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I. BBEAEHUE

Hecartypa3sbl )kupHbIX KUCI0T (ZKK) — 3T0 (hepMeHThI, KaTaTu3upyo-
IIMe TIpeBpaleHIe OTMHAPHOM CBSI3Y MEKITy aTOMAaMH YTJIEPO/Ia B allTh-
Heix Hensx (C-C) B asoiinblie cBsa3u (C=C) [44, 163]. O6pa3oBaHHbIE
IBOWHBIEC CBSI3W YacTO HA3bIBAIOTCS HEHACBIIIEHHBIMM CBS3SIMU, a
(bepMeHTHBIE peaKIINK — peaKIMsIMU AecaTypaiuu. decatypaius tTpedyet
HaJITMIsI MOJIEKYJISIPHOTO KMCJIOPOIA U TIPOUCXOIUT B A9POOHBIX YCIIOBHSIX
[59, 163]. lecatypasnl KK Obl1H HalieHbI MPaKTUYECKU BO BCEX Opra-
HU3MaX, 3a UICKJIIOYEHEM HeKOTOPBIX OaKTepuii, Harpumep, Escherichia
coli [47].

Hecatypanus KK B ruiiepovmiaax SBiIsieTCsl BaXKHEHIIEH peak-
LIMel, HeOOXOMMMON TSI TTOIe PKaHMST (PU3MISCKIX CBOMCTB MEMOPaHHBIX
JununoB. [Tpu HopMaabHOM ((DU3KMOTOTMUECKOiT) TeMITepaType MOJISIPHbIE
TJIALIE pOJIMTTUABI, CoAepsKalie ToJbKo HacklmeHHbIe KK, He 06pa3yioT
JIBOMHOTO CJIOSI, T.€., OCHOBHOI CTPYKTYPhI OMOJIOrMYecKX MeMOpaH [158].
OO0pa3zoBaHue ONpeAeICHHOTO KOJIMUeCTBa NBOMHBIX cBs13eil B 2KK cHu-
JKaeT TeMIlepatypy nepexoga u3 ¢dasnl rejis (TBepuast dasa) B KUIKO-

Ipunamoie obo3nauenus: st necatypas: A9-ngecarypasa, w3-jgecarypasa U T.1.;
st osuimn gecarypawn: A’ A% ' u T.; s KupHBIX Kucmot: 16:0, 18:1%,
18:3%¢%12 ¢ T.0.; AIlb — anun-nepeHocsuit 6enok; KK — XuUpHbIE KUCIOTHI;
IMTHKK — nosimHeHachllleHHbIE KUPHBIE KUCJIOTHI.
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KpUCTALIMYeCKYIo a3y u mpuaaeT MeMOpaHaM HEOOXOAMMYIO CTeIIeHb
Tekydectr [46, 130]. [TapameTpbl TeKydecT MeMOpPaH, B CBOIO OYepeb,
SIBJISIFOTCSI OTNPESISIIOLIMMU JUTs1 (DYHKIIMOHUPOBAHUSI MHOXECTBa MEMOpa-
HOCBSI3aHHBIX (hepMEHTHBIX cUCcTeM [56, 172]. lecaTypaiyis B yuc-110J10-
>XeHUM OoJiee a(pheKTUBHA 1s1 UBMEHEHUS (DU3UUECKUX CBOMCTB JINIMUIIOB,
yeM JecaTypaliusi B mparc-ToJoXeHNU, U aOCOTI0THOE OOJIbIIMHCTBO
JBOMHBIX cBsi3eil B KK numnuaoB OM0J0rnuecKkux MeMOpaH HaxoauTCsl B
YuC-TIOJIOXKEHUU.

KK cuHTe3upyrorcs u3 alerata MHOTOKOMITOHEHTHBIMU CUHTa3aMu
KK B xsopornactax pacreHuit [44, 45| u komruieKcHbIMU cHTazaMu KK,
OTJINYAIOIIMMMCS 1O KOMITOHEHTHOMY COCTaBY OT CUHTA3 XJIOPOILJIACTOB,
B LIIUTOILJIa3Me KJIETOK XKMBOTHBIX, IPOXKEl 1 npyrux rpuoos [144, 175].
O0a tumna cuHTa3 NpoayuupyT HacbhilleHHble KK, KoTopbie 3aTeM
MpeBpallaloTcsl B HEHACKIIIEHHbIE O1arofaapsi akTUBHOCTH Jiecatypas. B
MPOKapUOTUUECKUX KJIETKaX, TAKUX, HAlpuMep, Kak IMaHOOAaKTEpUH,
HachieHHble KK cuHTe3upytoTcs cuHTazaMu, aHaJIOTUUHBIMU XJ0PO-
miactHeIM [29, 67, 107]. OgHako E. coli nMeeT YHUKAJBHYIO CUHTA3Yy,
KOTOpasi crnocodHa 00pa30BbIBaTh ABOMHYIO CBSI3b B Mpoliecca CUHTe3a
uenu KK [47].

ZKuBble opraHM3MbI CIOCOOHBI TPUCTIOCAOIUBATHCS K U3MEHSFOIIIUMCST
YCJIOBUSIM OKpYyXawllei cpeabl, UCMOJAb3ysl Pa3IMYHYIO CTpPaTeTUIO
afganTaiuu. B TeueHue nocaenHUX ABYX JeCSTUIETUI 00JIbI110€ BHUMaHUE
VAENSIETCS] MOJIEKYISIPHBIM MEXaHU3MaM XOJI0JI0yCTOMYMBOCTU PACTEHUIA.
Huskue TemnepaTypbl BbI3bIBAIOT 3HAUYUTEIbHYIO MEPECTPONKY BCETO
KJIETOUHOTro MeTabosm3Ma. Mi3MeHeHUsI BKITIOYaloT AecaTypalyio SKUPHbIX
KHCJIOT, HAKOTLJIEHUE MOJUO0J0B, aMUHOKHUCIIOT, NIMLIMH-0eTanHa, caxa-
PO3bl, MHOTOUMCIeHHBIX 0eJKOB [ 112]. Huskue Temmnepatypbl MHAYLIUPYIOT
TeHbl, aKTUBUPYEMbIE a0CIIM30BOI KUCIOTOM, FeHbI IETUAPUHOB, OEJIKOB
MO3HEr0 SMOpHOTeHe3a, TUTHA-TIEPEHOCSIIMX OEIKOB, HEKOTOPBIX pUOO-
comubix n apyrux PHK-cBsa3biBaomnmux 6e1koB. Mbl CKOHLIEHTpUPYEM
cBoe BHMUMaHue Ha BbisicHeHuu poau [TH2KK u necarypa3 B amantauuu
(hOTOCUHTE3UPYIOIIMX OPTAHU3MOB 1 KJIETOK K HU3KMM TeMIIepaTypaM.

B 1973 roay 6bl1a ipeiioKeHa ruIoTes3a, CoriacHO KOTOPO# IepBUY-
Hasi poJib B XOJIOIOCTOMKOCTU pacTeHU I OTBOAMIACH MEMOPaHHbBIM JINTI -
JlaM, B YaCTHOCTHU, UX CIIOCOOHOCTH K (Da30BBIM MepexoiaM B 3aBUCHMOCTHU
OT TeMIIepaTyphl OKpYyKatoleii cpensr [84, 125, 126].

Drarunore3a oCHoBaHa Ha OOHapyXeHur (heHOMeHa FTOMEOBUCKO3HOM
uiu romeodasHoii aganrtamnuu [148]. I[Moa Bo3aelicTBEM HU3KUX TeMITe-
paTtyp MeMOpaHbI ¢ pa3ieJeHHOM TUMUAHOM (ha30ii He CTOCOOHbI MOAIEP-
>KUBaTh MOHHBIE IPaJIMEHThI U HOpMaibHOe (hYHKIIMOHMPOBaHUE MeMOpa-
HOCBSI3aHHBIX (DepMEHTHBIX CUCTEM, B pPe3yJbTaTe uyero HapyllaeTcs
KJIETOUYHBII METAOO0JIN3M, UTO, B KOHIIE KOHIIOB, TPUBOAMT K TUOEIN BCETO
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opranusma. CriocoOHOCTh KJIETOK PACTeHUI K aJlanTalliy B TAKUX YCJIO-
BUSIX CBSI3BIBAETCSI C BO3MOXKXHOCTBIO M3MEHSATh TEKy4eCTh MeMOpaH
IMOCPEICTBOM YBEJIMYEHMSI KOoJInuecTBa HeHachieHHbIX 2KK B MeMOpaH-
HBIX TUTNIUIaX. B ¢BSI3M ¢ 3TUM, BaxKHOE 3HAYEHUE UMEIOT UCCIICIOBaHMSI
CTPYKTYPBI, CBOICTB 1 peryisiiuu aecatypas3 2KK — (pepmeHTOB, 0OTBEUalo-
IIMX 32 00pa30oBaHMe IBOMHBIX CBS3el B UX LIETISIX, U, CJIeA0BaTe/IbHO, 3a
U3MeHeHMe (PU3MIeCKIX CBOMCTB OMOJIOrMYecKrX MeMOpaH. 3HaHusI O1O-
XUMUU U MOJIEKYJIIPHOM OMOJIOTHM iecaTypa3 OTKPhIBAIOT IIMPOKUE IepC-
MEKTUBBI B 001aCTU OMOTEXHOJIOIMU U CEIbCKOTO XO3SICTBA, Iejasl BO3-
MOXKHBIM T€HHO-UHXXEHEPHOE KOHCTPYUPOBAHUE COPTOB U BUAOB pacTe-
HUIA, CITOCOOHBIX IEPEHOCUTh TEMITEPATYPHbIC OrpaHMYEHMS TOM MJIU MHOMN
KJIMMAaTU4eCKO 30HbI, a TAK:KE OpraHn3MoB — IpoayleHToB KK ¢ 3agaH-
HO IUIMHOM 11eN 1 (PMKCUPOBAHHBIM ITOJIOKEHUEM JIBOITHBIX CBSI3CIA.

I1. TUIIbI AECATYPA3 XKUPHBIX KUCJIOT

Dusnueckue cBOMCTBA TUMTUI0B B MEMOPAHHOM OKCIIOE B GOIBIION
CTETIEHM OITpeIeIISTIOTCS YpOBHEM HeHachIeHHoCTH X KK, T.e. Konm-
YeCTBOM JIBOMHBIX CBsI3eli, 00pa3yemblx Aecatypa3amu [1, 124]. [lecary-
pasbl, B CBOIO OUePe/Ib, SIBIISIOTCS TEPMUHATLHBIM KOMITOHEHTOM CJTOXKHOM
LIETTV OMOXUMMWYECKUX PeaKIINii, BKIIOYAIOIICH B KAYeCTBE SJICKTPOHHBIX
JIOHOPOB LIUTOXPOM b, UM (PePPENOKCHH, a TAKXKE, COOTBETCTBEHHO,
uuroxpom b-penykrasy [35, 85] unn deppenokcun-NADP*-okcuno-
penykTasy [183, 185].

Hecatypassl 2KK et Ha Tpu THTIA, B 3aBUCUMOCTH OT ITePeHOCUMKA
cyoctpara. Auuin-KoA-necarypa3ssl ucrofb3yoT KK, npucoennHeHHbIE
K KodepmeHTy A [51, 52-54, 85], amun-Allb-necarypassr — KK, cBs-
3aHHbIE ¢ alui-nepeHocsuM oesnkoM (AITB) [92]. M, HakoHew, aumi-
JIATTUIHBIE IecaTypa3bl HCIIOJIB3YIOT B KadecTBe cyocTpara 2KK, Haxoms -
muecst B coctabe unuaos [81, 106] (puc. 1, Tabi.1).

Hus amun-KoA-gecaTtypa3 KUBOTHBIX [85], JOHOPOM 3JIEKTPOHOB
CIIy>KMT LIMTOXPOM b, B TO BpEM# KaK JecaTypasbl lmaHobakTepui [185],
a Takeke riaactuaHblie auni-Allb u auni-aunuaHble aecatypasbl pacrte-
Huii [92] ucrionb3ytot heppenokcud (puc. 1). s peakunm oopa3zoBaHus
JIBOITHOW CBSI3W HEOOXOIMMBI JIBa 2JIEKTpOHA. B pacTeHUSIX 3TH 37IeKTPOHBI
MIPEIOCTABISAIOT IBE Pa3IMYHBIE CUCTEMBI, COCTOSIIINE, MO CYTH, U3
Pa3IMIHBIX, HO SKBUBAJCHTHBIX KOMIIOHEHTOB (pHC. 2), OTHA U3 KOTOPBIX
JIOKaJM30BaHa B 3HJOIIa3MaTuYeckoM peTukyayme (DP), a apyras B
iacTraax. BaskHo OTMETHTB, YTO KOMITOHEHTHI 3JIEKTPOH -TIepeHOCSIIEH
LI UMEIOT clielii(bruecKyto BHYTPpUKIETOUHYO (DP mnu niaactuibn)
JIOKaJIM3aIlMio He3aBUCHMO OT TOTO, SIBJISIETCS JIM cama JecaTypasa
PacTBOPUMOI T MEMOPAHOCBSI3aHHOM. B 3THX 1IETISIX ITaphl 3JIeKTPOHOB
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Aunn-KoA-naecarypa3ssl (dcusomuvie, epubdvl, Oporcicis)

-CH;CHy ﬁ» ~CH=CH- 18:0-KoA—>18:1""-KoA—>18:2"""KoA

2cy‘[b5 (red) 2cyt5(ox)
+ 0,

Auun-Allb-gecarypasbl (pacmenus - cmpoma x10ponaacmos)

-CH;-CHy- 7—§> ~-CH=CH- 18:0-ATTB—>18:1"’-ATIB

2Fd(red)  2Fd(ox)
+ 0,

AUUI-TUNUIHBIC NecaTypasbl | (pacmenus — sndonaazmamuyeckuii pemukyaym)

-CH;-CHj- ﬂ» —-CH=CH- T1-18: 1A9—>FH— | 8:2A9,12_>rn_ ! 8:3A9‘]2’(°3

2cyt, (red) eyt ,s(ox)
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Auwnn-nunuassle aecarypassl 11 (yuanobaxmepuu, pacmenus — naacmudbst)
—CH;-CHy ﬁ» —CH=CH-

2Fd(red)  2Fd(ox)
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Puc. 1. Cxema yHKIIMOHUPOBAHUS PAa3TUIHBIX TUTIOB JIecaTypa3 SKUPHBIX KUCIIOT.
Cyt,s — umutoxpom b, Fd — deppenokcun, [t — rnuneponunun, Red — Boc-
CcTaHOBJIeHHas (hopMa, OX — OKUCIIeHHas (hopMma.

18:0-AITB
NADP+X FNRredX 2Fd”™ X Des™ 0,
NADP(H) FNR™ 2Fd"™ Des™ H,0
18:1”-ATIB

Puc. 2. Tpancnopt 271eKTpoHOB OT oHOPOB K auuii-Allb-gecatypase B teMHOTE Wi
He(OTOCUHTETUIECKIX OpraHax pacTeHuil. B ycrmoBusix akTuBHOTO (hOTOCHMHTE3a
dbeppenokcH MOXeT BOCCTAHABIUBATHLCSI HEMOCPEACTBEHHO (oTtocucTemoit 1.
FNR — dnasonporeuH, Fd — dgeppenokcun, Des — necarypasa, 0X — OKUC/I€HHas
u red — BoccTaHoBJieHHast popmbl [100].
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oT NADPH unu NADH onHoBpeMeHHO MepeHocsTCs Ha (p1aBOMpPOTENH,
KOTOPBIi 3aTeM MepeaaeT 3JIeKTPOHBI 0 OMHOMY Ha CJIeIYIOIINi Tepe-
HOCUYUK, CTTOCOOHBIH MEPEHOCUTH TOJIHLKO 10 OTHOMY 3JIEKTPOHY (pUC. 2).
[Tapa BoccTaHOBJIECHHBIX TAKUM O0pPa3oM IEpeHOCUYMKOB TepeaaroT
3JIEKTPOHBI TTOCIICIOBATETLHO Ha JiecaTypasy, KOTopast OCYILECTBIISIET CBOIO
peaKkInio, TpeOYIOIYIO ABYX 3JIEKTPOHOB.

15t pacTBOPUMBIX I MEMOpPaHHBIX JIecaTypas IIACTUIHOMN JIOKATH-
3auy 1oHOpoM 31eKTpoHOB siBsgeTcss NADPH, dmaBonporennom —
deppenokcuH-NADP* okcraopeaykrasa U MepeHOCUNKOM 3JIEKTPOHOB —
2Fe-2S deppenokcuH [92]. DTOT ITyTh TpaHCIIOPTA 3JIEKTPOHOB XapaKTepeH
JUTSL iecaTypaud B He(OTOCUHTETUIECKIX TKAHIX PACTEHWI VT JIJIS
(boTocMHTETHYECKUX — B TEMHOTE. B (hOTOCHMHTE3MPYIOIINX OpraHax Ha
CBETY 2JICKTPOHBI TeHepHUpyIoTcs dhoTocuctemoit | u mepemaroTcst Ha
(beppenokcuH Harnpsimyto, MuHYs peppenokcuH-NADP+ okcunopenyk-
tasy [92]. B OP BoccranaBnuBalommmMuy areHTamu spisitorcss NADH,
LIMTOXPOM b, pefyKTasa B KauecTBe (p1aBornpoTerHa 1 uutoxpom b, [60] B
KavyecTBe MepeHOCYMKa 3JIEKTPOHOB K aKTMBHOMY ILIEHTPY JecaTypasbl
(puc. 1).

