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& B 0630pe ¢ nosuluii GUJIOreHOMHKH PAaCCMOTPeHa KJII0UeBasi POJib ONpPe/eJeHHON SBOJIIOLHOHHOI BETBH apXeil B MPOHCXOKICHHH
KJIETKH 3yKapuoT. [eHOMBI HEIaBHO OTKPBITBIX HEKYJILTHBHPYeMbIX poTeoapxeit Lokiarchaea u Asgard-rpynmbi comepkat Gosibliine Ha-
60pbl F€HOB, CXOMHBIX C 9YKAPHOTHUECKUMH. DTO TO3BOJIUIIO TPEANONOKUTh, YTO POACTBEHHbIE TAKHM IPYMaM JPEBHHE apXeH MOLJIH
y4acTBOBATH B CUMOMOTHYECKOM CJIHSIHUM C GAKTEPUSIMH — MPEIICCTBEHHHKAMH MHUTOXOHAPHI. B paMkax 3HI0CMMOHOTHYECKOH T'H-
MOTE3bl SyKapuoreneaa o6CyKIeHbl OTKPbIThie BOmpochl 0 cBoiicTBax LECA (Tak Ha3biBaeMOro MoC/eHEr0 9yKapHOTHIECKOTO 001Iero
npejiKa).
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% A key role of particular evolutionary branch of archaea in the emergence of eukaryotic cell is considered on the basis of phylogeno-
mics. Genomes of recently discovered uncultivated proteoarchaea belonging to Lokiarchaea and Asgard-group contain a large sets of
eukaryotic-like genes. This allows to suggest that ancient forms of such archaean could participate in symbiotic fusion with bacteria
serving as a mitochondrial progenitor. The open questions concerning properties of LECA (so-called last eukaryotic common ancestor)

are discussed in the frame of endosymbiotic hypothesis of eukaryogenesis.
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BBEAEHWE

B koHuentyajbHOM 00CYyK/AeHHH NPOOJIEM POUCXO2KIIE -
HHUsT 3YKApPHOT B [10C/IE/IHUE TO/lbl HAMETHJICS CYLLLECTBEHHBbIH
Nporpecc, CBsA3aHHbIiH C NPEACTABAECHUSIMU O KJIOUEBOH POJIH
apxeil B hopmupoanun LECA (nocnennero obiiero syka-
puotuueckoro npeaka)|[ 1, 2]. 9to crano Bo3MOKHbBIM GJ1aro-
Japst OTKPBITHIO HOBBIX BHIOB, (PUIIYMOB, HEKYJIBTHBHPYEMBIX
TAKCOHOB, BbISIBJICHHBIX C [IOMOLIBIO METOJ0B METare HOMUKH
¥ FeHOMHOIO aHa/lu3a eAMHUYHBIX KJETOK, BbIICJEHHbIX He-
MOCPEACTBEHHO W3 TPHUPOAHBIX HCTOYHMKOB. [IpumeHeHue
9THX METOJ0B [103BOJIMJIO PACLUMPUTBL CIEKTP W MacluTalbl
U3yueHust GHOPa3HOOOpasusl pas/IMYHbIX IKOCHCTEM. YCIIEXH
B pazpaboTke OoJiee COBEPLIEHHBIX TEXHOJIOMHH MeHOMHOIO
CeKBEHHPOBAHUSI U GMOMH(OPMAIIMOHHOTO aHAJIN3a BbIBEJH
(bUJIOreHOMHUKY Ha MPUHLHMITHANBHO HOBBIH YPOBEHb MO3Ha-
HHUsE MyTel U 3aKOHOMEPHOCTEH BOJIIOLMH OHOChEPDI.

B peKoOHCTPYHPOBAHHBLIX IE€HOMAax HEIABHO OTKPBITHIX
rpynn apxeil oGHapy:KeHbl I'eHbl, OTBETCTBEHHblE 3a KJle-
TOYHbIE CHCTEMbI, IPUCYLLME 3YKAPHOTAM, YTO MO3BOJIMJIO
000CHOBATb [PEACTABJEHUST O IPOUCXOKACHUH 3SyKapH-
OT M3 JIPeBHMX apXeil, POACTBEHHbIX COBPEMEHHbIM BHIAM,
Bxonsumm B cynepduaym TACK, Britouaroumit (no nep-

BbIM OyKBaM Ha3BaHuil uetbipex rpynn) Thaumarchaeota,
Aigarchaeota, Crenarchaeota, Korarchaeota [3]. Dykapu-
OTIOL00HbIE TeHbl «pa3bpocaHbl» 110 FeHOMaM Pas/IHYHbIX
rpynn TACK. Ha ocHoBanuu 5THX cBejieHMEl Oblia Mpen-
JIO>KeHa runoresa sykapuoma [4], corylacHO KOTOpoH 1u-
CMEPTHPOBAHHOCT TEHOMOB coBpeMeHHbIX BHA0B TACK
SIBJISICTCS] CJICJICTBMEM PEIYKLMOHHON 3BOJIIOLMH BETBEH,
a KOpHeBOH Oblia JpeBHss apxesl, oOJalaBlliasi MOYTH
MOJIHBIM Ha0OPOM T'€HOB, COCTaBMBLIHX OCHOBY MPEIKOBO-
ro redoma cyoxHoil kaetkn LECA. O B03MOXKHOCTH CY-
LLLECTBOBAHHUsl TAKOro OJIM3KOrO K 3yKapHoTaM apXeHHOro
NpellecTBEHHUKA CBUACTENbCTBYIOT M JIaHHblE O eHOMax
HEKYJISTHBUPYEMbIX apXei, BbISIBJEHHbIX B MeTareHOMHBIX
npo6ax U3 rJ1yOOKOBOAHBIX TEPMOMHUJIBbHBIX HCTOUHHKOB —
takcoHa Lokiarchaeum [5] u rpynnbt Asgard [6], Bkitouato-
uieit nopsinok Thorarchaeota [7].

