BUOXUMMUA, 2015, mom 80, éwn. 5, c. 590 — 611

YIK 577.352.5

Mbt nocesawaem smy cmamoio npogeccopy

Baaoumupy Ilemposuuy Cxynauegy

1O CAYYAI0 €20 80CbMUOCAMUACMUS U C NPUSHATNEAbHOCbIO
30 HeOUEHUMDBLI 8KAA0 8 HAYKY, KOMOPYIO N0 €20 NPe0N0NCeHUIO
MHO20 Aem HA3a0 HA36aAU OUOIHEPLEMUKOL.

JIPEBHUE CUCTEMBI HATPUI1-KAJIMUEBOI'O
I'OMEOCTA3A KJIETKH KAK ITPEJINECTBEHHUKN
MEMBPAHHOI BMODHEPTETUKIA

© 2015 JI.B. Iu6posa’, M.IO. laabnepun?,
E.B. Kynun?, A.SI. Mysaxkumkansu'->4*

! Mockoeckuii zocydapcmeennniii ynueepcumem um. M. B. Jlomonocoea,
HUU pusuxo-xumuueckoii 6uosoeuu um. A.H. Benozepckoeo, 119991 Mockea

2 National Center for Biotechnology Information, National Library of Medicine,
National Institutes of Health, Bethesda, Maryland 20894, USA

3 School of Physics, Osnabrueck University, 49069 Osnabrueck, Germany;
E-mail: amulkid@uos.de

4 Mockoeckuii zocyoapcmeennbiii ynusepcumem um. M. B. Jlomonocoea,
gakyromem buounycenepuu u ououngopmamuxu, 119991 Mockea

TToctynuna B pepakuuio 22.12.14
IMocne nopadotku 26.01.15

LluTormazma Becex KIETOK — apxeid, 6aKTepHit 1 3yKapruoT — CONEPXKUT 3HAUUTETbHO OOJIbIIe Kaarsl, YeM HaTpus,
MpUYEM IS MHOTUX KJIETOUHBIX MTPOLIECCOB, B MEPBYIO OYepellb, ISl CUHTe3a 0esika, BaXKHO, YTOObl HOHOB KaJIUs
OBLIIO CYIIECTBEHHO OOJIbIIIe, YeM MOHOB HaTpus. [1omoOGHast 3aBUCMMOCTh OT MOHOB KaJIMsI Obljla paHee 00bsICHeHA
BO3HMKHOBEHMEM TEPBBIX KJIETOYHBIX OPraHW3MOB B OoraToii KaaueM cpene. K HacrosiieMy BpeMeHHU Mpeaioxe-
HO HECKOJIBKO T€OXUMUUYECKUX CLIEHApUEB JIJIs1 00bSICHEHUST TTpeo0iafaHusl Kajus Hajl HaTpUeM B MeCTaX OOUTaHUs
JIPeBHUX OPraHM3MOB. B yacCTHOCTH, OCHOBBIBAsICh Ha MIpeo0IalaHUM KaJlisl Hal HaTpHeM B TeOTepMabHOM I1ape,
MBI paHee TPEATNONIOXWIN, YTO (POPMUPOBAHUE MEPBBIX KIETOUHBIX OPraHU3MOB MOTJIO TIPOXOAUTD Ha nepudepun
JIPEeBHUX OCCKMCIOPOIHBIX TeOTepMaJIbHBIX TTOJIeH B BOIOEMaX M3 ITapOBOTO KOHIAEH CATa, 3JIEMEHTHBIM COCTaB KO-
TOPOTO OJKEH ObLI ObITh OJM30K XMMUM LIMTOIJIA3Mbl COBPEMEHHBIX KJIETOK. ITOCKOIbKY B MOPCKMX U TIPECHO-
BOJIHBIX BOJOEMAaX KOHIIEHTpaII1sI HOHOB KaJIusl OOBIYHO CYILIECTBEHHO MEHbIIIE, YeM MOHOB HaTpUsl, 3acejieHUe Ta-
KHX BOJOEMOB MEPBLIMU KJIETOUHBIMU OpraHW3MaMM MOTJIO MTPOMCXOIUTh TOJBKO MTPU HAJTMYUU Y HUX CUCTEM OT-
Ka4yK¥ MOHOB HaTpus U3 KJIeTKU. B HacTosiieM 0630pe paccMaTpuBaeTCs SBOJTIOLMOHHBIN ClIeHApUiA, B COOTBET-
CTBMM C KOTOPBIM HEOOXOIMMOCTh BBKMBAHUS B OOTaThIX HATPHMEM BOJOEMaX MOTIJIA CIIOCOOCTBOBATh KaK IOCTe-
TMEHHOMY YMEHBIIEHUIO TPOBOAMMOCTH KJIETOYHBIX MEMOpPaH, TaK 1 MOSIBJICHUIO Pa3JIMUHBIX PEIOKC-, CBETO-, Xe-
MO- M OCMO3aBHCUMBIX CHCTEM OTKaYKM MOHOB HaTpusl. B3anMomeiicTBue MexXIy HECKOJIbKIMHU MCXOTHO He3aBU-
CUMbIMY CUCTEMaMU OTKAYK{ MOHOB HATPHUS NIPUBEJIO K BOSHUKHOBEHMIO HATPUIi-3aBUCUMOM MeMOpaHHO# O10-
9HEPreTUKHU, 3a KOTOPBIM IMOCJIeI0BAJIO MOSIBJIEHUE MPOTOHHON OMO3HEPreTUKM Y OakTepuii u apxeid. [Tapaiesns-
HO C BTUM IPOMCXOAMJIO Pa3BUTHE CHCTEM, MCITOJB3YIOIIMX HATPUI-KaJUEeBbIlI I'paAUEHT Ha IJIa3MaTHUYeCKOM
MeMOpaHe JUIsl HYX]T KJIETKU.

KJIIOYEBBIE CJIOBA: AT®-cuHTa3a, HaTpUii-IBIXYIIask CUJIA, TPOTOHIBILKYIIAs CUJIa, HATPUEBBIA CUMITOP-
Tep, MeMOpaHHbIe MOHHBIC HACOCHI, a0MOTeHe3, OeCKUCIOPOIHbBIC TeOTepMabHbBIC TTOJS.

[IpuHsiTeie cokpauleHUs: Ay — TpaHCMeMOpaHHasl pa3HOCTb AyieKTpuieckux noreHuuanon; LUCA — oGuiuii npenox Kie-
Tounbix opraHu3moB (Last Universal Cellular Ancestor); P-loop, P-mietsiss — docdar-cBsizpIBatoriast memisi — mMocjiefoBaTeTbHOCTD
aMUHOKUCJIOT B HYKJICOTUI-CBSA3BIBAIOIIMX OeKaX, M3BeCTHasl TakxKe Kak «A-MoTtuB Yoisikepa»; KREEP — «Potassium [K], Rare
Earth Elements and Phosphorus» (kKanuii, peako3eMenbHbIE 3JIEMEHTHI U (poctop).

* Anpecat JJ1s1 KOPPECIIOHASHLIVH.
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Oxono 40 net Hazan Baagumup IletpoBuu CKy-
J1a4eB Mpearnonoxui, uro Na*/K*-rpanueHT Ha Kite-
TOYHOM MeMOpaHe MOXET MCIIOJb30BaThCs IIPOKa-
PMOTUYECKMU KJIETKAMU JIJIsl 3aIllacaHusl SHEPruun
TpaHCMEMOpPaHHOTO TIPOTOHHOTO MoTeHIMana [1].
K sTomy BpemeHr XeMuocMoTH4ecKast rumote3a [1u-
Tepa MuTtdenna [2], B moka3aTeabCcTBO KOTopoit CKy-
JIayeB ¥ COTPYIHUKY BHECU pelIarolrii BKJal, I10-
Jy4yunia BceoOlee npuzHaHue. [IpoTOHHBIN MOTEH-
yaj (TpaHCMeMOpaHHasT pa3HOCTh AJICKTPOXUMMUYIEC-
KHX TTOTEHIIMAJIOB MIOHOB BOAOPOAA) CUMTAJICS OC-
HOBHBIM 2HEPreTUYeCKUM MHTEPMEINaTOM KISTKHU
[3]. Ho GydepHast eMKOCTb MPOTOHHOIO MOTEHIIMA-
Ja HeBeJqnKa. [TocKoabKy (PU3UOJIOTMYECKHUE KOH-
LICHTpaLIM MOHOB HATPHsI U KaJIusi HAMHOTO BBIIIIE,
YeM KOHILIEHTpaIs IPOTOHOB, SHEPreTUIeCcKast eM-
Kocth Na*/K*-rpaguieHra 1o/KHa MPEeBBIIATH SHEP-
TeTUYECKYIO EMKOCTh IIPOTOHHOIO rpaAueHTa IpU-
MepHo B 10° pa3 [1, 4]. CKynayeBbIM U COTPYIHUKA-
MU OBUIO, B YaCTHOCTH, IMOKa3aHO, YTO Y U3yYCH-
HBIX OaKTepuii 1 apXeil TOABMKHOCTh U BHYTPUKIIE-
TOYHBIN ypoBeHb AT® naganum HaMHOro ObICTpee B
cpene, 6oraroit K* (B orcyrctBue Na*/K*-rpagu-
€HTa), YeM B cpene, Ooraroii Nat, mpuuem ecnu B
KajaueBoi cpene ucrouieHre no AT®D ObLIO MOJ-
HBIM, B HaTPUEBOI cpelie YPOBEHb BHYTPUKIIETOU-
Horo AT® mamai TOJLKO HAIIOJIOBUHY [4].

BnocneactBuu, B 80-x rr. XX B., B.I1. CkynaueB
OITyOJIMKOBAJI CEpUIO KITIOUEBBIX paOOT O TOM, YTO Y
HEKOTOPBIX OaKkTepuii rpagueHT noHOB Na* MoxeT
BBITIOJTHSITD POJIb ACCOLIMUPOBAHHOTO C MeMOpaHoit
9HEePTreTUYECKOro MHTepMeauara, aHaJOTMYHOTO
IIPOTOHHOMY TPagyeHTY y OOJIBIIMHCTBA OpraHU3-
MOB [5, 6]. B mocieayroiiye roasl GeHOMEH HATPU-
€BOIi 0MO3HEPIreTUKU ObLT MPU3HAH OJHUM U3 (PyH-
JIaMEHTAaJIbHBIX MEXaHIU3MOB OMOJIOTUYECKOIO IIpe-
obpazoBaHus dHepruu [7, 8]. Ha ocHoBaHuu uso-
T€HOMHOI'O M CTPYKTYPHOI'O aHajnl3a Mbl HETaBHO
OITyOJIMKOBAJIY Psill CBUACTENLCTB TOIO, YTO HATPU-
eBasi OMOHEpreTMKa He SIBIISIETCS SK30THMYECKON
afganTalueil BCero HECKOJbKUX aJKalO(MUIbHbBIX U
TepMO(UIbHBIX IPOKAapMOT, HO BECbMa IIUPOKO
pacIpocTpaHeHa M, BEpOSATHO, OblIa MCXOTHOM
(mpenkoBoii) hopmMoii MeMOpaHHOU OMOIHEpPreTH-
ku [9—12]. Drta rumnore3a OCHOBbIBAJIACh Ha PEKOH-
CTPYKLIMU MPEAKOBBIX MOcienoBareabHocTeir Na'-
u Hf-TpaHcmopTupyommx poTOPHBIX MeMOpaH-
HBIX AT®-cuHTa3 apxeil m 6akTepnii, U3 KOTOPOit
clleaoBajo, YTo UX IpeakoBasi ¢opMa yxe coaep-
’XKajla aMUHOKHCJIOTHBIE OCTaTKM, HEOOXOIMMBIS
11 iepeHoca uoHoB Hatpus [10]. YuuTeiBas pyH-
TaMeHTaJIbHOE pas3jinyKie MEXaHU3MOB IlepeHoca
MOHOB HATPUSI 1 IIPOTOHOB Yepe3 JTUMUIHBIC MEMO-
paubl [13, 14] 1 ocHOBBIBasICH Ha TaBHEM 3aMeya-
Huu B.I1. CkynaueBa o0 TOM, YTO YT€UKHU JUITUIHOMI
MeMOpaHbI 110 MOHAM HaTpus IPeaoTBPaTUTh JIer-
ye, YeM YTeUKH IO IpoToHaM [15], MBI mipearoso-
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>KWJIM, YTO 3BOJIIOLIMOHHAsI MEPBUYHOCTb HaTpHe-
BOI SHEPreTUKU MOTrJia ObITh OOYCIOBIEHA TEM, UYTO
HEIIpOHUIIaeMble IS MOHOB HATpUS MeMOpaHBI
MOSIBWJIMCh paHbllle MeMOpaH, He TPOITyCKAIOIINX
npoToHsl [10—12].

B 10 Bpems kak Na'/K'-rpagueHT Ha KIeTOY-
HOI1 MeMOpaHe SIBJISIeTCSI YHUBEPCAIbHBIM JUIST BCEX
KJIETOYHBIX OPraHU3MOB, B T.4. 3yKapMOTUYECKUX,
Na*-zaBucumMast sHepreTuka, oOHapyXeHHas IO
CHX TIOP TOJIbKO Y OTPAaHMYEHHOT'O KOJIMYeCTBa 0aK-
TEepUii U apxeii, TPAAUILIMOHHO CYUTAIaCh SK30TUYEC-
KOI 0COOEHHOCTBIO aJKaJo(pWIOoB, TepMOGUIOB U
HEKOTOPBIX IATOreHHBIX OakTepuii [8, 16]. CooTBeT-
cTBeHHO, Na*-3aBrucuMast SHEPreTUKA U MTOIIepXKa-
Hue kirerouHoro Na*/K*-romeocrasza 06bIYHO pac-
CMaTpUBAIOTCS KaK IBa HE3aBUCHUMBIX (heHOMEHa.
Tewm Gosiee HeynuBUTENBHO, uTo Na*/K*-romeocras
(HampuMep, B KMBOTHOM KJIETKE) OOBIYHO pac-
CMaTpHUBAeTCsI He3aBUCUMO OT MUTOXOHIPUAIbHOMI
IIPOTOH-3aBUCUMOI SHEPTETUKM TOM XK€ KIIeTKH. B
JJaHHOW pa®oTe MBI TTOKa3bIBaeM, 4YTO 00a 3T ¢e-
HOMEHa, BUIMMO, BOCXOIAT K MEPBUYHBIM MeMO-
PaHHBIM CHCTeMaM OTKAYMBAaHWS HATPUS U3 IPEB-
HuUX KjeTok. CriepBa Mbl 00cyXaaeM, KakiuM o0Opa-
30M B3aUMOJEHCTBME MEXIY M3HAYaJIbHO He3aBU-
CHMMBIMHM HATPUEBBIMU IIOMIIAMHU, KOTOPBIE MOTJIHA
OBITh BOBJIEUEHBI B ITOepXKaHKe rpaauenTa Nat/K*
Ha MeMOpaHe JpeBHUX KJIETOK, MOIJIO IIPUBECTU K
BO3HMKHOBEHUIO HATPUI-3aBUCUMON SHEPIreTUKU,
BIIOCJICACTBUM JABIIICI HAYAJIO IIPOTOH-3aBUCUMOM
OMosHepreTKe. 3aTeM MBI KpaTKO paccMaTpUBaeM
TO, KaKUM 00pa3oM KJIETKM «YUYUJIHUCh» MCITOIb30-
Bath Na*/K*-rpanueHT a/ist CBOMX HYXKII.

IMPEOBJAJJAHUE NOHOB K*
HAJI TOHAMMU Na* B IIMTOIIASBME

XOopolIo M3BECTHO, YTO IIMTOILIa3Ma >KMBBIX
KJICTOK ITOJABIISIIONIETO OOJIBIIMHCTBA OPraHN3MOB
COAEPXKUT OOJIbIlIE NOHOB Kajvs, YeM MOHOB HaT-
pus [17—19]. OtHomenune [K]/[Na*] < 1 ormeua-
JIOCh TOJIBKO Y HEKOTOPBIX MPEICTaBUTEIEH MOPC-
KMX nukobakTepuii [20] v ratouabHbIX OaKTepurit
[21]. AHanM3 BO3MOXHBIX MMPUYUH ITUX UCKITIOUE-
HUit 13 ob1ero npasuia [20, 22| BEISIBUI HECKOJIb-
KO (paKTOpPOB, KOTOPHIE MOIJIM IIPUBECTU K ITOHU-
XeHHBIM 3HaueHusIM [K*]/[Na™] y atux aByx rpymmn
opraHu3sMoB. Bo-mepBbix, M3MepsieMasi BeJIMYMHa
cootHoueHus [K*]/[Na*] MoxeT cyliecTBeHHO 3a-
HWKATbhCS U3-3a CBS3BIBAHMS MOHOB HATPUS C IO-
BEPXHOCTbIO KJIETKU, KOTOPOE HEBO3MOXHO MPEa0-
TBPaTUTh, €CJI1 OaKTEPUM PACTYT IIPU BHICOKUX KOH-
LIEHTpALMsIX MOHOB Hatpust. Bo-Bropeix, [K*]/[Na*]>1
B IIUTOILJIa3Me SIBJIIETCS CBOMCTBOM aKTMBHO MeTa-
0OIM3UPYIOIINX KJIETOK B (ha3e SKCIIOHEHIINAIbHO-
I0 POCTa; MpPHU MEepexone KJIETOK B CTAIlMOHAPHYIO
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¢azy pocTta JTaHHOE COOTHOIIEHNE 3aMETHO YMEHb-
IIaeTCsI U MOXET Haxe CTaTb MEHBIe eIMHUIIBI
[22]. TTogaepxkaHue (U3NOJOTMUYECKUX KOHIIEHT-
pauuii MeTaboJIMTOB B KJIETKAaX B IPOLIECCE X OT/E-
JICHHUSI OT Cpelbl pocTa — HETpMBHAJIbHAs 3amava,
PYTMHHO BO3HHUKAIOIIAS IIPU SKCIIEPUMEHTAIBHOM
U3yYeHUU MeTaboIM3Ma MPOKaprMOT U MEMOPaHHO-
ro TpaHCIIOPTa; B Cyyae MOHOB Kajlus M HaTpus
mpo0JjieMa CTOUT eIlle OCTpee, YeM ISl caxapoB U
aMuHOKUCIOT. [Ipy HapymeHHMsIXx B MeTaboim3Me
KJIeTKU W13-3a LEeHTPpUGhYrupoBaHusI, QUKcaluu
KJIETOK MJIM MHBIX Tpoleayp KoHueHTpauuu K* u
Na™ B uuromiasMe I0JKHBI ObICTPO YPaBHOBELIN-
BaTbCs C OKpyXatouiei cpenoil. BausHue nByx mo-
MMEHOBaHHBIX (haKTOPOB BO3pacTaeT C YBeJIUUCHU-
€M OTHOIIIEHMS IIOBEPXHOCTH KJIIETKU K €€ 00heMy,
T.e. 00a (akTopa 0CO00 KPUTUYHBI IJIsI Hambojee
MEJIKMX KJIETOK. B cBeTe 3TOro coBceM HeyauBU-
TesbHO, uTo oTHoIlneHue [K*]/[Na®] < 1 6buto oT-
MEUYEHO TOJIBKO Y CaMbIX HEOOJIBIITNX TAJIOTOJIEPAHT-
HBIX IIpoKapuoT. TakuMmM o00pa3oM, BEIUIWHBI
[K*]/[Na*] B nmpenenax 0,1—1,0, mony4eHHbIe 1Tt
raToWIbHBIX 1 MOpPCKMX OakTepuii [20—22], Mo-
T'YT CYATATHCSI 3aHIDKEHHOM OIIEHKOI peallbHOMI Be-
nuyuHbl Tpaguenta K*/Na* (Aapon OpeH (Aharon
Oren), mepcoHaabHOE coobIeHne). Mcxoms n3 BbI-
IIEN3JIOKEHHOT0, MOXHO CYUTATh, YTO KOHIICHTpAa-
g K B akTMBHO pacTylIMX KJIETKAxX CYIIECTBEH-
HO IIpeBBIIIaeT KoHIeHTpauuio Na*.