Jlecamypa3zor yuanobaxmepuit OTHOCSITCS K TUITTY allAJI-JIMTTUIHBIX Jeca-
Typa3 [81,106]. B HacTost111€E BpeMS KIIOHUPOBAHBI Te€HBI YeThIPEX TUIIOB
JecaTypas, creuduaecK 00pas3yroIInX IBOMHBIE CBSI3U B IOJTOXEHUSX
A 124, 127], & [133], A [26, 135] u 0’ [133,134] neneit C,-KK (cm.
tady. 1). decatypamus 2KK ocyIiecTBiisieTcst B CTPOTOM ITOC/IeI0BaTE b~
HOCTHU: [IePBasi IBOIHAsI CBSI3b 00Pa3yeTCsI TOJILKO B ITOJIOKEHMK AA’, BTOpast
0bpasyeTcst B ToJIoXKeHNUU A2 ToJTbKO B MOHOEHOBBIX 2KK, 16:12° mn 18:147%;
JaJTbHENIIIAs TecaTypars OCYIIECTBIISIETCS C UCITOJIb30BaHUEM THEHOBBIX
KK, npeumyiectseHHO 18:24%12,

CrienmpUIHOCTh JecaTypalliid MOXeT ObITh pacCMOTPEeHa C IBYX
rmo3uiuii: 1) oTHoleHus K ronoxeHuto 2KK Ha rimiiepruHOBOiT MOJIEKYIe
(sn-nosoxeHue); 2) y3HaBaHUs MO3ULIMU AecaTypaliviu B YIJIIEPOIHOM Len
KK. Tuueponunuabl iuaHobakTepuil BKItouaoT octatku 1ByX KK B
roJloXeHusX sn-1 u sn-2 [49, 139, 140]. Synechocystis sp. PCC 6803
necarypupyet C -KK npenmyIiecTBeHHO B OJOXKEHUM sn-1.

Crennguka odpaszoBaHust ABOMHBIX cBsidel B ensix KK B Synecho-
cystis sp. PCC 6803 Obl1a M3y4eHa ITyTeM T00aBIICHUS B CPeIy Ul pOCTa
rentaHoBoii (C, ), 6o rekcanosoii kucior (C, ). lobasienue C  He
M3MEHSI0 XKMPHOKMCIIOTHBIN cOCTaB LMaHoOakTepuu, a fodasnenue C,
npusoauio K cuntesy C ., C,.u C KK u ux nponssoausix: 15:0, 15:14,
17:0, 17:129, 17:2869, 17:289:12  17:386.9:12 1 7: 3891214 g 17:4R69.1214 " 3 maKske
19:0, 19:1%9, 19:2869 19:28%:1219:3469.12 1 17:309.12.16 11 19:486.9.1216 [49], DT
JaHHBIE ITOKA3BIBAIOT, YTO YeTBEPTAs IBOIHAS CBSI3b 00pa3yeTCs B W-T10-
JIOXKEeHUU, T.e. “OTcUeT” MoJ0KEHHUS ecaTypallii MPOUCXOAUT OT METUITb-
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Horo KoH1a. [Tostomy nonoxenue nBoitHoi ceasu A C -2KK, BeposiTHO
ciemyeT 0003HavYaTh Kak (W, a COOTBETCTBYIOIINIA pepMEHT Ha3bIBaTh (3~
necarypasoii [49]. B manpHeiieM OymyT MCIIOJIb30BaHBI MMEHHO 3THU
0003HAYEHUSI.

Jlecamypasbi ebicuiux pacmenuii TToO MEXaHU3MY IEUCTBUS IeISATCS Ha
anui-Allb- v auuna-nunuaHbie aecatypasbl, OTJUYAIOIIUECS MEXIAY
c000i1 10 CTPYKType 1 cBOMCTBaM (cM. TaOJ1. 1). JlaHHBIE TEHETUYECKOTO
aHaJM3a ITOKa3bIBAIOT, UTO B KJIETKAX PACTEHHI TTPUCYTCTBYET HECKOIBKO
tunoB A9-necartypa3 [11, 101]. U3BecTHO, uTO 0Gpa3oBaHUE OJEMHOBOM
K1coTHI (18:1%7) MpOUCXOAUT TOJIBKO B CTPOME XJIOPOTUTACcTOB [ 153, 154,
161, 162, 164]. OnenHoBast KucioTa, cBg3aHHast ¢ AI1b, MmoxeT TpaHcnop-
TUPOBAThCS B MEMOPaHBI KaK XJIOPOTUIACTOB, TaK 1 D P [1s TToce mytomeit
JIecaTypalliy B JIMMOUI-CBsI3aHHOM dopme [129, 151, 152, 162, 165].
BnocnencrBum nununsl, coaepxamue [MTHXKK, TpaHcnopTupyorcsi B
wiazmaiemmy [4, 9]. Cuuraercs, 4To TuIa3MajgeMMa He IMeeT COOCTBEHHBIX
necatypa3 mist oopaszoBanus [THXKK [52]. OpHako nmocnegHue JaHHbIE
10 KJIOHMPOBAHUIO TEHOB JIecaTypas M JIOKAJIM3AlNU 3TUX (GepPMEHTOB
JeJIal0T HeOOXOMUMBIM TIEPEeCMOTP CIIOKUBIIUXCS TPEACTAaBICHUN O
MecTax OMocuHTe3a nojuHeHachieHHbIX 2KK B KieTkax pacteHuii. Tax,
B aHjaocniepMe ceMsiH Thunbergia alata 6bu1a 0OHapyXeHa aKTUBHOCTb
pactBopuMoit A6-ammt-Allb-necarypassr [14]. KitoHupoBaHue coOT-
BETCTBYIOIIIETO TeHa TT0Ka3aji0, YTO €ro MPOAYKT TOMOJIOTHYEH JIPYTUM
M3BeCTHBIM pacTBOopUMBIM almiI-Allb-necatypasam pacrenmii: A9-(18:0)
u3 Spinacia oleracea, Arabidopsis thalianawn Oryza sativan A4-(16:0) — u3
Coriandrum sativum. 910 CBUJETEILCTBYET O TOM, YTO 0Opa3oBaHUe MEPBOit
nBoIHOM cBs13M B 2K K HEKOTOPBIX BBICIITNX pACTEHHIT MOXKET ITPOUCXOINTh
HE TOJIBKO B IOJIOXEHUH A, KaK y IUaHOOAKTEPUIA, HO U B ITOJIOKEHUSIX A
n A® (cm. taom. 1) [14, 15, 18, 142].

M3 nenecTkoB po3bl U ceMsiH Arabidopsis ObLIN KIIOHUPOBAaHbI TeHbI
alWI-TMNuAHbIX A9-fecatypas HerJIacTUIHOM JJoKanu3auuu (taodt. 1) [33,
34], yTo TOBOPUT O BO3MOXKHOCTHU JecaTypauuu KK B MeMOpaHax KJIETOK
pacTteHmit 6e3 obs3aTebHOTO yuacTus anmi-Allb-mecarypas.

Jlecamypa3zul acusomHbix U Opoxcceli OTHOCITCS K Kiaccy atmi- KoA-
necatypa3s [70, 85, 110, 111] u oosrdHO coctosiT 3 300—350 ocTaTKoB
aMuHOKUCJIOT. OHM 00pa3yloT ABoMHbIE CBsA3U B LieTsix 2KK, cBsI3aHHBIX C
KoA. B otninume ot pactBopumbix A9-aumn-Allb-aecatypas pacteHuid,
A9-, AS5-, A6- 1 w3-mecatypasbl SKUBOTHBIX SIBJISTFOTCSI TUAPOMOOHBIMA
MeMOpaHHBIMU O€JTKaMHU, CXOTHBIMU I10 CBOMM CBOMCTBAM C allvJI-JIATIAI-
HBIMU JIecaTypazamu LrnaHobakrepuii [62, 184]. OcobeHHOCTHIO A9-CcTea-
ponii- KoA-mecatypassl IpoxsKeil sIBIIeTCs ee HeOOBITHO IUTMHHAS AMIHO-
KMCJOTHasI nocienoBaTeabHOCTh (510 ak) [102] 3a cueT ynjauHeHUs
KapOOKCUIIbHOTO KOHIa. CTpYKTYPHBIN aHAJIM3 TIOJIUTICTITHIA TToKa3al,
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YTO KapOOKCHIIBHBIN KOHEIT 3TOM IecaTypasbl TOMOJOTUYEH IIUTOXPOMY
b,. Takm 00pa3oM, 9TOT (PEPMEHT COCTOUT U3 IBYX IOMEHOB — COOCTBEHHO
JecaTtypasbl U “CIINTON” ¢ Heli CTPYKTYpHOM yacTh LMToXpoma b, [3, 94,
102]. Takyro xe cTpyKTypy umeeT A9-mecarypasa KpaCHO BOIOPOCIH
Cyanidioschyzon merolae | 58]. [1ogo6Hasi fToMeHHast opraHM3alys oenKa
OblJTa HeIaBHO OOHAPYXKeHA Y alvI-TUTTAHOM A6-TecaTypasbl N3 TIOACO-
HeuHUKa [ 141], omHAKoO B ITOCIEIHEM CTydae MOC/IeI0BaTeIbHOCTh, CTPYK-
TYPHO 1 (DYHKIIMOHAIbHO POJIICTBEHHAs LIMTOXPOMY b, ObLTa pacIioyiokeHa

B N-KOHIIEBOM y4acTKe.

ITI. CTPYKTYPA JECATYPA3 KUPHBIX KNCJIOT

[IpenmnosaraeTcst, YTo0 aKTUBHEIE iecaTypa3bl CBSA3BIBAIOT IBAa aTOMa
TPEeXBaJICHTHOTO XeJie3a, KOTOphle (DOPMUPYIOT aKTUBHBIN KOMIUIEKC C
atromoM kuciiopoga: Fe-O-Fe [30,31] (puc. 3, A, B). 9ToT KOMILIIEKC
cnoco0eH pa3pblBaTh HeakTuBUpoBaHHBIe -C-H- cBsi3u, nipuBonsi, B
KOHEYHOM MTOTe, K 00pa3oBaHuIO ABOMHLIX cBs13eit -C=C- B nersix KK
(puc. 3, B).

CTpyKTypa aKTUBHOTO IIeHTpa ObLIa OIIpeieicHa TOJBKO TSI PEKOMOM -
HaHTHOM pactBopuMoit A9-cteapous-(18:0)-Allb-necarypassl (EC
1.14.99.6) |78, 145]. Kpucrammu3saius necaTypasbl oKasaja, 4To (DyHK-
LIMOHATBHBIN (PepMEHT COCTOUT M3 ABYX MICHTUYHBIX CYO S TMHULL, KasKIast
13 KOTOPBIX CBSI3BIBAET IBAa aTOMA XKeJjie3a B aKTUBHOM LieHTpe. OnmuH n3
aTOMOB XeJle3a B3aMMOJAEHCTBYET ¢ TIyTaMHMHOBOM KucioToit E196 u
ructuarHom H232. BTopoii aToM xxeJjie3a TakKe CBsI3aH C TJIyTaMMHOBOM
KkucnoToii u ructuanHoM, E105 u H146, coorBerctBeHHO [78]. Kpome Toro,
JIBa JOIOJIHUTEIbLHBIX OCTaTKa IIIyTaMUHOBOM KucioTel, E143 n E229,
HaXOIATCS PSIOM C aTOMaMM KeJjie3a 1, B CBOIO OUepelb, MOTYT y4acTBOBATh
B (b OPMUPOBAHUM aKTUBHOTO LIeHTpa ecatypasbl (puc. 3, b). Ctpykryp-
HBIIT aHAJIN3 3TOTO OeJTKa BBISIBUJI HATMYNE TITyOOKOTO KaHaJa, yXOISIIEro
OT TMOBEPXHOCTH BIJIyOb KPUCTAJUTMYECKON CTPYKTYphl. Bumumo, aToT
KaHaJl SIBJISIETCSI MECTOM pacItojIoKeHUsI creapaTa (puc. 4). DToT KaHaj
(bopmupyeT M3rMd Ha alUVUTLHON HETM B MeCTe JecaTypalluyl, MeXIy
yraepoaHbiMu atoMamu 9 u 10. Takast KoH(opMalMsi COOTBETCTBYET LIMC-
MOJIOKEHUIO IBOMHOM CBA3M B MoJieKyJe oneon-(18:14%)-ATTb u obecrne-
YUBaeT PacIoIoKeHUE caliTa AecaTypalvu psSIoM ¢ aKTHBHBIMU aTOMaMU
xenes3a. [1py 5ToM He06XOIMMO NMETh B BUTY, UYTO KaxXKast CyObeIMHUIIA
JIMepa, ITo-BUINMOMY, 001agaeT He3aBUCUMOM (pepMeHTaTUBHOM aKTHB-
HocThIO [78, 145]. TakuM 0Opa3oM, KOHGUTYypaLus KaHajla CBSI3bIBAHUS
SKUPHOKWCIIOTHOM ILIETIM M PACTIONIOKEHNE KATATUTHUECKOTO CaiiTa B 3TOM
KaHaJie OTPEIesIsTIoT U CeM(PUIHOCTD AecaTypas3bl IO OTHOIICHUIO K
cyocrpaty (mmHa uerv 2KK), 1 rmonoxeHue, B KOTOpOM 00pa3yeTcsl JBOI -
Hasi cBa3b [16, 78].
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Puc. 3. Opranuszanus xeje30coepxalinx Kiacrepos B anni-Allb-necatypase.

A. PacrionioxxeHre KJ1acTepoB IO OTHOIIIEHUIO K CITUPAIbHBIM yJacTKaM Oerka.
Bpamenue otHocutenbHO crivpanu D dhopMupyet 4eTbipex-I10MeHHYIO CTPYKTYPY, B
KOTOPOU aTOMBI XeJie3a OKa3bIBAIOTCS APYT HAJI JIPYTOM.

Bb. Cxema 3keie30CBSI3bIBAIOIIETO LIeHTpa AecaTypa3bl. Octatku riryramara (E*),
KOOPAMHUPYIOIIHE ITOJIOKEHUE 000MX aTOMOB KeJie3a B AKTUBHOM IIEHTPEe, OTMEUEHbI
3BE3I0UYKAMU.

B. Ipennonaraemslii myTh necatypauuu KK.

[NpuMeHeHMe caiiT-HaIpaBIeHHOTO MyTareHe3a ITO3BOJIMIIO OTpeie-
JINTH CITeN(UIECKNe aMIHOKUCIIOTHBIE OCTaTKN B aKTUBHOM IICHTpE
JIecatypa3, OTBeYalollne 3a MeCcTO jJecaTypaunu. Tak, 3amMellecHUe
AMUHOKMCJIOT B aKTUBHOM LieHTpe A6-ttaneMutonii-(16:0)-Allb-gecary-
pa3bl Ha aHaJIOTMYHbIe aMUHOKUCTIOThI A9-cTeapoun-(18:0)-Allb-neca-
Typas3bl TIPUBEI0 K M3MEHEHUIO CIIEHMMUIHOCTH PEKOMOMHAHTHOTO
(epMeHTa B OTHOIICHWHN KaK JUTMHBI y3HABAEMOTO CyOCTpaTa, Tak 1 IO31-
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uuu gecarypauuu [8, 16]. boiee
TOTO, HaIlpaBJIiecHHOE M3MEHEHUE
IISITY aMUHOKHCIIOTHBIX OCTAaTKOB
B A6-1ecatypase 06ecTieynBaIo ero
(byHK1IMOHMpPOBaHUE Kak A9-cTea-
powt-(18:0)-Allb-necarypasbi [ 16,
17]. Hapuc. 5 ipeacTaBieHbl Ioc-
JIeA0BATEILHOCTH aMUHOKUCIIOT,
KOTOpBIe OBUTM 3aMeHEHBI B A6-
JecaTypase v Imoka3aHa (pyHKIIHO-
HaJIbHast aKTUBHOCTh MOIU (UL -
pPOBaHHBIX (PePMEHTOB, OIpee-
JIEHHAsT ¢ TIOMOIIBI0 TOHKOCITOM-
HOI xpoMaTtorpaduu ¢ UCTOJIb30-
BaHWEM paIMOAKTUBHBIX CyOCT-
patoB 16:0-AIlb wmm 18:0-AIlB.
A6-mecatypasza TMKOTO THUIIA MC-
MTOJIB3YET B Ka4eCTBe cyOCTpara
TosbKO 16:0-AI1B. MyTatum nByx

Puc. 5. HanpaBieHHBbIIl MmyTareHes
auuia-Allb-necatypasbl, U3MEHSIIOLLIU
ee cneluUUHOCTH K IJTUHE YIJIEPOTHON
uenu KK u nonoxeHuto oo6pazoBaHust
JIBOMHO CBS3U.

A. AMUHOKMCIIOTHAsI MocJie1oBa-
TeJbHOCTb, MOJABEPraBIlIasicsi MOJU-
(ukauusim.

b. CpaBHeHUEe OTHOCUTEJbHOM
AKTUBHOCTH Pa3JIMYHBIX BApUAHTOB
MOIUMUIIUPOBAHHON JecaTypasbl MO
naHHbiM TCX ¢ ucnosib3oBaHueM [1-
“C116:0- unu [1-"C]18:0-ATIB B Ka-
YecTBe CyOCTpaToB.

a— A6-16:0-1ecarypasa IUKOTO TH-
ma, b — mytanT A188/Y189F, c — myTaHT
A181T/A177G/Y189F/S205N/1.206T/
G207A, d — myranT A181T/A200F/
S205N/L206T/G207A.

18:0-ArB

18:0-AMNB

Puc. 4. Kpucramuimyeckas CTpyKTypa
numepa auuia-Allb-necarypasbl.

[MonoxeHue aTOMOB keje3a MoKa-
3aHO TIOTHBIMU c(pepamu. OTMEUeHO
TOJIOXKEHMe cybcTpata BHYTPU «KapMma-
HOB» cyObenuHull. Mecra necarypaluuu
OTMEUEHBI CTPEJIKAMH.

