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Codghuiicxku ynusepcumem ,, Ce. Knumenm Oxpudcku “

Pe3rome. AHanu3upar ce ChbBPEMEHHM H3CJIEABAaHMS Ha paHHATa MHKPOOHA
esomorss  oT JIYKA (mocrmemHusaT 00I[ YHHBEpCaleH pOJOHAYAIHUK) [0
YCTaHOBSIBAHETO Ha JiBaTa KJIoHA Ha mmrepus [Ipokaprora — Apxeu u bakrepui.
OOcBxKIaT ce OCHOBHHTE eTany U (GakrTopu Ha OMOXMMHU4YHATa, (pU3noIOruYHaTa
U OHWOJIOTMYHATA CBOJIONHMS HA AaIleTOTCHH M METAHOTCHH W pOJiATa Ha
TCHETHYHATA JUBEPICHIINS M SCTCCTBCHUS OTOOP 3a Ch3IaBaHE Ha MHOTr0OOpasue
OT MHKpOOpranu3mu. HarpaBeH e OIUT Ja ce MPEACTaBAT Pa3iuuHK BUKIAHUS
3a MPOU3XO0/la Ha SPOTO M HA OCTAHAJIHMTE KICTHYHH KOMIIOHEHTH, CBHP3aHHU C
€BOJIIOIMSITA HA €yKAPHOTHATA KIIETKA.

Kniouosu dymu. aneroreHesa; METaHOT€HE3a; apXxer; OaKTepuu; METaboIn3bM
Ha npokapuoty; JIEKA; xopu3oHTaneH reHeH TpaHcdep; MpOou3Xo Ha CyKapHuOTH;
eHIOCMOMO032a

EBoJironus Ha NIpOKapuoTH

[paknerkure Ha JIYKA (mocnegHusT oOwl yHUBEpcaleH pOJOHAYaHUK Ha
BCHYKH JKHBU OPraHW3MH) ca OWIIM MPOCTH TEPMOQWIHU MPOKAPUOTH, UMAIH Ca
pubo30MH B LUTOIIa3MaTa U T€HU C MHTPOHU B T€HETWYHATAa CH OpraHu3alusl,
W3IOJI3BANINM ca aBTOTpOoeH MeTabonuTeH mbT Ha aneTwi-KoA u xemnocmosa B
KJIeThYHaTa MeMOpaHa. IHTpOHHUTE ca ChlIeiicTBANM 3a MOSBaTa HA HOBH H CIIOKHHU
TeHU upe3 pekoMOuHanus (pa3ObpkBaHe Ha ek30HUTE). [10JI0KEeH Ha ecTeCTBEeH
0TOOp, MBPBUYHUST TEHOM C€ € MPEBbpPHAall B KOMIAKTEH MPOKAPHOTEH F'eHOM 0e3
Criaiico3omMa U HHTPOHH, criocoOeH Ha Obp3a perukanus (Martin & Sousa 2016).

Kak ot npokapuothus reHom Ha JIYKA ca Bb3HUKHANHU JBa KJIOHA, KJIacU(DUIIH-
panu B 1Be napcTBa — bakrepua u Apxea (npeauinu HazBanusi Eyboakrepuu u Ap-
xebakrepun) KbM HaauapctBo (ummnepus) [Ipokaprora? OTroBop Ha TO3U BBIIPOC
ce ThPCH Ype3 CpaBHsABAaHE MeTa0ONM3Ma Ha Hall-JpeBHUTE CHBPEMEHHU OpraHu-
3MH — alleTOreH! ¥ METaHOTeHH, KOMTO ca MOCTAaBEHH B OCHOBATa Ha €BOJIIOLMOH-
HOTO ABPBO CHOTBETHO Ha apxeuTe U Ha Oakrepuute. Te ca anaepoOHHM aBTOTpOdHU
Cc Haii-mpocTaTa (HU3HOIOTHsI, N3MON3BaT aueTiI-KoA MeTabonuTeH mbT, penyuu-
par CO, u H,, chotsetno 10 metan (CH,) u anerar (CH,COOH) u ce cpemar B
ankajgauTe xuaporepmaind oTBopu (AXTO). BbriepoqHusiT 1 eHepruiHUsIT UM
MeTa0O0IM3bM ce KaTalu3upar OT MIPEXOJHHU METaJIH.
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[Tpu anerorennuTe dDaKkTepuu METabOIM3MBT CE OCHIIECTBABA B 6 MOCIEN0-
BaTEJIHU CTBIIKM ¢ nomomra Ha ensumu (¢pur. 1, tabn. 1). 1. CO, ce pemyuupa ¢
noMouira Ha (hopMaTaexuaporeHasa 10 gpopmam B MPUCHCTBUETO HA pelylUpaH
¢depenokcun U penyuupad HukotnHamug aunykineotua (HAH) (Thauer 1973).
®epenoxcunst (Fd) ce penynmpa ¢ eneprusra ot okucissanero Ha H,no merona
Ha eNeKTpoHHaTa Oudypkauus. BonopoabsT € U3TOYHHK Ha €, a PepeqOKCHHBT €
TexeH akuentop u npeHocuren 10 HA/I'. CBpp3BaiioTo MsCTO 3a NpeBpbIaHe Ha
eneprusita ¢ Rnf (Fd-NADP-okcunopenykrasza). depegokcuHuTe ca MajKd Mpo-
TEUHH, ChabpKamy 1 unu 2 kirperbpa oT Fe-S. Te yuacTBar B €eKTpOHHOTPAHC-
MOPTHHU BEPUTH KAaTO HOCHUTENM Ha eNEKTPOHU C HUCHK peloKcroeHan. B enek-
TpoHHaTa OudypKauus ca CBbp3aHU C €H3UMa XUApOoreHasa. Peaknusara e BaxHa
3a oOpasyBaneto Ha C, chenuHenus. 2. GopMaThT pearupa ¢ TeTpaxuapodosiar
u obpasyBa gopmurmempaxuopogonram. EH3UMBT TeTpaxuapodoiar CHHTETa3a
e ciequduyHa TpaHcdepasa ¢ kopakrop Terpaxuapodonuena kucennna (PKH4),
xosito npenacs C, omtomku (popmunosa-CHO u metunosa-CH, rpyna). Ts cbabp-
’Ka NTepuaAnHOB npbeTeH. Terpaxunpodonarst (H4F=THF) e npousBonHo Ha do-
mueBara kucenuHa (Kosekova et al. 2004, 276). 3pa3xonBa ce eHeprus OT eJeK-
TpoHHara oudypkanus — AT® — AJID + ®n. 3. Dopmun-THF ce npeobpa3sysa B
memenun-THF OT eH3UM MeTeHMATETpaxuapodonaTr nuKiIoxuapoiasa (popmu-
TH® « 5,10-merenun-THF + H,0O). 4. Merenun-THF npemunasa B memunern-
THF c yyacTHeTO Ha €H3UM MeTHIIeH TeTpaxuapodonar nexuaporenasza (HAJIOH
+ H" —-HAI®D"). 5. Metunen-THF ¢ enzum MeTuinen Terpaxunpodonar peaykrasa
(HAAH — HA") obpasyBa memun-THF. I3nomnBaneTo Ha Na+ ce 3aIBHKBa OT
eK3eproHHo npexsbpisine Ha € oT Fd na HAJI®":okcunopenykrasa (HapeueHa Rnf,
npeoOpasyBa eHeprusi Gpepenokcut). 6. Merunosara rpyna Ha metwi-H4F ce
npexsbpiist upe3 CoFeSP 8 CODH/ACS, kbaeto ce otnens ayemui-CoA. Peakuu-
ATa ce KaTaJM3upa OT eH3MMa MeTHITpaHcdepasza. MeTuntpancdepasure ca rpymna
€H3UMM, KOMTO u3nos3sar nonopu Ha CH,, Hail-uecto S-anenos3ui-1-MeTHoHuH, 3a
Jla METWJINPAT CBOUTE CyOCcTpaTH. MeTUIMPaHEeToO € OT OCHOBHO 3HAYEHHUE 32 KOH-
TponupaHe Ha reHHara Tpanckpumnuus. 7. budynkuunonanunusat easum CODH/ACS
penyuupa CO, no CO B kapOoHWIHHUS KJIOH 1 10 cBbp3Ba ¢ CH, oT MeTHII KiIOHa 1
¢ CoA, 3a ga obpasyBa anetui-CoA — H3X0HO BeIIeCTBO 32 MHOTO OHOCHHTE3-
HH peakuuu. PocdoTpancaneTunazara npespbiia anetuia-CoA B anerunpocdar.
KOWTO ¢ momorira Ha ¢ocdaraueTunrpancdepasara oOpasyBa anerar U BKIIOUBA
SHeprusiTa OT HaTpUEBUs MEMOpaHEH MOTEHIMAal Ha KieTkara B cuHTe3 Ha ATO
(auetundocdar + AAD — CH3COOH + AT®) B auetorenure (0akrepuu oT Ipy-
nara Ha KJIOCTPUIAMNTE). ALleTaliexua IeXuaAporeHasara npespbiia anetua-CoA
B aJieXui, a aJKoXoJl JeXHIporeHasara chIAeicTBa 3a 00pa3yBaHETO Ha €THUIIOB
AJIKOXOJI OT aleTajIeX .
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®urypa 1. CpaBHeHue Ha alleToreHesa 1 Metanorenesa (Martin, Sousa, 2016)

Ta6auma 1. O6sicHenus kpM ur. 1:

Anerorenesa

11

XuaporeHoTpohHa METaHOTCHE3a

N LR W~

(bopmar sexuaporeHasa; 1.

(dopmunTeTpaxuapodonar cuHTasza; 2.
METEeHHII TeTpaxuapodorar uKIoxuaponasa; | 3.
METHJICH TeTPaxuapooaT AeXuIporeHasa; 4.
terpaxuapodonar peaykrasa; 5.
MeTuI TpaHcdepasa; 6.
METHJIKOEH3UMPEIyKTa3a; 7.

(a) peynmpan CO, no CO;

(6) +2¢, Rnf, depenoxcua:NADP+
OKCHJIOpEAYKTa3a

(8) AT® o AP + Dw;

(r) H+ no H,0;

() HAJTH o HAT+;

(e) Fd pen. no Fd oxuc.;

(5x) CoFeSP+H4P (terpaxunpodoinar);
Fd- depenoxcun; Hyd- xunporenasa;

(3) poctorpancanernnasa;

() anerarkuHasa;

(x) CODH/ACS 06udyHKINOHANCH €H3UM

(opmiMeTaHodypaH AeXuporeHasa;
(dhopmuntpanchepasa;

pesyunpane;

pexyrupase

penyuupane ¢ Co-F,, FeNi-3aucuma xuaporenasa;

MeTunTpancdepasa (eK30preHHa peakiys);

METHIIKOCH3UM PeJIyKTas3a;

(a) MFR-meTanodypas;

(6) H4MPT-Terpaxuipo-MeTaHONITEPHH;

(B) otnensne na H,0;

(r) u () penyuupane ¢ CoF ,;

(e) cunres Ha ATD;

(x) penyunpane ot CoB nupextHo 1o meran (CH4) ¢
yuactuero Ha eHsum (7);

(3) oopasyBane nHa CoM-S-S-CoB xetepoaucynduz
Ha KoeHsumute M u B u pasrpaxxnane ¢
[IMTOIUIa3MEeHa XeTePOMCYII(puIL pelyKTasa;

(n) Eha u Ehb enepronpeBpbLiaiy XuporeHasu;
CODH/ACS — kapOOHMOHOKCHJI IeXUJIporeHasa/
aleTHIKOCH3UM cuHTa3a; Hdr-xereponucynun
penykrasa; MtrA-H, metunrpancgepasa
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IIpu xuaporenorpopuuTe MeTanorenu (apxeun) peayuupanero na CO, 10
CH, cbuo ce ochbiecTBsaBa B 6 cTbiky upes anetun-CoA uin ,,W-L“ meTabonu-
TEH I'BT € MOMOIITA Ha nopeauna ot eusumu (¢pur. 1, Tabn. 1). 1. CO, ce cBbp3-
Ba ¢ MeTaHO(ypaH (XeTepOUMKICHO OPTAaHUYHO ChEAMHEHHE) U 1O TO3U HAUYWH
ce peayuupa a0 ¢popMuioBa rpyna kato ce oopasysa N-popmuimMeranopypan
(CHO-MFR). Peakuusra (CO, + 2H + MFR) e engopronu4na, Karajiusupa ce
ot GpopMunIMeTaHo(ypaH IEeXUAPOreHa3a u ce 3aJIBHKBa OT CIEKTPOXUMHUYHUS
HoneH rpaauent npe3 MmemOpanara (Schlegel & Muller 2011). ®opmun-MFR
JeXHJIporeHasara € KeJsi30-CepeH MPOTEeHH, KOUTO ChIbpKa MPOCTETUYHA TPY-
na ot MmetaHontepud (MPT) aunykieotun u MmonubdaeH uiu Bondpam. Bepost-
HO € CBbp3aH ¢ MeMOpaHaTa U MMa HKOJIKO pa3InyHu cyoequHunu. Penyuupan
¢epenoxcun (Fdred) npuema enexrponu ot H, n npemunasa B OKUCIeH (epe-
nokcuH (Fdox). 2. ®opmuioBara rpymna ce mpexBbpiisl B TETPaxXuapOMETaHOII-
tepun (H4AMPT=C, H, N O, P) — koen3um Ha Gpopmunrpancdepasara, KOUTO €
OTKPHT B Pa3iU4YHH MHUKPOOPTaHMW3MH M y4acTBa B METa0OJIM3Ma Ha METHIJIOBU
u popmusiou rpynu (CH, u CHO). O6pasysa ce popMUITETPAXUAPOMETAHOI-
tepud (CHOH4MPT) wu ce ocBoGoxaaBa metanodpypad. 3. Ot ¢popmuiopara
rpyna ce oTAens Bona (AexuapupaHe) U ce oOpazyBa METEHHJITETpaXHIpOMe-
ta"nontepud (CH=H4MPT). 4. [locnennudar ce peayuupa A0 METHIEHTETpA-
xunapomeranontepun (CH,=H4MPT) ot kodpakrop F,, . Peakuusra ce karanu-
supa ot F,, -3aBucuma N5,N10-MeTUICHTETPAXUAPOMETAHONITEPUH PENYKTa3a
(F,,, € monop na enexrponu). 5. Merunen-H4MPT ce pexynupa ot S-metun-
TETPaxuAPOMETAHO-NITEPUH:KoeH3uM-F  oxcunopenykrasa ¢ kodakrop F, -
KaTo JIOHOP Ha €JIEKTPOHU 110 MeTunteTpaxuapomeranontepun (CH,H4MPT).
6. Metunosara rpyna ce npenasa Ha koensum M (CH,-S-CoM) ¢ nomomnra
Ha CoM-Mmerunrpancdepasa (OENTHK, CHIBPKAL] KEIIIOCEPHH KIBCTHPU
U KOPHMHOMJ KaTo MPOCTETHUYHA Tpyla) U ce OCBOOOXAaBa TETpaxHIpoMeTa-
Hontepun (H4MPT). Ta3u peakums e exk3zopreHHa. CBoOoaHaTra eHeprusi ot
eH3uMHOTO npenacsHe Ha CH, oT meTaHonTEpUH Ha KOEH3UM M ce m3nonssa
na reHepupa Na+-MoTHBHpalla cuia, Ch3aBaHa OT METUITpaHc(epa3eH KOM-
mwiekc (Mart-H). 7. Metun-CoM-penykraza (MCR) karanusupa nociennara
CTBIKa A0 00pa3yBaHETO Ha MemaH, Kato peayuupa metun-CoM 10 MeTaH u
CoM (Grochowski & White 2010). MCR cbabpxa kodakrop (koenszum) F . .
ChIbPIKAII HUKE TETpanupo (He Tpsabdsa na ce Obpka ¢ F,, ). Metun-CoM ce
araxysa oT koensuM-B (HS-CoB), ocso6oxnasa ce CH, u ce 0OpasyBa xeTepo-
aucynu KaTo KpacH akIenTop Ha eJeKTpoHu B metanorenesara (CH,-S-CoM
+ HS-CoB — CH, + CoB-S-5-CoM). CoM-SH u CoB-SH tuonure ce perene-
pupar upe3 peyKIus ¢ eJIeKTpoHu oT H, mocpencTsom xerepoaucynduana pe-
nykrasa (Hdr) mpu cunno ex3zepronnuna peakuusi. Hdr cpimo renepupa Fdred,
KOMTO CIYXHU KaTo PEeIyKTOp C HUCBHK MOTeHIHUal 3a erama Ha ¢popmuia-MFR
JeXHuJIporeHasa B CThIKa 1.
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Coenunenusita terpaxuapodonar (H4F) wu TeTpaxuapomeTaHONTEpUH
(H4AMPT) npenacar C -0TIOMKH MekIy (OPMHIOBOTO U METHIOBOTO OKMCIIE-
Hue. Te ca CTPYKTypHO aHaJIOTMYHU €IMH Ha JIPYT MO OTHOIIEHHE Ha MTEepPUHO-
BaTa 4acT, HO BCEKM MMa oTAesHa cTpaHuyHa Bepura. H4MPT npucscTBa camo
B aHaepOoOHM METaHOTEHHH apXeW M aepOOHU METHIOTPO(HHU MPOTEOOAKTEPHH.
Toii eBomonpa HezaBucumo oT H4F u ¢yHKUMOHHMpa KaTo OTAENEH HOCHUTEN B
meTabonusMa Ha C,. CUHTE3bT HAa METUII € Bb3HMKHAJ HE3aBUCUMO (T€OXUMHY-
HO) B alleTOI€HU U METAHOTEHH B MPOABIDKUTENIHA OMOXUMUYHA SBOJIOIHS, Ma-
Kap METHJIOBUTE TPYIH Ja M3IIBJIHABAT XOMOJOKHA (DYHKIHS IPU XOMOJIOXKEH
ensum CODH/ACS 3a cunresara Ha Tuoectep. ToBa mpeanonara, 4ye: (a) FeHbT
3a CODH/ACS e npucbcTBan 1 GyHKUMOHUPAJ B TEXHUS MPUKPETICH JKUB 001
npenmectBeHuk (JIYKA), (6) reHuTe v npoTeHHHUTE 3a MBTUIIATA HA CHHTE3 Ha
METHUJ MpPH aleTOreH W METAHOT€HM ca BB3HMKHAIM HE3aBHUCUMO M BIIOCIEN-
CTBHE Ca JUBEPTUpalIy MEXIy TeXHUTe HaciegHuiu B pamkute Ha AXTO; (B)
METHJIOBH TPYITH Ca IOCTaBsIHU HEMPEKBbCHATO U M300MIIHO OT T€OXUMHYHH MPO-
LecH (CeprneHTUHU3ANMS WK TeOXUMUYHHM OKHUCIUTETHO-PENYKIIMOHHU IpolLie-
CH Ha rpaHHIaTa OTAYLIHUK — OKeaH); (I') METWJIOBUTE IPYIH ca M3MOI3BaHU 32
CIIOHTAaHHAaTa METHJICHHTE3a Ha aneTia-KoA B MeTaOONUTHHS BT Ha alleTOTeHU
1 METaHOT'€HH IpEey MosiBaTa Ha FEHUTE U MPOTEUHUTE; (X) TEHETUYHO Bb3HUK-
HaJUTe €H3UMH 3a CHUHTE3a Ha METHJI HE ca U3MUCIIMIIN Ta3u CUHTE3a, a CaMo ca
YCKOPHIIM XUMUYHUTE PEaKIHUU, KOUTO ca OMIIM Bb3MOXKHHU U 0e3 TsX; (e) reHuTe
3a CbOTBETHUTE €H3WMHU Ca Bb3HUKHAJM B He3aBrucuMU KiloHOBe Ha JIVKA (Sousa
et al. 2013). Apxeute u GakTepuuTe ca ABa CAMOCTOSTEIHU KJIOHA MPOKAPUOTH,
KOWTO Ca 3ama3uiid HAKOM OOIIX YePTH, HO APYTH ca H300pPETHIIN CaMOCTOSTEIHO
B pe3yJITar Ha Ibjra reHeTHYHa qudepeHnmanus (Taom. 2).
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Tabauna 2. CpaBHenue Ha bakrepun u Apxeu

