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BBEJAEHHUE

1. O0mas xapakTepucTuKa padoThbl

AKTYyaJlbHOCThH TeMbI

B Ououndopmarrke BeJMKO 3HaU€HHE OBICTPBIX U A(P(EKTUBHBIX ANTOPUTMOB, IO-
CKOJIbKY 3a4acTyIO0 BO3SHHKAIOT BXOJIHbIE JaHHBIE BecbMa 0oJibIioro oobéma. M3BecTHbie U HO-
BbI€ METO/Ibl BHIYMCIIEHUIN TpeOyroT ajantaiuuyd K padoTe Ha MHOTOIPOLIECCOPHBIX BBIUUCIH-
TEJIbHBIX KOMIUIEKCAX (CyEepKOMIIbIOTEPaX), KOTOPBIE CTAIH B MOCIEIHEE BPEMsI 3HAUUTEIILHO
JOCTYIIHEE.

K HacTosimiemy BpeMEHH HM3BECTHBI COTHHU IOJHOCTHIO CEKBEHHPOBAHHBIX I'€HOMOB
IJIACTU/I, THICSIYM T€HOMOB MUTOXOH/IPUI, CKOPOCTh MOMOJHEHUs 0a3 JAHHBIX TEHOMHON MH-
dbopmarun pacTéT SKCHOHEHIHMAIBHBIME TeMIamMu. Bo3HuKaeT Takoi 00bEM HH(pOpMAIUH,
YTO JI0JISl TEHOMOB, JOCTYIHBIX OMOXHUMHYECKOMY HCCIIEOBAaHUIO, CTAHOBUTCSI BCE MEHBIIIE.
[TosToMy BO3HUKaeT NMOTPEOHOCTH B 3((EKTUBHBIX U OBICTPBIX AJITOPUTMAX KOMIIBIOTEPHOTO
aHaJlM3a JIJaHHBIX, a TAaKKe B CO3JaHMM CHELUAIU3UPOBAaHHBIX 0a3 JaHHBIX. CylleCTBEHHO,
YTOOBI AJITOPUTMBI OITUPATIUCH HA «TOYHBIE MOJIEIN», T.€. OBLJIO JI0KAa3aHO, YTO OHHU IPUBOAST
K II00aJIbHBIM 3KCTPEMYMaM COOTBETCTBYIOIIUX (DYHKIIMOHAIOB, UMEIH HU3KYIO BBIUYHCIIH-
TEIBHYIO CJIOKHOCTH (IMOJIMHOM 2—3 CTENEHH) U Jomyckanu 3Q¢GeKTUBHOE pacmhapalienBa-
HUE.

MojenupoBaHue KJIETOYHBIX IMPOLECCOB TPeOyeT HETPUBUAIBHBIX AJTOPUTMOB U SIB-
JSeTCS BaXKHBIM HHCTPYMEHTOM OuouHpopmaruueckoro wuccienoBanus. OHO MO3BOJSET
MpeCKa3aTh 3HAYCHHUs] MapaMeTpoB OMOXMMHUYECKHX IPOLIECCOB (HAaIpUMeEp, MHUIHALHH,
AJIOHTALIMK U TEPMUHALMU TPAHCKPUIILUH), KOTOPbIE TPYAHO U3MEPUTHh HEMOCPEICTBEHHO, a
TaK)K€ — PEUINTh HETPUBUAIbHYIO OOpaTHYIO 3a/ady: BbIOpaTh 3HAUEHUs MapaMeTpoB, KOTO-
pbI€ COOTBETCTBYIOT IKCIIEPUMEHTATbHBIM 3aBUCUMOCTSIM.

DKcriepuMEeHTaJIbHbBIE HCCIIEI0BaHus, B TOM 4ucie npoBenéHubie B UncTUTyTE Pusno-
norun pactenuit um. K. A. Tumupszera PAH (3y6o u nip.), HO3BOJIMIM MPEANIOJIONKUTH BaXK-
HYy0 poiib B3aumozeiictBus PHK-nmonuMepas B mporecce TpaHCKpUIIUU TJIACTOMOB pacTe-
HUI ¥ B OTBETE IUIACTHJI HA TEIUIOBOM IIOK. J[JI1 MPOBEPKHU 3TOTO MPEIITON0KEHUS U MPEICKa-
3aHUSI [1apaMETPOB, HE OMPEAEIAEMBIX B IKCIIEPUMEHTaX, Oblja MOCTaBIeHa 3a/1a4a MOJIEIH-
pOBaHUs Ipolecca TPAHCKPUIIMU B IUIACTUAAX C OAHOBPEMEHHBIM yyactuem MHorux PHK-
noyinmepas, GaKTopoB U BTOPUYHBIX CTPYKTYpP, B3aUMOJICHCTBYIOLIUX IPYT C APYrom. 3areM

3aJlaya ObUIa paciivpeHa Ha MOJIEIMPOBAHUE TPAHCKPUIILIUK B MUTOXOHIPUSIX.



Ucnons3oBanue kinacrepa MVS-100K B MexBeJOMCTBEHHOM CYNEpKOMIIbIOTEPHOM
neHtpe PAH 1mo3Bonuio BriepBble IPOBECTH MOJEIUPOBAHUE TPAHCKPUIILMM JJIs1 BCEU KOJIb-
nesor JIHK MUTOXOHIpUI YenoBeKa, KPBICHI U JIATYIIKH, a TAKXKE JUISl CYIIECTBEHHBIX JIOKY-
COB IJIACTH/I.

[TocTpoenue ONM3KUX MO MOCJIEAOBATENBHOCTH U MUHUMAJIBHBIX 110 COJIEPKAHUIO Ta-
pajioroB OEIKOBBIX CEMENCTB (Ki1acTepu3anusi OENIKOB) MO3BOJSET YTOUHATH aHHOTALUU Oe-
KOB, CYIUTh O paboTOCTIOCOOHOCTH OENKOBBIX KOMIUIeKkcoB, HanpuMmep PHK-nonumepas Gak-
TepuanbHoro Tuma. (B cimyuyae orcyrcTBus mocieaHux TpaHckpunuus BbinonHsiercs PHK-
noJinMepasamu (paroBoro TUIa, 4To Opuaaér ITOMy Ipoleccy Apyrue yeptsl.) M3BecTHo He-
CKOJIbKO 0a3 JaHHBIX CEMEHCTB OPTOJOTHYHBIX OeiKkoB [1]. OmHako OOJBIIMHCTBO U3 HUX CO-
Jepaar HeOOIbIIOEe YUCIIO BUJIOB € IJIACTUAAMU WM BOBCE He cojepkaTr ux. Hanpumep, (o
cocrosiHuto Ha 1 urong 2013) OrthoDB [2] He conmepxkut pacteHuil u npocreimux, Ortho-
MCL [3] BxmrogaeT Toapko 11 Bogopocieit u 14 ciopoukoB; GeneDB [4] — Tonbpko 7 criopo-
BHuKOB; B RoundUp [5] u InParanoid [6] Takux BumoB emé mensine; OMA [7] u EggNOG [8]
nmoutu He coaepxat BuaoB ¢ mnactugamu; B COG u KOG [9] npencraBineHo /1Ba pacTeHUs U
HU ojHOTO criopoBuKa. [losTOMy ObliIa MOCTaBIeHa 3a7a4a: IPEIOKUTh () (HEKTUBHBIN aaro-
PUTM KJacTepu3aluy OEIKOB U MOJYYUTh 0a3bl JaHHBIX IUIACTOMHBIX OEJIKOB.

W3ydenue niuacTu CiopoBUKOB (alMKOIUIACTOB) 3HAYMMO, ITOCKOJIBKY CIIOPOBUKH BbI-
3bIBAIOT OTACHbIE 3a00JIEBaHUS YEJIOBEKA U JKUBOTHBIX, B TOM YMCJIE TOKCOIIA3MO3 U MaJls-
puto. MccrienoBanue perymsiiiiy 3KCIPeCCUH T'€HOB, KOJUPYEMbIX B allUKOIIACTaX, BaXKHO IS
MMOHUMAaHHUsI POJIM allMKOIUIACTOB B Iepenaue HH(MEKINH, a TAKKe B MEXaHU3Max JIeiCcTBUS Jie-
KapCTBEHHBIX CPE/ICTB Ha AlMKOILIACTHI, KOTOPbIE SIBJISIFOTCS [NIABHOM MUILEHBIO aHTHOUOTH-
KOB, HE OKa3bIBAIOUIUX MPSMOT0 BO3IAEHCTBUS Ha HKCHPECCUIO SAEPHBIX U MUTOXOHApPHUAIIb-
HBIX Te€HOB X03siuHa. B wactHoCTH, Theileria u Babesia nepeHOCATCS UKCOAOBBIMU KIICIIIAMU
U BbI3BIBAIOT 3a00JI€BaHMsI KPYIHOIO poratroro ckora: B. bigemina wn B. bovis — 06abe3uo3
KPYITHOTO pOTaToro ckota, 1h. annulata — Teinepruo3 KpymHOTO poraToro ckota, 1h. parva —
nuxopanky Boctounoro bepera; Eimeria tenella Bei3biBaeT 3iimepnos Kyp; Toxoplasma gondii
— TOKCOILJIa3MO3, B TOM YHUCJI€ y Y€JOBEKa; pa3juuHble BUIBI poaa Plasmodium BbI3bIBAIOT
Massiputo 'y monen (P. falciparum, P. vivax) u Opyrux >KMBOTHBIX. HeKoTOphie CIIOpPOBHKH,
Hanpumep Cryptosporidium parvum, He UMEIOT IIJIACTU]L.

HccnenoBanre MUTOXOHAPUI YeIOBEKA, KPBICHI U JIATYIIKM 3HAYUMO JUIsl IOHUMAHUS
MOJIEKYIIpHbIX MexaHu3MoB MELAS Gone3Heit yenoBeka (MHUTOXOHApHAaIbHAs 3HIEDATO-
MUOTATHS, JIAKTaTalUA03, UHCYJIBTONOJO0HBIE AMU30/1bl), OOJIE3HEN, CBSI3aHHBIX C HEIOCTa-

TOYHOCTBIO TOpPMOHA HII/ITOBI/I)IHOI\/’I KCEJIE3bI, U T. 1.



ey padoTsl

1. Pa3paborares Monenb B3aumonencTBus U koHKypeHuuun PHK-monumepas B muto-
XOHJPHSX U IIACTUAAX, KOTOpas IOJKHA MPEACKa3bIBATh YPOBHU TPAHCKPHUIILIMK BCEX TEHOB.
Ha e€ ocHOBe 00BACHUTH U3MEHEHUS YPOBHEH TPAHCKPHUIIIMKU T'€HOB: B MUTOXOHAPHUSIX Y€JI0-
Beka ¢ MELAS-myranueil; B MUTOXOHAPHUSX KPbICHl C SMUTCHETUYECKUMHU HaPYILIECHUSMU,
BBI3BAHHBIMU HEJOCTAaTKOM THPEOUIHOTO TOPMOHA; B IUIACTHJIAX PACTEHUM IOCIE HOKAyTOB
MUHOPHBIX G-CYOBbEIMHUI WM TEIJIOBOTO IIOKA.

2. Pa3zpaborarh aJropuT™M HOCTPOEHMS CXOAHBIX IO MOCIEI0BAaTEIbHOCTH M MUHH-
MaJIbHBIX IO COJIEP>KAHHUIO ITApATIOroB CEMENCTB OENKOB (KJIacTepU3alMK JaHHOTO MHOYKECTBA
6enkoB). [IpuMeHUTH AITOPUTM K MHOXKECTBaM O€JIKOB, KOAUPYEMBIX B IIACTHAAX POJOQPUT-
HOM M XJI0poQUTHOI BeTBEH U LIBETKOBBIX pacTeHuil. Ha ocHOBe mosryueHHBIX CeMEICTB: pac-
CMOTpETh BoMpoc O npucyrcTBuu nonHoneHHo PHK-nonumepaspl OakrepuanbHoro tuma y
CIIOPOBHUKOB; yKa3aTh OEJIKU, XapaKTepHbIE JJISl Y3KMX TAKCOHOMUYECKUX Tpymil («punoreHe-
TUYECKHUE TIOJIITUCK» ).

3. [Ipenckazare OenkoBbIe cailThl U BropuuHble cTpykTyphl MPHK, oTBeTcTBEHHBIE 32

3aACPKKY HHUIUAIWH TPAHCIIUN 10 3aBCPUICHUA TPOUCCCHUHIa MPHK B miacTuaax.

MeToab! Hcc1e10BAHUA

B pabote ncnonp3oBaHbl METO/BI TEOPUIN aJTOPUTMOB U MAacCOBOTO OOCITYKMBaHMS,
METO/bI MOJECIIMPOBAHUS U OPraHU3allii BBIYUCIUTEIBHBIX SKCIIEPUMEHTOB C UCIOJIBb30BAHU-
€M M3BECTHBIX U OPUTMHAIBHBIX IIPOIPAMM, B TOM YHUCIIE IS NapaJUIeIbHBIX BBIYUCICHUN Ha

CYIIEpKOMIIBIOTEpPaX, METOAbl MAaTEMaTHUECKON OMOJIOTUN U OMOMH(GOPMATUKH.

Hayuynasi HoBH3Ha

Monenuposanue B3aumozeiicteus PHK-nmonmmepas, nmo kpaliHed Mepe Ha JUIMHHBIX
nokycax JIHK, panee He BbINOJHAIOCh. MOJEIUPOBAHME OCHOBAHO Ha HOBOM MareMarhye-
CKOM M aJITOPUTMHUUYECKOM IOJXOJ€ K U3y4EHHIO OOJIBIION CHUCTEMBI OJIHOBPEMEHHO B3aUMO-
necTByronux o0bekToB. Kitacrepusanus nonydyeHa Ha OCHOBE OPUTMHAIIBHOTO alropuTMa B
teopun rpadoB. Bce mosyuyeHHbIE aarOpUTMbl MMEIOT HM3KYIO OLIEHKY BBIUHCIMTEIBHOU

CIIO)KHOCTH, @ OMOMH(POPMATUUYECKUE PE3YIbTAThI SBIISIOTCS HOBBIMH.

IIpakTHYecKasi 3HAYUMOCTH PadOTHI

PaboTa HocuT TeopeTnueckuii xapakrtep. B 1o ke Bpemsi, uccienoBaHNE MOKET UMETh
MIPUKJIaIHOE 3HAUEHUE.

[IpennoskeHHBIC aNTOPUTMBI M KX POTPAMMHBIE PETU3AIIMNA MOTYT MPUMEHSTHCS IS

HCCICA0BAaHUA HIMPOKOIo Kiacca 3aaad. A HMCHHO, B MCIUIIMHCKUX HCCJICAOBAHUAX MOIYT



OBITh IOJIE3HBI Pa3pabOTAHHBIE METO/bl KOJIMUYECTBEHHOMN OLIEHKH BIMSHUSA MYyTallMi M 3MH-
TFeHETUYECKUX HapyIICHUH Ha YpOBHU TPAHCKPUIILIMU T'€HOB B MHUTOXOHJPUSX, MPEITIOKEH-
Hble HaMu 00bsicHeHus1 Mmexann3ma MELAS-cunnpoma y 4enoBeka u HapylmieHuss METUIIAPO-
BaHMs MTIHK y KpBICBI C HEIOCTATKOM TOPMOHA IIIMTOBUIHOM KEJIE3BI.

Jlyig co3aHust HOBBIX BUJIOB PACTEHMI, B TOM YHCJE C KCEHOIJIACTHAaMHU, MOTYT OBITh
TI0JIE3HBI MPEITIOKEHHBIE MEXaHU3MbI OTKJIMKA Ha TEIJIOBOM IIOK M30JUPOBAHHBIX IIACTU] U

Ha HOKAyThl TPAHCKPUIIIMOHHBIX ()aKTOPOB B IUIACTHAAX.

Anpobdanusi padoThl
KoMmmproTepHbIe TpOTpaMMBI TECTUPOBAINCH HA OMOJIOTUYECKHX AAHHBIX C DKCIICPH-
MEHTAJILHO M3BECTHBIMH OTBETAMH, a TAKXKE B MPOIIECCE PemIeHHs] OMOIOTHYecKuX 3amad. Pe-
3yNBTaThl pabOTHI OMYOIMKOBAHBI M JOKJIAABIBAIMCH HA CICAYIOIINX KOH(PEPCHIINAX:
— Mexnynaponnas koHpepenuus “Moscow Conference on Computational Molecular Biolo-
gy”: MCCMB'07 (Mocksa, 27-31 urons 2007), MCCMB'13 (Mocksa, 25-28 uromns, 2013);
— 32-1, 33-a, 35-1, 37-1 woHbepeHuusa «HPopManMOHHBIE TEXHOJIOTUH U CHUCTEMBD»:
NTuC'09 (bekacoBo, 15-18 nexabps 2009), UTuC'10, (I'enenmxuk, 20-24 ceHTAOps
2010), U'TuC'12 (IlerpozaBoack, 19-25 asrycra 2012), UTuC'13 (Kanunuurpan, 1-6 cen-
Ts10ps 2013);
— 7-s1 mexnayHnaponHas koHpepenuus “Bioinformatics of Genome Regulation and Struc-
ture\Systems Biology” BGRS\SB'10 (HoBocubupck, 20-27 utons 2010);
— 51-1, 53-1, 54-s nHayuHasa koHpepeHuss MOTU (Mocksa, 28-30 Hos10ps 2008, 24-29 Ho-
sa0pst 2010, 25-26 Hos0pst 2011);
— 3-1 MockoBckas mexayHapoaHas koHpepenuus “Molecular Phylogenetics” (Mocksa, 31
utois — 4 asrycra 2012).
— 8-1 Mexnynaponnas koudpepennus «CoBpemennbsie nHdopmanmonnasie Texunonoruu u UT-
obpazoBanne» (Mocksa, MI'Y um. M. B. JlomonocoBa, 810 nosiops 2013).
PaboTa Taxxe mOKiIampIBaTach Ha HAyYHBIX CEMHHApaX MEXaHHMKO-MaTeMaTHUECKOTO
¢akynbrera MOCKOBCKOTO rocyapcTBeHHOro yHuepcutera uM. M. B. JlomoHOcOBa 1 Ha ce-
MuHape 1o Maremarudeckoil 6uosoruu u ouonHpopmaruke Mucrturyra npolneM nepenayu

unpopmanuu um. A. A. Xapkesuua PAH.

IIyonuxkauuun
[To Teme auccepranuu onyonukoBaHo 9 crareil u 13 Te3ncoB JOKIAI0B HAa KOH(EpeH-
UsIX (CM. CITMCOK B KOHIIE IyHKTA 2). Bee pe3ynbraTsl, BKIIIOYEHHBIC B JUCCEPTALUIO, MOITY-

YCHBI JIMYHO aBTOPOM.



CTpykTypa U 00b€M padoThI
Pabota coctout u3 BBeneHus, TPEX IIaB U CIUCKa JuTeparypbl. CIUCOK JTUTEPATYPHI
conepxut 127 nanmenoanuii. O6b6EM paboThl coctanisieT 112 crpanut, Bxirodas 21 tabnu-

1y ¥ 29 pUCYHKOB.

2. OCHOBHBIE Pe3yJIbTATHI H BHIBOABI

Pa3paborana maremarnueckas W KOMIIbIOTE€pHass Mojaenb B3aumonenctBus PHK-
MoJINMEPa3 MEeXAY cO00M, ¢ BTOPUUHBIMU CTPYKTYpaMH U O€NKOBBIMH (pakTOpaMu B Mpoliec-
Cax MHULHALMY U IOHTaluy TPAHCKpUNIMK. Mozens npruMeHeHa K JIOKycaM IUIACTHI U MU-
TOXOHJAPUH, U HAXOJUTCSA B COITIACUHU MPAKTHYECKH CO BCEMH ONBITHBIMU JaHHBIMH, OTHOCS-
IIMMUCS K IUIACTUJAM PAaCTEHUN U MUTOXOHJIPHSIM, BKJIOUasl JaHHbIE 00 M3MEHEHUSX YPOB-
HEel TPaHCKPUIILKUU T'€HOB Mociie HoKayToB 6-cyobenunul PHK-nonumepas u nocne remnoso-
ro II0Ka M30JMPOBAaHHBIX IJIACTU, JaHHbIE 00 oTHOcUTeNbHBIX KonudecTBax PHK u Bpeme-
Hax UX MOJypacrnaja B MUTOXOHAPUSX JISATYIIEK, yenoBeka 310poBoro u ¢ MELAS-myTanuei,
KPBICBI 3J0POBOM M C IOHUKEHHBIM YPOBHEM TUPEOUIHOTO TOPMOHA.

Ha ocHoBe Mozenu npenckazaHbl XapaKTEPUCTUKH TPAHCKPUIILMU B MHUTOXOHJPHUAX
XOpIoBbIX KUBOTHBIX: nosin PHK-mommmepas, 3aBepmarommx tpanckpunuuio Ha mTERF-
3aBUCHUMOM TEPMHUHATOPE B OJTHOM U JPYrOM HampaBiICHUSIX (MOJSpU3alLs); THTEHCUBHOCTD
cBs3piBaHus perynstopHoro 6enka mTERF ¢ caiitom tepmunanuu vHa JIHK; nuatencuBHOCTH
MHULMAIUY TPAHCKPUIILIMK Ha IPOMOTOpAX B IUIACTUAAX PACTEHUNW U MUTOXOHAPUSAX JISATYIL-
KM, yesloBeka, Bkitodas ciydyail MELAS-Myranuu, Kpbichl, BKItoyas runotupeounsa. Ha oc-
HOBE MOJIENH NPEACKa3aHbl 3HAYCHUS YPOBHEH TPAHCKPUIILMU BCEX '€HOB, B TO BPEMS KaK B
ONBITAX U3BECTHBI JINIIb UX OTHOCUTEIbHBIE 3HAYECHUS U TOJIBKO JJI1 HEKOTOPBIX T€HOB.

Ha ocHoBe Monenu nmpenmonoxeH Mexanu3M BiustHus Ha GpeHotun MELAS-myTanuu:
CHIDKEHHE KOHLIEHTpaluil kak ¢eHmnanannHoBoi u BanumHoBoi TPHK, tak u pPHK, a ras-
HO€ — PE3KO€ U3MEHEHNE BpEMEHU oypacnaaa onpenenéHusix MPHK.

Ha ocHoBe Mozenu nokasana KOppesinus MeXAy U3MEHEHUIMHA METUIMPOBAHUS Call-
Ta cBa3biBaHMs MTERF u nmpoMOTOpOB ¢ MHTEHCHBHOCTSAMU cBsA3bIBaHUs ¢ HUMU MTERF n
PHK-nonumepas.

Pa3paboran anroputMm KiacTepu3alllid MHOXKECTBAa OEIKOBBIX IOCIIEI0BATEIIbHOCTEH.
Ha ero ocHoBe mosrydeHsl ceMeUCcTBa CXOAHBIX I10 MOCIEN0BATEIbHOCTH U MUHUMAJIBHBIX 110
COJIEP’KAaHUIO MMapaJloToB OEJIKOB, KOJUPYEMbIX B IIACTOMAax OarpsHOK U BHUJIOB C IUIaCTUIA-
MU, POACTBEHHBIMU IJIACTHIaM OarpstHOK (pofoduTHas BETBb); OEIKOB, KOAUPYEMBIX B IUIa-
CTOMAaX PaHO OTIEJIMBIIMXCS BETBEH 3€JIEHBIX BOJOPOCIEH U BUJOB C POJCTBEHHBIMU UM ILIA-

ctugamu: Viridiplantae, sBriieHoBbie, Bigelowiella natans (xiopodguTHasi BETBb); OCIKOB, KO-



JUPYEMBIX B IIJJACTOMAaxX LIBETKOBBIX M OTAEIBHO OJHOJOJBHBIX pacTeHuM. Ha 3Toil ocHOBe
HalJeHbl OenKu, cueruuYHbIe IS MIaCTOMOB HEOOJIBIIUX TAKCOHOMUYECKUX T'PYII BOJO-
pociei ¥ IpOCTEUIINX.

[TonyuenHast kiactepu3anus NO3BOJMIA 3aKIIOUYUTh, YTO Yy CHOPOBUKOB Joxoplasma
gondii n Plasmodium falciparum npucyrctByer mnonHoneHHas PHK-mommmepasza Gakrepu-
anpHOTO TUMA. Y Neospora caninum u Plasmodium spp. HalJeHBI 0- U G-CyObEIUHUIIBI, KO-
nupyeMsble B siape. HanpoTus, y ciopoBUKOB TakCOHOMHYECKOH rpymibl Piroplasmida a- u o-
cyobenuuuinbl PHK-nomumepasbr OakrepuanbHOTO THUIA HE HAWACHBI, a €€ CyObEeTUHUIIBI,
OOBIYHO KOJUpPYEMbI€ B IIJIACTHUJIAX, 3HAUUTEIBHO W3MEHEHbl WM (parMEeHTUPOBaHBL. ITO
MIO3BOJISET MIPEANONIOKUTH TITyOoKoe pasinnuue BuaoB Piroplasmida ¢ npyrumu copepxxamumu
IJIaCTU/IBl CIOPOBUKAMU B YaCTH TPAHCKPUIILIUHU B IUIACTUIAX.

Ha ocHoBe opurvHaabHOM KOMIIBIOTEPHOM MporpaMMbl (IIOMCKa MOTHBA MYTEM OIIpe-
NEJICHHS] KJIMKA B MHOTOA0IHOM Tpade ¢ yuérom GC-cocTaBa) MpeanosiokeH MEXaHu3M 3a-
JNEpKKA MHUIMAIMKU TPAHCISUN 1O 3aBEPILEHUs PEAAKTUPOBAHUS TPAHCKPHUITOB TI'EHOB
accD wm atpH B mnnactugax pacteHuil BUAOB Adiantum capillus-veneris u Anthoceros
formosae. MexaHu3M BOBIIEKAET JUIMHHbBIE IIMWIBKA B S5'-TUAEpHONM 00JacTH OKOJIO caiiTa
CBsI3bIBaHUSI puOOocoMbl. HaiiieHbl KOHCEpBAaTHUBHBIE CaWThl IMEpel LIECTbl0 T'eHaMu aipF,
clpP, petB, psaA, psbA, psbB y tpéx BunoB Chara vulgaris, Zygnema circumcarinatum,
Physcomitrella patens, KOTOpble B 4acTH CIy4aeB TAKKE YYACTBYIOT B 3aJCP)KKE MHHUIHAIIIU

TPaHCIAIHUU J0 3aBCPUICHUA CIIaiCUHTa WUJIH PEAAKTUPOBAHUSA.

Hyﬁ.mmaulm aBTOpa 1o TeEME JUCCEPTALINHA
Crarbu:

1. Lyubetsky V.A., Zverkov O.A., Pirogov S.A., Rubanov L.I., Seliverstov A.V.
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2. Lyubetsky V.A., Zverkov O.A., Rubanov L.I., Seliverstov A.V. Modeling RNA poly-
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4. 3seproB O.A., CenuepctoB A.B., JItobenkuit B.A. benkoBbie cemeiicTBa, crienuduy-
HBIC IS TUTACTOMOB HEOOJBIINX TAKCOHOMHYECKUX TPYII BOJOPOCIIEH U MPOCTEHIIINX

/I Monexynapunas 6uonoeus. 2012. T. 46, Ne 5. C. 799-8009.



Lyubetsky V.A., Seliverstov A.V., Zverkov O.A. Transcription regulation of plastid
genes involved in sulfate transport in Viridiplantae // BioMed Research International.
2013. Vol. 2013. Article ID 413450. 6 pages.

3BepkoB O.A., Pycun JLIO., CemuepctoB A.B., JIroGenkuit B.A. N3ydenue BcTaBok
MPSIMBIX TIOBTOPOB B MHUKPO3BOJIIOIIMN MUTOXOHJPUH M TUTACTH]I PaCTCHUN Ha OCHOBE
Kiacrtepusanuu 0enkoB // Becmnux Mockosckoeo yHusepcumema. Cepusi 16: buono-
rust. 2013. Ne 1. C. 8-13.

3BepkoB O.A., CemuBepctoB A.B., JIrobeuxuit B.A. YcpenHenHas sHTponus Kak Xa-
PaKTepHCTHKAa KOHCEPBAaTUBHOCTH YJacCTKOB TeHoMa // Becmuuk Tamboeckoeo yHusep-
cumema. Cepus: Ecmecmeennvie u mexnuyeckue wnayku. 2013. T. 18, Bwm. 5.
C. 2529-2531.

Lyubetsky V.A., Korolev S.A., Seliverstov A.V., Zverkov O.A., Rubanov L.I. Gene
expression regulation of the PF00480 or PF14340 domain proteins suggests their in-
volvement in sulfur metabolism // Computational Biology and Chemistry. 2014.
Vol. 49. P. 7-13.

Seliverstov A.V., Zverkov O.A., Lyubetsky V.A. Translation of some chloroplast genes
is checked to allow for splicing and editing // Biophysics. 2006. Vol. 51, S. 1. P. 18-22.

Te3ucewl OKJIAT0B:

1.

Lyubetsky V.A., Seliverstov A.V., Zverkov O.A. RNA Structures upstream /eud4 Genes
in a-proteobacteria // Proceedings of the International Moscow Conference on Compu-
tational Molecular Biology: MCCMB’07. July 27-31 2007. P. 191-192.

3BepkoB O.A. I[IporpamMMHBIN KOMIUIEKC IJIsi COTIACOBAHHUS HAaO0Opa SBOFOIMOHHBIX
JIEPEBHEB U BBISBIICHUS SBOJIIOIMOHHBIX COOBITUH // Tpyowt 51-ii Hayunou kongepen-
yuu M®PTH. Mockaa, 2008. C. 133-136.

Jlonmatosckas K.B., 3BepkoB O.A., CenusepcroB A.B., Jlrobeukuit B.A. Tpanckpun-
LUs TEHOB CHUHTe3a IMpojinHa y Oakrepuil pomoB Marinobacter, Pseudomonas u
Shewanella perynupyetcst 6enkom cemerictpa tetR // Tpyowr 32-1i kongepenyuu « Un-
dopmayuonuvle mexnonocuu u cucmemuly. 15—18 nexadps 2009. C. 278-281.

3BeproB O.A., CenuepctoB A.B., Py6anos JL.U., JlroGenkuit B.A. MozaenupoBanue
koHkypenuun PHK-nonumMepas: BiusiHre HokayTa curmMa cyObeIMHHULBI U TeMIepaTy-
pBI Ha SKCIIpeccuto TeHOB // Tpyowvl 32-u konghepenyuu « Ungpopmayuonnvle mexuono-
euu u cucmemuly. bexacoro, 15—-18 nexadps 2009. C. 328-331.

Lyubetsky V.A., Zverkov O.A., Rubanov L.I., Seliverstov A.V. Interaction between

nucleome and plastome: heat shock response regulation in plastids of plants // Pro-

10



10.

I1.

12.

13.

ceedings of the Seventh International Conference on Bioinformatics of Genome Regu-
lation and Structure\Systems Biology. Novosibirsk, June 20-27 2010. P. 161.

3BepkoB O.A., CenuepcroB A.B., Jlto6eukuii B.A. Tlo3unuonHas cBsi3b '€HOB IJIa-
CTOMOB pacTeHud u Bogopocieit // Tpyowr 33-u kongpepenyuu «HUHpopmayuonnvle
mexnonoauu u cucmemoly. T. [enenmxuk, 20-24 centsadps 2010. C. 326-330.
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3. I/ICHOJ'IIByeMbIe CBCACHHUSA 0 MUTOXOHAPHUSAX H INIACTHIAX

3.1. MUTOXOHAPHH Y XOPAOBBIX: JATYHIKH, YeJ0BEKA H KPbICHI

MHorue 3ykapuoTHUeCKHE KIETKH COJIEP’KaT MUTOXOHAPUH — MOITYyaBTOHOMHBIE Oopra-
HEJUIbI C CHJIBHO PEAYLUPOBAHHBIM T€HOMOM. B MUTOXOHJPUAX XOPIOBbBIX )KUBOTHBIX B KOJIb-
1eBoi xpomocome JuinHOM 15—18 T.m.H. 3akoauposansl 22 TPHK, 2 pPHK u 13 Genkos. Tpan-
ckpunuus ocymectisiercss PHK-nmonumepazamu ¢arosoro tuma, romosnornyseiMu PHK-
nosnumepaszam OaxrepuodaroB T7 u T3. Wnunmanus TpaHcKkpunuuu TpeOyeT ydacTus BCIO-
MOTaTeNIbHBIX OETKOBBIX ()aKTOPOB M MPOUCXOIUT HA HECKOJIBKHUX (JI0 MATH) PA3TUYHBIX MPO-
MoOTOpax. TpaHCKPUIITBI MOTYT MPEBOCXOUTH 110 AJTUHE XPOMOCOMY.

