTO B MEPBYIO ouepeab nMeHHO VDAC3 oTBevaeT 3a OTKPBITHE MOPHI MTPH
CHIDKEHMHM MEMOpPAHHOTO TMOTEHIMAa B MyTaHTHBIX JUHUAX u3opopm VDAC. C yderom
IIOJlyYEHHBIX HAMH JIAHHBIX O MOBBILIEHHON sKcnpeccu VDAC3 B MyTaHTHBIX JIMHUSX
vdacl, vdac2 v vdac4, mbl ipeanonaraem, uto 3¢dexr akruBarmu umnopra JIHK cBsizan ¢
OTKPBITBIM ~ COCTOSIHUEM  yBeJM4YeHHOro  kommdyectBa VDAC3  Bo  BHemHew
MUTOXOHJJPUAIILHOH MeMOpaHe, BbI3BaHHBIM CHM)KEHHEM MEMOpPaHHOTO ITOTEHIIHAaa
MUTOXOH/IpUH B 3TuX nuHUsX (Tateda et al., 2011).

[Ipy  w3yuyeHUHM  BO3MOXKHOTO  BJIUSHUS  CTPYKTYPHO-()YHKIIMOHATHHBIX

0COOEHHOCTEH MUTOXOHIPHUAIBHBIX CYOIONMYJISIUI Pa3IMYHbIX PACTUTEIBHBIX 00OBEKTOB
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(A. thaliana, B. rapa, Z. mays) Ha mnponecc wummnopra JHK, namu Onuto
MPOJIEMOHCTPUPOBAHO, YTO Ta CYyONMOMyJsiusi, KOTOpas oOpa3oBbiBajia B TPATUCHTE
IUIOTHOCTH OTAENbHBINA OaHJl, CTAaOMIBHO JIOKAJU3YIOUIUICS BBIIIE OCHOBHOTO CIIOS
MUTOXOH/IpUH, 00Jajalia TMOBBIIMIEHHONH CIIOCOOHOCTHIO K TMOTJIOIIEHUIO 3K30T€HHOMN
JIHK. DOTta cyOnomynsuus XapakTe€pH30Balach H3MEHEHHOM WIM IUIOXO pa3BUTOU
CUCTEMOW BHYTPEHHUX MEMOpaH M HEKOTOPHIM CHUXEHUEM BEIUYHMHBI JBIXaTEIbHOTO
KOHTpOJis. Mpbl mojaraeM, 4YTO 3Ta CYONOMyJSIUsi COJAEPKUT MEHEe 3pelible
MUTOXOH/IPUH, TOBBIIIEHHAsI cIOCOOHOCTh KoTopbix K mMmmnopty JJHK cBsizana, ckopee
BCET0, CO CTPYKTYPHBIMU OCOOCHHOCTSIMU MEMOpPaAHBI 3THUX OpTaHes.

BaxxubiM pe3ynbraroM Hamieil paboThl cTajia pa3paboTKa HOBOTO TMOJIXOMa JIs
uzyuenust umnopta JJHK B cucteme in vivo, ¢ akTUBHBIM TpPHUBJICUYEHHEM KOTOPOTO
MPOBOJIUIIACH OOJIbIIIasi YacTh HAIIMX MCCIEIOBAHUI MPU HCIOJIB30BAaHUU PACTCHHUI
apabuporicuca. B pesynbrare ycranosneno, uro ¢pparmentsl JJHK pasmepom 270-2700
ML.H., TpaHC)UIIMPOBAHHBIE B TMPOTOIJIACTHI, HUMIOPTUPYIOTCA U3 IUTOIUIA3MblI B
MUTOXOHJIPUU C JIOCTATOYHO BBICOKOM HWHTEHCHUBHOCTHIO. [loMHMO u3yuyeHUs
Mexanu3moB nepeHoca JHK in vivo, manHbIi MOaxoa MOXET OBITh MCIOJIB30BaH MPHU
pa3paboTke cucTeMbl TpaHCPOpPMAIUM MHUTOXOHAPUATIHLHOTO TEHOMAa PACTCHHIA.
[Tomo6Hast cuctemMa MOMKET BKJIIOYATh TPAaHC(HEKIMIO MPOTOIUIACTOB KOHCTPYKIUSIMU,
COJIEpKAlIMMU  TIOCJIEIOBATENILHOCTH, OOECIEUMBAIOIINE BCTPAMBAHUE B MT-TE€HOM
(Mileshina et al., 2011) u TpaHCKpPUIILKIO LENEBBIX MOCIEAOBATEIHLHOCTEN
(Koulintchenko et al., 2003), pereHepaiuio KJIETOYHON CTEHKH, CEJIICKTUBHBIA OTOOpP

TpaHC(POPMHUPOBAHHBIX KJIETOK U MOJYYCHUE U3 HUX IIEJIBIX PACTCHHM.
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BbIBO/IbI
Ha ocHoBaHuu pe3ynbTaTOB MPOBEACHHBIX MCCIEIOBAHHUI CHENIAaHbI CIEIYIOIINE
BBIBOJIBI:
1. [Tokazano, 4yto mnpu TpaHchOpMalMM TPOTOILIACTOB apabujorncuca B

cucreMe in vivo, JIHK axkTuBHO mnocTymaer wn3 LMTOILIa3Mbl B MHTOXOHJPHH.
3akonomepHoct wummnopra JHK, mokazanHble B UCCIEIOBaHUSX B CHCTEME
M30JIMPOBAHHBIX MUTOXOHIPUM, COXPAHAIOTCS i ViVo.