[Ipunuxu

Ennoxsersunn, GMHapHO JeseHe (IIpocTo JieJieHe Ha J1Be), pa3Ho00pa3HH 1o (hopma, pudo3omMu

tin 70S. Wmar mykineonn (kpwsrosa JIHK), mrasmena memOpaHa, KIeThUHA CTEHA C OEITHUHH

n3pacTblu WA, (bnarenyM " OUTOIUIasMa € BHCOKa KOHILICHTpallUs Ha pa3TBOPCHH BCHICCTBA.

3BbpIIBaT XOPU30OHTANICH T€HETHYCH TpaHcdep (TpaHchopManus, TPAHCIYKINS, KOHIOTAINs).

Ipenecenara JIHK moxxe na 6b1a rutasmug umm xuopu. [lomydasa ce pekoMOMHAHTEH OPraHU3bM.

Hsmar memOpannu opranemy. Kiersunara memOpaHna ot 1BoeH (ochoummieH cIoi ¢ TIHIepot

u ocaren ocrarsk. Kierbuna crena (IpH HIKOH OTCHCTBA).

Paznmuns

Apxen

bakrepuu

Haii-npuMuTHBHM, TIOSABUIIM CE OT

JIVKA npenu 3,1 — 4,1 miapa. r.; 0,5 — 4p
MIPEXUBSBAT B €KCTPEMHH yCIOBHS (TOpeIn,
COJICHU € IBbJIOOKHM BonH). Kierpunara
CTEHa € OT IICEeBAOIEITHI0TIINKAHHU,
IJIMKOTIPOTENHU MIPOTEHHH U MOJIU3aXapHIH.
Jlunuaaa MeMOpaHa ¢ M30IIPEHOBH

eTepH C Pa3KIOHSIBAIIN Ce anupaTHU
kucenuHu. Chappxka OenThIN, KOUTO
oOpazyBat S-cnoii. Bumose: 4 ocHOBHH
rpynu. Exonoru4yHo: MeTaHoreHu,
Tepmoanenodm, xanodumm. He o6pasysar
criopu. PasmHOXkaBaHe CchII0 upe3
(bpaFMeHTaLIPIﬂ Ha KJIETKaTa WJIK II'bIIKYBaHE.
Wwmar untponu. Hamar Tumun B TPHK.
PHK-nonumepasara e cioxHa u € u3rpajeHa
ot 10 cyoenununu. Mmar 31 pubozoMHuu
oentoiy 1 Manku siapenn PHK-u, xonto
nmricBar npu Oakrepunte. Hama natorenHn
BuoBe. He ciieBar nimkosin3a U 1UKbI

Ha Kpebc, a u3momn3Bsar 1pyru mpTHINA.
Coaspxar A-Tun ageHo3uHTpuocdarasa.

CrnoxHo ycTpoeHu, nosiBuiu ce ot JIVKA npenn
2,5 — 3,2 Mipa.T.; nuaHoOakTepuu npeau 2,6
MIPA.L. (KuciaopoaHa pesomornws); 0,2 — 1.5,
Pa3npoCTpaHEHU HABCAKB/E, (OUBH, BOJA,
Bb3lyX, TPYNOBE, )KUBY opranusmu). Kierpuna
CTEHa OT NEeNTHIOTIINKAHA C MypaMHUHOBa
KHCEIMHA WIIH JIUTTOTIONN3aXapuIH, BbPXY KOSITO
€ pa3noIoXkKeHa Karcyiara (npu Hakon). Jlunugxa
MeMOpaHa ¢ ecTepH Ha MaCTHH KHUCEIHHH.
Bunose: 5 ocHOBHE rpymnH (IpOTE0OAKTEPUH,
XJIAMUJIHH, CIIMPOXETH, IHAHOOAKTEepHUH, rpam”

u rpam . OOpa3yBaT CIIOpH 32 MPEKUBSIBAHE.
Hsamar natponu. Mmat tumun B TPHK. PHK-
MoJIMMepasara € pocTa U € u3rpajieHa or 4
cybequaunu. Mma marorennu Bujose. M3mnonssar
TIMKOITHM3a ¥ UKBJ HAa Kpebc 3a pasrpaxnane Ha
mIoKo3a. Mimar kaMiinyera u IIbTHUILA 34 CUHTE3a
Ha XeM, KOHTO C€ pa3IMdyaBar OT Te3U Ha apXeHTe.
Coaspxar F-tun anenozuntpudocdarasa.

HpOKapI/IOTI/ITe CC XapakKTepusupar € rojisimMmo pa3H006pa3I/Ie OT I'€HU BBTPE
B IIaMOBETEC Ha BHA. HpI/IMepI/ITC, OTKPpUTHU AO0CCra 3a HE3aBUCHUM NPOU3XO]
Ha T'CHU B apXeu u 6aKTCpI/II/I, ImokKasBart, 4€ I/I306p€TCHI/ICTO Ha II'bJIHUA T'CHCH
penepToap, HCO6XOZ[I/IM 3a CBO6OI[HOTO UM CHUICCTBYBAHC, HC € 3aBHPIINUJIO B
JIYKA, a € IPOABJIKUIIO B TAXHATA MO-HATATbIIHA CBOJITOI M. Bceku HOB mam
C€ OoT/iIn4aBa OT OCTAaHAJIUTE CPEAHO C 33 reHna. I_[;maTa CBBKYIIHOCT OT 'CHHU Ha
BCUYKHU IMIaMOBE€ OT AaJA€H BUJ CC O3HAYaBa C TCPMUHA NAH2EHOM. I/I3yanaHe—
TO Ha MAHT€HOMA € BaXXHO 34 U3SICHSABAaHE HAa MeTaboIM3Ma U CBOJJIIOLIMATA Ha
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BHUa. Bpipekn ue nznonsBaT orpaHudeH HaOOp OT cyOCTpaTH, METAHOTEHUTE
U alleTOreHUTE UMaT CJIO0KHA OMOXMMHSI, KOATO BKJIIOYBA HEOOMKHOBEHH KO-
€H3UMH M PEaKIUH, U3BbPIIBAIIN CE IPU MHOTO HUCKHU PEIOKC MOTECHIIHAIH.
Hampumep camo 3a OnocuHTe3aTa Ha eH3UMHUTE CUCTEMH Ha METaHOTeHe3aTa
ca HeoOxogumu moBeue oT 200 rena. Clo)XHOCTTa UM HaAMHHABa Ta3u Ha
CBETJIMHHUTE peakuuu npu GorocuHre3ara. [eHUTE B OaKTEpUHUTE U apXeUTe
uasat ot JIYKA, Ho nMa 1 TakuBa, KOUTO ca pe3ysTaT Ha XOPU30HTaIeH reHeH
tpancdep (XI'T), kato Hampumep OaxTepuanHute renu Ha Haloarchaea. B
HOBa cpeja MPOKAPUOTHUTE CE CpeliaT U yCBOsIBAT HOBH JIOHOPH M KpalHH ak-
LENTOPH, IPH KOETO C€ pa3MIMpABAT CHIIECTBYBAIIUTE OKUCIUTEIHO-PEIYK-
uroHHu ABoMku. XI'T Mexny OakTepuu W apxeu JOBEXkKIa 10 paszaaliedyaBaHe
Ha TsAXHaTa (U3UOJIOTHUS U A0 PA3KJIOHIBAaHE HAa €BOJIOLMHOHHOTO IBPBO KAKTO
Ha OakTepuuTe, Taka U Ha apxeute (Martin & Sousa 2016).

ApxenuTe U OaKTEepUHUTE HAMAT XOMOJIO)KHU MEMOpaHH, KOETO IOKa3Ba, ue
pononadaHUKBT UM (JIYKA) He e uman ceBpeMeHHa MeMOpaHa. MeTUIICHH-
Te3aTa, NPeXoabT KbM CBOOOAEH HAYUH HA KUBOT M IPOKAPUOTHOTO KIETHUYHO
JeJeHe BEPOATHO Ca BB3HHKHAIM HE3aBUCHMO B AlETOTCHH U METaHOI'CHH.
[IpTAT Ha OMOCUHTE3a Ha XeM IIPU apXeH He € CBbp3aH ¢ TO3H NpH OakTepuu,
a BEpOsITHO € Bb3HMKHAT HeeH3uMHO oule B JIYKA. Hsakou cpBpemenHu are-
TOTEHH W METAaHOTE€HHM MMaT IIUTOXPOMH, MOJY4YEeHU OT cyiadarpeayuupaiin
OakTepuu upe3 XOpU30HTAJICH TeHeH TpaHcdep. PnaBuHUTE ca fajed no-yHu-
BEpCAJHU OT XMHOHHUTE, KOETO C€ IBJDKM Ha ClieJHaTa MOCIEIOBATEIHOCT OT
CHOMTHUS 3a CIECTABaHE Ha EHEPrusi B paHHaTa eBONIONus: 1) THoecTep-3a-
BucUMHU Qocoprinpane Ha HUBO cyOcTpaT; 2) XeMHOCMOTUYHO M3I0J3BaHE
n yHusepcaitHocT Ha AT® kato eHepruiiHa BanyTa; 3) u3moi3BaHe Ha Na+
rpaagueHT, reiepupanu ot H+ /Na+ antunopru; 4) reHepupaHe Ha HOHHU
rpajeHTH, 3aBUCUMH OT Oudypkauus, 6azupanu Ha (QiaBuH; 5) reHepupaHe
Ha MPOTOHHHM rPagueHTH Ha 0a3ara Ha XMHOH (M Q-LHMKBII), BKIIOYBALIH MEM-
OpaHHM MHTErPATHHU ITUTOXPOMHH KOMIIJIEKCH M AMXaTEJIHU BEPUTH.

OU3HOIOTMYHUTE TUIIOBE MPOKAPUOTH Ca MOAPEJCHU MOCIEeI0BATEIHO OT
CTpOTH aHaepoOu mpe3 GakyITaTUBHU aHAEpOOH 0 aepoOH U OT aBTOTPOPU
u ¢pepmentaropu 10 Gororpodu u xereporpodu. ToBa moapexgaHe oTpass-
Ba OMOXMMHUYHATA €BOJIOLMS Ha peJoKccucTeMuTe. Muozo panna gusuiecka
ousepzeHyus, npeou3sUKaAHa Om pPAasiudHOMO XUMUYHO CbObPIUCAHUE 6 KOM-
napmmenmume Ha AXTO u Oeticmeuemo Ha XxumuuecKkus omoop e nocieosa-
Ha om @u3uonozuuna ousepzenyus. lpunukume u pasiuxume 6v6 6v21epoo-
HUA Memaboau3vbm ca YCNopeoHu ¢ NPUIUKUmMe U pasiukume 6 Mexanusmume
um 3a cnecmsagane Ha ewepaus. AleTOreHuTe (KIOCTPUAMHM) U METaHOTCHU-
TE€, CTOSIIIM B OCHOBaTa Ha MPOKapHOTHAaTa Kiacu(uKanus, HIMAT IUTOXPO-
MU U XHHOHH. TsXHaTa pois ce M3NbiIHABA OT KopuHHU'. C yCIOXKHIBAHETO
Ha MPOKAPHUOTHUTE Ca C€ MOSBUIN CyAPaTHH PEIYKTOPH ¢ mopduH?, cienBaHn
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ot Qorocunresupamu O6akrepun (¢ Gpopoun u xmopoduin). [lo-HararpurHaTa
(GU3HONOrMYHA EBOIIOIMS € I0BeJa 10 MOsSBaTa Ha JUXaTEIIHH BEPUTH, BKITIO-
YUTEIHO M TaKMBa, KOUTO U3IMOJI3BAT KUCIOPOJ KaTo KpaeH akientop (Taodur.
3). Qusuonocuynama esonOYUsL € NPOMEKAA 8 CLeOHaAma NOC1e008aAMENHOCH!
obnueamuu anaepobu — aepomonepanmuu aHaepoou — Gaxyimamustu ae-
pobu — obrueamuu aepoou.