BO3HUKHOBEHMUE ITEPBbIX
KJIETOK B BOTATbIX NOHAMMU K*
YCJIOBUAX

DBOJIIOIIMOHHAS BAXKHOCTb IIPe00IagaHKs HOHOB
KaJqvg B LUTOIIa3Me ObLTa OTMEYEHA KaHaICKUM
OMOXMMUKOM ApumbanibioM MakalyMoM B €ro
OCHOBOIIOJIaramplleit padore, rae ObIIU CHOPMYIN-
POBaHBI IIPUHLMITEI SBOTIOLIMOHHON XUMUU KUBBIX
OpPraHU3MOB (MMaJIEOXMMHUM), B OCOOEHHOCTU MpPHU-
MEHMTEJIbHO K HEOPTaHNYECKOM OMOXUMUHU KIETKU
[17]. MakautyM yTBEpKAA, YTO «ITOCKOJbKY KJIET-
Ka ApEeBHEE OKPYXKAIOIIEH ee HBIHE Cpellbl, COOTHO-
IIeHUST MEXAY HEOpraHWYEeCKMMU BellleCTBAaMHU B
KJIETKE SIBJISIIOTCS 0oJiee IPEBHUMU, YeEM COOTBET-
CTBYIOIIIME COOTHOLICHUS B HBIHEIIHEH BHEIIHEH
cpele: B IUIa3Me JIM KPOBU, B IMMGE JTA WIN B BOIE
OKeaHOB 1 pek». OCHOBBIBAsICh Ha TaHHBIX O Ipe-
o0JamaHUM Kajaus Hall HaTpyueM B KJIETOYHBIX TKa-
HSIX, MakajutyM OpeanoaoXuwi, YTO MEPBhIE KIETKU
BO3HUKJIM B OoraTelXx MOHaMU Kayus cpenax [17].
JanpHelime uccaeaoBaHus MoKa3ajll, YTO MOHOB
Kajust OOJIbIIe, YeM MOHOB HAaTPHsI HE TOJIBKO B 3y-
KapuOTUYECKUX KJIETKaX, KOTOpbie n3ydyan Makai-
JIyM, HO U, KaK YKa3aHo BbIllI€, B IMTOILIa3Me OaK-
Tepuii 1 apxeit (cM. [18] u cchITKM B Helf).

JIUBPOBA u mp.

Bricokoe cootnomenue [K*]/[Na*] B momasis-
I01IeM OOJIBIIMHCTBE MPOKApPUOT IIpeariojiaraet
npeobnaganue nonoB K nHan monamu Na' yxke B
LIMTOILIa3Me OOLLero MpeaKa apxeit u 6akrepuii, Ko-
TOpBIE, BEPOSITHO, pa3olUIMCh OoJiee 3,5 Mupn JieT
Ha3zaz [23]. BaxHo, uto cootHomienue [K*]/[Na*] > 1
B LIUTOILJIa3Me, CKOpEe BCETO, HE SBJISIETCS MPOCTOM
CJIy4aliHOCTbhIO, «3aMOPOKEHHOI» B XOIIE 3BOJIIO-
tuu. IInpoko U3BeCTHO, YTO MpeobdiagaHue MOHOB
KaJIdsl Ype3BBIYAfHO BaXXKHO IIJISI aKTMBHOCTU MHO-
TOYKCJIEHHBIX YHUBEPCAJIBbHBIX (PEPMEHTOB, UMEIO-
IIMX KJIIOYeBOE 3HAUYCHME UIST KJIETKM, TaKUX KakK
TpaHCIAOMOHHBIN dakrTop EF-Tu [24], pekoMOn-
Ha3a RadA [25], manepon GroEL/Hsp60 [26], nu-
oJaeruapaTasbl, BKIOYas IJMLEpPOJAETruapaTasy
[27], mupyBaTkuHa3a [28], S-agmeHO3MIMETUOHWH-
cuHTaza [29], AuankKuJIrauluHAeKapOoKcuaasa
[30], memOpanHast mipodocdatasa [31], LLADP-aurm-
nepuacuHTasza [32] m MHorue npyrue ¢GpepMeHTHI.
CooTBeTcTBEHHO, mpeobnamanue noHoB K Hax
noHaMu Na* BaxXHO IJI1 MHOTHMX KJIETOYHBIX ITPO-
1IeCCOB, B OCOOEHHOCTM IS CMHTe3a Oenka [33].
Br110 1TOKa3aHO, YTO MOHBI KaJIKs IIOMOTar0T prbo-
coMaM IpuoOpeTaTh (YHKUMOHAIBHYIO KOHGOp-
Mauuio [34], 4To MOXeT OBITh CBSI3aHO CO CIleu-
LIMYECKO CIIOCOOHOCTHIO MOHOB K* crabmmmnsupo-
BaThb onpeaeneHHble ykiaaaku PHK ([35] u ccbuikmu
B Heit). KpoMe Toro, peHTreHOCTpYKTYpHBII aHa-
JIM3 prOOCOMBI IMOKa3ajl HaJlMuue HMOHA Kallusl B
nentuguiaTpaHcdepasHoM ueHtpe [36, 37], korto-
pbIi, Kak clieyeT M3 HECKOJbKMX HE3aBUCHUMBIX
SBOJIIOLIMOHHBIX PEKOHCTPYKIIMM, IpeacTaBiseT
CcO0Oi 2BOJIIOLIMOHHO HauboJjee OPEeBHIOK YacTb
pubocoMnbl [38—40]. benkoBblii CMHTE3 B CaMBbIX
MePBLIX KJIETKaX MOI YXe 3aBMCeTb OT MOHOB K¥,
IMOCKOJIBKY MEXaHM3M KaTajau3a B MeNTUANITPAHC-
depa3sHOM ILEHTpEe, CKOpee BCEro, BO3HMK OYEHb
naBHo [39, 41], 3agoaro g0 MocjiefHero oOIlero
npenaka kjaeToyHbix opraHu3moB (LUCA, oT aHIJL.
«Last Universal Cellular Ancestor»).

LUCA, no onpeaeneHuIo, NpeacTaBisyl coooit
(hopMy XK13HU, HEITOCPEACTBEHHO IPEIIIIECTBOBAB-
LIYIO pa3deeHUIO KJISTOUHOM XM3HU Ha OaKTepu-
aJIbHBIN 1 apXeiHbI foMeHbl. Yuciio 6e10K-Koar-
PYIOIINX T€HOB, OOIIUX IJIsI MPaKTUIECKU BCEX CO-
BPEMEHHBIX KJIETOYHBIX (DOPM KM3HU U IIOTOMY, BE-
posgTHO, TipucyTcTBoBaBMX yxke y LUCA, cokpa-
IIAJIOCH ITO MEPE CEKBEHMPOBAaHUS HOBBIX TCHOMOB,
MOKa He OCTAaHOBWJIOCh Ha BeJWYMHE Mopsaka 60
[41—43]. Pactipenenerue 3TUX TEHOB MO (DYHKIIMNSIM
BeChbMa HEpaBHOMEPHO, YTO JAaeT BO3MOXHOCTb IT0-
JIy49uTh HeKoTopyto nHpopmMmanmio o LUCA (ta6m. 1).
IMonasmsttoriee OOIBITMHCTBO YHUBEPCATbHBIX TEHOB
y4acTBYeT B TpaHCasIumu [41, 44]; K 3TUM TeHaM OT-
HOCSITCSI TeHbI 0€JIKOB OOJIbIIIOK U Maloii CyObear-
HUIL[ prOOCOMBI, (haKTOPOB TPAHCISAILUM U pa3HO-
o6pasHeix ammHoanmi-TPHK-cuHTeTas [42, 43].
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Taommma 1. HpOZ[yKTLI T€HOB, BCTPEYAIOLIUXCA Y BCEX OPraHU3MOB, U d)yHKL[I/IOHaJ'ILHO CBA3aHHbIC C HUMUW KaTUOHBI U aHMOHbI

Iudp DyHKI1IMO- MoHOBaJIEeHTHbIE KATUOHBI JIBaneHTHbIE KATUOHBI
K® (EC | HambHO Baxk-
Dynkuuns 6enka number) | HbIe Heopra- GyHKIMO- | TIpUCYTCTBHE | (PYHKIIMO- MPUCYTCTBUE
HUYECKHE HaJbHasi | B HEKOTOPBIX |  HaJbHas B HEKOTODBIX
AHUOHBI 3aBUCHMOCTD | CTPYKTYpax | 3aBHCHMOCTB | CTPYKTypax
1 2 3 4 5 6 7
TpaHncasus u OMoreHe3 puOOCOMBI
Pu6ocoManbHbIe 6eIKN — — *MC* — Mgt Cd*,
Zn2+
KoncepBaTrBHBIE (DaKTOPBI TPAHC- 3.6.5.3 PO;- TK*, NH;, - Mg?* Mg?*, Zn**
asuuu (EF-G, EF-Tu, IF-1, IF-2, INat
elF5-a)
Bonbimmacteo TPHK-cuHTeTa3 6.1.1.- PP, TK*, {Na* K* Mg?t, Zn** Mg?*, Zn**
[ceBnoypunrHcrHTa3a 5.4.99.12 PO;- - K* Mg?*, Zn** Mg?*, Zn**
AMuHoIenTuaasa 3.4.11.18 — — MC* Fe*t Mn?*, Zn**
Tpanckpunus
JTHK-3aBucumasa PHK-noaume- 2.7.7.6 PO;- — Na* Mg?*, Zn** | Mg*", Mn*",
pasa [a, B, B] Zn
Pennukanus
AT®aza 3axuma (clamp loader) 2.7.7.7 PO;- - - Mg?* Mg?*, Zn?*
(pol 111, cyObeauHULIBI ¥ U T)
Tormmonzomepasa IA 5.99.1.2 - MC* - Mg** Zn**, Hg?*
ITo4nHKa ¥ peKOMOMHAIIAS
5'-3'-3K30HyKJI€a3a (B T.4. N-KOH- 3.1.11.- PO;- — — Mg>* Mn?*, Zn**
1eBoii momeH pol 11)
Pexom6unasa RecA/RadA/Rad51 — PO;- K* K* Mgt Mgt
[ITaneponst
[Tarrepon GroEL 3.6.4.9 PO;- K* K* Mg?* Mg?*
MeTa6o/113M HyKJI€OTHIOB
W AMAHOKMCJIOT
TuMuIMIaTKUHA3A 2.7.4.9 PO;- - Na Mgt Mgt
TuopeIOKCUHPENYKTa3a 1.8.1.9 - - - - Mg>*
TuopeTOKCHH — - - - - Cd**, Zn**
L I®-1urnnepracHHTa3a 2.7.7.41 PO}~ TK*, {Na* K* Mg?* Mg?*
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594 OAUBPOBA u np.

Oxonuanue maon. 1

IIpeoOpa3oBanne 3HEPruM

®ochomaHHOMYTa3a

Karanuruyeckue cyobeAMHULIBI
AT®-cuHTa3bI

[MporeonunuaHast cyobeauHULIA
AT®-cuHTa3BI
KodepmenTnt

[uimHa ruIPOKCUMETUITPAHC-
depaza

5428
3.6.3.14

3.6.3.14

2.1.2.1

IMCH

Mg2+

Mg2+

i«Mg“,
MHH, Ca2+

Mg2+’ 7Zn%t

Mg2+

Cekpemnust

Tpancnokasa 6eKoB, CyObeau- - - - - - Zn*
Huua SecY
3.6.5.4 PO;~ - K*

I'T®aza FtsY curHan-pacro3Ha- Mg

IOLLIEH YaCTULIbI

PasHoe
IMpennonoxutenpHo I'Tdazb — PO;- K* —
(YchE, PF06071, 1JAL, 20HEF,
2DBY, 2DWQ, 1NI3)
JHK-npaiimaza (DnaG)

2.7.7.- PP, - - Zn?* -

S-aneHO3WIMeTHOHIH TUMETUII- 2.1.1.48 - - - Mg?* -

TpaHcdepasa (KsgA)

[Mpumevanre. CIMCKU MOBCEMECTHO PACIIPOCTPaHEHHBIX TeHOB OBLIN B3SITHI M3 paboT KynuHa [42] u Lllapne6ya u dyaurtia [43],
JIaHHbIE O 3aBUCUMOCTHU OeJiKa OT KOHIEHTpalrii MoHOB — U3 6a3bl nTaHHbIX BRENDA [155]. B cooTBeTCTBUM ¢ MHbOpMaLmeii 6a-
361 JaHHbIX BRENDA akTHBHOCTb GOJIBLUIMHCTBA Mg? " -3aBUCUMBIX (PeéPMEHTOB MPOABIAETCA U B cpele ¢ Mn?*. TT0CKOIBKY KOH-
LeHTpauuu uoHoB Mg?t B xiietke nopsaxa 1072 M, a KoHLeHTpauuu noHoB Mn?" — nopsaxa 10~ M, naHHbIe 0 GYHKLUMOHAIb-
HOi BaXXHOCTU MOHOB Mn?" [j1s1 MHOTMX GEJIKOB B TabJIMLIE OTCYTCTBYIOT. [IpUCYTCTBHE METAIIOB B CTPYKTYPaX OEJIKOB IIPUBE/IE-
HO B TOM BHJE, B KAKOM OHO copepxutcs B 3anucsax PDB. «MC» o603HauaeT «MOHOBaJIEHTHBII KaTMOH». Tabnuiia BKIIIOYaeT Bce
0eJIKi, Y KOTOPBIX €CTh OPTOJIOTU BO BCEX KJIETOUHBIX (hopmax >KM3HH, a TaKXKe HEKOTOpble OeJKU ¢ 00LepacnpocTpaHeHHOM
dyukumeit (Hanpumep, JAHK-momumepasa n JIHK-mpaiimasza), B TO BpeMsl KaK COOTBETCTBYIOIINE JaHHON (PYHKLIMHN (PepMEHTBI
MpeacTaBlIeHbl AByMsI MJIM HECKOJIBKUMU HEOPTOJIOTMYHBIMU (popmamu [41]. Crpesiouku, HampaBjeHHbIE BBEPX, TOKA3bIBAIOT aK-
TUBALUIO TAHHBIM MOHOM, a CTPEJIOUKU, HalpaBIeHHbIe BHU3 — UHTMOUpoBaHue. ECIM HU3KME KOHLIEHTpAllUM MOHA aKTUBUDY-

10T pepMEHT, a BBICOKHUE MPUBOIAT K MHTMOMPOBAHUIO, VCTIONB3YeTCsI 3HAK

. CcbUIKU Ha JTUTEpaTypy, UCIIOIb30BaHHYIO MPU

COCTaBJICHUM TaOJIMIIbI, TPUBEACHBI B COMPOBOAMTENbHBIX MaTepUaiax K Hailel padore [18].

TakuM oOpa3oM, ITOXOXe, YTO CUCTEMa CHHTEe3a
oenka LUCA 0Obuta MpakTUIeCKH TaKOU K€ CI0XK-
HOM, KaK TpaHC/SILIMOHHAs CUCTeMa COBPEMEHHBIX
bakTepuii u apxeil. bonee Toro, LUCA, ckopee Bce-
ro, yMeJl CHHTE3MPOBaTh KPYITHbBIC (B T.4. MYJIBTHIO-
MEHHBbIE) O€JIKM, IOCKOJbKY HEOOXOAMMBINA s
CBOpayMBaHUsI OEJIKOBBIX MOJIEKYJ IIarepoH
GroEL/Hsp60 Takxke OTHOCUTCSI KO «BCEOOIIMM»
oenkam. OyHKIMM OOJIBIIMHCTBA OCTAJIBHEIX TCHOB
B YHUBEpCaJbHOM Habope CBSA3aHbI C HYKJIEMHOBBI-

MM KuciaotamMu (pekomOuHaza RecA/RadA, dakTop
aHTUTepMuHauK TpaHckpunimu NusG, dakrop
TPaHCKPUITLIMOHHOM may3bl NusA, 5'-3'-3K30HyKIIea-
3a, TononusoMepasa 1A, AT®a3a ckob3silIero 3a-
KMMa — OoT aHTJ. «clamp loader») mnm mx MOHOMeE-
paMu — HYKJIeOTHAAMM (TUMUIWJIATKMHA3a, KaTa-
JINTUYECKUE CYOBEIMHUIIBI POTOPHOI MEMOpPaHHOM
AT®a3n).