B nanHoM KpaTkoM o0630pe 00CyKIeHbl apryMeHTbl
B [10J1b3Y IHII0TE3bl 00 Y4aCTHH OIpe/leJIeHHON TPyIbl apXei
B [IPOMCXOZKIIEHHH 3YKapHOT U PACCMOTPEHbI CBEIEHHS O TOM,
Kakue reHbl apxeil 1 6akTepuii OblJIM HHTEIPUPOBAHBI B TEHOM
LECA B xoze cum6rotHieckoro o6pasoBansi MpeiecTBe -
HHKA MOJIHOLEHHON 3YKapHOTHYECKOH KJIETKH, colepxKallei
MHTOXOH/IPHH, SIIPO U LIUTONJIa3MaTHYECKUH annapar.
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®UTIOTEHNSI APXEN

Ucropusi punorenomuku apxeit Hadasnach B 1990-e rr.
C W3yueHHsl IBpUApXell M KpeHapXeH C HCMOJb30BAHHEM
16S pPHK B kauectBe KOHCEPBATHBHOTO (pUIIOTeHETHYE-
ckoro mapkepa [8]. B nocsemytoiiye roapl 661 NpUMeHeH
6oJiee LLIMPOKUI CIEKTP MapKepoB, B TOM 4HcJe HaGOpbl
pu6GocoMHbIX 6eJKOB [9], ocyllecTBIEHO MOJHOreHOMHOE
CeKBEeHHPOBAHHE, HCTOJMb30BaHbl HOBbIE METOMbl U MOJEJH
(buJIOreHETHUECKOTO aHa/M3a, BKJI0Uasl CeTeBble TeXHOJO-
rHd. Pasinuusi B TOMoJIornyecKux cxemax, pazpaboTaHHbIX
pasHbIMU aBTOPAMH, 3aBUCST OT BLIGPAHHOTO MeTONYECKO-
ro nojaxona. Ha puc. | npuenena o6o61ieHHas (1o AaHHbIM
Ha 2016 r.) husoreHeTHUeCKasi cxema, OTpaxKarolllasi B3au-
MOOTHOIIEHHsT Tpex cynepduaymoB apxei: Euryarchaeota,
DPANN, Proteoarchaeota [10—12].

K Euryarchaeota oTHocsAT runeprepmodu/bHble MeTa-
HOPeHHbIe apxeH, ocyllecTsJsoure BocctaHosienne CO,
B CH, ¢ ucnosibsoBannem Booposa B CTPOro anaspoOHbIX
ycnoBHsiX. MeTaHOoTeHbl He SIBJISIOTCS MOHO(DUIETHUECKOH
TPYNMoH M COCTaBASIOT JBa KJacTepa, OfMH H3 KOTOPBIX
(Methanococcales, Methanobacteriales, Thermococcales)
¢busoreHeTHueckn GJMKe K HEKOTOPHIM THIIEPTEPMO-
(bUJIBbHBIM ~ apXesiM, OKHCJ/SIIOLIMM — COEIMHEHHsT  Cephl
(Desulfurococcales, Sulfococcales). B unciio meaoduibHbIX
apxeil, HeCoCOGHBIX MPOAYLUPOBATh METaH, BXOAST rajo-
¢uaibl (Halobacteria), Bo3HUKIIHE U3 METAHOTEHHDBIX (DHJTY-
MOB, HO JKHBYILIHE B a9POOHbBIX YCIOBHSIX 32 CUET JIbIXaTeJIb-
HBIX CHCTEM, MOJYYeHHBIX OT OaKTepHil MyTeM MacCHBHOTO
ropu3oHTa/bHOrO NepeHoca reHos [13]. [lpeBuue merano-
reHHble TepMOo(H/IbHbIE aHa3pOOHbIe apxeu Urpany (BMecTe
C alleTOreHHBbIMH GaKTepHsIMM) BayKHYIO pOJib HA paHHMX
STanax 3BOJIOLMM 10 MOSIBJIEHHs KUCIOPOAHOH aTMocde-
pbi [ 14], a Me30odusbHBIE POPMBI BOSHUKJIM MO3/IHEE H OCBO-
WJIH pa3Hoo6pasHble 9KOJIOrHIecKHe HULLIH.

Cpenn apxeit cynepduiyma Proteoarchaeota usyude-
Hbl T€HOMbI MHOTHX TakcoHoB (Aeropyrum, Acidolobus,
Thermococcus v np.). CoJuHbIN BKJIAJL B paclidippOBKY
reHOMOB psiia HOBBIX BHIOB H nopsiikoB Crenarchaeota, Bbl-
JIeJIeHHBIX M3 TOPsIYMX HCTOYHMKOB Kamuatku ¥ HeTSHBIX
Mecropoxkaenuil 3anagHoin Cubupu, BHECJIM POCCHHCKHE
yuenble [ 15, 16]. [lyisi moHMMaHUsSt HCTOKOB MTPOUCXOXKIEHHST
SYKapuOT MPOPLIBHBIMU CTa/H HCCIEI0BAHUS apXel cyrmep-
¢unyma TACK [3]: Thaumarchaeota [17], Aigarchaeota,
npeacrabnaenHas Bunom Caldiarchaeum subterranium|[ 18],
Crenarchaeota, Korarchaeota [19]. B sty rpynmy 3atem 6b11
nobasjien ¢unym Bathyarchaeota [20]. CambiMu G1H3KHMH
K 3yKapuHoTaM M0 FeHOMHBIM XapaKTepPUCTHKAM U TpeJro-
JlaraeMoMy HaJIM4ydI0 HEKOTOPBIX KJETOUHBIX CHCTEM OKa-
3a/IMChb HeJaBHO OTKPBITble HEKYJLTUBHPYeMble apXxen —
Lokiarchaeum, oGHapy»KeHHasi B MeTareHOMHbIX NpoOax
13 JIOHHBIX OTJIO?KEHUH, PACTIONOKEHHBIX PSIOM C THITepTep-
MaJIbHBIMH yJacTKaMH B apKTHYeCKOM paiioHe okeaHa [5],
¥ TIpeJiCTaBUTe N rpynnbl Asgard, BbIsIBJEHHbIE B TOPSYNX
MCTOUHMKAX, MOA3EMHBIX BOJAX PeuHbiX/03epHbIX aHas-
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Fig. 1. Phylogenetic relationships among archaea (without de-

tection of distances between branches)

poGHbIX MecT o6uTanus. B rpynny Asgard BXOAsAT hu/yMbl
Thorarchaeota, Odinarchaeota, Heimdallarchaeota [6]
1 psil 0603HAUEHHBIX HOMEPaMH (PUIOTeHeTHYECKH POACT-
BEHHbIX apxei. Bo3MOXKHOCTH TpsIMOro GHOXUMHUYECKOTO
M3yueHHsl HeKyJbTHBHPYeMbIX BHIOB [OKA OTpaHHYeHbI,
HO PEKOHCTPYKLHMS UX TeHOMOB JaeT HH(OPMalHIo O Mo-
TeHLMAJbHBIX KJIETOYHBIX CHCTEMAX, HMEIOIIMX CXOJCTBO
C 9YKapHOTHIECKUMH.