K uncny tpanckpunuuonsbsix ¢aktopoB otHocATcs Oenkun mtTFA u mtTFB, cBs3bi-
Balollue NoJuMepasy Ha KaxaoMm npomorope [10, 11]. Dtu dakTopsl OTAEHAIOTCS OT MOIUME-
pa3bl MOCJE TPAHCKPUIIMKU NEPBBIX TPUHAIUATU HYKIeoTUI0B. IlepBbiii pakrop umeer He-
CKOJIbKO M30()OpM, CBSI3aHHBIX C AJIBTEPHATHBHBIM cIulaiicuarom [12]. YV denoBeka BTOpoi
¢dakrop numeet nBa Bapuanta: mtTFBI u mtTFB2 — 06a Moryr y4acTBOBaTh B MHHUITMAIIUU
TPAHCKPHUIILUH.

B mHunManuu TpaHCKPUIIMKM Y4acTBYIOT U JApyrue OesKH, HallpuMep BaKHbIN OeoK
mTERF [13], koTOpBIil OTHOBPEMEHHO OCYIICCTBISET TEPMUHAIIMIO TPAHCKPHUIIIUU TTOCPEI-
CTBOM KOOIIEPATUBHOIO CBA3BIBAHUSA. JTOT (AKTOp UIPAET BAKHYIO POJIb B MPEJIOKEHHOMN
Hamu mojienu. CsoiictBa PHK-nonumepas darosoro tuna nccienosanuce B padorax [14—17].
B wactHocTH, pu 1000BOM cTtonkHOBeHnHU B¢ PHK-monumepassl, ABMKyIIUeCs: HaBCTPEUy
Apyr npyry no xkomiuiementapHsiM nensm JIHK, Mmoryr MuHoBath Apyr apyra ¢ o0pa3oBaHU-
em ayrekca [ 14].

Mgl cocpenoTounMcs Ha MHUTOXOHApUAX uenoBeka Homo sapiens (GenBank:
NC 012920.1), xpwicel Rattus norvegicus (GenBank: NC 001665.2) u mmopueBoil JATyIIKA
Xenopus laevis (GenBank: NC _001573.1), a Takxke UCIIOIB3yeM CBEIEHUS O MHUTOXOHAPHUIX
MbItt Mus musculus (GenBank: NC_005089.1), umeromux TOT e MOPSAOK F€HOB. DTH MO-
JieNIbHbIE OpraHu3Mbl ObLIM BBIOpAHbI M3-3a JOCTYIHOCTH JOBOJBHO HMOJHBIX HAOOPOB OMBIT-
HBIX JaHHbIX 0 KoHIeHTpamsax PHK u Bpemenax ux nonypacnana PHK, koTopeie MOkHO Hc-
I10JIb30BaTh JJIsl ONPEACICHUS] YPOBHEHN TPaHCKPHUIIIMK I'€HOB (T.€. YaCTOT UX TPAHCKPHUIILUH).
MuToXOHIpUanbHbIE TEHOMBI JIATYIIKH, YEJIOBEKA U KPBICHI IpUBeAeHbl Ha pucyHkax (0.1-0.3

COOTBETCTBCHHO.
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LSP2B LSP2A HSP2 HSP1 LSP1 Phe 125 Val

165 mTERF
Pro-2033 Pro-2042 Phe-87 Phe-34 Pro-2103 tRNA-Phe 125 rRNA tRNAVal 165 rRNA
Start=2033 Start=2042 Start=2049 Start=2102 Start=2103
Len=16 Len=16 Len=16 Len=16 Len=16 Len=63 Len=819 Len=63 Len=1631 Len=28
2033..2048 2042..2057 2034..2043 2087..2102 2103.2118 2136..2204 2205..3023 3024..3092 3093.4723 47244751
ND1 lle Gin Met ND2 Trp Ala Asn Cys Tyr
NADH tRNAle tRNAGIn tRNA-Met NADH tRNA-Tp tRNA-Ala tRNA-Asn tRNACys tRNA-Tyr
Len=972 Len=71 Len=71 Len=65 Len=1038 Len=63 Len=65 Len=71 Len=66 Len=70
4759..5770 5770..5840 5840.5910 5910..5978 5975.7016 7015..7083 7086.7154 7156..7226 7260.7325 7325.7394
Ser Asp coxz2 Lys ATP8 ATP6 COX3 Gly ND3 Arg
tRMA-Ser tRMNA-Asp cytochrome c tRMA-Lys ATP gynthase  ATP synthase  cytochrome c tRMNAGhy MNADH tRMA-Arg
Len=71 Len=65 Len=688 Len=75 Len=168 Len=681 Len=781 Len=70 Len=343 Len=65
8352..9022 5038..9106 9109..5796 §797..5871 9873.10040  10031.10711  10711.114%1 1143211561  11562.11504  11505.11973
His Ser2 Leu2 ND5 ND6 Glu CYTB Thr Pro
tRNA-His tRNA-Ser tRNA-Leu NADH NADH tRNAGIu cytochrome b tRNA-Thr tRNA-Pro
Len=68 Len=65 Len=74 Len=1815 Len=513 Len=63 Len=1140 Len=70 Len=63

13643.13715  13716.13780  13781.13354  13355.15669 15665.16177 16173.16246 16249.17388 17388.17457  17485.17553

Pucynok 0.1. MuToxoHapuaJbHblii reHoM Xenopus laevis

Leu

_—

tRNA-Leu

Len=75
4724 4738

cox1

_—

cytochrome ¢

Len=1555
7397..8351

ND4

NADH

Len=1674
11574.13647

INonnas xoneueast JJHK npencrasieHa nocineqoBaTelbHO B YeTHIPEX cTpokax. I'ensl Ha H-nenu 0003Ha4YeHbI
CTpeJIKaMHU, HAllpaBJICHHBIMHU BIIPABO; TeHbI Ha L-1ienu — cTpesikaMu, HalpaBJIeHHBIMY BIIEBO. | €HbI IIOKa3aHbI Ha
cmbicnoBoi nenu. O6o3nayenus: HSP1 u HSP2 — nea npomoropa Ha H-tiertu. LSP1, LSP2A u LSP2B — tpu
npomoropa Ha L-niertn. mTERF — caiir cBs3piBanus 6enkoBoro dakropa mTERF ciyxaiero TepMmunaTopom

TpaHckpunuuu. Koopaunars! ykaszansl o H-nierm.

LSP HSP1 FPhe HSP2

llll-l----Q

Start=407 Start=561 Start=646
Len=16 Len=16 Len=71 Len=16 Len=954 Len=63 Len=1558
407.422 54E. 561 577.647 631,646 6481601 1602..1670 1671.3228
lle Gin Met ND2 Trp Ala Asn
Len=69 Len=72 Len=68 Len=1042 Len=68 Len=63 Len=73
4263 431 4329. 4400 4402 4469 4470.5511 5512 5579 5587..5655 BE57.5729
Ser ATP6-8
Len=65 Len=68 Len=624 Len=70 Len=842 Len=784 Len=68
7446.7514 7518..7585 7586..8269 8295..8364 8366..9207 5207..5950 5951..10058
His Leu? Glu CYTB
Len=69 Len=59 Len=71 Len=1812 Len=525 Len=63 Len=1141

12138.12206  12207.12265  12266.12336  12337.14148  14149.14673  14674.14742  14747.15887

Pucynok 0.2. MuTtoxonapuaabublii reaom Homo sapiens
O0o03HaueHwus Te ke, 4to Ha pucyHke 0.1.

mTERF

Len=28
3230..3257

Cys

Len=75
3230..3304

;-

Len=956
3307..4262

Cox1

——-

Len=66
5761..5826

ND3

Len=66
5826..5891

Len=1542
5904..7445

_— -

Len=346

Len=65

10059..10404  10405..10469

Thr

Pro

)

Len=66

Len=68

15888..15953  15956..16023

Len=1668
10470..12137
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Fhe HSP2 125 Val 165 mTERF Len ND1 lle Gln

tRMA-Phe 125-3 125 RNA IRMAal 1B5 RNA tRMA-Leu tRMA-le IRM&-Gln
Start=EE
Len=E7 Len=1& Len=957 Len=E63 Len=1559 Len=28 Len=75 Len=957 Len=E3 Len=71
1.67 51..66 £9.1025 1026..1094 1095.. 2653 2654.. 2681 2654.. 2728 2729..3685 3684..3752 3750..3820
Met ND2 Trp Ala Asn Cys Tyr cox1 Ser Asp
tRMA-Met HRMA-Tip tRMA-Ala RMA-Azn RMA-Cys HRMA-Twr tRMA-Ser RMA-Asp
Len=E£8 Len=1038 Len=E& Len=E£3 Len=74 Len=£3 Len=E& Len=1545 Len=70 Len=E3
3824..3891 3892..4329 4928..4393 49955063 B0BE..5139 5171..5238 5242.5307 5309..6853 E850..6919 B922..6389
cox2 Lys ATPG-8 CoxX3 Gly ND3 Arg ND4 His Ser?
IRMA-Lys IRMA-Gly IRMa-Arg IRMa-Hig IRM&-Ser
Len=624 Len=E64 Len=842 Len=784 Len=E8 Len=348 Len=E8 Len=1EES Len=E8 Len=E0
6991..7674 VETE.T7 7743.8584 8584, 9367 9368..9435 9436..9783 §785..9852 985511522  11523.115890 11591..11650
Len2 ND5 NDG Glu CYTB Thr Pro LSP HSP1
tRMNA-Leu IRMA-Glu IRM&-Thr IRM&-Pro Pro-730 Phe-3
Start=16193 Start=16298
Len=71 Len=1833 Len=519 Len=E£3 Len=1143 Len=E7 Len=£3 Len=1& Len=1&

1165011720 1172113563 13531.14043 1405014118 1412415266 15268.15334 15336.15403 1619316208  16283.16238

Pucynox 0.3. MutoxoHapuaabHblii reHoM Rattus norvegicus
O0o03HaueHwus Te xe, 4to Ha pucyske 0.1.

3.2. CTpyKTypa ¥ B3aHMHOE PacCloJI0:KeHHe MPOMOTOPOB

[TonoxeHus: MUTOXOHIPHAJIBHBIX MTPOMOTOPOB 3aMETHO Pa3IUYalOTCs Y Pa3HbIX BH-
J0B. DKCIEPUMEHTaIbHbIE CBEICHUS O PACIOJIOKEHUN IIPOMOTOPOB Y YEJIOBEKA, KPBICHI U JIsi-
ryuku codpansl B Tabnune 0.1. B MuToXoH pusx yenoBeka U3BeCTHbI TpHU npoMoTopa: HSP1,
HSP2 wu LSP. [Ilpomoropsr HSPI u LSP wumeror KoHcepBaTHBHBIH  OOKC
5’-CANACC(G)CC(A)AAAGAPyA-3", [18]. CaliT MHUIIMAIIUK TPAHCKPHUIIIIHK PACIIOJIaraeTcs
BHYTpPH 3TOT0 O60Kca 3a 6—8 HykineoTua0B 10 3'-kpasi. CailThl HHUITHAIIUN TPAHCKPHUIIIINU Pac-
nonaratorcsi: HSP1 — B no3unuu 561 (nepen renom tRNA-Phe), HSP2 — B no3unuu 646 (me-
pen reroM 12S rRNA), [19] u LSP — B mo3uruu 407, [20]. CymecTBeHHOE BIMSIHUE Ha Kade-
CTBO IIPOMOTOPOB OKa3bIBatOT ydacTku: —16..+7 st HSP1 u —28..+16 mst LSP, [21].

B MuTOXOHIpHUSAX KpBICH Takke HMeeTcss Tpu mpomoTtopa [22]. CalThl MHUIIUALIMHA
tpanckpunuuu: HSP1 — B no3uuuu 16298 (15 n.H. nepen renom tRNA-Phe), HSP2 — B no3u-
uu 66 (nmepex renom 12S rRNA) u LSP — B mo3unuu 16193 (nepen renom tRNA-Pro).

B MutoxoHapusax JArymiku onucansl nsath npomotopos: HSP1, LSP1, HSP2, LSP2A u
LSP2B, Bce onu pacrnonoxxensl repea renom henmnananunoBoit TPHK, [23, 24]. Tpauckpur-
U HHULUMUPYETCST BHYTPU KOHCEPBAaTUBHOW  HYKJICOTHUAHOW IOCJIEI0BATEIbHOCTU
ACRTTATA. [lns IMKOTO THIA JATYIIKKA M HEKOTOPBIX €€ MyTaHTHBIX BAPUAHTOB OIIPEIEIICHBI
OTHOCHUTEJIbHbIE THTEHCUBHOCTH MHULIMALIMH TPAHCKPUIIUH [25], KoTopble A5 ynoOcTBa Yu-

Tares BocrpousseneHsl B Tadnue 0.2.
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Taoauua 0.1. CaiiTbl HHUIMALNH TPAHCKPUIIIMU Y MUTOXOHAPUH
B ckoOkax yka3aHbl MO3UIIUM Hadall CAlTOB, COOTBETCTBYIOIIMX IPOMOTOpaM Ha L-nenu.

Bun IMocsienoBaTeIbHOCTH Caiir Mo3unus
HSP1 561
Homo sapiens Genbank:NC 012920.1 HSP2 646
LSP (407)
HSP1 16298
Rattus norvegicus | Genbank:NC 001665.2 HSP2 66
LSP (16193)
HSP1 2102
HSP2 2049
Xenopus laevis Genbank:NC 001573.1 LSP1 (2103)
LSP2A (2042)
LSP2B (2033)

Tab6auna 0.2. UHTeHCHMBHOCTH MHMLIMALMHY TPAHCKPUIIIMU B MUTOXOHAPUH JSATYIIKH
OTHOCHTEJIbHO MHTEHCUBHOCTH HHULMAIUM Ha npomoTtope LSP1

IMpomorop | UHTEHCMBHOCTD
HSP1 13.6 %
HSP2 60.0 %
LSP1 100.0 %

LSP2A 16.6 %
LSP2B 38.2%

3.3. Bausinne 0eJ1K0BbIX (AKTOPOB HA YPOBHHU TPAHCKPUIILUHT

B xone panHero sMOpHOHAJIBHOTO Pa3BUTHSI JISTYIIKH HAOIIOMAETCS] MPOJOKUTENb-
HOE€ YBEJIMYEHNE KOHIIEHTPAIMK TpaHCKpUIIIMOHHOTO (pakropa mtTFA, [26] u cortacoBaHHOE
C HUM YBEJIMYCHHE YPOBHEW IKcmpeccuu reHoB [27]. B Hawame »TOro mepwoja B MUTOXOH-
JPUSX JISTYIIKA PETUTHKANNS M TPAHCKPUTIIHS MTOYTH HE TPOUCXOJAT U UCXOIHBINA OONBIION
3arac MUTOXOHAPUH paclpeesseTcss MeXAY ACSIIUMUCS KIETKaMU.

YpoBeHb TOPMOHOB, XapakTep METUIMPOBaHUs onpenenéHabix oomacreit mt/JHK, [22,

28] u myrauu MTJHK cymiecTBeHHO BIMSIIOT Ha YPOBHHU TPAHCKPHUIIIIMH T€HOB.
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3.4. mTERF-3aBucumasi TepMUHALIMA TPAHCKPUIIIIAT

B MuTOXOHIpHAX YenOBEKa MMEETCs /1Ba TEPMUHATOPA C Pa3IUYHBIMM MEXaHU3MAMH
neiictus. B mepBom Mexanusme Oenmok mTERF cBszweiBaetcs ¢ caiitom nHa JJHK mnunoit 28
II.H., PacIoJIO’KEHHBIM HernocpeacTBeHHo nocie reHa 16S rRNA u BHyrpu rena tRNA-Leu.
OTOT TEpMUHATOP MOJIAPU30BaH U BbI3biBaeT nmoutu 100% TepMUHALMIO TPAHCKPUIILUU I10
nérkoit nenu, Ho npomyckaetr yacth PHK-nonumepas no Tsoxénoit uenu [27]. Bropoit mexa-
HH3M OITUCaH B CIEAYIOIIEM MyHKTE 3.5.

CyliecTByIOT JB€ TUIOTE3bl O MEXaHU3ME PETYISLUN TPAHCKPUIIIMKU Ha THKENOH 11e-
nu y muekonurtaromux [13, 22]. Ilo nepBoil — TpaHckpunuus, uHULMHUpoBaHHass Ha HSPI,
npepsiBaeTcs nocie Tpanckpumniuu reHa 16S pPHK, a 6onee auHHBIE TPAHCKPUIITH MHULIH-
upytorcs Toapko Ha HSP2. Tlo npyroii — AnmHHBIE TPAHCKPUIITHI MOTYT HAYUHATHCS € JIHOO0T0
npoMmoTtopa u Hekotopas aons PHK-nommmepas npepeiBaer Tpanckpunuutoo Ha mTERF Heza-
BHCHMO OT IPOMOTOPA.

[Tonuepkuém, uyto y miuekonuraromux 6enmok mTERF cBs3piBaeTcs koonepatuBHO ¢
CaliTOM TepMHUHATOpa U C CaWTOM aKTHUBATOpPa, PacHoJioKeHHbIM BOMu3u mpomortopa HSPI,

BBICTYIIasi TAKUM 00pa3oM OJHOBPEMEHHO B POJIM TEPMHUHATOPA B akTuBaTopa [19].

3.5. be/iok-He3aBUCHMBI TEPMHUHATOP TPAHCKPUIIIIUA

B mutoxonapusax venoBeka mTERF-He3aBuCHMBIN TEPMUHATOP PACIIONIOKEH B IO3U-
nusx 282..300 Ha n€rkoi 1enu, BhI3bIBAS TEPMHUHAIIMIO OKOJIO 65% TPaHCKPUIITOB, HAYMHA-
romuxcs ¢ LSP, [29]. DToT TepMuHATOP SIBISIETCS CTPOTO MOJISIPU30BAHHBIM, MOCKOJIBKY Tep-
MuHaIMs o0ycioBieHa ¢GopMupoBaHueM ryaHuioBoro (wiu: G-) KBaapyIuiekca (TeTpamepa)
Ha PHK, 3a koTOpbIM ciielyeT MoiauypanuioBelii ydacToK. B MUTOXOHAPHAX YEIOBEKA TaKas
MOCJIE0BATENbHOCTD CONEPKUT 12 octatkoB «G» ¢ onHUM «A» B cepenune. TepMmuHanus
MPOUCXOAUT, Korma dopMupyercs TryaHwioBbld kBaapyriekc Ha PHK BOmmszu PHK-
MIOJINMEPA3BI.

benok-He3aBucuMble TepMUHATOPBl YHUBepcalibHbl s Bcex PHK-monmumepas daro-
Boro tuna. Ilpeanonaraemeie 06nacTu TepMUHATOpPa Y TPEX MOJEIbHBIX BHJIOB IOKa3aHbI B
tabnuue 0.3. Y KpbIChl U JIATYIIKK OHU IIpeJcKa3aHbl HaMu OuouHdopmarnuecku. BeposiTHo,
TEPMHUHALIMS TPOUCXOIUT MpUMEpHO Ha 10—15 HyKIEOTHIOB HMXKE 3TOrO ydyacTka, Kak 3TO
Habmonaercss y yenoBeka. M3BecTHO, yTo BONMM3M 3TOro (G-00raToro ydactka MpPOMCXOAUT

pazpesanue (npoueccunr) anuHHoi MPHK y msarymku [30].
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Ta6auuna 0.3. be1ok-He3aBucuMblil TepMuHATOP TPaHckpunuuu (G-kBaapymiekc): G-
dorarple y4aCcTKM B MUTOXOHApHAX. [lo3uiinu B ckoOKax OTHOCATCA K KOJUPYIOIIEMY
YYaCTKY, pacrojio;keHHOMY Ha L-nenmu.

Bun IMocaenoBaTesibHOCTH IMoJ0:xxenue Cocrasn
Homo sapiens Genbank:NC 012920.1 (16086..16098) | GGGGGAGGGGGGG
Rattus norvegicus Genbank:NC 001665.2 (303..315) GGGGGTGGGGGGG
Xenopus laevis Genbank:NC 001573.1 (1808..1819) GGGGGGTAGGGGG

3.6. MELAS 06o0s1e301

Cungpom MELAS — (MmutoxoHApuanbHas 3HIE(aTOMHONATHS, JaKTaTalua03, UH-
CYJIBTOTIOIOOHBIC AMU30/1b1) HanboJiee pacpoOCTpaHEeHHAs HAceayeMas 10 MaTepUHCKOM JIn-
HUM MUTOXOHJpHaiibHas 060se3Hb. B Gonee 80% cinydyaeB MELAS BbI3bIBaeTCSl TpaH3UIIUEH
A—G B no3unuu 3243 B cepenuHe caiiTa cBs3piBaHus Oenka-tepmuHaropa mTERF, uto cy-
niectBeHHO cHmkaeT cBsa3b MTERF ¢ nocnenosarensHocThio JJHK. YV genoBeka sta myranus
BBI3BIBACT: (1) HE3HAUUTENbHOE CHUXeHHE ypoBHs TpaHckpunuuu pPHK (12S u 16S), (i1) He
6onee uem 20% cHmxenue xoHueHTpauuu tRNA-Leu, (iil) He Gonee uem 50% cHuKeHUE
tRNA-Lys, (iv) Hebonpmoe camxkenue oodmero uncia MPHK u (v) 3ameTHoe n3menenue o0b-
éma OeNKOBbIX TPOoAYKTOB [31].

[Tonuepkuém, uyto y muexonuratromux Oenok mMTERF cBs3piBaeTcst koonepaTuBHO C
CaliTOM TepMHUHATOpa U C CalTOM aKTHBAaTOpPa, PacHoJIOKEHHbIM BOIM3M mpomoTtopa HSPI,
BBICTYIIasi TAKUM 00pa30oM OJIHOBPEMEHHO B pOJIM TEPMHUHATOPA U akTHBaropa [19].

Caiitr mTERF-3aBucumMoro TepmMuHaTopa KOHCEPBATUBEH U PACIOJIOKEH HUXKE I'€Ha
16S pPHK B MUTOXOHIpUSIX MHOTHUX BHAOB XKMBOTHBIX [32]. MI3BecTHO, UTO B SAEPHBIX T€HO-

Max MHOTHX KMBOTHBIX KOAUpPYIOTCS 6enku, romoioruunbie mTERF.

3.7. Bpems noaypacnaga PHK

B pa6otax [33, 34] uccnenoBana crabunbHOCTh MUTOXOHApUaIbHBIX PHK uenoBeka.
Bpemena nonypacnana (B Munyrax) MPHK, koaupyeMbIx Ha TSOKEMON e B METOXOHAPHUIX
3I0POBOTO YEJIOBEKA (3HAYCHHE + CTaHIapTHOE OTKIOHEHHWE) TakoBbl: NDI1 — 219 £+ 22, ND2
— 142 £ 3, COX1 — 204 £ 91, COX2 — 297 £ 97, ATP6/8 — 424 £ 104, ND3 — 59 + 1, ND5 —
120 + 27, CYTB — 132 + 24. Bpemena nonypacnana pPHK cocraBisitor HeCKoJIbKO 4acos,
tabnuua 0.4.

B n3onupoBaHHBIX MUTOXOHAPUAX KpbICHI BpeMeHa noiypacnana PHK u3smepens! kak
Yy KPBICBI C HOPMaJIbHBIM YPOBHEM IOPMOHA LIUTOBHUJIHOM K€JE€3bl — 3YTUPEOU ], TaK U IpU
HEJOCTaTKe 3TOTO TOPMOHA — Tunotupeous [22]. B HopManbHBIX yCTOBUSX BpeMEHa IOTY-

pacrnaja coCTaBWIN («3HAUEHUE + CTAaHAAPTHOE OTKIOHEHUE» B MUHYTax): 44.48 + 6.34 y 16S
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rRNA, 46.00 + 10.41 y NDS5, 84.41 £ 27.49 y ND4/4L u COX1, 63.70 = 7.82 y CYTB, 78.14
+21.05 y ATP6/8 u COX3. OT0 CcyliecTBeHHO HUXKE, YeM y uenoBeka, Tabmuna 0.5. [lpu He-
JIOCTaTKe TOPMOHA 3TH BpEeMEHa YBEJIIMUMBAIIMCH B cpeaHeM B 2.13 pasza.

I[J'If[ JIATYHIKW BpEMCHA IoJiypaciiajia HCM3BECTHBI, HO 3TO HC MCIIACT CpaBHUBATH pE-
3yJIbTaTbl MOACIUPOBAHUA C OKCIICPUMCHTAJIbHBIMU JAaHHBIMH B 4aCTU OTHOCHUTECJIBHBIX YPOB-

HEW 3KCIPECCHH TE€HOB, HE 3aBUCSIIMNX OT CKOpocTH pacnaga PHK.

Tab6auna 0.4. IkcnepuMeHTAIbHbIE JaHHbIE 10 MUTOXOHAPHAIBHBIM TPAHCKPUNITAM
310POBOI0 YeJIOBEKA. YPOBHH B CTALIMOHAPHOM COCTOSIHUU IIPEICTABIICHBI KaK MPOLEHT OT
ypoBHeil ND1: 3HaueHue + 1oBepuTenbHbIA ypoBeHb. [leproipl moypacnaaa npeacTaBieHbl
KaK 3Ha4eHHE + CTaHJapTHOE OTKJIOHEHHE. [{anHbie B3saTHI U3 [33, 34].

I'en HeobpaboTanHnbie KieTku Knerxu, obpadoranmrie
THaM(EHUKOJIOM
cramonapon| nomypacnaa | nonypaenaza |OTOCEIIOE LS
COCTOSIHUM (MuH.) (MuH.) H3MEHeH1e

16S 180 + 30 1558
ND1 100 + 4 219 £ 22 273 + 21 1.25 956
ND2 91 + 11 142 £+ 3 296 £ 22 2.09 1042
COX1 97 £ 19 204 £ 91 236 + 65 1.15 1542
COX2 234 + 19 297 + 97 277 + 78 0.94 684
ATP6/8 | 177 =+ 69 424 + 104 506 + 51 1.19 842
ND3 28 £ 1 59 £ 1 132 + 16 2.23 346
ND5 102 + 17 120 + 27 1812
CYTB 139 + 16 132 + 24 406 + 27 3.06 1141

Tabauna 0.5. IxcnepuMeHTaNbHbIE JAHHBIE 110 MUTOXOH/IPHAJIbHBIM TPAHCKPHUINITAM
KpbIchl. [aHHbIe B3SITH U3 [22] U IpeICTaBICHbI B BU/IE: 3HAYCHHUE + CTaHJAPTHOE
otksioHeHue. [lo xkaxxnomy reny otnomenust MPHK/pPHK Obuin Hopmanu3zoBanbl, mpuHUMast
3a 100% 3Ha4eHUE YyTUPEOH .

I'en Dyrupeoun I'unotupeony
OTtHoleHue [Iepuon OTtHoleHue [Iepuon
MPHK/pPHK noJtypacrnajaa MPHK/pPHK noJtypacrnajaa

(MuH.) (MuH.)
16S 4448 + 6.34 87.50 +£27.52

COX1 100 £+ 16 | 84.41 = 27.49 86 = 13 | 235.12 +48.68

ATP6/8 100 =+ 19 | 78.14 + 21.05 59 £ 9 |277.52 £31.58

COX3 100 =+ 19 | 78.14 + 21.05 59 £ 9 |277.52 £31.58

ND4/4L 100 £ 16 | 84.41 = 27.49 86 = 13 | 235.12 +48.68
ND5 100 £ 25 | 46.00 = 10.41 52 £ 11 60.52 + 592
CYTB 100 = 27 | 63.70 + 7.82 57 £ 7 | 20430 +28.64
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3.8. IllnacTuabl pacTeHnii 1 BoaoOpocei

[InacTuapl — MOJyaBTOHOMHBIE OpPraHEIUIbl PACTeHUN, KOTOpble 001a1al0T, B TOM YHC-
je, cOOCTBEHHOM TpPaHCKPUIILIMOHHON cucTeMoi. B mimactupax pacreHuil u Bopopocieit
TpaHcKpuniuio ocymectsisiior PHK-nonumepassl pasHbIx TUIIOB: 0/Ha—B€ — (paroBoro Tuma
(NEP) u ogna — OakrepuansHoro tuna (PEP). NEP — mMoHOCYyObeAMHMYHBIE TOJIMMEPA3bI
SIEPHOTO KOJHMPOBAHUS, KOTOPBIE CBI3BIBAIOTCS € cOOTBETCTBYIOIMMU NEP-nnpomoropamu, a
PEP — muorocyobenunnunbie PHK-nonmmepassl miacTUAHOTO KOJMPOBAaHUS, KOTOPbHIE CBS-
3piBatoTCA ¢ PEP-nipomotopamu. B cityqae PEP B mHMIManmy TpaHCKPUIIMU y4acTBYET OJIHA
U3 HECKOJIbKUX G-CyObEIUHMUI, KOAUPYEMBIX U PETYIUpPYEMBbIX B siipe. IHTeHCUBHOCTDH CBS-
3biBaHus xosopepmenta PHK-nonumepassl ¢ PEP-npomoTopoM 1 npoliecc HHULMAUT TpaH-
CKPHIIINK, BOOOIE rOBOPS, 3aBUCUT OT TUNA G-CyobeauHuLbl [35]. Ilog MHTEHCUBHOCTHIO
MIOHMMAETCSl 4acToTa CBA3BIBAHUS IMOJIMMEPa3bl CO CBOOOAHBIM IPOMOTOPOM, HE 3aHSATHIM
Jpyroil moauMepazon win GaKTopoM TPAHCKPUIILMU. DTa CUTYyalUs Ja€T IPUMED PEerynsaTop-
HOM CHCTEMBI, OCHOBAaHHOM Ha B3aMMOJICUCTBUM SAEPHOTO U IUIACTUIHOTO reHoMoB. HenaBHO
onucanbl nocnenosarenpbHocty JAHK, xoaupyromme c-cyObeqMHUIBI Y pacTeHU; B YaCTHO-
ctu, Arabidopsis thaliana obnanaer mecTbio o-cyobeaunumamu: Sigl-Sigh. Opnu o-
CyOBEIMHHIIBI JIOCTAaTOYHO YHHBEpCalbHbIe, Hampumep Sigl, apyrue — cneundudHsle,
HampuMmep SigS s CBETO3aBUCUMOTO mpomoTtopa reHa psbD, [36]. B memom NEP-
IIPOMOTOPBI pa3HbIX TUIIOB OoJiee u3ydeHsl, ueM PEP-npomoTopsl, 0coOeHHO B ciiyyae Mu-
HOPHBIX G-cyobeauHull. Bo MHorux ciyuasx nososxxenuss NEP- u PEP-npomoTopoB He Oblin
3apaHee W3BECTHbI M ONIPEIECISUINCh HAMM II0 MHOXXECTBEHHOMY BBIPABHHMBAHHMIO COOTBET-

CTBYIOUIUX JIMJAEPHBIX 00JIaCTEll aHAJIOTUYHO TOMY, KaK 3TO omnucaHo B [37].