Hmeromasics nHGOpMaLus 0 3aBUCUMOCTH aK-
TUBHOCTEHl 3THX IpPEeBHMX OEJIKOB OT Pa3IMYHBIX
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HEOpPraHMYeCKUX MOHOB CBUAETEJIHLCTBYET O TOM,
YTO B IONOJIHEHNE K paHEee OTMEUYSHHOMY IIPEAIIOd -
TEHUIO MU — U3 TIEPEXOTHBIX METAJUIOB — MOHOB
Zn** u Mn?* [45, 46] HekoTOpbIe GEIKU U (PYHKIIMO-
HaJIbHBIE CUCTEMEI CITeIM(PUIecK TpeOyIOT Haau-
st noHoB K*, B To BpeMsI KaKk HU OJUH U3 UCCIIE-
JIOBaHHBIX APEeBHUX OEJIKOB HE HYXIAeTCS CICLM-
¢uyecku B moHax Na* (ta6i. 1) [18].

B uacTtHOCTM, CpaBHUTENIbLHBII CTPYKTYPHBIH
aHaJIN3 HECKOJbKUX TPaHCISIIMOHHBIX (haKTOPOB,
npuHamIexanux K cymnepcemeiictsy I'T®a3, co-
nepxamunx docdar-cBA3bIBaONIyIO neTao (P-meT-
10 uin P-loop — mociieqoBaTe IbHOCTh aMIUHOKIC-
JIOT B HYKJICOTUA-CBA3BIBAIOIINUX OeKaX, U3BECT-
Has TakKXe KaK YOJIKePOBCKUI «A-MOTHB»), BBISI-
BIWJI KOHCEPBAaTUBHBII OCTATOK acIlapTaTa B y4acTKe
P-neTim, KoTopeiii, BEpOSITHO, UTpacT KIIIOUEBYIO
POJIb B CBSI3bIBAHUM KaJIMsI. DTOT OCTAaTOK aOCOJIIOT-
HO KOHCEPBAaTMBEH B TPaHCJIILMOHHBIX (DaKTopax,
Bkiodast cemeiicteo EF-Tu/EF1, mns npencrasu-
TeJiell KOTOPOro MoKa3aHa 3aBUCUMOCTh oT K [24]
(puc. 1, cM. LIBETHYIO BKJIEHKY). DTOMY OCTATKy B
npyrux cogepxxammx P-metmio I'Tdazax ¢ u3BecT-
HoW 3aBUCUMOCTBIO OT K™ [47—51] cooTBeTCTBYET
acnaparuH (puc 1, a, oCcTaTOK MOMEYEH XKEeJITOM
CTPEJIKOI; pHC. 2, CM. IIBETHYIO BKJIEHKY), HO 3aMe-
Ha 3Toro octatka Ha acnaptaT y I'T®a3er YheH u3
Bacillus subtilis mpakTWyecKu He BUsAJIa Ha ee
I'T®a3nyo akTMBHOCTH [47].

IIpoBencHHEI paHee (GMIOTCHETUISCKUI aHa-
ym3 cynepcemeiictBa ['T®a3, comepxammx P-net-
JI10, BBISIBUJI HECKOJIbKO O€JIKOBBIX CEMEICTB, KOTO-
phble MPEnNnoIOKUTEIFHO MOIJIM OBl CYIIECTBOBAThH
yxe y LUCA [52]. Cs3biBatolluvii Kaarii 0cTaTOK
aclaparvHa WJIW acliapTara HpeuMYIIeCTBEHHO
KOHCEpBaTUBEH B 3TUX OeJIKax, K KOTOPhIM OTHO-
carcsl (MOMUMO COOCTBEHHO TPaHCISIIMOHHBIX
daxkTopoB) cemeiictBa 6enkoB Obg, YyaF/Yer210,
HfIX, YyaW (cm. puc. 2 B pabore Jleiine ¢ coaBT.
[52]). CTouT OTMETHUTH, YTO TIPEACTABUTEN OTHOTO
W3 3TUX JIPEBHUX CEMEUCTB, a UMCHHO CeMEMCTBa
Obg, urparoT KJI0YeByl0 poJib B Mpolecce IOAro-
TOBKU pubdocoMbl K padore [53]. Takum obpazom,
HaIll CpaBHUTEIbHBIM aHAIN3 ITOCIEHOBATEIBHOC-
teii u ctpykTyp ['T®a3, conepxamumx P-netio, mmo-
Ka3bIBaeT, YTO 3TO IpeBHEee OEJKOBOE CyllepceMeli-
CTBO, CKOpee BCETro, M3HAYAIbHO aKTMBHPOBAJIOCH
MOHAMM Kallusi, B TO BpeMs KaK (hyHKIIMOHAIbHBIC
3aMEHbI MIOHOB KaJIMS TTOJIOXXKUTEIbHO 3apsSKeHHBI-
MU OCTaTKaM{ aprMHUHA WIN J1U3UHA (CIIOCOOHBI-
MU aKTUBHUPOBAaTb COOTBETCTBYIOIINE (PEPMEHTHI B
OTCYTCTBME MOHOB KaJlWsI) MOIJIA IIPOMCXOIUTH B
OTIEJbHBIX CEMeCcTBaX OEJIKOB HE3aBUCHUMO IIPYT
OT Ipyra.

MpI npoBeau (UAOTeHOMHBINA aHAIU3 IJIS elle
HECKOJIbKMX (DEPMEHTOB U3 TPYMIIbl KaJlUii-3aBU-
CHUMBIX YHUBepCaJIbHBIX 0eJIKOB. OJHO U3 TaKUX Ce-
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MeiictB BkmouyaeT AT®a3wel RecA/RadA, xoTtopeie
MIpUHAIJIEXaT K OTAEJIbHOMY CYIepPCEeMENCTBY CO-
nepxaiux P-mietno Hykineo3uarpudocdaras, uMme-
IOIIMX TOJBKO HaJbHEE POICTBO C YIOMSHYTBIMU
BhbIlIe copepxaiimmu P-riermo 'Tdazamu. Do cy-
nepcemeiictBo AT®a3 HaspiBaeTcsas ASCE (ot aHIIL.
«Additional Strand, Catalytic E»), mockoibKy ero
MPECTAaBUTENN COIEPKAT JOMOJHUTENTbHYIO 3-CKITal-
Ky MeXHny yoJakepoBcKMMHU A- u B-motuBamu, a
TaKXKe MMEIOT KOHCepBAaTUBHBI OCTATOK IIyTaMM-
Ha, CIIOCOOCTBYIONINIA IEMPOTOHUPOBAHMIO MOJIEKY-
JIBI BOJIBI, aTaKyrolei ¢hochoaHTUAPUIHYIO CBSI3b B
xofe ee ruapoansa [54]. CylnecTBEeHHO, YTO CyIIep-
cemeiictBo ASCE TakKe BKJIIOYaeT KaTaIuTUYeCKUe
CyObeAMHULIBI MeMOpaHHBIX POTOpHBIX AT®da3.
bruto nmokazaHo, 4TO akTUBHOCTL Oenka RadA m3
apxeu Methanococcus voltae 3aBUCUT OT Kanus [25].
Kpucrannnueckast crpykrypa 6eiaka RadA (uaoeH-
udukatop PDB 1XU4) comepXuT nBa caiita cBsI-
3bIBaHUSI MOHOB KaJIusl, OOWH 13 KOTOPHBIX OKa3bIBa-
eTCs CBSI3aH B TOI K¢ OpPUEHTALlMM OTHOCHUTEIHLHO
AT® u nona Mg?*, 4yTo 1 OCTaTOK Kalusd B CONEP-
xammx P-tmrerimo ['Tda3ax. MATEpEecHO, 9TO B OT-
cyrcrBue noHoB K 9TH CBsI3bIBaOIIME CAiiTHI 3a-
MOJTHSIIOTCS MOJIEKYJIaMU BOJBI; MOTOOHBIN 3P deKT
HaoOmonaiics panee st [ Tdaswr FeoB [50]. bakre-
puanbHbIM romosioroM Oenka RadA sBnsercst pe-
koMmburHa3a RecA. TlpoBeaeHHOe paHee CpaBHEHUE
TpeXMEepHBIX CTPYKTyp Oenka RadA wu3 apxeu
Methanococcus maripaludis (vnentudukatrop PDB
3EW9) u 6enka RecA u3s Escherichia coli [55] noka-
3bIBA€T, YTO IIPM HAJIOXEHUU Y4acTKoB P-meriu
noHsl K*, cBa3anuble B 6enke RadA, HaxageiBa-
IoTcs Ha octaTtku Jau3nHa K248 m K250 Genka
RecA, KoTophle, Kak ObLJIO TTOKa3aHO, CJIyXKaT KaTa-
JIMTUYECKA aKTUBHBIMM ocTaTkKamMu [56]. Bymyun
pacIooXeHHBIMIA Ha MOBEPXHOCTH MOHOMEpa
RecA un Ha ynmanmeHunm ot caiita cBsizbiBanusg ATO,
5TU OCTAaTKU BXOHAT B caliT cBaA3biBaHMSI ATD co-
CeIHEero0 MOHOMepa IIpM 00pa30BaHUM OJIMTOMEP-
HoOro Komiuiekca ¢ mosekyJaon JJHK.
PDuIoreHeTUYECKUI aHalIu3 CcymnepceMeiicTBa
RecA/RadA moka3sbiBaeT, 4TO O0JIbIIAs YacTh OaK-
TepUATbHBIX OCIKOB CONEPKUT Mapy OCTaTKOB JIM-
31HAa, B TO BpeMsI KaK apXeu 1 3YKapHOTHI (3a MCK-
JIIOYEHUEM PEIKUX CJydyaeB TOPU3OHTAJIBLHOIO Ie-
peHoca oT 0akTepmii) comep:KaT KOHCEPBAaTUBHBIN
ocratok acnaprarta (Asp302 y M. voltae) B Toii Xe
MO3ULIMM BbIpaBHMBaHUS (pucC. 3 — cxeMaTu4yHas
Bepcus AepeBa, puc. 4 — MHOXECTBEHHOE BBIpaB-
HUBaHMNE; CM. IIBETHYIO BKJICHKY). JlaHHBII OCTaTOK
acraparMHOBOIM KHCJIOTBI HEITOCPEACTBEHHO CBSI-
3bIBA€T OJMH M3 MOHOB Kajiusl CBOei OOKOBOM
menpio [25]. Iimybokoe pasnmure MexXny OaKTeph-
AIBHOUW U apXeMHO-3YKAPUOTUYECKOM BETBSIMU CY-
repceMencTBa MPEISITCTBYET YETKOMY ONpPeAeSIEHUIO
HMCXOMHOIO IPEIKOBOI0 COCTOSIHUS; TeM HE MEHee
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OJTHO CBUIETEIBCTBO, IO KpallHEM Mepe, B MOJIb3Y
aKTHUBALMK IPEIKOBOI (OpMbI (pepMeHTa MOHAMU
Kanus, umeetcs. Bce reHombl aypuapxeit (Euryar-
chaeota) comepkaT reHbl IByX O€JKOB TaHHOTO Ce-
MelicTBa: oguH 13 3Tnx 0enkoB (RadA) rpynmmpy-
€TCsI C IIPOYMMU apXeHHBIMHU IT0CIICI0BATSIBHOCTSI-
MM, a BTOPOI 00pa3yeT OTAEIbHYIO BETBb Ha J€PEBE
(RadB [57, 58]). Takum o6pa3oM, 3TU apXelHbIe
Iapajord MOIJIN OBITh pe3yJbTaTOM APEeBHEI IeH-
Ho#i ayruiukanuu [59]. B 6enkax RadB cBs3biBaro-
LM KaJIMi acriapTaT 3aMeHEH Ha 1Ba MOJIOKUTEb-
HO 3apsDKEHHBIX OCTaTKa, HO, B OTVIMYME OT KOH-
CepBaTUBHOM Maphl JIM3MHOB BO BCeX OAaKTepHUalb-
HbIX Tomosiorax RecA, 6enku RecB moryT comep-
2KaTh pa3Hble KOMOMHALIMU JTU3MHOB U apTMHUHOB.

Karanutuueckme CcyObeOMHMIIBI POTOPHBIX
MeMOpaHHBIX AT®-cuHTA3 SIBISIOTCS HATBHUMU
poactBeHHuKamu 0OenkoB RecA/RadA (ux cTpyk-
TypHOE HaJIOXXEeHUE IIPUBEICHO Ha PUC. 5, CM. LIBET-
HYI0 BKJIeHKY). [lapa mu3nHOB, 3aHUMAIOIIAs TO 3Ke
MoJIOXKEeHHUe, YTO U MOoHKI Kanus B RadA, pacrnosna-
raeTcsi TOYHO B TOM Xe MECTe, YTO U «apTMHUHOBBIN
najeny o.-CyobeTMHUIILI poTopHO AT®-CHMHTA3HI.
DTOT OCTAaTOK aprMHWHA CTPOTO KOHCEPBATHBEH
KaK B o-, Tak U B-cyobenuuuiiax ATdD-cuHTa3bl,
YTO COOTBETCTBYET OTCYTCTBUIO JAHHBIX O KaKOM-
MO0 3aBUCHMMOCTH aKTHUBHOCTH 3TOTO (XOPOIIIO
U3y4EeHHOro) hepMeEHTA OT Kajus.

Kax BugHO, B rOMOJOTMYHBIX (PepMeHTax ce-
meiictBa RecA/RadA/Rad51 u y o/p-cyobenmuuil
AT®-cuHTa3BI HAOTIOOAIOTCS pa3HbIE BO3MOKHbBIC
CrocoObl OpraHM3allMM KaTaJuTUYECKOTo caifTa
(MmotuB [KNK] B OakTepmanbHBIX Oenkax RecA,
motuB [KHR] y RadB, 3ameHstionuii moH kKamust
OCTaTOK aprMHMHA B o.- U B-cyobenuHuuax ATO-
CHHTa3bl), B TO BpeMsl Kak K'-cBsi3pIBaroImii Mo-
THB C KJIIOYEBBIM OCTaTKOM acIlapTaTa OCTaeTCs
KOHCEPBAaTUBHBIM B apXeiHBIX Oejikax RadA u ayka-
puotndeckux Rad51.

HMTak, HECKONIbKO YHMBEPCAIbHBIX OEJKOB,
UMeBIIUXCS, BeposdTHO, yxe y LUCA, ¢yHKLmMO-
HaJIbHO 3aBUCSIT OT MOHOB KasiMsl. JIJIsT HEKOTOPhIX
n3 3TuX hepMeHTOB (comepxawux P-netmio ['Tdas3,
cemeiictBa RecA/RadA, cemeiicTBa IIarmepoHOB
GroEL) MbI mpuBeIU JOBOABI B ITOJIb3Y 3aBUCUMOC-
T UX TIPEIKOBBIX (pOpM OT Kasins (CM. BhIle U [18,
60]). boiee Toro, onybaukoBaHHbIe eiie B 1960 L.
maHHble JIoBeHINTaiiHa O 3aBHMCHMOCTH CKOPOCTH
He(epMEeHTAaTUBHOIO TpaHC(HOCHOPUIUPOBAHUS
OT KOHLIEHTpAlLlMM MOHOBAJEHTHBIX KATUOHOB [61]
CBUACTEILCTBYIOT, YTO KPYIITHBIE MOHOBAaJICHTHEIC
KaTHOHBI, Takue Kak K™ i NHj, cyliecTBeHHO ak-
TUBUPYIOT TpaHchOCHOopUIMpoBaHUE, B TO BpeMs
Kak MOoHbI Nat BIUSIOT Ha 3TOT MPoLecC HE3HAUN-
TeJbHO. TakuMm 00pa3oM, WCIOJb30BaHUE WOHOB
K* npu katanmse peakuuii mepeHoca ¢ocdaTHoi
IPYIIIBI MOIJIO IIPEIIIeCTBOBATh B 3BOJIIOLIMU HC-

JIUBPOBA u mp.

MOJIb30BAaHUIO IOJIOKUTEIbHO 3aps>KEeHHBIX aMu-
HOKMCJIOTHBIX OCTAaTKOB (JIM3MHOBBIX WJIM apTUHU-
HOBBIX «ITaJIbleB»). Ha prc. 6 MbI IPUBOAMM OCHO-
BaHHYIO Ha MPOBEACHHOM aHaJIM3¢ CXEMY 3BOJIIO-
LMY KaTaJUTUYECKUX CAlTOB HYKJIEO3UITpUGOC-
daras, cogepxaiux P-netmio.