Taoauma 3. [TocnenoBareliHu eTamny B €BONIOIMITA HA MUKPOOHUST MeTa0O0IH-
3pM (110 Martin & Sousa 2016)

OO0nurarHu aHaepoou Aepobu
Aepoobnuratau Aeporonepantu | DakynTaTUBHU O6uraTHu
3eneHu u
Merano- JlakroOarmnmu Enrepo-
Cynéar- Iy pITypHU Iceynomonac,
obpa3sysanm U [IPOIIHOHOBH GakrepuH,
pemyLnuparu CepHHI KOpHHE-0aKTepHu
Knocrpunuun Oakrepun Atunoponacea
Oakrepuu
—Luroxpom — Iuroxpom
Kopuun' + [Mopdun? + ®opbun’ . P 1 P + Oxkcurenasu
OKCHIA3U OKCHIA3U
+ LluToXpoM oKcHuaasu

3abenescka: Kopunume' ca IMKINYHU CheUHEHHS C MPbCTEHOOOpa3yBa-
M aTOMU (KOPMHOB MPBCTEH) OT pasnu4nu xumuunu enementu (C H, N)).
Iopgunvm® (C,;H N ) ce cbcToM OT 4 NOJOOHM Ha MUPON NPHCTEHA, CBBP-
3aHU ¢ yeTupu MeTHHOBH Ipynu (=CH—). Toii e Hal-IPOCTHUAT OT TETPaAIUPO-
auTe, KOTO 00pa3yBa OCHOBATa Ha nopgupunume (Tpyna CbeAHHEHUS C MOP-
(rHOBaA CTPYKTYypa C pa3IM4YHHU CTPAHUYHH BEPUTH). B KoMOMHALMS C KeNd30
Te 00pa3yBaT XeM — KOMIIOHEHT Ha OMOJOTHYHO BaXXHU ChEIUHEHHS KaTO BH-
TaMuH B, (koiiTo neficTBa kato KO(akTop), XeMOIIOOUH M MUOTIIOOHMH (XeM
+ OenTbka T0o0uH), urToxpomu u npyru (Nikolov 1971, 336; Kosekova et
al. 2004, 218). @opbunvm® e cheauHeHne 0e3 MarHe3ui, poJOHAYaTHUK Ha
xjopoduia.

LHuTOXpOMHH KOMIJIEKCH, XHHOHU U TPAHCJI0KALMs HA 3apsja Ha 0a-
3aTa HAa XMHOH JIMIICBAT B Te3U OYEBHIAHO APeBHH (POPMH HA KMBOT, KOU-
TO He nputexaBatr komiuiekcu I, IT nau III; aamar kpaiiHu okcuaasu, a
€caMo0 IO eJHO MSICTO 32 cBbp3BaHe (iioHHO u3nomnBaHe). TexHure enep-
rHAHUA MeTa00JMTHH NbTUILA Ce Pa3JnyaBaT QyHAAMEHTAJIHO OT MO3HA-
THTe XeMHOCMOTHYHHM IbTHINA OT THNA Ha JAUXaTejHara Bepura Ha E.
coli miu muroxonapunte. He3apucumo ot ToBa OHMOEHEPreTHKATA MM Ce
XapaKkTepU3upa ¢ XeMHOCMOTHYHH BEPUTH, CBBP3BAlU IPOTEHHH, HOHHHU
eJeKTPOXMMHYHHU rpajuenTn HaJg MemOpanute u AT® cunra3sa.

AHaepoOHOTO M aepoOHOTO JUIIAHE W3MO0J3BAT €JIEKTPOHHOTPAHCIOPTHH
(nuxatennu) Bepuru (ETB), 3a na cunrtesupar AT® (dur. 2). AnaepobHu-
T€ MPOKApUOTH M3IMOJI3BAT PA3JIMUYHM CYyOCTpaTH KaTo KpailHU aKLenTopu Ha
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enekTponu (cyndar, nurpar, HUTpUT, CO,, pepu KeNd30 U HAKOM OPraHUuIHU
cheanHeHus kato pymapat (¢ur.l). 3a aepoOHUTE OaKTEPUHU KpAaeH aKLEITOp
€ KHCJIOPOJBT, HO 32 aHaepoOHuUTe 1O ¢ ,,0oTpoBeH . ETB e mopenuia ot npo-
TEMHOBU KOMIIIEKCH, KOUTO MPEXBBPIAT €IEKTPOHU OT JOHOPH Ha aKIENTOpU
ype3 pefoKC peaklHH, MPOTUYAIlN €IHOBPEMEHHO U CBBP3aHO C TpaHcdepa
Ha H+ npe3 memOpanara: NAD+ + 2e- + H+ «—— NADH; ®AJl + 2e- + 2H"
—— DAJIH2 (oxkucauTeTHO/pelyKIMOHHN peaknuu). [IpeHochT Ha elek-
Tponu 1o ETB e ex3eprouumen npouec. [Ipu ToBa eHeprusara ce cbXxpaHsBa
nox ¢popmara Ha AT®. KpallHUAT npoayKT npu (epMeHTanusITa 3aBUCH OT
opraHu3Ma U Moxe Ja ObJe MJIedHa, MaclieHa, IPOMMOHOBA KHCEINHA, aJIKO-
XOJI, alleTOH €BOJIIOLMATA CpeJl MPOKApUOTUTE BOAU J0 Bb3HMKBAaHE Ha HOBU
KOEH3UMH — IIUTOXPOMH M XUHOHU (Tabi. 3), a HOBU MOJOKUTEIHH MyTalun
U ecTecTBeH 0TOOp MoJ00psABaT KaTaJUTHUYHUTE CBOMCTBA Ha MPOTEUHHUTE U
yCKOpSIBaT (PU3UOJTOTHYHATA €BOJIFOIIUSI.

TaKTaT HAJTH HAJ+ 2H' + %0, :
i 2H" AR g 2 O, HAIEHH‘L\I{+
BETpe LHTO301I BbIpe s/f 4
QH h 3 2
) @ L aaH~ | § faangTr
e ~-
MeMGpana Q MeMOpaHa
OTBBH
OTBEH 2H' ‘/ HAJTH-XHHOH
ETB 3a E. coli. npu anaepoGHO NO, NO, DEMT?‘%ENQRQ) nH' nNa“
mumane: ®AI-bIapHH. Q- XHHOH. +Ho EIBa ACPOOHO xmgon  HAJTH-xmHOH
FeS-KIbCThpPH B eH3HMuTe. IHT.b. Mo- Aumare npa Vibrio sp. okcHuaza  PedykTaza NOR-1
1. OMH; 2. ®JH.

NMHOIEHONTEPHH I'YaHO3HHIHHYKIEOTHIT
Q- yOHXHHOH
(I)nrypa 2. CpaBHeHI/IC Ha CJICKTPOHHOTPAHCIIOPTHU BCPUTU TTPU aHaepo6H0 nu
aepo6Ho JUIIaHC Ha 6aKTepI/II/I

ETB e cnpeenama ¢ oxucaumenno gocghopunrupane upes npomouen 2pa-
Ouenm npe3 niasmenama memobpana Ha npokapuomume. Ts e ananoe na ETB
6b8 GLMPEUWHANA MEMOPAHA HA MUTMOXOHOpUUMe HA eyKapuomume, HO e no-
VCIO0ANCHEHA — UMA HAKOIKO PA3TUYHU e1eKMPOHHU OOHOPA U e1eKMPOHHU K-
yenmopa. Uzepadena e om npomeunogume ouxamennu komniexcu: Komniexc
1 — HAJ[H-ybuxunon-okcudopedykxmasa mpexBbpiis IBOHKA €JIEKTPOHU OT KO-
en3uM HAJIH na xoenszum Q (yOuxuuoH). ToBa cTaBa upe3 mocpeaHuk ¢ia-
BuH MoHOHYKineoTus (PMH). Kounaexc Il — cykuuHaT-yOuXUHOH-OKCUAOPE-
OyKTa3a MpexBbpJid eIeKTpoHUTEe OT ¢unaBuHaneHuHaunykneorns (PAH?2),
KoiiTo ru mpenasa Ha FeS nentposere u ortam Ha kKoeH3uM Q. Komnnexc 111
— YOMXHHOH-IIUTOXPOM-C-OKCUOPENYKTa3a MPEXBHPIs €IEKTPOHU OT penay-
UMpaHus KOeH3UM Q KbM HHUTOXPOM ¢ (KOMIUIEKC OT 3 MUTOXpoMa — b, ¢ U a).
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To3u kommIekc cpabpxka xeM ¢ FeS neHTpose, B KOUTO ce U3BBPIIBA OKUCIIE-
Hue Ha Fe?'[] Fe*'. Komnnexc IV — 1UTOXPOM C-OKCHUAOPEAYKTa3a MPEXBbPIIs
e’aeKkTpoHu KbpM kuciaopona. Kommnekcu I, Il u IV ca nporonnn nomnu (cb3-
JaBaT MPOTOHEH I'PaJMeHT Mpe3 MeMOpaHa), a HUTOXPOM ¢ U Q ca MoOUITHU
eJeKTpOHHHU HocuTenu. [lpn nmpeMuHaBaHeTO Ha eJIEKTPOHUTE Mpe3 Bepurara
ce 0cBOOOXKaBa eHEPTHs, KOSATO ce n3nons3Ba or ATd-cuHTazara 3a CUHTE3 Ha
ATO® (xommiuekc V). Okcuzenazume KATaJNu3UPaT BKJIIOYBAHETO HA €IUH
aToM KHCJOpoA B cy0cTpara. AepoOHUTe OaKTepHMH H3IO0J3BAT peauna
pa3JN4YHN TepMHUHAJHH okcuiaa3u. [loBeueTo oxkcuaasm m peaykTasu ca
nporoHHn nomnu. llurtoxpom bcl e mporoHHa momma, OTKpUTa B MHOTO,
HO He BbB BCHYKM OakTepuu. KakTo moackassa umMero, 0aKTepHAJTHUAT
bcl e mogo0en Ha mutoxoHapuaaHus bel (komnnexc III). AnaepooHuTe
0akTepuM, KOUTO He U3MOJI3BAT KHCJI0POJ KaTO TEPMHUHAJIEH AKIEeNTOp HA
eJeKTPOHH, HMAT TEPMHUHAJHHU pelyKTa3u. Hiakou GakTepuu B KUCIOpOAHA
cpena usnonsBar ETB koMmIiekcn KakTo MpH MUTOXOHJIpUUTE. B anaepoOHU
ycinoBus Oaktepuannara ETB e mo-kbca u ce chcTOM OT 1Ba KJIOHA € pa3invyHa
MOCJIEI0BATETHOCT Ha IUTOXPOMH.

®orocunrteTnunute ETB ca mMHoro cxomnu ¢ ETB npu okuciauTenHoto
dochopunupane. Te u3noa3BaT MOOMIIHH JIMTUA0-PA3TBOPUMH ITPEHOCUTEIN
(XMHOHM) U MOOWJIHHM, Pa3TBOPHMH BHB BOJA MPEHOCUTEIU (LUTOXPOMHU) U
NPOTOHHU MOMIU. AHOKCUTeHHAaTa ¢oTocunTe3a e GoToTPOoGHUSAT Npolec,
NMpH KOWTO cBeTIMHHATA eHeprusi ((poToHM) ce yJaBs W nmpeodpasyBa B
AT® nau HAJI®H, 6e3 npou3BOICTBOTO HA KHCJIOPOA, KOETO 03HAYABA,
Yye BOJATa He Ce U3MO0JI3BAa KATO JOHOP Ha eJeKTPOHU. XapaKTepHa e 3a
HAKOM BH/A0Be DaKTepHH: 3eJIeHH CepHHU, MYPIYPHH CePHU, cyJdaT-peay-
NUPpald, NYPOIYPHH HecepHH O0aKkTepHu M XeauoOakTepuu. Te mpurtexa-
BAT HSKOJKO BH/Ja 0aKTepHOXJIOPO( U, CXO[AEH ¢ TO3H HA eyKAPHUOTHUTE U
00MKHOBEHO M3MOJI3BAT eJHa (GoTOCHMCTEeMa KaTo W3BbPIIBAT NUKJIHNYHO
dporodochopunupane. Haili-nHanpen Bb3HHMKBA aHOKCHTeHHaTa (OE3KHCIIO-
ponHara) oTocuHTE3a, a ciel Hes — okcureHHara. CmsTa ce, 4ye nBete ¢o-
TOCHCTEMH Ca Bb3HUKHAJIM B €HA U chla KieTka. PoTocuHTEeTHYHATA eJeK-
TPOHHOTPAHCIOPTHA BEpHUTa C XJIOPOPHUIN U3UCKBA HUTOXPOMHU U XUHOHHU.

HaTtpynanuTe opraHu4Hu BeLIECTBa B pe3yaTaT Ha aBTOTPOPHOTO XpaHEHE
Cch3laBaT yClOBHs 3a Bb3HHMKBaHe Ha QepmeHTauus (Martin & Sousa 2013;
2016). ToBa e anaepoOeH MeTa0OJIUTEH BT, IPU KOWTO C€ MOJy4aBa eHEPTHs,
KaTo MUPyBaThT, 00pa3yBaH upe3 IIMKOIHM3a, CEe pasrpaxaa I0 JaKTaT HIu
€TaHoJI, ChIIbTCTBAaHO OT NpeBpbiianeTo Ha NADH B NAD+. depmenrtanusara
ce pa3nuyaBa OT aHAepOOHOTO M aepoOHOTO AWIIAHE IO TOBA, Y€ HE CE HYX-
nae ot kuciopoa, Huto ot ETB unu nuken Ha Kpebc, a pochopunupaneto ce
W3BBPIIBA Ha cyOCTpaTHO paBHUIIE. MUKPOOPTaHU3MHUTE, KOUTO MOIy4YaBatT
eHeprus uype3 pepMeHTaLHusl, Ca TOTOMIY Ha XeMHUOCMOTHYHH NPeALH U UMAT
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opranoTpodHo xpanene. [Iponykrure o Metabonn3Ma Ha aBTOTpOPUTE CTa-
BaT U3TOYHHUK HA XPAaHUTEIHH BEIECTBA 3a XeTepOTpouUTe, MPU KOETO OHO-
JOTHYHHUTE BUIOBE CU CHbTPYAHHUYAT (€IUH OMOJOTHYEH BU]I )KHBEE OT MeTabo-
JUTHUTE IPOAYKTU Ha ApYT BUA). ToBa siBIeHUe ce Hapu4da cunmpogus. Ha-
IPUMED XUAPOT€HOTPOGHUTE MUKpOOpranu3mu obpasysar CH, oT penykuus-
ta Ha CO,. OpranoTpoHuTe MUKpOOpranusmu (anerorpodu) obpasysar CH,
OT pasrpaxJiane Ha opranuunu u3roununu. Ocsoboxenusar CH, ce usnonspa
oT MeTaHoTpou, Kouto ro pasrpaxaar 1o CO, u H,O. B ocnosara Ha cuH-
TpodusiTa € MEXAYBUAOBOTO B3aMMOJACIHCTBHE B yCBOSIBAHETO Ha BOJOPOAA:
cuHTpo(QBT (apxen) npoussexaa H,, a maptabopbT My (cyndarpenyuupamu
OakTepuun) ro KoHcymupa. Moxe 1a ce mpreme, 4ye aBTOTpoQusiTa U XeTepoT-
podusTa ca ce MOSIBUIN €IHOBPEMEHHO.

XapaKTepHuCcTHKaTa Ha JBaTa KJIOHAa MpOKapuoTu — Apxeu u baktepuu, Hu
JaBa Bb3MOXKHOCT /1a CH OTTOBOPUM Ha BbIpoca: Kak eykapuomume ce emec-
meam 6 panHama egonoyuUs Ha dcugoma?