3.9. Konkypenuuss PHK-noniumepas

Konkypenuust PHK-nonmmepas, B OCHOBHOM, MPOUCXOJIUT JIMOO MPU CTOIKHOBEHHUU
BCTPEUHBIX MOJUMEPA3, BBI3BIBAIOLIEM MPEKpaIleHHe TPAHCKPUILIMH, JTU00 IpU OIIOKUPOBKE
IIPOMOTOpPA paHee CBs3aBLICHCS ¢ HUM Mojumepa3oi win (akropom. Mtak, cBsi3pIBaHUE IO-
JMMepassl ¢ IPOMOTOPOM BO3MOXKHO, JIMILb B CIIy4ae, €CJIM B MOMEHT MOIBITKH CBSI3bIBAHUS
IIPOMOTOP HE 3aHAT APYrod nojumepason uiau (akTopoMm TpaHCKpunuuu. Eciau mpomoTopsl
PacmosoXKeHbl CTOJIb OJIM3KO, YTO CBA3BIBAHUE C HUMHU CTEPEOXMMUYECKU B3aUMHO HCKIIIOYa-
€TCs, TO TAKXE BO3HUKAET KOHKypeHIMs. [IprHIMNUaibHOE 3HAYEHHE WMEOT WHULHAALNS
TpaHckpunuuu (ocodenno ans PEP) u B3aumoseiicTBre noiauMepasbl cO BTOPUUHBIMU CTPYK-
TypaMU HYKJIEMHOBBIX KHUCJIOT U OenkoBbIMU (pakTopamu. OZHOBPEMEHHO IPOUCXOJSIIEe
MHOXeCTBO cBsi3biBanuid W aBuxkeHuil PEP u NEP mo3Bosisier 00bsACHUTH OTTyOIIMKOBaHHBIC

YW CJICHHBIC PE3YJIbTaThbl SKCIICPUMCHTOB.
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BaxxHocTh MaTeMaTH4eCKUX U COOTBETCTBEHHO KOMITBIOTEPHBIX Mojeniel (yHIaMeH-
TaJBHBIX IPOLECCOB B KJIETKE OTMEYaeTcs BO MHOIMX paborax. OJHAKO, HACKOJIBKO aBTOP
MOJKET CYIUTh, U3BECTHO HEMHOI'O TaKUX HE Y3KO CHEeIUaIU3UpOBaHHBIX Mozened. Cpenu
HUX OTMETHM Mojeib KUHETHKU BropuuyHOU cTpykTypsl PHK, [38, 39] u moznens arrento-
aropHoii perymsauuu [40].

W3 pabort, 6onee Onu3kux Kk miaBe 1, ormetum, Hanpumep, [41-43]. B stux paborax
MoJIeupyeTcst (HGOPMUPOBAHUE 3aMKHYTOTO, OTKPBITOTO M AJIOHTAIIMOHHOTO KomIuiekca PHK-
nosnuMepassl, B3aumojeiictsue PHK-nonumepas y E.coli n B nay3e B X0Ji€¢ TPAaHCKPUIILIUU U
perymsuust 3Tux npoueccoB Oenkamu, cBs3piBaromuMmu JIHK. Tlokazano, yTto snonraunus
PHK-nonmmmepassl MOKET HHTHOMPOBAThH CBSA3BIBAHUE IPYrUX MOJUMEpa3 ¢ MPOMOTOPAMH, a
TaKke akTUBaTopoB — ¢ catamu Ha JIHK, nexamumu nepen neii (downstream). B stux pa-
0oTax Moka3aHo, YTO, BOIPEKH HalleMy uccienoBanuto, anonranus PHK-nonmumepas ve npu-
BOJIUT K 3aMETHOMY B3aMMOJICUCTBUIO MEXKJy MPOTHUBOIIOJIOKHO HAIPaBIECHHBIMU IIPOMOTO-
pamu B 6aktepuodare A. Y PHK-nonaumepasbl B MOMEHT TpaHCKPUIILIMK TPOMOTOPA HACTYIIa-
€T Iay3a, YTO MOKAa3aHO in Vivo W MOJATBEP)KJIECHO B YKa3aHHBIX paboTax MOAEITUPOBAHHUEM.
Perynsuus reHOB OCPEACTBOM YIUITMHEHMSI ITay3bl IIPU 3JIOHTAllMM HOCUT OOIIuUil XapakTep U
MOKET OBITh IIMPOKO paclpocTpaHeHHOM. B 3Tux paboTax BbICKa3aHO MPEINOJIOKEHHE, YTO
naxe peakas tpanckpunuusa PHK-nonmMepasamu kak npu BCTPEYHOM, TaK U IIPU COHAIIPAB-
JICHHOM JIBHKEHUH MOKET MPUBOJIUTH K 3HAUUTEIbHOMY MOJIaBJICHUIO TPAHCKPUIILUH.

OtMmetum em€ onHy padoty [44]: y dara ®29 ceHHOl Magouku JTIOOOBOE CTOJIKHOBE-
Hue PHK-nonmmmepassl n ocymectristomen perukanuo JJHK-monumepassl He NpUBOIUT K
TEPMHMHALIMM HU TOTO, HU JPYroro mpoliecca. ITO NO3BOJISET AyMaTh O CYIIECTBOBAaHUHM MeXa-
HU3Ma, pa3peliamnero tTakoil koHQIUKT. OnHako y 3Toro ¢ara, mo-BUJIMMOMY, HET aHaJo-
TMYHOTO MEXaHU3Ma paspelieHus] KOH(IMKTa npu coHampasiieHHOM cTtosnkHoBeHuu PHK- u
JAHK-nonumepas.

ABTOpY HEU3BECTHBI pabOThI, B KOTOPBIX pPacCMaTpUBAETCsl OJTHOBPEMEHHAsi MHUIMA-
nus 1 snoHranus PHK-nonmMepas Ha MHOTMX MPOMOTOpPax BMECTE C UX B3aUMOJIEUCTBUEM C

pa3zHO0Opa3HbIMU (haKTOPAMH MPOU3BOJIBLHOTO JIOKYCa, YTO SIBJISETCS MPEAMETOM IJIaBHI 1.

3.10. HokayTtsl resoB o-cyobenununn PHK-nonumepas

Y Arabidopsis thaliana v npyrux pacTeHHl CpaBHMBAJIUCh YPOBHU TPAHCKPHUIIIUU
MHOTHX I'€HOB B JIMKOM THUIIE€ U B MyTaHTax Mo sig3 wiu sig4. Tounee, B ciiydae HOKayTa sig4,
[45] u sig3, [46] B dKCIIEpUMEHTANIbHBIX UCIIBITAHUSAX OLCHUBAINCH YCpETHEHHBIE (110 Macce
wiactun) otHoweHust MT/WT ypoBHs TpaHckpumuu psijia reHoB y myranTHoro tumna (MT)

TakoBOoMY y aukoro tumna (WT) u ux nucnepcuu.
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3.11. Temy10BOI IOK U30JJHPOBAHHBIX XJIOPOIJIACTOB

B ombIiTax ¢ TemioBsIM 1mOKOM olleHKH ycpeaH€HHoro otHomenus HT/WT u ero auc-
nepcun (HT — ypoBeHb TpaHCKpuNIMM mocie TeraoBoro moka, WT — B aukom tume) ¢op-
MaJbHO CXOXH C HCCIIEJOBAaHHEM HOKayTa G-CyobeauHuil. OTBET Ha TEIUIOBOM LIOK cCylle-
CTBEHHO Pa3JINYaeTCs y XJIOPOIUIACTOB B COCTABE SYKAPUOTUUYECKUX KIIETOK U B U30JIMPOBAH-
HOM COCTOSIHMH, KaK DKCIEPUMEHTAIbHO ToKa3aHo B [47]. W3 3Toi pabOThl M3BECTHBI OTHO-
LIEHUs] YPOBHEM TPAHCKPUIILMK psAJla T€HOB IOCIE TEIUIOBOTO IIOKAa K YPOBHSM HMX TpaH-
CKPHIIIMK B KOHTPOJIBHOM MaTepuaie (06e3 TemIoBoro IIoka) B M30JUPOBAHHBIX XJIOPOILIA-
cTax. B mocnenHux ypoBHU TPAHCKPUIIIMK IT'€HOB 3aBUCAT B OCHOBHOM OT CKOPOCTH 3JIOHTa-
LMY [OJIMMEPa3 U UHTEHCUBHOCTEH CBSI3bIBAHUS IPOMOTOPOB, YTO CHIDKAET BIUSHUE Apa Ha

HU3MCHCHUA KOHIICHTpaHI/Iﬁ G-CY6”I)CI[I/IHI/III.

3.12. AHaJIU3 APYIrUX IKCNEPUMEHTAJTBHBIX JAHHBIX

[ToMUMO OTIBITOB C HOKAyTOM G-CyObEIMHUIIBI U TEIIOBBIM ILIOKOM, MOJIENb IT03BOJISIET
OOBSICHUTh M JlaHHBbIE Xpomarorpamm [48], KOTOpble, OJHAKO, MEHEee HaJEKHBI B KOJIHYe-
CTBEHHOM OTHOILIEHUHU. XPOMaTOrpaMMbl MOTYT HCIOJB30BaThCsl Ul CPaBHEHHSI YpOBHEH
TPaHCKPHIILIMU T'€HOB C pa3HbIX POMOTOPOB WM Iepex U nocie Hokayra PHK-nonnmepassl
¢aroBoro tumna. MeHbllasg HaJE&KHOCTh CBA3aHA C HEBBICOKON TOYHOCTBIO OJIOT-METOAA, Ma-
JIBIM YHCJIOM NOBTOPEHMH ombiTa (He Oosiee 1BYX B [48]) U HEOJHO3HAYHOCTHIO YHCIEHHOU
MHTEpIpeTanuu xpomarorpamm. Hampumep, Haie u3MepeHHE XpoMaTrorpaMMbl, NPUBEAEH-
HOH B [48] oOHapyKHBaeT pa3auuue B YPOBHSIX TPAHCKPHUIIUH I'eHa ycf] ¢ pa3HbIX IPOMOTO-
poB: RpoTp-3aBucumerii mpomotop ycf1-39 Gonee >¢dexruBeH, ueM RpoTmp-3aBucumbIii
npomotop ycf1-104 u BaBoe Gonee >3pdexrunen, yem PEP-3aBucumsiii ycf1-34/33. Otu nan-
HBIE XOPOIIIO COTTACYIOTCs ¢ mpeackazanusiMu monenu. [lpu Hokayre RpoTp (korma e mpo-
UCXOJUT CBA3BIBAHUSA C MPOMOTOpoM ycf1-39) ypoBeHb TpaHckpunuuu ¢ ycfl-104 ocraércs
npexxHuM, a ¢ ycf1-34/33 naxe yBenuumBaeTcs. B manHoi# pabore HokayT RpoTp He oOcyx-
JaeTcsl U3-3a HEJOCTATOUHOCTH SKCIIEPUMEHTAIBHBIX JIAHHBIX.

Jljis 9iClIeHHOM OIIEHKM IapaMeTpOB MOJEIHN HCIOJIb30BAIKNCh JaHHbIE U3 HE3aBHCH-
MBIX HCCIENOBAHMM: BiMsHUE MyTauuid PEP-mpoMOTOpOB Ha MHTEHCHMBHOCTH CBSI3bIBAHUS
cyorequnun Sigl-3, [49], BnusHue myrauuii RpoTp-npomoropa ¢aroBoro Tuma Ha UHTEH-
cuBHOCTh cBs3biBaHusl NEP, [15] u npyrue nccnenosanust PEP- u NEP-npomotopoB mnactun

[48, 50-52].
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3.13. 3akir0uenune

B maBe 1 caenan mar Kk MoAenupoBaHUIO MexaHu3Ma KoHKypeHunu PHK-nonumepas.
[Ipenckazanbl 3HaUE€HUS] MHTEHCUBHOCTEH MOMBITOK CBSA3bIBAHUS MOJIMMEPA3 C MPOMOTOPAMH,
IIPU KOTOPBIX MMEETCS XOpOILIee COIIachue C ONBITHBIMU JaHHBIMU [0 MU3MEHEHUIO YPOBHEU
TPAHCKPUIINKU F€HOB B MUTOXOHJIPUSIX XOPAOBBIX U B IUIACTHAAX PACTCHUM; MPEIIOI0KEHBI
MEXaHU3MbI psaa PU3NOJOTUYECKUX SIBJICHUM M Ooyie3Hel denoBeka. Mojenb Takke MOXKET
TaK)Ke CIY)KUTh JJISl MPEACKa3aHUsl U3 OIBITHBIX JAHHBIX TPYIHO HM3MEPUMBIX B HEMOCPEH-
CTBEHHBIX ombITax xapakrepuctuk PHK-nmomumepas m mpouecca TpaHCKpUINLIMK: UHTEHCUB-
HOCTh CBSI3bIBaHUS XOJO(PEpMEHTa C IPOMOTOPOM B 3aBUCUMOCTH OT €r0 HYKJIEOTHJIHOTO CO-
CTaBa M THUIA G-CYOBbEAMHHUIIBI, CPEAHEE YHMCIIO a0OPTUBHBIX MOMBITOK HHHUIIMALKK TpaH-

CKPUIIIUHU U T.J.
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I'JIABA 1. B3BAUMOJIEUCTBUE PHK-IIOJIUMEPA3 B
MUTOXOHAPUAX U TIVIACTHIAX

1. IIpumepsnl JIOKYCOB B MUTOXOHJAPHUSIX M IUIACTHAAX

B kadecTBe npuMepoB pacCMOTPEHBI TPU JIOKYCA MJIACTH]T PACTEHUH.

IHepewviii nokyc w3 Arabidopsis thaliana (pucynox 1.1a): N1-N2—Pl—ycfI—(ndhF-
P2)—rpl32, tne ucnons3yrorcs crnemyromue 0603HadeHus: mpoMotopoB: P1 = ycf1-33/34, P2 =
ndhF-320, N1 = ycf1-104, N2 = ycf1-39. B ckoOkax yka3bpIBalOTCS OOBEKTHI, PACIIOIOKEH-
HbIE Ha KOMIUIEMEHTapHou 1enu. 3neck u ganee PEP-mpomoTtopsr o0o3navarorcst OykBoit P,
NEP-nmpomoTopsr — OykBoit N. OTMETHM, YTO B IUIACTOME COJCPKUTCS JBE KOMUM y4acTKa
NI1-N2-Pl—ycfI, B 0qHON U3 KOTOPBIX KOPOTKHUI T'eH ycf] MOBTOPSET HAaYaJIo JUIMHHOTO IeHa
ycfl; 5TM KONIUM HAxXOASTCS B CYIIECTBEHHO Pa3HBIX OKPYKCHHSX. YPOBEHb TPAHCKPHUIIIUU

ycfl sBisieTcst CyMMOM YPOBHEH TPAHCKPHUILIMM JBYX KOIIUH.

(a) (b)

yef1-104 yef1-39 yef1-33/34 ndhF-320 1ps12-261 {mi-56 tmH-36 psbA-T9

|—> |—D r’ yeft ndhF <—| pl32 |—’ ps12  rps7  ndhB L |—> tml 23 2 tmH 1—| mps19  psbA <—|
; "epepep| spupub4m

psbB 170 psbh-32 sti-12 tmi-20
|—>psb8 psbT  psbN <—| psbH petB  petD moA st <—| 36 rps8 pit4  mi16  ms3  mpl22 ms19  mpl2 23 tml <—|

Dl Honleaet etEtetesstesesEeee

Pucynox 1.1. PacnoJioxkeHue mpoMOTOpPOB M I'eHOB /LISl JIOKYcOB 1-3

Jlokycwr 1 u 3 npunamiexar Arabidopsis thaliana, noxyc 2 — Hordeum vulgare. P# — PEP-npomotopsl, N# —
NEP-npomoropsl, T# — HaliieHHBIE HAMU TEPMHUHATOPHL. YKa3aHbl KOOPJUHATHI cailiTa HHULHAIUN
TPAHCKPUIIIIUU T'eHOB OTHOCUTEIIFHO UX HHUIMUPYIONIETro KofoHa: (a) — mokyc 1, (b) — mokyc 2, (¢) — Jokyc 3.

B nepgoit konuu npomoropam N1 u N2 npenniecTByrOT HHTEHCUBHO TpaHCKpUOUpye-
Mbl€ I'€Hbl Ha KOMIUIEMEHTApHOM LENH, YTO MPAKTHUYECKH OJIOKUPYET JOCTYH MOJIMMEpas K
3TOMY y4yacTKy. Bo BTopoit xonuu nepenq N1 Takke pacnoiokeHbl HHTEHCUBHO TPAaHCKPUOU-
pyeMble reHbl Ha KOMILIEMEHTAapHOM LenH, a 3a ycf! cienyeT JUIMHHBIN ONEpOH Ha TOM ke 1e-
A, YTO JIEJAET ATy KOIMIO y4acTKa MPAKTHYECKU HE3aBHCUMOW OT OKPYXAOIIHUX MPOMOTO-
POB. DTOT JIOKyC UCCIIEOBAJICA B 3KCIIEPUMEHTAaX C HOKAyTOM IeHa sig4 IpU TemIiepaTrype
+23°C.

Bmopoiu nokyc w3z Hordeum vulgare conepxxut asa ydactka. [lepBpiii ygacTok (pucy-
HOK 1.1b0): PO—rpsi2—rps7—ndhB—trnLcaa—Pl—trnlcav—rpl23—rpl2—(trnH-P2)—rps19—(psbA—
P3), u Bropoit yuactok: PO—rpsi2—rps7-ndhB—trnLcaa—Pl—trnlcav—rpl23—rpl2—(trnH-P2)—
rps19—rpl22—rps3—rpsl6, tne PO = rps12-261, P1 = trnl-56, P2 = trnH-36, P3 = psbA-79 —
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PEP-nnpomotopsl. B nepBom yudactke nonumepasa HaunHaeT Tpanckpuniuio ¢ PO u P1, u ¢ P2
u P3 — Ha xoMIIeMeHTapHO LIeNK; BO BTOPOM Y4acTKe OTCYTCTBYET IreH pshA u ero mpomo-
Top P3. B 00oux kxonusix nmpomortopy PO mpenmecTByeT akTUBHO TPaHCKPHUOUPYEMbIE€ T'€HBI
TPHK Ha xoMmmiieMeHTapHOU LenH, 4TO NpakTuyecku mizonaupyeT PO ot ancrpuma. B nepsom
yuactke nepes P3 pacrosioxeHbl reHbl, TpPaHCKpUOUPYEMBbIE B TOM )K€ HAaIIPABICHUH, IOATOMY
paccMaTpuBaeTCcs COBOKYyNHas TpaHCKpunuus ¢ P3, T.e. momumepazamu, HayaBUIMMH TpaH-
CKPHIIIMIO C 3TOTO MPOMOTOPA U C BBIIIEIESKAIINX POMOTOPOB HA KOMIUIEMEHTApPHOM LIETIH.
Bropoii yyacTok npuMBbIKaeT K 5'-KOHITY OOJIBIIOro OnepoHa, pacioioKeHHOTo Ha TOH XKe 1ie-
1, 4TO OJIOKUPYET MHULMALMIO TPAHCKPUIILMU frnH W3 BbIlIeNexalled OTHOCUTENbHO P2
o0nacTu. DTOT JIOKYC M3y4ascs B ONBITaX C TEIUIOBBIM LIOKOM: PACTEHUsI BBIPALIUBAIU B Te-
yeHue 6—7 nHell mpu Temneparype 21°C u 3aTeM MOABEPraju BO3JIEHCTBUIO TEMIIEPaTypbl
40°C B teuenue 1.5 yaca. KoHTpoabHBIE pacTeHUsl HE MOJBEPrajd HarpeBaHuio. B Teuenue
cnenyrorux 0.25 ygaca mpu Temmneparype 25°C oneHuBayicss 00bEM TOJHBIX TPAHCKPHUIITOB
OTHOCHUTEIIbHO KOHTPOJIbHBIX pacTeHuil. [IocKonbKy ypoBeHb TPaHCKPUIILIUU TE€HOB 7pl23 U
rpl2 U3MepAIICs COBOKYITHO, TO K€ OBLJIO CAEIAHO U B MOJIEIH.

Tpemuii noxkyc w3 Arabidopsis thaliana (pucynok 1.1¢): P1-psbB—psbT-T1—(psbN—
P2)-psbH-petB—petD-T2—(rpoA—rps11-P3—rpl36—rps8—rpll4—rpll6-rps3—rpl22—rps]9—
rpl2—rpl23—trnl-N), tne P1 = psbB-170, P2 = psbN-32, P3 =rpslI-12 — PEP-npoMoTOpBHI;
N =1trnl-20 — NEP-npomortop; T1 u T2 — TepmuHatopsl (BEpOSITHO, KPECT-IUINMJIbKH Ha
JIHK), npencka3annbie Moenbto Ha yaactkax: T1 — psbT+22...psbN-1, T2 — petD+47...rpoA—
139. UuTeHcuBHO TpaHCKpHOUpyeMbIii TeH c/pP pacrionoxeH Boime P1 Ha koMIieMeHTapHOM
LIE€NU, a aKTUBHBIN T'eH ycf2 pacnosiokeH Huxke N Ha OCHOBHOM LI€NH, U3-3a YEro JIOKYC Mpak-
TUYECKU HE TpaHCKpuOupyercs usBHE. JIOKyC M3ydasncs B ONBITAaX 10 HOKAyTy I€HOB Sig3 U
sig4 npu temmneparype +23°C. Hokayt sig3 u sig4 MOAETUPOBAIICS TPU TEX KE 3HAUCHUSIX
MHTEHCUBHOCTEN CBA3bIBaHMSA ¢ npomoropamu PHK-nonummepas mocpencTBoM OCTalbHBIX G-
CyOBeMHMIL, KaK U B TUKOM THIIE.

[Ipu u3yueHU MUTOXOHJPUN pacCMaTPUBAINUCH MOJIHbIE MUTOXOHApPUATbHbIE TEHOMBI
JISATYIIKHA, Y€TI0BEKAa W KPBICHI, TIoJyueHHbIe u3 0a3pl nanHbix GenBank NCBI, [53], cm. pu-

cyuku 0.1-0.3 u apyrue cBeneHus BO BBEICHUH.

2. Mopeas B3aumopeiicteuss PHK-nosumepas

Tpanckpunius reHoB puxcupoBaHHoro jokyca JJHK moxeT BeImonHSTHCS 0AHOBpE-
MeHHO MHorumu PHK-monmmepazamu, KOTOpbIE CBA3BIBAIOTCA CO CBOMMH IIPOMOTOpPAMH, a
3aTeM JIBMXKYTCSl KaXJasi BIOJIb CBOEH L€, BO3MOXKHO, HABCTpeuy Apyr Apyry. B Hamiei mo-

ACIIU JJIS KaXKJ0T0 IIpoOMOTOpa 3aMa€TCs UHMEHCUBHOCMb TIOTILITOK CBI3BIBAHHUS €r0 KaKOH-TO
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PHK-nonumepa3zoil. 3HaueHuss MHTEHCUBHOCTE OOBIYHO HE M3BECTHBI U3 3KCIIEPUMEHTOB U
BBIYMCIISIIOTCS B MOJIENIM, KaKk oOpaTHas 3ajaya: Mo COBOKYIHOCTH OIBITHBIX JaHHBIX (B OC-
HOBHOM, 00 M3MEHEHMSIX YPOBHEW TPAHCKPUIILIMM [€HOB) HaWTH HEU3BECTHbIE MHTECHCHUBHO-
CTH U, BO3MOXKHO, JIpyrue napaMmeTpsl Mojenu. MHTepBaibl BpeMEHU MEXIY TaKUMH IMOIBIT-
KaMU OIMCBIBAIOTCS ITyaCCOHOBCKUM IPOLIECCOM, Ka)/1as MOMbITKA CYUTAETCS YCIEIIHOM, ec-
JIU B MOMEHT, KOTJla OHa MPOMU30LLIa, TpoMOTOp He 3aHAT apyroil PHK-nommmepazon winm
JTO0BIM APYrUM (AKTOPOM: PETYIATOPHBIM O€JIKOM, BTOPHUYHOM CTpyKTypoil u T.n. Urak,
kaxaomy NEP-npomotopy u kaxaomy PEP-nipomoTtopy (nmpuuém nocneanuii 6epercst B nape
¢ (PMKCHPOBAHHOU IPyIIION G-CyObEINHUIL) COTIOCTABISAETCS CBOM MTyaCCOHOBCKUI MpoLEece ¢
napameTpoMm A . Hipke MCHONB3yIOTCS CIEMyIONIUE TPYIIBI: BCE G-CyObEIWHUIIBI U BCE O-
CyOBeAMHHUIIBI KpOME OJIHOM, HOoKayTupyemoil. B ombite ¢ nokycom 1 (pucyHnok 1.1a) B xaue-
CTBE HOKayTUPYEMOH G-CyObennHUIIBI Opaniack Sig4, a B ombITe ¢ JOKycoM 3 (pucyHok 1.1c) —
Sig3 unmm Sig4; nokyc 2 (pucyHok 1.1b) He CBSi3aH ¢ ONBITAMU IO HOKAYTy G-CyOhEIHMHUIIBI,
no3roMy 31ech s Bcex PEP-mpoMoTOpOB paccMarpuBaeTcs OJHA rpylia, COCTOAIas U3
BCEX O-CyObEIUHULL.

Takum o6paszom, kaxaomy NEP-mpoMoTopy COOTBETCTBYET CBOW CTOXacTHUYECKUN
MIpOLIECC, KOTOPBIA OMpEeAesieT MPOMEXKYTKHM BPEMEHU MEXAY IOIBITKAMH CBSI3bIBAHUS C

NEP. Ot1o Bpems paBuo —(In&)/ A, , rne & — paBHOMEpHO pacnpeznenéHHas ciydaiiHas BeH-
4rHa, 3a7aHHas Ha uHTepBaie ot 0 no 1. [lapamerp A, — HCKOMOE 3Ha4YE€HHE JUIA 3TOTO IPO-

MOTOpa. AHQJIOTUYHO OIPEIEISAIOTCS CTOXacTUYeCKue mpouecchl mid Kaxkuaoro PEP-
npoMotopa. IIpomexxyTkn BpemeHn Takke Beraucisaiorcs kak —(Iné)/ A, rme A=A, mis
PEP B mape ¢ rpynmnoii Bcex o-cyObenunun 1 A=A, g PEP B mape ¢ rpynmnoii Bcex o-
cyObeIMHUIl KpoMe HOKayTupyemon Sig4. 3nech Sigd mosBIISIETCS B CBSI3U € JIOKYCOM 1, a asis
nokyca 3 ¢urypupyrotr Sig3 munu Sig4, B COOTBETCTBUHU C HOKayTaMH B dKCIIEpUMeHTax. MTak,
WCMOJIB3YIOTCS Mapbl MapamMeTpoB, COOTBETCTBYIOIIME KaxIoMy B otTaenabHocTH PEP-
IIPOMOTOPY JIOKYyCa: Ap U Ay (J0KYyC 1), Ap ¥ MO0 Ay, 1u6O A, (1d0KyC 3). [ KpaTKOCTH
BCE ATH MApaMETPhl A, CBOU JJISl KaXKJOTO MPOMOTOPA, HA3bIBAKOTCS UHIMEHCUBHOCMAMU C65l-
3b16aHUA TIPOMOTOPA. 3/1€Ch Ba)KHO: ONPEAEIUB MHTEHCUBHOCTHU CBS3bIBAHUS B JIMKOM THIIE,
MBI UCIIOJIb3YeM UX 0€3 M3MEHEHUs MPU ONMHUCAHUU HOKAYTOB IO Pa3HbIM G-CyOBEAUHHIIAM U
IIpY ONKMCAHUU TEIJIOBOTO LIOKA B TOM K€ WJIM Jaxke B Onu3koM Buje. IHTeHCUBHOCTH HU3Me-
psitoTca B ¢ (0OpaTHBIX CEKYH/IaxX).

Kaxxmomy 6enkoBoMy (akTopy TPaHCKPUIIIMH F  COOTBETCTBYET aHAJIOTHYHBIM CTO-

XaCTHUYECKUH MIPOLECC C NapaMeTPOM A, KOTOPBII ONpENeNseT IPOMEKYTKH BPEMEHN MEX-
Ny TOTIBITKaMHU CBsA3bIBaHUs (hakTopa co cBouM caifitom Ha /IHK. Takas momeiTka cuuraercs
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YCHENIHOM, €CIIM B MOMEHT €€ COBEpIICHMsI CalT CBs3bIBaHUA CBoOoaeH oT Bcex PHK-
noiuMepas M Jo0bIX (pakTtopoB. HakoHell, KakIoOMy TEpPMUHATOPY TPAHCKPUIIIHH (KpPEecT-

mmwibke Ha JIHK) cooTBeTcTBYeT OepHy/UIMEBCKas cilydaiiHasi BEJIMYMHA C [1apaMeTpoM p ,

OMMCHIBAIONIAs] TEPMUHALIMIO TPAHCKPHUIILIMY Ha KAKOM-JTH00 HYKJIEOTUAE IJIeya MIMUIbKH.
Jl1s MOJETMpOBaHKs MTPOLECCA SIOHTIALUU HY)KHO 3a/1aTh 3HAYCHMS [TAPAMETPOB V,, H

v, — ckopoctu oHranuu NEP u PEP cooTBeTcTBEHHO. DTN CKOPOCTH 3aBHCAT OT TEMIIEpa-

Typsl, HykieotuaHoro cocraBa JJHK u Bropuunsix crpykryp, oOpasytomuxcs Ha PHK B npo-
necce Tpanckpumnuuu [54, 40]. Pe3ynbraThl paOoThl MOTYyYEHBI B MPEIMTOJIONKCHHH TOCTOSH-
HOH ckopoctu PHK-nonumepassl (mpu GukcupoBaHHON TeMIiieparype) u 0e3 yduéra BTOpUY-
Hol cTpykrypbl PHK, Tak 4TO 2510Hranus Moxenupyercs Kak 1eTepMUHAPOBAHHBIN IPOLECC.
Ecmu PEP cBazana PEP-mpoMoTOp, TO cHavana MoaenupyeTcs abopmugHulil TIPOIIECC,
a 3areM Ipoliecc 1oxeayuu nonuMepasbl. s aGOpTUBHOTO MpoIecca HYXKHO ONPEAETUTh
YKiC/I0 a0OPTUBHBIX MOIBITOK U JUIMHY KaxzaoW u3 abopruBHbix PHK, kotopeie B Monenu
HAXOJATCA CIEAYIOUMM o0pa3oM. /nuTenbHOCTh ¢ BCero abOPTHBHOIO Ipoliecca 3aaaércs
Kak t=—(In&)-¢,, roe ¢, — cpenHee BpeMs abOPTHBHOrO npouecca (Hampumep, ¢, =0.4 c).
Yucno aOOPTUBHBIX MOMBITOK & OIpenenseTcs Kak HauOobllee YUCIO CIaraéMbIX B JIEBOU
gacth HepaBeHCTBa —(Iné +...+Iné +..+In&) < ¢-v,/7, npu KOTOPOM OHO OCTaércs
BepHbIM. Ilapamerp 7, — cpennss anuHa ogHoi adopruHoW PHK (mampumep, 7, =4). Ilpu
K01 -1 abopTuBHOM monbiTke nosiBisieTcss PHK, mimHa koTOpoii paBHA 11€JI0MY YHCITY,
Ommxkaiimemy k yucny —7,-(In&). Takum oOpasom, BenmnunHa —(Iné;) mmeer cMbIca ciry-
YaliHOM MONPAaBKU K CPEAHEMY BPEMEHHU 7, / Vpyp , YXOIAILEMY HA OZIHY a0OPTHBHYIO HOIIBITKY,

rae v, — ckopocth PEP.

Jlji1 MOIeIMpPOBaHUS OIBITOB MO U3MEHEHUIO YPOBHS TPAHCKPUIIMU MOCJIE TEMI0OBOIO
moka (Jokyc 2, pucyHok 1.15) B Mozenb BBEIEHBI CIENYIOIIME U3BECTHBIE M3 OIbITA IMapa-

METpPBI: B TCUCHUE BPEMEHHM [, PACTCHHE HAXOAWTCA IIPU Temueparype 7;; 3aTeM B TCUCHHE
BpCMCHU t2 y O)IHOI>’I MacCChl M30JIMPOBAHHBIX XJIOPOIJIACTOB TEMIICpATypa IMOBBIIIACTCA OO
1,, a y Apyroi Takou >X€ MacChl OHa OCTAa€TCs PaBHOM 1;; 3aT€M B TCYCHHE BPEMEHHU [, Y
00oux Macc Temieparypa MEHSETCS Ha HOBOE 3HaUeHUE 1, U B 3TOM IIOCIIEIHEM IIPOMEKYTKE

BPEMCHHU H3MCPACTCA OTHOLICHHE 4YHCJIa 3aBGpIHéHHBIX TpaHCKpI/IHIII/II\/’I HCKOTOPBIX I'CHOB B
Marepuae Mmocje moka K TAaKOBOMY B KOHTPOJIbHOM MaTepuaiie [47]. B ombiTe 3TH mapamert-

PBl UMEINU CIEYIOUINE 3HaYeHUs: ¢, = 6—7 cyTOK (IIpM MOJEIMPOBAHUU MOXHO Oparh #, paB-

HBIM 3 JacaM, TaK KakK 3a 3TO BpEMA MOJCJIb BBIXOOUT Ha CTaIIHOHapHBIﬁ PEXUM, U )IaJ'IBHCI\/’I-
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lIee yBeJIMUYEHHE ¢, He MeHseT pesynsrara), 7, =21°C, t, = 1.5 gaca, T, =40°C, ¢, = 15 mu-
Hyt, I, =25°C.