A
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amuHokuciaoT (A188G/Y189F) npuBoauau K Tomy, 4TO aecatypasa
y3HaBaJa B paBHoI1 crertieHu 16:0- u 18:0-AIlb, 06pa3ys ABOITHYTO CBSI3b
Ha 3TUX cyOcTparax B mojioxxeHnuu A6 (puc. 5). MyTauu mecT aMiuHO-
kuciot (A181T/A177G//Y189F/S205N/L206T/G207A) nmpuBoawim K
YaCTUYHOMU yTpaTe crieliuduIHOCTU (hepMeHTa K CyOCcTpaTy U, KpoMe TOrO,
K nosiBJIeHHI0 A9-niecaTypa3Hoii akTHBHOCTH. 1, HAKOHEI, MyTaLlH ISITH
amuHokucior (A181T/A200F/S205N/L206T/G207A), ueTbipe U3 KO-
TOPBIX TTOBTOPSUIM MPEABIAYIINE MyTAalli¥, TIPUBOIMIN K TIOJTHOMY
MpeBpalIeHUIO0 aKTUBHOCTU pepmeHTa U3 A6-16:0-AllB-necarypasbl B
A9-(18:0)-AIlb-gecarypa3sy (puc. 5).

OcHoBa M3MEHEHU CIIEITMMUIHOCTH JecaTypa3bl, BATUMO, 00YCIIOB-
JIeHa TeoMeTpHeil cyocTpaT-cBsa3bIBalONIero KaHanaa. Tak, Hampumep,
depmenT A188G/Y189F, B koTOpOM ajlaHMH U TUPO3WH 3aMEHEHbI Ha
MEHBIIINE TI0 pa3Mepy aMUHOKHUCIIOTHI TIIMLIVH U (peHUTaTaHUH, UMEeeT
VIUIMHEHHBIH KaHaJ1, CIIOCOOHBIN «ITprHATH> 2KK Ha 1Ba yriiepogHbIX aToMa
Goplie, YeM (hepMEHT IUKOTO TUTIA. B pe3ynbrate MyTaHTHBIM (hepMEHT
ocyuecTBisieT aecarypaiuio 16:0 u 18:0 ¢ onrHaKoBoM 3¢ HEKTUBHOCTHIO.

DTU TaHHbBIE BaXKHBI VT TOHMMAaHMS KaK MeXaHN3Ma OMOXUMIUIECKOM
peakliiMu, TaKk U criocoba y3HaBaHUS (hepMeHTOM clelu(PUuIecKoro
TOJIOKEHMS IecaTypalini. XOTs KPUCTAIN30BaHHBIN OSJIOK OTHOCUTCS
K pacTBoprMBIM ariiuT-AlTB-fecatypasam, TioydeHHBIE pe3yJIbTaThl MOTYT
OBITH MCITOJIB30BAHEI JIJIsI 00Jiee TOYHOTO IMpeacKa3aHUs TOJI0XECHUS
AKTUBHBIX IIEHTPOB B allWJI-TUITUIHBIX AecaTypasax. [1pn aToM HeoOxo-
JIMMO VMETh B BUY, YTO aKTHUBHEIE IICHTPHI TTOCIIETHNX CKOPEE BCETO pac-
MOJIOKEHBI B TUIPOGOOHBIX yuyacTKax 0eakoB [81, 135], TocKonbKy Bee
alyJI-JTATTAIHBIE JecaTypas3bl SIBISIOTCI MeMOpPaHHBIMU OeJIKaMU C
YETBIPbMSI BBIPaKeHHBIMU THIPOGMOOHBIMI JOMEHAMHU, TIPOHU3BIBAIO-
UMY MeMOpaHBL. [lo-BUauMoOMY, B allMI-TUITMAHBIX JecaTypa3ax B
CBSI3BIBAHWM aTOMOB Xejie3a TTPUHUMAIOT yIacTHe aMHUHOKHCIIOTHBIE
OCTAaTK! TUCTUAMHOB, a HE TTYTAMIUHOBOM KUCIIOTHI.

BaxkHoli 00111e#1 0cOOEHHOCTbBIO MEPBUYHOM CTPYKTYPhI allUA-TUTTUI -
HBIX IecaTypas SIBIIIeTCs HaJIMYKe TIOCTOSTHHOTO MOTHBA B X AMITHOKWIC-
JIOTHBIX TTOCJIEAOBATETLHOCTSIX — TPeX KOHCEPBATUBHBIX TUCTUIMHOBBIX
KJ1acTepoB (TabJ1. 2), IPpearnoJIoXUTEIbHO YIACTBYIOIINX B CBSI3bIBAHUM
aTOMOB XeJie3a B aKTUBHOM LIeHTpe aecaTypasbl [5, 81, 135, 147]. Caiit-
HaIpaBJIeHHBII MyTareHe3 creapomi- KoA-mecaTypassl U3 Te4eHU KPBICHT
[147] u Al2-auua-aunuaHoOM necatypasbl IMaHOOAKTEpUU Synechocystis
sp. PCC 6803 [5] moka3zaJ, 4To 3aMellieHie KOHCEPBATUBHBIX THCTUINHOB
KaKOM-1100 Apyroii aMMHOKMCIOTOM IIPUBOAUT K IOJIHOM ITOTEpE JecaTy-
pa3HOI aKTUBHOCTH. BeposSTHO, 3TO TPOUCXOIUT M3-32 HECTTOCOOHOCTH
MyTaHTHOTO (pepMeHTa C(hOPMHUPOBATH AKTUBHBIN LEHTP TSI CBI3BIBAHUS
aToMoB xKeJie3a [ 147] u mprucoenmHeHUs HEOOXOIMMOTO IS peaKIK aToMa
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Tabnuua 2
KoHcepBaTuBHbIE THCTHAMHOBbIE KJIACTEPSI
amui-KoA- v anui- TMnMaHbIX Jecarypas

[ecarypasa, .

OpraHI3M [McTUAMHOBBIN Ki1acTep HcrouHuk
A9 ayun-KoA
JKUBOTHBIC, TPUObl HxxxxH HxxHH ExxHxxHH [93, 110, 159, 173]
A9 ayun-aunuodnoie
uuaHoOakTepum  HxxxxH ExXxXHRXHH EGWHNNHH [72, 132, 134]
BBICIIIME pacTeHUs HxxxxH ExxxxHRxHH EGWHNNHH [33, 34]
A 12 ayun-aunuonsie
uuaHoOakTepun  HDCGH HxxxxxXHxxHH HxxHH [135]
BbICUIME PACTEHUS HXCGH ExxxXxXHxXXHH HxxHH [27, 50, 118]

o3 ayun-aunuoHvie

uMaHoOakTepun  HDCGH HxxxxxHRTHH HHxxxxHVAHH [132, 133]

BBICIIME pacTeHUs] HDCGH HxxxxxHRTHH HHxxxxHVIHH (32,37, 41,43, 74, 37]
A6 ayun-aunuonvie

uraHoOakTepun  HDxNH HxxxHH QxxxHH [127]

BBICIIME PaCTeHUSI HDXGH NxxxHH QxxxHH [141]

Kkuciaopoja [S]. 3amellieHrne «<HeKOHCEPBATUBHbIX» TUCTUIMHOB K ITOTEPE
AKTUBHOCTH HE IIPUBOIIIIO.

Oco0BIif MHTEpEC BBI3BIBACT 3BOJIOLMOHHOE POACTBO (PEPMEHTOB,
OTBevalorx 3a Aecarypanuio 2KK, rTuapokcrinpoBaHue, alie TUICHUIPO-
BaHue U anokcuaanuio [ 145]. Tak, aMMHOKUCIIOTHAS IMOCIE10BATEIbHOCTh
oJleOMJT-TUIpOKCIIasbl Lesquerella fendleriivia 81% romMonormyHa oJIeoni-
necatypase Arabidopsis, OTHOCSIIIEMYCS K TOMY ke ceMeicTBy. Bee dep-
MEHTHI, OTBEUAIOIIKE 3a BBILIEITEPEUYNCIIEHHbBIC peaKIInK, KaK 1 aIni-
JIATIMTHBIE IeCaTypasbl, ABIISTIOTCS MHTETPAIbHBIMU OeJIKaMU, UIMEIOT IBa
aToMakejie3a B aKTUBHOM LIEHTPE U, TIPEATTOIOKUTETBHO, MOTYT IIPOSIBIIATh
CBOIO aKTUBHOCTBH CITOCOOOM, OTIMCAaHHBIM BbIIIe s mecatypas KK.
DKcrnepruMeHTaTbHBIC JaHHBIE, TTOATBEPXKIAIOIINE 3TO ITPEATIONOXKEHNE,
TTOJTydeHBI Ha IIPUMEPEe pacTUTENIbHOM ojieorut- Al2-mecatypassl, aKTUB-
HOCTb KOTOPOI ObIJTa KOHBEPTHPOBAHA B TMIPOKCHIIA3HYIO ITyTEM TOUCY -
HOT'O MyTareHe3a IIeCTH aMIHOKHCIOTHBIX OCTaTKOB WJIM HA000POT, KOraa
TMIpOKCHIIa3a Obljia TIpeBpalleHa B necatypa3sy [8]. [Ipemonaraercs, 94to
TIepBBIA 3TaN peakluil JecaTypallii U TUAPOKCUIUPOBAHMS (OTPHIB
BOJIOPOIHOTO aToMa B MojloxXeHuu C ) ABISAETCS YHUBEPCATbHBIM IS
000ux TUIIOB (hepMeHTOB. JlaTbHeNlIIe pacXoXIeH!s OMOXUMUIECKIX
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MyTei, OMH U3 KOTOPBIX TPUBOIUT K OTPLIBY BTOPOTO aTOMa BOAOPOA, a
BTOPOIi — K MepeHOCY KUCI0po/a, ONpeAeIsIETCs LIEJIMKOM TeoMeTpueit
AKTHUBHOTO CaiiTa, TaK Xe KaK U y3HaBaHKE CIIELIN(UIECKOTO IMOJIOXKEHUS
00pa3oBaHus IBOIHOI cBd3U |8, 16].

IV. OKCITPECCHA TEHOB JECATYPA3

M3zyuyeHne ycIIoBHiA, B KOTOPBIX MHAYLIUPYIOTCS U SKCITPECCUPYIOTCS
TeHBI JiecaTypa3, BaxKHO TSI TOHUMaHKS MeXaHU3MOB afarTaluy 61ojo-
TMYECKUX MeMOpaH 1 OpraHM3MOB B 1IeJI0M. JINTIMIHBINM COCTaB MeMOpaH,
aTaKKe CcTerieHb HeHachleHHOCTH 2K K BapbUPYIOT B IMMPOKHUX ITPEIE/Iax
TIpY M3MEHEHWH TeMITePaTyphl, THTEHCUBHOCTH OCBEIIICHMS, TUEThI, KOH-
LIEHTpallM1 OCMOTUYECKUX BelecTs U coJeii [70, 71, 81, 100, 115—117].

BxitroueHMe B mUTaTeIbHYIO CpeLy ATl KYJIBTUBUPOBAHUS Saccharo-
myces cerevisiae HacbIeHHBIX 2K K TTpUBOIMIIO K BO3pacTaHUIO AecaTypas-
Hoi1 akTuBHOCTH [61, 95]. HampoTtuB, TIpy HACKHIIIEHUN 3TOM CpeIbl
MoHoeHoBbIMU KK, 16:1%° win 18:1%°, akTuBHOCTL cTeapouii-KoA-neca-
Typa3bl CHUKaJIaCh, a coiepkaHue MeMOpaHHbIX (hochoTUIUI0B yBETUIM-
Basiock. [nopunmzanus PHK ¢ renoMm creapoui-KoA-gecaTtypassl moka-
3aJ1a, 9YTO CHIDKEHHE aKTHBHOCTH 3TOTO (DepMeHTa CBS3aHO C perpeccueit
TpaHckpuriuu [7]. Perpeccuto reHa BbI3bIBaIO U J00aBJIeHUE B CpeLy
JIMHOJIEBOM KUCJIOTHI, 18:22%12) KoTopast He cuHTe3upyetcst Saccharomyces,
HO, TeM He MeHee, OBICTPO 3aMellaeT HaTuBHbIE 16:14° 1 18:14° B MeMOpaH-
HBIX Jummraax [159, 160]. [deiicTBre 3THX SK30T€HHBIX HEHACHIIIIEHHBIX
KK Ha A9-necatypasy apoxckeii odeHb crieliuUIHO, TOCKOJIbKY 100aB-
nmeane npyrux KK, rakmx xak 17:14°, 18:1% wim 18:14", He BIusiio Ha
TPAHCKPUIIIINIO COOTBETCTBYIOIIETO TeHa M aKTUBHOCTD €TI0 IIPOMOTOPA,
xoTs1 311 KK 3(hpekTuBHO BcTpanBairch B MeMOpaHHbIE TUIUAbI [ 159,
171]. Takum oOpa3om, ObLIa YCTAaHOBJIEHA PETY/ISITOPHAs CBSI3b MEXIY
SKCITpecCHeii TeHa ecatypasbl 1 YpoBHEM MOHOHeHaChIeHHbIX KK.

M3zydyeHue peryssiimy 9KCIPECCH TeHOB IecaTypas HeOOXOIMMO ellie
7 TIOTOMY, YTO IPOAYKTHI JecaTypa3HOi peakKIMu — HeHaChIIIeHHbIe
KK — He TOJIbKO peryIMpyIoT ecaTypa3bl ITOCPEICTBOM OOpATHOM CBSI3M,
HO M CIIOCOOHBI KOHTPOJIHMPOBATh SKCIIPECCHIO APYTUX OEJKOB, KakK
CTPYKTYPHBIX, TaK ¥ PETYJIITOPHBIX. DTO, HATTPUMED, OTHOCUTCS K y4acT-
HMKaM MHOTOKOMITOHEHTHOI CUCTeMbI KaCKaTHOM peTyJistiyy arddepeH-
LMPOBKH KJIeTOK [87]. Tak, mobasiieHne osieara (18:12%) B KyJIbTYpY KJIETOK
MIpeanIoNUTOB CTUMYJIMPOBAJIO TpaHCKpuInio hakTopa Fral, omHoro
W3 PETYIIATOPOB TeHa P2-aaumonmTa, KOTOPBIi IMPUHAIIEKUT K CEMECTBY
TeHOB, OTPEACNSIOMNX CUHTE3 JUITUIHBIX TIEPEHOCUNKOB U OEJIKOB,
cesasbiBatomnx KK B kileTkax modek, Xeyxyaka, iedeH! 1 cepaua [25].
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B kneTkax pacTeHUi1 1 HIMAaHOOAKTEPUIA JieCcaTypas3bl UTPAIOT BAXKHYIO
POJIb B aAanTAllUM K U3MEHSTIOIIMMCSI YCIIOBUSIM OKPY3Kalollei cpesr [81,
82, 106]. KitonupoBaHue reHOB iecaTypas U3 3TUX O0BEKTOB B MOCJIEAHUE
TOJbl CAEJIAJI0 BO3MOXHBIM M3yuyeHue ux skcrpeccuu u ponu KK B
rpolleccax aganranuu. Hambosee mMojiHO M3y4eHa 3KCIIPECCHsT TeHOB
necatypa3 2KK nuaHnobaxkrepuii.

DKcnpeccus 2enos decamypas yuanobakmepuii. Ha puc. 6 mpuseneHa
cxema rocienoBatenbHocTH necarypauuu KK y Synechocystis sp. PCC
6803 ¢ ykazanuem KK, 1 COOTBETCTBYIOIIMX T'eHOB aecaTypas. [eH desC,
Komupytomuii A9-necarypasy, TIpeBpaliaeT cteapar B ojieaT; TeH desA,
Komupytomwmit Al2-necaTypasy, o0pasyeT 13 ojeaTta JUHOJIEBYIO KUCIOTY
UT.A.. A6-necatypa3a (desD) IpenMyIIeCTBEHHO UCIIOIb3YET JIUHOJIEBYIO
KUCJIOTY B KauecTBe cyOcTpaTa, OMHAKO B clydae MyTalluM TeHa desA
BO3MOKHO 00pa30BaHKe MUHOPHBIX KosnuecTs 18:22%° [40]. O6pa3oBaHue
IMTH2XKK, nMmeolmmx ABOHYIO CBSI3b B IOJIOXKEHUU (W3, TIPOUCXOIUT B
KJeTKax Synechocystis TOJbKO NPy HU3KUX Temriepatypax [82, 133].

AaNTUBHOE U3MEHEHUE XUPHOKHUCIOTHOTO COCTABA MEMOPaHHbBIX
JINTTU0B IMAHOOAKTEPUIA MO IEMCTBUEM HU3KHX TEMITEPATYP U3BECTHO
JABHO U UHTEHCUBHO n3ydaetcs. OTHAKO, BOIIPOC O MOJIEKY/ISIPHBIX MeXa-
HM3Max 3TOro Ipoliecca 10 MOCJIeAHET0 BpEMEHU OCTABAJICS OTKPBITHIM.
Cyl11ecTBOBaIO HECKOJILKO TMITOTe3, 00bsIcHsIoImMX HakoreHue [TH2KK.
Tak, cunTaIoCh, YTO HU3KKUE TEMIIEPATYPhI MOTYT BBI3bIBATh ITOBBILLICHIE
AKTUBHOCTH MPECUHTE3UPOBAHHBIX AecaTypas [64, 65, 150]. AnbrepHa-
TUBHAsI cCXeMa MPeIojarajia, YTo Ipy CHDKEHUU TEMITEpaTyphl 3aMe -
JsieTcst cuHTe3 HachileHHBIX KK de novo, B To BpeMsl KaK aKTUBHOCTD
JecaTypa3 ocTtaeTcs 0e3 U3MEHEeHUs, B pe3yjIbTaTe Yero COOTHOIICHME
HachieHHbBIX 1 [TH2KK n3mensieTcs B riob3y nocineqaux [28]. Umenuch

desC desA desB

w,w,w,

A6-necatypasa desD

desB

®3-mecarypasa
T e

Puc. 6. O61as cxeMa iecaTypalii XXKUPHBIX KUCJIOT aLlI-IATAIHBIMU IECaTypa3aMu
B IuaHoGakTepuu Synechocystis sp. PCC 6803.

desA, desB, desC, desD — Ha3BaHVsI TeHOB, KOIUPYIOITNX YKa3aHHbIE HA PUCYHKE
necarypasbl. HazBaHUs TeHOB OCHOBaHBI Ha coKpallleHuu des (desaturase).
BykBennbie o6o3HaueHust (4, B, C, D) IpUHATHI IO XPOHOJIOTUM KIOHWPOBAHUSI
COOTBETCTBYIOIINX TE€HOB.
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TaKKe JaHHBIE O MOIaBJICHUH IecaTypaiyy pudaMITMIImHOM 1 xjopamde-
HUKOJIOM — WHTHOUTOPAMU TPAHCKPUTILIUY 1 TPAHCIISAIINN Y IIPOKAPHOT
[139, 184], uTo mpearionaraao CMHTE3 CaMUX iecaTypas de novo IIpyu HU3KUX
TeMITepaTypax.