IIpousxon Ha nomeiin Eykapuora — JJEKA

JIEKA e mocnegHusT o0l YHHBEpPCAICH POJAOHAYATHUK HAa €yKapUOTHUTE.
EykapuoTHara kiieTKa € TBBbpJE pa3jiMyHa OT MpoKapuoTHaTa: 1) mma op-
raHu3UpaH reHeTnyeH marepuan (Xxpomoszomu c nauHeiina JIHK, cBbp3ana c
XUCTOHM) B SAPO, OTPAHHUYEHO C TOpecTa siApeHa memOpaHa; 2) MeMOpaH-
Ha cHcTeMa 3a KOMIapTMEHTalu3anus; 3) yHUKalHa eHepreTuyHa [eHTpaja
(MuTOXOHIpHUN); 4) LUTOCKEJIET C MUKPOHUIIKH U MUKPOTPBOUYKH; 5) opra-
HENW 3a JBM)KEHHE (PECHH MIM KaMIIWYeTa WJIM ca TH 3aryOuiiu BTOPUYHO);
6) CIOXKHO JAeleHe MUTO03a; 7) moi (Ipouec 3a reHeTHYHA PeKOMOMHAIMS
ype3 Meio3a); 8) KiIeTh4YHa CTeHA MPHU HAKOMW); 9) IUTOIIa3Ma, ChIbpiKaIla
KJIETBYHHUS COK M opraHenuTe. Te3u XxapakTepUCTUKH ca ¥ Jajdl Bb3MOXHOCT
Jla ce MPUCIIOCO0U KbM YCIOBHSITA, 1a C€ U3MEHS U a TM U3MEHS U J1a Ch3laJle
CBIIECTBYBALIOTO MHOT000Opa3ue OT MPOTUCTH, I'bOM, PACTEHHSI U KUBOTHHU
(Alberts et al. 2006). lomeiin Eykapuora e nHacnennuk Ha JIEKA, mpousnsazea
oT nBarta kioHa Ha [Ipokapuora — apxeu u Oakrepun (dur. 2). Eykapuorure
ca pe3yiTaT OT ¥ Havyayo Ha CJI0XHA OMOJOTMYHA €BOJIOLHMS, KOSITO O3HAYaBa
MpOMsIHA Ha OMpEAeICHN HACIEACTBEHN XapaKTePUCTHKU B IOCIET0BATEIHU-
T€ MOKOJICHHS] HA OMOJIOTUYHUTE MOMYIalUH.
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EVKAPHOTA

Apxea

®urypa 3. IIpousxon Ha nomeitH Eykapuora — KIeTKH ¢ 11po
(Yastrebov 2018)

W3sicHsiBaHETO HA MeTaboIM3Ma Ha MPOKAPHOTUTE XBBHPJIsl CBETIIMHA BbPXY
npo0iieMa 3a MPoM3xX0/ia Ha eyKapruoTUTe. MHOrO OT METaOOJIMTHUTE MIBTHUINA
BOJSAT HAYaJOTO CU OT MPOKAPHOTUTE, MaKap ue HIKOH, KaTO a30T(PUKCALUATA,
HE ce CpellaT B eyKapuoTuTe. AepoOHOTO TUIIAHE € XapaKTepHO 3a BCUYKHU
OCHOBHH TPYIH Ha €YKapUOTHTE U € JOKAIU3UPAaHO B MUTOXOHApuuUTe. To ce
cpelia ¥ B MHOTO JIMHUU Ha MPOKAPHUOTUTE, HO HE NMPUCHCTBA BbB BCUYKH,
KOETO MOKa3Ba, e Te3H MPOKaPUOTH BUHATH Ca UMAJH aHaepoOeH MeTabon-
3pM. [Ipeau okomo 3,5 Mupa. I. HAKOM OAKTEpUH 3aI0YBaT Jja U3MOJI3BAT CIIbH-
ueBa eHeprus 3a peaynupane Ha CO, 1 00pa3yBaHe Ha OPraHMYHU BELIECTBA C
MOMOIIITA Ha BOJOPOJ OT pa3Nu4yHu U3TOYHHIH ((poToaBTOTpOodU). BH3HMKBAT
¢dorocunTezara u HMKBIBT Ha KanBuH. [pam-oTpunaresHu OakTepuu gaBaT
HAYaJOTO Ha IMAHOOAKTEPHH, KOUTO M3IOJ3BAT BOJOPOA OT BOJATa M OCBO-
6oxnasar O, KaTo cTpaHUYeH NPOAYKT. ToBa MO3BOJIABA Pa3BUTHETO HA ae-
poOHO quIIaHe, 3al[UTa Ha OPraHU3MHUTE OT KUCIOPOJa U CUHTE3UpaHe Ha MO-
rossimo konudecTBo AT®. Hapen ¢ Hero ce 3ama3Ba U aHaepOOHOTO AMILIAHE B
mecta 0e3 kuciopon. [loctenenHo B arMocdepara ce HaTpyIBa KUCIOPO 10
JOCTUTaHe Ha ChbBpeMeHHaTa KoHueHTpauus npeau 700 muH. r. Eykapuoture
ce TOsBSBAT Mpeau 2 MIpPI. I. C yBeJIUYaBaHEe HAa KHCIOpoAa B aTMocdepara
OT MpeAlH, ChAbpPKAIIKM MUTOXOHApHUH. [Ipeamnonara ce, 4ye MUTOXOHAPUUTE
ca Ounu OakTepuu, MonaHaIM B APYT NpokapuoT. Hama o0monpueTo Hay4HO
CTaHOBHUIIIE.

LuanoOakrepuute ca ¢pomoasmompoghu, 3al10TO UMAT XJIOPOPUIT U caMu
NPOU3BEXKIAT OPraHUYHH BELIECTBA OT HEOPraHWYHH 4Ype3 (OTOCHHTE3a:
6H,0 + 60, (xnopodui, ceetuna) — C H ,0,+ 60,. Te ca 0O6pasyBanu Kuc-
Jopona B arMocdepara U ca Jald HayajJoTO Ha 3CJICHUTE PACTCHHS. 3eJICHH
cepHH OakTepuu ca cbuio (GOTOABTOTPO(DHU, MPUIHYAT CH CKOJOTUYHO C LHU-
aHOOaKTepuuTe, HO M3IOJ3BAT CEPHH HOHU BMECTO BOJAa M HE MPOM3BEKAAT
kucnopos (anakcurenna ¢porocunresa): H,S + CO, (6axkrepuoxnopopun) —
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CH O, + 2S. ®omoxemepompogu wnsnonssar ceeriunna eneprus u CO,
OT OpPTaHUYHHM ChEeIMHEHUS (MypHypHU HECEPHH, 3€JIE€HU HECEPHU M XeJH-
obaktepuu). Xemoasmompogume (a30TOUKCUPAINH U KEISI300KUCIIBAIIU
0akTepuu) M3MOJI3BAT XMMHUYECKa CHEPrusi U HEOpraHWYeH BBIVIEPOA, 3a Ja
CHUHTE3UpaT OpPraHUYHHU BELIECTBA OT HEOPraHWYHH. Xemoxemepompodghume
(THUJIOCTHM M NIapa3uTHHU OakTepuun) ca aHaepoOHH OaKTEpHH, KOUTO H3MOJI3-
BaT XMMUYHA €HEPrus U BbIVIEPOJ OT OPTaHUYHU ChEAMHEHHUS.

XUMnoTe3uTe 3a NPOU3X0/la Ha €yKApUOTUTE C€ pa3jindyaBaT B HAUMEHOBA-
HUATa ¥ O0SICHEHHSTAa U MOTar Ja ce 00eANHAT NpuOau3uTeNnHo B 6 rpynu: 1.
HeszaBucuma xunoresa; 2. Enjorenna xunotesa; 3. Xumoresa 3a XuMepara;
4. EnpocumOuonTHa xunoresa; 5. CepuitHa eHIOCUMOMOHTHA XUNoTe3a u 6.
Cunrpodua xunoresa (Arora). U3nons3sat ce u Apyru kinacupukaguu kato: 1.
ABTOreHHa Xumnoresa; 2. Xumoresa 3a eHnokapuosara; 3. ,,OT BbTpe HaBBH
xunotesa; 4. Bupycna xunoresa u 5. MuBasus ot untpoH. Haili-ybenurenna e
€HJOCMMOMOHTHATA XUIIOTE3a, KOSITO ChueTaBa MHOTO OT OCHOBHHTE MOJIOXKe-
HHS Ha OCTAHAJIUTE XUIOTE3H.

1. HezaBucuma xumore3a (BapuaHTH)

1.1. Hecumbuonmua Xxumore3a. YHUKaIHATA CHIIHOCT HA €YKAPUOTHOTO
SIAPO CBC CTPYKTYPHO CIOKHU XPOMO3OMHU C€ € MOSIBUJIa HE3aBUCUMO U HE €
MPOU3IA3Ia HUTO OT OaKTEPHH, HUTO OT apXeu, HUTO OT TEXHH MpeAIlecTBe-
Hunu. Ts e mpowu3isiziia mpsko OT MbpBHTE (OPMHU Ha KUBOT. BB3MOXKHO €
nepBute Monekyau PHK, cmocoOnu na ce camocrino0sBar u ga KkaTaiu3upar
CaMOBB3IPOU3BEKIAHETO CH, Aa Ca NPUAOOUIU IeHU 3a CHHTE3 Ha OenThYHa
o0BuBKa, na ca oomensnu ¢pparmentu ¢ PHK unn JHK u ga ca nopaxkganu
HoBU pexoMOunanTHu popmu. PHK BupycuTe ca MHOro mpOMeHIINBH, 3al10-
TO HsAMAaT MEXaHU3bM 3a KOpPUTHpPaHE Ha TPElIKM M BCsKa MyTalHs OCTaBa
B TeXHHs TeHOM. Ha Tasum MUCBHI HaBeXJa OTKPUTHUETO Ha OAaKTEPHH, KOUTO
MMaT BKJIIOUYEHH B LUTOIUIa3MaTa CTPYKTYpH, OTpaHUYEHHU C OeAThYHA, a HE
c nunuaHa oOBMBKa. ToBa ce mpHeMa KaTo Bb3MOXHOCT 32 CaMOCTOSITEIHA
€BOJIIOIMS Ha MbPBUYHA OpPTaHWYHA CTPYKTypa B eyKapuoTHa kieTka. Hama
KOHKPETHHU JI0Ka3aTeJCTBa B MOJKpera Ha Ta3|u XUIOTe3a.

1.2. Xunotesa ,, Eoyuma “. Ilpennoxena e ot J>xeiimc JIelik u chTpyaHULIT
(Lake et al. 1984) Bb3 ocHOBa Ha mpuiaukara Mexay pubozomurte Ha Eyka-
puota u Kpenapxeora (Tunm TepMOQUIHM NPOKAPHOTH CHC CTApO Ha3BaHUE
Eonuta xpM napctso Apxea). Konmonunn or PHK npunobunu cnocobnoct ga
CHUHTE3UpaT WIH JAa aacopOupar xuapopoOHH BellecTBa, KOUTO 00pa3yBaiu
OKOJIO TSIX OOBHBKA M T'Ml OTAEJUIM OT OKOJIHATa cpeaa. Te 3ama3uiu cBOMCT-
BOTO CH Ja 3aabpxar karanutuuau PHK monexynu BBB BonHara cpena, u
MpeACTaBIsABAIN IbPBOOOPA3 HA KIEThYHA OpPTaHU3ALM, HApEUeHa puboyum
(Ribbocyte 2008). Hamanu JJHK u Gentbum, Ho MHOTOOOpa3HUTE CBOWMCTBA
Ha PHK M nanu Bb3MOXXHOCT Ja )KMBEST, a C€ pa3MHOKaBaT, Aa c€ KOHKYpHU-
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pat u ga esoxtoupat (Woese 1977). B pubouura, Bp3auknan B PHK csr, ce
pa3BuI anmapaT 3a CUHTe3 Ha OeJNThLH Bb3 OCHOBA Ha pubo3zomu. [Ipennonara
ce, ue mppBoOUTHATa pubo3zoma ce e cheTosia camo or PHK. PuGouutsT e
uMall caMo eJlHa pub0o30Ma, KOSITO CHHTe3Hupalia Maiabk Opoit 6entruu. [losBa-
Ta ¥ chbXpaHsBaHeTto Ha nHpopmanusaTa B JJHK mMoxe na e Ouna mHOBanus ot
BHUPYCH, IBYKPaTHO MPEXBbpJieHa Ha pUOOUUT — BEJHBXK, IPEBPBLIAHKH IO B
OakTepusi, U BTOPH ITbT, MIPEBpbhIIAKH T0 B apxea. Ciiel] KaTo ce MOoABsIBa Bb3-
MOXHOCT Jla C€ BHEJPHU B Uy’KJla TeHETHUYHA MporpaMa U Aa sl IpeyCcTPOU Ch-
IJIAaCHO CBOS T€HOM, BUPYCHT BHACsi HOBOCTHU B 3apa3zeHusi puoouuT. Bupycst
OCHUTYpsIBA CMBPT Ha TOJSIMO KOJIMYECTBO cJ1a0W MHAMBHUIM U CH3JaBa MSICTO
3a HOBH, no-tipucnocodenu (Karpachev 2020).

1.3. Agmocennama xunotesa (Seravin 1986) TBbpIM, Y€ TPOU3XOABT Ha
eyKapuoTHAaTa KJeTKa ce JIBJIKM Ha MPOKApHOTHA KJIETKa, KOSITO C€ € pere-
Hepupayia oT caMo cebe cu (¢ur. 4, nsiBo). Ts e mpugoOmiIa SAPO, KOETO 7 €
JaJI0 Bb3MOXKHOCT Ja o0Opa3yBa eykapuoTHa kieTka. Hapen ¢ Hero e pa3Buia
W OCTaHaJIUTE OPraHesln 4pe3 KoMIapTMeHTalu3alus Ha ¢yHkuuure. Karo
JI0Ka3aTeJICTBO C€ MPUBEX/Jda HATMYMETO Ha HAYeHKH Ha KOMIIapTMEHTAJIN3a-
YA IPY MPOKApUOTUTE (JIaMENH M THJIAKOUIM Ha POTO- M XEMOCHHTE3UPAIIU
0akrepun) (Markova 20006).

1.4. Enooecenna xumnotesza (¢ur. 4, mscuo). Crnopen Hes eykapuoTHaTa
KJIeTKa € MpOoM3Js3ia OT ,,IPOTOCYKapHoT™ — rojsiMa aHaepoOHa OakTepwus,
KOSITO € oOpa3yBaja sp0, MUTOXOHAPHH, XJIOPOIUIACTH W JIPYTH OpraHesu,
4ype3 Br'bBaHE Ha IIa3MeHaTa MeMOpaHa KbM BbTPEIIHOCTTA U OrpakJaHe Ha
TreHeTUYHUS MaTepuall ¢ ABoifHa MeMOpaHa B pe3ynrar Ha MyTanus. [lna3zme-
HaTa MeMOpaHa ¢ IPUKPENEeHNnTe KbM Hest pu00o30MHU 3amovyHana aa oopasysa
Mpeka OT I'bHKM B KJIETKaTa — 3bpHecTa eHaomazMeHa mMpexa (EIIM), a or
Hes ce ch3hana siapeHara 00BHBKa, B KosATo ce 3arpaxaa JJHK. Ta3zu npomsiHa
JloBeJIa 70 OTJEJIsIHE Ha HyKJeoIula3MaTa OT LMTOIuIa3MaTra U Ha TPaHCKpH-
NUUATa — OT TPAaHCIALUATA.