B ommune or apxeit TACK u Asgard, o6manatoumx
CpaBHHUTEJbHO OoJbliMMKM TeHoMaMu (2—4 M6), apxen
cynepdunyma DPANN (o nepBbiM OykKBaM BXOJSILIHMX
B Hero ¢uaymor Diapherotrites, Parvarchaeota, Aenigmar
chaeota [21], Nanoarchaeota, Nanohaloarchaeota [22, 23])
006J1afaI0T MEJKUMH KJeTKaMH M HeOOJbIINMH I'eHOMaMH
(0,5—1,0 M6). B atot cynepduym HelaBHO BKJIIOUEHBI HO-
Bble nopsiikh — Pacearchaeota n Woesearchaeota [24], na-
3BaHHbIe B UeCTb BhIAIOLIMXCs sBodmononnctos H. [1sfica
(N. Pace)n K. Bese (K. Woese). [eHOMbI HEKYJIBTUBHPYEMBbIX
apxeii cynepdunyma DPANN(PW) oGHapy»eHbl B MeTare-
HOMHBIX MP06axX M3 Pas3HbIX KOJOTHYeCKMX HHII — MOp-
CKHX, MIPECHOBOMHBIX, THAPOTEPMAJIbHbIX, MOYBEHHBIX. DBO-
JIIOLMST STOM TPYNIbI apXeH 1iJ1a 1o MyTH PeyKLUHH e HOMOB!
y MHorux npencrasuresieit DPANN(PW) oTcyTcTBYIOT reHbl
CHHTe3a IMypHHOB, aMHHOKHCJIOT, KO(paKTOPOB H Ap., UTO
YKA3blBaeT Ha BEPOSITHOCTb CHMOHOTHYECKOrO WJH Mapa-
3uTHYecKoro o6pasa »ku3uu. B uactuoctn, Nanoarchaeum
equites siBJIsieTCs Tapa3uToM Ipyroi apxeu Ignicoccus [25].
B dusnorenernueckux BaaumooTHouieHusix DPANN(PW)
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CHCTEMA T’EHETHYECKOI'O OBPA3OBAHHS

C JpyrdMH cyrepduiymamu MHoro HesicHoro [11, 24],
¥ He HCKJIOYEHO, YTO 3Ta IBOJIOLMOHHAS BETBb BTOpPHYHA
¥ He MOIJIa y4acTBOBATh HEMOCPEICTBEHHO B 06pa3oBaHUH
npenmecrBenHnka LECA.

FEHbI APXEW, CXOAHbIE C FEEHAMU 3YKAPUOT

B pesynbrate renomHoro ananuza apxei cynepdguiy-
ma TACK o6HapyKeHbl reHbl, TOMOJIOTHUHbIE MJIH HMeEIO-
IL[Me CXOJICTBO C reHaMu 3yKapuoT. OnHaKo cpeiu Mpe-
CTaBHTeJell 3TOro cynepguiymMa He BbISIBJEHbI TaKCOHBI,
Yy KOTOPBIX B OJHOM reHoMe coGpaHbl BMeCTe BCe 3yKapH-
otnoao6Hble retbl. To ecTh Ccpeiv HUX HET MPSIMOTO Mpele-
crBennnka LECA, HO B COBOKYMHOCTH CBeIeHHsI O reHOMax
Bcex TACK-poacTBeHHBIX TPYIIT MO3BOJSIIOT MPeAnoararh,
YTO MMEHHO M3 3TOH BEeTBH JpeBHHX apxell BosHMK LECA,
a HbIHelLIHHe BHUBI 9TOTO CynepduiyMa B rpolecce JiH-
TeJILHOH BOJIIOLMH YTPATHJIN T€ UK HHbIE TPEKOBbIE TeHBI.
Bripouem, BO3MOXKHO <«IMCIIEPTHPOBAHHOCTB» 3yKapHoMa
LECA wmexny dunymamu TACK [4] e o6ycioBiena ux pe-
JYKIIMOHHOH 3BOJIIOLIHEN, a OTpakKaeT pas/indusi, COXpaHHB-
1IMecst OT IPEBHUX (OPM, U3 KOTOPBIX MyT€M IOPH30HTAJIb-
HOTO TIepeHoca reHOB SBOJIIOLMOHUPOBA/N O0Jlee CIOXKHbIE,
Loki-nono6Hble JIMHUN, HHTEIPUPOBABILIME B OHOM FeHOMe
pasHble reHHbIE CHCTEMBI.

B ornmune ot Gakrepuil apxen MMelOT MHOTo 0O6l1ero
C 3yKapuoTaMH B OpraHu3alMy W (QpyHKIMOHHPOBAHUU 6a-
30BbIX MH(OPMALIHOHHBIX CHCTEM PeIIMKALHH, TPAHCKPHII-
uuu, tpaHcasuuu [4]. CxoncTBo Mexy orpeesieHHbIMU
rpynnaMmu apxei 0 3yKapHoT BbIsSIBJIEHO B CUCTEMaX LIUTOCKe -
JleTa ¥ KJIeTOYHOTO JieJIeHHs], B HEKOTOPbIX SHA0COMaJIbHbBIX
npotieccax. Kak BuaHo U3 TabJmipl 1, o coueTaHmio MHOTUX
XapaKTepUCTHK OJIkKe Jpyrux K runoretnyeckomy LECA
HaxolATCsl HeKyJbTHBMpyeMble apxed Lokiarchaeota [5]
1 TaKCcoHbI rpynrbl Asgard [6].

B kseTkax 3yKapHOT BaxKHYIO POJib UTPaeT CJ0XKHAs
y6ukButuHoBasi cucrema (Ub), perynupyiomasi npouec-
Cbl jlerpajalynd U Moaudukauun GejkoB. KommoHeHTbI
NOJAOOHONW CHUCTEMbl, OOHApYKEHHble Y HEKOTOPbIX ap-
xeil (B uactHoctH, y Thermoplasmatales, Sulfolobales),
MMEIOT MaJjioe CXOACTBO C aHAJOTHYHBIMU GeJIKaMH 9yKa-
puot [27, 28]. OnHako B reHOMe HeKYJBTHUBUPYEMOH ap-
xen Caldiarchaeum subterranium waeHTUOUIMPOBAHBI
renbl Ub-cucrembl, co6pantble B orniepoH U obJanaionine
BBICOKOH CTeNeHbl0 CXOJICTBA C SYKAPHOTHYECKHMHU r'eHa-
mu [4, 19]. B reHomax apxeit ¢uayma Aigarchaeota 06-
Hapy>KeHbl T'eHbl, KOHTPOJMPYIOLLHE MOCTTPAHCISLHOH-
Hyto peryasuuio Ub-cuctembl [29]. ¥V Lokiarchaeaum
Haiinensl renbl Ub-cucTembl, BK/I10Yast TeHbl, KOAUPYIOLIHe
AKTUBMPYIOLIMI GeJIOK U GeJIOK KOHbIoraluuu 5], Tak xe
kak 1 y Loki-ponctBenHbix nopsinkos Odinarchaeota
1 Heimdallarchaeota [6]. DTu cBe/ieHUs MTO3BOJISIOT Mpe/i-
nosioXKuTh, uto Ub-nopo6uas cucrema copmupoBasach
B X0l 3BOJIIOIMH apxef, 0lHa U3 BeTBeH KOTOPBIX U cTaja
npenuiectBeHHnKom LECA.