2. BeiBneHna cryneH4aTtas 3aBUCHMMOCTb WHTEHCHBHOCTH  ITOTJIOLICHUS
MUTOXOHJIpUSMH (parMeHTOB CpeaHeu aauHbl (2,7 T.1.H.), HO He MaJoi HHBI (269
m.H.) or koHueHtpauuu JIHK. IlonyueHHbIi pe3ynbTaT CBUACTEIBCTBYET O
MHOECTBEHHbIX MeXxaHu3Max Tpancnopra JJHK B MUTOXOHIpHUM, 3aBUCUMBIX OT JJIMHBI
TPAHCIIOPTUPYEMBIX MOJIEKYJIL.

3. C ucrnonb30BaHMEM WHCEPIIMOHHBIX MYTaHTOB apaOuJIONCHCa, Y KOTOPBIX
WHAKTUBHPOBAaHA OJIHA M3 H30()OPM MUTOXOHAPUANBHOTO TIOPUHA, MOKA3aHO, YTO
orcyrctBue VDACI1, VDAC2 nnmu VDAC4 nmpuBOAUT K CYIIECTBEHHOW CTHUMYJISLIMA
npornecca umnopta JJHK B muroxongpuu. OtcyrerBue nzodpopmsl VDAC3 BrnusiHus Ha
MuTOXOHApuanbHbiil umnopt JJHK He okaspiBaer. Ilpu 3TOM, 3aBHCUMOCTH aKTUBHOCTH
UMIIOpPTa B MHUTOXOHJPHUH JIMHUWA, MYTaHTHBIX MO Jt000M U3 ueThipex u30GopM, OT
JUIMHBl UMIIOPTUPYEMOM MOJIEKYJIbI HE BBISABIEHO. 110Ka3aHO, 4TO OTCYTCTBHE OJHOMN M3
n30opM B MYTAHTHBIX NUHUAX vdacl, vdac2 wnu vdac4 TPUBOAUT K YCUIICHUIO
skcnpeccun VDAC3. Ha ocHOBaHMM MONTYYEHHBIX PE3YJIbTAaTOB, MbI MIPEANOIAraeM, YTo
nmriopt JJHK B pacTuTenbHble MUTOXOHAPHUM 3aBUCHT KaK OT CBOMCTB IPOBOJMMOCTHU
MHUTOXOHAPUAIBHOM MeMOpaHbl, TaK W OT CTPYKTYpPHBIX II€PECTPOEK, IO-pa3HOMY
obecrneunBaeMbix nuzopopmamu VDAC.

4. C ucnonb30BaHMEM MHCEPLMOHHBIX MYTAaHTOB apaOujorcuca MOKa3aHo,
YTO OTCYTCTBHE OEJIKOB, MPEANOIOKHUTENBHO YYaCTBYIOIIUX B TPAHCIIOPTE METAOOIUTOB
B mutoxouapuu (OM47), B GopMHUpOBAaHUU KOHTAKTHBIX CANTOB C MUTOXOHJPUATBHON
meMOpanoii (MIC60), B nmpoueccax nenenuss mutoxouapuii (DRP3A wiu DRP3B), ne
BIUsIOT Ha npouecc ummnoprta JIHK B pactutensHbie MUTOXOHAPUU. MeMOpaHHbIN Oellok
TSPO MoxkeT ObITh YacThIO OJHOTO M3 MEXaHM3MOB HMIOpTa (pParMeHTOB CpeIHen
JUIMHBI B MUTOXOHJIpUU apaOuorncuca B yCJIOBUAX MOBbIIEHHbIX KoHIIeHTpauuil JJHK B

cpene UHKYOaluu.
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5. MuUTOXOHIpUH, BBIACISAEMbIE U3 PA3IUYHBIX PACTUTENILHBIX OPraHU3MOB,
IPEJICTABISAIOT COOOM T'€TEPOreHHYI0 MOIMYJISIIUI0, COAEPKALlYI0, 10 BCE BUIUMOCTH,
OpraHeJlibl Ha pa3HbIX CTAIUAX co3peBaHUs. MeHee 3pesible MUTOXOHAPUU O0JIAAaroT
Oonee BeIpaxkeHHOM criocobHOocThIO K uMnopty JJHK. Ota cocobHocTs cBsizaHa, ckopee

BCET0, CO CTPYKTYPHBIMH OCOOCHHOCTSIMU MUTOXOHIpUAIbHON MeMOpaHBI.
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