Mognenp 1omycKaeT caMble pa3Hble JMCUMIIMHBI B3AUMOACHCTBHS, HO IPUBOJUMBIE
pe3ynbTaThl ObUIM MOIYYEHBI IIPU CIECAYIONINX YCIOBUSX: €CIIU MEepeIHUE Kpas IBYX IOJuMe-
pa3 (TpaHCKpUOUPYIOLIUX KOMILJIEMEHTapHbIE L€M) 3aHUMAIOT OJHY U TY XK€ MO3ULIHUIO, TO B
MOJIEM IPUHUMAETCS, YTO AOoHranus obdeux npekpamaercsa. Ecau Ha ognoit uenu JJHK mo-
auMmepasza X MepeHuM KpaeM BIUIOTHYIO MPUMBIKAeT K noiaumepase Y, To X He MoxeT 000-
rHatb Y. To ke camoe OoTHOCHUTCS K X0J0(epMeHTy U abOpTHUBHOMY mpoueccy. Biaunmoneii-
cteue PHK-nosnmmmMepassl ¢ TepMuHATOpamMu TPAHCKPHUIILIMHU ONMCAaHbI OTJIEIbHO, HHKE.

Kaxkercs, 4ro nmpuHsATas IUCUMILUIMHA B3AUMOJEHCTBHS, IO CYILIECTBY, COAECPKUT MAJIO
MIPOM3BOJIA; Mbl BapbUPOBAIN €€ B OMOJIOIMYECKH pa3yMHBIX Ipeaesiax U MOIy4aju MpaKTh-
yecku Te ke pesynbrarbl. Hanmpumep, PHK-nonumepassl o1HOTO TUa UMET B MOAEIH O/H-
HAKOBYIO CKOPOCTb 3JIOHTaIUU, U, €ciu ABWKyTcs 1o ogHou nenu JHK, To nmpaktuuecku He
CTaJIKABAIOTCS C BIEPEIU MAYIICH moaumepa3oil. OcoOwlil ciydail, korja ¢arosas mojJmMepa
JBUKETCSI Beiien 3a OakTepuanbHOU noiauMepazoi. OJHAKO M B 3TOM Cllydyae MOXHO AyMartb,
4yTO JETrKas MOJIMMEpPa3a HE CTAIKMBAET TSKENyH0 M He cama He auccoruupyer ¢ JJHK. He-
TPUBUAJIBHBIA SKCIepUMEHTaIbHbIM pesynbrar [14] 06 PHK-nmomumepasax ¢arosoro Tumna,
JBUKYIIMXCSI HABCTPEUy JPYT APYry, Takke (PakTUuecKd HEe MPOTHBOPEUUT Halllel MOJIEINIU:
XOTS IBUXKYLIUECS HAaBCTpPeUy MOJIMMEpPa3bl MOIYT MUHOBATh JIPYT JIpyra, IpH 3TOM 00pasyer-
Csl AYIUIEKC, KOTOPBIM HE IO3BOJISECT YBEJIWUYUTHCA YUCIY TPAHCKPUIITOB M, MOKHO AYyMaTh,
IIPUBOANT K JUCCOLMAIMY Pa3MHUHYBLIUXCA MojauMepas. [lerann onucaHus B3aMMOJEHCTBUS
PHK-nonumMepas ¢ TepMmuHaTopaMu pa3HOM MPUPOIBI (CM. HUKE), TAKXKE OKa3bIBarOT HEOOIIb-
moe BiausHue. Hampumep, n3MeHeHne napaMerpa p B3auMOJICHCTBHS OJMMEPasbl CO IIMHIIb-
KOM NIPHUBOJIUT, B OCHOBHOM, K HM3MEHEHUIO MeCTa TEPMUHALMM TPAHCKPUIILIMM HA IUIede
IIINJIBKA Ha HECKOJIBKO HYKJIEOTHJIOB.

B nenom Mbl HCXOaMIIM U3 TOTO, YTO COIVIACHE MOJEIH C OOIIMPHBIM KOPITYCOM pa3HO-
00pa3HbIX IKCIIEPUMEHTOB SBJISETCS JOCTATOYHBIM Ha 3TOW CTAaAMM UCCIIEIOBAHMUSL.

Kpect-mmunekn wva JIHK, xapakrepnsie mist mmactun [S5] u Oakrepuit [56] oTcyt-
CTBYIOT B PAcCCMOTPEHHBIX MUTOXOHApUSX. B ciydyae MUTOXOHIpuil (pakTOopamu SIBISIOTCS
MHOTOQYHKIMOHANBHBIN perynaropHbiii 6enok mTERF u G-xBagpymnexc Ha PHK. B monenu
YUUTBIBAETCSl TEPMUHALIUS TpaHCKpUNuuu npu croakHoBeHun PHK-nmonumepassl ¢ OeskoBbIM
¢dakropom mTERF. Eciu 6enoxk mTERF meiTaercst cBs3aThcsi cO CBOMM CaWTOM, IMOMBITKA
CUMTAETCS YCIEUIHOM, ecliu caliT cBOOOIEH OT MOJIMMEPa3 U paHee CBSI3aBLIMXCS KOMUN 3TOro
oenka. Ecniu mTERF cBsi3ancs ¢ caiitom u k Hemy npuxonut PHK-nonmumepasa, To mmbo ona

npoxoauT aansiie, a kommieke mMTERF-JIHK auccouuupyer («mporekanue TepMuHaATOpa»),
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00 OHAa TEPMHHHUPYET, a KOMIUIEKC COXpaHSETCs («HEMpOTeKaHue TepMHUHATOpa»). YacToTra
MPOTEKaHUsI B OJHY W JPYTYIO CTOPOHBI HE Tpearnosiaralorcs paBHbIMHU. [IpoTexanue G-
KBa/IPYIIEKCA OMKMCHIBACTCSI U3BECTHBIM M3 OMBITA MOHMWKAIONUM KOYPPHUIIUEHTOM ISl YnC-
Jla ToJMMepas, MPOXOASIINX 10 OJHOW W3 IENel; B pacCMaTPpUBAEMOM cilydae — 3TO L-1emnsb.
B ocranbHOM nucnMIUIMHA B3aUMOJIEHCTBHSI 0OBEKTOB OCTAETCS MPEXKHEH, KaK BBIIIE, B TUIA-

CThaax.
3. IlapameTpbl MOJEIH

3.1. ITapameTpsl PHK-nonmepassl 0axkrepuanabuoro tuna (PEP)

Cxopoctu snonranuu PEP mpu pasHbIX Temmeparypax COOTBETCTBYIOT CKOPOCTSM
PHK-noimmmepasstl E. coli, Tak Kak COOTBETCTBYIOIIME CYOBEAMHHUIIBI STHUX IOJUMEpa3 —
onmuskue romosioru [36]. nst E. coli n3BecTHBI IB€ TUHEHWHBIE 3aBUCUMOCTH CKOPOCTH JJIOH-
raiuu ot Temneparypsi [57, 58] u omno npsimoe Habmronenue 42.5 ur/c nmpu 37°C, [59]. 3aBu-
CHMOCTb C 00 IbIIMMH 3HAYCHUSAMH U3 [58] paccMaTpHBaeTCs KaK COEpIKalias CHCTeMaTHye-
cKyto omnoOky [57, 59]. IloaToMy MBI UCHOIB30BaIU 3aBUCUMOCTDb U3 [57]. U3 Heé cienyer,
yro npu 21°C (HopMmanbHasi Temreparypa BblpamiuBanus Hordeum vulgare B ombite) u 23°
(ananormunas remneparypa maiusa Arabidopsis thaliana) 3Ha4eHHs] CKOPOCTEH COOTBETCTBEHHO
paBubl 9.2 u 12.1 uT/c. Bo Bpems TemioBoro moka (JIOKyc 2) Temreparypa MoJIHUMAach 10
40°C, a 3arem manana a0 25°C, 94TO COOTBETCTBYET ckopocTsiM 36.8 u 15 HT/C.

Pasmeprr PEP Gpanuce Takue e, kak y OakrepuanpHoit PHK-nonumepassl, a pa3me-
pel NEP — rakue xe, kak y PHK-nonumepassl 6akrepuodara T7 (NEP paccmarpuarores B 1.
3.3). V E. coli, Thermus thermophilus n B xnoporuiactax Sinapis alba knaccuuecKkue OmbITHI C
¢byrnpuHTUHIOM [60], pEHTI€HOCTPYKTYPHBIM aHanu3oM [61] u myTranusmMu B 06JacTH Mpo-
MoTtopa [49, 62] marot pazmepsl: 35 HT (0T —15 10 +20 OTHOCHUTENHHO TTOJIOKEHHS CaliTa MHU-
ALK TPAHCKPHUIIUHN) i Kop-pepmenta, 29 HT (oT —44 no —16) mansa obmactu JJHK, mo-
KpbIBaeMoi xosiohepmeHToM 0e3 yuéra kop-pepmenTa; uto naét oueHky ot —44 no +20 mus
xonodepmenta, 64 HT. Pazmep mpomMoTopa MOXKHO TakKe OIEHUTH: OT HEOOJBIIIOrO yJacTKa
Hmwke —10-6okcom PEP-mpomoTopa 1o HEOONBIIOrO ydacTka BhIIIE —35-00Kca MPOMOTOPA,
BIUIOTH 70 no3uiiun —44. Ecnu yuuteiBath cBsizbiBanue ¢ JIHK a-cyobenunui [62], To neByro
rpaHuIly XoJodepMeHTa MOXKHO emé OTOABHHYTH 10 —60, HO MBI PUHUMAJH TIPEIBITYIIHE

sgayeHus qis PEP.

3.2. IlapameTpsl PEP-npoMoOTOpOB ¥ 4K CJI0 A00PTUBHBIX NMONBITOK

NHTEeHCUBHOCTH CBSI3LIBAaHUS B MOACIIN MOKHO IMOJYYHUTh U3 JAaHHBIX 00 U3MEHEHUAX

YpOBHEH TPAHCKPUIILINK T€HOB U JAPYTUX, peiias oOpaTHyro 3a1ady, cM. Hibke. Ho Taxoke 3Ha-
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YEHHs] UHTEHCUBHOCTEW CBSI3bIBAHUS U1 HEKOTOPBIX T€HOB U BUJOB MOXHO OLIEHUTH CBEPXY,
4yTO JNAE€T JOIMOJHUTENbHYIO0 MH(OPMALIUIO TpU pelieHuu obparHol 3amauu. Hanpumep, ans
OLICHKM MHTEHCHUBHOCTH CBs3bIBaHUs xojiopepmeHTa PEP ¢ mpoMoTopoM MOXHO HCIIOJIB30-
BaTh JaHHbIE 00 UHTEHCUBHOCTHU CBSA3bIBAHUS C ONITUMAJIbHBIM IIPOMOTOPOM reHa rrn 'y E. coli
C MOCJEIYIOUUM IEPEHOCOM MOJyYEHHOTO 3HAU€HUS MHTEHCHUBHOCTH Ha ONTHUMAJIbHBIA U
€IMHCTBEHHBIN TpOMOTOp TeHa psbA y Arabidopsis thaliana, a 3aTem ¢ IEpeHOCOM 3TOTO 3Ha-
4yeHHsl Ha uHTepecyroiue Hac PEP-mpoMoTOphl y OpTOJIOrMYHBIX T€HOB U OJIM3KHUX BUJIOB. Y
E. coli ata ouieHKa noay4aeTcsl U3 ONbITHBIX JAaHHBIX O YHCIIe puOOCOM, BpEMEHU MEXAY Jie-
JEHUAMH U 4ucie konuil renoB pudocomuoit PHK: y E. coli B ycnmoBusix a’pupoBaHUs Ha
cpene ¢ miroko30i mpu 37° co BpemeHeM renepanui 40 MUHYT MOTYYEHBI CIAEAYIONNE KOJH-
yectBa pPHK B kietke [63]: 23S pPHK, 16S pPHK, 5S pPHK — no 18700 kaxmoii. Otcrona
npoctoil moacy€r naér npubnusuTenbHo 0.9 cekyHbl MEXIy MOCIIEA0BaTEIbHBIMU HHHUIINA-
nusiMu. [103TOMy HHTEHCUBHOCTH CBSI3BIBAHUSI MOKET OBITH OLICHEHA CBEpXY uuciom 1.12 ¢
CoOTBETCTBEHHO, B MOJIEJIM UHTEHCUBHOCTh A BBIOMpAach 10 3TOM T'paHUIIbL.

UToOBI OIIEHUTh MHTEHCUBHOCTH CBSI3bIBaHMs Oojiee TOYHO, yuTéM, uto 3TH 0.9 cex
COCTOSIT M3 BPEMEHU Ha COOCTBEHHO CBSI3bIBAHHME U BpEeMEHM Ha abOPTUBHBIN IpOLECC;
Harpumep, 0.9=0.5+0.4. B monenn BappupoOBaIvCh pa3Hbie BapHaHThl pazOuenus uucina 0.9
Ha J[Ba cjaraeMbiX ¢ TOYHOCTHIO /10 0.1 cekyHibl (Harmpumep, BbILIE YIIOMUHAIOCH, YTO Cpel-
Hee BpeMsi aboptuBHoro mnpouecca 0.4 c). /st paccMOTpEeHHOTO Bbllle IpUMepa MHTEHCHB-
HOCTbH CBSI3BIBaHMS i onTuMaibHOrO PEP-mmpomoTtopa mepen renom psbA B xjoporuiactax
Arabidopsis thaliana w Hordeum vulgare nomy4aercst papaoit 0.5 u tenepb (Hanpumep, st
reHoB 1-ro jokyca, pucyHok 1.la) HyxHO nepeitu k npomotopam ycf1—33/34 u ndhF-320.
Jis 3T0r0 MHTEHCUBHOCTD 0.5 'y psbA yMHOXaeTCsl Ha MOHMWKAIOIUN KO3()PUIIMEHT, KOTOPBI
oTpakaeT 0ojiee HM3KOE KadyeCTBO MOCIENOBATEIBHOCTEH MpoMoTopoB ycf1-33/34 w ndhF—
320 mo cpaBHEHMIO C TIOCIIEIOBATEIHLHOCTHIO MPOMOTOpa psbA—77. ITO BOZMOKHO Ha OCHOBE
SKCIEPHUMEHTAJIbHBIX OIICHOK BIMSHUS HA UHTEHCUBHOCTD CBSI3bIBAHUS HYKJICOTUIHBIX 3aMEH
B cocTaBe mpoMoTopa psbA—77 B xmoporactax ropuuiisl [49]. 3ametuM, 910 y BCex PoTo-
CUHTE3UPYIOLINX L[BETKOBBIX pPacTEHUI MPOMOTOp Inepesn reHoM psbA BBICOKOKOHCEPBAaTUBEH
[37, 64]. B pesynbrare mosydaem, 4TO HHTEHCUBHOCTH CBsi3bIBaHUs C ycf1—33/34 pasua 0.09
¢, a uHTEeHCHBHOCTD cBs3bIBaHMs ¢ ndhF-320 paBra 0.15 ¢

JIns onleHKM 4Kcaa aDOPTUBHBIX IONBITOK HYKHO 3HAaTh KPOME CPEIHEr0 BPEMEHH f,,
Ha BeCh a0OPTUBHBIN Ipouecc — cpenHioo auuHy 7, aboprusnoii PHK. PHK:JIHKoBsIi ru-

6pI/I)1 HUMECT AJIMHY OKOJIO 9 HT, @ BO3BMO>XHO, HECKOJIBKO MCHBIIC 3a CUéT 3aKPBITHA KaHalla
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o -cyobenunuieit [61, 62]. [loatomy mnna ogHoi abopruBHoit PHK Haxoautcst B mpenenax

ot 1 10 8-9 HT 1 B MOJeNM NIEpEOUPAIINCH STH 3HAYCHUS, HAIIpUMED 7, =4.

3.3. IlapameTpsl PHK-nosiumepassbl parosoro tuna (NEP)

ABTOpY HE U3BECTHBI 3KCIIEPUMEHTAJIbHBIE JaHHBIE 0 CKOpOCTH 310Hranuu NEP. Otot
napaMmeTp sBIsSeTCS BaXHEWIIUM B Hamed mozaenu. CkopocTh perukauuu y E. coli paBHa
1500 HT/c; 3TO 3HaueHue ObUIO MPUHATO 3a MakcuMaibHy ckopocTh NEP. HuxkHsis onenka
ckopoctu 3oHranuu NEP MoxxeT ObITh KOCBEHHO MOJIy4€Ha U3 COOTHOIIEHUS JIMHBI £ nep-
BOT'0O 3K30HA U JJIMHBI / IEPBOrO0 MHTPOHA B reHaX, KOAUPYIOLUX OCJIKH B IJIACTHAAX pacTe-
HUW U BOJOPOCIIEH M3 TakCOHOMHYECKOW Tpymmbl Streptophyta. Ilockonmpky B macTumax
TPAHCKPUIIMS U TPAHCISIIMS CONPSKEHbI, TPAHCKPUIILIMS IEPBOTO MHTPOHA JIOJDKHA 3aBEp-
LIUTHCS 10 Ha4yajla TPAHCISLUU IEPBOTO FK30HA.

Takum 00pazom, eciii HeT CHEeHalIbHOM Perysaliiy UHUIMALUKY TPAHCISAIUH (110100-
HOM TOM, 4YTO paccMarpuBaercs B InaBe 3), OoTHouleHHe ckopoctei snonranuun PHK-
nosinmepassl U pudbocomsl Oosbiie, ueM (E+I)/E. JIns reHOB ¢ 0YeHb KOPOTKHUMH HEPBBIMU
9K30HaMU JIOJDKHA MMETh MECTO PEeryislus, Beaylas K 3aJepKKe MHUIMAIUKU TPAHCIALNH.
[ToaToMy Uil TOJTy4eHUSI HUJKHEW OLICHKH CKOpOCTH MIoHranuu NEP Hy)XHO uCIosb30Barh
TeHbI, JJI KOTOPbIX HET OCHOBaHMM IMpearnosararh 3aAepKKy (Peryisiiuio Wik TpaHCcCIUIai-
cunr). Y Arabidopsis thaliana Takumu TeHamMu, TIO-BUIUMOMY, sBIsitoTCs 1poCl, infA, ndhA n
ndhB. TlepBblil U3 HUX mpeumyliecTBeHHO TpaHcKpuOupyercs NEP, [50], a mepen renamu
infA, ndhA n ndhB nHe HaiineHo Xopommx kKaHaumatoB Ha PEP-mpomotop, 4to mo3BossieT
[IpeanoJararh, YT0 OHU TaKXe MpeuMylecTBeHHO TpaHckpuOupytorcss NEP. MakcumanbHble
(mo pasHbM BuAaMm) oTHouieHus (E+/)/E nns 3Tux 4erbIpé€x reHoB paBHbl: 1.08 (mns infd y
Cucumis melo), 3.71 (mna ndhA y Chara vulgaris), 3.75 (mna rpoCl y Zygnema
circumcarinatum), 3.93 (s ndhB y Olea europaea). Hanbonbimee 3nadenue 3.93 coorser-
cTByeT HMxHel rpanuue ckopoctu NEP, Takum oOpasom, paBhoit 177 ut/c. Emé Oonbuine
OTHOILIEHHUS TMOJIy4aloTCs MPU PACCMOTPEHUH T'€HOB BOAOPOCIEH, ISl KOTOPBIX, OJJHAKO, Xa-
paktep TpaHckpumniuu menee siceH: 7.86 (wist rpl2 y Chara vulgaris), 7.94 (s ycf3 'y
Zygnema circumcarinatum) u 10.27 (nns ycf66 y Zygnema circumcarinatum). Ecim ucnosb-
30BaTh HauOOJIbIIEE U3 3TUX OTHOLIEHUH, TO ckopocTh oHranuu NEP npesbiaer 462 Hr/c.
3nanue ckopocTH 10Hranu NEP MoxeT ynydiuTh TOYHOCTh MOJIEIIH.

VY ¢ara T7 mns opronora NEP u3 myramnuii B 061acTi mpoMoTOpa reHa rpoB B Xjiopo-
macTax Tabaka MeeM KOOPAMHATH MpoMoTopa oT —14 o +1 OTHOCHUTENBHO caiiTa MHUIIHA-
uuu TpaHckpunuuu [15]. Tlo3unusa —15 Takke oka3bpIBaeT, XOTs M Majloe, BIMSIHUE HA Kaue-

cTBO npomoTopa [15]. 13 onbiToB no onpenenenuto yuactka JHK, 3amumennoro NEP (¢dyr-
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MPUHTHUHTA), U3BECTHO 4Mcio 15 3ammménnbix HykineotunoB JAHK; u3 npyrux onsitoB u3-
BecTHO unciio 11 mecnapernsix HykineotunoB JAHK, [16]. 3nauenue 15 HykI€0THIOB TOTy4a-
eTcs U3 aHanu3a Kpuctaummueckoit crpykrypsl PHK-nonumepasst ¢ara T7, [17]. Urak, B Mo-

nenu pasmep NEP npunumarcs pasueim oT —15 o +1.

4. DKcnepUMeHTAJbHBIE JaHHbIC 00 YPOBHAX TPAHCKPHUIILMU I'€HOB H

BpeMeHax nmojypacnaua

Pewenuem HazpiBaeTcs HAOOp HEM3BECTHBIX MapaMeTpoB B Mojenu. [l psua reHos
U3 ONBITOB U3BECTHBI omHocumenvuvie (K HyI€BOMY MOMEHTY BPEMEHU TOTO K€ I'€Ha WU K
«@TaJOHHOMY» reHy) konndectsa PHK B cTanmoHapHOM cOCTOSIHUMU, U B HEKOTOPBIX CIIydasX

M3BECTHBI BpeMeHa noirypacrnaja 3tux PHK.

4.1. JlaHHBIE 0 MUTOXOHAPUSAX

JIisi MUTOXOHAPUN peuteHuem SIBISETCS HAOOp MapamMeTpPOB MOJEIH, COCTOSIIUNA U3
MHTEHCUBHOCTEH MOMBITOK CBA3BIBAHUS C KaXXKJbIM W3 UMEIOUIUXCS MPOMOTOPOB, YCIOBHBIX
BEpPOSITHOCTEH p U g ipotekanus B 00e croponbl mTERF-3aBucumMoro repmunaropa v UHTEH-
CUBHOCTH A momnbITOK cBs3biBaHus ¢aktopa mTERF. 3necs A BrirouaeT u mpouecc CHoH-
tanHoOM aucconmanuu komiiekca mTERF-JIHK. Xapakrepuctuku kBampyrekca 6epyrcs u3
onsITa; posib MTERF kak akruBaropa He y4UTBIBAETCS.

HJ’[?[ JATYHICK M3 OIIbITa U3BECTHBI TAKUEC KOJIUMYCCTBA uij JJIA j-FO IreHa B - MOMEHT

BpeMeHH, OTHeCEHHbIE K konnuecTBy PHK Toro ke reHa B HylneBOl MOMEHT BPEMEHH, T.€.

2Zl.j-t z;
=—4 J =Y 'rne z

J _ P P N
12 ; — YPOBCHDb TPAHCKPHUIILUH j-TO ICHA B i-i MOMCHT BPCMCHH, I,
0j 7J 0j

Uy

BpeMsI ToJypacmaja j-ro rema. Camu BpeMeHa /; 3/1eCb HE U3BCCTHBI. B IPUBE/ICHBI OIBITHBIC

OTHOLICHUS U, (MX ONBITHAs MOTPELIHOCTH HE OIPEICISUIACH); OHU CPABHHUBAIOTCS € OTHO-

Z..
LICHUSIMU —~ CPEIHUX 3HAYEHUH Z, U Z,,, 6bIUUCIEHHbIX 6 MoOenu, Tabnuua 1.1 u pucyHoK

Zy;
1.2. Ilocnemuue mMpakTUYECKU HE UMEIOT MOTPEITHOCTH. 3A€Ch UCIOIB3YETCSl MOJICTUPYEMOE
BpeMs IJIA CBA3K BPEMCHU B MOJICIIM U B OKCIICPUMCHTE.

YpOBEHBb TPAaHCKPUIILIMU I'€HAa B MOJEIIA ONPENEIAETCA KaK YACIO TPAHCKPUITOB, Jie-
JeHHOe Ha BpeMs. Yucio TpaHCKPUNTOB ONPEAEsIoch 32 9 yacoB MOJIEIBHOTO BPEMEHH T10-
ciie cTabuiau3aluu MOJENH, KOTopast 0ObIYHO MpOoUCXOoauIa yepe3 | yac mociie Hayaia Moje-

nupoBanus. Yucna TpaHckpunToB uid 48 4acoBBIX 3MOPHOHOB JIATYIIEK, a TAKXKe JUIsl Yelo-

BEKa U KpBICHI IPUBEEHBI B Tabnuie 1.2.
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J1s denoBeKa U3BECTHBI omuocumenvhple (K sranonHoMy reny ND1) komuaecrsa u,
2z, -t

b
2z,

PHK B crannonaproM cocrosinuu 1 Bpemena noiypacnazga oatux PHK, Te. u; = rie

Z, — YPOBEHb TPAHCKPHIILIUHK j-TO I'CHa, @ {; — BPeMs MoJlypaciaja j-ro resa. M3 moxenu us-

V4

BECTHO OTHOILIEHHE —- , KOTOPOE CPABHUBAETCS C ONBITHBIM 3HAYEHUEM
Zy
t
.0
= (1)

7

(Tabmuua 1.3, BepxHsisi mojIoBMHA; 0co0as cutyarus ¢ reHoM COX1 oOcyxaaeTcst HUxKe).

Tabauua 1.1. Pe3yabrarsl 1/ TPEX JsrylIeK, MOJTy4eHHbIe B MOJeJH U B OIbITe.

JIBa mapameTpa pelieHus — THTEHCUBHOCTD cBsi3biBaHus MTERF ¢ caiitom Tepmunaum (u
KOOIIEPAaTUBHO B 00JIACTH MPOMOTOPA) U MHTEHCUBHOCTD CBSI3bIBAHUS C TpoMoTopoM LSPI,
nomguepkHyThl. CkopocTh oprosiora NEP mpunsrta pasuoit 500 HT/c. 3aTeM yKka3zaHbl ypOBHU
TPAHCKPHUIMIIMKU F€HOB (OTHOCUTEJIBHO HYJIEBOTO MOMEHTA — BPEMEHH OILIOJIOTBOPEHUS UKPBI):
MoenbHbIe (Mmod) 1 ONBITHBIC (€XP) 3HAYCHHS BMECTE C OTHOCUTEIIbHBIMU OTKJIOHCHHUSIMU
MocieHuX B mpoueHTax (dev), BbrurcieHHsle no gopmysne (4), st TpEX JATYILIEK B
[0CJIeJ0BaTeIbHbIE MOMEHTHI BPEMEHHU.

yac |mTERF| LSPI ND1 COXx2
Frogl mod exp dev| mod exp dev
0 | 0.0157 | 0.0034| 1.0 1.0 1.0 1.0

5 10.0448 | 0.0089 | 1.0 1.1 ~-12| 09 08 +14
10 | 0.0872 | 0.0157 | 1.2 1.3 S 11 11 +1
14 | 0.0793 | 0.0173 1.7 23 -26| 16 1.6 -3
16 | 0.0960 | 0.0209 | 20 29 -31| 1.7 14 +24
18 | 0.0542 | 0.0157 | 2.1 32 -34| 19 1.7 +14
20 | 0.0655 | 0.0157| 1.8 30 -41| 1.6 14 +13
23 |1 0.0721 | 0.0492 | 94 9.7 4] 7.6 51 +49
48 | 0.0542 | 0.0872 | 293 26.6 +10| 26.2 134 +96
96 | 0.0407 | 0.0960 | 48.1 48.7 -1] 453 209 +117

yac |mTERF| LSPI ND1 COx2
Frog2 mod exp dev| mod exp dev

0 | 0.0089 | 0.0041 1.0 1.0 1.0 1.0
6 | 0.0045 | 0.0023 | 12 1.3 8 1.2 1.0 +22
9 |0.0073 {0.0045| 13 1.5 -14| 1.3 1.3 -1

20 | 0.0157 | 0.0157| 3.8 46 -17| 3.7 3.7 +1
30 | 0.0157 | 0.0230 | 7.2 7.2 of 71 68 +4
48 | 0.0407 | 0.1056 | 20.5 19.5 45| 19.7 19.7 0
7 nmeit | 0.0041 | 0.0073 | 6.5 6.1 +71 6.6 8.0 -I8

yac |mTERF| LSPI 16S ND6
Frog3 mod exp dev| mod exp dev
0 | 0.0960 | 0.0026 | 1.0 1.0 1.0 1.0

5 |1 0.0407 { 0.0050 | 22 22 +09| 22 22 0.0
14 | 0.0230 | 0.0081| 50 50 00| 45 45 -02
20 | 0.0038 | 0.0028 | 59 6.0 -13| 4.0 4.0 +05
28 | 0.0336 | 0.1056 | 92.2 92.0 +0.2| 25.1 25.0 +0.4
48 | 0.0143 | 0.0306 | 44.1 440 +0.2| 15.0 15.0 +0.3
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Taonuuna 1.1 — nmpoao/keHue

yac |mTERF| LSPI ATP6/8 ND4 ND6 CYTB
Frogl mod exp dev| mod exp dev| mod exp dev| mod exp dev
0 | 0.0157 | 0.0034| 1.0 1.0 1.0 1.0 1.0 1.0 1.0 1.0

5 10.0448 | 0.0089 | 09 09 +1| 09 21 -59| 24 24 -1 08 07 +19
10 | 0.0872 | 0.0157| 1.1 0.7 +56| 1.0 23 -57| 41 40 +2| 09 0.6 +50
14 | 0.0793 | 0.0173 1.5 13 +18| 14 3.0 -53| 44 44 of 1.2 12 43
16 | 0.0960 | 0.0209 | 1.7 1.3 31| 1.5 43 -65| 56 58 4 13 13 42
18 | 0.0542 | 0.0157| 19 19 +1| 1.8 45 -60| 44 42 +4| 1.6 13 +25
20 | 0.0655 | 0.0157| 16 1.8 ~-12| 1.5 46 -68| 42 42 0] 1.3 12 +8
23 |1 0.0721 | 0.0492 | 74 65 +14| 64 161 -60| 129 122 45| 53 52 +2
48 | 0.0542 | 0.0872 | 26.0 26.1 0] 23.8 603 -61| 18.6 18.6 0] 202 234 -14
96 | 0.0407 | 0.0960 | 45.4 483 -6| 433 1042 -58| 16.7 17.4 -4| 388 393 -1

yac |mTERF| LSPI ATP6/8 ND4 ND6 CYTB
Frog2 mod exp dev| mod exp dev| mod exp dev| mod exp dev

0 | 0.0089 | 0.0041 1.0 1.0 1.0 1.0 1.0 1.0 1.0 1.0
6 | 0.0045 | 0.0023 | 1.2 1.3 510 1.2 14 -12¢ 07 07 46| 12 12 +3
9 10.0073 100045 1.3 12 +8| 13 16 -19| 1.1 1.1 +1| 13 1.3 -1

20 | 0.0157 jo0.0157| 3.7 3.7 41| 3.7 3.7 0] 28 28 2| 36 40 -11
30 | 0.0157 {0.0230| 7.1 &1 -13| 7.0 62 +14| 3.7 3.7 0] 68 81 -17
48 | 0.0407 | 0.1056 | 19.6 287 -32| 191 177 +8| 86 84 +2| 173 231 -25
7 nmeit | 0.0041 | 0.0073 | 6.6 85 -22| 6.7 49 +36| 24 23 43| 6.6 6.6 +1

B omwite mst kpeicer otaenpHO mis kakaoro reHa COX1, ATP6/8, COX3, ND4, NDS,
CYTB paccmarpuBanuck otHoweHus: konnyectB MPHK k konunuectBy 16S pPHK. Kaxnoe
3HaYEHWE y TUIMOTHUPEONIa BRIUMCIISUIOCH B MPOIIEHTaX OT COOTBETCTBYIOIIETO OTHOIICHUS Y
h, h e, e
z;'t; )(z4")
hy h e, ey’ e
(zy )(Zj L )

Z, — YPOBCHb TPAHCKPHIILHK j-I0 I'€Ha, KOAUPYIOLIETo OeloK, y runotupeona (k) u oyru-

syrupeonsa, Tabmuma 0.5. Mrak, B ONBITE ONPEEISsIOCh OTHOWCHUE U, =

peonsa (e) B 3aBUCMMOCTH OT BEPXHETr0 MHJEKCa, j=1—6, u z, — ypoBeHb TpaHCKpUNLuu 16S

pPHK, a ¢ ¢ uHAekcamMu — COOTBETCTBYIOLIME BpeMeHa moJiypacnana. Mrak, cpaBHUBAIOCH

h_ e
Z.Z
3HAYCHUC Jh o BBIYMCIICHHOC B MOJICJIN, C OIIBITHBIM 3HAYCHUEM

Zy Z;

h, e

tt.