Kionuposanue reHoB necatypa3 KK u n3ydeHne nx TemIiepaTypo-
3aBUCUMOI 9KCIIPECHUH ITOKA3aJI0, YTO TP CHIDKEHUH TeMITepaTyphI ¢ 36-
34°C no 25—22°Cy Synechocystis ipoucxoaut obicTpoe HakorieHrne MPHK
reHoB desA, desD v desB, xonupytomux Al2-, A6- 1 w)3-1ecatypasbl, COOT-
BercTBeHHO [80, 82, 83] (puc. 7) . [1pu noBbillieHUM TemIiepaTypbl ¢ 22 °C
1o 34 °C konmuectBo MPHK aTux necarypas cHuxaeTcst 10 UCXOIHOTO
ypoBHs. KonnuectBo MPHK rena A9-pecatypasbl MpakTUUYECKU He
3aBUCHT OT TeMITepaTypPhbl, YTO ITO3BOJISICT TOBOPUTH O KOHCTUTYTUBHOM
aKcnpeccuu atoro reHa [83]. Boicokuit ypoBeHb TpaHcKpunTa desC B
KJIETKaX CBUAETEJbCTBYET 00 M30bITOUHOM KosinuectBe MPHK, kotopoe
MOXET OBITh UCTIOJIB30BaHO I TpaHCIIunn. [locaenHee HabmoaeHIE
COOTBETCTBYET JAaHHBIM, COTIACHO KOTOPBIM CUHTe3 A9-mecaTypasbl B
JIPYTUX OpraHM3Max MPOUCXOAUT OYeHbh MHTEHCUBHO, a 0Opa3oBaHMe
TTepBoii IBOITHOM cBs13M B 2KK Mrpaet Hanboee BaXKHYIO POJIb B U3MEHEHUT
(u3nuecKknx cBOCTB MeMOpaHHBIX TUTTHIOB [ 105, 106]. Kpome Toro, A9-
Jlecatypasa obecrieurmBaeT cyocTpaToM jecaTypasbl, Mocaea0BaTeIbHO
o0pasyrole BTopyio (rmojoxeHue A'2), tpetbio (A° Ui ) 1 4ETBEPTYIO
(0Y’) IBOVIHBIE CBSI3M (CM. puC. 5).

Haxomrenne MPHK reHoB Tex gecaTypa3s, KOTOpble OTBEYalOT 3a
cunte3 [TH2KK, roBoput o Tom, 4To akTUBauMs aecaTypaluuu Mpu
CHIDKEHWY TeMIIePaTyPHI SIBIISIETCS Pe3yIbTaTOM MHIYKIIMY TPAaHCKPUTIITIN
3TUX TEHOB. DTO MPEATIONOXEHNE ObIIO ITOATBEPXKICHO B 9KCIIEPUMEHTAX
IT0 SKCITPECCUN PETIOPTEPHBIX KOHCTPYKIINIA: IPOMOTOPHI TeHOB Al2- 1
w3-mecarypas ObUIHM «CIIUTHI» C KACCETOM TeHOB, KOAUPYIOIINX JIOInde-
pasy Vibrio harveyi, v BBeieHbl B Synechocystis. T1py CHUXXEHUU TeMIIe-

~

z Puc. 7. TemniepaTypo3aBUCUMbIE U3MEHE-
(E, 100~ Hus KonuuectBa MPHK veThipex reHoB Sy-
2 nechocystis, konupyroiux necatypasbl KK.
[&]

o) OTKpBITbIE KOJOHKHU MPEACTABISIOT
= MPHK u3 kieTok, BeIpallieHHbIX TTPU HOp-
g ManbHO# Temmepatype (34 °C), TeMHbBIe
g 501~ KoJioHkHU TtokasbiBaroT MPHK 13 kiertok,
3 BbIpaliieHHbIX npu 34 °C 1 3aTeM UHKYOU -
é poaHHbIX 1ipu 22 °C B Teuenwue 1 4. Komu-
3 yectBo MPHK rena desC mipu 34° C mipu-
Q Haro 3a 100%. Tennl desC, desA, desD n
& - desB XonupyoT, COOTBETCTBEHHO, A9-,

desC  desA  DesD DesB A12-, A6- 1 w3-mecaTypashbl.
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paTypblTIIOMIHECIICHITNS BO3pacTajia, YTO CBUIETEIbCTBYET 00 aKTUBAIINN
IMPOMOTOPOB JecaTypa3HbIX reHOB [83]. BMecTe ¢ TeM, ITpu CHYKEHUY TEM -
repaTypbl Ha0JItoaIu yBenueHue BpeMeHu xxu3Hu MPHK temnepatypo-
3aBUCUMBIX Jecatypa3 [83]. Takum 00pa3oM, HaKOILJIeHME TPAHCKPUIITOB
reHoB A6-, A12- 1 w3-mecaTypas CBA3aHO KaK ¢ yCWICHUEM TPAaHCKPUII-
LIMH, TaK U ¢ yBeJndeHrueM ctabmibHoct MPHK.
TemmepaTypo3aBUCHMbIe M3MEHEHHMSI KOJTIMYECTBAa JecaTypas B KJIeTKax
OBbLIM BIIEPBbIE MCCIEI0BAHBI METOJIOM BECTEPH-OJOTTUHIA C UCIIOJIb-
30BaHMEM BBICOKO CTIEIIM(PUIHBIX aHTUTEIT, TTOJTYYeHHBIX TTIPOTUB CUHTE -
TUYECKUX OJIMTOIENITUIOB, KOTOPBIE COOTBETCTBYIOT KapOOKCUIBHBIM
KOHIIaM YeTbhIpeX MHAMBUAYaATbHbBIX AecaTypas Synechocystis [83, 109].
BrnorTuHr MeMOpaHHBIX O€JIKOB U3 KJIETOK, BRIpallieHHBIX Ipu 36 °C, 1 13
KJIETOK, MHKYOMpOBaHHbIX TIpu 25 °C, rokaszaji, uTo KojaudyecTBo A9-neca-
Typas3bl TIpU CHUKEHUU TeMIlepaTyphl He naMeHsieTcs. [1ocTossHHBII
YpOBeHb OeJTKa COOTBETCTBYET paHee MOTydeHHBIM TaHHBIM O KOHCTUTY-
TUBHOU TpaHCKpUNLMu reHa desC, konupymouiero A9-necaTypasy u elle
pa3 MOATBEPKIAET HE3aBUCUMOCTb 9KCIPECCHU U 3TOTO OeJIKa OT UBMEHEHMUSI
TeMItepaTypbl. Kak 1 mipenmosaraaock, Ipy CHIDKEHUW TeMITepaTyphl B
MeMOpaHax ImaHobaKTepruy HabmronaeTcs HakoruieHue Al12-, A6- 1 w3-me-
carypa3. YBeJuueHue KOJIMUYecTBa 3TUX OEJIKOB 3aMEeTHO YXe uepes JiBa
yaca IrocJjie U3MeHeHH s TeMIlepaTyphbl U 1ajiee HabItoaaeTCsl HaKOTUIeHUe
ITHXK (puc. 8). DT naHHbBIEe COBIAAAIOT C pe3yJbTaTaMM aHaIu3a
HakorieHuss MPHK 1 akTHBHOCTH ITIPOMOTOPOB JlecaTypa3HbBIX TEHOB.
OrnpeneeHre TeMITepaTypHOI 3aBHCUMOCTH aKTUBHOCTH Al2-neca-
Typassl in vitro TIOKa3ajio0, YTO ONTUMYM aKTUBHOCTHU (PepMEHTA JICXKUT B
obsactu 30—35 °C (4TO COOTBETCTBYET ONTUMAJILHOM TEMIIEpaType pocTa
IMaHOOAKTEPUN), 1 aKTHBHOCTb YMEHbIIIAeTCS TIPY ITOHKEHUY TEMIIe-

35°C | 25°C

100~

0
(=
T

Puc. 8. U3MeHeHus1 KoauuecTBa
MPHK reHa desB, npoaykra reHa —
w3-necatypasdbl, U W3-HEHAChI-
meHHbIX KK B kierkax Synecho-
Cystis BO BpeMsI CHUXKEHUST TeMIIe-
parypsi ¢ 35 10 25 °C.

O-0, MPHK desB; A-A, w3-1e-
caTypa3za U E—HE_ W3-HeHaChl-
weHHble KK (cymma a-18:3u 18:4
OTHOCUTEJIHHO O0IIIET0 KOJTNIeCTBa 0 '
XKK).
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patypsl [120]. DTu 1aHHBIE UICKITIOUYAIOT IIPEITIOJI0XKEHHE O CYLIeCTBOBAHUI
OTpuLIaTEIbHOTO KO3 UIIMEHTa aKTUBHOCTHU JiecaTypas MpU CHUXKEHUU
TeMIepaTypbl OKpyXKalollei cpebl.

Takum obpazom, nHaykims cuHtesa [THKK npu cHrkeHuun reMnepa-
Typbl 00ycCJIOBJieHa aKTUBallMeil akcnpeccuu reHoB aecarypa3 KK,
BKJIIOUAOLIEN yCUIeHWE TPAHCKPUITLIMU TeHOB U, KaK CJIeACTBUE, TTOBbI-
ILIEHHBI YPOBEHb CUHTE3a COOTBETCTBYIOIINX OEIKOB.

Jrcnpeccus eenos decamypas @blCWUX pacmeHUll U3ydyeHa MeHee
MoAPOOHO, UeM y IMaHOOAKTEepUil. DTO CBSI3aHO, MIPEKJIE BCETO, C METOIM -
YeCKUMU TPYAHOCTSIMU aHaIM3a 3KCIIPECCUU T€HOB Y BBICILIMX PACTEHU I
U CO 3HAYUTEJILHO 00Jiee CJI0KHBIMU MEXaHU3MaMU PeryJisiliuy B 3yKapHro-
TUYECKUX KieTkax. M3BecTHO, uTo reH cteapoui-Allb-aecarypasnbl
MO/IBEPKEH BPEMEHHOM U TKaHeCTIeLIM(UIHOM PEeryJIsSILIMK: TTPOMOTOP 3TOTO
reHa Haubosiee akTUBEH B ObICTPOPA3BUBAIOLIMXCS JIETIECTKAX U MPOPOCT-
kax. [TokazaHo Takxke, YTO aKTUBHOCTb 3TOI0 IPOMOTOPA MHAYLIUPYETCS
npu noseiieHUU KoHueHTpauuu ABK [153, 154]. ¥Yposenr MPHK rena
fad2 w3 Arabidopsis thaliana, xonupywouiero Al2-aecatypa3y HIMTOIIA3-
MaTU4eCcKoll MeMOpaHbl, HE pearupyeTr Ha CHUXKEeHUe TeMrepaTypbl [27,
118]. HenaBHO ObLIM KJIOHUPOBAHbBI POACTBEHHBIE TeHbI fad2- 1 v fad2-2
U3 CoeBbIX 0000B, Konupytoliue aBe popMbl Al 2-necatypasbl [48]. ABTOpbI
CUMTAIOT, YTO 3TO AecaTypasbl DP, XOTsI BO3MOXKHO, YTO (DepMEHTHI JTOKa-
JIM30BaHbI B IUTOIIA3MaTHUUECKOI MeMOpaHe, Kak 1 B ciryuae ¢ Fad2 u3 A.
thaliana. OnHa u3 aTUX Aecarypas, Fad2-1, akcnpeccupyeTcsi UHTEHCUBHO
TOJILKO B CO3pEBAIOIINX CEMEHaX, B TO BpeMs1 Kak Fad2-2 skcrnpeccupyercs
KOHCTUTYTHBHO KaK B BET€TATUBHBIX TKAHSX, TaK 1 B ceMeHax. Bo3aMoxkHO,
yto uMeHHO Fad2-1 oTBeuaer 3a oopazoBaHue [THXKK B 3anacHbIX Tunu-
nax pacteHuii [48].

ITpomoTop reHa fad7u3 A. thaliana, Konupyowero oaHy 13 w3-aeca-
Typas3 XJIOPOILJIaCTOB, BKJIIOYAET MOC/IeI0BAaTeIbHOCTU HYKJIEOTHI0B, TOMO-
JIOTUYHBIE U3BECTHBIM LIMC-3JIEMEHTaM CBETOPETYIUPYEMbIX TeHOB (0OKC
ITu G-60Kc). DTOT MPOMOTOP MHIYLIMPYETCS HAa CBETY, HO HE ITPU CHIKE-
Huu Temnepatypsl [43, 57, 113, 114]. HanpoTus, reH fad§ aktuBupyeTtcst
HU3KUMU TeMIiepaTypamMu, HO He SIBJISIETCS CBETO3aBUCHUMbBIM [37].

V. POJIb JECATYPA3 B AJAIITALIUN

3Hauenue [THXKK B aganTaiiuy opraH1u3MoB K U3MEHSIOLLIMMCST YCII0-
BUSIM OKpY2Kalollleii cpe/ibl paccMaTpuBaioch MHOrokpatHo [20, 81, 82,
85, 106, 112]. U3yueHne poiv MTHAWBUIYATbHBIX IecaTypas B amarTaliu
K HU3KHMM TeMITepaTypaM CTao BOZMOXHBIM OJIaromapst JaHHBIM O CTPYK-
Type UX TeHOB W BO3MOXHOCTH TeHETUIECKOTO M TeHHO-MHKEHEPHOTO
MTOAXOM0B K MAHUMYJISIIIUA STUMU TeHAMM B KJIETKAaX IIMaHOOAKTEPHIA.
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IlyTem HaIlpaBIieHHOTO MyTareHe3a Obljia ITOJIydeHa cepusl MyTaHTOB,
Je(MEeKTHBIX MO OJHON UM cpa3y HECKOJbKUM AecaTypasaMm [169].
BBenenue B pa3IuaHble OpraHM3MBI TEHOB JecaTypas JaJIo BO3MOKHOCTh
MMOJIYYMTh IITaMMBI ¢ U13MeHeHHBIM cocTaBoM 2KK [38, 39, 133, 134, 184].
Takum obGpa3om, ObLIa OTKPHITA MTEPCIIEKTUBA B MCCIEIOBAHUM POJIU
WHINBUAYATbHBIX IecaTypa3 W MPOAYKTOB MX peaKIMU B Ipolleccax
aJIanTauy OMOJIOTUMIECKUX CHUCTEM K CTPECCOBBIM BO3ICHCTBUSIM OKPY-
Xarolen cpenpl.

MyrtanThl, gedekTHbie 1o necarypasaM KK, Benyt cedst mo-pazHomy
TIPY CHYDKEHWUH TEMITepaTyphl, B 3aBUCUMOCTH OT XapaKTepa MyTaiuu. Tax,
HapylieHre TeHOB A6- U w3-mecaTypas He BIUSIET Ha YCTOMYMBOCTH
IMaHOOaKTepHii K HU3KMM TeMIlepaTypaMm. HecMoTpst Ha MHIYKIINIO TEHOB
3TUX (DepPMEHTOB B IMKOM THTIC Y HAKOTUICHUE O -JIMHOJIEHOBOM U Y-JT-
HOJIEHOBOM KMCIOT (18:38%12.03 11 18:3269.12) " a takke 18:426.%1293  akTHB-
HOCTB 3THX JIecaTypas He SIBIISIETCS KPUTUIECKUM (PAaKTOPOM JIJIST BBIKH -
BaHUsA opraHm3ma. B To e BpeMs, HapylieHHne reHa Al2-mecatypasbl
CHMKAET XOJIOAOCTOMKOCTh [ 169, 184]. Ha puc. 9A mokazaHo U3MeHEHNE
cocraBa XK Synechocystis B pe3yibTaTe HalipaBJIeHHOTO MyTareHe3a TeHOB
desA ndesD’, konupytoumx Al2- u A6-ngecarypasbl. Kietku Synechocystis
auKoro tura crocodHbl Kk cuHte3dy ITH2KK, B To Bpemsi Kak KieTKu
MyTaHTa desA~/desD~ CUHTE3UPYIOT JiUlllb MOHOHeHachillleHHbIe 2KK.
ITpu 30 °C poct mtamma Synechocystis desA=/desD~ NpoucXoauT Kak y
KJIeTOK quKoro tura. OmHako rpu 25 °C pocT MyTaHTa CUJILHO ITOJaBJICH,
a ipu 20 °C ero KJeTKU ITOrn0amT, B OTIMYKE OT KJIETOK JUKOTrO TUIIA,
CITOCOOHBIX K aIaNTalliy ¥ pOCTY IIPY YKa3aHHBIX TeMITepaTtypax (puc. 9,
Bb). Kpome Toro, MyTaHTHbIE KJIETKHU TEPSIIA CIOCOOHOCTH BOCCTAHABIM -
BaTh aKTHBHOCTH (DOTOCHHTETHUYECKOTO arapara Irocjie HU3KoTeMIlepa-
TypHOTO (DoTOMHTMOMpOoBaHUs [68]. [IpmumHa TTOTEpU CITOCOOHOCTHU
dorocucremsr Il amanTpoBaThCST K BBICOKUM WHTEHCUBHOCTSIM CBETa
3aKJTI0YAETCS B TOM, UTO MyTaHTHBIE KJIETKH C U3BMEHEHHBIMY CBOMCTBAMU
MeMOpPaHHBIX JIUTTHIOB HE CTIOCOOHBI IPOIIECCUPOBATH ITPEIIIIeCTBEHHUK
ocHoBHOro 6enka (D1) peakimoHHOTO 1IeHTpa (poTocucTeMbl [68].
[MocKoMBKY y 3TUX MyTaHTOB HapyIIIEeHBI TeHbI, KOTUPYIOIIE CTPOTO OTTpe-
JelleHHBIe necatypas3bl 2KK, MOXXHO yTBepXKaaTh, 9TO CITOCOOHOCTD KJIETOK
BBDKMBATB ITPU HU3KUX TeMITepaTypax B 3HAUMTETbHOM CTETIEHH OTIpeie-
JIIeTCST HATMIMEM MMEHHO 3TUX TeHOB M CITOCOOHOCTBIO KIIETOK CUHTE3M -
poBath aueHoBbIe (18:2) ZKK. Do yTBeprkaeHue NoAKpersieTcs: JaHHbIMU
o TpaHcdopmanuu Synechococcus sp. PCC 7942 ¢ nomolibio reHa desA.
Knerku Synechococcus, nosyauBIive BO3MOXHOCTb CUHTE3UPOBATh INEHO-
Bble 2KK, oKa3annch CITocOOHBIME, B OTIMUME OT IMKOTO THTIA, PACTH ITPU
20—22°C [184].
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Puc. 9. Cocras KK B riutieponumnunax Synechocystis, BeipameHHbIX Tipu 25 °C (A),
KpuBble pocTa KJeToK aukoro tuna (WT) u myraHTta (desA-/desD-) nipu pa3HbIX
temrnepartypax (b) u ¢pusunueckue napameTpbl MeMOpaH KJIETOK AWKOTO THUIA U
Pa3IMYHbIX MyTAHTOB, OLIEHEHHBIE C TOMOUIbIO T1UbdhEPEHIINATIbHON CKAHUPYIOLIEH
kanopumetpuu (B). 0, 1, 2, 3, 4 — HacwieHHbie KK 1 KK ¢ 1, 2, 3 u 4 nBoliHbIMU