Heo06xommMo 0OTMETUTB, UTO B T€X 9KCIIEPUMEH -
Tax, TIe K KaJuii-3aBUCUMBIM KJIETOUYHBIM CHUCTeE-
MaM J00aBIsUIM OmHOBpeMeHHO MoHbl Na* u K¥,
HMOHBI HATPHSI OKA3bIBAJI MHTHOMpYIOLIee IeCTBIE
[33, 62] (emMHCTBEHHOE U3BECTHOE MCKIIIOUEHUE —
3TO CEMEMCTBO YKApUOTUUESCKUX TMHAMUHOB, KO-
TOpbIE MOTYT aKTMBUPOBAThCs Kak noHamu K*, Tak
u noHamu Na* [63]). Tak, HarpuMmep, IIANEPOHUH
tuna Il u3 M. maripaludis (Mm-cpn, ot ant. «M. ma-
ripaludis chaperonin»), apxeiiHbiii romonor GroEL,
MHruoupoBaics, korna nonsl K* u Na™ nmobass-
JIUCh B OAHON U Toil e KoHueHTpauuu 100 MM
[62]. Takum obpaszom, muorue K*-3aBucumsie dep-
MeHTHI TpeOyioT cootHomeHus [K*]/[Na®] >> 1
JIJIST OITUMAJIBHOM aKTUBHOCTH.
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Puc. 6. CxeMa BO3MOXKHOI 9BOIOINY KaTATUTUIECKOTO caifiTa
Hykieo3unrpudocdaras, cogepxamux P-netno. ToHkue ce-
pble JIMHUY TOKA3bIBAIOT KJIACCU(PUKALIMIO OCHOBHBIX TPYIIII
Hykjaeo3uarpudocdaras, cogepxaiiux P-netiio, ToucTbie 1u-
HUU TIOKa3bIBAIOT TUTIOTETUYECKNE COOBITUSI BOSHUKHOBEHMUS
OTHEJIbHBIX OEJIKOBBIX CeMeCTB. BepTukanbHast MyHKTUPHAs
JIMHUS TOoKasbiBaeT mpenmnosnaraemoe mnojoxenue LUCA Ha
CcXeMe; IJIMHBI TOPU3OHTAIbHBIX BETBEH HE OTPaKalOT LKAy
BpeMeHU. [losiBIIeHMe U pacIIpOCTpaHEHHE caliTa CBSI3bIBAHUS
KaJusl B CeMEUCTBe OEJIKOB MTOKA3aHO CIUIOUTHBIMU JIMHUSIMU,
a MOosIBIEHWE W PACIpOCTpaHeHUe JTU3UMHOBBIX/aprMHUHOBBIX
MaJIbLIeB — IITPUXOBAHHBIMH JTUHUSMU
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BOTATBIE KAJIMEM MECTA
OBUTAHUA HA JPEBHEU 3EMJIE

B coBpeMeHHBIX MPOKAPUMOTHUYECKUX KIJIETKaX
pa3auyrde MOHHOIO COCTaBa MEXIY COIEPKUMBIM
KJICTK M OKPYXaIOIIeil Cpemoil IOImepKruBaeTCs
32 CYET HE IIPONMYCKAIOIIMX HOHBI KJIETOYHBIX
MeMOpaH. ITockoabKy MeMOpaHBI He SIBISIOTCS a0-
COJIIOTHO HENPOHUIIAeMBIMHU, Pa3INYHbIE HOHBI
MOCTENEeHHO «TeKYT» Yyepe3 MeMOpaHbl B COOTBET-
CTBUU C UX I'Pal€HTaMU KOHILIEHTpaLMU. ¥ MpoKa-
puor Bxony noHoB K* 1 Na* B KiIeTKy cI10co0CTBY-
eT D2JeKTPUYEeCKMI MOTEeHIMAJl Ha KJIEeTOUYHON
MeMOpaHe (OTpULIaTeIbHbBIN BHYTPY KJIETKH). B cu-
JIy 3TOTO MPOKAPUOTUYECKUE KJIETKU MOAaepK1Ba-
ot cootHomeHue [K*]/[Na®] > 1 3a cuer cenekTus-
HOTO OTKauMBaHUS MOHOB HaTpusl HapyxXy. biaro-
napsi TpaHCMeMOpaHHOW pa3HOCTU 3JEKTPUIECKO-
ro nmoTeHuuasna Ay, mpuMepHo paBHoit —150 mB,
KOHILEHTpalus: HOHOB K* BHYTpM KJIETKM MOXET
OBITh BhIIlIE KOHLIEHTpauy noHoB K cHapyxu Ha
2—3 nopsinka [64, 65]. B OOJbLIMHCTBE CilydyaeB
OIMMCAaHHBIM MEXaHMU3M JOCTATOYCH IS ITOAIepKa-
HUA TUTOIUIa3MaTH4ecKoi KoHIeHTpaunu [K*] Ha
¢usunonornyeckom yposHe ~100 MmM. B cinyuae He-
npocrtatka noHoB K™ cHapyXu mpokaprOTUYeCKUe
KJICTKH 3KCIIPECCUPYIOT JOITOIHUTEIIBHBIC CUCTEMBI
JIJISI UX aKTUBHOM 3aKaYKW BHYTPb KJIETKU; 3TH CHC-
TeMbl Pa3InyaloTCs B pa3HBIX JUHUSIX IMPOKAPHOT
[65, 66].

Kak yxe o6cyxaanoch, HaUIM4YME y NEPBBIX Kiie-
TOK IOYTHU HEMPOHUIIAEMbIX IJIT MOHOB MeMOpaH,
IMOXOXMX Ha COBPEMEHHBIE, HE TOBOPSI YK€ O MHO-
TOYMCJICHHBIX MOHHBIX ITOMIIaX, KpailHe MaJIOBEPO-
aTtHo [12, 67, 68]. Kak nmucan Makamrym 90 jieT Ha-
3aj; «... CaMble TIEPBbIC OPTaHU3MbI, BEPOSITHO, ObI-
JIM1 MULEJUIIPHBIMM WKW YIBTPAMUKPOCKOIIMIEC-
KuMU... OHU, ellle He MMes Sapa U OKpyxKaloleit
MeMOpaHbl, MOIJIM OBITh TOJIBKO OY€Hb IMPUMUTUB-
HeiMU. [ToHAaYaTy XMMUYECKHUI COCTaB CaMBbIX IIep-
BBIX OPTaHU3MOB JOJDKEH ObLT ITOACTPANBAaThCS IO
OKpPYXaIoIyIo cpefy, TaK 4yTo Auddy3us MpuBHO-
CHJIa B MYJIFTUMUILICIUIIPHYIO MacCy HeopraHuJec-
KHe COSOWHEHMS B TOI K€ IPOIOPLIMU, YTO U BO
BHEIIHeH cpene. B cBoio ouepens ...Bce MeTaboMM-
YeCcKHe, CUHTEeTUYECKHUE, aCCUMMISIIMOHHBIE U
OKUCJIUTEJIFHBIE TIPOIIECCHI 3aBUCENIM OT IOTOOHBIM
obpa3oM (M3BHE) 3aJaHHBIX (PU3MKO-XUMUYECKHUX
YCJIOBUI BHYTpEeHHEH cpenbl» [17].

KinerouHble MeMOpaHbl COBPEMEHHBIX OaKTe-
pUil U apxell MOCTPOSHHI U3 NBYXIEITOYCYHBIX JI-
MMUAOB TaKUM 00pa3oM, YTO IIJIOTHO YITaKOBaHHBIC
NIBOMHBIE JTUMWIHBIE «XBOCTBI» J€Ial0T MEMOpaHy
CIIOCOOHOM MOmIePXKUBATh PA3HOCTH 3JICKTpUUEC-
KOI0 ¥ MOHHOTO MOTeHIMaoB [69]. JIByxienodey-
HbIE JIUNIUIbI APXEU U OaKTEpUid, OMHAKO, TPUHIIM-
MUAJIbHO pa3iIndaroTcsd Mexmay coboit [70—72]. Uy
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bakTepuii, u y apxeil pochoIUuabl coaepKat IBe
ruapohOOHbBIE YIIEBOAOPOAHBIE LIETIOUKH, IIPHUCOE-
JIUHEHHBbIE K ruepodocdaty. OnHaKo CTepeounu3o-
Mephbl IHuepodocdaTa pa3mUYHbL: 0aKTepUu UC-
MOJIB3YIOT su-rnutepoti-3-docdat (G3P), a apxen —
sn-rmnepon-1-docdar (G1P). 3a pegknm ncKio-
YeHMEM pa3IMJaloTCs U caMi TUAPO(OOHEIE «XBOC-
Thl»: y OaKTEpUid UMY CIIyKaT KUPHBIE KUCJIOTHI, a Y
apxeil — u3omnpeHouabl. B 6akTepraabHbIX TUIKIAX
rUapOo(POOHBIE «XBOCThI» OOBIYHO MPUCOEAMHEHBI K
ruuepodocdary CiaoXKHOI(GUPHBIMU CBI3SIMU, B
TO BpeMsI KaK Y apXeil HeOISIPHbIE «XBOCThBI» IIPH-
COEIMHEHBI IIPOCTHIMK 3(GUPHBIMU CBSI3IMU. Paz-
JINYKsI HAOMIOAAIOTCS HE TOJIBKO Ha YPOBHE XUMM-
YeCKOM CTPYKTYphl MOJIEKYT (OChOIUTUAOB, HO U
Ha YPOBHE 3BOJIIOLIIMOHHOTO IIPOMCXOXICHNUS CUH-
TEe3UPYIOLINX JIUITUAL (DEPMEHTOB apXeil U OaKTe-
puii, GONBITMHCTBO M3 KOTOPBIX JTUOO HETOMOJIO-
TUYHBI, JTU0O SBJISIOTCS JAIbHUMU POACTBEHHUKA-
MH, HO He oprosoramu [70—74]. EnuHCTBEeHHBIH
o0t o1 GakTepuii U apxeil MeTaboIMYeCcKUi
IIyTh, YYACTBYIOIIUI B CUHTE3€ JTUIUAOB — 3TO Me-
BaJIOHATHBIM ITIyTh OMOCHHTE3a M30NPEHOUIOB;
POACTBEHHBI TaKKe (DEPMEHTBI, TIPUCOECINHSIIONINE
MOJIIpHBIE TOJOBKM K (hochaTHBIM IpymIiaM Mpea-
LIeCTBeHHUKOB unuaoB [70, 74, 75].

YuuthiBasg paguKalbHOE pa3INdne B CTPYKTY-
pax ¥ IyTSIX CHUHTEe3a apXeWHBIX U O0aKTepUaTbHBIX
JIMTTUIOB, OBIJIO IIPEATION0KEHO, YTO MeMOpaHHI ca-
MBIX PaHHMX KJIETOYHBIX (DOPM KM3HU BIUIOTH IIO
craguu LUCA Moriu ObITh NOCTPOEHBI U3 OJHOLIE-
MMOYEYHBIX M30MPEHOUIHBIX TUIA0B [76—80]. On-
HaKO MeMOpaHbl, IOCTPOCHHBIE 13 OTHOLIEIIOYeY-
HBIX JIMIIMIOB, HA MHOTO MOPSIAKOB 0oJiee IIPOHU-
LaeMBI JJISI MOHOBAJICHTHBIX KATHOHOB, YeM MeMO-
paHbl, COCTOSIIME U3 ABYXIENOYEYHBIX JUIMUIOB
[67, 68, 81, 82]. Takum oGpa3oMm, B COIJIACUU C
npeanosioxkeHneM Makajulyma, IMTOILIa3Ma Iep-
BBIX KJIETOK, CKOpEe BCETro, HaXxoauiach B paBHOBE-
CUM C BHEUIHEW cpegoil mo HeOOJbIIWMM MOHAM U
MoOJIeKyJiaM. DTO ypaBHOBEIIMBAaHWE KOHIIEHTpa-
LIMI BOBCE HE O3HAYAJIO COCTOSIHMS TOJHOTO Tep-
MOJIMHAMUYECKOIO PaBHOBECHUS, ITOCKOJIBKY Haxe
MIPOHUIIAEMbIC JIMIIMIHBIE BE3UKYJIbI, COCTOSIINE
U3 ONHOILICTIOUEYHBIX JIMIIMAOB, MOTYT HAaIeXHO
yIepXKUBaTh BHYTPHU IOJUMEPHBIE MOJIEKYJIbI, Ta-
KHe KaK OeJKM M HYKJIEMHOBBIE KUCJIOTHI [67, 68,
81, 82]. «TekydecTb» MepBBIX MEMOpaH MOTJIA OBITh
Jaxe ToJie3Ha IpeBHUM KieTKaM |68, 83, 84]. B ot-
CYTCTBHE€ MHTEIrpajJbHbIX MEMOPAHHBIX TPAHCIIOPT-
HBIX OEJIKOB, KOTOPHIE, BEPOSITHO, ITOSIBIJINCH YK€
Ha OTHOCUTEJIbHO MO3[IHEM 3Tare, Mocjie BO3ZHUK-
HOBEHMSI BOAOPACTBOPUMBIX OeiaKoB [12], mpoHuU-
1IaeMOCTh MeMOpaHBI MOIJIa JejaTh BO3MOXKHBIM
«II0TpeOIEHNE» PA3TMYHBIX HEOOJBIINX MOJICKYI
MEePBbIMU KJIETKAMU, YTO OBLIO ITOKa3aHO SKCIEepU-
MEHTaJILHO Ha MOAEIBHBIX cucTeMax [84]. DBomio-
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1M TOrJa AO0JKHA Oblia CIIOCOOCTBOBATb BO3ZHUK-
HOBEHUIO CHCTEM JIJIsI 3aXBaTa HEOOJIBIINX MOJIEKYJI
IMyTeM IIPUCOEIMHEHUS MX K BHYTPHKICTOYHBIM
MOJIMMEPaM, MPEISITCTBYIONIETO UX BBIXOLY 00paT-
HO BO BHEIIHIOIO cpefdy. TeM caMbIM, IIpOHHUIIaeMble
MeMOpaHBI MOTJIM CITOCOOCTBOBATH IOSIBIICHUIO Pa3-
JIMIHBIX TTOJIUMEPA3, B T.4. CUCTEMbI TPAHCJISIIIAMN.

B nipemiecTBytoleM pasjaeiie NpUBOAUINCH ap-
TYMEHTHI B IIOJIb3y TOTO, YTO KJIETKM HA paHHEM
aTarne 3BOJIOLMK MOLJIH YK€ MMETh MHOTOUYMCIICH-
Hble K*-3aBucumble (hepMEHTHI, BKIIOYass KOMIIO-
HEHTBhl CHCTEMBbl TPaHCSLMHU. YIIOMWUHABIIUICS
MHTMOUTOPHBIN 3¢p(HEKT HATPUSI HA MHOTHE U3 3TUX
K*-3aBuCHMBIX (DEPMEHTOB CBUAETENLCTBYET MPO-
TUB BO3MOXHOCTH 3BOJIOLIMU 3TUX (DEPMEHTOB B
cpenax ¢ BRICOKUM coaepxkaHreM HaTpus. [loatomy
BO3HMKHOBEHME TaHHBIX CHCTEM MOLJIO ITPOMCXO-
INTh, TOJBKO eciu cooTHoueHue [K*]/[Na®] B
MecTaxX OOMTaHMS IIEPBBIX KJIETOK MPEBHIIIAJIO Sa1-
HULY (aJIBTepHATUBHEIE BO3MOXHOCTH IPOAHAJIH-
3UpOBaHbl HAMU paHee [83]).

Ha coBpemeHHo#1 3emiie KOHIIEHTpalllsl HOHOB
Na™ npesbiiaeT KoHLIeHTpaLnio noHoB K He To/b-
KO B MOPCKOIi, HO M B IIpeCHOM Bofe. [l peBHMIT OKe-
aH, cyqs 110 BceMy, ObLT He MEHee COJIEHBIM, YeM HbI-
HEIITHUIT: 00 3TOM MOXHO CYOUTbH 10 XMMUYECKOMY
COCTaBy MY3BIPHKOB BOIbI, HAMIEHHBIX B IPEBHUX
nopoaax [86]. Tak, nepBUYHbBIE XUIKOCTHbIE BKJIIO-
JeHMsl Imopod M3 KparoHa IIuiabapa B BOCTOUHOI
yacT ABCTpaymu (maTupyembie 3,49 mulpn jieT Ha-
3am) comepxar ~1 M Na'*, uro BaBoe mpeBbIIIAET
KOHIIEHTpAall1IO HATPUSI B BOJE COBPEMEHHOTO OKea-
Ha [87]. I1lpoBemeHHBIIT HAMU TTOMCK €CTECTBEHHBIX
3eMHBIX YCJIOBUIA, B KOTOPBIX cooTHolueHue [K*]/
/INa™] > 1, 0GHapyX1 MOAXOISIINIA HOHHBI COCTaB
TOJIbKO B IIApOBOM KOHJEHCaTe KOHTUMHEHTAJIbHBIX
reorepMajibHbIX cucTeM [18]. OCHOBHAS OTIMYUTEIb-
Hast 0COOEHHOCTh 3TUX CCTEM COCTOMT B OTIEICHUN
razoBoit (1mapoBoii) ¢a3bl OT KXKMIKOU MPU KUTICHUN
IMOTHMMAIOIIETOCSI M3 LIIYOMHBI TOPSYEr0 IeoTep-
MajibHOro ¢iiorga. XMMHUYECKUIA cocTaB IBYX ¢a3
panvKaabHO OTIMYAETCS: B KUAKOM (pa3e MpUCYyTCTBY-
10T G6oJbIre Konmmdectsa noHoB Nat 1 Cl-, B To Bpemst
Kak mapoBag ¢asza crieurduueckd HacoeimeHa H,S,
CO, u NH; [18, 88—92]. ITapoBas aza Taxke obora-
meHa ioHaMu K* 1 xapaktepusyeTcst COOTHOLLIEHUEM
[K*]/[Na™] > 1, uTo 006yCI0BIEHO, BEPOSITHO, OOIb-
1Ieit leTydecThio noHoB K* 1o cpaBHeHMIO ¢ MOHa-
mu Na* [18]. B ciydae Tak Ha3bIBaEMbBIX ITAPOIOMMU-
HUPYIOIINX T€0TePMaIbHBIX CUCTEM BOCXOISIIINIA ITap
BBIPBIBACTCSI HAPYXKY Yepe3 MHOTOYMCIICHHBIE (hyMa-
POJIBI M TPSI3€BbIE KOTJIbI, 00pa3yIolre BMECTE Te0-
TepMajibHbIe 1101 COOTBETCTBEHHO, OBLIO MPEIIIO-
JIOXXEHO, YTO IIePBHIC KJIETKA MOIJIM BO3HHMKHYTH B
MpyJax 1 JIy>KUlax Ha repudeprun JpeBHUX 0eCKUC-
JIOPOJIHBIX T€OTEPMAJIbHBIX TIOJIEH, THE JIEMEHTHBIA
XUMHUYECKUI COCTaB KOHIEHCHPOBAHHOTO I1apa — B

JIUBPOBA u mp.