’ [IpoToeykapnor

IIpotoeykapnor  EnnocumbuonT — \_ SInpo

' Y ~ay ~aY 2y - ay -
f \-)r Val \ f '&_;Igfﬁ' , !,‘ \\!
e "R & & &g Fi& )
w /e e J \‘~—‘—--:.:;__"( sy ./ e/
KaDHOI‘CHHa XHUIIOTE3d FOCTOHpI’ICMHHK FpElM-OTpHLIElTCJ]GH

6aKTe£'HI‘»’1
EHmoKapnoTHa XHITOTE3a

®urypa 4. [Ipon3sxoq Ha MPOTOEYKAPHOT: JIIBO — aBTOI'€HHA XUIIOTE3a; ASICHO —
€H/I0KapHOTHA XUIT0TE3a
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1.5. Bupycna xunoresa (Bell 2001). ['maBHara XxapakTepucTHKa Ha €yKapH-
OTHaTa KJIETKa — SAPOTO, € Bb3HUKHAJO MPEeIy MUTOXOHAPHHUTE W IUIACTHAUTE.
BB3MOXKHO € 4y HacleJCTBEH MaTepual OT BhHIIHATa CpeAa Ja € IMOIr'bIHAT
OT apxeoH. B GakTepuunte ca ycTaHOBEHH KapOOKCHU30MHU, HE3aBUCHMO €BOJOU-
panu Ha ABa IBTH, 32 Ja (UKCUPAT BHINIEPOA. 3a€AHO C MO-MaJIKU CaMOCTI00s-
Balll¥ C€ HAHOKOMIIAPTMEHTH T€ MMAT MOJIMEAPUYHA CTPYKTYpa, KOATO MpUIHYa
Ha BUPYCEH Karcuj (MpOTEeMHOBaTa OOBUBKA, KOSTO 00XBalla BUPYCEH T'€HOM).
Hoxazarencrea: JIHK Ha enun Bun 6akrepust (Gemmata obscuriglobus) e 3a00u-
KoJIeHa ¢ MeMOpaHa U MpUiNYa Ha eyKapuoTHO sapo. OOBHBKaTa HE € HAITbIHO
3aTBOpEHa W HE OTroBapsl Ha KPUTEpUHUTE 3a opraHena. B Oakrepun e Habmio-
JlaBaHa CIOKHA BhTpelIHa MeMOpaHHa CHCTeMa, HamoAoO0sBala eyKapuoOTHUTE
MeMmOpanu. I[Ipeamnonara ce, e ouie B ,,’IbPBUYHATA CyHa‘, KOraTo ca ce MosBH-
JU CaMOBB3MPOU3BEKIAIIN CE MOJIEKYJIH, CIIOCOOHU Ja 00pa3yBaT MOJEKYIHU
KOMIUIEKCH, HAKOHM OT TSX ca CHHTE3Mpaid MeMOpaHa M ca Jajld HayajioTo Ha
MPOTOKJIETKH, & IpYyru (MpeAluuTe HA BHPYCUTE) ca CTaHAIM TEXHH Mapa3wTH.
Mesxay nmapasuTa U TOCTONPHEMHHUKA Ce € M3BbpIIBaja OOMsiHa Ha (parMeHTH
¢ JHK u PHK, nopaxnaiiku HoBH pekoMOuMHaHTHU Gopmu. Criopen BUpycHATa
XHUIIOTE3a EYKAPHOTHTE Ca CHCTABEHU OT TPH MPaJCAHH YaCTH: BHPYC, KOWUTO €
CTaHal siIpO Ha CbBPEMEHHATA KJIETKA; MPOKAPHUOTHA KIIETKA — apXEeOH, KOATO €
Jaya nyToIia3Mara U KieThbuHaTa MeMOpaHa, 1 Olle eJHa MPOKapuOTHa KIIETKa
— OakTepusi, KOSTO Ype3 eHJOLUTO3a € CTaHalla MUTOXOHAPUH HIIKM XJIOPOILIAcT.
Bupycute nmar cBoeTo MCTO B €BOJIOLHSTA HA SAPOTO U BHOOIIE B €BOIIOLIUATA
Ha KUBOTA, 3aI[0TO Ca I'0 ChII'BTCTBAJIM OT Hall-PaHHUTE XUMHYHH MIPOLIECH J0Ce-
ra. Tazu xumoTes3a ce MOJAKpens OT Bb3MOKHOCTTa 3a Tpancdep Ha JHK mexay
OTACITHU BHIOBE OaKTEpHUH JHEC.

2. Xumnotesa ,,om g¢vmpe Haewvr ' (Baum 2015). Beamnara memOpaHa Ha ap-
XealiHa KJIeTKa (apXeoH) MMa U3II'bKHAIOCTH, HapedeHu MexypH (Onem6Ou). Kom-
wiekcn Ha siapenu nmopu (NPCs = nuclear pore complexes) ca eBoIroupain paHo
B apxeoH. MexypueTara ce paslIupsBail HaBbH okoso siapenute nopu (NPCs)
W 3aQbpKajil MUTOXOHIpHUHTE. EHEprusiTa OT MUTOXOHIPUUTE € U3IOJ3BaHa 3a
pasmmpsiBaHe U 3a ClIMBaHe Ha MexypueTara. Te 3amovHajiy Aa ce JONHUpar u aa
oOpasyBat ennominazmenara mpexa (EIIM). ima nokaszareicTsa, 4e KOMILIEKCH
Ha SIIPEHUTE MOPHU U siApeHara MeMOpaHa ca KOeBOJIIOMPAIH ¢ eHIoMeMOpaHHaTa
mpexka. [locnenuust o6 eykapuoten npagen (JIEKA) e uman nanbiHo QyHK-
uuonupamu NPCs. Xumoresara oT BbTpe HaBbH ce OCHOBaBa Ha (arouurosa:
WHBaruHanus (BrbBaHe) Ha [JIa3MEeHaTa MeMOpaHa B MPOKAPUOT, YUATO KJIEThUHA
CTeHa WU3THHSBA, POJIATA JI HAMaJsBa, CTaBa I'bBKaBa U B AaJeH MOMEHT M34e3-
Ba. Kierpunara MmemOpana npuo0uBa criocoOHOCT Aa (aroquTHpa XpaHUTEITHN
YacTHULM U 1a 00pa3yBa LUTOCKENET, KOWTO I OCUTypsiBa onopa oTBbTpe. Kierka-
Ta e MpUAoOHIa CBOHCTBOTO Aa C€ ABHMIKHU C MCEBIONOIH, 1a 00XBAIla YaCTUIH U
Ja oOpasyBa €HJI030MH, HapeuyeHH! (aro30Mu, YUETO ChABPKUMO CE€ CMHIIA KaKTO
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npu XpaHeHeTo Ha ameOara. EykapuoTHara KiieTka cTaBa XUIIHUK. MiMa Bb3pa-
JKEHHSI CPEIly Ta3H XHMIIOTe3a: MHOTO MPOKAPUOTH, MaKap J1a IPUTEKaBaT LIUTOC-
KeJIeT, He yOsIT KJeThYHaTa CH CTeHa; nMa OakTepun 0e3 KIeThbUHU CTEHH, HO HE
ce mpeBpbUIaT B eykapuoTu. CbBpEMEHHH €yKapHOTH UMAaT CTeHa HJIM OOBHBKA
Haja MeMOpaHaTa, HO TOBa ca MO-KbCHH 00pa3yBaHHs, KOUTO C€ OTIMYaBaT 10pU
MEX]y CAMUTE CyKapUOTH.

3. Xunoresa 3a xumepama (Martin 2011). Cnopen Ta3u KOHUENIHS THEIIHHU-
T€ €yKapUOTHHU KJIETKH Ca MMOTOMILHU Ha XMMEPEH OPTaHWu3bM, Bb3HUKHAJI OT JIBE
WJIM TIOBEYE MTPOKAPHOTHH KJIETKH — eIHaTa KJIeTKa (TOCTONPUEMHHUK) € 3acesieHa
oT a-mporeobakTepun. Anda-nporeodakTepunuTe ca roiasiMa rpyna OakTepuu, B
KOSITO BIIM3aT BHJIOBE, KMBECIIM B CUMOMO3a C PacTEHUs, KAaKTO U BUAOBE, HH-
(exTUpany xopara upe3 KbpJieKyd NPEHOCUTENN I CBOOOAHO kuBeenn (GoTo-
cuHTe3upauy Oaktepuu. [Ipennonara ce, ye eyKapuoTUTE ca BH3HUKHAIHM KaTO
XHMepa Mexay apxebakTepus (apxeoH) u eydakrepus. Jlokaro npu cumOuo3ara
JBaTa opraHu3Ma (KJIETKH) B3aUMHO Ce€ MOATOMAaraT U ca OTHOCHTEIHO CaMocC-
TOATEIHH, TO MPH XUMEPHUS OPTaHU3bM CHKHUTEICTBALIUTE CH MPOKAPHOTH ca
CTaHaJI eIMH ISUIOCTeH Opranu3bM. ToH e pe3ynTar Ha MHTUMHH OTHOILEHUS 32
MPOABIDKUTENHU TIEPUOAHN OT BpeMe, KOUTO MO3BOJISIBAT HA CHMOMOHTHTE Ja Ce
pa3BUBaT CbBMECTHO U JIa CTAHAT 3aBUCUMU €IUH OT JIPYT.

xetrimc Makunepuu (Cooper 2017; Ku 2015) npennonara, 4e eyKapruoTHTE
ca MPOU3JE3NH OT JIBE€ MPOKAPUOTHHU KIETKH, KOUTO ca OOCIWHUIN CBOUTE T€HU
(MaJKo reHH OT apXeuTe M MaJKO TeHHU OT OakTepuuTe) U ca oOpasyBaju XuOpu-
JIeH OpPTraHu3bM C 001 MeTaboIUTeH MbT. MHOTO OT SIAPEHHUTE T'€HHU, PerlIhKa-
ousiTa ¥ TPAHCKPHIILUATA ca CBbp3aHu ¢ Apxea. Opranenure 3a Metabonu3Ma u
TeHUTE, OTTOBOPHU 3a €HEPreTHUYHHUTE NMPOLECH B KIIETKaTa, UMaT OakTepuaseH
HOPOU3XOJ.

Brnpeku e HsiMa MEKIMHHA OPTaHU3MHU MEXKLy TPOKAPUOTHTE H €yKapHOTH-
Te, CMSITA Ce, Y EyKapUOTHUTE Ca TCHO CBbP3aHU C TEPMOPUIHNTE apxeOaKkTepun
OT TOpEeLIH U3BOPH, KOUTO HE MPUTEXKABaT KICThYHA CTEHA, MPUIMYAT Ha ame0a,
ChC CTPYKTYypa, mojo0Ha Ha HUTOCKeNeT. EHepruifHuAT UM MeTaboIu3bM € Oc-
HOBaH Ha CEepHU chenuHeHus, Fe’" mwim Mn*', nelicTBaniu KaTo AUXaTeITHH OKHC-
JUTENU ¢ aepoOHO aumaHe. EQHO oT mpeamonoxkeHusTa €, e MeMOpaHara Ha
apXeoH, KOWTO MPEeIBapUTEIHO € MPETHPISUT eHA0CUMOMNO03a ¢ MPOKAPHOT U Ce €
CHaOIMIT ¢ MUTOXOH/IPH, Ce € BrbHaJIa HaBbTPE U € 00pasyBalla eH0IlIa3MeHaTa
MpeKa, siApeHara MeMOpaHa 1 OcTaHaIuTe opraneinu. JIpyro npeamnonoxenue e,
4e rpyma rpam Oakrepuu (LMaHOOAKTEPUH) Ca PasTPaKIaid BOJAA KaTo U3TOY-
HUK Ha BOJOPO U ca 0CBOOOXKIaBAIH KUCIOPOJ KaTo CTpaHWYeH NPOLYKT. TpeTo
npeanonoxenue e, ue PHK-nporoeykapuor e ¢parountupan apxeon (Fitzpatrick
et al. 2000).

KoMMIoTbpHUAT MOJEN TOKa3Ba, e ciell 00eAMHABAHETO XUOPUIHHUST Opra-
HU3BM 3aI104Ba J1a T'yOH 4acT OT CBOsITAa HOBONPUAOOUTA reHeTHYHA HHPOpMaLus,
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KaKTO B UTpara Ha max. Ts 3amo4Ba ¢ BCHUKH (UTYpH, TIOAPEACHU B PElOBE, HO
B Tpolieca Ha urpara GuUrypute eaHa mo eana ormanar. ChIIoTo cTaBa U ¢ XHO-
pUAHUS OpraHu3bM. B mpoleca Ha eBONIOUMATA YAaCTH OT TeHOMa €/IHa M0 eAHa
oTnaaar ot obuus reHoM Ha xuOpuga. [lo ocTaHanmuTe YyacTH MOXeE Ja ce pe-
KOHCTPYHpPa KaK € MPOTeKbJI caMuAT npouec. Criopen Yuiauam MapTus® TexHure
n3cIeBaHus IOKa3Bat, Ye eyKapuoOTHTE JTHEC PAJKO CE BKIIIOYBAT B Ta3H HEIpe-
KbCHaTa pa3MsiHa Ha T€HU, HO BKJIIOYBAHETO UM B PaHHATa €BOJIIOLHUSA € JOBEJIO
10 00pa3yBaHETO HAa TEXHUTE OpraHesd. XJIOPOIUIACTUTE ca Bb3HUKHAIN OT IHa-
HOOaKTEepUHUTE MPHU EHA0CUMON03a C XeTepoTpodeH axynraTuBeH anaepoO. 1o
TaKbB HAUMH aBTOTPOQUSITA B pACTCHUATA CE YHACHEsIBa OT IIHAHOOAKTEPHHTE.
MuTtoxoHapuuTe ca 00pazyBaHW OT THI MPOTOOAKTEPUH, IOTOMIM Ha aepoOHU
Oaxtepun, poacreenn Ha knac Pukercun (Fitzpatrick 2006). ['ocTonprueMHuk Ha
Te3u OakTepuu € apxeoH. M aBere opraHenu ca 3ama3uiu CBOSITa OMOXUMHUS, HO
TCHOMHTE MM Ca PEAYLUPAHU U MOBEUETO OT OpaHEIHUTE NIPOTEHHHU Ce KOIUpaT
B sApoTo. EqHO OT 00sicHeHnsATa Ha MPOM3X0/1a HA MUTOXOHIPHH U XJIOPOIIIAcTH
ce 03HayaBa KaTo eHA0CHMOMO03a upe3 norrbiuane (paronuTrupaia apxeoH XUIo-
Te3a). bakrepuanHuTe reHr ca HaBJIe3]IM B €yKapUOTHUTE TEHOMU Upe3 Mpeiec-
TBEHUIM Ha OpraHenu (MpoKapuoTH). ENU30JMYHUAT NPUTOK Ha MPOKAPUOTHU
ICHU B €yKapUOTHATa JMHHS HA €BOJIOLUATA CE€ € OCHUIECTBIBAMI YPE3 CHI0CHM-
OMOHTHM chOUTHA. EyKapnOTHHUTE T€HOMHHU IMOCIEIOBAaTEIHOCTH BCE IMO-YECTO
BiutouBaT XI'T KakTo OT MPOKapUOTH KbM €yKapuOTH, Taka U Cpell CyKapuOTH.
To3u mporec e U3TOYHKUK Ha TeHETUYHO Pa3HO00pa3He B €yKapUOTHUTE TCHOMH U
Mpeaonpenesst HeMpeKbCHATO Mpua00MBaHe Ha ClIeNU(PUYHN TPOKAPUOTHU T'eHU
B JUBEPrUPAIINTE CYKAPHUOTHH IPYIIH.