CBA3AMMU.
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V BbICIIMX pacTeHU YCTOMYMBOCTb K HUBKUM TeMIlepaTypaM TakxKe
Koppeaupyet ¢ HannuueMm B MeMmOpaHax [TH2KK [155]. Tak, y A. thaliana
MYTaHTEHI 110 TeHaM fad5 v fad6 (neeKTHBIE TT0 CHHTE3Y XJIOPOTIIACTHBIX
sn-2-naabmutoiens- Al2 u sn-1-oneown- Al2-necatypasbl, COOTBETCT-
BEHHO), XapaKTepU3YIOTCS XJIOPO30M JIMCTHEB, 3aMeJIJIEHUEM pOCTa U
“3MeHeHreM (popMbI XJIOPOILIACTOB MPU HU3KUX TeMIlepaTypax. ¥ MyTaHTa
110 TeHy fad2ipu 16 °C cHIKaeTCs CKOPOCTh VINIMHEHUS CTEOIIS, a TIpu
6 °C on morubaer [10, 90, 101]. Dxcnipeccust Fad7 necarypassl A. thaliana
B Nicotiana tabacum NpUBOAUT K MOBBILIEHUIO YCTONYUBOCTU CEMSIH
Tabaka K HU3KuM temiieparypam [42, 104]. B To ke Bpemsi, OJIoKMpoBaHUE
skcnpeccuu Fad7 u cuntesa TpreHoBbIX 2KK B Xj10poriiactax mo3Bosisijio
pacTeHUsIM Jierye aanTUpOBaThCs K MOBBILLIEHHBIM TeMnepatypaM [ 104].

Dusuueckue ceolicmea memopan. Kax orMeuanoch BbIIIE, YYBCTBU-
TEJTbHOCTh OPTAHU3MOB K XOJIOAY CBSI3BIBAIOT CO CHIKEHUEM TEKYUeCTH
6uosornuyecknx MemopaH. OIHAKO 3aBUCUMOCTh MEXIY CTEIIEHbBIO
HeHachImeHHOCTH 2KK, aKTHBHOCTBIO TeHOB CTIeIM(UUIECKIUX IecaTypas
1 U3MEHEHNEM TeKyJ4ecTH MeMOpaH 10 HelaBHeTO BpeMeHH 0cTaBajlach
SKCIIepUMEHTAIBHO HeloKa3aHHOW. YTOOBI MPOIeMOHCTPUPOBATH 3TY
3aBUCHUMOCTb, OBUT UCTIOTB30BaH MeTO M hepeHIINATLHON CKAaHUPYIO-
1Iel KaJJOpUMETPUU U30JIMPOBAHHbBIX TUJIAKOUIHBIX MeMOpaH (TM) u3
mTaMMoB Synechocystissp. PCC 6803, meeKTHBIX 110 pa3HbIM IecaTypa3am
KK [169]. ®azoBbie nepexonbl B TM KIIeTOK TUKOTO TUTIA Synechocystis v
MyTaHTOB desD~ W desB~/desD~ (nedeKTHBIX TT0 A6-1ecarypase, i A6-
1 W3-7ecaTypa3aM OJJHOBpeMeHHO) ripoucxonst npu 15, 13u 12°C, coot-
BETCTBEHHO. TAKMM 00pa3oM, OTCYTCTBIE B MEMOpaHHBIX JIMITHIAX Y-THHO-
JIEHOBOW M O -JIMHOJICHOBOI KMCJIOT TTPAaKTUYECKN He BIUSET Ha PU3K-
yeckue cBoiictBa MmeMOpaH. B To xxe Bpems y mytaHTa desA~/desD~
(bazoBbiii epexoa HaunHaeTcst yxe rpu 21 °C (puc. 9, B). Takum o6pazom,
HajJinuue B MeMOpaHHbIX JUNUIAX Synechocystis TMHOIEBOW KUCIOTbI
SIBJISIETCST KPUTUIECKUM JUTS (hOPMHUPOBAHUST XapaKTePHOIA TSI OpraHn3Ma
CTPYKTYpbl MeMOpaHbl. HapymreHre (hyHKIIMHA COOTBETCTBYIOIINX JIeca-
Typa3 MPUBOIUT K CHJTBHBIM U3MEHEHUSIM (PU3MIECKIX CBOMCTB MeMOpaH,
BBIPAXKAIOIIMMCS B CMEILIEHMY TOYKM (Da30BOr0 Mepexo/1a B 001acTh 0ojiee
BBICOKHX TeMTIepaTyp. Bo3aMoKHO, ¢ 3THM CBsI3aHBI Bce (PeHOTUITNIECKIE
TIPOSIBJICHMSI MyTaHTOB 110 JiecaTypa3am KK, B YaCTHOCTH, YyBCTBUTEITb-
HOCTb K HU3KUM TeMIiepatypam MyTaHTa desA~/desD~.
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VI. TEKYYECTb MEMBPAH 1 OKCIIPECCUA TEHOB
JECATYPA3 XKUPHBIX KNCJIOT: OBPATHAA CBA3b

TepMMH «TeKydyecTb MeMOpaH» (B MIPOTHUBOMOJIOKHOCTD «BSI3KOCTH»)
IIMPOKO TIPUMEHSIETCSI TSI OTTMCAHUSI CTETTEHN HEYTTOPSIIOYeHHOCTH WJTH
MOJIEKYJISIPHOM ITOABVKHOCTU BHYTPU JIMITAHOTO O1cios [1, 88]. OmHako,
HU OIVH TEPMHUH HE OXBaThIBAeT BCEX, OYeHb Pa3HBIX TMHAMUYCCKUX
XapaKTepUCTHUK JIMTTUIHOTO OMCII0s, TAKUX KaK JlaTepaibHast T y3ust
MOJIEKYJI, MOJIEKYJIIpHAasl IIOJBUKHOCTb, BpanieHue Lerneii KKK nt.a. Tem
He MeHee, TEKy4eCTb MeMOpaH MOXET ObITh OlieHeHa pa3IMYHbIMU (HU3K-
YeCKUMU MeToiaMu — (DJIyOpPECLIeHTHOM ToJIsipu3aliieil, 3J1eKTPOHHbBIM
IMapaMarHUTHBIM pe30HaHCOM M MH(ppaKpacHoi Dypbe-CIIeKTPOCKOIMeit
[69, 86,91, 124, 157].

Modenv monekyaapHo2o mMexanusma adanmayuu KAemox K HU3KUM
memnepamypam. ACTIEKTbl MOJIEKYJISIPHBIX MEXaHU3MOB PETYJISILIUU DKC-
Mpeccuu JecaTypasdHbiX FEHOB CBsI3aHbI C OOIIIMMM TTpobJeMaMuy peryisi-
LIMY 9KCITPECCUU T€HOB MIPU CTPECCOBBIX BO3JEHCTBUSX: KAKUM 00pa3oM
OpraHu3M YyBCTBYET U3MEHEHME TeMIMepaTypbl U KaKUM 00pa3oM 3TOT
CUTHAJI TIEpeaeTCsl Ha PeTyJIsiTOpHbIe 00J1aCTU TeHOB, TPUBO/IS K UX aKTH -
BallMM WU peripeccun. JlaHHbIe, U3J10KEHHbIE B MPEbIIYILINX pa3enax,
MO3BOJISIIOT CXEMAaTUYHO OOOOLIUTh MPEACTABICHUS O MOJEKYJISIPHOM
MeXaHU3Me aJanTalym KJIETOK K MOHWXKAOIIUMCs TeMrepaTypaM (puc.
10). ITpu cHUXEeHUU TeMIlepaTypbl YMEHbBIIAeTCsl TeKy4yeCcTb MeMOpaH.
OpraHusM 4yBCTBYET 3TO U3MeHeHue. Bompoc o ceHcopax ocraercs
OTKPBITBIM, M MBI TTIOKa3bIBa€M 3TOT 3TAll HA pUCYHKE 3HAKOM BOITpOcCa.
[Hanee curHai ot ceHcopa rnepeaaeTcsi K oKa HeM3BECTHBIM PETYJISITOPHBIM
MOJIEKyJlaM WM HEeMOCPEACTBEHHO BOCIIPUHUMAETCSI PErYISITOPHBIMU
MOCJeI0BATEIbHOCTSIMU T€HOB JAecaTypa3. BeieacTBue 3Toro MHayLUM-
pyeTcst BKCIIPECCUs 3TUX F'€HOB, YTO MPUBOAUT K YCUJIEHHOMY CUHTE3Y

CHUMxeHue o YMEHbLUEHNE _
TemnepaTypsl »| TekyuyecTv MembpaH > CEHCOP
Mepenaya o~ NHpaykumsa - CuHTe3
curHana »| necaTypasHbIX FreHoB > necatypas de novo
JecaTypauus | BoccTtaHoBneHue = (EOCCTaHOB”eHV'eu
AMANO0B MeMBpaH »| TekyuyecTv MmembpaH > PU3MONIOTHECKON
aKTUBHOCTM

Puc. 10. Cxema aganTaimy KJIeTKU K TTIOHVDKEHWIO TeMITepaTyphbl.
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JlecaTypas B KJIeTKe U K YCKOPEHUI0 CUHTe3a mosinHeHachieHHbIX 2KK B
MeMOpaHHbIX JIuMKAax. B KoHeUHOM UTOTe BOCCTaHABIMBAOTCS UCXOTHASI
TeKy4YeCcTb MEMOPaH 1 (pr3noornyeckas akTMUBHOCTb CBSI3aHHBIX C HUMU
CUCTeM, B 9acTHOCTH, (poTtocrcteM 1 ATMD-CHUHTE3MPYIOIINX KOMITJIEKCOB.

B 31001 MOEM BetylLiasi poJib B 3aMyCcKe alanTallMOHHbIX MEXaHU3MOB
OTBOAUTCS MEMOpaHaM U UX (PU3UUYECKOMY COCTOSIHUIO, BbIpaskaeMoOMy
BSI3KOCTBIO UJIW TEKYYECThIO, 3aBUCSIIINX OT CTENIEHU HEHACHIIIIEHHOCTHU
KK B MeMOpaHHbIX JIunuaax. CBoicTBa OMOIOTMUYECKUX MEMOPaH MOXKHO
paccMmaTpuBath ¢ AByX no3uuuii. C oJHOU CTOPOHbBI, MEMOpPaHY MOXHO
MPEICTaBUTh KaK MAaKPOCUCTEMY, PEarMpyIoNIyI0 Ha BO3IEHCTBUS OKPY-
JKarollei cpebl Kak enuHoe 1enoe. C Ipyroii CTopoHbI, MeMOpaHbl MOXKHO
paccMaTpuBaTh KaK COBOKYITHOCTb MHTETPUPOBAHHBIX MOJICUCTEM, COC-
TOSILIMX U3 UHAUBUIYaTbHBIX KJIaCCOB JIMITUAOB CO CrielIMDUUEecKUM Habo-
pom KK, a Takke 13 MHOTMX OEJIKOBBIX KOMILIEKCOB, IT0-Pa3HOMY B3aMMO-
JIEUCTBYIOIIMX CO CBOUM MUKPOOKPYKeHHEM. 3/1eCh Mbl pacCMaTpUBaeM
MakporiapameTpbl MeMOpaHbl, Takre Kak coctaB 2KK u ¢ha3oBbie nepexopl.

Texyuecmv memOpan u dKCnpeccust 2eH08 MmemMnepamypHo2o cmpeccad.
Ecnm skcripeccus reHoB jecatypas JIeiiCTBUTEIbHO MHIYLIMPYETCs TIPU
W3MEHEHUM XUPHOKHUCIOTHOTO COCTaBa MEMOpPAHHBIX JIMITUIOB WU
TEKy4eCTH MeMOpPaH, TO MHAYKIIMIO 3TUX TeHOB MOXKHO BBI3BATh M ICKYCCT-
BEHHBIM TTyTeM, CHI3UB KOHIIEHTpAITNIO HeHachIeHHBIX 2K K 11 yMeHBIITB
TEM CaMbIM TeKyJecTb MeMOpaH. [171sT 3Toit e ObIJT ICTIOJTb30BaH METO]T
KaTamuTudeckoit ruaporenn3any 2KK MeMOpaHHBIX IUITUIOB B KJIETKAX
Synechocystis, BRIpaleHHBIX TTpH 36 °C. DTOT METOM IMMPOKO UCTTOB3YETCS
B pa3IMYHBIX MOJEIBHBIX KJIETOUHBIX CHCTeMaX, BKITI0Yast IIPOKapUOTH-
YeCKUE U 3YKapUOTUUYECKKEe OpraHu3MEbI [6, 66, 79, 119, 124, 174, 178,
179], TOCKOIBKY TEXHMKA TOMOTEHHOM KaTaTUTUIECKOM THAPOTeHU3AITNI
TO3BOJISIET OCYIIECTBUTH KOHTPOJIMPYEMOE HACBIIIIEHUE TBOMHBIX CBSA3CH
B terrsix 2KK MmeMOpaHHBIX JIMITUIOB.

KaTamutudeckas ruipore HU3aus MpakTHIeCKr He 3aTPOHYJIa THJIa-
KOWIHBIE MEMOPaHBI 1 KOCHYJIACH JINIIb JTUTTHIOB IIUTOTUIa3MaTUIEeCKOM
MeMOpaHBbI. [1pr 5TOM ypoBeHb CTeapUHOBOM KUCIIOTHI YBETMYMBAJICS, B
TO BpeMsI KaK YPOBEHb JIMHOJICBOM KMCIIOTHI ITPOITOPLIMOHAIBHO CHIDKAJICS.
OrnpeneneHre XKUPHOKNUCIOTHOTO COCTaBa B MHIMBUAYAIBHBIX KJIaccax
JIATIAIOB TTOKAa3aJI0, YTO HarboJiee TOIBEePsKeHHBIM HACBITIICHUIO TBOIMTHBIX
CBsI3ei TP THAPOTeHU3ALINY oKa3ayics (pochaTHaMITINIEPHUH, COCTaB-
nsrronuit He 6os1ee 10% ot 001ero KoamdecTsa riniepoumuaos [ 180].

Mcxonst u3 cxembl, mpuBeIeHHOM Ha prc. 10, MOXHO ITPEATTOI0XUTD,
YTO B OTBET Ha CHWKEHUE TeKy4eCTH MeMOpaH MPOU30MIeT WHIYKIIHS
TeHOB JiecaTypa3, akTUBHOCTb KOTOPBIX HEOOXOIMMA TSI BO3BPAIIICHMS
(prsmIecKmx mapaMeTpoB MeMOpPAHBI B HOPMaJTbHOE COCTOSTHIE. [1eiCTBH-
TEJIBHO, TTOCIIe THAPOTeHU3ALMHY HAOJTI0MaeTCsT MHIYKIIVS TPAHCKPUTIITUN
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Puc. 11. UHayK1us TpAaHCKPUTTLIMK
reHa desA Synechocystis Tipy CHU-
KEHUU TEMTIEpaTyphl U TIPU KaTa-
JINTUIECKOM TUIPOTEHU3AIIN Y.

A. KieTku BblpaliMBajiv Npu
36 °C u nnky6uposanu mpu 22 °C
B TeueHue 1 u.

b. KileTky BbIpaliuBagy mpu
36 °C u moaBepraav KaTalWTH-
YeCKO# TMAPOTeHU3ALUU NpU
36 °C B TeueHue 4 MUH.

3a skcnpeccueii reHa desA
HabI0aIK C TIOMOUIBIO METO/1A
PHK-JAHK ru6punuszanuu B Teue-
Hue 1 u.

reHa desA. B teuenue 30 MUH mociie
rugporennzauuu MPHK desA noctu-
raeT TOTO Xe YPOBHSI, UTO TTPU HU3KO-
TeMmIepaTypHoil uHaykiuu (puc. 11)
[80, 88, 105, 180]. TakuM obOpa3om,
KaTaJuTHIecKast TUAPOTeHU3ALINST 1
CHITKEHHE TeMITepaTyphl, IIPUBOISIINE
K CHMKEHUIO TEKYyUeCTH MEMOpPaH, BbI-
3BIBAIOT OJMH Y TOT K€ OTBET — WHIYK-
LIMIO TeHOB JiecaTypas, y4acTBYIOIIMX
B (hOpMUPOBAHUM ONITUMAJIBLHO (DU3K-
yeckou cTpykTypbl MemOpaH. Iloc-
KOJIBKY W CHIDKEHHUE TeMIIepaTyphl 1
KaTaJTUTUIeCcKast THIPOTeHU3aIIHSI BbI-
3bIBAlOT aKTUBALIMIO 9KCITPECCUM FeHa
JiecaTypasbl, MOXHO MPEINOJIOXUTD,
YTO CYILLIECTBYET MEXaHW3M PEeryJIsinu,
OCHOBaHHbII Ha 00pPaTHOM CBSI3U — U3-
MEHEHUsI TeKYJeCT MeMOpPaH IMTPUBOJISIT
K MOZYJISILIMU 9KCTPECCU U TeHOB Jieca-
Typa3 KK, peryampyonmx TeKydyecTb
camMuX MEMOpaH.