OTCYTCTBUE aTMOC(EPHOIO KUCJIOpoga — AOKEH
OBITh IOXOX HAa COmepXKaHHEe HEOPraHWUYECKUX Be-
IIECTB B IIUTOIIa3Me COBPEMEHHBIX KJIETOK (CM. TIO/I-
pobHoe obcyxaeHue B Halux padorax [18, 85]).

[Mocne Makautyma [17] mpo6iema [K*]/[Na*] > 1
Ha IpeBHEH 3eMile paccMaTpUBaIach HECKOIBKIMU
aBTopamu [93, 94]. B yuactHocTH, Mapysima ¢ COaBT.
MPeII0XKWIN ellle ONUH ITOTeHIIMATbHbBI NUCTOYHUK
XKU3HEHHO HeoOoxonnMbIX noHoB K* [93]. DTut aBTO-
PBI OCHOBBIBAJIMCH HAa JAHHBIX O TYTOIJIABKUX LINP-
KOHUEBBIX TpaHyJjiax, faTupyemsbix 4,1—4,4 Mapa jaet
U CJIYKaIllUX €TUHCTBEHHBIMU T€0JI0OTMUECKIMU apTe-
(dakTamMu, OCTaBIIMMMCS OT KaTapXeMCcKOro Iepruoaa
pa3BUTUSA 3eMyIM. AHaIW3 3TUX TpaHyJ IoKa3al,
YTO OHU OOPa30BBIBAJIUCH B pacrulaBax I'PaHUTHBIX
IIOPO, IIPOUCXOISIINX U3 36MHOM IIPOTOKOPHI, KO-
TOpasi MOIJIa HalloMUHAaTh Tak Ha3biBaeMble KREEP-
HachleHHble 0a3ansThl JIyHbl [95] (KREEP — ot
anrin. «Potassium [K], Rare Earth Elements and
Phosphorus»). KREEP-6a3a1bThl LIMPOKO pacipo-
CcTpaHEHbl Ha COBpeMeHHoM JIyHe; cuMTaercs, 4To
OHM 00pa30BaAJIMCH IIPU OXJIAXKIESHUN JYHHOTO Mar-
MaTtudeckoro okeana [96]. ITo aHajgoruu 6bL10 TIpe-
MOJIOKEHO, YTO OXJIAXKIAECHUE 36MHOTO MarMaTuyec-
KOT0 OKeaHa TOXe JOJI3KHO ObLIO MPUBECTU K 00pa-
3oBaHuio Ooratoii KREEP mnpoTokopbl, KoTopast
BIOCJIEACTBUY ObLIa YTepsiHA U3-32 TEKTOHUYECKOTO
JBDKEHMS TUTAT (CM. [95] 1 cchlIkM B Helt). Mapysima
C COaBT., ucxons u3 Toro, yro ABa n3 KREEP-351e-
MEHTOB, a UMEHHO Kamii 1 pocdop, UMEIOT KpUTHU-
YyecKkoe 3HaUYeHUe ISl KU3HU, TIPEATIONOXMIN, YTO
>KM3Hb MOTJIa BO3HMKHYTb B 03¢pax IepBoro, dora-
toro KREEP xontnHeHTa 3eMii, KOTOphIE, COOTBET-
CTBEHHO, MOTJIM COfiepKaTh OOJIbIIINE KOJUYECTBA
Kanus 1 ¢pochopHbIX coenruHeHuit [93].

CueHapuli IIPOMCXOXASHMS XKU3HU Ha OoraToMm
KREEP nepBoM KOHTUHEHTE, MpeAI0KeHHbI Ma-
PYSIMOI € COaBT., HE TTPOTMBOPEUMT HAIlIEMY ClieHa-
puI0 OECKMCIOPOIHBIX TIeOTepMaJibHBIX IIOJIEH.
ITocKoNbKy TEIUIONMPOAYKIIMS MOJIOAON 3eMJIn
JIOJIKHA Oblla ObITh HAMHOTO BBIIIE COBPEMEHHOM,
reoTepMajibHbIE MOJISI MOIJIM OBITh BeChbMa pacipo-
CTpaHEHbI Ha ITOBEPXHOCTHU MEPBbIX KOHTUHEHTOB,
BHE 3aBUCHMOCTU OT TOrO, ObUIM OHU OOraThl
KREEP unu HeT. B HEeKOTOpOM CMBICIE 3T JBa
ClieHapusl SIBJISIIOTCS. B3aMMOJIOIIOJHSIONIMMU: TaK,
KREEP-cueHapuii He JaeT JeTajdbHbIX MpeacKasa-
HUI XUMUYECKOTO COCTaBa MEPBBIX KOHTMHEHTAIb-
HBIX BOJOEMOB. B oT/iMuMe OT HEero clieHapuii reo-
TepMaJIbHBIX MOJICH MPEAIojIaraeT, YTo XMMUIEeCKOe
pasmesieHre MOIJIO IPUBOIUTH K HACHIIIIEHUIO TTapo-
BOM (ha3bl He TOIBKO yxke ynmoMsHyteiMu H,S, CO,,
NH; u K*, Ho Takke GopaTOM, IMEPeXOIHbIMU Me-
TaJUIaMA W OPTaHWYCCKMMU MOJIEKYJIaMU TeOoTep-
MaJIbHOTO TpoucxoxaeHus [18]. Bce 3Tu kommo-
HEHTbI, 00JIafalolIe ITOBBIIIEHHBIM CPOACTBOM K
ra3oBoif ¢ase [18], TOJKHBI OBIITA OBITH KpUTHYEC-
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KM HEOOXOIUMBI JIJIsT 00pa30BaHUs MEPBBIX OMOJIO-
ruyeckux Mojiekya [97]. B cBoro ouepenp crieHapui
0OECKUCIIOPOIHBIX T€OTEPMAIBHBIX ITOJIC HUYETO HE
TOBOPUT O BpeMEHU BO3HUKHOBEHMSI IEPBBIX KJIe-
ToK. [eoTepMasbHbIe 110151, BEPOSITHO, OCTaBaIUCh
OECKUCIOPOIHBIMU B TEUYCHME ITIOYTH 2 MIIPH JIET —
OT BO3HUKHOBEHMUS MEPBLIX KOHTUHEHTOB 10 HACKI-
LIeHUs aTMOCdephl KUCIOPOIOM, MPOU3OILIEIIIETO
npumMepHo 2,5 mupn et Hazan. KREEP-cuenapmit
B 3TOM OTHOLICHUM 00Jjice YETKO OYepUYMBaeT Bpe-
MEHHbIE paMKU, MTOCKOJIBKY CBS3bIBA€T BOZHUKHO-
BeHME XWU3HU C MepBBIM KOHTUHEHTOM [93], 0Opa-
30BaHNE KOTOPOT'O JOJKHO OBLIO IIPOM30MTH IIOCIIe
OXJIAXIEHUS MarMaTU4eckKoro oxeaHa ~4,4 Mipn
JIET Ha3aJ U KOTOPBIA MOT IIPOCYIIECTBOBATh HEe 00-
Jiee HECKOJIBKMX COTEH MUJIJIMOHOB JieT [93, 95].

POJIb Na*-DKCITIOPTUPYIOIIIUX
MEXAHN3MOB

[IpuBeneHHbIC BBIIIE CBUIETEIBCTBA TOBOPST B
IIOJIb3Yy TOTO, YTO IIEPBhIe KIETKUA BOZHUKIIN B CpElIe
¢ [K*]/[Na*] > 1. OgHako Kak MopcKasi, Tak 1 IIpec-
Has BoJa, B IPUHIIMIIE, COAEPXKAT HAMHOTO MEHBbIIIE
KaJIvsl, 4eM HaTpUsl, TaK YTO JaXe Ha ApeBHel 3eM-
ne 6orateie K™ MecTa, mpuromHbie Iisi OOMTaHUS
MEePBBIX KJIETOK, JTOJKHBI ObUTA ObITh OrpaHUYEHbI
KaK B IIPOCTPAHCTBE, TaK 1 BO BpeMeHu [18, 93, 98].
CoOOTBETCTBEHHO, pACIIPOCTPAHEHUIO MEPBBIX Opra-
HU3MOB U3 UX OOraToil KajueM «KOJIbIOeIu» B HO-
Bble MeCTa OOMTaHUS MOIJIO IPEISITCTBOBATh IIpe-
o0J1amaHue HaTpUs HaJl KaJlMeM B 3acelIIeMbIX BOJIO-
emax. UToObl moaaepKuBaTh MpoLecC CUHTe3a Oel-
Ka u npourie K'-3aBUCHMBIE MPOLIECCH B KIIETKE,
MPEAKOBBIE OPraHU3MbI JOKHBI ObLTA YMEThb IO -
nepxuBath cootHouienue [K*]/[Na*] > 1 B uurormas-
Me. Kak yxe orMedasoch, y COBpEMEHHBIX MPOKa-
PHOT 3T0 0becrneunBacTCs LeJIbIM HAOOPOM OTKAYM-
parommx Na* u 3akaumBaromux K* cucrem, Bcrpo-
€HHBIX B HEMPOHUIIAEMBIE I MOHOB MEMOpPAaHbI.
IMosToMy 3aceneHue OOraThIX HATpUEM BOIOEMOB
MOXKET pacCMaTPUBATBCS KaK BaKHbIM 3BOJIIOLIMOH -
HBI Tepexol, MOTPeOOBaBIIMiI BO3HMKHOBEHMS
Pa3IMYHBIX MEMOPAHHBIX CUCTEM, CIIOCOOHBIX KC-
MOPTUPOBATh MOHBI HATpUd U3 KieTku [10, 12, 98].
DKCHOPT HATPUS BO MHOIMX COBPEMEHHBIX Opra-
Hu3Max ocyiuecTtsiasercs Na*/H-antunoprepamu,
WUCTIOJIBb3YIOLIUMM JJISl 3TOTO ITPOTOHABMKYIIYIO CH-
ay. ITomumMo HMX, OIHAKO, CYIIECTBYIOT Pa3HOOO-
pasHbIe TIEpPBUYHbBIC HATPUEBLIE IIOMIIbI, HE 3aBUCS -
LIMe OT ITPOTOHABMKYILIEH cvitbl. Tpu Ki1acca repBuY-
HBIX HATPMEBbBIX IIOMII, a UMeHHO Na*-TpaHcrnopTu-
pyrolLast oKcajoaleTaTaekapookcuiasa, Na -TpaHc-
noprupyomas HAJITH:youxuHoH okcumopenykrasa
u Na*-TpaHmopTupymollas MeTiia3a KosH3uMa M,
n3BecTHHI yXe ooiee 20 et [99—101]. B mocnennue
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HECKOJIBKO JIET 3TOT CITMCOK ObUI TOITOJHEH elle
HeCKOJbKUMU (pepmeHTamu: Na*-TpaHCIOpTUPYIO-
et peppenokcnH: HAII™ okcunopenykrasoii (RNF),
a Takxke Na*-tpaHcnoprupyromeii nupodocdara-
3011 1 Na*-TpaHCIIOpTUPYIOIIUM OaKTepUATBHBIM PO-
norcruHoM (Tabs. 2). Kpome Toro, ecTb cepbe3Hble
OCHOBAHUSI CYUTATh, YTO BCTpoeHHbIH Nat/H*-aH-
TUIIOPTEPHBIA MOMIYJIb UMEETCS Y CYIIEPCEMEMCTBA
0e1KOB, BKJTIOYAIOIIMX NOA00HbBIE MUTOXOHAPHUATb-
HoMy Komruiekcy I mem6panusie HAIIH-neruapo-
reHasbl, 2JIEKTPOreHHble MEMOpaHHbIE TMAPOreHa-
3bI 1 hopMuaTokcuaasy. biaronapst faHHOMY MOy~
JI10 3TU (PEPMEHTHI MOTYT, IIO-BUANMOMY, Ie-(paKTo
(pYHKIIMOHUPOBATH KaK pelOKC-aKTHBHbIC HATPUEBBIC
nioMribl [102—106]. YuuThiBag MHTEpeC MUKPOOKOJIO-
T'OB K aHa3POOHBIM IIPOKAPHOTAM, OOUTAIOIINM B ca-
MBIX Pa3IMYHBIX YCIOBUSIX, CIIMCOK ITIEPBUYHEIX HAT-
PUEBBIX MIOMII, CKOpee BCEro, MOXET YIUIMHUTHCS B
omxaitiee BpeMsi. PazHooOpa3rie HaTpueBbIX OMI,
HEKOTOpPBIE M3 KOTOPBIX MOTYT MMETh APEeBHEE IIPOUC-
xoxaeHue [12, 107, 108], moka3bIBaeT, UTO MepBbLIe
KJIETKY MOIJIM 00JIafaTh pa3IMUHbIMU PEIOKC-, CBE-
TO-, XeMO- 1 OCMO3aBHCUMBIMU CUCTEMAaMM OTKAYKH
HMOHOB HaTpMsl, 00eCIIeUNBAIOIIMMY X BbLKMBAHUE
B OoraTbIx HaTpueM ycjaoBusax. Hekoropast U30bITOU-
HOCTb HaOOpa TaKMX ITOMIT U pa3HOOOpa3ue UCOJb-
3yeMBbIX UM UCTOYHNKOB SHEPTUH MOIJIO OBITH BaXK-
HO ISl BBDKMBAHMS, B OCOOEHHOCTH B MOPCKOM cpe-
Iie, KOMIIEHCUPYSI HECOBEPIIEHCTBO ITPUMUTUBHBIX
MeMOpaH, KOTOPEIE, BEPOSTHO, eIlle OBLIN ITOCTPOe-
HBI M3 OMHOIEIIOYEYHBIX JTUITUIOB.

Htak, npogoKuTeNbHBIM KJIETOYHBI POCT B
ycinoBusix ¢ cootHoteHnem [K*]/[Na*] < 1 tpeGyer
MoAIePXKaHUS LIUTOIIa3MaTUYecKoro yposHs [K*]/
/[Na*] > 1, 4To MOXKET OCYIIECTBIATHCS ITYTEM ITOC-
TOSIHHOTO 3KCITopTa MOHOB Na™; HeoO0XOIMMOCTh
MOJIe P>KaHMS 3TOTO SKCIOPTA JAOJKHA ObUIa OBITH
CYILIECTBEHHO! 3aTpaTHOM CTaTbel 1151 SHEPIreTUKU
NIpeBHUX KieToK. 1o aToi mpuunHe pacCMOTpeHUE
BO3MOXKHBIX MEXaHU3MOB 2KcropTta Na* y IpeBHUX
OpPraHM3MOB IT03BOJISIET MPEIIOXKUTh MEXaHU3M OT-
0Oopa, CIOCOOCTBOBABIIIETO IOSBJAEHUIO Bce OoJjiee
HEIIPOHMUIIAEMBIX UISI MOHOB JTUIIUIHBIX MEeMOpaH.
OueBUIHO, YTO OPTaHU3MEI C MEHEe IIPOHUIIACMBI-
MU MeMOpaHaMU TTOJIyJYaIu CYIlIEeCTBEHHOE 3BOJIIO-
LIMOHHOE MPEVMYIIECTBO €lle W MOTOMY, YTO OHU
MOIJIM PacXoI0BaTh MEHBIIIE SHEPTUM Ha OTKAUYKY
WOHOB HAaTPUS U3 KJIETKU.

BO3HMKHOBEHUWE
MEMBPAHHOU BUODHEPTETUKN

o cux mop B HENSIX YIPOIIEHUS ITOBECTBOBA-
HUS MBI TOYTH HE 00CYXIaIX MeMOpaHHbIE pOTOP-
Hble AT®-cuHrassl (ATda3kl), odbecreynBalome
COBpEeMEHHBIC KJIETKN Oobleit yacTeio AT®. Dt
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Ta6mua 2. OTKayMBaroIe HaTPUi TTOMITBI OaKTEepUil U apxeit

HaumeHoBaHue pepmeHTa, aOOpeBraTypa Ton Bcrpeuaemoctb bubnnorpapu-
Ha aHTJUHCKOM SI3bIKe OTMCAHUS 10 TOMeHaM YeCcKUe CChUTKUI

JlekapOokcuia3spl®
Na*-rpancnoprupyioinas okcaioauerataekapookcuiasa (OAD) 1980 OGakrepuu, apxeu [99]
Na*-tpancroprupyoiias MmeTuamatoHmI- KoA-rekapookcmmaza (MMD) 1982 Oakrepuu [158]
OKcHI0peayKTa3bl
Na*-rpancrnoprupyromnias HAJITH:xuHoH-okcunopenykraza (NQR) 1982 Oakrepun [100]
Na*-rpancnoprupyiomas peppenokcun: HAI-okcunopenykraza (RNF) 2012 Oakrepuu, apxeu [159]
AT®as3bi
Na*-rpancrnioptupyromnias AT®aza F-tuma 1988 Oakrepuu [160]
Na*-tpancnoptupyromas AT®asza A-tuna 1993 GaxkTepun, apxen [161, 162]
Na*-tpancnioprupyioinasi AT®aza N-tuma 2010 GakTepnu, apxend [115]
Na*-tpancnoprep ABC-tuna NatAB 1997 0akTepuM, apxeu [163]
MeTtuarpancepasni
Na*-tpancnoptupyromas N3-MeTUI-TeTparuIpoMeTaHONTEPUH : Kodep- 1992 apxeu [101]
MeHT M-MeTunrpancdepasa
IMupodocdarassr
Na*-Tpancrnoprupymoiias nupodocdarasza 2007 bakTepuu [164]
CBeT03aBUCHMbIe HOHHBIE IOMITbI
Na*-TpaHCcrnopTUpYIOILINA POIOIICUH 2013 bakTepuu [165]

2 CeMeiicTBO OEJIKOB TAKXKe BKJIIOYAET MaJoHaTAeKapOoKcuiasy 1 nryrakoHmwi-KoA nekapGokcunasy [156, 157].
5 Oneponsl N-AT®a3, oOHapy:KeHHLIE B TeHOMAX ABYX apxeil, Methanosarcina acetivorans u Methanosarcina barkeri, BepoaTHO,
MMEIOT 6aKTepHaJIbHOE IMPOMCXOXKICHNE W TIOSIBUJIMCH Y 3THUX apXell B pe3y/IbTaTe TOPM30HTAIBLHOTO TiepeHoca reHoB [115].