0"

U, ——. (1a)
t ; to

[Ipy 5TOM 1O OTAENBHOCTH YHMCINATEb U 3HAMEHATEIb OIBITHOTO OTHOILICHHSI HE U3BECTHBI HU
y 3YTUPEOUa, HU Y THIIOTUPEOHIA.

leyrne OIIBITHBIC TAHHBIC O MUTOXOHAPUAX NPUBECACHBI B ITYHKTC 3 BBCJICHUS.
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Jarymka 1

30

25

20 \
15

10

30

25

20

15

10

ND1 COX2 ATP6/8

50 50 50
} P ]
: alF e
35 Z 35 ~ 35
30 7 30 ~ 30 /7
25 - 25 ~ 25 /
20 20 - 20
. / 2 # 15 /
10 ‘J 10 10 /
g ' . . : ) g m_,! . . . , Z ”‘J . r r s
0 20 0 60 80 100 0 20 40 60 80 100 0 20 40 60 80 100

ND4 ND6 CYTB
50 50 50
5 / — 45 5
40 40 40

/ ~
% / d % % Z
25 / pd 25 25 =
20 [~ 20 20 -
15 f / 15 ~ = 15 y/
10 / 10 f 10 y 4
0 20 0 60 80 100 0 20 40 60 80 100 0 20 40 60 80 100
JATYIIKA 2
ND1 COX2 ATP6/8

30

25

AN

20

AN

15

10

AN
AN

0 50 100 150 0 50 100 150 0 50 100 150
ND4 ND6 CYTB
30 30 30
25 25 25
20 20 20
15 15 15 \
10 \\\ 10 10 \\
5 - 5 ?Ai 5 - \
0 : : : 0 . : : 0 : : :
0 50 100 150 0 50 100 150 0 50 100 150

Pucynok 1.2. I'paduyeckoe npeacraBienne JaHHbIX U3 Ta0aunbl 1.1
Iloxasan YPOBEHb TPAHCKPUIIITNU MPHK orHOCHTENBHO €ro 3HaueHus B H}’JICBOﬁ MOMEHT — BpEMs OIJIOAOTBOPE-
HHUS UKPBI. Ilo ocu a6CI_lI/ICC OTJIOXKEHO BpEMs B Hacax, 10 OCU OpANHAT — OTHOCUTEJIbHOE YHUCIIO TPAHCKPUIITOB.
Bce rapaMeTpbl MOACIIH, HE 3aBUCAIIINE OT BPDEMCHH, OAMHAKOBBI TSI BCEX JIATYIICK U I'€HOB; HHTCHCHUBHOCTH
CBA3bIBAHUS MEHSIOTCS CO BPEMCECHEM. HI/IHI/II/I, MIOMEYECHHBIC M, OTHOCATCS K MOJEIIH, ¢ — K OKCIICPUMCHTY.
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Tab6umna 1.2. Yucsio TpaHCKpUNIIMI B MOAE/IH 32 9 4acoB MOJEJIMPYeMOro BpeMeHH st
48 yacoBbIX ’JMOPHOHOB JIAAITYLIEK, a TAK:Ke VI YeJ0BeKa U KpbIchl. [IpuBeneHo cpennee
3HaYeHue *+ ctangapTHoe oTkinoHeHue (1o 1000 peanuzauwmii). B ctpoke “Competition”
yka3aH npoueHt PHK-nommmepas, copsaBmuxcs ¢ JIHK B pe3ynbrare CTOJIKHOBEHHUS €
BCTPEYHOU MonuMepas3oit: mis Tsxénoit nenu (H-1ienp) — Ha ygacTke OT Hadasa caita
mMTERF no xonma tRNA-Thr, Ha nérkoit nenu (L-tiens) — ot Hawana tRNA-Pro 10 konma

tRNA-GIn.

Xenopus laevis Homo sapiens Rattus norvegicus

I'en Frog 1 Frog 2 Frog 3 WT MELAS |Dytupeoun ['mnorupeonn

H-uenb:
tRNA-Phe [3074+£271 5003 + 818 2835+ 1345 123+ 27 32+ 24 |1215+ 51 556+ 37
12S 3004 £ 276 4931 = 831 2815+ 1348 527+ 24 438+ 21 2362+ 46 1090+ 34
tRNA-Val 2998 £277 4926 + 830 2813 + 1348 527+ 24 438+ 21 2361+ 46 1090+ 34
16S 2865 + 288 4799 + 855 2779+ 1351 |527+ 24 438+ 21 |2323+ 46 1073+ 35
tRNA-Leu [2012+272 3981 + 808 2495+ 1346 | 22+ 5 19+ 5 | 257+ 19 86+ 9
IND1 1934+ 274 3908 +£ 819 2475+1349 | 22+ 5 19+ 5| 229+ 19 75+ 9
tRNA-Ile  |1929+£275 3903 + 820 2474+ 1349 | 22+ 5 19+ 5 | 227+ 19 74+ 8
tRNA-Met 1920 +£276 3895 + 820 2471+1349 | 22+ 5 19+ 5| 223+ 19 72+ 8
IND2 1849 + 283 3828 = 833 2454+1349 | 22+ 5 19+ 5| 197+ 18 62+ 8
tRNA-Trp |1844 +282 3824 + 834 2453+1350 | 22+ 5 19+ 5| 195+ 18 62+ 8
COX1 1745+ 284 3720 £ 856 2426+ 1352 | 22+ 5 18+ 5| 156+ 16 48+ 7
tRNA-Asp 1737 £284 3713 + 857 2424+1352 | 22+ 5 18+ 5| 153+ 16 47+ 7
COX2 1703 £ 285 3676 = 861 2416+ 1352 | 22+ 5 18+ 5| 141+ 15 42+ 7
tRNA-Lys [1700 +£286 3673 + 861 2415+1353 | 22+ 5 18+ 5| 140+ 15 42+ 7
ATP6/8 1665 +£289 3638 + 866 2405+ 1353 | 21+ 5 18+ 5| 125+ 15 37+ 7
COX3 1634 +£ 290 3604 = 868 2397+1354 | 21+ 5 18+ 5| 114+ 14 34+ 6
tRNA-Gly |1631£290 3601 + 868 2396+ 1354 | 21+ 5 18+ 5 | 113+ 14 33+ 6
IND3 1614 £293 3584 + 869 2391+1355| 21+ 5 18+ 5| 109+ 14 32+ 6
tRNA-Arg |1611+293 3582 + 869 2390+ 1354 | 21+ 5 18+ 5 | 108+ 14 31+ 6
IND4 1524 £291 3487 + 878 2364+1357 | 21+ 5 18+ 5 87+ 12 25+ 5
tRNA-His |1520 £290 3481 + 879 2363+ 1357 | 21+ 5 18+ 5 86+ 12 25+ 5
tRNA-Ser2 |1516+291 3477 + 880 2362+ 1357 | 21+ 5 18+ 5 86+ 13 24+ 5
tRNA-Leu2 |1510+291 3472 + 879 2361+1358 | 21+ 5 18+ 5 85+ 13 24+ 5
INDS5 1400 £288 3323 + 892 2319+1365| 21+ 5 18+ 5 67+ 10 19+ 5
CYTB 1273 £ 282 3120 = 886 2259+ 1369 | 21+ 5 18+ 5 53+ 10 15+ 4
tRNA-Thr |1267 £281 3111 + 887 2255+ 1369 | 21+ 5 18+ 5 53+ 10 15+ 4
Competition 37% 22% 10% 5% 5% 79% 83%
L-uens:
tRNA-Pro |1605 + 143 1585+ 221 741+ 151 | 35+« 7 36+ 5 |1236+ 34 1248+ 40
tRNA-Glu |1505+£ 150 1421 +£ 229 693+ 152 | 35+ 7 36+ 5 |1227+ 34 1245+ 40
IND6 1469 £ 153 1368 + 233 677+ 151 | 35+ 7 36+ 5 |1222+ 34 1244+ 40
tRNA-Ser (1124150 972 +£214 572+ 144 | 34+ 7 35+ 5 |1133£36 1215+ 40
tRNA-Tyr [1040+ 151 883 + 198 549+ 144 | 34+ 7 35+ 5 |1099+ 37 1203 £ 41
tRNA-Cys [1036+ 149 879 + 196 548+ 144 | 34+ 7 35+ 5 |1098+ 37 1202+ 41
tRNA-Asn (1030+ 149 871 £ 194 547+ 144 | 34+ 7 35+ 5 |1095+ 37 1202+ 41
tRNA-Ala 1026 £ 151 867 £ 194 546+ 143 | 34+ 7 35+ 5 1094+ 37 1201 + 41
tRNA-GIn | 941+ 147 788 + 184 525+ 140 | 34+ 7 35+ 5 1062+ 37 1188+ 40
Competition 41% 50% 29% 3% 3% 14% 5%
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Tab6umua 1.3. Pe3syabTarsl 115 4eJI0BeKa, OJYYEHHbIC B MOJACIH H B ONbITE: 310POBbIi
u ¢ MELAS-60s1e38b10. Bee pesynbrarsl npusogstces st ckopoctu PHK-nomumepasst 500
HT/C ¥ T€X 3HaYECHUH p, ¢, KOTOpbIEe HalAeHbI s Jaryuiek. [lapameTpsl perieHrs BblIeIeHbl
MOJIYXKUPHBIM. YKa3aHbl OTHOCUTEIbHBIE YPOBHH TPAHCKPUIILIUY B MOJIENIU U B OTIBITE.
OTnnyne onbITa U MOJEIIBHOTO pe3ynbrara Besne, kpome CYTB, B mpenenax onbITHON
owmnOKu. /{15 310pOBOT0 YeI0BEKa [0 CPABHEHUIO C MyTaHTOM U3MEHWINCH: HHTEHCUBHOCTH,
HSP1 yOviBaer B 7.75 paza, mTERF yObiBaet B 1.21 pa3a, 1 ypOBHHU TPaHCKPUIILIMH T€HOB,
tRNA-Phe yoniBaeT B 3.8 pa3za, 12S u 16S yosiBaroT B 1.2 paza, tRNA-Leu u tRNA-Lys
yObIBatoT B 1.2 pa3a.

YpOoBEeHb TPAHCKPHUIIIIMKA OTHOCUTEIRHO reHa ND1 B

TapameTphi peLICHHs JUIi 310pOBOr0. Mozenu (BBepxy) U B ombiTe (BHU3Y). st ND1 B

Jefnobeka omprre 1.00£0.04.
ATP6/
LSP | HSP1| HSP2 [uTERF| R | Ly | ND2 [COX1|COX2|"" ™ | ND3 | ND5 |CYTB

0.0031|0.0031|0.0126|0.6456{23.955| 1.945 | 1.00 | 1.00 | 1.00 | 0.96 | 0.96 | 0.96 | 0.96

140 | 1.04 | 1.72 | 091 | 1.04 | 1.86 | 2.31
+0.34 | £1.23 | £1.23 | £0.78 | £0.16 | £1.09 | £1.06

OTKIIOHEHHE MOJICTTH OT OIBITA B MPOIIEHTaX: | -29 -4 -42 +5 -4 -48 -58

B omeiTe JJIA 3TUX I'CHOB:

N3MmeHeHne ypoBHsI TPaHCKPHUIILIUK B MOZIENH
Phe | 12S | Val 16S | Leu | Lys [CYTB
0.0031]0.0004]0.0126]0.5336]24.333] 3.84 [ 120 | 1.20 | 120 | 1.16 | 1.22 | 1.17

[Mapamerpsl pemennst mpu MELAS-6one3nu

OTMCTI/IM, 4TO IIPpU CpaBHCHHUU ypOBHeﬁ TPaHCKpUIIIHWU I'CHOB B MOJICJIM W OIIBITC BO-
npoc 0 BEIOOpE (PYHKIMOHAIA HE BIIOJHE siCeH. MBI HCIIOIB30BAIN €CTECTBEHHBIN (DYHKIIMO-
HaI:

o
L=y it )
ji max{xji’yji}
Tae X; U y,; — CPaBHUBAEMbIE HAOOPbI OTHOCUTEIBHBIX YPOBHEH TPAHCKPUIIMU COOTBET-

CTBEHHO B OIIBITE U B MOJIEJIH, j MpoOeraeT MMeHa paccMaTpuBaeMbIX F€HOB U [ — paccMaTpu-
Ba€MbI€ MOMEHTBI BpeMeHU. ECiim MOMEHTBI BpEMEHH OTCYTCTBYIOT, TO MHJIEKC i OIIyCKAETCsl.
B ombiTe paccMarpuBaroTCs TpH JIATYIIKH, U BO3HUKAET BOIIPOC O CPAaBHEHUU DPE3YIBTATOB

cpa3dy st Bcex HuX. [loaToMy mcnonib30Banock 0000menne MeTpuk (2):

L,n(total):i Ly 5 , 3)

2
o\ 1y s 5 max{x, v}

rae n, — «pa3MCpHOCTH» NAHHBIX, KOTOPBIMH MBI pacnojaracM Ijisi Ka)I(}lOfI N3 JATYIICK,

1
§ =) — . DTH pa3MEpPHOCTH COOTBETCTBEHHO paBHbI 7, =54 (JIeBSITh MOMEHTOB BPEMEHH U

3
k=1 My
HIECTh T€HOB), 1, =36 (IIECTh MOMEHTOB BPEMEHH M LIECTh I€HOB), 71, =10 (IIATh MOMEHTOB

BPEMEHU U J[BA T€HA).
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PaccmarpuBanuce Takxke a1pyrue (yHKIIMOHAIIbI:

2

x
L= Z‘xﬁ ~ Vi
Ji

L= |3 =2
o\ max{x,,y,}

Z(xﬂyﬁ)

s L=

- 2
cosp =L ——— — max , rae ||X| = x. ), Y=
T Il- [ b
(a,-b,)
~2 4 — by Xji Vi .
X = ——,Iae a; = ’b‘j:—’
; a ’ iji ’ Zyji
Jt Ji
(a,-b,)
%2 = znﬂa]%’ rae nji = exp(—Axﬁ /le');
Ji i

2
S: z ﬁﬁ'% ,rﬂeazzxﬁ’bzzyji;
Ji Jt

S = z ﬁ+% ,rﬂea:ZE’ b:Zﬁ, nﬁ.:exp(—Axl.j/xl.j).

ji\ 4 ji Wi Ji i
Bce dyHkimonansl jany npuMepHO OJMHAKOBBIE PEIICHUSI, TO3TOMY MPUBOJATCS pe-

3yJbTaThl TOJIBKO JUIsl PyHKIIMOHANIOB (2)—(3).

4.2. laHHbIE 0 IIACTHAAX

B skcnepumente [45] nis kaxaoro u3 TpEX TEHOB 1-TO JOKyca MOACYUTHIBAIOCH OT-
Homenne MT/WT ypoBHS TpaHCKpUIILIUMU NOCJIE HOKAayTa sig4 (B YUCIIUTENE) K €r0 YPOBHIO B
IUKOM TuIle (B 3HaMmeHarene). B skcnepumente [47] u3Mepsaaoch OTHOIIEHUE YPOBHEW TpaH-
CKPUIIMK KaXXJ0ro U3 F€HOB 2-T0 JIOKyca JI0 U mocie TemioBoro moka (21°C — HopManbHas
temmneparypa u 40°C — temneparypa moka). Takum oOpa3om, B 3TOM ciIydae MECTO MyTaHTa
3aHUMAET KJIETKa MOCJe TEIIOBOTO IOKA. DTH JIaHHbIE TPUBEACHBI B Tabmunax 1.4 u 1.5.

OTMeTHM, YTO IMOJIOKEHUSI HEKOTOPBIX IPOMOTOPOB OBLIH OIPEAEIIEHbl HAMH Ha OCHO-
BE€ MHOKE€CTBEHHOTO BbIPABHUBAHMSI JIUJEPHBIX O0IacTeH.

Jli1st TpeThero JoKyca mocie HokayToB sig3 unu sig3 y Arabidopsis thaliana mpoucxo-
JWIIN CIOKHBIE U3MEHEHHS] YPOBHEW TPaHCKPUIILUU T€HOB [45]; TouHee, ObUIM SKCIIEPUMEH-
TaJIbHO M3MEPEHBI OTHOLIEHUS! YPOBHEN TPAHCKPUIILUU JI0 U MOCJE HOKAayTa, KaKk U JUIs mep-
BOTI0 JIOKyca. MoJenupoBaHue MoKa3aio, YTO HUKaKMe 3HAaY€HHUsS MHTEHCUBHOCTEH CBSI3bIBa-
HUS C IPOMOTOPAMHU HE NMPUBOJAT K COINIACUIO C KCIIEPUMEHTOM. DTO MPUBENO K MBICIH, YTO
371eCh AEUCTBYET KaKkoil-To Heu3BeCTHBIN (hakrop. 1 neficTBUTENBHO, MOJIEIb IIpECKa3aia J1Ba

(baKTopa MIPEphIBAHUSA SJIOHTallUH — TCPMHUHATOPBI, KOTOPLIC 3aTEM ObLIN IMOATBECPIKACHDBI IJId
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Ka)XJIOTO U3 TEPMHHATOPOB BBIPABHUBAaHHEM COOTBETCTBYIOMMX ydacTkoB JIHK, oxazaBmmx-
sl MaJMHAPOMaMU C OJJMHAKOBOM anuHOU 44; Ha pucyHke 1.1c onn nomeuens! OykBamu T1 u
T2. CymecrBoBanue nanusjapoma T1 y HeGOIbIIOrO YyKMciia BUJOB OTMEUEHO B 0030pe [65].
OO6cyxaeHue THX MaIuHIPOMOB MPUBOJIUTCS B cieayomeM myHkre. Kaxapiii TepMuHaTop

HMECT CBOIO YCIIOBHYIO BEPOATHOCTb TCPMHUHALIMN TPAHCKPUIIIHUHN, KOTOPBIC ObLIH ompceacic-

HBbI ITpU MOACTIUPOBAHNHN HAPAAY C MHTCHCUBHOCTAMM CBA3BIBAHUS ITIPOMOTOPOB.

Ta6auna 1.4. CpaBHeHMne U3MeHeHU i YPOBHEH TPAHCKPHUIILMU I'€HOB B IKCIIEPUMEHTE H
B MOJIeJIN JJIfl JIOKYCOB 1 1 2

Tabauna 1.5. CpaBHeHHe U3MeHeHHIl YPOBHeH TPAHCKPHUIIIIUM I'eHOB (B CTPOKaXx) B

I'en ‘ JKCIIePUMEHT ‘ Mopein

Jlokyc 1 (Arabidopsis thaliana)

vefl 0.73 £0.04 0.76 £ 0.01
ndhF 0.43 +£0.10 0.47+0.19
rpl32 1.52 £0.06 1.55+0.02
Jlokyc 2 (Hordeum vulgare)

rpl23— rpl2 2.15/2.69 2.64 +0.02
psbA 0.53/0.55 0.54 +0.04

ONBITAX [0 HOKAYTY I'eHOB sig3 U sig4 M B MOJieJIN VIl TPeThero JoKyca

I'en HoxkayT sig3 | Moneas (sig3) | Hoxkayr sigé | Moaeas (sig4)
psbB 1.02 £ 0.36 1.27+£0.12 0.69 +0.19 0.84£0.11
psbT 0.98 £0.25 1.30 £ 0.12 0.96 £ 0.15 0.85+0.11
psbN 0.49 + 0.46 0.41+0.12 1.03 £0.02 1.02+0.19
psbH 1.31 £0.05 1.28£0.12 1.01 £0.08 0.83+£0.11
petB 0.91+0.15 1.09 £ 0.11 0.87 +0.29 0.83+£0.11
petD 0.92 +£0.09 0.89 +0.10 0.81 +£0.21 0.81+£0.11
rpoA 0.94 +0.14 0.82 +0.20 0.79 £0.11 1.01+£0.14
rpsll 0.92+0.33 0.90 £ 0.21 0.98 £ 0.31 1.01+£0.13
rpl36 0.88 +0.11 1.03 £0.21 1.54 £ 0.62 1.08+0.18
rps8 1.11 £0.04 1.03 £0.21 0.83+£0.15 1.08+0.18
rpll4 1.04 £0.15 1.03 £0.21 1.11 £0.02 1.08+0.18
rpll6 1.09 £0.03 1.03 £0.21 1.18£0.03 1.08+0.18
rps3 1.24 £ 0.26 1.03 £0.21 1.25+0.02 1.08+0.18
rpl22 1.09+£0.13 1.03 £0.21 1.20+£0.12 1.08+0.18
rpsl9 1.15+0.50 1.03 £0.21 0.96 = 0.07 1.08£0.17
rpl2 0.94 +0.15 1.03 £0.21 0.95 +0.06 1.08£0.17
rpl23 1.05 +0.04 1.06 £ 0.20 1.35+0.33 1.10+0.17

leyrne OKCIICPUMCHTAJIBHBIC TaHHBIC O IJIACTHAAX NPUBCACHLI B ITYHKTC 3 BBCJCHUS.

38



5. Onenka corsiacus ¢ ONbITOM
[TonpoGHO paccMOTpUM MOJEIUPOBAHUE B CIydae MUTOXOHApUN. MeTouka Moienu-

POBaHUA MJIA IUIACTH[ aHAJIOTWMYHas. PacnpeneneHm{ MEPEMECHHBIX uj,to,tj HE M3BCCTHBI U3

OMbITa. JTO HE MO3BOJIET OLEHUTH JOBEPUTEIIbHBIM MHTEpBal ONbITHBIX 3HaUeHui (1) u (1a)
Ha OCHOBE TEOPETUKO-BEPOSITHOCTHBIX METO/IOB, KOTOPHIE OOBIYHO MPUMEHSIOTCS JUIsl CpaB-
HEHUS MPEJICKa3aHUN C ONBITHBIMU 3HAYEHUSIMU. OHAKO BMECTO 3TOI'O MOXHO HMCIIOJIb30BaTh
abcounoTHbIe orpemHocTy. [Iycth A — abcoltoTHas MOTPEIIHOCTh 3HAYEHUSI b JUIsl BhIpaXke-
Huit (1) nnu (la), a @ — 3HaueHue B MOJAEH JUIsl TOTO )K€ BBIPAXKEHHs, TOTJa MOKHO IIPOBE-
PUTH YTBEP)KICHUE: «a MPUHAMICKUT UHTEPBANY b+ A ».

[Torpemnocts A 3HaueHus BelpaxeHui (1) u (la) TpUBUANIBHO OLIEHUBAETCS C MIOMO-

IIbI0 OJIHOM M3 JBYX OOBIYHO MCINOJIb3YeMbIX (opMmyn [66]. IlepBas — HOrpenIHOCTh CyMMBbI

paBHa A(x+y)=+/A(x)’+A(y)’, €cllu MOTPENIHOCTH CNAraeMbIX CTATUCTHYECKH HE3aBH-

cumbl; uHaye A(xty) < A(x)+A(y). Bropas — norpemHocTb IpOU3BEACHUS X-) WIH OT-

Homenus x/y paBHa A(xoy)= (xoy)-\/(A(x)/x)2 +(A(y)/ y)* , eciu TIOTPENTHOCTH ule-
HOB CTAaTHUCTUYECKH He3aBUCHMBI, wHa4e A(xo y)<(xop)-(A(x)/x+A(y)/y), cumBoI o©

0003HauaeT omepalui0 YMHOXXEHHUS Wi jAeneHus. Takum obOpazom, OO MpearnonaraeTcs
CTAaTUCTUYECKAsl HE3aBUCUMOCTh M UCIOJIB3YIOTCSI PAaBEHCTBA, JIMOO MPUMEHSIOTCS HEpaBEH-
CTBa, M TOTJ]a BO3HUKAET Heompene€HHOCTh. K cyacThio, 00a ciaydas maroT OIu3Kue pe3ylib-
TaThL

[Ipenckazanuss MoOAENM YKIAIbIBAIOTCA B HMHTEpBajbl morpemHocred b+1.3A wu
b+2.4A (tabmuusl 1.3, 1.6) B mMpeAnoaoKEeHNH, YTO MOTPEIIHOCTH COCTABJISIFOIINX CTaTH-
CTUYECKU HE3aBUCHMBI.

BaxxHo, 4TO MOJIE/IbHBIC U OTIBITHBIC pElIeHNs, TpUBEACHHBIC B Tabmuuax 1.1, 1.3, 1.6,
HE 3HAYMMO OTIMYAIOTCA MEXIy co00i m B emé ogHoM oTHomneHuHu. Cornacue Mexmay pe-
3yAabTaTaMu a U b, MOJTYy4eHHBIMH COOTBETCTBEHHO B MOJICJIA M B OIBITE, MOKHO BBIYUCIIATH B
MPOIICHTAX:

100-(a—-b)/b. 4)

OTa BeIMYMHA UMEET 3HAK, yKa3bIBAIOMIUM Ha YOBIBAHWE WJIM BO3PACTAHHE d 1O CPABHEHHIO C
b. B ombITax 1Mo U3MEpPEHUIO0 YPOBHEH TPAHCKPHUIIIUU 3HAYUMBIM OOBIYHO CUHUTACTCS Pa3Ji-
yue OoJiee, 4YeM B J[Ba pasa, T.€. HE3HAUYMMBIM cuuTaercs oTkioHeHus ot —50% mo +100%,
[47]. [IpakTyecku BCe MOJIETBHBIC PE3YJIbTAaThl B 3TOM CMBICIIEC HE 3HAUUMO OTIUYAIOTCS OT

OTBITHBIX pe3yabTaroB, Tabnuuel 1.1, 1.3, 1.6.
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Tab6umua 1.6. Pe3yabTarsl 11 KPBIC, I0JY4YeHHbIE B MOJE/IH U B ONIbITE: JYTUPEOU] U
runorupeous. [lapameTpbl MOJENN BbIJIEIEHBI ONYKUPHBIM. Bee pesynbraTsl IpUBOJSTCS
s ckopocty PHK-nonumepassr 500 HT/c U Tex 3HaYeHUH p, ¢, KOTOpble HalIeHbl 1715
narymek. CreBa: 3Ha4eHUsI TapaMeTPOB y SyTUpeouia (BBEPXY) U y TUIIOTUpeona (BHU3Y).
CripaBa: cpaBHEHUE Pe3yJIbTaToOB MOJIENN (BBEPXY) U ONBITHBIX JAHHBIX (BHU3Y).
O6o3nauenue: HSP = HSPI+HSP2.

OTHoIIeHNEe YPOBHEH TPAHCKPUIIIMH Y
TUIOTHpEona K 3yTHPEOUIy B MOJENH (BBEPXY)
U B OIIBITE (BHU3Y, BBIYKCIIEHO)

COX1 |ATP6/8| COX3 | ND4 | ND5 | CYTB
0.1056 | 0.0721 | 0.9453 | 30.605 | 1.736 | 0.666 | 0.641 | 0.646 | 0.622 | 0.614 | 0.613

0.61 0.33 0.33 0.61 0.78 0.35
+1.02 | +£0.42 | £0.42 | £1.02 | £0.96 | +0.39

OTKIIOHEHHE MOJICTTH OT OMBITA B MPOIeHTaX: | +9 +94 +96 +2 -21 +75

LSP HSP \mTERF| R Lin

0.1056 | 0.0336 | 0.9453 | 30.637

6. Metoanka MoaeTUPOBAHUS

6.1. O0ocHOoBaHME MoaeEN

BaxxHo oTMeTUTh: MOACTAaHOBKAa B HAUly MOJEIb 3HAYEHUH NapaMeTpoB, HEMOCPEH-
CTBEHHO HAMJIEHHBIX U3 OIBITA, U PE3YNbTAT PEeLICHUs] 0OpaTHOM 3aJjauu C MOMOUIBIO MOJIEIH,
MPUBOJAT K OJUHAKOBBIM IO MOPAIKY pe3ynbraraM. KoHeuHo, mepBblil OAX0 MPUMEHUM B
HEMHOTHUX CIy4asgX U oObIYHO Ha€T Oosee rpyOblil pe3yinbTaT [0 CPpaBHEHUIO CO BTOPBHIM MOA-
xonom. [losicHMM 3TO Ha mpUMepe MHTEHCUBHOCTU CBsA3biBaHUs PEP B mepBom jokyce mia-
ctua. V3 npuBeNEHHBIX BBILIE ONBITHBIX JAHHBIX MOJYy4€Hbl MHTEHCUBHOCTH CBSI3bIBAHUS: C
yef1-33/34 pasrast 0.09 ¢! u ¢ ndhF-320 pasnas 0.15 ¢'. Pemenue B Mozenn 06parHoil 3a-
@49 JAId 3HAYCHHs MHTCHCHBHOCTEH cBsspiBamms: 0.037 ¢ ' s IEPBOTO MTPOMOTOPA M
0.093 ¢ st Broporo. OIBITHEIE 3HAYCHHUS GIM3KHU IO TMOPSIIKY K Pe3yIbTaTaM PELIeHHs 00-
paTHOM 3aa4u.

B cnyyae skcnepuMeHTOB ¢ HOKayToM G-cyObenunuiibl PHK-nmommmepassr Gakrepu-
QJIBHOTO THUIIA KCIPECCUs JPYTruX FeHOB B sIpe, MO-BUAUMOMY, HE MEHSETCS, TaK KakK Takas
PHK-nonmmMepasa paboraer ToiabKo B IUIacTHE, T KoaupyeTcs e€ kop-pepment. KoHieH-
Tpaiusi kop-hepMeHTa He MeHsercd, nockoibkKy ero MPHK Ttpanckpubupyrorcs PHK-
noJinMepasamMu (aroBoro THIa, HE 3aBUCAIIMMHU OT G-CyObeIuMHUL. B miacTtuaax 1BETKOBBIX
pacTeHuil He KOJUPYIOTCSl HUKaKue TPaHCKPUILMOHHBbIE (pakTopbl. B ombITax ¢ TEIIOBBIM
IIOKOM MCCIIEAYIOTCS HM30JIMPOBaHHbIE IUIACTUABI, Korga koaumpyemble B sape PHK-
noJinmepassl (HaroBoro THUIA U TPAHCKPUIIIMOHHBIE (AaKTOPhI YK€ HE MOCTYNAIOT B IUIACTUAY
1 9KCIIEPUMEHT UAET ObICTpee, YeM pasziioxkeHus 3tux 6enkoB. MELAS-myTanus npoucxoaut

B MUTOXOHJpUH, TAe He koaupytoTcss Hu PHK-nonumepassl, Hu daxropsl. Ilpu paccmorpennu
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MUTOXOHJIPUU AMOPHUOHOB JIATYIIKH SIBHBIM OOpa3OoM YYUTBHIBACTCS KOHIICHTPAIUS TpPaH-
ckpunuuoHHoro ¢akropa mtTFA. B cnydae n3meHeHus KOHIIEHTpAIMd TOPMOHOB IIIUTOBHU/I-
HOM ’KeJIe3bl BOIPOC O €ro BIUSHUU 00Jiee CI0KEH, Mbl HCXOAUM M3 MIPOCTEHIIIETO MPeAroo-
*KeHus (00 OTCYTCTBHH BIHMSHUS ), KOTOPOE yXKe Ta€T XOPOIIEe COTIache C IKCTICPUMEHTOM.