bBazoBbiMH GesIKaMi CTPYKTYP LIMTOCKEIeTa B KJIETKAX 3Y-
KapHOT SIBJISIIOTCST aKTHH U TyOYJIMH, aHaJO0rH KOTOPBIX 06Ha-
pyzKeHbl y 6aKTepHil 1 HeKoTopbIX apxed. [1pu ucenenoanuu
reHOMOB HeJIaBHO OTKPBITHIX TpecTaBuTeeil Crenarchaeota
n Korarchaeota y Caldiarchaeum subterranium BbisiBie-
Hbl TeHbl aKTHHOMOA0OHOTO Gesika, UMelollie (hUJI0reHeTH-
YECKYyI0 TOMOJIOTHI0 ¢ reHamu ayKapuot [30]. Koaupyembiii
TUMH reHaMH GesloK KpeHaKTHH 06pagyeT (pUIaMeHTO3Hble
CTPYKTYpbI, MOXOXKHE Ha AKTHHOBble (PUIAMEHTBI SyKapH-
ot [31]. Tomosor rena tyGysuHa, KOAUPYIOIMHA GeJOK aTpH-
OyTHUH, ObL1 HAlIeH B TeHOMAaxX OKUCJSIIOLMX aMMOHHI apxei
¢dunyma Traumarchaeota [32]. ®usoreHeTHueckuil aHaiu3
9TOT0 apXeMHOro reHa yKasblBaeT Ha €ro CXOICTBO C TyOy-
JINHOBBIM TEHOM SYKapHOT, YTO COIJIaCyeTcsl ¢ THMOTe30H
00 ydacTuu apxeil, poactBenHbix TACK-rpynne, B npoucxo-
Knennu LECA. B renome Lokiarchaeum oGHapy»eHO NsTh
AKTHHOBBIX '€HOB, TOMOJIOTHYHBIX SyKapHoTHuecKuM. Kpome
renoB Loki-akTnHa, HaiileHbl TaKxkKe IeHbl TUIMOTETHUECKHX
6eJIKOB C TeJIbCOJMHOBBLIMU IOMEHaMH, MOTeHIHAIbHO Yyua-
CTBYIOLIMMH B CBsI3bIBaHUU akThHA [5]. B rpynne Asgard ren
TyOyJinHa BbisiBjieH TosibKo y Odinarchaeota [6], HO y JinHHi
Lokiarchaeum w Thorarchaeum oGHapy:KeH QYHKIHOHAb-
HO CXOIHBIH r'eH MPOQUIMHA, KOHTPOJIHUPYIOLIETO MOOHIIb-
HOCTb LIUTOCKEJIeTa.

HenpocThim siB/sieTcst Bonpoc 06 opraHusalyy anmnapa-
Ta KJIETOUHOTO JieJieHHsl apXell Mo CpaBHEHHIO C KJIeTKaMH
sykapuoT. JleseHne KJIeTOK y MHOTHX apxel U 6aKTepHii co-
NPSKEHO C MPOLECCOM CeNTo00pa3oBaHusi, B KOTOPOM yda-
ctBytoT 6esiku FtsZ u ['Tdasnl, BoBjeueHHbIE B PETYJISLHIO
KJIeTouHbIX rpotieccoB. HekoTopbie apxen (Sulfolobales,
Desulfurococcales, Korarchaeota u np.) o6sianaior cucre-
MO KJI€TOUHOTO JIeJIeHHUS, TTIOXOXKeH Ha Ty, KOTOPYIO KOHTPO-
aupyet kommieke ESCRT-III, orBeTcTBeHHbIN 32 MOOHIIb-
HOCTh/peMojieMpoBalie  BHYTPUKJIETOUHBIX — MeMOpan
y sykapuot [33—35]. Boamoxno, dynkuus ESCRT-III
apxeil cBsi3aHa C MPOLLECCOM pasJieieHHs] BHYTPUKJIETOUHBIX
MeMOpaH Mpu KJ1eTOUHOM jiesieHud. ¥ Lokiarchaeum nomu-
mo kommiekca ESCRT-III, kotopblit KoHTpoJMpyeTcs re-
namu Vsp2/20, BeisiBienn Take cuctembl ESCRT-II (6Ge-
JoK Vps25) n ESCRT-I ¢ yuactuem runotetnyeckoro 6eska
¢ jomeHoM Vps28 [5]. MuoxectBeHHocTh ESCRT-kom-
TMJIEKCOB XapakTepHa u i apxeit rpynnbl Asgard [6].