TakuM oOpa3zoM MOXHO YTBEpXK-
JIaTh, 4TO (h3MYECKUE MapamMeTpbl OMO-
JIOTUYECKUX MEMOpaH (TeKy4ecTh/BsI3-
KOCTb) KOHTPOJUPYIOT IKCIPECCHUIO,
o KpaliHel Mepe, HEKOTOPBIX T€HOB.
Elte omHUM MOATBEpXKIEHUEM 3TOTO
MPETOJOXKEHUS SIBISIIOTCSI TaHHbBIE O
peryssiiuu 3KCIpPecCUu reHa Teruio-
BoOroO 1110Ka Asp90B npoxkax. MyTaHT-
Hble KJIETKU S. cerevisiae, ne(heKTHBIE
no A9-necarypase, ObLIM TpaHCHOP-
MUpOBaHbl reHoM A9-necaTypasbl o1
KOHTPOJIEM TTPOMOTOPOB pa3UuuHOMN
cunsl [19]. Takum 06pa3oM OBL ITOJTY -
YeH psili TpaHC(OPMAaHTOB, OTJIMYAIO-
LIMXCS TI0 OTHOCUTEIbHOMY COOTHO-
MIEHHIO HACHITIIECHHBIX M HEHACHITIICH-
HbIX 2KK 11, COOTBETCTBEHHO, 110 TTapa-
MeTpaM TeKy4ecTh MeMOpaH. DKcrpec-
cus reHa hsp90 ipu 36 °C Oblia TeM
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CUJIbHEE, YeM ObL BblI1Ie YPOBEHb HEHACKIIIIEHHBIX KUCJIOT. DTU TaHHbIE
MoKasaju, YTO IKCIPeCccusi reHa TeIrIOBOTro 110K HaX0AMIach B IPSIMOiA
3aBUCUMOCTHU OT CTeTNeHU HeHachllieHHOoCTH 2KK B MEMOpaHHBIX JIMTUIAX
1 OT TEeKy4YeCTH OMOJIOTMYeCKUX MeMOpaH.

AJBTepHATUBHbBINI MOAX0/ ObLIT UCTIOJIb30BaH /11 U3YUYE€HUSI BIUSIHUS
M3MEHEHU I TeKYyYeCTH MeMOpaH Ha 9KCITPECCUIO TeHOB TEIJIOBOTO 110Ka
B KJIeTKax Synechocystis. iccienoBaHust TemnepaTypo3aBUCUMOil 9Kc-
Mpeccuu reHa, Koaupytoliero marnepoH Hspl7, mokasanu, 4To 3TOT reH
WHAYLUPYETCS KaK TeTUIOBBIM BO3AeHCTBUEM, TaK Y OEH3UIOBBIM CIIUP-
TOM — areHTOM, B3aUMO/JIEHCTBYIOIIIUM C TTOJISIPHBIMU IPYIIIaMU JTUTTUI0B
LIMTOTIa3MaTUYECKO MeMOPaHbI 1 MOBBIIIAIOIIMM UX TEKYyUeCThb [535].

VII. TEMIIEPATYPHBIE CEHCOPbBI 1
OKCIIPECCHUA TEHOB JECATYPA3

Pe3ynbratsl aKCIIeprMeHTOB IO TUAPOTEHU3AIMY MeMOpaH U MHIYK-
LM JiecaTypas IMTO3BOIWIIN MPEATIOJIO0KNTE, 4YTO TUTTOTETUIECKUI CEHCOP,
BOCTIPMHUMAIOIIIMI CHIDKEHIE TEMITEPATYPhl OKPYKAIOIIEH CpeTbl, MOXKET
OBITH JIOKAJIN30BaH B [IUTOIIAa3MaTHUECKOI MeMOpaHe 1 pearnpoBaTh Ha
n3MeHeHue ee TeKydectu [ 105, 180]. OmHako CHUZKEHUE TeMIIepaTyphbl Ha
10 °C TpuBOANT JIUIIG K 3% -HOMY U3MEHEHWIO MOJICKYJISIPHOM TTOIBIIXK-
HOCTY JINTIUAOB, T.K. MOJEKYJIIpHAs TOIBMXKHOCTh TTPONOPLIMOHATIBHA
aOCOJTIOTHOM TeMIlepaType B ciydae, eclii He TTPOUCXOIUT (ha30BOTO
nepexoga. B pamkax xe ¢usnonorndyeckux remmeparyp (35—20°C)
(pazoBbIX Mepexoa0B BJIUIUIHOM Orciioe He TpoucxoauT [180]. Manose-
POSITHO, YTO TUTIOTETUIECKUI CEHCOP «9yBCTBYET» TaKKe He3HAYNTETbHbIC
M3MEHEHUS B MOJIEKYJISIPHOM TTOABMKHOCTH. BIIoJTHE BO3MOXKHO, UTO 3TOT
CEHCOp pearupyeT Ha (ha30BbIe TIePEeXOIbl B MUKPOIOMEHAaX ITUTOIIa3Ma-
TUIECKOI MeMOpaHBI, HAIIPUMeEP, TTIePEXOIbI U3 KUIKOKPHUCTAILTTIECKOM
BTelieByIO (ha3y. Bo3aMOXHO, YTO 3TOT CEHCOP MOKET MEHSITh CBOIO KOH(DOP-
MAIIUIo TIPY U3MEHEHNH (PM3MIECKIX CBOMCTB B MEMOPaHHOM OKPYKEHIH,
BBI3BAHHOM CHWKEHUEM TeMIIEpaTyphl, M MPOXOAUTH Yepe3 CTaluu
dochopummpoBanus — nedpocopuIMpoBaHUs, TIepeIaBasi TaKMM 00pa3oM
CUTHAJI 00 M3MEHEHUH TeMITepaTyphl. [MITOTeTHIecKMii CEHCOp BIIOJTHE MOT
OBI yIOBJIETBOPSITH ITApaMeTpaM TMCTUINH-KIHA3 TT0 aHAJIOTUH C CEHCO-
paMu M3MEeHEHHSI OCMOTHYIECKOTO IaBJICHMST, KOTOpPbIEe ObIITN OOHAPYKEHBI
B KJIETKax OaKTepuii, APOXKKe 1 pacTeHuit [26, 122, 123, 128, 143, 168,
176]. YToOHBI OIpeneuTh IPUPOAY TUITOTETUYECKOTO TeMIIepPaTypHOTO
CEeHCopa, ObLT MPOBENIEH CIYYaliHBI KapTPUIKHBIA MyTareHe3 KJIETOK
Synechocystis, HeCylx KacCeTy U3 TeHOB OaKTepuaTbHOM JIoImdepassl,
HaXOISAIIMXCS TIOJ KOHTPOJIEM TeMIIEpaTypO3aBUCHMOTO ITPOMOTOpa TeHa
desB, kogupymouiero w3-gecatypasy [83]. HabmoneHus 3a nuaMeHeHUSIMUA
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JIIOMUHECUEHIMU JIto1epasbl MO3BOJIWIN, B KOHEYHOM UTOTe, OMpe/Ie-
JINTb Y KJIOHUPOBATh Psii TEHOB, 9KCITPECCUSI KOTOPBIX BIMSIET HA aKTUB-
HOCTb MpomoTopa desB (puc. 12). Cpean 3TUX TeHOB OOHAPYXUJIOCh
HECKOJIbKO MpeACTaBUTENeH ceMelicTBa TMCTUIMH-KUHA3. [ToaTomy Oblia
OCyllleCTBJIEHA CUCTeMaThUecKasi MHaKTUBaLUsI 43 TeHOB, KOAUPYIOLIUX
TMIOTeTUIEeCKIE TMCTUINH-KIUHA3b B TeHOMe Synechocystis [ 166]. Crydaii-
HbII M HaITpaBJIEHHbII MyTareHe3 ITaMMa, HeCyI1ero peropTepHbIi reH
MO KOHTPOJIEM ITPOMOTOPA JecaTypasbl MPUBEIN K UACHTUDUKALIMN ABYX
TFeHOB T'MCTUAMH-KKHA3 (MemOpaHocBsizaHHoOM Hik33 u pacTBopumoit
Hik19) u onHoro perynsitopa oteeta (Rerl), KoHTpoMpyro1ux aKcrpec-
cuto desB. Hik33 xapakTepusyeTrcst HaJInuMeM KOHCepBaTUBHOIO KMHA3-
HOTI'0 IOMeHa Ha KapOOKCHUILHOM KOHILIE, IByX TPAHCMEMOPaHHbBIX IOMEHOB
B N-KOHIIEBOM y4yacTKe M, Tak Ha3biBaeMoro, P-nuHkepa rnocepeauHe.
ITonoGHbIN TMHKep ObLT OOHAPYXKEH B IOMEHEe BOCIIPUSITUSI CUTHAJA U
KMHA3HOM JJOMEHE HEKOTOPbIX MEMOPAHOCBSI3aHHBIX TUCTUMH-KWHA3 B
Pa3IMYHBIX rpyInax opraHu3mMos [187].

Kak npeanosaraioch, yMeHbIlIEHUE TEKYYeCTH MEMOPaHbI MOXKET CJTy-
SKUTb IMEPBUYHBIM CUTHAJIOM TSI UHIYKLIMM 9KCITPECCU M Fe€HOB JiecaTypas
[105, 180]. [TapameTpsl TucTuaMH-KuHa3bl Hik33 BriosHe oTBeyaroT TeM
XapaKTepUCTUKaM, KOTOPBIMU JIOJKEeH 00J1a1aTh CEHCOP, BOCITPMHUMAaI0-
U U3MEHEHUS TeKyuecTu MeMOpaH. [ToBblllIeHre BSI3KOCTU MeMOpaH-
HBIX JJUITUA0B BUAMMO OKa3bIBaeT BIMSIHUE HAa KOH(MopMaluio 6ejka Ha
ypOBHe TpaHcMeMOpaHHbBIX JoMeHOB Hik33, uTo MOXKET mpuBeCcTH K ANMe-
pHU3alUU CEHCOPHOro OesiKa U nocaeaywiieMy kackany hochopuinpo-
BaHUA [166, 170, 187] (puc. 13).

Puc. 12. Temneparypo3zaBucumblie U3Me-
HEHUS aKTUBHOCTU IMPOMOTOpA reHa desB
B KJIETKAaX KOHTPOJILHOTO ITaMMa Syne-
chocystis (pdesB::lux) i MyTaHTOB IO TUCTH -
nuakuHazam Hik33 (pdesB::lux/AHik33),
o—e; Hik19 (pdesB::lux/AHik19), m—m 1
perynsitopy otBeta Rerl (pdesB::lux/ARerl),
A—A.

Knerku Buipamusanu rnpu 34 °C u
nepeHocuan Ha 22 °C, a 3aTeM cHOBA Ha
34 °C. JIonOJIHUTEJIbHBIM «KOHTPOJIEM»
catyskwt ramm pdesB::lux/AHik10 (O—0),
MYTaHTHBIN 110 ructuanH-kuHasze Hik10,
il il | He MPUHUMAIOLIEN YyJacTus B peryssiuu
10 1 2 3 4 5 6 7 8 TEMITepaTypHOTO OTBETA U B AKCIIPECCUM

Bpems nHkybauuu, 4 TEHOB JiecaTypas.

34°C

JlioMuHucueHums nioundepasbl, OTH. en.
(e
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A P-nuHkep rMCTUOUH-KMHa3a

625 663

Puc. 13. MopaenbHas cxeMa akTUBallUU CEHCOPHOU ructuanH-kuHasel Hik33 npu
CHUXEHUU TeMIEePaTypbl U YMEHBIIEHUU TEKY4eCTU MeMOpaH.

A. Jomensl Hik33: TM1 u TM1 — tpaHcMeMmOpaHHbIe oMeHbl, LZ — neituu-
HOBBI 3umriep, PAS — noMeH BKJIIOYaeT XapakTepHbIe TocieqoBaTebHOCTU Per,
Arnt, Sim u duroxpoma [170]. Lludpsel noka3piBatOT aAMUHOKUCIOTHbBIE OCTATKHU 10
OTHOIIIEHUIO K NepBOii N-KOHIIEBOI AMUHOKHUCIIOTE.

b. [unorernueckast MozieJib, IEMOHCTPUPYIOLIAS BO3MOXHbIE U3BMEHEHUS KOH-
(opmaruum Hik33 npu cHUXXeHUU TeMIiepaTypbl 1 yMEHbIIIEHUU TEKYYeCTU MEMOpaH
(CM. TeKCT).

VIII. ACHEKTBI IPAKTUYECKOT'O IPUMEHEHW A 3HAHUM
MOJIEKVJIAPHOU BUOJIOTUN JIUTINTHOTO OBMEHA

HccnenoBanus Mmexanu3moB necatypanuu KK, cTpyKTyphl v IIpuH-
LIMIIOB (PYHKILIMOHMPOBAHMS iecaTypas U APYruX (epMEHTOB JIMITUIHOTO
oOMeHa ITO3BOJISIIOT IPUMEHUTD UX pe3yJIbTaThl Ha IpakTuke. [imoresa,
OOBSICHSIOIAS MEXaHU3MBbI YCTOMYMBOCTU PACTCHUI K HU3KUM TeMIlepa-
TypaMm, IIpEAIIoJIaraet, YTO pacTeHUsI, CIIOCOOHBIE CUHTE3MPOBATh IIOBBI-
meHHble KoaudyecTBa [TH2KK, okaswiBatoTcs 6oJjiee yCTOMYMBBIMU K
X0JIOJOBOMY CTpeccy U 3aMopo3kaM. [IpuMeHeHre 3Toi UACoJIOTUN Ha
MPAKTUKE IPUBEJIO K CO3IaHNIO HOBBIX TPAHCTEHHBIX JIMHUIA, KAaK MOJIEJIb-
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HBIX, C UCTTIOJIb30BaHUEM (DOTOCUHTE3UPYIOIINX KJIETOK [IMaHOOaKTepUit
[38, 68, 149, 184], Tak 1 MPUTOIHBIX /IS CEJTBCKOXO3SIMCTBEHHOTO UCITO/ b~
3oBaHus [42]. [eHeTMUecKass MoaM(pUKaLIMS PACTEHU C UCTTOIb30BaHUEM
TeHOB aluJ-TpaHcpepas Takke MpuBesa K MoJyYeHUIo JUHUI, Oojee
YCTOMUYMBBIX K HU3KUM TeMmnepartypam [103].

Hanporus, camkenune noiau ITHXKK, obecnieunBaroliee yMeHbIIeHHE
MOJIEKYJISIPHOM MOJABUXKHOCTU JIMTTMHOTO OMCII0S1, TOJIKHO MPUBOIUTD K
MOBBILIEHHON YCTOMYMBOCTU KJIETOK PACTEHU I K BBICOKMM TeMIlepaTypam.
D10 NpeanosaoxeHue NoATBEPANIOCH MOJyYeHUEeM TPaHCTeHHBIX pAaCTEHU I
Tabaka, B KOTOPOM CHUXKEeHa SKCITPECCHSI XJIOPOTLIACTHOM W3-AecaTypasbl
U, cieaoBaTe/ibHO, 0J0KMpoBaHO oOpasoBaHue TpueHoBbIX KK [104].
IMTonyyeHHbIE pacTeHUs! OKa3auCh 00Jiee YCTOMUYMBBIMU K BBICOKUM
TeMreparypam, YeM NpeacTaBUTEIM JUKOTO TUTIA.

JaHHbIe 0 KpUCTALIMUECKON CTPYKType pacTBopumoit anuia-Allb-
Jiecatypasbl MO3BOJIMIN OCYIIECTBUTH pabOTY MO UBMEHUIO KaK CIelU-
¢uyHOCTU 3TOrO hepMeHTa, TaK U 110 MOAM(PUKALIMU ero (PyHKILMI
(M3MeHeHMe ecaTypa3Hoil aKTUBHOCTU Ha TMAPOKCHIa3HyIo) [8, 13, 16,
78, 145]. DTU 3KCIIEpUMEHTBHI, a TAKXKe pe3yIbTaThbl KIOHUPOBaHUsI TEHOB
Jiecatypas pa3iMuHoOl crelIUUIHOCTHU K JJTMHE allWJIbHOM e Y MO3ULIMHY
Jiecatypalivu, sIBJISTFOTCS MPeBECTHUKAMU IIIMPOKOTO MPUMEHEHUS TaH-
HOTO MoAX0/1a B OMOTEXHOJIOTMY PACTeHU A TSI TOTydeHWsT U MOAM(DUKALIMU
JuHuit — mpoayueHToB KK ¢ 3a1aHHBIMY IMapaMeTpaMu.