JI71st KOHTPOJISt MPOBEPSIIOCH: MPHU YIAJIECHUU JaHHBIX 00 AKCIPECCUU OJTHOTO W3 TCHOB
(ecnn ocTa€rcst JOCTAaTOYHO JIaHHBIX) PEIICHUE MEHSETCsl He3HaYUTeNbHO. Takke CcTpouioch
MHOXECTBO CyOOTITUMATIBHBIX OMOIOTHYECKHA OCMBICIEHHBIX PEIICHUM, PU KOTOPHIX YPOBHU
TPaHCKPUIIIMU TOTIAAAI0T B MHTEPBAIBI OINBITHBIX 3HaYeHUH. BCE 3TO MHOXKECTBO OIM3KO K
yKa3aHHOMY HWKE PEIICHUIO (IaHHbIE HE MPHUBOJATCA). B 001mem Buae uccienoBaHue 3aBH-
CUMOCTH PEIIEHUS OT UCXOAHBIX JAHHBIX U UX MOTPEIIHOCTEN HE MTPOBOAUIOCH.

Kak yxe oTMeuanoch, OCHOBHBIM apryMEHTOM B MOJIb3Yy MPEIJI0KEHHON MOJEIH SIBJISI-
€TCs MPaBUIILHOCTh OOIIUX TOJIOXKEHUN O MPOTEKAHUM TPAHCKPUIIIIMM B COYECTAHHH C TEM,
YTO MOJIEIh COTIIACYETCSl MPAKTUUECKH CO BCEMHU OMOJIOTHUYECKUMHU JAHHBIMU O TPAHCKPHII-

WU B TIaCTHAAX U MUTOXOHAPUAX.

6.2. Caryyaii MUTOXOHAPUIA

BooOme rosops, ckopocts snonranuu PHK-monumepasbl ¢aroBoro tuma MOMXKHO
BKJIFOYUTH B YMCJIO HEM3BECTHBIX IAPaMETPOB U IOJIBEPraTh BapbupoBaHuio. M3-3a orpomMHo-
ro o0b€Ma BBIUMCIICHUN ObUIM MTPOBEPEHBI JIMIIbL Ba 3HaueHus e€ ckopoctu: 200 Hr/c u 500
HT/c. OTa ckopocTh Bpsan ym Huxke 200 HT/c, HO 3HayeHue Bhimie 500 HT/C BO3MOXHO (CM.
nyHKT 3). B paboTe MoJesb COCTOUT B TOM, YTO CKOPOCTH AJIOHTallMy MOJIMMepa3bl (aroBoro
tuna cocrasinsger 500 HT/c.

O603HaunM HSP cymMMapHyI0 MHTEHCUBHOCTD IOINBITOK CBSI3bIBAHUS C IPOMOTOPAMU
HSP1 u HSP2, t.e. HSP=HSPI+HSP2.

Yucnennsle qaHHble 00 oTHOcUTeNbHBIX ypoBHAX PHK momyuensl B onbiTax: s js-
rymek — u3 [27], nns 3mopoBoro 4enoBeka B vactu pPHK — u3 [33] u Gonee TouHbIC TaHHBIE B
gactu MPHK — u3 [34], nns MELAS-myTanun yenoseka — u3 [31], s kpeic — u3 [22]. Jlan-
HBIE JJI y100CTBa YuTaTeNs BOCpou3BeAeHsbl B Tabmumax 1.1, 0.4 u 0.5.

Crabunuzanusi BceX YpOBHEM TPAHCKPHUIIMU F€HOB B MOJIEIH MIPOUCXOJUT 32 BpeMs,
MeHblIee 9 yacoB MOJEINPYEMOTO BpeMEHU. B MUTOXOHIpUSX KIIETOK IIEUEHH 37J0pPOBOI0 Ye-
JIOBEKa 3TO BpeMsi MpeBbImaeT BpeMs noiypacnana kaxaon pPHK, [33] u xaxmoir MPHK
[34], ono mpeBsimaer BpeMs noaypacnana 3tux PHK y obeux kpwic [22] 1 mpoaomKuTeb-
HOCTb KJIETOYHOTO ITUKJIa y SMOPHOHOB JIATYIIEK [67].

s paccMaTpuBaeMbIX OpPraHU3MOB (JISTYIIKH, Y€IOBEKa U KPbICH) NMPUHUMAIIUCH

CJICAYIOIINEC 0611414@ ocparHu4deHusd Ha NICKOMOC pCUICHUC.
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1) YpoBHU TPaHCKPUIILIMKM BCEX T€HOB CTPOTO MOJIOKHUTEIbHBI. JTO YCIOBUE 3aMEHSI-
eTcsl Ha 0ojiee CHIIbHOE: KaXK]Iblil T€H TPaHCKPUOUPYETCS HE MEHee JBYX pa3 3a BpeMs IOJy-
pacnaga PHK, ecnu oHO nM3BeCTHO.

2) Bce mapameTpbl HEOTpULIATENbHBL; p, ¢ HaxoaaTcs B uHTepBaie ot 0 o l u ¢ < p,

TaK KaK B OIIBITC TBép)IO YCTAHOBJICHO, YTO IMPOTCKAHUEC I10 JIETKOM OCIM 3HAYUTCIbHO MCHb-

e, yeM InpoTekaHue 1no Tsokénou uenu, T.e. 0<g < p <1. UutencusHoctu LSP u HSP me-

mstiorest B uaTepBane ot 0.002 10 0.1 (¢), uarencuBrocts mTERF — ot 0.002 o 1 (¢™), Tak
KaK BHE 3THX OTPaHUYEHUN B MOJIEIH YPOBHU TPAHCKPHUIIINK HE CTAOMIM3UPYIOTCS 32 BpeMsl,
ke 3HAYUTENIPHO MPEBOCXOsIIee 9 yacoB. 3aMeTUM, 4TO B MOJEIH MPHU YBEITUUCHUU WH-
TEHCUBHOCTH CBsI3bIBaHUS mTERF BbllIe €IUHUIBI YPOBHU TPAHCKPUIIIIUU BCEX T€HOB HE U3-
MEHSIIOTCS, TAK KaK B 3TOM CJIy4ae eIié GOJbIIAS HHTEHCHBHOCTD TMOTIBITOK HE MIPUBOJUT K
OOJIBIIIEMY YHCITY YCIIEITHBIX CBA3BIBAHUH.

Js Tpéx marymek ucnonb3oBaics ¢yHkuuoHan Ln(total) m3 (3). Mckanocs peme-

HUE — TOYKa €ro N00aJbHOr0 MUHUMYMA, 0 KOTOPOU ONpeAessuIuCh napaMmeTpsl p u ¢q. Tak
e ObLIM HaWJeHbl 3HAUEHUs mapameTpoB MHTeHCUBHOcTed mTERF u LSPI cBsi3pIBaHUS C
COOTBETCTBYIOUIUMU caiiTamu B Kaxaplid u3 10 (1-s nsarymka), 7 (2-s nsarymka) u 6 (3-s -

I'ylika) MOMEHTOB BpeMeHH. [loatomy Becero ¢ynkuumonan L n(total)3aBucen ot 48 nepemen-

HbIX. Pe3ynbraTsl MUHUMHU3aLMU 3TOTO (PYHKIIMOHAJA NpUBeAeHbl B Tabmunax 1.1, 1.7.

Ta6umuna 1.7. Xapakrepucruku nporekanuss mTERF-repmunaropa no tsizkésion u
Jérkoii nensim. [IpuBeneHbl MUHMMalIbHBIE 3HAYEHUS] PyHKIMOHANA L7 U KaXKI0N U3 TPEX
nsrymek (Frogl, Frog2, Frog3) u pynkunonana Lin(total). st cpaBHEHUS TPUBENCHBI ATH
xe ypoBHHU Ui ckopocTi PHK-nmonumepassr 200 HT/c.

CkopocTthb Lin Lin Lin Lin
(ut/c) p 1 (Frogl) | (Frog2) | (Frog3) (total)
500 0.0164 0.0056 11.243 3.193 0.043 2.098
200 0.2165 0.0015 10.844 3.240 0.309 2.235

[TomydyeHHsie msl JATYIIEK 3HAYEHUS p U ¢ Opaluch Oe3 uzmeHeHus OJisl yelogexd,
3I0pPOBOTO U OOJIBHOTO, a TAK)XE KpbiC, IYTUPEOUa U TUIIOTUPEOU]Ia, TaK KaK BO BCEX Iepe-
yucieHHbIx ciaydasx 6enok mTERF u caiit ero cBsa3siBanus Ha MT/IHK BhICOKOKOHCEpPBATHB-
HEI [32].

Jls 310poBOro yenoBeka paccMarpuBaics (yHkuuoHan Lin u3 (2). Ilo ero touke

M00aTbHOTO MHUHHUMYMa OTPEACISUINCh WHTEHCUBHOCTH TOMBITOK CBsibiBaHus PHK-
nosniumepas ¢ npomoropamu LSP, HSP1, HSP2 u perynsaropnoro 6enka-repmunaropa mTERF

C €ro CaliToM.
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Jlyig yenoBeka KpoMe yKa3aHHBIX BBIIIE 0OWUX o2panuyeHull IpUHUMAINCh cheyuadb-
Hble 02PaAHUYEeHUSL.

3) Otnnume ypoBHeu TpaHckpumnimu reHoB tRNA-Leu u tRNA-Lyz mMexay 6oibHBIM
1 37I0pOBBIM 4YEJIOBEKOM cocTapiisieT He Oosiee 20% y mepBoro u He Oonee 50% y BTOpOTO
[31].

4) LSP = LSP_u HSP2 = HSP2_ (rne LSP_ u HSP2_ — UHTEHCUBHOCTH CBSI3bIBAHUS
npomotopoB LSP u HSP2 B npucyrctBun MELAS-myranun), nockonbky MELAS-myTarus
HE MPHUBOJUT K CYILECTBEHHBIM HM3MEHEHMSIM YpPOBHEW WHHUIMAIMM TPAHCKPUIILUHU C ITHUX
npoMoTopoB. OnHako U3BeCTHO €€ BiusHue i npomotopa HSP1, [19].

5) mTERF > mTERF_w HSP1 > HSPI_ (rne mTERF_ w HSPI_ onpeaensioTcs aHajo-
IMYHO 0003HAUEHUSIM BBIIIE), TaK KaK IpU KoorepatuBHOM cBs3biBaHuU Oenka mTERF, ur-
paroIero poiav TepMUHATOpa W OJHOBPEMEHHO akTuBaTopa mpomoTtopa HSPI1, mocne myra-
uuu oba caiita ymMeHbIIaOT 3)PEeKTUBHOCTD. JefcTBUTENbHO, aOCONIIOTHAS BETMYMHA SHEP-
ruu cBsa3u koMmiuiekca repmuHaropa mTERF-/IHK MoHOTOHHO BO3pacTaeT ¢ pocToM BpEMEHHU
MOJTypacraaa 3TOT0 KOMIUIEKCa, KOTOpOe Mociie MyTauu yMmeHbmaercs B 7—10 pa3. Ora ab-
COJIFOTHAsl BEIMYMHA MOHOTOHHO BO3pAcTaeT C POCTOM MHTEHCHUBHOCTH CBSI3bIBAaHUS TEPMHU-
Hatopa c¢ caiitom [31]. K coxxanenuro, Mbl He 3Ha€M SIBHOTO BUJIA ITHX 3aBUCUMOCTEH.

6) 1.16 < PHK/PHK_ < 1.22, rae B unciutene sl 370pOBOTO Y€JIOBEKa MOACUYNUTHIBA-
€TCsl CyMMa I0 BCeM I'eHaM (/711 KOTOPbIX M3BECTHBI BpEMEHa MoIypaciaja, TakuxX 0Ka3aloch
BOCEMB) CllaraeéMbIX Buaa [ -¢-z (miuHa reHa u3 Tadmuisl 0.4, yMHOKEHHAsT HA BPEMs MOTy-
pacnana coorBercTBytomeii PHK u ymMHOXXeHHas Ha ypoBEeHb TPAaHCKPHIIMU I'eHa), a B 3Ha-
MeHaTelle — aHAJIOrMYHas cyMMa JUIsl OOJIBHOTO uesnoBeka. M3 ombITa M3BECTHBI OTHOIIECHUS
konnuectB cymmapuoid PHK k cymmapnoit JIHK, [31]. Otcroma BBIUMCISAIOTCS HUKHSIS U
BEPXHsS OLIEHKH B yciioBUU 6, mpu 3ToM KosnuectBa JIHK, ncnonb3yemble 111 HOpPMUPOBKH,
cokpamatorcsi. Bpemena momypacnaga PHK mns GonpHOTO uenoBeka HE WM3BECTHBI, U MBI
MPUHUMAIH JUI HUX T€ )K€ 3HAYEHUS, YTO U JJISl 37J0POBOI0O YEJIOBEKA; ATOT BOIPOC 00CYXkKIa-
ercs B myHKTe 10 («O0CyxaeHNE pe3yIbTaTOB O MUTOXOHIPHUSIXY).

7) OtHomienne R ypoBHel Tpanckpumniuu reHa 12S k reny COX2 6omnpiie 16.9. Jleit-
ctButenbHO, B [33] xommuectBa PHK renoB 12S u COX2 pasusr 12600 u 225, tadn. 2 B [33],
a BEpXHSS U, COOTBETCTBEHHO, HUKHSSI TPAHUIIbI BPEMEH I0JIypacnaaa 3TUX FeHOB paBHbI 146
u 44 munytel, Tabin. 1, skcnepuMeHT 4 B [33], 4To Ja€T HWKHIO TPaHUILY JUIsl OTHOILIEHUS
R>17. BepxHss rpanuna s R moiay4yaeTrcs, €Cily B Ka4eCTBE BPEMEH IOJIypaclazna B3SATh
naHHbIe U3 Ta0u. 1, sxkciepumenrt 3 B [33], Torna ananornydo moxyanm R<27. I'en COX2 Obut
BBIOpaH JUIsl CPaBHEHMS], TaK Kak BpeMs nosypacnana coorsercrByromeid MPHK yctoiiunso B

Pa3IUYHBIX OMBITaX, BKJIIOYAs BO3JACUCTBUS aHTUOMOTHKOB [34]. AHANOTUYHBIC BHIYUCICHUS

43



JUTSL IPYTUX T€HOB JArOT clieayromue rpaHuiiel: 19<R<37 mus ATP6/8, 17<R<27 mis COX2,
20<R<25 nmnsa COX3, 17<R<25 mna CYTB, 41<R<52 qna COXI. IlosToMy MBI IpUHUMaeM
rpanunbl 17<R<37. Tonpko mist COX1 HabnromaroTcst Apyrue rpaHulibl, YTO, BEPOSITHO, CBSI-
3aHO C IKCIIEPUMEHTAIBHOM OIMMUOKOM, TaK KaK B 00JIACTH 3THUX I€HOB, COCETHUX U HA OJAHOU
nern JIHK, mer mpomoropoB u tepmunartopos. [lostomy TpymHO mpeacTtaBuTh cede mexa-
HU3M, KOTOpBIH Obl BbIAENsT cpenu Hux red COX1.

Wrtak, 31ecb MUHUMHU3UPOBAICSA (DYHKIMOHAN L, C BOCEMBIO IEPEMEHHBIMU U BBIIIIE-

MePEYUCIIEHHBIMU OTpaHU4YeHUAMHU. Pe3ynbraThl puBeneHsl B Tadnuue 1.3.

I[J'If[ KPBICBI MUHUMU3UPOBAJICA TOT KC (byHKHI/IOHaII L]l’l C MIECThIO NMEPEMEHHBIMMU!

napamerpamu LSP, HSP=HSPI+HSP2, mTERF cOOTBETCTBEHHO JUIsl 3y- U THIOTUPEOUTIOB.
Kpome o61mux npuHUMAaNuCh CIEAYyIOUUe cneyudibHble 02PaAHUYeHUs.

8) LSP = LSP_ w HSP2 = HSP2_ (0003HaueHUs TaKHE K€, KaK BBIIIE), paBEHCTBA
MO’KHO OOBSICHUTH MaJIbIM U3MEHEHUEM METHIMPOBAHUS B 00JIACTSIX COOTBETCTBYIOLIUX MPO-
MOTOpOB [22].

9) lnsa syTupeounia ykazaHHasi BBIIIE BETMYMHA R JIeXUT B nipeaenax 17<R<60. Hwk-

Hsis FPAHULA IPUHATA PABHOW TAaKOBOH Yy 37J0pPOBOT0 YEJIOBEKA, BEPXHsAS — Y MbIlu [68].

7. KoMmnbloTepHas peajnu3anus MoJaeju

JUJis TIOJIHOTHI ONUCAaHUs MPUBEIEM KpaTKHe CBEICHHUS O KOMIIbIOTEPHOW peayn3aluu
Hamieit mojenu, nonydyeHHoil JI.M. PybanoBeiM. Mozens peanu3oBaHa B BUJIE IPOrpaMMbl Ha
a3pike C++ B IByX BapuaHTax (¢ uHTEpdeiicoM KOMaHIHOMN CTPOKHU U ¢ rpaMueCKUM MOJIb30-
BaTeJIbCKUM HHTEep(dericoM), KOTOpbIE AOCTYIHBI JJIsl 3arpy3KH Ha YCIOBUSAX OTKPBITOTO JIH-
nensuonHoro cornamenuss GNU GPL v3, [69]. B ocHoBHOM mporpamma onucana B [55]. Ona
peanus3yeT aBTOMaT, yIpaBlseMblil COOBITHSMH U OCYIIECTBISIOIUNA UMUTALIUOHHOE MOJEIH-
poBaHHe OOJBIION COBOKYIIHOCTH B3aWMOJIEHUCTBYIOLIUX CTOXAaCTHUYECKUX M JETEPMUHUPO-
BaHHBIX MPOIIECCOB, PA3BUBAIOLIUXCS B MOJICIUPYEMOM BpEMEHH Ha (PUKCHUPOBAHHOM JIOKYCE
JHK. CasseiBanue PHK-monmumepasbl ¢ KaXXapiM IIPOMOTOPOM MOJAEIHUPYETCS CTOXacTHYe-
ckuM mpoueccoM. Ilocie cBsa3piBanus anonranus PHK-nonumepassl Monenupyercst nerepmu-
HUPOBAaHHBIM IpoleccoM. B Monenu npoucxoasar mHorouucieHuble koummsuu: (i) PHK-
MOJIMMEPa3a UK PEryISTOPHBIN OSJIOK MBITAIOTCS CBSA3AThCS C CAMTOM, KOTOPBIM XOTS OBl Ya-
CTUYHO 3aHAT; (1) BTOPUYHAS CTPYKTYpa MBITACTCS 00pa30BaThCs HA CalTe, KOTOPBIA YacTUY-
HO 3aHAT; (ii1) ABe scmpeunvle PHK-monumepasbl mpITaloTCs 3aHATH OJWH M TOT YK€ HYKIICO-
tua. CueHapuu pa3pelieHus] TaKuxX KOJUIM3UNA U BEPOATHOCTHBIE XapaKTEPUCTHKU HCXOJOB
SBJIIOTCA [TapaMeTpaMu MPOTrpaMMbl, KOTOPbIE MOJIb30BATEIh MOXKET JIETKO 337aBaTh U Baph-

HpOBATh.
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CoOpiTHst B MOzienT 00pabaThIBAIOTCA B XPOHOJOTHYECKOM TOPSIIKE, JJII YEero BCE
BO3MOJKHBIE COOBITHS BBICTPAUBAIOTCSl B CIIOKHO OPraHM30BAHHYIO CHCTEMY YAaCTUYHO YIO-
PSAIOYEHHBIX Oouepeneld. bICTpoaAeHCTBIE NPOrpaMMbl B 3HAUUTEIIBHON CTEIIEHH ONPEIEIIIeT-
Csl CKOPOCTbIO OOCITY)KUBAHUS 3TUX OYEPEACH.

B miactuaax msyyanoch B3aumosneiicteue PHK-nonuMepas B npenenax KOpOTKHX JIO-
KYCOB, BBIPE3aHHBIX W3 JIMHHOTO IIacTOMa (HarpuMep, JOKYcoB ¢ anuHamu oT 4321 no
16583 m.H.). B MUTOXOHApUAX MOAETUpPOBAIACh TPAHCKPUIILIKS HA BCEl MUTOXOHApPUATbHON
JHK mmuaO#M mo 18 TrmH. 37mech BO3HHMKAET NPUHIMINHAAIBLHO HOBoe sBieHue: PHK-
[oJIMEpa3bl MOTYT HE MOKUAAThH JIOKYC W TpaHCKpuOupoBarh koibleByto JIHK Heckomabko
pa3, MpoJOJKasl 3JOHTAMI0 BIUIOTH /10 BO3HUKHOBEHUS KOJUIM3UHU. DTO MPUBOJAUT K 3HAUH-
TEJIBHOMY POCTY UKCIIa OJHOBPEMEHHO MOJIEIUPYEMBIX IIPOLIECCOB.

Jpyroii CymecTBEHHBIN ACIEKT MOJIECIMPOBAHUSA B MHUTOXOHJAPHUAX — TPAHCKPHUIILHIO
ocymecTBisaoT Toinbko PHK-monmmmepassr ¢aroBoro Tuma, CKOpOCTb 3JOHTalldd KOTOPBIX
SKCIEPUMEHTAJIbHO HEU3BECTHA, HO, MI0-BUAMMOMY, BBIIIE, YEM Yy MTOJINMEPa3 OaKTepUaIbHOIO
tuna. B mnactugax tpanckpunuuio ocymectsiaior PHK-nonumepassr gparosoro u Gakrepu-
QJIBHOTO THUIIOB, HO 3TO OOCTOSITENLCTBO HE UTPAECT 3aMETHOW POJIM, Tak Kak Ooisiee ObIcTpas
noJinMepasa Bc€ paBHO HE MOKET 00OrHaTh Oojiee MEUICHHYIO U He BiIMsieT Ha He€. Mojenu-
pOBaHME B cIydae MUTOXOHAPUI MPOBOAUIIOCH Uil CKOPOCTEN 3JIOHTallMK Ha TOpSAA0K Oosee
BBICOKHX, YEM B CIIy4ae IIACTUA. DTO MPUBEJIO K YBEIMYEHUIO YAaCTOThI OOpalleHs K ouepe-
I COOBITUM U POCTY €€ JUIUHBI.

B mnactunax npunumaiock, yto croikHoBenue PHK-nmonumepassl ¢ a100biM Oernko-
BbIM (DaKTOPOM HJIM BTOPUYHOU CTPYKTYpOW O€3yCIOBHO HPUBOAMIO K TEPMHUHALUU TpPaH-
ckpunuuu. Ilpu MopenupoBaHMM B MUTOXOHAPHUSX paccMaTpUBAETCS HOBBIM Kjacc OObek-
TOB — OEJIKOBBIE TEPMUHATOPHI C MPOTEKAHUEM B 00€ CTOPOHBL. XapaKTEePUCTUKU MPOTEKAHUS
HUMEIOT CMBICI BEPOSITHOCTHU U SIBIISIFOTCS TapaMeTpaMy TEPMHUHATOPA.

[IporpamMmHuasi peanuzanusi MOJEIMPYET OJUHOYHYIO TPAEKTOPUIO B IPOCTPAHCTBE
BO3MOKHBIX COOBITH, BJIOJIb KOTOPOW BBIYUCIISIOTCS YPOBHHU TPAHCKPUIIIUHU BCeX TeHoB. [1pu
OJIHUX M TeX K€ MapaMeTpax MOJENU BBIIOJHACTCS YCPEAHEHHE ITUX YPOBHEW 10 MHOTUM
TpaekTopusiM. Beruncnenuss Moryt 3p(QeKTUBHO BBINOIHATHCS MMApaJIENIbHO HA BBHICOKOIPO-
M3BOJIMUTEIILHOM Kilactepe, noanepxkusatomeM cpeny MPI. [IpuBenéHnele Huke pesynbrarsl
noydensl Ha kiactepe MVS-100K B MexsenomctBenHoMm Cymnepkomnbiorepaom Llentpe
PAH, [70] c ucnons3oBarurem 2048 mporeccopos.

OOparHast 3ajja4a pelansach METOJIOM MHOTOKpUTEpUalbHONU onTuMmu3anuu. [loBepx-
HOCTh OTKJIMKA, HampumMep it GpyHKunoHana (3), ©MeeT CI0XKHYI0 (opMy € SIPKO BBIpaKECH-

HBIMU «BOJAOpasgcIaMu» U MHOTIOYMCICHHBIMHU JIOKAJIbHBIMU MUHUMYMaMH, 4TO HC IMO3BOJIA-
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€T MPUMEHUTh OOBIYHBIE METOIbI JIOKATIbHOW ONTUMHU3ALINU, CKa)KEM Ha OCHOBE METOJa Ipa-
JTUEHTHOTo ciycka. B Takux cuTyauusx Juig COKpalleHus rnepedopa oObIUHO HCIIONIb3YIOTCS
3BpUCTUKU. OCOOEHHOCTH HallleH 3a7a4ul MM03BOJIMIA IPUMEHUTD CIIEAYIOUTYI0 3 (HEKTUBHYIO
HPOLEAYDY.

[IpomoTopsl Ha 06eux nensax paccmarpuBaeMbix MTIHK cocpenoTodyeHsl B KOMIaKT-
HOH obnactu, He cojepxaiieil reHoB kpome tRNA-Phe y yenoBeka u kpeichl. [lostomy u3
9TON 00JIacTU BBIXOJUT JiBa BCTpeuHbIX noTtoka PHK-monmmepas, koTopble KOHKYpUPYIOT B
OCHOBHOM BHE 3TOH 001acTu, T.€. TaM, IJIe pacloIOXKeHbl IPaKTUUeCKHu Bce TeHbl. Ecnu ka-
KOM-TO T€H, HampuMep Ha TsHKEIOW LIeNu, He TPaHCKpUOHpYeTcs, TO 3TO 3HAYMT, YTO MOTOK
MoJINMEpa3 1o JIEFKOH LETH CIMUIKOM CUJIBHBIM U MOJHOCTBIO OJOKHPYET MOTOK, HHULIUUPY-
eMblil TpoMoTOpaMu Ha TspkENON 1enu. [lockonbky obmue ycnoBust TpeOyroT, 4TOObI BCE Ie-
HBbl UMEJIM HEHYIIEBOM YPOBEHb TPAHCKPHUIILIMHU, HE MMEET CMbICIA JAIbHEHIIEE YBEINUEHUE
VHTEHCUBHOCTH CBSI3bIBaHUSI NPOMOTOPOB Ha JETKOM LENMH, TaK Kak TOIJa 3aBEAOMO HeE
HaWJIeTCs MOIXOIAIIEIO PEMICHHS. JTO TIO3BOJISIET CUIILHO OTPAHUYUTH MepedOp MHTEHCHUBHO-
CTEH CBSI3BIBAHMS MPOMOTOPOB. A UMEHHO, JUIS KaKJI0TO (PMKCHPOBAHHOTO HAOOpa 3HAYCHUU
IIPOYMX ITapaMeTPOB MHTEHCUBHOCTHU CBS3BIBAHHS C MPOMOTOPAMH BAPBUPYIOTCS B KAKIYIO
CTOPOHY JIMILb JIO T€X MOp, MOKa MOJHOCTbIO HE MPEKPAaTUTCS TPAHCKPHUILMS KaKOro-auodo

I'CHa. 9Ty CTPATCruio ONITUMHU3AIUH MOKHO HAa3BaTh «AaKTUBHBIM ITIOHCKOM.

8. Pe3yibTarbl 0 MUTOXOHAPHUSIX

Jst ckopoctu PHK-monumepaszer 500 HT/C Mozenb nana Mo OJAHOMY PEHICHUIO st
Ka)XXI0r0 OpraHu3mMa — Tpéx JIAryuiek, 4yeloBeKa (340poBOro U 00JILHOTO), U KPBICHI (3y- U TH-
MIOTUPEOUTHOM).

g nsrymek ypoBHu nporekanus mTERF-repmunaropa (t.e. nons PHK-nomimepas,
npoxoasamux uepes cBsizanHbli mMTERF) okazamuce cnenyromumu: p=0.0164 mo Tsoxénou 1e-
mu 1 ¢=0.0056 no nérkoii memnu, ykaspiBas Ha TPEXKPATHYIO MOJSPHU3ALNUI0 TepMHUHATOpa. B
OCTAJIbHBIX CIIy4asiX OHU Opanuch (PMKCUPOBAHHBIMU: TAKUMHU K€, KaK Yy JISATYILIEK.

Jlyig nsrymexk MHTEHCUBHOCTH CBsi3bIBaHUS ¢ mpomotopoM LSP1 B ocHOBHOM Bo3pac-
TarOT co BpeMeHneM, Tabmuma 1.1 u pucynok 1.3. Comnacue pe3yabTaToB MOJACIN U OINBITHBIX
JTAHHBIX 10 YPOBHSM TPAHCKPHUIIIIMU BO BCEX CIIy4asX OY€Hb BBICOKOE: JIUIIb 10 (popmyre (4)
st 1-it nmarymku u reHoB COX2 u ND4 nmMeercst 3HaUMMO€ pa3indre MOJCIBHOTO M OIBIT-
HOTO 3HAUYCHMA. A UMEHHO, TOJBKO /11 MOMEHTa BpeMeHn 96 dacoB u rena COX2 paznmuuune
HeckopKo npeBbiiiaer 100% (B cropoHy yBenudeHus); aias rena ND4 Bo Bce MOMEHTHI Bpe-

MEHH — HECKOJIbKO TipeBbImaeT —50% (B CTOpOHY YMEHbIeHUs ), Tabnmma 1.1.
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Egg +5h +10h +14h +16h +18h +20h +23h +48h +96h Egg +6h +9h +20h +30h +48h+7days Egg +5h +14h +20h +28h +48h

Pucynok 1.3. I'padpuku 3aBUCHMOCTH OT BpeMEHU MHTEHCUBHOCTEN CBA3bIBAHUS
npomoropa LSP1 y 3M0pHOHOB TPEéX JsArymex

VY 310poBOTO YeIOBEKa WHTEHCUBHOCTH CBsi3bIBaHUA ¢ caiitamu LSP, HSPI, HSP2 u
mTERF cootBerctBenHo pasHbl 0.0031, 0.0031, 0.0126, 0.6456, Tabnuma 1.3. Y genoBeka ¢
MELAS-60me3upr0 nareucusaoct HSPI u mTERF namaror coorBerctBeHHO 10 0.0004 u
0.5336, ymenbiasch, TakuM obpazom, B 7.75 u 1.21 pa3a. OtHomenne R ypoBHEHl TpaH-
ckpunuuu resa 125 x reny COX2 paBuo 24, otHomenue PHK/PHK_ B3BemeHHbIX cymmap-
HbIX kosnnuecTB PHK y 310poBoro u 60ipHOrO uenoBeka paBHo 1.18. YpoBHU TpaHCKpUNLIUU
tRNA-Phe u 16S pPHK nagator y 601pHOr0 uenoBeka cooTBeTcTBEHHO B 3.84 u 1.2 pa3a.
VYposuu TpaHckpunuuu reHoB tRNA-Leu u tRNA-Lys ymensmatorcst B 1.2 pasa, T.e. B mpe-
JieNlax OTKJIOHEHUH, U3BECTHBIX U3 ONbITa. MUHUMYM (YHKIMOHAJA MPU BCEX OTPaHUYEHUSIX
oTinyaercs Ha 2.4% OT ero MUHUMYyMa TOJIbKO IpU OOLINX OTpaHUYEHUSIX.