dynnameHTasbHON — UepTOH  KOMMAapTMeHTalH3alUH
KJIETOK 3yKapuOT SIBJSIETCSl ydacTHe pasHooOpasHbIX ce-
MefictB Masibix ['Tdas B obecrieueHun MOABHKHOCTH MEM-
6paH B Be3UKYJSIPHOM TpaHCropte, (GYyHKIMOHHPOBAHUH
anmnapata [oJbKH, JU30COM U APYTHX BHYTPHUKJIETOUHBIX
CTpyKTYp. B reHome Lokiarchaeum [5] BbisiBaieHO GoJiee
100 renos ['Tdas Ras- u Rab-nogo6noro tuna. OxHako
poJib 3THX (DEPMEHTOB y apXxeil ocTaeTcs HesICHOH. YcTa-
HoBJieHO, uTo ['Tdaswl Lokiarchaeum He accouuupoBaHbI
C BHYTPHUKJETOUHBIMH MeMOpaHaMmu (B OTJIHUME OT 3yKa-
PHOT) U, TIO-BUIMMOMY, HE YYacTBYIOT B MX PeMOJIEJNPO-
BaHuu [36]. ¥ Lokiarchaeum HeT 3yKapuOTHUYECKOTO THNA
(hepMeHTOB, OCYIIECTBJ/SIIOIIMX MOAU(PUKALHNIO JIMITHIOB
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n Sec23/24-nono6ubIx Genkos. [enombl rpynnbl Asgard
coziepkat mHoro retoB ['T®az u 6esiok ¢ longin-gomeHom,
OTBETCTBEHHbIM 3a B3aumojeictBue ¢ ['Tdazamu. B ap-
xesix Thorarchaeota, B otiinune ot apyrux Asgard-apxei,
obHapy:KeHa TpynIa reHoB, KOAMPYIOLUX GeJKH ¢ JoMe-
namn TRAPP-kommiiekca, BOoBlI€UEHHOTO B TPAHCTIOPTHbIE
(DYHKLHM 1IMTOMJIa3MaTHYeCKOoro peTukyayma [6]. [lpen-
noJiaraercsi, uro ['Tdaswl apxeil, He yuacTBysi psiMo B MO-
JnduKaunu MeMOpaH, BOBJeUeHbI B TIPOLECCH PETyJsLHH
6uorenesa MemOpaH, CHHTe3a M3OMPEHOBLIX JHIHIOB,
B KOHTPOJIb MIepeiauk CUTHANOB MEKly BHYTPUKIETOYHBIMH
crpykrypamu [36—38]. He ucknioueno, uro I'TdPasbi ornpe-
JIeJIeHHOTro THNa ObIM Mpe/llecTBeHHUKAMU TeX (hepMeH-
ToB, Kotopble B LECA yxke npuoGpesin cBoiicTBa peryJisi-
TOpoB pemojiesipoBanust memopadn. B LECA morsu 6bITh
COBMellleHbl pa3Hble CHCTEMbI KJIETOUHOTO JeJeHHsl, OHa
13 Kotopbix (FtsZ) 6buia yrpauena B npolecce sykapuore-
Hesa, a sropas (ESCRT) noxseprsiach ontumusauuu. Takum
06pa3oM, MOXKHO 3aKJIIOUHUTh, UTO HAJNYHE B FreHOMax pas-
HBIX apXell TeHOB, KOMMPYIOLINX 6e/IKH IIUTOCKe eTa 1 BHY-
TPHUKJIETOUHBIX MeMOpaH, MOXKET YKa3blBaTh Ha CyI1eCTBO-
BaHHe 3BOJIOLMOHHOTO MOCTHKa Mexny Proteoarchaeota
¥ PeBHUM TIpPeIIeCTBEHHUKOM 9yKapHOT.

Kpome paccMOTpeHHBIX Bblllle KJIETOUHBIX CHCTEM, He-
KOTOPBIM TPynnaM apxeil CBOHCTBEHHBI M JPyrHe CXOAHbIe
C 9YKapHOTaMH UePThl, KOTOPbIE, OUEBHIHO, Y2Ke (DYHKIIHOHH -
posamu B LECA. B uactHoct, y Euryarchaeota oGHapy»KeHbl
3J1eMeHThl cucteMbl HHTepdepeniy PHK (iIRNA) [39, 40],
BKJII0Uasi ceMelCTBO 6e/IKOB-aproHaBTOB, 3alIMILIAIOLIINX
KJETKH OT BUPYCOB U TpaHcro3oHoB. Y Lokiarchaeum naii-
JIeHa TpyIra reHoB, OTBETCTBEHHBIX 33 CHHTE3 CeJIEHOLH-
CTeMHa W BCTpauBaHHe 3TOH aMHHOKHC/JOTBHI B HEKOTOPbIE
6eJIKH; TpeArnosaraeTcs, YTo 3TOT apxeHHbIH KOMIIeKC
OblJ1 TIPOTOTUIIOM 3yKapuoTHuecKol cuctembl [41]. Ipyn-
nbl Asgard u Lokiarchaeota oGsiajator reHamu, Koaupyo-
IMMH  GeJIKH OJIMrocaxapuii-TpaHcdepasHoro Komriekca
(OST3/6), He BLISIBJEHHOTO paHee y apxeil, HO XapaKTep-
HOTO JJIs1 KJE€TOK 3yKapHOT.

APXEW B TMINOTE3AX O NMPONCXOXAOEHWN
OYKAPUOT

B xone o6cyxaeHust 1pobJieM MPOUCXOKICHHUS IyKapu-
OT NPeYIOKEHO HECKOJIbKO BapUaHTOB PAa3JIMUHbBIX THII0-
Te3 [41—43], Ho K 2015 1. Gaaronaps ycnexam B 06/1acTh
CPaBHUTEJILHON M€ HOMUKH CJI0XKUJIMCh [I0YTH KOHCEHCYCHbIE
NPECTaBJICHHUS O TOM, YTO:
1) TpexnoMeHHYI0 cXeMy «JlepeBa KH3HH» (COrIaCHO KOTO-
poil GaKTepHH, apxeu U 3YKapHOTbl IPOU3OLLJIH Pa3ieiib-
HO OT €JIMHOr0 YHUBepcaibHOro obiiero npeaka LUCA)
cJIe/lyeT 3aMEeHUTb Ha KOHLEIMLMIO JBYX MEePBUYHbIX J10-
MEHOB — apxed M OaKTepui, a 3yKapuHOThl SIBJSIIOTCS
BTOPHYHBIM LAPCTBOM, BO3HMKLIHM B pe3yJbTaTe 9H-
JIOCUMMOHOTHYECKOTO B3aHMOJCHCTBHS apxell M OakTe-
puii [44, 45];

2) B 3H10CUMOMO3€e JPEBHsIS JIMHUSI apXeil Oblla HCTOY-
HUKOM TeHOB MH(OPMALMOHHBIX CHCTEM perUIMKaliH,
TPAHCKPHUIILIMK, TPAHC/SLMM, pernapauud, a OakTepHu
namu LECA MHorue reHbl MeTa0oJIM3Ma M MOCJYXKUJIH
NpellecTBEHHHKOM MPOTOMUTOXOHAPUH. Ecan B nep-
BbIX BEPCHSIX PacCMaTpPUBaJOCh ydyacTHE METaHOIEH-
HBIX apxeH, 3aTeM KpeHapxe# (rumoresa oouura) [46],
TO B IOCJIEIHUX BapHaHTax KJjoyeBasi PoJib OTBOAWTCS
npeikoBbiM JiMHUSM Proteoarchaeota, pojcrBeHHbIM
tem rpynnam (Lokiarchaeota, Asgard u jp.), B reHomax
KOTOPbIX 0OGHAPY?KEHO MHOI'O I'€HOB, CXOJHBIX C FeHaMH
9YKapHoT;

3) ¢ nosuuuit dpunoreHomukn LECA yxe Obl1 c0xKHOM
KJIETKOH C MOYTH MOJIHbIM HabOpOM TeHOB (He Me-
Hee 4000—5000 [49]), KoaupytoLIKX GOJBIIHHCTBO Oa-
30BbIX KJIETOYHbIX CTPYKTYP 9yKapHOT, BKJloYas 3/1eMeH-
Thl SIpa W SIEPHBIX N0OP, LUTOCKesaeTa, 3H10MeMOpaH,
YOMKBUTHHOBOH CHCTEMbl, PETyJsiITOPHbIX MEXaHU3MOB,
cBsizaHHbIX ¢ pyHKuusMu [ Tdaz u T. 1.;