(epMeHTaTUBHBIE KOMILIEKCHI SIBJISIIOTCS OOpaTh-
MBIMU POTOPHBIMU MOJIEKYISIPHBIMUA MAaIllMHAMU,
KOTOPBIE COMPSATAIOT TPAHCIIOPT MOHOB Uyepe3 MeMO-
paHy C CUHTE30M MM ruapoansomM ATD (cMm.
[109—115] n ccpuikm B HUX). PoropHble ATMda3b1
pa3aensioTcsl Ha JABa OTAEJbHBIX TUIA, a UMEHHO
F/N-tum, KoTophblii IpUCYTCTBYET y OaKTepuii, He-
KOTOPBIX apXxei, MUTOXOHAPUI M XJIOPOIJIACTOB, 1
A/V-THII, KOTOPBIII OOHAPYKUBAETCS Y OOJIBIINH-
CTBa apXxel, HEeKOTOpbIX OaKTepUii, a TakKxke B LM-
TOILIa3MaTUYECKUX U BaKyOJISIPHBIX MEMOpaHax 2y-
KapuoT. Poropusle AT®a3sl compsgraior mepeHocC
MPOTOHOB WJIM MOHOB HATpHUs 4yepe3 MeMOpaHy C

ruapoan3oM/cuHTe3oM AT® B BhICTyHalOLIEM M3
MeMOpaHbl KaTaIUTUYECKOM KOMILUIEKCE, MCIIONIb-
3ysT MEXaHU3M <«M3MEHEHUSI CUJIbI CBSI3BIBAHUSI»
(binding change mechanism). 9tu depMeHTaTUB-
HbIe KOMIUIEKCHI IIPEICTABIISIIOT CO00il OTUHAMO-
MAIIIMHEI, B KOTOPHIX OC/IEeI0BaTeIbHBIN THAPOJINA3
MoJiekyn AT® B KaTaJIUTUYECKOM TIeKcamepe
(9acThb cTaTopa) BBI3BIBACT BpallleHME OCH pOTOpa
BMECTE C KOJBLIOM MEMOpPaHHBIX <«IIPOTCOIUITMI-
HBIX» CyOBeAMHUI] (MX KOJIMYESCTBO BapbUpPYyeT OT 8
o 15 B 3aBUCMMOCTU OT BUIOBOI MpPUHAMLIECKHOC-
i opranmu3ma). Koipmo (MemMOpaHHasI 4aCTh pOTO-
pa) TMPEeArnoyIOXUTENIBHO CKOJb3UT OTHOCUTEIBHO
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MEMOpaHHBIX CYOBEOIWHUII, OOpa3yIINX IOTpy-
KEHHYI0 B MeMOpaHy 4acTbh cTaTopa, TakuM o0pa-
30M, UTO 3TO BpallleHHWEe MPUBOIUT K TpaHCMeMO-
paHHOMY IIepEHOCY MOHOB BIOJIb ITOBEPXHOCTU
COMMPUKOCHOBEHUS MEXAy MeMOpaHHBIMU CYOb-
eIMHUIIAMHI POTOpa M CTaTopa M, COOTBETCTBEHHO,
reHepaluy TpaHcMeMOpaHHOro nmoreHuuana. Kor-
na depMeHT pyHKUMOHMpYeT Kak AT®d-cuHrasa,
IIEPEHOC IIPOTOHOB WM HMOHOB HATPHUS MEXOY
KOJIBLIOM IIPOTEOIUNUIHBIX CYOBESIMHUI] U MEMO-
PaHHBIM CTATOPOM BBI3BIBAET BpallleHHWE KOJIblla 1
BBICTYIIAIOIIEN B LIMTOILIa3My YaCTU pOTOpa B MPO-
THBOIIOJIOXKHYIO cTOpoHY. [lociaemoBaTenbHOE B3a-
UMOJIECHCTBUE Bpalllaloeic NEHTPAIbHOMN YaCTHU €
TpeMsl KaTaIUTUYECKUMM IEeHTpaMM rekcamepa
MPUBOAUT K 00pa3oBaHMIO B HUX MoyieKyal ATO.
Honnasg cnenm@uaHocTb poTopHOii AT®-crHTAa3b
ompenessieT Ipupoay OMO3IHEPreTUYeCKOro IuKia
B JIIOOOM OpraHu3Me, IMOCKOJIBKY TOJIbKO 3TOT dep-
MEHT, CyIsI II0 BceMy, yMeeT cuHTe3upoBaTh ATD 3a
cueT MeMOpaHHoro moreHuuana. MoHHas cnenu-
duuHOCTE AT®-CcHHTA3bl ONPeneIIeTCs UCKITIOUN-
TEJIBHO TeM, CcoAepXKaT M MeMOpaHHBIC CyObeIM-
HUIIBI TIOJIHBIN Ha00p aMUHOKUCIIOTHBIX JINTAH/IOB,
HEOoOXOMUMBIX IIJIsI CBSI3bIBAaHMSI MIOHOB HaTtpusl. Ec-
JIM TI0 KpaitHell Mepe OIUH JIMTaH[ 13 Habopa OTCyT-
CTBYET, (pepMEHT TepsieT CIOCOOHOCTh MEPEHOCUTD
noHbl Na*, HO OOBIYHO COXpaHSIET CITOCOOHOCTH
MePEeHOCUTHh MPOTOHHI (IJIs1 IepeHoca KOTOPHIX, B
IpeaeIbHOM ClIydae, JOCTaTOYHO HaJIW4Us TOJBKO
OIHOTO OcCTaTKa aclapraTa/riyramMaTa B Ompese-
JIeHHo# ro3uumn) [9, 10, 116, 117].

Poropnag AT®aza saBigercs eIMHCTBEHHBIM
3HepronpeoopasyruM (GepMEHTHBIM KOMILIEK-
COM, HEKOTOPbIE€ CYOBbEIMHMIIBI KOTOPOIO MPpUHAI-
Jexar K Habopy yHUBEpCaJlbHbIX OEJIKOB, CKOpee
Bcero, uMmeBmmxcs y LUCA [41, 42]. beuin maxe
BBbICKA3aHbl MPEAIONOXEHUSI, YTO 3TOT (DEPMEHT
MOT BO3HUKHYTH €llle A0 ITOSIBJICHUsS MeMOpaH U
dyakmmonnpoBarh Kak AT®-cuHTa3a BHYTPHU CTe-
HOK HEOPTaHWYECKMX KOMITAPTMEHTOB, B KOTOPHIX
MOTIJIM OOUTaTh COOOIIECTBA MEPBBIX PEIUIMKATOPOB
[62, 118], nau yto cuHte3 AT® 3TUM (hepMEeHTOM
MOT UATU B IIPUMHUTHUBHEIX, «TeKy4nX» MeMOpaHax
[119]. DTo, omHaKo, MaaOBEPOSITHO. YCIOBUEM
cunre3a AT® poropHoit ATD-cuHTa30i sIBIsIeTCH
HaJIm4Ire OUBJIEKTPUYECKOM MeMOpaHBI, CII0CO0-
HOIl TomaepKuUBaTh TPaHCMEMOpPaHHBINM ITPOTOH-
HBI WA HATPUEBBIA MOTEHIIAAI C JIEKTPUUECKOMN
koMmroHeHTol Ay ~100—150 MB (4To cooTBETCTBY-
€T BJIEKTPUYECKOMY TMOJII0 HAMIPSKEHHOCThIO OoJiee
2 x 107 B/m). Jlaxke cOBpeMEHHBIE, CJIOXKHO YCTPO-
eHHble MeMOpaHbl «TeKyT» mipu Ay ~100—150 mB,
npuyeM npu Ay > 150 MB npoBogumocts MeMOpa-
HbI HAUMHAET pacTu HeauHeitHo [120, 121]. 3a moc-
JIETHUE NeCSITUIETHS ObLIO 9KCIIEpUMEHTAIBHO 110~
Ka3aHo, 4To 10001 1eeKT MeMOpaHbI, BIUSIONII

2 BUOXUMMUA Ttom 80 BBRII. 5 2015

601

Ha ee IUAJIEKTPUIEeCKUE CBOMCTBA, IPUBOIUT K pa3-
O0LIEHNI0O — TpeKpalleHuio cuHre3a ATD mem6-
panHoit AT®-cuHTa30ii (MOHBI B BTOM cllyyae
MPEAITOYUTAIOT CBOOOIHO IMPOXOANThH Yepe3 aedeKT-
HBI Y4acTOK, a He MIOTU «I1OJ Harpy3koi» depes
AT®-cunTazy). IlomuMo 3TOTO, pa3o0bIIeHNE MO-
3KeT BhI3bIBAaThCS aM(PU(PUIBHBIMU ITEpEHOCYNKAMU
HMOHOB (MOHO(OpaMHU), YTO OBUIO BIIEPBHIE MTOKA3a-
Ho CKkynadueBBIM C coaBT. [122, 123], nnu crmocod-
HBIMUA K IIEPEHOCY MPOTOHOB OTHOILCIIOYCYHBIMU
JIMMUIAMU, TaKUMU KaK XKMPHbIE KUCIOTHI [124]
(busmonornyeckoe 3HaYeHNE KOTOPHIX OBLIO MIPO-
scHeHo CKylta4yeBBIM ¢ coaBT. [125, 126]), wiu nu-
3oochoaunuaaMu, o0pa3yroIIMMUCS TTPU OTILETT-
JICHUM OJHOI0 M3 HEMOJSIPHBIX «XBOCTOB» M3-3a
TUOPOIN3a W YXYAIIAIOIMIMMU IUJIECKTPUICCKUE
cBoiicTBa MeMOpaHbl [127]. M3-3a XecTKUX orpa-
HUYEHUI, HaJlaraeMbIX Ha IURJIEKTPUUECKUE CBOM-
CcTBa MeMOpaHbl, HU HeopraHMyeckue MeMOpaHO-
MMOJOOHBIE OCAIOYHBbIE 0O0pa30BaHMSI, KOTOPhIE B
MPUHLIUIIE HE MOTJIU ObITh CBOOOJHBIMU OT AeeK-
TOB CTOMKHUMHU IU3JIEKTPUKaMH, HU Iaxe oOpas3o-
BaHHBIC OTHOLIETIOYCYHBIMHY JIMITUAAMA MEMOpPaHbI
He MOINIM ToaaepxuBath cuHTe3 AT® poropHOoit
AT®-cuHTa301.

Tem He MeHee MPUCYTCTBUE T€HOB CYObEeANHULL
poropHoii AT®-cuHTa3kl, a8 UMEHHO €€ KaTaJUTH-
YeCKUX CyObeAMHUIL U oOpasyiollieii MeMOpaHHOe
KOJIBbLIO MPOTEOIUIUIHON CyOheNMHUIIBI, B HAbOpe
yuuBepcanbHBIX TeHOB LUCA HyxXmaeTcst B 00bsIic-
HeHn!. [10CKOJIbKY KaTaTUTUIeCKIE CYObe TMHUIIBI
AT®-cuHTa3b6l TOMOJIOTMYHBI KaK HEKOTOPHIM
PHK-xenukaszam, tak u AT®aze, obecrieynsaro-
et sKcnopT (paare/uIMHa M3 KJISTKU IIPU caMo-
cOopke OakTepualbHOro XTryTuMKa ((iareiianl), u
ITOCKOJIBKY OJMTOMEPHOE KOJBILO IPOTEOJIUITMI-
HBIX CyOBEOMHUII IIPEACTABIISIET COOOM 3aIOIHEH-
HYIO JIUTIUJIOM IOPY B MeMOpaHe, ObUIO BBICKA3aHO
MPEeIoJIOKEHNE O TOM, YTO APEBHSS Bepcus dep-
MeHTa Moria dyHkuuoHuposath y LUCA He kak
AT®-cuHTAa3a, a KaK 6eKoBas TpaHCcJIoKa3a, KOTo-
pas 3a cder rugposniza AT® mMoriia mpoTaJKMBaTh
MOJIEKY/Ibl Oelika yepe3 NMPUMUTUBHYIO MeMOpaH-
Hyto nopy [12, 110]. ITocenyromiuii mepexon K Ie-
peHocsIIeMy MOHBI (epMEeHTY MOI OBITh BBI3BaH
MyTalyel, 3aTpyaHsIoNIel nmepeHoc oenka. MoJe-
KyJIbI O€JIKa B TAKOM CJIyJae ITOJKHBI ObUIM 3aCTpe-
BaTh B IIOPE W BHI3BIBATh, TAKUM 00pa3oM, ee Bpa-
IIEHWEe; 3TOT CLEHapuifi B KOHEYHOM MTOIe MOT
IIPUBECTU K BO3ZHMKHOBEHUIO COIPSIKEHUS MEXIY
ruapoinzoM AT® u TpaHcMeMOpaHHBIM IIEPEHO-
COM MOHOB BIOJIb ITOBEPXHOCTH BpalllalOIIerocs B
MeMOpaHe KoJbla. C yueToM CBUACTEIBCTB B ITOJIb-
3y 9BOJIIOLIMOHHON IIEPBUYHOCTHA HATPUEBOM MEMO-
PaHHOI 3HEPreTUKM OBIJIO BHICKA3aHO IIPEIIIOJIO-
>XKeHUeE, 4TO (PyHKUMEN MEePBbIX MEePEHOCIIINX UO0-
Hbl poTOpHbIX AT®a3 GbuT SKCHOPT MOHOB HATPUS
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u3 kietku [10, 12]. B mouckax «peamkToB» momo0-
HBIX IPEBHUX POTOPHBIX ITOMII, OTKaunBaromux Na*,
MBI, MICITONIB3YsI (DMJTIOTEHOMHBIN aHAJIA3, BBISIBUJIN OT-
JeabHOe ceMelicTBO poTopHBIX ATda3, mpakTuuec-
KU BC€ WICHBI KOTOPOIO, CYAS IO MOC/IeI0BaTeb-
HOCTSIM MX IIPOTEOIUITNIHBIX CYObeIUHNILI, SIBJISTIOT-
cs1 Na*-nepenocsimnmu AT®azamu. D1ti epMeH-
Tl OB Ha3BaHbl N-AT®azamu [115]. N-AT®a3b1
KOIMPYIOTCSI BEICOKOMOOWIBHBIM OIIEPOHOM, KOTO-
PHIii BCTpedaeTcs B TeHOMaX BCera COBMECTHO C OTle-
POHOM, KOIUPYIOIIUM «OCHOBHYI0» AT®-cuHTazy
F- unu A/V-tuma, TUIWYHYIO IJI1 COOTBETCTBYIO-
IIeil TPYIIbl IMpoKapuoT. OCHOBBIBASICH Ha 3THUX
MpU3HAaKax, MBI Ipeanoyoxuiy, 9o N-ATda3ml,
KOTOPBIM CBONCTBEHHBI HEKOTOPbIE IIPUMUTUBHBIE
YyepThl U KOTOpPbIE OOHAPYXMBAIOTCS Y MHOIHX
MOPCKMX 0aKTepuii 1 apxeil, MOTyT GYHKIIMOHNPO-
BaTh y COBPEMEHHBIX OPraHM3MOB KaK 9KCIIOPTUPY-
romre moHbl Na* mommel [115]. JeiicTBUTEIBHO,
no3gHee ObITO TToKa3aHo, uTo N-AT®das3a rajgoToire-
paHTHOI LMaHoOakTepuu Aphanothece halophytica
criocobHa nepeHocuTh Na' U MOBBIIIATh YCTOWYM-
BOCTb K COJIEBOMY CTPECCY y IIPECHOBOIHOM IIMaHO-
0aktepuu Synechococcus elongatus PCC 7942 [128,
129]. Btu naHHbIe TO3BOJISIOT OTHeCTH N-ATda3b
K IIPOKAPMOTUYECKIM BKCIIOpTepaM HaTpus (Taom. 2).

Kaxk obcyxpmanoch B mpeablayiieM pasfede,
MOCTeNIEHHOE YMEHBIIIEeHE ITPOHMLIAEMOCTH MEMO-
paH IJIsl MIOHOB JOJIKHO OBLIO OBITh BBITOAHBIM IS
KJICTOK, ITIOCKOJIBKY OHO ITO3BOJISUIO M BBIXKMBATh B
ooratoit Na* cpene 3a cueT Bce MEHBIIMX 3aTpar
9Hepruu. B Kakoii-To MOMEHT KJIETOYHbIE MeMOpa-
HBI MOIJIM CTaTh JOCTATOYHO IIPOYHBIMU IJIS YAEP-
>KaHUS 3HAYUTEILHOTO 3JIEKTPUUYECKOTO ITIOTeHIINA-
Ja. Henb3sd MCKIIOYUTH, YTO 3TO COOBITHUE OBLIO
00YCJIOBJICHO BO3HMKHOBEHMEM [IBYXIIETIOYEUHBIX
mumaoB. Kak criencrsue, nepeHocsie Na® po-
TopHble AT®a3bl, PyHKIIMOHUPOBABIIIME KaK OTKa-
Y1 BAIOIIME MOHBI HATPHYSI IIOMITBI B YCJIOBUSIX BBICO-
KOM COJICHOCTH APEBHETO OKeaHa, MOIVIM HadaTb
cuHTe3npoBaTh AT® 3a cyeT TpaHCMeMOpaHHOI
Pa3HOCTU 3NEKTPOXUMMYECKUX IMOTEHIIMATIOB HO-
HOB HaTpus (HATPUM-ABUXKYIIEH CHIIBI), IIPOCTO
M3MEHMB HampaBJieHHe BpallleH!s poTopa. B Mopc-
KO BoJie TPAaHCMEeMOpPaHHBIN HATPUEBHIN TPaTUeHT
B 2—3 mopsiaxka Mor odecrieunBath cuHTe3 ATD npu
BenunurHe Ay yxe B 100 MB. Takoe nepexitoueHue
poropHoit AT®asbl ¢ skcropra Na' Ha cuHTE3
AT® n0KHO OBUIO MPUBECTU K BO3HUKHOBEHUIO
HaTpuii-3aBUCUMOII MeMOpaHHOI OMO3HEPIreTUKMU,
CYTb KOTOPOM COCTOUT B COIIPSDKECHUM MEXIY
MeMOpaHHBIMU (bepMEHTAMU, MEPEHOCIIINMU KO-
HBI HATPUS HAPYXKY, U «ITOTPEOUTEIISIMI» 00pa3yIo-
IIETOCSI HATPHMEBOTO I'pagWdeHTa, BBHIITOIHSIIONINMU
MoJIE3HYIO IS KJeTKu paboty. Hanbosee BaKHBIM
BUJI TaKOI pabOTHI — 3TO Kak pa3 cuHTe3 AT® po-
TopHoii AT®-cunaTazoin. Potopunie N-AT®da3w,
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KOTOpbIE, KaK yX€ OTMeJyanaoCh, (PYHKIMOHUPYIOT
KaK 3KCHOPTephl HATpHsl, CIIOCOOHBI K CHUHTE3Y
AT in vitro [129]; a3t pepMEHTHI MOTYT CUUTATHCS
«KUBBIMUA MCKOIIAEMBIMI», MEPEXOAHBIMU (popMa-
MU Ha IIyTH OT IPOCTOM OTKauyku MOHOB Na' u3
KJICTKI K TIOJTHOMY OMOHEpPTeTUYSCKOMY IIMKITY,
ocHOBaHHOMY Ha Na™.