CornacoBaHue pe3yabTaToB MOJEIN U ONBITHBIX JAHHBIX MO0 YPOBHSAM TPAHCKPUIILIUU
y 3710pOBOT'0 YeJIOBEKa HAXOAUTCS B MpeieiaxX ONbITHOM MOTPEIIHOCTH Ui BCEX TEHOB, KPOME
CYTB, i KOTOpPOro NOTPELIHOCTb, IOJIyd€HHAas! B OMBITE, MIpeBbIlIeHa B Mojenu Ha 29%. [1o
dbopmyrie (4) It 3MIOPOBOTO YEIOBEKA 3TO pa3indue TOJAbKO s reHa CYTHB He3HAuuTeIhHO
npesbimaeT —50% (B cTopoHy yMeHbIeHus ), Tabmuma 1.3. Msl BepaéMcs k cinyqato CYTB B
nynkre 10.

VY KpbICbl HHTEHCUBHOCTHU CBs3bIBaHUs ¢ caiitoM LSP, cymma HSP=HSPI+HSP2 u ¢
caiittoM mTERF cootBerctBeHHO paBHbl 0.1056, 0.0721 u 0.9453 y sytupeousa; y runotu-
peouna HSP yowiBaer 1o 0.0336, tabnuua 1.6. OTHOmEHHEe R ypOBHEW TPaHCKPUIILIMK I'eHa
12S x reny COX2 paBuo 30.605 y syTupeounsia u He3HaAYUTENBHO Bo3pactaet a0 30.637 y ru-
notupeonsia. CornacoBaHue pe3ylbTaTOB MOJEIM W ONBITHBIX JaHHBIX IO YPOBHSIM TpaH-
CKPUILMK JJIs1 Tapbl 3YTUPEOUA-TUIIOTUPEOU T HAXOAUTCS B IpeJeaxX ONBbITHOW MOTPEIIHO-

ctu. [lo popmyne (4) paznuuue He3HaUUMOe, Tabauma 1.6.
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[TonpoGHO pelieHUst U CpaBHEHHUE MOTYUYEHHBIX PE3YJIbTATOB C ONBITHBIMH JAHHBIMHU
npuBeneHbl B Tabnunax 1.1-1.3, 1.6. Emé pa3 3ameTuM, 4TO NPaKTUYECKU BCE PE3yNbTaThl

HaxoJdATCA B IIpEACIax OIIBLITHOM IMOTrpCIIHOCTH.

9. Pe3yJbTaThbl 0 IJIACTHAAX

Jna 1-e0 nokyca cornacue ¢ dKCIIEPUMEHTOM, T.e. oTHouieHue sigd/WT ypoBHs TpaH-
CKPUIIIMK NOCJIe HOKayTa 10 sig4 (B YUCIUTENE) K €r0 YPOBHIO B TUKOM TuUIlE (B 3HaMeHaTe-
JIe), a TaKKe OTHOLUEHHUS! YPOBHEH TPAHCKPHUIIIMU C Pa3HbIX MPOMOTOPOB XOPOILIO BOCIPOU3-
BOJATCS B HAILIEH MOJENIN IPU CIEIYIOIIUX YUCICHHBIX 3HAUEHUSX UHTEHCUBHOCTEH CBSI3bI-
BaHUS XoJoepMeHTa WU MoiuMepasbl (aroBoro tuma c mnpomoropamu: N1=0.003,
N2=0.054, P1=0.010/0.037, P2=0.050/0.093. 3necr u naiee obo3nauenue uHmeHCcuHoCmu
CBSI3BIBAHUS COBMAJACT C 00O3HaueHHEM mpomoTtopa, a s PEP-mpomoTopoB ykasbiBaeTcs
7IBa 3HAYEHMsI: IEPBOE — 3HAYEHHE MHTEHCUBHOCTHU CBSI3bIBAaHUS X0JIO()EPMEHTA B CIIy4ae Ho-
Kayma, BTOPOE — B cilydyae Ouko2co mund. Pa3MepHOCTb Ka)KJJOW MHTEHCUBHOCTH CBSI3bIBa-
HUS — 00paTHbie CeKyHabl. B Tabnuue 1.4 s 3Toro JoKyca mpu HOKAayTe Sig4 CpaBHUBAIOTCS
M3MEHEHHUs YPOBHEH TPAHCKPUIILUU T'€HOB B AKCIEpUMEHTE U B Mozenu. OTHOIIEHUs YpOB-
Hel TpaHckpunuuu resa ycf! ¢ mpomoropoB N2 u P1 B onbite u Monenu paBro 1.7. Takoe
OTHOLIEHUE HE OLICHUBAJIOCH B Mojenu s npoMoTopoB N1 u N2, 0lHaKO MHTEHCHUBHOCTh
cBs3bIBaHMs B onbiTe ¢ N1 B 20 pa3 meHble, yeM ¢ N2, 4To coracyercsi ¢ HalJICHHbIM pellie-
HueM. IIpu nokayre RpoTp (korma N2=0) u P1=0.12 monenp npenckasbiBaeT 2.5-KpaTHOe
yBenunyeHue pdexruBHoctd PEP-npomotopa ycf/—33/34 no cpaBHEHHIO C JTUKUM THUIIOM,
YTO XOPOIIO COTIIACYyeTCsl ¢ AaHHBIMH XpomaTtorpamm [48]. TeopeTuuecku 3TO MOXKET OBITh
ONpaBIaHO OTCYTCTBUEM IOCIIE HOKAyTa HETMHEHHOTO B3aUMOJICHCTBUS, OCHOBAHHOTO Ha OJI-
HO- 1 TpéxMepHoi nuddy3un mexny PHK-nonumepasamu, ”HUIIMUPOBABIIMMU ([0 HOKayTa)
tpanckpunuuio ¢ NEP-npomotopa N2 u PEP-npomotopa P1. 3nauenus, nosydeHHble B MO-
JIEJIA, HE BBIXOAT 32 MPEICIbl ONMBITHON MOTpenHoCcTy (Tabmauna 1.4), 9To0 CBHAETEIHCTBYET O
XOPOILIEM COITIACUU C OUOJIOTMYECKOH pealibHOCTBHIO.

Jna 2-20 nokyca Monienb Jlana Xopoulee coracue ¢ AKCHepUMEHTATbHBIMU JAHHBIMU
MpU 3HAYCHHUSX MHTCHCHUBHOCTEH CBs3biBaHUs xoiodepmenta P0=0.2, P1=0.9, P2=0.3,
P3=0.1. B tabnuue 1.4 myist 3T0r0 JIOKYyCa IpHU YBEIMYEHUH TEMIIEPATYpbl CPAaBHUBAIOTCS U3-
MEHEHHUSl YPOBHEW TPAHCKPHUIILIUK T€HOB B AKCIEPUMEHTE U Mojeiau. BuaHo, 4To pasHuIsl
HaXOJATCS B Ipeleax OMBITHBIX MOIPELUIHOCTEH. YPOBEHb AKCIpeccUu reHa rpsl6 (Bropas
00acTh) BO3pacTaeT MOCJe TEIJIOBOTO IIOKAa Kak B OMbITE, Tak U B Mojaenu. IIpupoct axc-

MIPECCUU HECKOJIBKO BBIIIE, YEM MPEACKa3aHHbIN B [48].
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Lna 3-20 nokyca MOIENMPOBAHKE MOKA3aJ0, YTO HUKAKME 3HAYCHUS] MHTEHCHBHOCTEH
CBSI3bIBAHUS C MPOMOTOpPAMH HE MPHUBOJAT K COIVIACHIO C SKCIIEPUMEHTOM 0O€3 JTOTOJIHUTEb-
HOTO MPEIIONI0KEHHS O CTPYKTYpPE JIOKYCa, KOTOPOE, OHAKO, MOIY4MIIO MOATBEPXKACHUE (CM.
nyHkT 11). C noMoipio Mojenu ObUTH UCCIIEA0BAaHbl pa3Hble TUIIOTE3bl O TEPMUHALIMM TPaH-
CKPUIIMKN Pa3IMYHbIMU (DaKTOpaMu, KOTOPbIE MOTYT IMPHUCYTCTBOBATh B JIOKYCE, BKJIOYast
KpecT-mnuiabku. Hanmydmiee coniacoBanue pe3ynbTaToB MOAEIMPOBAHUSA C HAOIIOJAEMbBIMU
B OIBITE 3HAYCHUSIMH YPOBHEHN TPAHCKPUIILIUK T'€HOB OBLJIO JOCTUTHYTO B MPUCYTCTBUU JIBYX
TUIIOTETUYECKUX TepMUHATOPOB. TakuM oOpa3om, MOJenb MpejcKasana aBa GakTopa TepMHU-
HallUU TPAHCKPUIILIUKA — TEPMUHATOPBI, KOTOpPbIE ObUIM MOATBEPKIECHbI aHAJIN30M BBIPABHHU-
BaHus coorBercTByromux ydactkoB JJHK. Otu tepmunaroprr o6o3nauensl kak T1 u T2 Ha

pucynke 1.1c u npencTapisioT co00M ManuHAPOMBI JUIMHOM 44 HT, pucyHOK 1.4.

T1 TTAACGTAATCAGCCTCCAAATATTTGGAGGCTGATTACGTTAA
T2 GTATCTAGGGAGTAGTCATTTCCAAATGAATTCTCCCTAGATAC

Pucynox 1.4. /Ipa noreHunaabHbiX Tepmunaropa T1 u T2 B siokyce 3
KOMHJICMGHTapHI)Ie HYKJIICOTU/bI BBIJICJICHBI OMMHOYHBIM 1 I[BOf/iHLIM HOI[‘IépKI/IBaHI/IeM.

IIpu onunakoBoi JyiMHe B 44 HYKII€OTHa TEPMUHATOPHI CYIIIECTBEHHO PA3JIMYAIOTCsI 10 COCTABY.
TepMI/IHaTOp T2 — HeCOBepIJ.IeHHHfI NMaJIUHAPOM C TPEM HC KOMIUICMCHTAPHBIMU ITapaMu.

KoncepparuBnocTh nanmuuapoma T1 u ero ponb onucana B o03ope [65] anst HeOOIb-
uioro yucia Apyrux BuaoB. Kaxapiil repmunarop — T1 u T2 — xapakrepusyercsi COOCTBEHHOM
BEPOSITHOCTHIO (Tarke o603HadaeMoit T1 u T2) repMuHanuyu TpaHCKPUILIUU, KOTOPbIE ObLIH
onpezeeHbl MPU MOJEIUPOBAHUN HapSAY C MHTEHCUBHOCTSMU CBSI3bIBAHUSI C IPOMOTOPAMH.
OTu BeposTHOCTU OKazaiuch paBHbl: T1=0.25, T2=0.25. bpum npeacka3aHbl CIEAYIOLIUE
3HaYeHWs MHTEHCUBHOCTH CBsi3biBaHus: P1=0.555/0.867/1.355 (ana nokayra sig3, sig4 v nu-
xoro tuma) , P2=0.075/0.227/0.284, P3=0.116/0.146/0.182, N=0.116. [Tony4eHHsie B MOaETH
OTHOILIEHUS YPOBHEW TPAHCKPUIIIIUU XOPOIIO COINIACYIOTCS C pe3y/IbTaTaMiU OIBITOB C HOKay-
TOM sig3, a TakKe HE3aBHCHMOTO HCCIICOBAaHUs HOKayTa sig4 B Arabidopsis thaliana, [45],
rJle YpOBHU TPAHCKPUIILIMKU U3MEPSUINCH JI0 U MOCIIE HOKayTa, Kak B Jiokyce 1. B Tabnuue 1.5
JUISL 3TOTO JIOKYCa CPAaBHMBAIOTCS U3MEHEHHUs NPU HOKAyTe Sig3 W Sig4 YpOBHEH TPaHCKPHII-
LMY T€HOB B DKCIIEPUMEHTE U B MOJIEJIN; BUIHO, YTO JaHHbIe OMu3kH. B yacTHOCTH, ypOBEHb
TPAHCKPUMIMK TeHa psbB — okono 417 TpaHcKkpunuuii B 4ac (BblllIe, YEM Yy APYTUX I€HOB),
YTO XOPOIIO COINIACYeTCsl C TEM, YTO OH KOJUPYET OCHOBHOM aronpoTenH BTOPoH (oTocucte-

MBI U, CJICAJOBATCIBHO, JOJI’KEH HHTCHCHUBHO TpaHCKpI/I6I/IpOBaTBC$I.
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10. O6cyxneHue pe3yJbTaTOB 0 MUTOXOHAPHUAX

Bricokas cTenenb 3BOMIOIMOHHOM KoHcepBatuBHOCTH Oenka mTERF u caifra ero cBs-
3bIBaHUs [32] MO3BOJISET MEPEHOCUTD OLIEHKU IapaMeTPOB p U ¢ (BEPOSATHOCTEH MPOTEKaHUs
mTERF-repmunatopa B 00e cTOpoHbI) HAa MHOTHE JAPYTUe BUIBI, 10 KpaltHEH Mepe Ha XOpAo-
Bble. OJTHAKO Jpyrue mapaMmerpbl MPUXOJUTCS MEPEHOCUTh C OCTOPOXKHOCThI0. Hampumep, y
MbIu u3BecteH TepmuHarop D-TERM B 5'-nunepnoit obnactu rena tRNA-Phe mexay mpo-
motopamu LSP u HSP1, [68], He onucaHHbIN y KpbICHI U yenoBeka. Jlaxe y OIM3KUX BHIOB

yuactku JIHK B oGmactu 3T0TO TEpMHHATOpPA HE BEIPABHUBAIOTCS, PUCYHOK 1.5.

Mus musculus ACCAAAACTCTAATCATACTCTATTACGCAATAAACATTAACAA 16299
Rattus norvegicus GCCTACCCT - - -CAGAAAATTCCACATACACCAAA--------- 16313
Homo sapiens GCTAACCCCATACCCCGAACCAACCAAACCCCAAAGACA----- 577

Pucynoxk 1.5. 5'-/Iugepusbie o01actu rena tRNA-Phe

B niepBoii cTpoke moquépkHyT crierpduyaeckuii repmunarop D-TERM. Vka3aHbl KOOpAMHATHI MPaBBIX
koH110B nocienoarensHocTeld JJHK, koropsie orHocuTensHo tRNA-Phe umetor koopaunary —1.
OO0nacTy He BBIPABHUBAIOTCSL.

[Ipencka3zanus Hamed MOJEIN XOPOIIO COITIACYIOTCSI C U3BECTHBIMH M3 OIIBITOB ypPOB-
HSIMHU TPAHCKPUIILUU B MUTOXOHAPUSX JISITYIIEK, YEJIOBEKa U KPBICHI, BKIIIOUas OOJIE3HEHHbIE
coctosinus, Takue kak MELAS-myranuio y yenoBeka U NOHUKEHUE YPOBHS FOPMOHA LIUTO-
BUJIHOM KEJE3bl Y KPBICHI.

B Mopenu mpenckazanbl 3Ha4eHUs MHTEHCUBHOCTEW cBsizbiBaHMa PHK-monumepas c
npomotopamu, xapakrepuctuku mTERF-repmunaropa Tpanckpuniuu u abCoJIIOTHBIE 3HaUe-
Hus (Tabnuua 1.2) ypoBHEH TpaHCKPUIIUH Ul BCEX MUTOXOHIPHAJIbHBIX T€HOB, B TO BpeMs
KaK U3 OIbITA U3BECTHBI TOJBKO OTHOCHUTEIIBHBIE 3HAYEHUSI YPOBHEW TPAHCKPUIILMU JUIS Ya-
CTH JTUX I'€HOB. B 103y npemnokeHHOW MOJEN TOBOPUT U TO, YTO BCE TEPMHUHATOPHI BaXkK-
HBI JJIs TIpeAcKa3aHus TpaHcKpunuuu. VckirodueHue J1ro00oro TepMuHaTopa U3 MOJEIHpOBa-
HUs IPUBOJUT K HEAIEKBAaTHBIM IIPEJICKAa3aHUSAM, HAIPUMEP K TPAHCKPUIILMHU FE€HOB JIUIIb Ha
oxunoi nenu JHK.

Monens naér mydiiee corniacue ¢ onbIToM npu ckopoctu PHK-nmomumepassr 500 HT/C,
yeMm npu 200 HT/C; B 4aCTHOCTH, B 3TOM CJy4yae INPAaKTUYECKU BCE OTKJIOHEHHUS PE3ylbTaTOB
MOJIEIIM OT OTBITHBIX 3HAYEHHWH MOMAJaloT B IpeJesbl ONBITHOM morpemHoctu. Bompoc 06
OLICHKE CKOPOCTH IOJMMEpPa3bl, IPU KOTOPOW JTOCTUIAETCS HAWIYy4lIee COITIACHE C OIBITOM,
TpedyeT JalbHENIINX UCCIIEI0OBAHNN KaK Ha OCHOBE Hallleil MOJIEIH, TaK U OIBITHBIM ITYTEM.

W3 onbiTa M3BECTEH MOHOTOHHBIA POCT KOHUEHTPALUU TPAaHCKPUIILIMOHHOTO (hakTopa
mtTFA Ha paHHHX 3Tanax pa3BUTUS SMOpPUOHA JIATYILKH [26]. DTOT QakTop SABISETCS aKTHBA-

TOPOM JJIsl BCEX MPOMOTOPOB, IMMOATOMY CIIEAYET OKUAATh POCTAa MHTEHCUBHOCTEH CBSI3BIBAHUS
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CO BCEMHU NPOMOTOPAMHM, YTO Mbl U HaOJIONaeM B MOJEIH C BBICOKOH TOYHOCTHIO, CTOJIOEL]
LSP1 B tabmuue 1.1. OnHako HET ONBITHBIX OCHOBAaHWM, U MBI HE HaOIIOHaeM HOAOOHONH MO-
HOTOHHOCTH Juis napamerpa mIERF.

B nureparype umeercs 6uonHpopmaruueckoe npeackazaHue: y MICKOMUTAIOIUX UH-
TEHCUBHOCTh HSPI poMoTOpa Ha TSHKENON e 3HAYUTEIIBHO MPEBOCXOUT HHTEHCUBHOCTD
HSP2 npomoTopa Ha Toi ke 1ienu [13]. To He COOTBETCTBYET pe3ylibTaTaM B HAIICH MOJICIIHN:
y Hac HSP2 B 4 pa3a 6onbie, uem HSPI.

VY 4yenmoBeka MoyuyeHHbIE aOCOJIIOTHBIE 3HAUEHUS YPOBHEW TPAaHCKPUILMHM OElOoK-
KOJIUPYIOIIHMX I'€HOB OKA3aJINCh HEOXKUJAAHHO MAJICHbKUMU. TpaHCKPHUIIMS MPOUCXOINUT MPH-
MepHO pa3 B 15-26 MHHYT B 3aBUCHMOCTH OT TeHa, Tabmuia 1.2, Torma Kak BpeMs TpaH-
ckpuniunn Bcer nenu JIHK cocraBmser 33 cexkyHabl npu ckopoctd oHrammu PHK-
nosiumepassl 500 vr/c. CTONb peaxas TPaHCKPUIIUS Kau€CTBEHHO COIIACYEeTCsl C OLIEHKaMHU
abcomotHbix konmuectB MPHK, nonyyennsimu B [33].

bonee Toro, y dernoBeka B MOJENIH BJIOJb JIETKOM M TSOKENOW LETIEW YPOBHU TpaH-
CKPUIIIMK TE€HOB, KOAUPYIOUIUX OEJIKH, MPAKTUUYECKH HE MEHSIOTCA. DTO IMOKa3bIBAET, YTO
PHK-nonumepaspt ¢ npomoropoB HSP1 u HSP2, xotopsie mnpouuin uvepe3 mTERF-
TEPMHUHATOP, MPAKTUYECKHU HE HCIBITHIBAIOT CTOJKHOBEHUH. TO k€ camoe BEPHO IS ITOJIMMeE-
pa3 c mpomoropa LSP, kotopeie mnporum mnepBbelii TepMuHaTOp, OOycioBiIeHHBIH G-
KBaJIpyIuiekcoM (Terpamepom). VHbIMH ciloBaMH, 3TH MOJMMEpa3bl MOYTH HE OIIYILAIOT
BCTPEYHBIX NMOTOKOB. lIpakTnueckn orcyrcTByeT KOHKypeHuus mexnay PHK-monmmmepasamuy,
CBSI3aBILIUMUCS U CBOOOJIHBIMH, 32 JOCTYI K IIPOMOTOPY: IIPU BBICOKON CKOPOCTHU MOJUMEPA3HI
U MaJIbIX UHTEHCUBHOCTSX CalT JIt0OOTr0 MpOMOTOPa OCBOOOXKIAETCS 3a/10JIT0 JI0 TOro, Kak
CIIy4aeTCsl CIEAYyIolIas MOIBITKA CBSA3BIBAHUS C HUM. BEpOSTHOCTBH IEPEKPBITHS IPOMOTOpA
PHK-nonumMepa3o, nomeainiei Ha BTOpOr KPyT, TakKKe HEBEIUKA: 32 9 4acOB MOJEIUPYEMOTO
BpemeHu Toibko 1 + 1 PHK-nonumMepas uxyr Ha Bropoii kpyr no nérkoit uenu u 23 £ 6 — no
TOKENON 1enu (Kak oOBIYHO, 37€Ch yKa3aHbl CpellHee 3HaueHHe + HEeCMEIlEHHas OIeHKa
CPEIHEKBAAPaTHUHOTO OTKIOHEeHUs pu n = 1000 TpaekTopuii).

C »5BOJIOIMOHHOM TOYKM 3pEHUs TakoW HU3KUI ypoBeHb KoHKypeHuun PHK-
M0JINMEPa3 B MUTOXOHJPHUSAX YEIOBEKa MOT Obl OIIPABIBIBATHCS TEM, YTO MPU UX CTOIKHOBE-
Hun mMoxet moBpexaarscsi JJHK. CormacHo omenkam u3 [55], B miacTugax CTOJKHOBEHUS
PHK-nonumepa3 6akTepuanbHOro TUIA MPOUCXOAST ropa3fo Yalle U CKOPOCTb TaKUX IOJIH-
Mepa3 3HAYUTEIbHO HMXKE. DTO MOYKHO CBSI3aTh C TEM, YTO M3HAYAJIbHO MUTOXOHJIPHH, MPO-
u3oulenne or o-nporeodaxrepuit, umenu PHK-nomumepassl 6akrepualibHOTO THIA, KOTO-

peie OblIu yTpadyeHsl mosxe [71], a ckopocts PHK-nonumepas ¢arooro tuma 3Ha4YUTENHHO

51



Boiie. [loaromy npeanourenne PHK-nmonumepas ¢aroBoro tunma MoXeT ObITh CBSI3aHO C
ymeHnbplieHueM pucka paspeiea JIHK npu cronknoBenusax PHK-nonumepas.

OnHako y Jnsrymku U Kpbickl koHKypeHuuss PHK-nonumepas Hocur Gosnee 3ameTHbIN
xapakrep (cM. Tabmuiy 1.2), 4TO MOXET ObITh CBSI3aHO C CYLIECTBEHHBIMH Pa3IHuYUsSIMU BO
BpeMeHax noiypacmnaaa coorseTcryromux PHK.

Brusnue MELAS-mymayuu nposiBisieTcs B MOJENIU 3aMETHBIM, B 1.21 pa3a ymeHblie-
HHUEM HMHTEHCUBHOCTH CBsA3bIBaHUA TepmuHaropa mTERF c ero caiitom ma JIHK u 3Ha4nm-
TEIBHBIM, B 7.75 pa3a yMeHbIIIEHHEM HHTEHCUBHOCTH mpomoTopa HSP1. D10 compoBoxkaaer-
csl yMeHbllieHueM ypoBHel Tpanckpumiuu tRNA-Phe B 3.84 paza u pPHK B 1.2 pa3a. Kakos
Mexanu3M BiausiHus MELAS-myranmmum wa denotun? MoxHO aymaTh O ABYX (akTopax:
yMeHbllleHue Kak ypoBHs TpaHckpunuuu pPHK, Tak u ypoBus penunananunonoit TPHK.

CHauana oOCyIMM BO3MOMKHBIM MEXaHU3M BIUSHUS nepeoz2o ¢axkmopa. JIns MHTEH-
CHUBHO 3KCIIPECCUPYEMBIX TeHOB pubocombl mioTHO 3anonHsoT MPHK, npenoTBpaias o6pa-
30BaHUE€ BTOPUYHOM CTPYKTYphl Ha HEH M, TEM CaMbIM, 3alluilas €€ OT BHEIIHUX (PAKTOPOB,
TaKMX Kak paspe3anue u moauduxauus. Mzmenenue yposue Tpanckpuniuu pPHK, kotopoe
MIPEJICKa3bIBAETCS HAIleH MOJEIbI0, MOXKET MPUBOAUTH K BOSHUKHOBEHUIO OTKPBITHIX OKOH Ha
MPHK, 4rt0, B cBOIO ouepenp, npuBoanT K paspymeHuto MPHK u cymecrBeHHOMYy yMeHbIle-
HUIO KOJINYECTBA OEJIKOB.

DJIeMEHTapHO-BEPOATHOCTHBIE COOOPaKEHUS MPUBOIAT K CIEAYIOMIEH dopMmymne s

BpeMeHH 7 moiypacmnajia joboit PHK:
T :l(l+dl) exp(wA)In2, (5)
u

vN ..
IpI(S] l = — — UHTCHCHUBHOCTHD IIOIIBITOK CBA3BIBAHUHSI pI/I6OCOMI)I C €€ CauTOM CB3bIBAHUA,

1+aN

o — mapaMeTp B 3TOH 3aBUCMMOCTH Mukasnuca — MeHTeH (HachlllleHue M0 A IPOUCXOIUT
1%

npu 6onbmioM N U paBHO — ) U V — ylelbHasi UHTEHCUBHOCTb IpU MajblX N, rie N — Ko-
a

JMYECTBO pHOOCOM B MUTOXOHJPUU 370POBOIO YenoBeka. Jlanee, w — OTHOLIEHHE TMHEHHOIO
pasmepa i PHKa3bl Bnons PHK k ckopoctu V' anonrauuu pubocomsl (V=15 xo70HOB B ce-

KyH1ly, h=Vw=15w), d — otHowmeHue pa3mepa h, pudocomsl Broiap PHK k Toii ke ckopo-
cti V' anonranuu pubocoms! (/4 =10 konoHOB, h =Vd ), 4 — MHTEHCUBHOCTb B3aMMOJEH-

ctBust PHKa3w1 ¢ onpenenénnrsim caittom Ha MPHK, mpuBomsimero k pacnany PHK. 3necs B
Ka4eCTBE MPUUYMHBI pacnaaa paccMmarpuBaercs Toiabko aevictBue PHKasbl, x0T aHanornyHo
MO’KHO PaccMOTpeTh AelcTBue U apyrux ¢akropo. @opmyssl (5)—(7) ocTrarorcst BEpHBIMU U

JUTSI TUTACTUT, OAKTEPHiA, apXei.
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Tonbko v, a m p 3aBucar ot nocaenosarenbHoctd PHK, N 3aBucut or skcnpeccnn

JPYTrUX TeHOB U, B 0COOEHHOCTH, OT POOCOMHBIX T€HOB.
VY 001BHOTO YelloBeKa BpeMs TOJypachajga 7' aHAJIOTHYHO BhIpaxkaeTcs uepe3 N' —
KOJIMYECTBO pUOOCOM B €ro MUTOXOHIpuH. OTcrona:

1+dA T
_— A=-AN]=—.
i dn exp[w( ==

(6)

W3 ombiTa MBI OkuIaeM, 9To 7 /7' HaxoauTcs B mHTepBajie ot 1.5 go 3, [31]. Monenb
MO3BOJISIET MOYyYHTh 3Ha4eHuss N U N' kak abOcomtorHeie konmvectsa 12S wm 16S pPHK, a
W MOXHO OLIEHWMTb B mpenenax oT 2/15 no 4/3 cexyHI; v U @ He U3BECTHBI U 3aBUCAT OT

caiiTa CBSI3bIBaHMs PHOOCOMBI, T.¢. B OOWIEM Cllydae MMEKOT BHA V, M «;, [Ae j mpoderaet

pasznuunbie PHK. MoxHo coctaButh cucremy u3 ypaBHeHui (5)—(6) misa pasusix PHK u BbI-

pasuthb v, o, depes w.

JUjig Hac NpUHLMIIHUAIBHO, 4TO (opMylbl (5)—(6) MOKa3bIBAIOT: MAaJECHbKOE U3MEHEHHE
abcoyoTHOTO KojudectBa N puUOOCOM OYEHb 3HAYMTENIBHO MEHSET BpeMsl Moiypacraja
PHK, a cnemoBaTenbHO, — KOJIMYECTBO COOTBETCTBYIOMIETO OETKa. DTO MOXKET CIYKUTh OJTHUM
u3 00bsSICHEHUH pe3koro u3MeHeHus Qenoruna npu MELAS-myranuu. A MMEHHO, XOTS B
ycioBuu (6) Mbl npenmnosaraiu, 4yro Bpemena nonypacnaga pPHK u 6onpmuncrsa MPHK y
3I0pOBOTO U OOJBHOIO YeJoBeKa ONM3KHU, YTO MOATBEP)KIAETCS HAWJCHHBIM pEUICHUEM, JUIs
o0bsicHeHHsI (peHoTHNa OOJIBHOIO YEJOBEKa JOCTATOYHO MIpEArojararb, YyTo JIMLIb Y OJAHOMN
(Bo3moxHO, KopoTkoit) MPHK Bpems nmonypacnana 3HauuTenbHO yMmeHbluaeTcs. Torga oTHO-
LIeHHE B YCIOBHHU (6) Mallo MEHSIETCsSl M OCTAa€Tcs B YKa3aHHBIX TaM Ipesesax, Torna Kak Bpe-
Ms nosrypacnaza oaHoi# (niau nemHorux) MPHK pesko nsmensercs.

HazoBém okrom yuacTok MexIy cocemHumu pubocomamu, cBsizanHbiMu ¢ PHK, mm-
puHO HEe MeHee h = Vw — nuHerHoro Baoiab PHK pasmepa PHKa3bl. UHTEHCHMBHOCTD pacna-

na 060t MPHK B pesynbrare B3aumonericteus ¢ PHKazoit paBaa

ﬁ-exp(—iw}. (7)

®opmynsl (5)—(7) BeiBoguTCS B [72].

KocHéMcst BO3MOXKHOTO MEXaHU3Ma BIMSHUSA 6Mmopo20 (akmopa Ha (peHOoTUn 60IbHO-
ro 4yesioBeKa: yMeHbleHue ypoBHs ¢enmnanannHoBoit TPHK ymenbiaeT sxcnpeccuto 0enok-
KOJUPYIOIIUX T'€HOB M OJIHOBPEMEHHO YBEJIMYUBACT IIMPUHY OKHA MEXIY COCEIHUMH pudo-
COMAaMH Ha IOJIMCOME.

[IpeBpiienue yposHsi Tpanckpumnuuu CYTB Han ypoBHsAMHU BbllIENeXalluX IeHOB,
KOTOPOE 3asBJISIETCS B OINBITHBIX JAHHBIX, HE MOXKET ObITh MOJIYYEHO B paMKax TEKYyIIEeW Mo-

nenu. OnHAKo B ombITax ¢ 6JokupoBaHueM pudocomsl Bpems noaypacnana MPHK CYTB ne
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yCcTOMunBO [34]. DTO MO3BOJISET MPEANOIOKUTh CHCTEMAaTHUYECKYIO OIIMOKY TIPH OTpeee-
HUU 3TOTO BPEMEHHU U, ClIeA0BaTeNbHO, YpoBHs TpaHckpunuuu CYTB. HeOounbloe pacxox-
nenue (okosio 6%) Mexay pe3yabTaTaMy MOJICIH U OIbITa Y YesioBeka st reHa ND2 MokHO
00BSCHUTD TOH K€ HEYCTOMYMBOCTBHIO B OTIPEICIICHUH BPEeMEHH moypacnaza [34].

B pesynbprare MoaenupoBaHusi COOTBETCTBYIOLINE 3Yy- U TUIIOTUPEOUAHON KpbIcaM UH-
teHcuBHOCTH cBsi3biBaHUS MTERF, a Taxke npomoropa LSP okazanuce paBHbiMU. B skcne-
puMeHTe MeTuiaupoBaHue caiita cBsi3biBaHus MTERF He usmensercs, a npomotopa LSP —
U3MEHSETCS He3HAYUTENbHO, PUCYHOK 1.64.