Eiie ogHUM HampaBieHUEM MCCIEeIOBaHUI B 00JIACTU JIMITUIHOTO
oOMeHa SIBJISIETCS U3YUYeHUE CTPYKTYPbI U CITeLIM(PUIHOCTU PACTUTETbHbIX
THO3CTEPa3 1 3JI0HTA3 XKUPHBIX KUCJIOT, OTpeAessitoux uiuHy Henu 2KK
npu cuHTe3e. Tak, U3 pa3IMuHbIX BUIOB PaCTeHUI KJIOHUPOBAHbBI T'€HbI
THO3CTepa3, OTBeUarolye 3a TePMUHALIMIO YIJTUHEHUS allMJIbHOM LIeTU 1
obecneunBarolme npeumyniecTseHHblii cunres C, | [23], C, [21], C,, [22],
C,. 163, 177] XKK. Kpome TOr0, KTOHUPOBaHME TEHOB KETO-ALIMITPAHC-
depa3 (anonra3) KK moszsommio ymmmaats uenu KK mo 20, 22 u 24
YIJIEPOAHBIX aTOMOB [ 76, 97—99]. [eHeTMYecKast MOIU(PUKALMST PA3TUUHBIX
BUJIOB PACTeHUI C UCIOJb30BAaHUEM 3THUX F€HOB MMO3BOJIMJIA TTOJTYYUTh
JIMHUM, HaKarJIMBalollMe Macja, KOTOpble Co/lepKaT HAChIILEHHbIE
TpUIIMLIEpUIBI ¢ onipeneneHHo ;ymmHou KK [75, 108, 181, 182, 189]. Ot
KCCJIe0BaHMS TO3BOJISIOT MOJIYYaTh B TPOMBIILIIEHHBIX MacllITabax HATY-
pasibHbIe PACTUTENIbHbIE JIMITUIIBI, ColepXKaliue Karnpuiosyio (C, ) Kuc-
JIOTY, UCTOJIb3yeMYIO0 B I0OaBKax K CIIOPTUBHOMY MUTAHUIO, JIAYPUJTIOBYIO
kucnoty (C . ), IPUMEHAEMYIO B TIPOM3BOICTBE JAETEPTEHTOB, TabMMU-
tuHOBY10 (C, ) M cTeapuHoByio (C ) KUCITIOTBI /IS IPOU3BOICTBA Map-
rapuHa, onerHoByio (C . ), munonesyio (C . ,) uamHoneHosyio (C . ) Kuc-
JIOTBI JIJISI TIPOM3BOJICTBA MUILIEBOTO PACTUTEJILHOIO Macja, 3pyKOBYIO

kucinory (C,,. ) st IPOM3BO/ICTBA NOJIM3TUIIEHA, U PAHEE C TPYIOM IOJTy-
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JaeMble MUPUCTUHOBYIO (C,, ) 1 HepBOHOBYIO (C
dapmauestuku [75, 108, 182].

54.1) KMCIIOTBI JUTST HY KT

IX. BAKIIIOYEHUE

1. lecarypasbl ZKK siBisitoTcst BbIcOKOCTIEHM(DUIHBIMU (hepMEHTaMU,
obecTieunBarOIIMMK (POPMHUPOBAHKE ONITUMAIEHOTO (DH3NIECKOTO COCTOSI -
HHSI GMOJTIOTUUECKMX MeMOpaH, Kak B HOPMaJTbHBIX YCJIOBHSIX, TAK U B YCITO-
BHSIX TEMITEPaTypHOTO CTpecca.

2. Crreunduueckoe y3HaBaHUE JecaTypa3aMU IJIMHbBI YIJIEPOIHOM
e 2KK v rioJioskeHus JiecaTyparyy OTpe/IeIIsieTCs TeOMeTpUeit KUCIIOpo-
JOCBSI3BIBAIOIIETO aKTUBHOTO IIEHTPa pepMeHTAa.

3. Hecarypasbl KK 3BoJIOIIMOHHO OJM3KK (pepMeHTaM THIPOKCH-
JIMPOBAHUS, ALIETHJICHUPOBAHMS 1 STTOKCUIAITH , IMEIOIITIM aHAJIOTUYHEIE
JecaTypa3aM aKTUBHBIC LIEHTPhI. EqMHIYHBIe aMITHOKHCIIOTHBIE 3aMEHBI
CITOCOOHBI KOHBEPTHUPOBATh JIeCaTypa3Hyl0 aKTUBHOCTh B THIPOKCH-
JIa3HY10 1 HA0OOPOT.

4. ITpu HU3KOTEMITepaTyPHOM CTPECCe HAaKOTUIEHNE HEHACHIIIEHHBIX
KK B MeMOpaHHBIX JIMTIUIAX U KOMIICHCAIIUST CHUKEHUST TEKy4eCTH
MeMOpaH MPOUCXOIUT 3a cueT MHAYKLIMY reHoB necarypas3 KK u de novo
00pa3oBaHNST HEHACBIIIEHHBIX JTUTTHIOB.

5. Uunykuus reHoB aecatypas 2KK 3aBucut ot hmznueckoro cocrosi-
HUSI MeMOpaH: 4eM HIDKe conepkaHre HeHachIeHHbIX 2KK B MeMOpaHHBIX
JIATINIAaX ¥ TEKYy9eCTh MeMOpaH, TeM ObICTpee aKTHBUPYIOTCS TeHEI Ieca-
Typa3. CylecTByeT oOpaTHast CBSI3b MEXKITY TEKy4IeCThI0O MEMOpPaHBI M 9KC-
Mpeccreil TeHOB, OTBEYAIONINX 3a TOIAepsKaHNe ONTUMATbHBIX (DU3M-
YECKUX CBOMCTB MeMOpaH.

6. CurHajioM U3MeHEeHUS TeMTIEPaTyPhl OKPYKAIOIIEH CpeIbl, TTO-BH-
TIMOMY, SIBJISTIOTCS (DM3MIEeCKIE M3MEHEHWS IIOABIKHOCT MEMOPAaHHBIX
JIUTTUIOB (TEKy4eCTh), KOTOPBIe BOCIIPUHUMAIOTCSI MEMOPaHOCBSI3aHHOM
CceHcopHol ructuanH-KruHa30i Hik33, u curHan repegaeTcs gauee K Ipo-
MOTOpaM TeHOB JiecaTypas depe3 Kackan dhochoprinpoBaHusI-nIedoc-
opumpoBaHMsI ¢ ydacTHEM PacTBOPUMOI rucTuauH-KruHa3el Hik19 n
peryasitopa otBeTa Rerl.

7. Hamboee MATEpECHBIMHA BOIIPOCAMH B M3YYCHHUU PETYISIIAN
BKCTIPECCUU TEHOB JecaTypas3, BOCIIPUATUH CUTHaIa 00 M3MEHEHUU
TEeMITepaTyphl 1 MOJIEKYISIPHBIX MEXaHN3MOB TeMIIEpaTyPHOM aganTaun
SIBJISIIOTCSI CJIEIyIOLINE:

— YHUBepcabHa JIN PUPOJIa TEMITEPaTyPHBIX CEHCOPOB B PA3IMIHBIX
TpyIIax OpraHu3MoB?

— KakuMm 06pa3omM MeHsIeTCs CTPYKTypa CEHCOPHBIX OEJIKOB TIpH
W3MeHEeHUH (DM3MIeCKIX CBOMCTB MeMOpaH?
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— KakoBa npupoia BTOpUUHBIX MECCEH/IKEPOB, TIEPEIAIOIINX CUTHAT
OT CEHCOPHBIX OEJIKOB K TPOMOTOPaM MHAYLIUPYEMbBIX T€HOB?

— Cy11ecTBYIOT I MeMOpaHHbIE MUKPOJIOMEHbBI BOKPYT CEHCOPHBIX
0eJIKOB, M KAKOB MOJIEKYJISIPHBI COCTaB JIMTTMAOB B TAKMX MUKPOIOMEHaX?

— KakoB MUHUMaIbHBII MTOPOT UBMEHEHUS TEMIIEPATyPhl, BOCTIPU -
HUMaeMblii CEHCOpaMU U CMOCOOHBI BbI3BaTh B OPraHM3Me OTBETHYIO

peaxkuuio?

Pa6ora momnepxana rpantom POD®U 00-04-48421a.

JIUTEPATYPA

1. Temperature adaptation of biological
membranes / Ed. A.R.Cossins. Lon-
don: Portland Press. 1994. P. 1 —227.

2. Aguilar P.S., Cronan J.E., Jr., de Men-
doza D. //J. Bacteriol. 1998. Vol. 180.
P.2194—2200.

3. Anamnart S., Tomita T., Fukui F.,
Fujimori K., Harashima S., Yamada Y.,
Oshima Y. // Gene. 1997. Vol. 184. P.
299—306.

4. Arondel V., Lemieux B., Hwang I.,
Gibson S., Goodman H.M., Somerville
C.R. // Science. 1992. Vol. 258. P.
1353—1355.

S. Avelange-Macherel M. H., Macherel D.,
Wada H., Murata N. // FEBS Lett.
1995.Vol. 361. P. 111—114.

6. Benko S., Hilkmann H., Vigh L., van
Blitterswijk W.J. // Biochim. Biophys.
Acta. 1987. Vol. 896. P. 129—135.

7. Bossie M.A., Martin C.E. //J. Bacteriol.
1989. Vol. 171. P. 6409—6413.

8. Broun P., Shanklin J., Whittle E.,
Somerville C. // Science. 1998. Vol.
282.P. 1315—1317.

9. Browse J., McConn M., James D., Jr.,
Miquel M. //J. Biol. Chem. 1993. Vol.
268. P. 16345—16351.

10. Browse J., McCourt P.J., Somerville C.R.
// Anal. Biochem. 1986. Vol. 152. P.
141—145.

11. Browse J., Warwick N., Somerville C.R.,
Slack C.R. // Biochem. J. 1986. Vol.
235.P.25—31.

12. Cadena D.L., Kurten R.C., Gill G.N. //
Biochemistry. 1997. Vol. 36. P.
6960—6967.

13. Cahoon E.B., Coughlan S.J., Shanklin
J. // Plant Mol. Biol. 1997. Vol. 33. P.
1105—1110.

14. Cahoon E.B., Cranmer A.M., Shanklin
J., Ohlrogge J.B. //J. Biol. Chem. 1994.
Vol. 269. P. 27519—27526.

15. Cahoon E.B., Dormann P., Ohlrogge
J.B. // Prog. Lipid Res. 1994. Vol. 33.
P. 155—163.

16. Cahoon E.B., Lindqvist Y., Schneider
G., Shanklin J. // Proc. Natl. Acad.
Sci. USA. 1997.Vol. 94. P. 4872—4877.

17. Cahoon E.B., Shah S., Shanklin J.,
Browse J. // Plant Physiol. 1998. Vol.
117. P. 593—598.

18. Cahoon E.B., Shanklin J., Ohlrogge J. B.
// Proc. Natl. Acad. Sci.USA. 1992.
Vol. 89.P. 11184—11188.

19. Carratu L., Franceschelli S., Pardini
C.L., Kobayashi G.S., Horvath 1., Vigh
L., Maresca B. // Proc. Natl. Acad.
Sci. U.S.A. 1996. Vol. 93. P. 3870—
3875.

20. Cossins A.R. // Biochem. Soc. Trans.
1983.Vol. 11. P. 332—333.

. Dehesh K., Edwards P., Fillatti J.,
Slabaugh M., Byrne J. // PlantJ. 1998.
Vol. 15. P. 383—390.

22. Dehesh K., Edwards P., Hayes T.,
Cranmer A.M., Fillatti J. // Plant
Physiol. 1996. Vol. 110. P. 203—210.

2

—



Lecamypaszul scupHbix Kuciom

193

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

Dehesh K., Jones A., Knutzon D.S.,
Voelker T.A. // PlantJ. 1996. Vol. 9. P.
167—172.

Deshnium P., Paithoonrangsarid K.,
Suphatrakul A., Meesapyodsuk D.,
Tanticharoen M., Cheevadhanarak S.
// FEMS Microbiol. Lett. 2000. Vol.
184. P.207—213.

Distel R.J., Robinson G.S., Spiegelman
B.M. //J. Biol. Chem. 1992. Vol. 267.
P.5937—5941.

Egger L.A., Inouye M. // Biochem.
Biophys. Res. Commun. 1997. Vol.
231. P. 68—72.

Falcone D.L., Gibson S., Lemieux B.,
Somerville C. // Plant Physiol. 1994,
Vol. 106. P. 1453—1459.

Farkas T. // Comp. Biochem. Physiol.
1984. Vol. 79. P. 531—535.

Fernandes N.D., Kolattukudy P.E. //
Gene. 1996. Vol. 170. P. 95—99.

Fox B.G., Shanklin J., Ai J., Loehr
T.M., Sanders-Loehr J. // Bioche-
mistry. 1994. Vol. 33. P. 12776—12786.

Fox B.G., Shanklin J., Somerville C.,
Munck E. // Proc. Natl. Acad. Sci.
USA. 1993. Vol. 90. P. 2486—2490.

Fujiwara H., Tanaka Y., Yonekura-
Sakakibara K., Fukuchi-Mizutani M.,
Nakao M., Fukui Y., Yamaguchi M.,
Ashikari T., Kusumi T. // Plant J. 1998.
Vol. 16. P. 421—431.

Fukuchi-Mizutani M., Savin K., Cor-
nish E., Tanaka Y., Ashikari T., Kusumi
T., Murata N. // Plant Mol. Biol. 1995.
Vol. 29. P. 627—635.

Fukuchi-Mizutani M., Tasaka Y., Ta-
naka Y., Ashikari T., Kusumi T., Murata
N. // Plant Cell Physiol. 1998. Vol. 39.
P. 247—253.

Fukushima H., Takeda T., Sasaki N.,
Watanabe T., Nozawa Y. // Biochem.
Biophys. Res. Commun. 1983. Vol.
115. P. 456—462.

Gargano S., Di Lallo G., Kobayashi
G.S., Maresca B. // Lipids. 1995. Vol.
30. P. 899—906.

37.

38.

39.

40.

4

—_

42.

43.

44,

45.

46.

47.

48.

49.

50.

SI.

52.

53.

Gibson S., Arondel V., Iba K., Somerville
C. // Plant Physiol. 1994. Vol. 106. P.
1615—1621.

Gombos Z., Wada H., Murata N. //
Proc. Natl. Acad. Sci. USA. 1992. Vol.
89. P.9959—9963.

Gombos Z., Wada H., Murata N. //
Proc. Natl. Acad. Sci. USA. 1994. Vol.
91.P.8787—8791.

Gombos Z., Wada H., Varkonyi Z., Los
D.A., Murata N. // Biochim. Biophys.
Acta. 1996. Vol. 1299. P. 117—123.

. Hamada T., Kodama H., Nishimura M.,

Iba K. // Gene. 1994. Vol. 147. P.
293—294.

Hamada T., Kodama H., Takeshita K.,
Utsumi H., Iba K. // Plant Physiol.
1998. Vol. 118. P. 591—598.

Hamada T., Nishiuchi T., Kodama H.,
Nishimura M., Iba K. // Plant Cell
Physiol. 1996. Vol. 37. P. 606—611.

Harwood J.L. /| The Biochemistry of
Plants / Ed. P.K.Stumpf. New York:
Acad. Press. 1980. P. 1—55.

Harwood J.L. // Biochim. Biophys.
Acta. 1996. Vol. 1301. P. 7—56.

Hazel J.R. // Annu. Rev. Physiol. 1995.
Vol. 57. P. 19—42.

Heath R.J., Rock C.0. //J. Biol. Chem.
1996. Vol. 271. P. 1833—1836.

Heppard E.P., Kinney A.J., Stecca K. L.,
Miao G.H. // Plant Physiol. 1996. Vol.
110. P. 311—319.

Higashi S., Murata N. // Plant Physiol.
1993. Vol. 102. P. 1275—1278.

Hitz W.D., Carlson T.J., Booth J.R.,
Jr., Kinney A.J., Stecca K. L., Yadav N.S.
// Plant Physiol. 1994. Vol. 105. P.
635—641.

Holloway C.T., Holloway P.W. // Arch.
Biochem. Biophys. 1975. Vol. 167. P.
496—504.

Holloway P.W. // Biochemistry. 1971.
Vol. 10. P. 1556—1560.

Holloway P.W., Katz J.T. // Bioche-
mistry. 1972. Vol. 11. P. 3689—3696.



194

M.A.Jloco

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

Holloway P.W., Wakil S.J. // J. Biol.
Chem. 1970. Vol. 245. P. 1862—1865.

Horvath 1., Glatz A., Varvasovszki V.,
Torok Z., Pali T., Balogh G., Kovacs
E., Nadasdi L., Benko S., Joo F., Vigh
L. // Proc. Natl. Acad. Sci. USA.
1998. Vol. 95. P. 3513—3518.

Houslay M.D., Gordon L.M. // Curr.
Top. Membr. Transp. 1984. Vol. 18. P.
179—231.

Iba K., Gibson S., Nishiuchi T., Fuse
T., Nishimura M., Arondel V., Hugly
S., Somerville C. // J. Biol. Chem.
1993. Vol. 268. P. 24099—24105.

Itoh R., Toda K., Takahashi H., Takano
H., Kuroiwa T. // Curr. Genet. 1998.
Vol. 33. P. 165—170.

Jaworski J.G. The Biochemistry of Plants
/ Ed. P.K.Stumpf. Orlando: Acad.
Press. 1987. P. 159—174.

Jaworski J.G., Tai H., Ohlrogge J.B.,
Post-Beittenmiller D. // Prog. Lipid
Res. 1994. Vol. 33. P. 47—54.

Jeffcoat R. // Biochem. Soc. Trans.
1977.Vol. 5. P.811—818.

Jeffcoat R., Dunton A.P., James A.T. //
Biochim. Biophys. Acta. 1978. Vol.
528. P. 28—35.

Jones A., Davies H M., Voelker T.A. /]
Plant Cell. 1995. Vol. 7. P. 359—371.

Jones A.L., Hann A.C., Harwood J. L.,
Lloyd D. // Biochem. J. 1993. Vol. 290
(Pt. 1). P.273—278.

Jones A.L., Lloyd D., Harwood J.L. /]
Biochem. J. 1993. Vol. 296 (Pt 1). P.
183—188.

Joo F., Balogh N., Horvath L.I., Filep
G., Horvath I., Vigh L. // Anal. Bio-
chem. 1991. Vol. 194. P. 34—40.

Kaneda T., Smith E.J. // Can. J.
Microbiol. 1980. Vol. 26. P. 893—898.

Kanervo E., Tasaka Y., Murata N., Aro
E.M. // Plant Physiol. 1997. Vol. 114.
P. 841—849.