KakoB e OblI 3BOJIOLIMOHHBINA BBIUTPHIII OT
«paszBopoTta» potopHoit AT®azw? Ilo MHeHUIO
byato u ITackans LeHTpaibHas pojab MEMOPaHHOMI
AT®-cuHTa3bl B KJIETKE OOYCJIOBJIEHa UMEHHO ee
poTopHBIM MexaHu3smoM [130]. BroT MexaHU3M
ObUT M3HAYAJIBHO IpeaoxeH ImaromesbiMm m CKy-
JIa4YeBBIM 1711 OakTepuadbHOro Xrytuka [131], mo-
ToM paccMoTpeH CKyJlaueBbIM IPUMEHUTEIBHO K
portopHoiT MmemOpanHoit AT®a3ze [15] u, HaKOHeII,
JIeTaJIbHO pa3paboTaH IJISE IIPOTOH-IIEPEHOCSIITINX
potopHbix AT®a3 Bukom n Autonuo [132] u FOH-
re ¢ coasnT. [133, 134]. B cooTBEeTCTBNY C 3TUM Me-
XaHU3MOM [JIsI CHMHTe3a OmHOM MoJieKysnbsl ATd
TpeOyeTCsT TTOCIeNOBaTEbHBIN TTePEHOC HECKOJIb-
KX MOHOB Yepe3 MeMOpaHy; IIp1 3TOM CBOOOIHAS
SHEPIus IepeHoca MOHOB 3aracaercs II0IIaroBo B
aacTuyeckoi ageopmauuu pepMeHTa 10 Tex 1mop,
MoKa A0cTaTo4yHoe ajsi cuHte3a ATdD KonmuecTBo
cBOOOIHOIM HeprrM (0Koj10 60 KK /Moib ~600 MaB)
He Oymer HakoruieHo [134]. CaemoBaTelibHO, PO-
topHast AT®d-cuHTa3a SABIsSIeTCS] YHUKAJIBHON Ma-
IIWHOM, CITOCOOHOI HaKaIUIMBaTh HEOOJIbIIIME TTIOpP-
LU TOCTYITHOM KJIETKE SHEPIUU C TeM, YTOOBI UC-
MOJIB30BaTh UX Wi cuHTe3a ATD [130]. CBoOogHAS
SHEPrusi TpaHCMEMOPaHHOIO TMOTEeHLIMaNla HaTpus
(MITM IPOTOHOB) HA KJIETOYHO MeMOpaHe OOBIYHO
He npeBbiaeT 250 MaB, yTo onpeaeasaeT BEAUUUHY
DHEPreTUYECKUX 3aTpaT, HEOOXOAMMBIX JISI 3KC-
IopTa MOHA HATPMSl WM IMPOTOHA U3 KIETKU. Ta-
KM 00pa3oM, BEIOPOC MOHOB HATPHS MOXET OCYy-
IIECTBIISITLCS, HAIPUMEp, PEAOKC-3aBUCUMBIMU
HaTpUEBBIMU MOMMaMHU, TaKuMU Kak NQR wumm
RNE, aj151 KOTOpBIX pa3HOCTh PENOKC-MOTEHIIUAIOB
MexXIy (GU3NOJIOTUYESCKUMH JOHOPAaMM U aKIENTO-
paMu 3JIeKTPOHOB U cocTaisieT mopsiaka 200 mB.
Bbe3 poropHoit AT®as3bl, cinyxanieit «tpaHcdopma-
TOPOM HAIPSLKEHUsST», 9TU (M MHOTHUE Ipyrue) dep-
MEHTEI He CMOTJIY OBl BKJIaIBIBaThCS B CMHTE3 ATO.

CBoOogHast SHEPTUSI, JOCTATOUHAS JIJIsI 9KCIIOP-
Ta MOHA HATPUS U3 KJIETKU U TeHepallud NOH-IBH-
KYIIE CHJIBI, MOXET OBITH IaxXe MEHBIIE, €CIIU
voHbl Na® TpaHCIOPTUPYIOTCS BMECTe C KaKUM-
HUOYIb aHMOHOM. AHMOHBI Pa3IMYHBIX KapOOHO-
BBIX KMCJIOT, TAKMX KaK alleTaT, JIAKTAT W OyTupar,
OOBIYHO SIBJISTFOTCS KOHEYHBIMU MPOAYKTaAMU OMO-
XMMMYECKUX ITyTell pepMeHTallui, KOTOPhIE, BEPO-
SITHO, JIEXaJIM B OCHOBE IeTepOTPOHOIOo MeTabo-
JIM3Ma Ha IpeBHel OeckuciopoaHoi 3emie. C of-
HOIf CTOpPOHBI, HAKOIUIEHHWE KMCJbIX KOHEYHBIX
MMPOIYKTOB BHYTPU KJIETKHU MOJKHO OBLIO IIPETISIT-
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CTBOBATh Ipolieccy pepMeHTalun (BbI3bIBAasI MHT M-
OMpoBaHUE MPOAYKTOM), IIPUBOIS B UTOTE K THOE-
JIM KJIETOK OT 3aKkucyieHus1. C Apyroit CTOpOHBI, OT-
pMLATEBHO 3apsiKeHHBIE OpraHNYecKrue KMCIOThI
He MOTYT CBOOOTHO MPOXOIUTHL Yepe3 TUapodod-
HBII Oapbep KIIeTOYHOM MeMOpaHbl. COBpeMeHHEBIS
aHa’POOBI SKCIIOPTUPYIOT KUCJIBIe KOHEYHbBIE TIPO-
IYKTHl HApyXXy IyTeM CHUMIIOpPTa C IOJOXUTEIbHO
3apsLKeHHBIMUA KaTMOHAMU, OOBIYHO MOHAMM HaT-
pUSI WM IIPOTOHAMM, YTO IIPUBOAUT K FeHEpaLuH,
COOTBETCTBEHHO, HATPUI-IBUKYILEH WM ITPOTOH-
nBrekyiein cuinl [135]. Bo3aMOXHOCTh reHepaluu
MeMOpaHHOIO ITOTEHIIMANA II0 3TOMY MEXaHM3MY
ObL1a BKCIepUMEHTabHO MOKa3aHa [JIJisi OpraHus-
MOB KakK ¢ mpoToHHo# [135], Tak U ¢ HaTpueBOit
aHepreTukoii [136]. B coBpeMeHHBIX YCIOBUSIX 3TOT
MEXaHM3M aKTyaJleH TOJbKO IS aHa’poOOB, T.K.
NBIIIAIIME OPTaHUM3Mbl BMECTO B3KCIOpPTa KUCIIBIX
OPOAYKTOB MeTab0JM3Ma OOBIYHO OKHUCISIOT UX
nIanblle, IT0JIydasi AOIOJHUTENIbHYI0 3HEPIuio B
npouecce nbixaHus. OgHaKo Ha JpeBHEN OecKuc-
JIOpOAHOM 3eMJie OpraHMYecKre KMUCIOThHI JOJIKHBI
ObUIM OBITh KOHEYHBIMM IMPOAYKTAMHU OOJIbIIMH-
CTBa NIPOKApPMOTUYECKMX ITyTeil (hepMEeHTAalUM, a
COOTBETCTBYIOIIME CHUMITOPTEPHl MOIJIM OBITH IIH-
POKO pacIpOoCTpaHEeHbI M CIIOCOOHBI T€HEPUPOBATh
MeMOpaHHBIN IToTeHIMAaI mjisd cuHTe3a AT® mpak-
TUYECKU «1apoM». To, uyto cuHTe3 AT® y apeBHMX
OPraHM3MOB MOT MOAAEPXKUBATHCS JaxKe BHIOPOCOM
OTXOIIOB MeTa0oIM3Ma U3 KJIETKHU, HOJKHO OBLIO
OBITh OYEHB BBITOITHO.

IIpennaraeMmbiii cueHapuii TIpearnojaraeT, 4To
MeMOpaHHasi 0MOo3HepreTuka BO3HUKIIA JOCTAaTOUY-
HO TIO3AHO, Oyoy4yu JMMUTUPOBAHA BBOJIOLIMENR
MeMOpaHHBIX JIMITUIOB, M €l MoIa MpeaecTBO-
BaTb 3BOJIIOIIMOHHAS CTadus, Ha KOTOPOH pa3ind-
HbIE He3aBUCHUMBIE APYT OT Apyra Nat-skcmoprupy-
fon1ve (hepMEeHTHI 00eCIIeYMBaIv BbDKMBAaHIE IPEB-
HUX KJIETOK B YCJIOBMSX, rae cooTHomeHue [K*]/
/|Na"] 610 MeHbIIIE €AMHULIBI. DTOT CLEHAPHIA TIPO-
TUBOPEUYUT IIMPOKO PACIIPOCTPAHEHHOMY MpeaCTaB-
JICHUIO 00 3BOJIIOLIMOHHON JPEBHOCTU XEMUOCMO-
TUYECKOTO compsikeHus (cM., Harpumep, [137]). B
MIOJIB3Y TIO3IHETO €T0 ITOSIBJICHUS CBUACTEIIHCTBYET,
OJHAKO, OTCYTCTBHE XEMMOCMOTHUYECKOro MeXa-
Hu3Ma cuHTe3a AT® Ha na3maTudeckoil MeMopa-
HE 3YKapHMOTHUYECKUX KIJIETOK, Y KOTOPhIX OCHOBAH-
HBIIi Ha MPOTOHAX XEMMOCMOC OCYIIECTBISIETCS
TOJIbKO OakTepuaJbHbIMA 3HAOCUMOMOHTAMMU —
MUTOXOHAPUSAMM M xJoporuiacTaMu. IlocKombKy
HEIIpOHUIIAEMEBIe JJISI MOHOB MeMOpPaHBI, ITOCTPO-
€HHbIE 13 JIBYXLIENOYEeUHBIX JIMITUIOB, CKOpee Bce-
ro, BO3HUKJIM HE3aBUCUMO Yy OaKTepHil U apXeit, xe-
MHOCMOTHYECKUI MexaHu3M cuHTe3a ATD Ttoxe
MOT BO3HMKHYTbh Y OaKTepHii U apxeil He3aBUCHMO.

BropuuHOCTb, TPOM3BOAHOCTH MEMOPAHHOM OMO-
SHEPreTUKH, a TaKXe ee CBsI3b ¢ 3KcrmoptoMm Na*
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CIeAyIoT U3 BaXHOM, HO, 110 HallleMy MHEHUIO, He-
JooueHeHHOU paborwel Iaponbga u Ban BpyHT
[138], B KOTOpOI aBTOPHKI MTOKA3aJiu, UTO OAKTEepuU-
aJibHblE KJIETKM MOTJIM pacTh — B OoraToii cpene —
B IPUCYTCTBUU MOHO(OPOB, IMOJHOCTBIO pacceruBa-
IOIIMX MeMOpPaHHBIHM IIOTEHIINAN, HO TOJBKO B IIPH-
cyTcTBUM 1o KpaiiHeir mepe 100 MM K* B cpene
pocta. B aHamornuHoi 6oratoii cpeae, comepxkab-
et BMecto noHos K+ nonsr Na*, 6akrepun B Iipu-
CyTCTBUM MOHOMOPOB pactu He Mo, MHTepecHO
OTMETUTH, YTO paccerMBaHUE MEMOPAHHOTO MOTEH-
LMaJia He 3aMeUISIIIO CKOPOCTh pocTa B 6oraroir K*
cpele, YTO CBUIETEIBCTBYET O JOCTAaTOYHOCTH II0-
JlydaeMoii OT cyOcTpaTHOro ¢GochopruIrupOBaHUS
9HEPIuu IS MOAIepKaHUs pocTa KIeTOK. ABTOPHI
cIeIaI BBIBOM, YTO MeMOpaHHasi OMOSHEepPreTUKA B
OIpeicJICHHBIX YCIIOBMSIX He TpeOyeTcsl IIs HOp-
MaJIbHOM KU3HENEATEIbHOCTU KIIeTOK. JlelcTBU-
TEJIbHO, MMEIOIINECS OIEHKU II0Ka3bIBAIOT, UTO
nonaepxanue Na*/K*-rpaguenra tpeGyer 3arpaT
nopsiaka 20—50% Bceit sHepruu KiaeTku (cM. [15,
139] u ccbuiku B HMX). He ciyvaitHo Goraras K*
cpena, B Kotopoit HeT Na*, Takas Kak, Halpumep,
M63, 00BIYHO UCHOJIB3YETCS B OMOTEXHOJIOTUM LTS
MOBBIIIEHUs BbIXOAa KJIETOUYHON Macchl. KiteTku,
KoTopkle, cornacHo Tapoabay u Ban bpyHT, nmpek-
pacHO pOCIA, HECMOTPSI Ha «IbIPSIBBIC» MEMOpAHEI,
B Ooratoit K* cpene [138], MoryT paccMarpuBaThest
KaK «peuHKapHalus» OPEBHUX KJIETOK C IPHUMMU-
TUBHBIMH, HECOBEPIICHHBIMU MeMOpaHaMu, KOTO-
pble MOITIM pa3MHoOXaThcs B Oorateix K* mecrax
00uTaHMsI, HO He MOIJIM €l1ll€ BbDKMBATh B BOJIOEMax
C BBICOKUM conepxkanreM Na™.

NCITOJIb30BAHUE KJIETKOMN
Na*/K* -TPAIVEHTA

MoxeT mokasarbcs, 9YTo HabmoaeHus [apobaa
n Ban bpynt [138] HaxomsaTcs B IPOTUBOPEUNH C
VIIOMSHYTBIMA B caMOM Hauajle Halllero o03opa
naHHbIMU CKysayeBa C COaBT. O TOM, UTO MCTOIIEH-
HbI€ IIPOKAPUOTHYECKUE KIJIETKM JOJIbIIIE OCTaBa-
JINCh TOABMXXHBIMU B cpene, comepxasiueir Na't,
yeM B cpene, coaepxaniieii K* [4]. MoXHO ObLIO
0XHIaTh, 4TO B O6oraroit K* cpene, roe He Hamo ObI-
JIO TPaTUTh SHEPTUIO Ha BhIKAYMBaHKE MOHOB Na®
Hapyxy, 00Jibllle SHEPTUU ObLIO Obl AOCTYMHO IJIsI
noaaepKaHUs MOABMXKHOCTH OakTepuii. leTanbHoe
pPaccMOTpEeHHE IIPOUCXOMSIINX B KIETKE IIPOLIECCOB
IMOKA3BIBACT, YTO JAHHOE IPOTUBOPEUYME TOJIBKO Ka-
Xyueecs. B boraToit HaTpuem cpene, GU3NOJIOTUY-
Hoit st E. coli, paspsiaka memopanHoro Na*/K*-rpa-
IHEHTA MMeET, 110 KpaitHell Mepe, 1Ba ITOCIeACTBHS,
a UMeHHO: 1) KpaTKOBpeMeHHOe 00pa3oBaHKe MPo-
TOHHOTO MOTEHIIMaJla, KOTOPbIA MOXET IMOIAePXKM-
BaTh BpallleHUe 0aKTepHUATLHOTO XXTYTHUKA, U 2) TI0-

2*
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HIDKEHUE IIUTOIIa3MaTu4eckoro otHomeHus [K*]/
/INa*] ¢ ero obpaienunem o <1,0, kak HaGIOAA-
eTCs B CIIydasiX JUMUTHPOBAHUS KJIETOK IO 3HEp-
MU Y/WJIH TIMTaTeIbHBIM BEIlleCTBaM BO BpeMsI CTa-
LHMoHapHoi ¢a3bl [22]. OOpaleHHue OTHOILIEHUS
[K*]/[Na*] momxHO OJOKHMpPOBAaTh aKTMBHOCTH
MHoOrouucieHHbIx K -3aBMCHMBIX (pepMEHTOB, B I1ep-
By1o ouepenb AT®a3 u 'Tda3, Tak 4TO Bech Kie-
TOYHBIIA MeTa0O0IM3M JOJIKeH (DAKTUIECKU «BBIKIIIO-
YaTbCs» N30BITKOM MOHOB HATPUSI, ITIOCKOJIbKY 0J10-
KUpPOBaHUE 000 TMaposia3bl B META0OJIUYECKOM
IyTU MHAKTUBUPYET U BeCh IyTh. T.€. C OMHOI CTO-
poHbl, obpaiienune orHomeHus [K*]/[Na*] mommkHo
MPEMSITCTBOBATH MOJTHOMY PAacXoay KJIETOYHOTO 3a-
naca AT® u I'TD, uyro n Habmoganu CKynades C
coaBT. [4]. C npyroii cTopoHbl, HEOOIbIIIOE KOJTUYE-
CTBO HE BOBJICYCHHBEIX B MeTa0OJIMYECKUE MYTH, a
Takke He 3aBucaumx or K ruaponas momydaer B
cBoe pacropstkeHue Bech 3amac AT®/TT®. Ilpu
Hu3KkoM cootHomeHnn [K*]/[Na*] memGpanHas
poropHast AT®a3a, Koropas Kak pa3 ot K* He 3aBu-
cHT (CM. BBIIIE), MOXKET TOraa ruaposn3oBaTh ATD,
co3maBaTh MPOTOHHBIN ITOTEHIIMAI M TaKUM 00pa-
30M ITOAJIEPKUBATh IBMKEHUE XKTYTUKA IO TeX 110D,
IMoka MeMOpaHHBIN ITOTEHIMad He YMaueT HIDKe
IIOPOTOBOM ISl TIOABVXKHOCTH XI'YTUKA BETMYMHBI
npumepHo B —100 mB [140]. B 6oraToii >xe noHaMu
K* cpene HemocTtaTOK 3Hepruy He TOJKEH MPUBO-
JIUTh K OJIOKMPOBAHUIO KJIETOYHOrO MeTabosm3Ma
noHamu Na®. YyscTBureapHble K Na' THIPOJIa3sl
OyIyT ocTaBaThCS aKTUBHBIMU U OBICTPO M3Pacxo-
IyioT Bech 3amac ATdD B KieTKe, YTo M HaOmona-
JIOCh B 3KcriepuMeHTe [4]. B aToM ciydae Bpaiie-
HUE XTyTHKa HE MOIJIO MOMIePXKUBAThCI HU pas-
psaakoit Na*/K*-rpangrenra, H1 IpOIOJKUTETBLHOMN
reHepauued IIPOTOHHOIO IIOTCHLMAJIa POTOPHOM
MeMOpanHoi ATda30ii.