4) pewatoniiM co6biTHeM B (DOPMHPOBAHMH TMOJHOLEH-
Hoit LECA crano sHpocumouoTHYECKOE 06pasoBaHue
MHUTOXOHIPHI, KOTOpble obecrneuusiu nepexon K OoJgee
s¢dextrBHOMY criocoOy cuHTeda AT®D, conpsikeHHOMY
¢ rnpoueccoM abixanus. [Tocemytolye MHHOBALIMH, Bblpa-
3MBLLMECS B BO3HUKHOBEHMH XJIOPOIJIACTOB, MHOTOKJIE-
TOYHOCTH, TKaHel W OpraHoB, 06yCJIOBJIEHbI SBOJIOLUEH
MOP(OJIOTHIECKHX M PEryJsITOPHBIX CHCTEM, 00eCreunB-
ILIMX MBePCH(HUKALIMIO BUIOB SYKapHOT, TUKTYeMYyIO OT-
60pPOM B Pa3HOO6PA3HBIX SKOJOTHUECKUX HULLIAX.

B pamkax THX NOCTy/1IaTOB pacCMOTPHUM JIB€ OCHOBHbIE
BEPCUH THIIOTE3bl SHAOCHMOMOTHYECKOTO MPOUCXOKIACHHS
9YKapHOT, pas3jiMyatoltecst B onpelesieHid PUPOJbl KaeT-
KH-XO0351MHa, crnocoba U BpeMeHH MPUOOPETEHHsT SHI0CHM-
6uonta. OT BoIGOpa MOJIE/IM 3aBUCST OTBETHI HA (PyHIAMEH-
TaslbHble BOIPOCHI SyKapHoreHesa:

1) Korna v kakum 06pa3oM NPoU30LLLI0 00pa3oBaHHe MUTO-
XOHJIPHH — Ha paHHUX WJIM Ha MO3JIHHX STanax GpopMH-
poBanust LECA;

2) Kak BO3HMKJIM $1pO, SHIOMEMOpaHbI U CBSI3aHHbIE C HUMH
BHYTPHUKJIETOUHbBIE TTPOLLECChI, CBOHCTBEHHbIE IYKapHOTAM;

3) 4yeM OObACHSIIOTCS PA3JIMUHsl B JIMITHAHOM COCTaBE MEM-
OpaH MexXJy JUHUAMU apXel ¥ syKapuoTaMmu, o6Jiaiato-
ILMMH MeMOpaHHbIME hochounuaamMu 6aKTe puaIbHOTO
tuna [47, 48].

B runotese, paspabarbisaemoii Jlonec-Tapcua u Mo-
peiipa [49], B CHMHTPO(HOM B3aUMOJEHCTBHU POJIb KJET-
KH-X035IMHA UrpaJja crocobHasi K OpoxKeHHl Oakrepus
(BO3MOXKHO, M3 KJacca jiesibra-npoTeobakTepuil), a sH10-
CUMOMOHTOM OblJ1a apxest, POAYLUpPYIOLLAs BOLOPO/L. 3aTeM
Takasi XHMepHasi KJeTKa yyacTBoBaJsia B KayecTBe XO3siMHa
BO BTOPOM COOBITHH CHMOHO03a ¢ (haKyJIbTaTHBHO-a3pOOHOM
anba-nporeobakTeprueil — MpeleCTBEHHUKOM MUTOXOH -
npuit. bakrepuun Baeciu B LECA 6azoBble CTpyKTYpbl Jijist
MeMOpaH ¢ JIMIIMAAMH Ha OCHOBE KHMPHBIX KMCJIOT M VM-
1epoJi-3-ocdara, KOMIOHEHTbI s/ipa, MHOTHE (DEPMEHTDI
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CHCTEMA T’EHETHYECKOI'O OBPA3OBAHHS

MPOMEKYTOUHOTO U SHepreTHUeCKoro Metabosuama. B mpo-
1ecce MOJATOTOBKH K TPUOOPETEHHIO TPOTOMUTOXOHIPHH
xuMepHblil nipemiiectBeHHk LECA yrtpaTun HekoTopbie
YepThl KJIETKH apxel (B TOM 4HCJe CMOCOOHOCTb CHHTE3H-
poBaTh JIUMUIBI C HU30TPeHOMIaMH U ruuiepos- 1 -docda-
TOM), HO HCIOJIb30BaJ s (DOPMUPOBAHHUS sApA TeHbI
MH(OPMAIIMOHHBIX CHCTEM, a TaK:Ke TMPUCYLIHe TpyIram
Lokiarchaeota u Asgard 3auaTku yOUKBUTHHOBOH CHCTEMDI,
PHK-uHTepdepeHiyn, uutockeera. B nosb3y 3Toil rurno-
Te3bl, O TI03AHEeM NPHOGPETEHHH MUTOXOHAPHI, CBUAETEb-
CTBYIOT CBeJ€HHUsI, OCHOBAHHbIe Ha OTpe/iesieHHH BpeMeHH
nosisjienusi B LECA 6akrepuanbHbix 6€/1KOB, He CBA3aHHBIX
¢ yHKUMAMH MuToXOHApHil [50]. He uck/toueHo, uto psi
reHOB, KOHTPOJIUPYIOIIMX pa3ivuHble TyTH MeTaboJu3Ma,
ToJlyueH He3aBUCHMO Ha PasHbIX dTarax AIUTeJbHOTrO MyTH
ontumusaiu LECA uepes cucTeMbl ropu3oHTaIBHOTO Tie-
peHoca reHoB [H1—53]. OTKpPBLITHIM /sl pa3MblliJIeHHH
B 3TOH THIOTE3e 0CTaJI0Ch TIPENOJIOKEHHE O (harolurap-
HOM MeXaHu3Me MPHoGpeTeHnsT SHAOCUMOUOHTOB. VY MPOKa-
PHOT OTCYTCTBYET COCOGHOCTb K (paroluTosy, U Npearnoo-
JKEHHsI 0 BO3MOXKHOCTH MCIOJIb30BAHHST TAKOTO MeXaHH3Ma
B 3yKapHOTreHe3e HeJI0CTaTOuHO yoeuTebHbl [54, 55].