Kasai R., Kitajima Y., Martin C.E.,
Nozawa Y., Skriver L., Thompson G.A.,

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

Jr. // Biochemistry. 1976. Vol. 15. P.
5228—5233.

Kim Y.C., Ntambi J.M. // Biochem.
Biophys. Res. Commun. 1999. Vol.
266. P. 1—4.

Kis M., Zsiros O., Farkas T., Wada H.,
Nagy F., Gombos Z. // Proc. Natl. Acad.
Sci. USA. 1998. Vol. 95. P. 4209—4214.

Kiseleva L. L., Serebriiskaya T.S., Hor-
vath 1., Vigh L., Lyukevich A.A., Los
D.A.//J. Mol. Microbiol. Biotechnol.
2000. Vol. 2. P. 331—338.

Knutzon D.S., Thurmond J.M., Huang
Y.S., Chaudhary S., Bobik E.G., Jr.,
Chan G.M., Kirchner S.J., Mukerji P.
// J. Biol. Chem. 1998. Vol. 273. P.
29360—29366.

Kodama H., Akagi H., Kusumi K.,
Fujimura T., Iba K. // Plant Mol. Biol.
1997. Vol. 33. P. 493—502.

Lassner M.W. // Lipid Technology.
1997. Vol. 9. P. 5—9.

Lassner M.W., Lardizabal K., MetzJ.G.
//Plant Cell. 1996. Vol. 8. P. 281—292.

Leonard A.E., Kelder B., Bobik E.G.,
Chuang L.T., Parker-Barnes J.M.,
Thurmond J.M., Kroeger P.E., Kopchick
J.J., Huang Y.S., Mukerji P. // Biochem.
J.2000. Vol. 347. Pt 3. P. 719—724.

Lindqvist Y., Huang W., Schneider G.,
Shanklin J. // EMBO J. 1996. Vol. 15.
P. 4081—4092.

Logue J.A., Vigh L., Joo F., Cossins A.R.
// Biochim. Biophys. Acta. 1998. Vol.
1368. P.41—51.

Los D., Horvath I, Vigh L., Murata N.
// FEBS Lett. 1993. Vol. 318. P. 57—60.

Los D.A., Murata N. // Biochim. Bio-
phys. Acta. 1998. Vol. 1394. P. 3—15.

Los D.A., Murata N. //J. Mol. Mic-
robiol. Biotechnol. 1999. Vol. 1. P.
221—230.

Los D.A., Ray M.K., Murata N. //
Mol. Microbiol. 1997. Vol. 25. P.
1167—1175.

Lyons J.M. // Annu. Rev. Plant Phy-
siol. 1973. Vol. 24. P. 445—466.



Lecamypaszul scupHbix Kuciom

195

85.Macartmey A.l., Maresca B., Cossins
A.R. Temperature Adaptation of Bio-
logical Membranes / Ed. A.R.Cossins.
London: Portland Press. 1994. P.
129—139.

86.Macdonald A.G., Cossins A.R. //
Symp. Soc. Exp. Biol. 1985. Vol. 39.
P.301—322.

87.MacDougald O.A., Lane M.D. // An-
nu. Rev. Biochem. 1995. Vol. 64. P.
345—373.

88.Maresca B., Cossins A.R. // Nature.
1993. Vol. 365. P. 606—607.

89.Marquardt A., Stohr H., White K.,
Weber B.H. // Genomics. 2000. Vol.
66.P. 175—183.

90.McConn M., Browse J. // Plant J. 1998.
Vol. 15. P. 521—530.

91.McElhaney R.N. // Biomembranes.
1977. Vol. 12. P. 249—276.

92.McKeon T.A., Stumpf P.K. //J. Biol.
Chem. 1982. Vol. 257. P. 12141—12147.

93. Meesters P.A., Eggink G. // Yeast. 1996.
Vol. 12. P. 723—730.

94. Meesters P.A., Springer J., Eggink G. //
Appl. Microbiol. Biotechnol. 1997.
Vol. 47. P. 663—667.

95.Mercuri O., Peluffo R.O., De Tomas
M_E. // Biochim. Biophys. Acta. 1974.
Vol. 369. P. 264—268.

96.Michaelson L.V., Lazarus C.M., Grif-
fiths G., Napier J.A., Stobart A.K. //].
Biol. Chem. 1998. Vol. 273. P.
19055—19059.

97.Millar A.A., Kunst L. // Plant J. 1997.
Vol. 12. P. 121—131.

98.Millar A.A., Kunst L. // Phytoche-
mistry. 1999. Vol. 52. P. 1029—1033.

99.Millar A.A., Wrischer M., Kunst L. //
Plant Cell. 1998. Vol. 10. P. 1889—1902.

100. Miller C.W., Waters K.M., Ntambi
J.M. // Biochem. Biophys. Res. Com-
mun. 1997. Vol. 231. P. 206—210.

101. Miguel M., Browse J. //J. Biol. Chem.
1992. Vol. 267. P. 1502—1509.

102. Mitchell A.G., Martin C.E. //J. Biol.
Chem. 1995.Vol. 270. P.29766—29772.

103. Moon B.Y., Higashi S., Gombos Z.,
Murata N. // Proc. Natl. Acad. Sci.
USA. 1995. Vol. 92. P. 6219—6223.

104. Murakami Y., Tsuyama M., Kobayashi
Y., Kodama H., Iba K. // Science.
2000. Vol. 287. P. 476—479.

105. Murata N., Los D.A. // Plant Physiol.
1997. Vol. 115. P. 875—879.

106. Murata N., Wada H. // Biochem. J.
1995. Vol. 308 (Pt 1). P. 1—38.

107. Murata N., Wada H., Gombos Z. /]
Plant Cell Physiol. 1992. Vol. 33. P.
933—941.

108. Murphy D.J. // Curr. Opin. Biotech-
nol. 1999. Vol. 10. P. 175—180.

109. Mustardy L., Los D.A., Gombos Z.,
Murata N. // Proc. Natl. Acad. Sci.
USA. 1996. Vol. 93. P. 10524—10527.

110. Nakashima S., Zhao Y., Nozawa Y.
// Biochem. J. 1996. Vol. 317 (Pt 1).
P.29—34.

111. Napier J.A., Hey S.J., Lacey D.J.,
Shewry P.R. // Biochem. J. 1998. Vol.
330 (Pt2).P.611—614.

112. Nishida 1., Murata N. // Annu. Rev.
Plant Physiol. Plant Mol. Biol. 1996.
Vol. 47. P. 541—568.

113. Nishiuchi T., Kodama H., Yanagisawa
S., Iba K. // Plant Physiol. 1999. Vol.
121. P. 1239—1246.

114. Nishiuchi T., Nakamura T., Abe T.,
Kodama H., Nishimura M., Iba K. //
Plant Mol. Biol. 1995. Vol. 29. P.
599—609.

115. Ntambi J.M. // J. Biol. Chem. 1992.
Vol. 267. P. 10925—10930.

116. NtambiJ.M. // Prog. Lipid Res. 1995.
Vol. 34. P. 139—150.

117. Ntambi J.M. // J. Lipid Res. 1999.
Vol. 40. P. 1549—1558.

118. Okuley J., Lightner J., Feldmann K.,
Yadav N., Lark E., Browse J. // Plant
Cell. 1994. Vol. 6. P. 147—158.



196

M.A.Jloco

119. Pak Y., Joo F., Vigh L., Katho A., Thom-
pson G.A., Jr. // Biochim. Biophys.
Acta. 1990. Vol. 1023. P. 230—238.

120. Panpoom S., Los D.A., Murata N. //
Biochim. Biophys. Acta. 1998. Vol.
1390. P. 323—332.

121. Parimoo S., Zheng Y., Eilertsen K., Ge
L., Prouty S., Sundberg J., Stenn K. //
J. Investig. Dermatol. Symp. Proc.
1999. Vol. 4. P. 320—322.

122. Posas F., Wurgler-Murphy S.M., Mae-
da T., Witten E.A., Thai T.C., Saito
H. // Cell. 1996. Vol. 86. P. 865—875.

123. Qin L., Dutta R., Kurokawa H., lkura
M., Inouye M. // Mol. Microbiol.
2000. Vol. 36. P. 24—32.

124. Quinn P.J., Joo F., Vigh L. // Prog.
Biophys. Mol. Biol. 1989. Vol. 53. P.
71—103.

125. Raison J.K. // J. Bioenerg. 1973. Vol.
4. P.258—309.

126. Raison J.K. // Symp. Soc. Exp. Biol.
1973.Vol. 27. P. 485—512.

127. Reddy A.S., Nuccio M. L., Gross L.M.,
Thomas T.L. // Plant Mol. Biol.
1993. Vol. 22. P. 293—300.

128. Roberts D.L., Bennett D.W., Forst S.A.
// J. Biol Chem. 1994. Vol. 269. P.
8728—8733.

129. Roughan G., Slack C.R. // Annu. Rev.
Plant Physiol. 1982. Vol. 33. P.97—132.

130. Russel N.J. // Trends Biochem. Sci.
1984. Vol. 9. P. 108—112.

131. Saito T., Ochiai H. // Eur. J. Bio-
chem. 1999. Vol. 265. P. 809—814.

132. Sakamoto T., Bryant D.A. // Mol. Mic-
robiol. 1997. Vol. 23. P. 1281—1292.

133. Sakamoto T., Los D.A., Higashi S.,
Wada H., Nishida 1., Ohmori M.,
Murata N. // Plant Mol. Biol. 1994.
Vol. 26. P. 249—263.

134. Sakamoto T., Wada H., Nishida 1.,
Ohmori M., Murata N. //J. Biol. Chem.
1994. Vol. 269. P. 25576—25580.

135. Sakamoto T., Wada H., Nishida I.,
Ohmori M., Murata N. // Plant Mol.
Biol. 1994. Vol. 24. P. 643—650.

136. Sakuradani E., Kobayashi M., Ashikari
T., Shimizu S. // Eur. J. Biochem.
1999. Vol. 261. P. 812—820.

137. Sakuradani E., Kobayashi M., Shimizu
S. // Eur. J. Biochem. 1999. Vol. 260.
P.208—216.

138. Sakuradani E., Kobayashi M., Shimizu
S.// Gene. 1999. Vol. 238. P. 445—453.

139. Sato N., Murata N. // Biochim. Bio-
phys. Acta. 1980. Vol. 619. P. 353—366.

140. Sato N., Murata N., Miura Y., Ueta
N. // Biochim. Biophys. Acta. 1979.
Vol. 572. P. 19—28.

141. Sayanova O., Smith M.A., Lapinskas
P., Stobart A.K., Dobson G., Christie
W.W., Shewry P.R., Napier J.A. /]
Proc. Natl. Acad. Sci. USA. 1997.
Vol. 94. P. 4211—4216.

142. Schultz D.J., Cahoon E.B., Shanklin
J., Craig R., Cox-Foster D.L., Mum-
ma R.O., Medford J.I. // Proc. Natl.
Acad. Sci. U.S.A. 1996. Vol. 93. P.
8771—8775.

143. Schumacher M.M., Enderlin C.S.,
Selitrennikoff C.P. // Curr. Microbiol.
1997. Vol. 34. P. 340—347.

144. Schweizer E., Werkmeister K., Jain
M.K. // Mol. Cell Biochem. 1978.
Vol. 21. P.95—107.

145. Shanklin J., Cahoon E.B. // Annu.
Rev. Plant Physiol. Plant Mol. Biol.
1998. Vol. 49. P.611—641.

146. Shanklin J., Somerville C. // Proc.
Natl. Acad. Sci. USA. 1991. Vol. 88.
P.2510—2514.

147. Shanklin J., Whittle E., Fox B.G. //
Biochemistry. 1994. Vol. 33. P.
12787—12794.

148. Sinensky M. // Proc. Natl. Acad. Sci.
USA. 1974. Vol. 71. P. 522—525.

149. Sippola K., Kanervo E., Murata N.,
Aro E.M. // Eur. J. Biochem. 1998.
Vol. 251. P. 641—648.

150. Skriver L., Thompson G.A. // Bio-
chim. Biophys. Acta. 1979. Vol. 572.
P.376—38]1.



Lecamypaszul scupHbix Kuciom

197

151. Slack C.R., Roughan P.G., Browse J.
// Biochem. J. 1979. Vol. 179. P.
649—656.

152. Slack C.R., Roughan P.G., Terpstra J.
// Biochem. J. 1976. Vol. 155. P.
71—80.

153. Slocombe S.P., Cummins 1., Jarvis
R.P., Murphy D.J. // Plant Mol. Biol.
1992.Vol. 20. P. 151—155.

154. Slocombe S.P., Piffanelli P., Fairbairn
D., Bowra S., Hatzopoulos P., Tsiantis
M., Murphy D.J. // Plant Physiol.
1994. Vol. 104. P. 1167—1176.

155. Somerville C. // Proc. Natl. Acad. Sci.
USA. 1995. Vol. 92. P. 6215—6218.

156. Sperling P., Schmidt H., Heinz E. //
Eur. J. Biochem. 1995. Vol. 232. P.
798—805.

157. Stubbs C.D. // Essays Biochem. 1983.
Vol. 19. P. 1—39.

158. Stubbs C.D., Smith A.D. // Biochim.
Biophys. Acta. 1984. Vol. 779. P.
89—137.

159. Stukey J.E., McDonough V.M., Martin
C.E.//J.Biol. Chem. 1989. Vol. 264.
P. 16537—16544.

160. Stukey J.E., McDonough V.M., Martin
C.E.//J.Biol. Chem. 1990. Vol. 265.
P.20144—20149.

161. Stumpf P.K. //Biochem. J. 1972. Vol.
128. P. .

162. Stumpf P.K. //J. Am. Oil Chem. Soc.
1975. Vol. 52. P. 4844—4900.

163. Stumpf P.K. Biochemistry of Plants /
Ed. PK.Stumpf. New York: Acad.
Press. 1980. P. 177—204.

164. Stumpf P.K., Porra R.J. // Arch. Bio-
chem. Biophys. 1976. Vol. 176. P.
63—70.

165. Stumpf P.K., Vijay 1., Harwood J.L. //
Biochem.Soc. Symp. 1972. Vol. 57—63.

166. Suzuki I., Los D.A., Kanesaki Y.,
Mikami K., Murata N. // EMBO J.
2000. Vol. 19. P. 1327—1334.

167. Tabor D.E., Xia Y.R., Mehrabian M.,
Edwards P.A., Lusis A.J. // Mamm.
Genome. 1998. Vol. 9. P. 341—342.

168. Tanaka T., Saha S.K., Tomomori C.,
Ishima R., Liu D., Tong K.I., Park
H., Dutta R., Qin L., Swindells M.B.,
Yamazaki T., Ono A.M., Kainosho
M., Inouye M., lkura M. // Nature.
1998. Vol. 396. P. 88—92.

169. Tasaka Y., Gombos Z., Nishiyama Y.,
Mohanty P., Ohba T., Ohki K., Mu-
rata N. // EMBO J. 1996. Vol. 15. P.
6416—6425.

170. Taylor B. L., Zhulin I.B. // Microbiol.
Mol. Biol. Rev. 1999. Vol. 63. P.
479—506.

171. Tebbey P.W., Van Cleave S., Buttke
T.M. // Biochem. Mol. Biol. Int.
1994. Vol. 33. P. 991—1000.

172. Thompson G.A., Jr. // J. Bioenerg.
Biomembr. 1989. Vol. 21. P. 43—60.

173. Tiku P.E., Gracey A.Y., Macartney A.1.,
Beynon R.J., Cossins A.R. // Science.
1996. Vol. 271. P. 815—818.

174. Torok Z., Szalontai B., Joo F., Wist-
rom C.A., Vigh L. // Biochem. Bio-
phys. Res. Commun. 1993. Vol. 192.
P.518—524.

175. Tsukamoto Y., Wong H., Mattick J.S.,
Wakil S.J. //J. Biol. Chem. 1983. Vol.
258. P. 15312—15322.

176. Urao T., Yakubov B., Satoh R.,
Yamaguchi-Shinozaki K., Seki M.,
Hirayama T., Shinozaki K. // Plant
Cell. 1999. Vol. 11. P. 1743—1754.

177. Val D., Banu G., Seshadri K., Lindq-
vist Y., Dehesh K. // Structure. Fold.
Des. 2000. Vol. 8. P. 565—566.

178. Vigh L., Joo F., Cseplo A. // Eur. J.
Biochem. 1985. Vol. 146. P.241—244.

179. Vigh L., Joo F., Droppa M., Horvath
L.1., Horvath G. // Eur. J. Biochem.
1985. Vol. 147. P. 477—481.

180. Vigh L., Los D.A., Horvath 1., Murata
N. // Proc. Natl. Acad. Sci. USA.
1993. Vol. 90. P. 9090—9094.

181. Voelker T. // Genet. Eng (N.Y.).
1996. Vol. 18. P. 111—133.

182. Voelker T.A., Worrell A.C., Anderson
L., Bleibaum J., Fan C., Hawkins



198

M.A.Jloco

D.J., Radke S.E., Davies HM. //
Science. 1992. Vol. 257. P. 72—74.

183. Wada H., Avelange-Macherel M.H.,
Murata N. // J. Bacteriol. 1993. Vol.
175. P. 6056—6058.

184. Wada H., Gombos Z., Murata N. //
Nature. 1990. Vol. 347. P. 200—203.

185. Wada H., Schmidt H., Heinz E.,
Murata N. // J. Bacteriol. 1993. Vol.
175. P. 544—547.

186. Watts J.L., Browse J. // Arch.
Biochem. Biophys. 1999. Vol. 362. P.
175—182.

187. Williams S.B., Stewart V. // Mol. Mic-
robiol. 1999. Vol. 33. P. 1093—1102.

188. Wongwathanarat P., Michaelson L.V,
Carter A.T., Lazarus C.M., Griffiths
G., Stobart A.K., Archer D.B.,
MacKenzie D.A. // Microbiology.
1999. Vol. 145 (Pt 10). P.2939—2946.

189. Yuan L., Voelker T.A., Hawkins D.J.
// Proc. Natl. Acad. Sci. USA. 1995.
Vol. 92. P. 10639—10643.