Knerkure nmar pasnuueH Opoii MUTOXOHAPUH B 3aBUCUMOCT OT €HEPreTHYHUTE
cH HYX1. MUTOXOHIPUHUTE MOTaT Jia Ce JIeNAT MOJ00HO Ha OaKTepUHUTE WIIH Ja Ce
CIIMBAT, pa3nyaBar ce 1o rojeMuHa u ¢popma. [IpoMeHSIT MICTOTO CH B KJIETKara
Ype3 B3aUMOACHCTBHUETO CH € IIUTOCKeIeTa. MUTOXOHIPHUTE ca ABOHHOMEMOpaH-
HU OpraHeNy — eJHaTa MeMOpaHa e oT anda-npoTeodakTepus, a Apyrara — OT Ba-
KyoJlaTa, 4pe3 KOATO C€ € OChLISCTBMIAa eHIounTo3aTa. BbhT-pemnara memOpana
00pazyBa I'bHKU-KPUCTH, KOUTO NPUIMYAT Ha MeMOpaHaTa Ha ajda-nporeodaxTe-
punte. MUTOXOHAPUHUTE HE MOTAT Jia ChIIECTBYBAT U3BBH KJIETKaTa, KOETO ce 00sic-
HsIBa ChC 3ary0ara Ha TeHH PU XOPU30HTAIHMS FeHeH TpaHcdep. BkirouBaneto Ha
MHUTOXOHJIPUUTE € 1aJI0 Bb3MOKHOCT 3a MPOM3BOACTBO HA MOBEYE €HEPrus OT I'eH
U 32 pa3BUTHE Ha CIOKHATa €yKapuOTHA KIIETKa, 3aI[0TO €HIOLUTO3aTa € CHepre-
TUYHO 3aBHCUMa. MUTOXOHIPUUTE ca IEHTHP Ha KIETHYHUS KUBOT U CMBPT, 310~
TO UTPasAT BayKHa poJisi B aronrto3ata. [Ipeamnonara ce ChLUIeCTBYBaHETO Ha €yKapH-
OTHH €BOJIOIIMOHHU MPEIIIECTBEHUIN O0e3 MUTOXOHAPHH. EykapuoTHaTa KieTka e
MIPOM3JISA3IIA KaTo TeHOMHA XMMeEpa, B KOSITO MIPOKapUOT (apxebaKkTepuii) TOCTONpH-
EMHUK € MPUI00uI eyOaKTepraieH eHI0CUMOMOHT. EykapuoTHH 4epTH, KaTo 1o,
SIIPO U arlorTo3aTa, cera ce mpepasniekaar B CBETIMHATA HAa XMMEPHUS TPOU3XO/.
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Hsikou eykapuoTs ca aHaepoOHH U HE MOTaT Aa OLEJesT B KUCIOPOAHA Cpeaa.
[TosiBaTa UM ce 00sCHSIBa KaTo BTOPUYHA 3aryda WM peaylupaHe Ha MUTOXOH-
npud. Benukn eykapuotu obavye MMar B SAPOTO CH T€HU OT MHTOXOHApHAJICH
npousxon. Ocsen AT® MUTOXOHAPHHUTE UMAT U APYTH (PYHKLIUH, KATO HAIPUMED
oOpa3yBaHe Ha KO(aKTOPH Ha CH3UMHM, KOUTO ChIBPIKAT JKeJA30 u csipa. Cmsra
ce, 4ye aHaepoOuo3ara B €yKapHOTH HE € €BOJIIOLMOHHA MPHUA00MBKA, a € eKO-
JIOTUYHA cnenuanu3anus. Hanmpumep xmamugoMoHac (3es1eHo Bogopacio) $hoTto-
CHHTE3Mpa Ha CBETJIO B NMPUCHCTBUE HA KHUCIOPOJ, HO OLENsABAa U Ha TBMHO B
Oe3KMCIOpoIHa Cpeaa, KaTo 3a TE3M yCIOBHS BKJIIOUBA T'€HH, ChABPIKAILIU CE B
HEroBUs reHoM. 3aToBa ce npuema, ue JIEKA e npurexasan mutoxonapuu. o-
TOCHHTE3HUpAIINUTE €yKapHOTH MPUTEKABAT XJIOPOIIACTH C MUTMEHTa XJIOPOQHIT
U APYTH JOMBIHUTEIHH MUTMEHTH.

C nomormrra Ha rpynupaHe U GUIOTCHETHYEH aHalU3 Ha €yKapuOTHU T€HHU
ceMelCcTBa ¢ MPOKAPUOTHU XOMOJIO3H € YCTaHOBEHO, ue: (1) TpanchepbT Ha TeHn
0T OaKTepUH KbM €yKapHOTH € EU30ANYCH U ChBIIaJja C OCHOBHUTE €BOJIIOLMOH-
HU MIPEXOJIM B HAYAJIOTO NpU 0OpaszyBaHe Ha XJIOPOIUIACTUTE U MUTOXOHPUUTE;
(2) HacnensiBaHETO Ha TEHU MPHU €yKapUOTUTE € BEPTHKaNHO; U (3) HempeKbCe-
HATHAT crelu(uyueH XOPU30HTAJeH reHeH TpaHcdep, BHIPEKH Ye MOHAKOTa ce
CIy4Ba, HE JOTIPHUHACA 3a JBJITOCPOUYHOTO Pa3BUTHE Ha T€HHOTO ChAbpPIKAHUE B
€YKapUOTHHUTE T€HOMHU.

4. Enoocumbuonmuama Xunotesa e npeioxkena ot Jlun Maprynuc (1967)
npu oOscHeHHe Ha mpowusxona Ha muactuaute (Margulis et al. 2006). Te ca
MPOU3JIE3TH OT HUAaHOOAKTEepUH, JKUBEeIH B cuMOno03a ¢ aepoOeH XeTepoTpo-
¢en eykapuot (¢ur. 5). Hapeuena e nppBu4Ha €HA0CHUMON03a U MIIACTUAUTE C
'BPBUYEH MPOU3X0] ca AByMEeMOpaHHH, YUSATO BHHIIHA MeMOpaHa MpOU3In3a
OT €HJOLMTO3HOTO MeXypue. Xjopormiactute umar kpsrosa JJHK, pubozomure
UM ca KaTo Ha nuaHobaxktepunte. EHIOCHMMOHMO3aTa ce € ciy4uiia ABa MbTH B
ucropusitTa Ha eykapuorure. I[IspBudr nwT, npeau okoso 1,5 mapxa. r., JIEKA e
npuel HHaHo0aKTeprueH CUMOMOHT U € aJl Ha4aloTo Ha XJIOPOTUIACTUTE B I10Y-
TH BCUYKH €yKapHoTH (UEpBEHM W 3€JIEHU BOAOPACIIH, 3€JICHH pacTeHus). [lpu
Bropus bT (mpeau 90 — 150 MIH. ) € mpuen pa3iuueH HaHOOAKTepUEH CH-
JOCUMOMOHT, KOHTO € ajl HauaJloTO Ha XpoMaTo(opuTe B €AHOKIETHYHH aMe-
OougHu eykapuoTH. llnanoOakTepuuTe ca rpaM-OTpPULATENIHU U 32 Pa3iuKa OT
ocTaHajIuTe OaKTEepUU UMAT MHOTO BTPEIIHN MEMOpPaHHH TOPOUYKH THUIAKOU-
II1, CBbP3aHU C OCNTHLUU Ha CBETIMHHUTE peakuuu. CTEHUTE UM ca U3rpajleHu
OT NTEPUAOTIMKAHN M JUIONOIN3axapuau. Bropuunure miactunu ca 3ao0u-
KOJIEHU OT TPH MJIM TMOoBeye MeMOpaHu. MHOIr0 OT FeHUTE Ha €HAOCHMOMOHTA
ca MPEXBBPJIEHU B APOTO U 3aTOBA HE MOTAT J1a CHUIECTBYBAT CAMOCTOSATEIHO.
[TonoOHO Ha MUTOXOHAPHUHTE, XJIOPOIUIACTUTE CE PA3MHOXKABAT Ype3 MPOCTO
nenene. Bepoarno JIEKA e nman kineTpuHa cTeHa, KOSITO B HIKOM OT HETOBUTE
HaCJIeHULHU ce e 3arybura.
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®urypa 5. TlosiBa Ha BOJOPACIN U PACTEHHS Ype3 MMbPBUYHA U BTOPUYHA
eHaocuMOuno3a

Bapuanture Ha eHIOCMMOHMOHTHATa XHUIIOTE3a CE€ OTHACAT A0 HAYMHUTE Ha
BBb3HUKBAHE Ha CHKUTEICTBOTO MEXKIY T'OCTONPHUEMHHKA apXeoH M CHUMOMOHTA
Oakrepusi: a) upe3 ciauBaHe; 0) ype3 MmorTplIaHe=(harouuTo3a WId B) Ype3 CHM-
6uo3za (Margulis et al. 2006). Ta3u xumnoresa mo-godpe OOSACH;IBA MPOU3XOAa Ha
EYKapuOTHHUTE OpraHeNH, o-100pe € TOKyMEeHTHpaHa U € oomonpueTa. Bpb3kara
MEXIy TOCTONPHUEMHHUK M CUMOMOHT C€ CTaOMIM3Hpa OT B3aUMHHUTE MM TIOJI3H B
MeTaboauTHATa CHMOKMO03a U CTaBa 3ab/bKuTeNHa. [lomyueHara KieTka mpu ornpe-
JeneHn 00CTOsITENICTBa MOXKE J1a OLeliee, [la Ce el U [a pejaBa B MOKOJICHUETO
CBOUTE CTPYKTYpH. A apoTo Ha kieTkata ce oopasysa oT JJHK Ha romsmara kierka
— apXxeoH (METaHOTEH CHOpe] HEroBHsi MeTaboan3bM — MeTaHorenesa). Ilpean 2
MJIpA. T. MUTOXOHJPUUTE U XJIOPOIUIACTHUTE Ca MPOMU3JIe3NHu oT Oakrepun. Knerpu-
Hata MeMOpaHa Ha TOCTONPHEMHHUKA € MO-CXOIHA C apXeHuTe M 3aToBa ce CMTa,
4ye eyKapHOTUTE Ca MPOMU3JIE3IU AUPEKTHO OT TO3M I'OJISIM KJIOH Ha MPOKApUOTHUTE.
Haii-crapute Qocunm u Hail-OMHM3KH A0 €yKapUOTHTE Ca YepBEHHTE BOJOPACIIH.
[Ipe3 mpotepo3oiickara epa OaKTepUHTE, apXEUTe U €yKapHoTUTe ca Omin 1odpe
yCTaHOBEHH.

4.1. Xunote3ara ,,om 6vH Hagvmpe“, UWIH KCEHO2EHHA XUNOMe3d npuema, ye
opeanenume W SAPEHUTE TEHW HA €yKapHOTHATa KJEeTKa MMarT OakTephajieH Ipo-
W3XOZ M ca MOJyYeHH OTBBH 4pe3 CUMOHMOHTA. TBBPACHUETO ce OCHOBaBa Ha JaH-
HU OT MOJIEKYJIHUS ¥ (PUIIOTCHETHYHUS aHaIn3. MeTabonu3MbT Ha eyKapUOTHUTE ce
00sICHsIBa ¢ TeHEeTHYeH TpaHcdep OT TeHoMa Ha MUTOXOHAPHUAIHUS €HI0CUMOHOHT
KBbM T€HOMa Ha TOCTONPUEMHHKA, IPH KOETO € CTaHaJl0 TeHETUYHO M3MECTBaHE Ha
MPEIBApUTEIHO CHILECTBYBAIM METaOOIUTHU MBTUILA. BeposiTHO Tazu nmpomsiHa e
Onta mpearnoynTaHa oT ecrecTBeHus: oTOop. PazBuTuero oT cMMOMOHT 0 OopraHena
3aBbpILBA ChC 3ary0ara Ha HEroBaTa HEe3aBUCHMa CIIOCOOHOCT 3a oressiBaHe. Ta3u
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uzes ce MOTBbpKIaBa OT (pakTa, ye OpraHesd KaTo MUTOXOHIPUH M XJIOPOIUIACTH:
(a) ca peruMKaTopu, T.€. MOTaT Jja ce ACIAT He3aBUCHMO Ype3 MPHLIbIIBAaHE HA JIBE,
a He upe3 MHTO3a; (0) HOcAT reHeTHuHa UH(GOpManws, T.e. kpbrosa JJHK, kosito e
cynepcrupaiia, ¢ eAMHIYHA HayallHa TOYKa 3a PerUIHKaIHs, YAUTO CEKBEHIMN HE
npuinyar Ha cekBeHute Ha JIHK B sapoTo; (B) ppbo3oMuTe MM Nmpuiinyar Ha 0ak-
TepuainHuTe; (T) OpraHenuTe ca 3a00MKOJICHH C €HA WK JIBe MeMOpaHH; (1) MeTa-
OONUTHHUTE MM ITHTHUILA Ca KaTO HA IPOKAPHOTHUTE; (€) MOJIEKYIHUTE, KOUTO U3rPXKIAT
MeMOpaHHUTe, ca CXOIHH C T€3U Ha MPOKAPUOTHTE, HO CE Pa3lInyaBaTr OT EyKapHOT-
HHUTE MeMOpaHu. YcraHoBeHo e, ue /IHK Ha MUTOXOHApHUUTE U XJIOPOILIACTUTE KOH-
Tponupa cunte3ara Ha Texuute pPHK n nPHK, a upe3 1sx Ha pubo3omuu mpore-
WHH U HSIKOM MPOTEHHU Ha JMXaTenHara Bepura (MutoxoHapun). [lonoOnu renn ca
oTroBopHH 3a ¢otocuctema | u 3a dorocucrema Il, uuroxpomen xomruiexc, ATD
CHHTa3a 1 puodyno3o oucdocdar kapookcunaza Ha XoporiactTure. MUTOXOHIpUUTE
Y XJIOPOIUIACTUTE ChAbPKAT CBOU codcTBeHn prubo3zomu (1): 30S + 50S = 70S {16S
pPHK + 21 PP} {5S & 23S pPHK + 34 PP}; (2): Lllaiin-/lanrapuo (Shine-Dalgarno)
nocnenoBareHocT Ha 16S pPHK; (3) anTrOMOTHYHA crienupUYHOCT: pHO030MHTE
ca YyBCTBUTEIHU KbM XJIOPaM(EHUKOI, CTPENTOMHULIUH U TETPALMKINH KaTo Oak-
TEPUHTE, HO EyKapHOTHUTE PUOO30MHU Ca HEUYyBCTBUTEIHU KbM T€3U aHTHOMOTHUIIM;
(4) monexymsipaara ¢unorenus (cekBenupanero Ha 16S pPHK u TPHK) nokasa, ue
XJIOPOIJIACTHTE U MUTOXOHAPHUTE Ca €BOJIIOIIMOHHO CBBP3aHU ¢ OaKTepUuTe.

[IpouecsrT Moxke na Obae mpencraBeH cxemaTHuHo. Hauamo: eyOakrepus
+ apxebakTepusi = MPOTOEYKAPUOT +0-MpPOTeO0OaKTEepusi = CUMOMOHT (SAPO
<>TPOTOMHUTOXOHAPUI: TpaHC(]ep Ha TeHH U 3ary0a Ha TeHH) = MUTOXOHPHEH
nportuct = Tpu ki1oHa (1. re0u, 2. 5KUBOTHH, 3. MPOTHCTH); 3. MPOTUCT + LHU-
aHoOakTepuil = cMHMOMOHT (T1acTHAN) = 4. pacTeHu.

EnnocumbuonTHaTa xumnotesa, npepioxena ot K. C. MepexkoBckHii pe3
1905 r., o0sicHsIBa MPOM3X0/Aa HA MUTOXOHJIPUUTE U XJOPOIUIACTUTE, HO HE U
Ha sigpoto (Zakharov-Gezekhus 2010). SapoTo chiio € Bb3HUKHAIO YPE3 €H-
J0cuMOn03a. AKO SIAPOTO, MUTOXOHJIPHHUTE U XJIOPOIUIACTHTE Ca €HAOCUMOU-
OHTH, TO OPraHU3MBT, KOMUTO TM € morbiHajl, He ¢ 6un JAHK opranusbsm, a
npumutuBeH PHK opranmsbsm. Tazu xumoresa o0scHsIBa 32110 B €yKapHOTUTE
cpiectByBar noseue PHK Bupycu. Llentpuonara u 6a3zanHuTe Teiana HAMatT
nBoitHa MmeMOpaHna u JIHK, mopaau xoeto Mmoxe aa ce qomnycHe, ye paien PHK
OpraHu3bM € JaJl HAYaJIOTO Ha e€yKapuoTHaTa KJjeTka, a He cuMOuo3a ¢ Oak-
TepHuH, 3aIl0TO eyKapuoTHara kieTka uznonszsa PHK mo pasnuuen naumn ot
OaxTepuuTe.