[To npyro# runorese [56], moJyuuBiieil Ha3BaHHe «BO-
JOPOJHON» U TOJIePkKAHHOH MHOTHMH HCCJIe0BaTes -
mu, LECA o6pasoBajsicsi B pesysibTaTe CHHTPOGHOIO 3H-
J0CUMOHOTHUECKOTO Tpoliecca, T/e KJETKOH-X035HHOM
obia apxes. C 2015 1. HanGoJsiee BEPOATHBIM KaHIUIATOM
Ha POJib apXeM-X03sMHa MPETEH/IYIOT IpeBHUE JTUHUH, OJIN3-
ke K Loki-Asgard-rpynrne, B 4YacTHOCTH pOJICTBEHHbIE
Heimdallarchaeota [5, 6, 55]. B pa6orax B. Maptuna u np.
[57, 58] npencrapyieHa 0GHOBJIEHHAS BEPCHST € BOJOPOIHOM »
THIIOTEe3bl, B KOTOPOH CyMMHPOBAHBI apryMeHTbI, TI03BOJIS-
I01l[Me pacCMaTpUBaTh POJACTBeHHYI0 Lokiarchaeum nvunuio
B KauecTBe 3BOJIOLMOHHOTO MOCTHKA OT OIpeesieHHOH
cusoreHerrueckoit BetBu apxeit Kk LECA. Takasi npenko-
Basi apxesi Oblia anaspoGuoii, H,-saBucumori, conepka-
11efl 3yKapHOTIOA0OHbIe TeHBI, a TPOTOMUTOXOHIPHAJBHBIM
TMpe/lIeCTBEHHUKOM CJIyKHIa (DaKy/IbTaTHBHO-aHa3pobHast
6akTepusi, CTaBllasi SHIOCHMOHOHTOM yiKe HA paHHEM 3Ta-
ne sykapuoreHesa. FiMeHHO coObiTHE 3HAOCHMMOHO3a GbLIO
nepekJ/ioyarTeseM, HHUIMUPOBaBILIMM cTaHoBieHne LECA.
DHIOCHMOUOTHIECKHE TIPOLIECC OCYLIECTBJISIICS HE MyTeM
(paronurosa (6e3 nepeBaprBaHuUs MOTJIOLIEHHOTO MAPTHEPA,
KaK Mpejnosaraaoch B HEKOTOPbIX paboTax [46, 55]), a Obu
06yC/IOB/IEH  CHHTPO(HBIM ~KOHTAKTOM  KJIeTOK-TapTHe-
pOB, TepelIeIUM B CHMOHOTHYECKHE B3aMMOOTHOLIEHHSI.
[IpenxoBasi anba-nporeoGakrepust cHaGKajla apxelo Bo-
JI0poJIoM, 06pasyIolIUMCsl B KauecTBe MPOIyKTa GpoxKeHHs],
OCYIIIECTBJISIEMOTO T10 THITy ruaporeHocoM. [lomnumo undgop-
MauuoHHbIX cucteM LECA mostydnst oT apeBHel apxeu psi
9yKapHOTMNOAO0OGHBIX TeHOB, KOAMPYIOLINX 6a30Bble KIeTou-
HblE CTPYKTYpHI (3/71€MeHThl LIUTOCKeeTa, YOUKBUTHHOBOTO
Komriekea u ap.). OT 9HA0CHMOUOTHIECKOTO GaKTepHaJlb-
HOTO TIapTHepa uepe3 Tepeiauy Be3HKYJ, CeKpeTHpyeMbIX
6akrepueii [59], LECA Mor noJiyuuThb 371€MeHTbI SHIOMEM-

6paHHOro anmnapara 1 MaTepuaJst Juisi GopMUPOBAHHUST CTPYK-
Typbl siipa. B pesyJibrate reHeTHYeCKHX 0OMEHOB U COOPKH
xumepHoro revoma LECA apxeiiHbiii crioco6 cuHTE3a JIMMHK-
JIOB M30IIPEHOUIHOIO THIIA OblJl yTpayeH U 3amelleH Gakre-
pHaJIbHON CcTepeorU3oMepHOi PopMoii rniepoJ- 1 -docda-
Ta, CBOHCTBEHHOH sykapuoTaM. B «BogoponHoii» runorese
0CTaeTCsl HESICHBIM BOIPOC O MyTSIX YHEPreTHYECKOro Me-
TabosM3Ma y THIOTETHUYECKOH apXeu-Xo3sMHe, 3aBUCHMOMN
oT Bojlopojia. XapakrepucTtuku Loki- u Asgard-apxeii npes-
CKa3aHbl Ha OCHOBE METAreHOMHOIO aHaJ/li3a, HO MpsiMble
OHOXHMHYECKHE CBEJEHHSI O MeTaboJIM3Me OTCYTCTBYIOT.
B renome Lokiarchaeum oGHapy»<eH noJsiHblil HaGOp reHOB,
Komupyomux auetuia-KoA-nyTb, oGecrneunBaiomnili Boa-
MOXKHOCTb MeTaHoreHe3a (Kotoporo HeT y Lokiarchaeum)
u aprorpocnoit CO,-dukcaumu. Beickasano npeanosoxe-
Hue [58] o ToMm, uTo y Lokiarchaeum, KaK 1 y npoTeoapxeu
Bathyarchaeum (BblsIBJIeHHOH B MeTareHOMe SKOCHCTEMbI
mMopcKoro Genroca) [60], MoxKeT (YyHKUMOHUPOBAThL alle-
TOreHHbI MyTh, CBA3AHHBI CO COpaXKMBaHHEM MeNTHIO0B,/
AMHHOKHCJIOT U COMNPSKEHHbIH ¢ KOMOHHHPOBAHHBIM MeTa-
6osueckuM npoueccoM [61]. MoxkHo roJyaratb, 4To B 6J1H-
Kafiliee BpeMst TPYAHOCTH B U3YYE€HHH KJI€TOK HOBBIX JIMHUH
apxefl OyayT NpeojosieHbl M MPOLECChl IHEPreTHYeCKOro
metabosinama Loki-1ogno6HbIX apxeil OytyT paciuingppoBaHbl,
YTO MO3BOJIUT MOHATH OUOXUMHYECKYIO MPHUPOLY CHHTPO-
tusma, obecneunsiiero gopmupoanre LECA. KoneuHo,
B «BOJOPOJHON» THIOTE3e MMEeTCsl HeMaJslo JOMyLLEeHHH,
OCHOBAHHbIX Ha KOCBEHHbIX CBEJIEHHSX, HO OINpPELEJHIOCh
CTpaTeruyeckoe HarpabjeHHEe HMCCJIeIOBAaHHH HOBBIX TaK-
COHOB apxell, 06J/1aatoUX MHOTHMH 9YKapHOTIOA0OHBIMH
reHamu, Kotopble Oblid WHTerpupoBanbl B LECA B xone
IyKapuoreHesa.