TakuM 00pa3oM, B YCIIOBUSIX MCUYEPITAHUS TOC-
TYIHBIX UICTOYHUKOB 3HEPIUM pa3psiaKa rpaareHTa
Na*/K* Ha k1eTouHO#1 MeMOpaHe MOXET BpEMEHHO
MOAIEPKMNBATh MEMOPaHHBII IPOTOHHBIN (MJIM HAT-
pMEBBIIi) MOTeHIIMAN, KaK npeanojaraii CKyaayeB
¢ coaBnrt. [1, 4, 141]. Kpome Toro, B eCTeCTBEHHBIX
ycrnoBusix ¢ npeobnaganrieM Na* Hag K* ricuesHoBe-
Hue Na*/K*-rpanueHta Ha MeMOpaHe, YMEHBIIIas CO-
orHomenne [K*]/[Na'] B ki1eTke, DOIKHO IIPUBO-
IUTh K THTHOMPOBAHWIO MHOTHX TUAPOJIa3 1 TEM Ca-
MbBIM TIPEIOTBpAIIATh MTOJTHOE UCTOIIEHUE KIIETOU-
Horo 3anaca AT®/I'T®. Bo BpeMs cTalimoHapHOMI
(crsteit) pasbl coxpaHeHHbI 3arac AT®/I'T® mo-
JXKeT OBITh UCITOIb30BaH IS ITOAIEPKaHUsI 0a30BBIX
U «pPEMOHTHBIX» (PYHKIIMI, TaKUM 00pa3oM Coxpa-
HsIsl KJIETKY KMBOM. IIpyM M3MeHEHUM YCIOBUI K
nyaimeMy ocrtaBmmiicss 3amac AT®/I'TO® moxer
OBITh 3a7cHICTBOBAH ITPU MPOOYKICHNU KIICTKU.

HMtak, ¢ ogHOI CTOpPOHBI, HEIOJHAs 3aMeHa
«apeBHero» kodakropa K* Ha ocTaTku apruHuHa 1

JIUBPOBA u mp.

JIM3UHA B XOJ€ 3BOJIIOIMM 3aCTaB/seT KJIETKM UH-
BecTHpoBath 10 50% CcBOeii SHEPruU B MOAAEpKA-
Hue rpagueHTa Na*/K* Ha kieTouHoi MemOGpaHe.
C npyroii cTOpOHbBI, OCTATOYHAS 3aBUCUMOCTb MHO-
rux ¢epMeHTOB OT MOHOB K Kak KaTaluTUYeCKUX
KO(aKTOpPOB U MHTUOMpOBaHUE TaKuX (pepMEHTOB
noHaMu Na* MoryTt obecrieunBaTh BEDKMBAHUE KJle-
TOK B HEOJIarONPUSTHBIX YCIAOBUSIX TUMUATUPOBAHUS
110 9Hepruu, korga cootHoreHue [K*]/[Na*] B kier-
Kax MOXeT I1aaTh HIKE SIUHUIIBI.

ITocne mepexoga K MHOTOKJIETOYHOCTH MPHUO-
PUTETOM 3BOJIIOIIUM CTaJI0 BbDKMBAHME BCETO Opra-
HU3Ma, YTO IIPUBEIO K IOSBICHUIO Pa3IAYHBIX
arnoNTOTUYECKUX MEXaHU3MOB, IO3BOJISIOMINX M3-
0aBJIITHCS OT HE(DYHKIIMOHAIbHBIX KJIETOK KOHTPO-
JIMpyeMbIM 00Opa3oM. BhUIo mokazaHo, 4TO OOHUM
13 aKTMBAaTOPOB CUCTEMBbI alloNTo3a B KJIETKaxX Mo3-
BOHOYHBIX MOXET CIIY>KMTb IaJieHue IUTOoIlIa3Ma-
tyeckoro cootHoureHus: [K*]/[Na*] (cm. [142] u
cChUIKM B Heil). HecrmocoOHOCTh KIIETKM MOaaep-
KUBaTh (DU3MOJIOTMUECKOE, BLICOKOE 3HAYEHUE CO-
orHouenns [K*]/[Na*] B muroriasMe MOXeT OBbITH
caeacTBueM HegoctaTka AT® u, TeM caMbIM, yKa-
3BIBaTh Ha IJIOXO (PYHKIIMOHUPYIOIINE MUTOXOHII-
pun. ITockonbKy TNOBpPEXIEHHBIE MMTOXOHIPHUMU,
KaK M3BECTHO, IIPOM3BOIAT OOJBIIOE KOJIMYECTBO
aKTMBHBIX (pOpM KHCIOPOJa, YHUUTOKEHNE «CKOMII-
POMETUPOBAHHBIX» C TOYKU 3PEHMSI DHEPreTHKHU
KJIETOK, coriiacHo CKyJaueBy, CTAHOBUTCSI HEOOXO-
mmMocThio [143]. TToxoxke, 9To, IO KpaitHEe Mepe,
B HEKOTOPBIX CJIydasix arorTo3 TOXe MOXET 3aIyc-
KaThbcs HapyiuenneM Nat/K*-roMmeocrasa B KIIETKE.

[IpenmoxeHHas! BBIIIE M CXeMAaTHYECKUA M300-
paxkeHHasi Ha pyC. 7 3BOJIIOLIMOHHAS CXeMa IMoa4ep-
KUBaeT OOIIHOCTh mpoucxoxaeHus Na*/K'-ue-
paBHOBECHS Ha KJIETOYHOM MeMOpaHe 1 MeMOpaH-
Hoit 6mosHepreTrku. Ckopee Bcero, Na™/K*-rpa-
JIUEHT BO3HUK paHbllle MEMOpPaHHOM OMOHEpPreTH -
KA OTHOBPEMEHHO C BBIXOJIOM APEBHUX KJIETOUHBIX
OpPraHM3MOB U3 CIIEIUAIM3UPOBAHHEBIX, OOraThIX
KajgueM reosjormyecknx Hum. Na'/K*-rpagmeHt
MOT M3HAYaJIbHO ITOIAECPXKUBATHCS MHOTOUMCIICH-
HBIMU 9KCIOPTUPYIOIIMMU MOHBI Na® mommamu,
UCITOJIL3YIOIINMU SHEPTUI0 XUMUISCKIX U OKUCITN-
TeJIbHO-BOCCTAHOBUTENbHBIX peaKIvil, dHEePTrUuio
cBeTa, a Takxe, B ciydae Na*-3aBUCUMBIX CUMITOP-
TEpPOB, BHEPTUI0 OCMOTUYECKOro TpaarueHTa. Kor-
Jla KJIETOYHbIE MEMOpPaHbI 3BOJIIOLIMOHMPOBAIM Ha-
CTOJIbKO, YTO CMOIJIM IOAACPXKUBATh BJIEKTPOXU-
MUWYECKUI TpaglueHT MOHOB HATPUS HOCTAaTOUYHON
BEJIMYMHBI, OIHA W3 TaKWX SKCIIOPTUPYIOIINX
moMmIi, a MMeHHo Na'-TpaHciouupyolas poTop-
Hast AT®a3a, nepeximouniack Ha cuHTe3 AT® 3a
CYET SHEePruy TpaHCMEMOPaHHOTO HATPUEBOTO Tpa-
JIWEeHTa, TAaKUM 00pa3oM JaB Hayajao MeMOpaHHOM
OMoRHEpreTUKe, KoTopask GyHKIMOHAIBLHO CBsI3aia
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HenpoHuuaemblie A8 NPOTOHOB MeMbpaHbl,
NPOTOH- U Na*-3aBucMman 6Mo3HepreTMka
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CUCTEeMbl OTKauKkM Na*

Boratbie K* mecta obutaHus,
NpoHULaemMble AN UOHOB
memb6paHbl,

6uosHepreTMKa, OCHOBaHHasA
Ha peaKkuuAx nepeHoca
dochatHbIX rpynn

Puc. 7. TIpenmonaraemslii cueHapuii aosoiun Na*™/K*-romeocraza u MeMOGpaHHOi1 6uosHepreTuku. IpemiaraeMblil CLieHapyii
BKJIIOYAET NEPEXOJ] OT MPUMMUTUBHELIX MEMOPAH, JOIYCKAIOIIMX YTEUKY KaK 110 noHaMm Na't, Tak ¥ 1o MpoToHaM (IIyHKTUPHbIE JIK-
HUU), Yepe3 MeMOpaHbl, KOTOPbIE MOTJIM COIEPXKATh OTKAUUBAIOILME HATPUIA TTOMITBI U ObUTUA TOCTATOYHO MPOYHBIMU, YTOOBI MOJI-
nepxuBaTh Na*-3aBUCHMYIO MEMOPaHHYIO OMOSHEPTETUKY (IITPUXOBAHHBIE JIMHUM), K MEMOpaHaM COBPEMEHHOI'O THIIA, HEIIPO-

HMLIaeMbIM Kak st H, tak u juis Na*t (CIUIOIIHbBIE JTMHIK)

M3HAYaJIbHO He3aBUCUMBbIE HaTPUEBbIE ITOMITBI APYT
C OPYyIoOM U caejana BO3MOXHBIM MCITOJIb30BaHUE
«MaJIBIX» KBaHTOB 9Hepruu st cuHre3a AT®.

C nocnenyoleil 3BOMIOLMEN KIETOYHBIX MEMO-
paH U 110 Mepe HACBIIIEHUST aTMOChephl KHCIOPO-
oM ¢epMeHTbl MEMOpAaHHOU OMO3HEPreTUKU TMO-
CTETIEHHO «Pa30lIJIACh» C KIIETOYHBIMU CUCTEMaMU
nogaepxanuss Na*/K*-nepaBHoBecusi. C omHoOi
CTOPOHEI, IIPOKAPUOTHUYCCKNE MEMOpaHBbI CTalIu
MPaKTUIECKA HEIIPOHMIIAeMEI HE TOJBKO IJIT MO-
HOB HaTpusl, HO U JUISI IIPOTOHOB, W MPOTOH-3aBU-
cuMasi DHEpreTuka, KoTropas HaMHOTro 0ojiee BBI-
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rogHa B OKUCIUTENbHOU cpede [11], crama Gonee
pacIpoCTpaHEHHO; MPY 3TOM MHOTHE OPTaHU3MbI
MIPOIOJIKAJIM MCIIOJIB30BaTh KaK HaTpUEBEIC, TaK U
MPOTOHHBIE MOMIIbI, (PYHKIIMOHAIBHOE COMpPSIKe-
HKe MeXay KotopbiMu obecrieunBain Na*/H*-aH-
tunoptepsl (puc. 7) [9, 11]. C npyroit CTOpoHsI, y
MPEeJKOB 3YKApHOT B XOAC DBOJIOLMU IOSIBUJICS
crelaIn3upoOBaHHbIN, 0c000 3(pheKTUBHBIN dep-
MeHT [t noagepxanus Na*/K*-HepaBHoBecust, a
nmeHHo Na'/K*-AT®a3a, KoTopasi cornpsiraer ru-
poau3 ogHoM MoieKynbl AT® ¢ TpaHCIIOPTOM Tpex
noHoB Na' HapyXy U3 KJIETKM U ABYX MoHOB K*
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BOBHYTpb [98, 144]. Dta Na*/K"-AT®aza npuHai-
JIEKUT K KPYITHOMY CyIepceMeiicTBy MeMOpaHHBIX
AT®a3 P-tuma (P-type ATPases), KoTopoe HHUKaK
He pOACTBEHHO COIepKalInM P-TeTiro HyKIeo3uI-
TpudocharazaMm. OHO BKIIOUAET OOJIBIIOE KOTUUYEC-
cTBO (hepMEHTOB, KOTOPhIEC 3a[ciiICTBOBaHbI CKOPEe
B 3aIlIMTe KIIETKK OT BPEAHBIX BEIIESCTB, HAIIPUMED,
B OTKAuKe MOHOB TSKEJIbIX METAIIOB (TaKMX KakK
Cd**, Hg?" u Cu"), Hexenu B 3HEProodecreueHun
[145, 146]. B utore B KJIeTKax XMBOTHBIX U pacTe-
HUWI OCHOBHBIE CUCTEMbI HATPUII-KaJIMEBOTO OOMe-
Ha (Na*/K"-AT®a3a 1 MIOHHbIE KaHaJIbl) HE POICTBEH-
HBI MEMOpaHHBIM CUCTEMaM MpeoOpa30BaHUSI SHEP-
vy (IIPOTOH-TIEPEHOCSIIMMU (DepMEeHTaM SHIO0CHUM-
OMOTUYECKU ITPUOOPETEHHBIX MUTOXOHIPUI 1 XJT0-
poruiactoB). HeynusutensHo, uto Na*/K*-romeocras
KJIETKU U MeMOpaHHasi 0Mo3HepreTukKa oObIYHO pac-
CMaTpUBAIOTCS KaK He3aBUCUMbIE (heHOMEHBI. B KiteT-
Kax XMBOTHBIX €IMHCTBEHHBIMHU <«PEIUKTaMU» CO
BPEMEH IIPEIT0JIaraeMoro IpeBHero 3acuibst Na*-ot1-
KauMBaIOIIUX MOMIT OCTaJIMCh MHOTOUYMCJICHHBIE

JIUBPOBA u mp.

Na*-3aBucuMble MeMOpaHHBIE TPaHCIIOPTEPHI, a
TaKKe cama Ila3MaThdeckass MeMOpaHa, KoTopas,
B OTJIMYME OT MeMOpaH COBPEMEHHBIX OaKTepUid U
apxeii, HelmpoHWIlaeMa JJIs1 MIOHOB HATpHsl, HO TIpO-
HUIIaeMa JIJisl IPOTOHOB, KaK ObLIO IMPOHUIIATEIbHO
3amedeHo B.I1. CkymagueBBIM MHOTO JieT Ha3az [15].

ABTOpHBI BhIpaxaloT 6jaromapHocTh A.B. bora-
yey, A.1O. berukosy, 10.1. Bynedy n K.C. Maka-
POBOI1 3a LICHHBIE COBETHI M MHTEPEC K JaHHOM pa-
oore.

Pa6orta BeInoiHeHa MpY (PUHAHCOBOI MOAACPKKE
PH® (mmpoexkter Ne 14-50-00029, I.B. JluGposa,
unoreHoMHbI aHanmu3 K -cBI3pIBAIOINX CAiTOB
HykJeosun-Tpudocdaras, m Ne 14-14-00592, A.A. Myi-
KUKAHSIH, PEKOHCTPYKLIMST BOSHUKHOBEHHSI HATPUIA-
3aBUCHMOI OMO3HEPIeTUKH), a TaKKe IPOrpaMMBbl
Hay4YHBIX UccliefoBaHUA HallmoHanbHOM MeIULIMH-
ckoil Oubnmorekm HauumoHaabHBIX WHCTUTYTOB
3nopoBbs CIIJA (M.IO. lanenepuH u E.B. KyHun).
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The cytoplasm of archaea, bacteria, and eukaryotes contains substantially more potassium than sodium, and potassi-
um cations are specifically required for many key cellular processes. These distinct ionic composition and require-
ments have been attributed to the emergence of the first cells in potassium-rich habitats. Different, albeit comple-
mentary, scenarios have been proposed for the primordial potassium-rich environments based on experimental data
and theoretical considerations. Specifically, building on the observation that the potassium/sodium ratio is much
greater than unity in vapor-dominated zones of inland geothermal systems, we argued that the first cells could have
emerged in pools and puddles at the periphery of primordial anoxic geothermal fields, where the elementary compo-
sition of the condensed vapor would resemble the internal milieu of modern cells. Marine and freshwater environ-
ments generally show a potassium/sodium ratio less than unity. Therefore, to invade such environments, while main-
taining the cytoplasmic potassium/sodium ratio over unity, primordial cells needed means to extrude sodium ions.
The foray into new, sodium-rich habitats was the likely driving force behind the evolution of diverse redox-, light-,
chemically-, or osmotically-dependent sodium export pumps and the increase in membrane tightness. Here we pre-
sent a scenario that explains how the interplay between several, initially independent sodium pumps might have trig-
gered the evolution of sodium-dependent membrane bioenergetics, followed by the separate emergence of proton-
dependent bioenergetics in archaea and bacteria. We also discuss the development of systems that utilize the sodi-
um/potassium gradient over cell membranes.

Key words: ATP synthase, sodium-motive force, proton-motive force, sodium symporter, membrane efflux pumps,
abiogenesis, anoxic geothermal fields
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