MonekyasspHUTE JaHHU ca U3UTPaIH BaKHA POJIS B MOAABPKAHETO HA KCe-
HOTEHEH Npou3xoJ (OT BbH HAaBBTPE, a HE OT BbTPE HABbH Ha OpraHeiuTe).
[Mocnennute QUIOreHETHYHN aHAIN3HM Pa3KpUBaT, Y€ MHOIO €yKapHOTHHU Op-
TaHeJHHW U SAPeHU TeHU, YUETO MPOKAPUTHO HACIEICTBO MOXKe 1a Oble mpo-
CJIE/ICHO, Ca OT OaKTepHaNeH MPOU3XO/.
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4.2. Xunoresara ,, EHOokapuo3za™ ce OTHacs 3a €BOJIOLHATA Ha SIPOTO.
Cuura ce, 4e TO ce € 00pa3yBayio OT METAaHOTEH, KOUTO TyOH METa0OJIMTHUTE CU
CBOICTBa C BpeMeTo. B eBomonusTa Ha MPOKAapUOTHATA KIETKA A0 €yKapHOTHA
ca CTaHaJli JB€ EHJOCUMOMOHTHHU CHOUTHS — €JTHO, CBbP3aHO C BKIIOYBAHE Ha
SIAPO, U APYTO, C BKJIIOYBAHE HA MUTOXOHJPHH. S IpoTO eBOoNOupa mpenu Hin
€HOBPEMEHHO C MHUTOXOHAMHTE, KOUTO MPOU3BEKAAT HEOOXOAUMATa EHEPIHs
3a OCBHIIECTBSBaHE Ha eHAOCMMOMo3aTa. Tazu XumoTre3a OOsSCHsIBA 3all0 HMH-
(hopMaMOHHUTE CUCTEMU (pEIJIUKALNsI, TPAHCKPUIILUS U TpaHCIalus) ca OT
apxeu, a MeMOPaHHHUTE CUCTEMH ca OT OaKTepHH; siApeHara MeMOpaHa e XOMo-
nokHa Ha OakTepuiiHaTa. Bp3pakeHusTa KbM Hesl ca: a) He € Mo3HaTa (oIHuKy-
napHa tuMmdomHua (DJI) knerka c MemOpaHa, mogo0OHa Ha sSiApeHara MemMOpaHa;
0) He e SICHO 3alI0 € MOTr'bJIHAT CaMO €IMH CUMOHMOHT, a He MOMmyaanus, KaKkTo
eHgocumoOuo3ara ¢ mutoxouapuu; B) OJI knetku umar ATD renepupama u-
3MOJIOTHA, a SIAPOTO HSIMA; T) OTBOPEHATa MUTO3a € YHUKAJIHA 3a SAPOTO, HO
BbB DJI kieTku T He cbiuecTBYBa; a) PJI KIeTKH He ca Taka MPONMYCKIUBH,
KaKTO IpEeHUTE Topu; €) He obsicHsBa 3amio usnata JJIHK Ha rocTonpuemMHuuka
e Ouia mpexBbpiieHa Ha eHnocuMOnoHTa. EHocnMOuno3ara ce o3HauaBa Kato
»3aMpa3eHa karacTpoda®, 3aI10TO He HOCH CEJIEKTHBHA I10J13a 32 SIAPOTO.

SapoTo e yHUKamHO — speHaTa 0OBMBKa € U3rpajeHa OT ABe MeMOpaHu C
MOPH 32 IMPOIMYCKINBOCT, TEHETUYHUAT MaTepHall UMa CIOKHO JeJieHe, B sJI-
poto He ce cunte3upa ATD. Becuuko ToBa € pa3iiMyHO OT KOSITO U Ja € JApy-
ra )kuBa KJI€TKa M 3aTOBa OOSICHEHHETO Ha MPOM3X0Aa MY € TOJIKOBa TPYAHO,
HO CBHIIEBPEMEHHO € MHOTO Ba)KHO, 3aIl0TO MOAYEPTaBa YYaCTHETO HA KIETKU
OT J1Ba Pa3JIMYHM BUJA MPOKApHOTH — OakTepuu u apxew. Ilo Tazu mpuymHa
ce cMsTa, Y€ €yKapHOTUTE Ca MO-KbCEH KIJIOH, OTAEICH OT MPOKAPUOTHUTE U
chUeTaBall FTeHETUYEH MaTrepual OT TAX. XUCTOHU OT €yKapHUOTH U apXeu CU
NpPUIMYAT B TPETHUYHATA CTPYKTYypa, HO HE B YETBHPTHUHATA — €YKAPHOTHUTE
XUCTOHM 00pasyBar okTamepu Bbpxy JJHK, a B apxente Te popMupar HUIIKH €
pa3InyHU pa3Mepu. XUCTOHUTE PEeryaupar TPaHCKPUIIUATA U TPaHCIALUATA,
HO B 0aKTepUHUTE JHUIICBAT.

5. Cepuiinama enoocumbuonmua xumnoresa ¢ opmynupana ot Jlen Map-
rynuc npe3 1967 r. (Marguliset al. 2006) u ce u3passBa B CICIHUTE CTHIIKU B
EBOJIIOIMSITA HA eyKapuoTHAaTa KieTka. Hayano: OakrepmaiHa KieTka ¢ pubdo-
3omu, JHK, kinerpuna MmemOpana u kierbuHa cteHa. 1. 3aryba Ha KineTbuHaTa
cteHa. 2. HarpBane Ha MemOpaHaTa HaBbTpE, YBeIWYaBaHEe Ha I'BHKUTE U Ha
noBbpxHOCcTTa. 3. PopMupaHe Ha BbTPEIIHH MeMOpaHU, MOKPUTH € PUO030-
Mu, yact oT kouto 3arpaxnaar JJHK. 4. OOpasyBaHe Ha HUTOCKENET C aKTUH U
muosuH. 5. [Ipukpensane na JJHK 3a memOpana, kosiTo 00pa3yBa OKOJIO Hes
Mexypue u usepasicoa siopomo. 6. [lvpsa cumbuosa ¢ 6akrepusi u oOpasyBaHe
Ha KaMIIu4e, KOeTOo Imomara Ha KJeTKara Ja ce IBmkH. 7. [IpeBpbluane Ha Xpa-
HUTEJTHUTE MeXypyeTa B JU3030MU U U3MOJI3BAHE HA €H3UMHU OT IMbPBHYHATA
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eHaoIIa3MeHa Mpexa. 8. Bmopa cumbdbuosa, eHA0UNTO3a Ha aepoOHU MpOKa-
PUOTH C JETOKCUKHMpALIX CBOMCTBA B aHaepoOHM MNPOKApHOTHU U oOpasyBaHe
Ha nepokcu3zomu. 9. Obpa3yBaHe Ha MUTOXOHJIPHUH Ype3 €HIOLUTO3a OT MPO-
KapuoTH, KOUTO UMatr cBoicTBOTO na renepupar ATD. 10. Tpema cumbuosa.
OO0pa3yBaHe Ha XJIOPOIUIACTH C MOMOILTA Ha €HJOIMTO3a Ha LIHAHOOAKTepUU
W Ipua00MBaHE OT KJIeTKaTa Ha Bb3MOXHOCT /1a M3Tpaxkaa XpaHUTEIHH Belle-
CTBa Ype3 M3MOJI3BaHE HA CIbHYEBA CHEPTHUS.

Jpyr BapuaHT ¢ MajKa MpPOMsHA B MOCJEAOBATEIHOCTTA HA MPOLECHUTE!
1. Ilpousxo0 na xamwuyemama (hrarenymu): TepMoanuaoduiIHa, TpaM-0T-
punatenna OaxkTepus (epMeHTATOp, NOTIbLIA COUPOXeTa upe3 (arouurTosa,
3a J1a ce pa3BUAT Taka HapeYeHUTE YHAMIUIIOAMEBH KAMIIUYECTH KIETKH. 2.
Ilpousxo0 na s0pomo: MOTYUYESHUIT NPOTOCYKAPHUOT MIPEMUHABA TIPE3 BTOPUY-
Ha eHA0CHUMOMO03a Ype3 MOTIIbIIaHe Ha apXEOH C MEMOpPaHHU I'bHKU. APXEOHBT
ce mpeBpbIla B AIpo, I'yOelKu KiIeTbuHaTa MeMOpaHa, T0KaTo MeMOpaHHUTE
I'bHKHU pa3BuBar siapeHa oosuBka u EIIM. 'eHOMBT Ha OakTepusiTa ce mpeHa-
cs B AIpOTO mpe3 MemMOpanHuTe nopu. Knmacuuecku mpumep 3a TakbB eyKa-
puot e Giardia lamblia (kammuyecT nmapasuteH npotosoit). 3. [Ipousxod Ha
MUmMoxoHopuume: MUTOXOHAPUHUTE UMAT ABOWHA MeMOpaHa, MpeacTaBisBalia
BBHIIIHATA M BBTPEIIHaTa MeMOpaHa Ha Oakrepunte. BhTpemnara MmemOpaHa
€ HarpHaTa, 00pa3yBaiiku TPHOOBUIHU WM JUCKOBUIHU KPUCTU. buoxumusita
Ha CHEPTUIHUS MEeTa00JIU3bM B MUTOXOHJIPUUTE MPHUIIMYA HA Ta3H HA MypPITyp-
HUTE HecepHU OakTepuu. XuIore3aTa mpeanosiara, ye aepoOHara OakTepus
ce € YTBhpAMJIa KaTo CUMOMOHT B aHaepoOCH MPOTOEYKAPUOT, KOMTO MPOU3-
BEXKJa eHeprusi upe3 (epMmeHTauus, 3aryouna e cnocobHocTTa cu Aa (HoTo-
CHUHTE3Mpa, ¥ € CTaHaJla MUTOXOHApUid. Strombidium purpureum (pecHHYECT
MPOTHUCT) € IpUMep, KbIeTO MUTOXOHApHanHara pudozoma PHK nocnenosa-
TEIHOCT MOKa3Ba aHanorus ¢ eybakrepuannara pubozomua PHK. Cepuiinara
eHAOCMMOHMOHTHA XUIIOTE3a MpeAIoara, 4e ylaBsiHeTo Ha MpoTodakTepuaIeH
€HAOCUMOMOHT OT €yKapuOTEeH FOCTONPUEMHUK C SIAPO HAMOI00sBa CHIIECTBY-
Ballld aMUTOXOHIAPHAJIHUA MPOTUCTH (€THOKJIETHYHU €YKapUOTH) U € JOBEJIO 10
npou3xona Ha MUTOXOHApuHTE. [IpuMuTHBEH aHaepoOeH eyKapuoT, mogo0eH
Ha Giardiai (kaMIIK4YecT MPOTHUCT), Ype3 MOTIbLIaHEe HA aepoOHa rpaM-oTpu-
1arejiHa KOKoBUHA Oaktepus kato Paracoccus denitrificans e goBeno j0 mo-
aBaTa Ha IPOTUCT ¢ MuUTOXOHApuHU. Kimacuuecku npumep e Pelomyxa palustris
(Margulis, 20006). 4. IIpousxo0 Ha xaoponiacmume: €yKapuoOTHU KIETKHU, Ch-
JbPIKald MUTOXOHJAPUU M XJIOPOIJIACTH, ca C€ Pa3BHIIN Ype3 acolUUpaHe Ha
(OTOCHHTETHYHH €HJOCUMOMOHTH KaTo POTOCHHTE3UPAIN OAKTEPUH HIIU U~
aHoOaxkTepuu. ['eHNTE Ha TIIACTUIMTE OPA3UTEITHO IPHINYAT Ha IHaHOOaKTe-
pUUTE 10 OPTaHU3ALUATA, T0CIEA0BATEIHOCTTA M HAUWHa Ha eKkcripecust. Puio-
reHeTHYHHT aHanu3 Ha pubo3zomuara PHK u Ha Ty A mocinemoBarenHoCTUTE
MoKa3BaT LHaHOOAKTepuajeH MPOU3X0oJ Ha BcuukM miuactuau. Cyanophora
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paradoxum e goOpe mpoyyeH npuMep 3a CHMOMOHTEH HnaHoOakTepuid. B kam-
LIMYECTUTE KPUITOMOHAIN U TUHO(IareaaTH, XJ0pOIUIACTHTE MPEACTaBISBAT
BTOPO MOKOJIEHWE €HAOCHUMOMOHTH. TO3M THUI BTOPUYHA/TPETHYHA €HJIOCHUM-
01032 BOIU [0 HAKOJIKO KOMILIEKTa MEMOPAaHH OKOJIO XJIOPOIUIACTUTE, B KOUTO
Hali-BpHIIHATa MeMOpaHa MpeCcTaBlsABa KIeThUyHaTa MEMOpaHa Ha TTOCIeIHUS
€HIO0CUMOMOHT. 5. [Ipou3xo0 Ha nepoxcuzomume: NIEPOKCU3OMHUTE MOXKE Ja ca
ce o0paszyBalyd ype3 €HIOLUTO3a HAa MPOKAPHOTH C JETOKCHKHpPAIIH CIOCO0-
HOCTHU. 6. [Ipou3xo0 na cucmemama Ha eHAOINIA3MEHATA MpeXa U IN3030MUTE
(EIIM): nu3030MuTe ce pa3BUBAT Yype3 MHBATMHUPAIH BE3UKYIH (MeXypUeTa)
¢ eH3uMu. [lo-HaTaThIIHOTO pa3mIMpsIBaHe Ha MHBaTrMHALMUTE B IUTOIJIa3MaTa
oOpasyBa TpbbOecTa Mpeska, OT KosITo ce pa3BuBaT anapara Ha [ommku nu EITIM.
BropusT BapuaHT Ha CUMOMOHTHATa XUIIOTE3a € MO-NPUEMJIUB MOPaaAHu TOBA,
ye MocTaBs NosgBaTa Ha MUTOXOHAPHUM B Ha4ajIo0To.

6. Cunmpogna xunotesa: MerabonuTHa cUMOMO3a (CHHTPO(UA) MEXKIY
ey0akTepuss U TEPMOQUICH apXEOH-METAHOTEeH € J0Beja 0 MHUKCOTPOpHHU
eyKapuoTH. MHUKCOTpOouUsATa € CMECEHO XpaHEHE: Ha CBETIO — (POTOCHHTE3A, a
Ha TBMHO — XeTEepOTpOoPHO XpaHeHe. XapaKTepHa e 3a 3eneHara eyriueHa. CuH-
TpodusiTa 0O3HaYaBa CHUICCTBYBAHETO HA €IMH BUJ OPraHU3MH BbPXY MeTabo-
JUTHUTE MPOAYKTH Ha Apyr Bul. JIun Maprymnuc (2006) oOsicHsBa mpou3sxona
Ha €yKapHOTHOTO AP0 Upe3 CHHTPO(HO CIMBaHE MEXKAY TepMoanuaoduieH
apxebakTepuil W ruIyBall eyOaKkTepHid, MPU KOETO €CTECTBEHHST OTOOp € Mo-
KPOBUTEJICTBAJ XUMEPHHUS OPraHu3bM €yKapuoT. MecTooOuTaHusATa ca OuiIn
MEepUOIUYHO J00pe OCBETSABAaHU, KOETO € OJarompHsiTCTBAJIO Pa3BUTHETO Ha
LMaHOOAKTEPUU U HATPyINBaHE Ha OPTaHUYHHU BEILECTBA.