SAKJIIOYEHVE

PesysibraTbl reHOMHOTO aHaJ/n3a 00JIbLIOro YHcla He-
JIABHO OTKPBITHIX HOBbIX JIMHUH apXell W3 pa3/iHyHbIX MECT
0OMTaHMs1 MO3BOJISIIOT clesaTh psil 0000LAIOLHMX 3aKJII0-
YeHHH.

1. ApXeH mIMPOKO pacrpocTpaHeHbl B MPUPOLE, U HE TOJb-
KO B 3KCTpeMO(HJbHBIX 3KocucTeMax. Onu obJanator
OrPOMHbIM (hH3HOJIOT0-OUOXUMHUECKUM pasHooOpasueM
W JKHBYT B a3p0OHbIX/aHa3pOOHbBIX, IHIIePTePMO(H/Ib-
HBIX/ME30(HIBLHBIX,  XeMOaBTOTPOMHLIX/reTepoTpod-
HbIX ycsoBusix [62]. Ha nporsbkenun Bceilt ucropun
6uocdepbl apxer BHOCAT rJI0OabHBIE BKJaJL B obecre-
YeHHe reOXMMMUECKMX LMKJOB YIJepoja, asora, cepbl,
MHKPO3JIEMEHTOB.

2. TlyTd 3BOJIIOLUMM apXell MHOTOJIMKH, HO OOJIbLIMHCTBO
COBPEMEHHbIX BHJIOB MPOLLJIO Yepe3 3Tarlbl PeayKLHOH-
HOH 3BOJIIOLIMH, 0OYCJIOBJIEHHON afanTaluell K OTHOCH-
TEJIbHO Y3KUM KOJIOTHYeCKHM HullaMm. KusHenesresib-
HOCTb HEKYJIbLTUBUPYEMbIX JIHHHH apXxedl orpeessiercs
UX B3aUMOJICHCTBHEM C JPYTHMH OpPraHU3MaMH B CJIOXK-
HbIX COOOLLECTBAX.
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Tabauya 1
Hanunuune sykapnoTnonoOHbIX reHOB B reHOMax apxei
Eukaryotic-like genes in archaeal genomes
MucopmaunoHHble CHCTEMBI KnetouHoe feneHue, nuToniamaTieckue MeMOpaHsl
prnnubl P TOMO- bes- ilv?:(})(::s;
apxeit DHGOCOM TPAHCKPUIILUSA | H30Me- LIUTOCKEJIET [Tdb-a381 ESCRT-kommiieke KOBbBIH cHeTeMa
pasa JIOMeH

-archaeota | S25e | 1L22¢ | EIil | Rpb8 | ToplB | FtsZ | akrun I II I Longin | E1/E2
Loki + + + - - + + + + + + + +
Thor + - + - + + + + - + + - -
Heimdall + + + + - + + + + + + + +
Kor + - + + — + + - - - - - —
Cren + — + + - + + - - - + - -
Aig + - + - + + + - - - + - +
Thaum + — — — + + — - - - + - -
Eury - - + - - + - - - - - - —
OyKapHoTbI + + + + + + + + + + + + +
Ipumeuanus: ESCRT-koMmeke — Be3UKyJIsIpHble CHCTEMBI JIH30COMHOI Jlerpanauuu 0eKoB, yuacTie B uutokeHese; EIfl — dak-
TOP 3JIOHraluK TpaHcKpuninu; Rpb8 — romoiior cyobenrnnibl PHK-nosnnmepassl; Longin — nomeH 6esKoB 9H10MeMOPaHHOTO
Komrekca; E1/E2 — akrusupytommii n Konblorupyioiiuii 6eski Ub-cuereMbr; +/— — He y Beex npejictapuTeeil huayma

3. CymmupoBaHHble B TabsLe | cBeJleHHs1 0 HaJIMuKH B re-
HOMax HeKOTOpbIX NpoTeoapxeil (Lokiarchaeota, Asgard
¥ J1p.) HaGopOB 3yKAPHOTIOAOOHBIX MEHOB CBHETE/b-
CTBYIOT 00 Y4acTHH JPEBHUX JIMHUH, POACTBEHHBIX STHM
apxesiM, B [IPOUCX02KICHHH 9YKAPHOT B pe3yJibTaTe H10-
CUMOUOTHYECKOT0 MPUOOPETEHHUsT MPOTOMUTOXOHJIPHUH.
B npouecce cum61o03a 1pou3olia pajukaabHas reHe-
THUECKasl U SHepreTHUeCKast TpaHChopMalysi TapTHEPOB
¥ BO3HHKJIO HOBOE KauecTBO — cJioxkHast KieTka LECA.

4. BwmecTte ¢ TeM MHOrHe BOIMpPOCHI, Kacatolnecss GopMu-
poBanuss LECA, ocratoTcst OTKPBITHIMU. DTO OTHOCHT-
csl K 06pasoBaHMIO s1pa, IHAOMEMOPAHHBIX CTPYKTYP,
9HEpPreTHYeCKUM I1apaMeTpaM 3yKapHoreHesa, poJiu
COOBITHH FOPU30HTAJIBHOIO [1€PEHOCA M€HOB, ABHKYLLIUM
CHJ1aM BOJIIOLMH pasHbIX PUIYMOB apxef.

Ha npoGsemMaTHKy NPOUCXOXKIACHHSI SYKapHOT ClleyeT
CMOTPETh C TMO3ULHMH (PUI0COPCKOro MocTynaTa o «chepe
Apucroresisi», B KOTOPOM OIpejiesieHa rpaHulia MexIy U3-
BECTHbIM H HeBeIOMbIM. BHyTpu cepbl akKyMyJMpOBaHbI
HAKOIJIEHHble 3HAHMS, HA TOBEPXHOCTH HAXOAUTCS HEM3-
BecTHoe. YeM GoJiblile 06beM HH(OPMALIK BHYTPH Cephl,
TeM OoJibLUe MJ101La/b [TOBEPXHOCTH M, COOTBETCTBEHHO, 00-
JlacTb HernosHaHHoro. IlepcriekTHBbl U3ydeHHsl syKapHore-
He3a MOHSITHBI, HO Briepead — OOLIMPHBIN (GPOHT HCCIeN0-
BaHM Ha MeTa00JIHYECKOM U KJIETOYHOM YPOBHSIX, OCBOCHHE
HOBBIX HH(POPMALMOHHBIX MOJesie, MpUBJIeYeHHE METOJIOB
NOMNYJISILLMOHHON TeHEeTHKH K aHasludy reHHO-MeTaboJnye-
CKHX ceTel B Co00LIeCTBaXx.
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Pa6ora Beinosnena no rpaunty [Iporpammbr [1pesuany-
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