7. Husasus om unmponu. Xunoresara 3a eHI0CUMOHNO3aTa BaXKH HE CaMO
3a MHUTOXOHJIPHUTE M XJIOPOIJIACTUTE, HO U 3a snpoto (Woese 1977). SAnapoto
€ HOBa OpraHesa, Bb3HMKHaJa B pe3yJTaT Ha aMmajiramMa Ha JiBe POKapHUOTHU
KJIETKH, KouTo ca norsaHaTu o PHK npumutusen opranussm. He e nussacuHeno
JaJy MPOKAPUOTHUTE KJIETKU ca Ha OaKTEepUH, WM Ha apXxeH. SApoTo numa ase
MeMOpaHH, BBHIIHATA € CBBbP3aHa C MOTIbIIAIINS OPTAaHU3BM U € MPOABII-
xeHue Ha EIIM, a BpTpemHara e pe3yararT Ha MHOXECTBO €HJOCUMOUOHTHHU
crOuTHs. [IBeTe MemMOpanu oOpa3yBaT OPH, PE3 KOUTO AIAPOTO KOMYHHKHPA
¢ LMTOIUIa3MaTa, KaTo TPAaHCKPUIIMATA OCTaBa BbTPE B HEro, a TpaHCIalus-
Ta — B [IuTONIa3MaTa. B Ta3u Bpb3ka, esomoupat Tpu Buaa PHK nonumepasnu
oT OakrepuanHara nmonumepasa. He e sicHo kak OakTepHaleH XpOMO30M Ce €
MpEeBbpPHAT B €yKapUOTEH XPOMO30M U KaK XpOMO3OMHTE Ha €JHOKJIETHYHU-
T€ ca CTAaHAJIM XPOMO30MHU Ha MHOTOKJIEThUHHUTE OpraHu3Mu. [I[puMUTHUBHUAT
€yKapHuoT € Bb3HUKHAJI B aHaepoOHM yclIOBHs. 3a J1a CH U3SICHUM CBHIIHOCTTA
Ha PHK opranusma, Tps6Ba na pasdepem xakBo npexacrasisisar PHK Bupy-
cUTe, KOUTO mpeobianasar B eykapuotHute kinetku. PHK Bupycure ca asa
BHUJA — €JHOBEPIKHU U BYBepukHHU. J[ByBepmkuute Bupycu umar JJHK re-
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Homu. Ennosepmwxkuure PHK Bupycu ca nnu nuapopmannonnun PHK (PHK+)
nnu kommueMmentapau Ha nPHK (PHK-). Bcuukn PHK Bupycu mmar Bucoka
yecrtota Ha MyTtanuu (102 mo 10*) 3a BKIIOYEH HYKJICOTH], 3al[OTO HSMAT
MEXaHHM3bM 32 KOPUTUpaHe Ha rpelIkuTe. Bceku KoMIIeKceH BUPYC UMa Cer-
MeHTH oT 1o 10 nykneoruna. Axko PHK Bupycurte ca ocrarbum oT IpeBHHU
PHK kietku, To TeXHUAT TeHOM TpsiOBa ma Obae cerMeHTUpaH. Bupouaure
(pacTuTenHu BUpycH 0e3 OenThuHa OOBHMBKA) ca M30sranu uHTpoHH, a PHK
3peeHeTo € ocTaThK OT NPpUMHUTUBHO cheTosiHue Ha PHK Bupycure. Ilpumu-
THUBHUTE TEHOMH ca u3rpajaenu ot mMaiku yactu (100 HykimeoTuaa), KOUTO ca
esomoupanu B rojgemu vactu (10° Hykmeotuaa). Hakon oT ManKuTe 4acTu
ca cTaHajlu MHTpoHU. EBomonusaTa Ha rogeMu yacTtu (cerment) Ha PHK ot
MaJIKi YacTH BKJIIOUBA €BOJIIOIMS Ha cruiaiicuHra (3peenero) Ha PHK u ne-
roBusi KOHTpos. Manku ctabunau PHK-u ce namupar B sgpoTo U quTomIas-
MaTa Ha JHEUIHHUTE €yKapHOTHU KjieTKHu. ['onsma gact ot npumutuHus PHK
OpraHu3bM C€ ChAbpXKa B eykapuoTHara kieTka. Crnopen 3akoHa Ha Koyn
TUNWYHUTE TPOTPECUBHU JMHUU ca €BOJIOMPAHU OT HecneUuDUUHH OpMH
(3akoH 3a Hecnenwanu3aunusTa). [Ilpu mosBara Ha crneUUanIU3UpaHU KIETKH
crtapute Hecnenunanusupanun PHK kneTrku ca mormbinanu cBOeTo MOKOJEHUE
U ca o0pa3yBaiM eyKapuOTHHU KJIeTKU. [Ipu mosBa Ha MO-CI0KHO CHCTOSTHUE
Ha AajZieHa CHCTeMa, MaJKUTEe MEXaHHW3MHU B Hes Ce M3I0J3BaT 3a KOHTPOJL.
KonTponupamusat MexaHu3bpM TpsAOBa Ja MOXKe J1a U3npamnia HHopMaus u 1a
s noiaydaBa. OcTaTblU OT JPEBHU MAJKU CUCTEMH 3a KOHTPOJ C€ HAMHUpPAT B
manku nentunu, manku PHK u xopmonu (crepounn). Mankute PHK B eyka-
pUOTHATa KJIETKa ce U3IO0JI3BaT 3a KOHTPOJ U CTPYKTypa.

EykapuoTHO sSp0 ¢ MHTPOHM M CIUIaiiCE030MH, BB3HHUKHAJIO Ype3 MUTO-
XOHJpHAJIEH EHJOCUMOUOHT, Ch3aBa CHUJICH CEIEKTUBEH HATHCK, Ype3 KOUTO
Ce M3KJII0YBAT PHOO30MHUTE OKOJO XPOMO30OMHUTE M CE€ MPEAM3BHUKBAa KOMIApT-
MEHTajJIu3alusa Ha 4ApoTo U LuTo30ja. HapymaBa ce KOTpaHCKpUNIIMOHHATA
TpaHcJIalus U ce MocTUra npaBuiaHoTo 3peeHe Ha nPHK.

LuTo3onHKuTEe pOO30MHU HAa €yKAPHUOTUTE CA XOMOJOTHU C MPOKAPHUOTHUTE
pub030MH B apXeuTe CIOopesa JaHHH OT MOCIeA0BaTeIHOCTTa Ha MPOTEHHOBUS
1 Ha puOOHYKJIIEMHOBHS KOMIIOHEHT Ha pubo3omara. ToBa mokasBa, 4e IUTOI-
Jla3MaTa Ha eyKapHOTHUTE € MPOU3JIsI3ia OT apXxeuTe. ApXeoH € cTaHajl roCTOll-
pueMHUK Ha eyOakTepuii, KOWTO € oOpa3yBal MUTOXOHIpUH. Bb3 ocHOBa Ha
T€3U JJaHHU CE U3rpakJaT HOBM €BOJIIOIMOHHU AbpBeTa. JIpyru gokazaTencTa
3a Ta3| Te3a WABAT M0 OMOCHEPTUHM NPUYMHU — CBOJIOLMOHHUTE H300peTe-
HUSI, KOUTO OTJENAT €yKapuOTHTE OT MPOKAPUOTUTE, U3UCKBAT IOBEYE EHEep-
rus. MUTOXOHJPUUTE OCUTYPSIBAT HA €yKapuOTUTE 4 — 5 MBTU NTOBEYE €HEPT U
Ha reH. CHHTE3bT Ha IPOTEHHH M3pa3xoaBa ~75% OT eHepruiHus OIOIKET Ha
KyeTKaTa, pernukanusTa Ha JJHK camo ~3%.
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®urypa 6. Epontonins Ha MPOKAPUOTH U €yKApHUOTH

YpKapHOTHT € €BOJIIOLMOHEH POJOHAYAIHMK Ha SPEHHS T€HOM Ha eyKapHu-
OTHUTE KJIETKH, a MUTOXOHAPUHUTE U XJIOPOIUIACTUTE ca MPUAOOHUTH OT eybaKTe-
pHanHaTa JUHHUS KaTo pe3yaTaT OT eHI0CUMON03a, BKIIOYBAILA MPEACTABUTENN
CBHOTBETHO Ha MypIypHU (HOTOCUHTE3Upaly OakTepuu U nuanobaxkrepun. Cro-
pen ToBa BuxkaaHe Apxeu, bakrepun u Ypkapuota (npeamectBeHuk Ha JIEKA)
uMar oO11 poJoHauYaIHHUK, HapedeH [IporeHoT — OpraHn3allnoOHHO paBHUIIE Mpe-
nu nosisata Ha JIVKA. AHanusure Ha MOJIEKylTHAaTa OpraHU3allisg Ha Pa3iIuyuHU
KJIEThYHM KOMIIOHEHTH moka3Ba, ye JIYKA mma mpokapnoTHa opraHuzaunus u
€ eBOJIIoMpaJl OT MO-HUCKO PaBHUILE Ha KJIeTh4YHa opraHuzauus. Ha paBHuie
[IporeHoT reHnTe U KOOUPAHUTE OT TAX OCNTHIM Ca MO-MaJKH U TOYHOCTTA Ha
TPAHCKPUIILUATA U TPAHCIALUATA € T0-HETOYHA OT MPOKAPHUOTHOTO PABHUILE Ha
KJIeThYHa opraHuzanus. OT NpOCTH caMOpEIUIMKUpAIlH C€ MOJEKYIN Bb3HUKBA
[Iporenot — mexaunuo 38eHO Mexkay PHK cBsit u mbpBute npokapuotu (JIVKA),
rxouto ca umanu JJHK u PHK nmonumepasa, cnoxuu puO030MH, U3rPaJeHu OT
TPHK u Gentpim, kakto 1 MeMOpaHH 3a M3MOJI3BAHE HA CIIPETHATa XEMHOCMO-
3a. JIVKA cpappika TeHOM, KOMTO KOAMpa MHOTO OMOXMMHYHU M CTPYKTYPHHU
(YHKUMU — peTUIMKaLys Ha TeHOMa, TPaHCJIalus Ha TeHOMHAaTa WH(pOopManus BbB
(YHKIMOHAJIHU MOJIEKYJIM ¥ 00pa3yBaHe Ha MOJIYNPOMYCKINBA Iperpaga Mexmy
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OpraHM3Ma U 3a00MKalslIaTa ro cpeaa. YCIOoXKHsBallaTa ce KIeThb4Ha OpraHu-
3a1usl € U3MCKBAJIa BCE IIOBEYE U MOBeue reHu. [IpOKapHOTHUAT TUI OIAKOBKA
Ha HACJIEZCTBEHHUsI MaTepual (eqHa NpbCTCHHA ,,XpOMO30Ma™) € yao0eH 3a KbCU
JHK Bepuru, HO SBHO HEMOJXOJAL] 32 MO-ABJITUTE. POIOHAYaTHUKBT Ha €yKa-
puotute (JIEKA) e npemunan kpM naunelinu monekynu JJHK, u To obukHoBeHO
[oBeYe OT €1HA. BeposTHO MUTO3aTa, BbBEJIEHA 3a€JHO C SAPOTO, BIIOCIEACTBUE
e no3sosinna JIHK na ce pasznpezens ycnenrHo MeXay ABLIEPHUTE KIETKH AOPH
aKo € OMaKOBaHa B JIBE WJIM MIOBEYE Pa3INUHU XpoMo3omMu. HoBoTo ¢unorenerny-
HO 1bpBO (Pur. 7) e ¢ aBa knoHa — [Ipokapuoru u Eykapuoru. Ennocnmb6uozara
Y TCHETUYHUTE B3aMMOJCHCTBUS MEXKIY apXed U OakTepuu ca JONPUHECTH 3a
0(OPMSIHETO U OTAEISHETO Ha BTOPUS KJIOH Ha KUBOTA.

QHIOTEeHETHIHO IBPBO HA JKHBOTA ¢ KOPeH
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CrmpoxeTi- | A— EnTtametn o
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[MnareToMuLIETH

Tepmodmnum cepan

AKTEPIH
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®urypa 7a. @uIoreHeTUYHO ABPBO Ha >kUBOTa ¢ KopeH 1o C. R. Woese, 1977
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®urypa 76. OunoreHeTHYHO IBPBO Ha KUBOTa O3 KOPEH

Hauanoro Ha xuBoTa Ha 3eMsTa BUHArH € OWIIO 3arajKa 3a ThPCELIHs YOBEII-
ku yM. JIYKA He e mbpBUST KHB OPraHU3bM, HO € IMOCJIEAHUST, OCTABUII CBOUTE
TeHETHYHHM clieqd B IHemHuTe opranuzmu. JIVKA e cBupeTensT Ha Ha4ajaoToO Ha
ouonornyHara esononus — Y. [lapsun, (Darwin 1959), npemmecrana ot Ouo-
xumuyHara esomtouus. CtusbH ['ynag u Enapemx Haitne npe3 1972 . npencra-
BAT HOB MOJIENl Ha €BOJIIOLMSTA, HAPEUCH npeKbcHamo pasnosecue (punctuated
equilibrium), antepHatuBeH Ha JlapBUHOBUS MOmeN — ¢uiremuyer epadyaiusvm.
Cropen Ts1x ,,EBomonusiTa € 6aBeH mpouec, HO OT BpeMe Ha BpeMe Ce M3BHPIIBAT
roJieMH CKOKOBE Hampes 3a KpaTko Bpeme™ (Gould 2002).

MeraboauTHUTE MBTUILA BIUSAT BBPXY pa3Mepa Ha TeHOMa NpH eyOakTepH-
ute, apxebakrepunuTe u eykapuotute. Karo 1510, ca He0OX0AUMH MOBEYE TEHH 32
aBroTpodust (xemonurorpodust u GoToTpodHsI), OTKOIKOTO 32 0OcMOTpodus (C u3-
KJrodeHne Ha (arorpodusita npu eykapuotute). ABTOTpopHUTE OOMKHOBEHO MMAT
Haii-rolemMuTe MUHUMAaJIHA pa3MepH Ha reHoma. [IpeHacouBaHeTO Ha rojsiMa yacT
OT TeHOMa KbM (POTOCHHTETHYHHMS amapaT O3HavyaBa, ye POTOTPOPHUTE OpraHU3MHU
nUMaT To-0aBHU TEMIIOBE Ha pacTex OT XemoopraHotpodute. Eykaprorure ca Bb3-
HUKHAJIM CaMO BEAHDBK, @ MHOTOKJIETHYHOCTTa MMa MHOToOpoeH npousxoa. Lluro-
30mHMAT FeS kimbeTep ce e MosBWII MpeAr TpeTata eHIOCHMOMO03a B PAacTEHHMSATA,
BOJICIIA A0 IJIACTHAM. BCHYKM OCHOBHUM €BOJIOLMOHHM MPEXOJH UMAaT €HepruiiHa
OCHOBA, a B HSIKOU CITy4ad — U eHepruiiHa mpu4ynHa. Hsima eneprus, Hima eBOJIOIHSI.
CUHTE3bT Ha CHEPreTHKa U TeHETHKA JaBa Bb3MOYKHOCT €BOIOLUSITA Ha KIIETKHUTE /12
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ce pasmiekaa B HoBa cBetinHa (Lane et al. 2013). Ta3u Hacoka e OT 3Ha4YeHHE U 32
OCBETsIBaHE Ha LIEHTPAJTHUTE aCMIEKTH Ha YOBEILIKOTO 3/[PaBEe U CTapeeHe.
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FROM LUCA TO LECA AND TO THE EVOLUTIONARY
TREE OF LIFE

Abstract. The article analyzes contemporary research on early microbial
evolution starting from LUCA (Last universal common ancestor) to the establishment
of the two branches of the empire (superkingdom) Prokaryota — Archaea and
Bacteria. Under discussion are the basic stages and driving forces of biochemical,
physiological and biological evolution of acetogens and methanogens and the role
of genetic divergency and natural selection for the creation of microbial diversity.
An attempt was made for the representation of different views on the origin of the
nucleus and other cellular components, connected to the evolution of the eukaryotic
cell.
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prokaryotes; LECA; horizontal gene transfer; origin of eukaryotes; endosymbiosis
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