B monenu cymmapuas uarencuBHocte HSP=HSP1+HSP2 ununuanuum tpanckpunuuu
¢ nmpomotopoB HSP1 u HSP2 B 2.15 pa3a MeHble y THIOTHPEOUIA, YEM Y SYTUPEOUa, T.€.
MeHsieTcs cyliecTBeHHO. B omnbite: MetunupoBanue oonactu HSP1 mensiercs cymiecTBeHHo, a
HSP2 — ne3nauutenbHo, pucyHok 1.6b. Takum oOpa3om, B 000uX CiiydasX U3SMEHEHHE METH-

JIMPOBAHHUEC COTTIACYETCA C UBMCHCHUCM WHTCHCHUBHOCTCH CBSI3BIBAHUS.

a

L S A cachcamsersTocnan

L-stramd- TﬂC'I'!‘N\'!‘TCI“I‘AmGGCTTCTCCATI‘CTAGT (CCA TTTTARCT TAARTCTT, TTGQTMMTTTGCCGRCMMTCTTTCCTC@H
4——-—, 1oi-TEA binding site

H-strand- A'I'GRJ\'I‘DMGBATTTTCDGMGMGTMGBTCATCTGGTGTTTTMHGAAHTAGAATCGTMCG&WTTNEGC?TIMM

! !
fe M TAM gl o 0 . F LW

L-strand- ACTM&CCCI'CTITMTTGCCTBCCQ?C&MTTCMTMRCMGTPMTGPWPTBT&TWACTMTGCWW’IWW
mit-TEA bmdmg site ™ A Fhe

H-strand- m crmrmerwcm;rrmTcmrmmﬂmmmocfrmmmcmmncem
Ll ll i ;l L, l “lifhm l .
[t o
¢ Q
Lrsmd—IIm'rcc;Z T T ?f : Giacws;mwmw';?;ﬂe
|Hz—-—]28 IRNA —————
H-sirand- GTTTTTAGGGTATTTGTG TTTCCARACCAGGACCGGARTATTAATTAACC
ikl J.&ﬂ
4

X ; ; F ,FH i ; i 2 ! 0 “
L - TTAGACCCAAGTTATTAGGGTGGCAGAGCCAAGTAATTGCGTAAGACTTAAAACCTTGTT

165 rRNA—HRNALS,

H- AATCTGGGTTCARTAATCCCACCGTCTCGGTTCATTAACGCATTCTGAA'

t1t

Pucynox 1.6. CpaBHeHue MeTWJIMPOBAHMS Y THIIO- U YTHPEOUTHOM KPBIC.

Jaunbie B3saThI U3 [22]. [Tokaszansl JBa jJokyca MutoxoHmpuaisHoi JIHK: a — o61acTs uHAIIMAINN
TpaHCKpunuuu; b —obnacte TepMuHanuu TpaHckpumu Ha mTERF, TeMHO-cepbIM 1IOKa3aH CaliT CB3bIBAHHS
mTEREF. IIpomoropsr: IL — LSP, [H1 — HSP1, IH2 — HSP2. l'unepmerunupoBaHHbIe TO3UIMN TOKA3aHBI
CBETJIBIMU 3HAKAMHU, 3aIUIIEHHBIE TO3UIMN — YEPHBIMH 3HAKAMH, KBAJPATUK JUIS 3yTUPEOUIAa U KPYIKOK JIJIsI
THIIOTUPEOH .
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11. O6cyxneHue pe3yjbTaToOB O IJIACTHIAX

BaxxHo 3amMeTuTh, YTO Ui BCEX JIOKYCOB DPA3JIMYME MEXKIY PE3yJlbTaTaMH 3KCIIEpH-
MEHTOB 0 HOKayTy M TEIJIOBOMY IIOKY U COOTBETCTBYIOIIMMHU pe3yJIbTaTaMU Hallled MOJIENH
HE MPEBHIIIAET pa3dpoca pe3yabTaTOB CaMoro dKcrepuMenTa (Tabmuipt 1.4, 1.5), Takke Kak u
C JaHHBIMH XpoMarorpamm u3 [48]. DT0 TOBOPUT O TOM, YTO MHTECHCUBHOCTU CBS3bIBAHUS
PHK-nosmMepas ¢ mpoMoTopamu, NpeaCKa3aHHbIE MOJIEIbIO, XOPOIIO COIIACYIOTCSI CO BCEMU
JOCTYITHBIMH OINBITHBIMU JaHHBIMHU. B wactHOCTH, U1t PEP-IpOMOTOPOB OlIEHKAa MHTEHCHUB-
HOCTEH CBSI3bIBAHUS, MOJYYEHHAs U3 SKCIEPUMEHTAJIbHBIX JAHHBIX, HE CBSI3aHHBIX C HOKay-
TaMM WM TEIUIOBBIM IIOKOM, NAa€T 3HaYeHUs, ONM3KUE K MOJIYYEHHBIM B MOJENU. 3HAYCHUS
JPYTrUX UCIOJIB30BAaHHBIX B MOJIEIHN TAPaMETPOB TAK)KE HE PACXOJATCS C U3BECTHBIMU OMOJIO-
TMYECKUMHU JIaHHBIMH, XOTS [OCJIETHIE HOCAT B OCHOBHOM KOCBEHHBII Xapakrep.

B nepBom nokyce /uig reHa ycf! OTHOIIEHUS YpPOBHEW TPAHCKPHUIIMM C KaXKJIOTO U3
TpEX €ro MpOMOTOPOB M3BECTHHI U3 OmbITa [48] W OMM3KM K OTHOIICHHUSM YPOBHEH TpaH-
CKPHIILINH, ITOJIy4EHHBIM B HalIEl MOJEIH.

Bo BTOpoM s0kyce nis reHa psbA ypoBeHb TPAHCKPUIILUU OJUH U3 CaMbIX BBICOKUX
[48], u aT0 HaOmoAaeTcs B Halel Moaenu. bokcel mpomoTopa nepen reHoMm trnl (OJMHAKOBBIE
nepes 00eMMU KONUSIMU T'€Ha) OTIMYAIOTCS OT KOHCEHCYCa JIMIIb B CJ1Ia00 KOHCEPBAaTHUBHBIX
no3unusx, a nepen —10-60kcom BMecTo onTUMaNbHBIX HYKIeoTu10B TG pacnonoxensl CG.
[IpomoTtop nepen pshA npakTHUECKH HE OTIIMYAETCS OT KOHCEHCyca. JTO MO3BOJIAET JAyMarh,
YTO IPOMOTOPHI Tiepen trnl u nepen psbA obGecriednBaroT OJU3KHUE YPOBHU MHHUITMAIIUN TPaH-
CKPHIIIIUM dTUX TEHOB, YTO MBI U HaOmonaeM B mojenu. ['eH rp/l6 He moaBep keH KOHKYpEH-
LMY, [IOCJI€ HEro pacrojokXeHbl MHTEHCUBHO TPAaHCKpUOMpYyeMble I'e€Hbl Ha TOW K€ IIeMH,
Hanpumep reH rpoAd o-cyowrenunuiibl PHK-nonumepassl. Y, COOTBETCTBEHHO ATOMY, B MOJIENH
IIpU HOBBILIEHUH TEMIEPaTypbl Mbl HaOJlOaeM pPOCT TPAHCKPUILIUU TeHa rpll6, XOpoIlio
00BSICHUMBIN 3TUM MOBBILIEHHEM. B 11€710M MOzenb coracyercst ¢ SKCIepUMEHTaIbHO yCTa-
HOBJICHHBIMH M3MEHEHUSMU YPOBHEU TPAHCKPUIILMH MPH TEIUIOBOM IIOKE B M30JIMPOBAHHBIX
XJIOPOILIAcTax, KOrja OHU HE MOJIBEPraroTcs BO3AEUCTBUIO OEJIKOB, KOAUPYEMBIX B SIApE.

B Tperbem nokyce MOZeNnbi0 MpeacKa3aHo cylllecTBoBaHUE TepmuHaropa T1 mexnay
reHamu psbT n psbN, HETIOCPEACTBEHHO MPUMBIKAIOIIETO K 3'-KOHITY TeHa psbN, B Xjoporuia-
cte Arabidopsis thaliana. MHOXXeCTBEHHOE BBIPAaBHHUBAHNE COOTBETCTBYIOIIMUX YIaCTKOB TO/I-
TBEPKJAET €ro HAJIWYUE y IIHMPOKOW TPyHIbl IUIACTUA PACTEHUN U BOJOPOCIEH, CM. TaKxke
[65]. B xmopormnactax pactenuii rpynmsl eurosids 11, Bkmrouatomeit Arabidopsis thaliana, 31o
KOHCEpBAaTUBHBIM NAIMHIPOM JIMHOW B 44 rmapsl OCHOBaHUH C  KOHCEHCYCOM

TTGAMGTAATCAGCCTCCMAATATTKGGAGGCTGATTACKTCAA, pucyHok 1.7.
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A.c. AAAAAATTTTCATTATATTCATTGAAGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACTTCAA-------
A.g. AAAAATTTTTCATTATCTTCATTGAAGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACTTCAA-------
A.t. AATAATTTTTCATTATCTTCATTAACGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACGTTAA-------
D.n. AATAATTTTTCATTATCTTCATTGATGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACATCAA-------
Bv. AATAATTTTTCATTATCTTCATTGACGTAATCAGCCTCCAAA-TATTTGGCGGCTGATTACGTCAA-------
Cow. AATAATTTTTCATTCTCTTTATTGACGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACGTCAA-------
A.h. AATAATTTTTCATTATTTTCATTGACGCAATCAGCCTCCAAAATATTTGGAGGCTGATTACGTCAA-------
C.b. AATAATTTTTCATTATCTTCATTGACGTAATCAGCCTCCAAA-TATTAGGAGGCTGATTACGTCAA-------
N.o. AATAATTTTTCATTATCTTCATTGACGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACGTCAA-------
L.m. AATAATTTTTCATTATCTTCATTGACGTAATCAGCCTCCAAA-TATTTGGAGGCTGATTACGTCAA-------

Cp. ----- TTTTTCATTATCTTAATTGAAGTAATCAGCCTCCCAA-TATTGGGAGGCTGATTACTTCAA-------

Cs. ----- TTTTTTTTTATCTCAATTGAAGTAATGGGCCTCCCAA-TATTGGGAGGCCCGTTACTTCCTACTTCAA

Gh. ----- TTTTTCATTATCTCAATTGAAGTAATGAGCCTCCCAA-TATTGGGAGGCTCATTACTTCAA-------
kkkk kk ok ok okskk ok ok skoksk skokokokokok sk ckekskok kk skokok Kok ok

PI/IcyHOK 1.7. MHOxXeCTBEHHOE BbIPaBHHBAHHUE NMNOTCHIMUAJIBHOIO TEPMHUHATOPA

Tpanckpunuuu T1 renos psbT u psbN B xnopomnacrax rpynnsi eurosids 11

MexreHHast 001acTh [MOKa3aHa MONHOCTBIO (Y A. thaliana e nonoxenne — 74184..74248). Crpenkamu u
(OHOBOI 3aTHBKOIT 0003HAYEHBI KOMILUIEMEHTAPHBIC IIICUH MaTHHAPOMA. 3BE3MOUYKAMHU OTMEUCHBI
KOHCEPBATHBHBIE ITO3UINH, YEPTOUKH 0003HAYAIOT IPOITYCKHU. YCIOBHBIE 0003HaYeHUs BUJIOB: A.c. — Aethionema
cordifolium (NC_009265.1), A.g. — Aethionema grandiflorum (NC_009266.1), A.t. — Arabidopsis thaliana

(NC _000932.1), D.n. — Draba nemorosa (NC_009272.1), B.v. — Barbarea verna (NC_009269.1), C.w. —
Crucihimalaya wallichii (NC_009271.1), A.h. — Arabis hirsuta (NC_009268.1), C.b. — Capsella bursa-pastoris
(NC _009270.1), N.o. — Nasturtium officinale (NC_009275.1), L.m. — Lobularia maritima (NC_009274.1), L.v. —
Lepidium virginicum (NC_009273.1), O.p. — Olimarabidopsis pumila (NC_009267.1), C.p. — Carica papaya
(NC _010323.1), C.s. — Citrus sinensis (NC_008334.1), Gh. — Gossypium hirsutum (NC_007944.1).

MO>KHO TPEANOJIOKHUTH, YTO ITOT MAITMHAPOM 00pasyet kpecT-mmnuiabky Ha JJHK, ko-
TOpask BHINOJHSET POJib TEPMUHATOPA TPAHCKPUMLIUUA. AHAIOTUYHBIA MEXaHU3M TEPMUHALIUU
TPAHCKPUIIINK B TPEHJIEPHBIX 00JIACTAX UHTEHCUBHO TPAHCKPUOUPYEMBIX T€HOB paHee Mpe-
ckazaH HamH y Actinobacteria, [56]. OnHako HE MCKIIOYEHO, YTO TAKOW MATMHIPOM MOXKET
CILY’)KUTh U MECTOM KoolepatuBHOro cBsizbiBaHus Oenka ¢ JJHK. Tepmunatop T1 ne moxer
OBbITh BBICOKOA((HEKTUBHBIM, TaK KakK 3a HUM MJyT aKTUBHO SKCIPECCUpPYEMBbI€ T€HBI petB u
petD (B cocraBe nonunucrpouHoit MPHK ot psbB no petD), n neiicTBUTENBbHO B Halled Mo-
JIeJId UHTEHCUBHOCTh TEPMHUHALIMK Ha HEM MaJa.

B ToM e nokyce aHamoruyHas cuTyalusi Habonaercs ¢ TepMuHaTopom T2: ydacTok
JHK mexny renamu petD u rpoA B xnoporuiacte u3 Arabidopsis thaliana conep uT majivH-
npoM ¢ juymHOU 44 u koopaunaramu 77719..77762 (Bech MeXreHHBIN yuacTok 77673..77900,
cormacHo anHoTaruu NC 000932 u3 6a3sl nanHbeix GenBank) u TpeMst He KOMIUIEMEHTApPHBI-
MU MapamH («HECOBEpIIEHHBIN» naluHapoM). Hamu nomyueHno BbipaBHHBaHuE uid T2 Toro
*Ke KadectBa, uto Juia T1. Oba TepmMuHaATopa MOTYT BIMATH Ha TPAHCKPUIILIMIO B O0OMX
HarpaBieHusaXx. HecMoTps Ha coBnazeHue JUIMH runorernyeckux repmuHaropos T1 u T2, ux
HYKJIEOTH/IHBII COCTaB CYILIECTBEHHO paziauydaercs, pucyHok 1.4. [lociennee o0CTOATENHCTBO
comiacyercsi ¢ TUnore3oi 06 obpazoBanun kpect-mmmwibku Ha JIHK, ams yero mykmeotun-

HBIN COCTaB HE NMECT CymI€CTBEHHOI'O 3HAYCHMA, HO BaXKHAa KOMIINIEMCHTAPHOCTD I1JICY.
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Hama Mozaens mo3BossieT NpeArnoaoKUTh MEXaHU3M KJIETOYHOTO OTBETA HA HOKAyT U
TEIUIOBOM MIOK (JI€TalbHO ONKCAHHBIM BBINIE), a TAKXKE HEKOTOPbIE MEXAHU3Mbl PETYISLUU

AKCIPECCUU T'€HOB, OCHOBaHHbIC HAa KOHKypeHnun PHK-nonumepas.

12. 3akiaouenue

[IpennoxxeHo koam4yecTBEHHOEe omnucaHue B3ammonercteuss PHK-monmmmepas B mpo-
reccax MHULMALWK U 3JIOHTanuu TpaHckpunuuy. [IokazaHo, 4TO OHO comIacyeTcsl MpaKTHye-
CKH CO BCEMM OIIBITHBIMHU JAHHBIMH, OTHOCSIIMMUCS K IUIACTUAM PACTEHUN M BOJOPOCIEH,
BKJIIOYAs: U3MEHEHUs YPOBHEM TPaHCKPUIILIMK F€HOB MOCJe HOKayTOB G-cyobeannun PHK-
MOJMMeEpa3 1 TEIIOBOTO MIOKa M30JUPOBAHHBIX IUIACTU/T, OTHOCUTENbHbIE KoarndyecTBa PHK u
BpEMEHA HX TMOJypachaja B MHUTOXOHAPHUAX JIATYIIEK, 4denoBeka 3aopoBoro u ¢ MELAS-
MYTalLUEN, KPBICHI 3J0POBOM U ¢ TOHMKCHHBIM YPOBHEM THUPEOUIHOTO TOPMOHA.

[Ipencka3zanbl XapakTEPUCTUKHA TPAHCKPUIILIMM B MUTOXOHJPHUSAX XOPIOBBIX JKUBOT-
HbIx: goau PHK-nonmumepas, 3aBepmaroniux tpanckpuniuo Ha mTERF-3aBucumom tepmu-
HATOpE B OJJHOM U JAPYrOM HalpaBICHUSX (MOJISPU3ALMs); HHTEHCUBHOCTD CBSA3BIBAHUS PETy-
nstopHoro 6enka mTERF c caiitom Tepmunanuu Ha JIHK; nHTEeHCHBHOCTH MHUIIMALIMY TpPaH-
CKpHUIILMHA Ha IPOMOTOPAaX B IUIACTHJAX PACTEHHWH M B MUTOXOHJPHSX JIATYIIKH, YEIOBEKA,
Biutoyasi MEL AS-myTanuto, Kpbichl, BKIItodasi runotupeonaa. [Ipenckazanbl 3Ha4eHHs ypOB-
HEW TPAaHCKPHIILMHU BCEX I€HOB, B TO BPEMs KaK B OIIBITaX M3BECTHBI JMIIb UX OTHOCHUTEIb-
HBIE KOJIMYECTBA U TOJBKO JUUIS1 HEKOTOPBIX I'€HOB.

[Ipennonosxen MexanusM BiausHUS Ha ¢peHotunn MELAS-myTanuu: nonmxeHue Koau-
yecTB (peHnnanannnoBoit u BanuHoBoil TPHK, pPHK u, rmaBHoe, pe3koro usmeHeHus Bpeme-
HU nosrypacrana Hekotopeix MPHK.

[ToaTBepkieHa KOppeIsAUs MEXAy U3MEHEHUEM METHIIMPOBAHUS CalTa CBA3BIBAHMS
MTERF u Tpéx npoMOTOpOB, XapaKTEpHBIM I IEpEeXofa OT IyTUPEOUIA K THIIOTUPEOU Y, C
OJIHOUM CTOpPOHBI, U U3MEHEHHEM MHTCHCUBHOCTEU cBsi3biBaHus Oenka mMTERF u wHMmanmii

TPaHCKPHUIILUY, C IPYrOMH.
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I'JIABA 2. CEMENCTBA BEJIKOB, KOJJUPYEMBIX
B INTACTHIAX

1. BBenenue U MOCTAHOBKA 3a1a4H

[ToHsiTHE OPTOJIOTMYHOCTU JIBYX OCJIKOB (WJIM KOJUPYIOIIUX UX FEHOB) €UI€ HE IMOITy-
YIJIO OKOHYATEIbHOU (popMalin3aluy; BO3MOXKHO, YTO TaKOBask 3aBUCUT OT TAKCOHOMMYECKOM
rpynmsl. [IOHATHE OPTONIOTMYHOCTH W COOTBETCTBYIOIIWE 0a3bl JAaHHBIX OPTOJIOTUYHBIX Te-
HOB/OEIIKOB MTPAIOT BaXXHYIO pOJIb B OMOMH(OpPMATHYECKHUX HCCIIEIOBaHUAX. B Maremaruye-
CKOHM TIOCTAHOBKE TOUCK OPTOJIOTUYHBIX T€HOB/OEIIKOB MOXKET OBITh OMUCAH KAaK BBIJCIICHHUE
KJIacTepoB B rpade, BeplIMHAM KOTOPOrO COOTBETCTBYIOT paccMaTpuUBaeMble TI'eHbI/OETIKU.
[IpakTudeckn Bce METOBI KJIacTEPHU3alMy OCHOBAHbI Ha MPHUITMCBIBAHUH pEOpam 3Toro rpada
BECOB («IVIMH») C MOCJEAYIOUIUM BBIJICJICHUEM B HEM B TOM WJIM MHOM CMBICIIE «TECHO CBSI3-
HBIX KOMIIOHEHT», MHBIMH CJIOBaMH KJIACTEPOB, B MPOLIECcCe HEKOTOPOH KilacTepusauuu rpada.

Bec peOpa oTpaxaeT cX0JCTBO aMUHOKHCIOTHBIX IOCIIEI0BaTEIbHOCTEHN P pa3iny-
HBIX CII0Cc00axX IMapHOTO BBEIPaBHUBAHMSI, CXOJICTBO B3aMMHOTO PACIIOJIOKEHHUS HHTPOHOB B Te-
HaX, CXOJICTBO B PACIIOJIOKEHUH JIOMEHOB OEJIKOB, MOPSI0K T€HOB Ha XpOMOCOME (JIOKAJIbHYIO
CUHTEHHUIO) U T.J. B manHOi paboTe mpu BBIYMCIECHUU BECOB pPEOEp paccMaTpUBAIUCH TJIO-
OanpHOE BbIpaBHHBaHHUE OenkoB (anroputM Humimana — ByHina) u jokajgbHOE BbIpaBHHBA-
Hue ¢ nomomiplo BLAST. Otu nBa BapmaHTa JalOT B OCHOBHOM CXOJIHBIE OCJIKOBBIE CEMEii-
CTBa, MO KpaiHEeW Mepe, Ha HAIUX JAHHBIX; HIDKE TMPUBOJSATCS PE3yNbTaThl, COOTBETCTBYIO-
mue o0aTbHOMY BHIpaBHUBaHUIO. OTMETUM BapHAHT HAIIETO aJTOPUTMA, KOTOPBIH yIUTHI-
BAaeT JIOKAJbHYIO CHHTEHHIO TEHOB Ha XpPOMOCOME; OH OBLI MPUMEHEH K Pa3IMYHBIM MHOXKE-
CTBaM XOPJIOBBIX W YUMTHIBAI TOJIOKECHUE TeHa Ha XPOMOCOME WIJIM KOHTHTE€ U OPTOJIOTHY-
HOCTB €r0 COcCe/iei (He BKIIIFOYCHO B JIMCCEPTAIHUIO).

PaccmarpuBanuce BecbMa pa3HOOOpa3HbIE MPOLIECCHl KIIACTEPU3AIMU: OT CIELUAIBHO
OpraHM30BaHHOTO Pa30MEHUsI OCTOBHOTO JiepeBa MCXOHOTO rpada (B NpeiioKeHHOM HaMu U
1oJipoOHO onucanHoM Huke anroputme ClusterZSL) 1o olleHOK BpeMeHM CllydaifHOro Omyx-
nanusi B ucxogHoM rpade (anroputm OrthoMCL). Bropoit anroputm xapakrepusyercs TeM,
4yTOo ONy)KJaHHE B KJIACTEpEe JOJKHO OBITh JOJITUM, a MEPEeXoj B APYroi Kiactep — peaKum
[73]. Bce 3t mpouecchl 3BpUCTHYECKUE, CPAaBHEHUE aTOPUTMOB OCTaETcsi HeGopMmainzo-
BaHHOI 3ajiauell, 0COOCHHO HEONpENeIEHHON B OTCYTCTBUU CTAaHAAPTHOIO HaOOpa JAAHHBIX
g tectupoBanud. B onucanun OrthoMCL npsiMo roBopuTcs, UTO Jja’ke€ BOIPOC O €ro CXo-
JUMOCTH TPYAHO OOCYXJaTh XOTS Obl HA YPOBHE TMIIOTE3bI; CX0auMOCTh ainroputma Cluster-

ZSL oueBugHA.
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Anroput™m ClusterZSL npuHIUIHATBHO OTIUYACTCS OT OOBIYHO MPUMEHSIEMBIX METO-
noB, Bkiodass OrthoMCL, u teM, 4yTo He TpeOyeT HaXOXKACHHUS B3AaMMHO HAWIYUIIUX XUTOB.
DTO MOHATHE BBI3BIBAET TPYIHOCTH: B JABYX F€HOMAaX MOXET HE ObITh TAKOW Mapbl T€HOB WJIH,
HAa000POT, MOKET OBITH MHOTO TaKHX Iap; 0COOEHHO €ClIM paccMaTpHUBaTh U MOYTH HAWUIYy4-
IIME XUThbI, KOTOPBIE KaK pa3 MOTYT ObITh UCTUHHBIMU opTojioramu. AnroputMm ClusterZSL, B
TOM YHUCJIE, MUHUMHU3UPYET YUCIIO MapajioroB (FOMOJIOTUYHBIX OEJIKOB M3 OJIHOTO BHJIA), YTO
HE BXOJIUT B 1I€TIeBOM (DYHKIIMOHAT APYrUX OOBIYHBIX METOJOB, MO KpallHEW Mepe SIBHO; 3TO
YCIIOBHE Ha CEMENCTBO OPTOJIOIMUHBIX T€HOB IPECTABIIAETCS BaXKHBIM.

Anroput™m ClusterZSL (¢ pazpaboTaHHOM aBTOPOM OJJTHOMMEHHOM IPOTrpaMMoii) UMEET
CIIOKHOCTh He 6ojiee 7n° ¢ TOUHOCTBIO JI0 TNOCTOSHHOIO MHOXHTeNns. Anropurm OrthoMCL
(Markov Clustering algorithm) ucnosip3yeT yMHOXKXEHUE MaTPHIL, CIIO)KHOCTH 3TOU OIepaIuu ¢
TOYHOCTBIO JIO MYJIBTHILNTMKATHBHOW KOHCTAHTHI paBHA n“, e Juist anroputMa [aycca @ =3,

s anroputma Ilrpaccena w=log,7~2.81, [74]. U3BecTeH airopur™, y KOTOPOTO

@ ~2.37, oqHaKo OH AA€T BRIMTPHIII TOJHKO HA MATPHUIIAX OYEHBb OOJIBIIOTO mopsiaka [75] u
Ha IMpaKkTUKE HE NpHUMEHseTcs. [[ONoNHUTENbHYI0 TPYIHOCTH MPEACTABISET OLIEHKAa YHUCIla
uTepauui (BKJIKOUYas YMUCIO MAaTpUYHbIX yMHOkeHui) B anroputme OrthoMCL u nmpoGnema
ero cxonumoctu. B mpaktuueckom npumenenuu OrthoMCL, no-Bunumomy, Tpebyer cyuie-
CTBEHHO OoJipIIero BpeMeHu pabotel, yem amroputMm ClusterZSL, no kpaiineit mepe, Ha
HaIINX JAHHBIX.

Taxxe cpaauM anroputm ClusterZSL ¢ anropuTMom, UCIONIb3yEMbIM B 0a3e JaHHBIX
Ensembl. Tlocnennuii HaunHaeT paboTy, MO CYTH, C TOTO € OCTOBHOTO JIEPEBa, YTO M Tep-
BbIi. Ho 3aTem anroputm B Ensembl cymiecTBeHHO MCHONIB3yeT MHOKECTBEHHOE BbIpaBHHUBA-
Hue OeNKOB, IPUIMCAHHBIX JIUCThAM JepeBa. Bpems, kotopoe Tpedyercs Ha MOCTPOEHHE
OCTOBHOTO JIepeBa, KOHEYHO, OJIMHAKOBOE B OOOMX aJIrOpUTMaxX, HO MOCIEAYIOUIUN TMOUCK
MHO>KE€CTBEHHOTO BBIPAaBHUBAHUS 3aBEJOMO SKCIIOHEHIUATIbHBIN 110 CIOKHOCTH BBIUHCICHUM,
€CJIM HaxoJIUTh ONTUMAaJIbHOE BhlpaBHUBaHUE [76]. Anroputm B Ensembl cTpout 310 BbIpaB-
HUBaHHUE ¢ nomoinbio anroputMoB M-Coffee, [77] unu, mis 6onpimux nanueix, Mafft, [78].
O6a mocnenHuX aaropuT™Ma YMCTO 3BPUCTHYECKHE, 0€3 rapaHTUU JOCTHKEHUS MUHUMYyMa
cootBercTBytomiero (ynknuonana. AnroputMm ClusterZSL He MCHOIb3yeT MHOXECTBEHHOTO
BbIPABHUBAHMSIL.

VYromsHEM emé OuH METOJI KJIACTEPU3ALMU IIPU IIOMCKE OPTOJIOTOB, IPUMEHSIBIIHICS
HaMH B Apyrou pabore (He BKIIOUEHO B auccepTaruio). Korma pasmepsl KiacTepoB 3apaHee
W3BECTHBI, HAIPUMEP MPHU MOUCKE OEIKOB MHOITOKOMIIOHEHTHOM CHCTEMBI, y KOTOPOH pa3mep
KJIacTepa OHON M3 KOMIIOHEHT M3BECTEH, MCIOJb30BAIOCh BbIJIEJICHHE HanloJiee MIOTHOrO

Kiactepa GUKCUPOBAHHOTO pa3Mepa C MOMOIIbI0 anroputMa u3 padot [79, 80].
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Utak, non xkracmepuzayueti 6e1koé MOHUMAETCS Pa3/Ie]IeHUE MHOXECTBa OEJIKOB Ha
K1acmepvl — CEMENCTBA, pa3Jeiollue Mapajoru, — CXOJHBIX (110 aMUHOKUCIOTHOW TMocie-
noBarenbHOCTH) OenkoB. Takasi kiacTepusanys MO3BOJSET, B YaCTHOCTH: YTOYHSATh aHHOTA-
1My OEJIKOB; BBIMOJIHATH OUCK ceMelcTBa OJIKOB MO (UIOT€HETHYECKOMY MPOdUIII0; Ompe-
NeNATh O€NKH, YHUKaJIbHbIE JJIi TAKCOHOMUYECKOHN IPYIIbl; CYAUTh O pabOTOCIOCOOHOCTU
OEIKOBBIX KOMILJIEKCOB, COCTOSIIIMX M3 HECKOIbKUX cyOobenauuul, HanpuMmep PHK-nonumepas
OaKTepuanbHOIO TUMA, 00 IBOJIIOLUY BUJIOB U T.1.

Maremarudecku 3ajJa4a KJacTepU3allud JAaHHOTO MHOXKECTBA OEJKOB COCTOUT B IO-
CTPOEHHUU TAKOTO pa30MEeHMsI ’TOr0 MHOXKECTBA Ha KJIACTEPhl, YTO B OJMH KJIACTEp MOIMATar0T
MOX0XKHe OENKH, a Mapajiord BXOJAT B KJIacTEpbl KaK MOKHO pexe. [loaydyeHHbIe ¢ MOMOIIbI0
HAIIero ajJropuTMa ceMencTBa OEJIKOB BKIIIOUAIOT OMOJIOTHYECKHM MOTHBHPOBaHHbBIE Mapajio-
I'fl, OOJIBIIMHCTBO M3 KOTOPBIX — TOYHBIE WJIM IIOYTHU TOYHBIE KOIIUU APYT Apyra.

B 9T0#1 I1aBe ONMCHIBaE€TCS OPUTMHAIBHBIN aJrOPUTM pPEUICHUs 3a7adu KilacTeph3a-
LU ¥ pacCMaTpUBAIOTCS PE3YIbTaThl €T0 IPUMEHEHUsS K OelKaM, KOJAUPYEMBIM B IJIACTHU]IAX
13 TpEX OOLIMPHBIX IPYIII, KPATKO OMMCAHHBIX B MyHKTax 1.1-1.3. [{ns aTux rpynn pe3ynsrar
pelIeHys 3aja4k KJlacTepu3ali OpraHu30BaH B 0a3y JTaHHBIX, [MO3BOJIAIONLYIO, B YACTHOCTH,
HaxOAUTh OeNKH (KJIaCTEPHI) MO 3aJaHHOMY (DPUITOTEHETHUECKOMY PO (DUITIO.

Dunozenemuyeckum npoghuniem Ha3blBaeTcsa pa30OMEHNE TaHHOTO MHOXKECTBA BUJIOB Ha
TPHY YaCTH B COOTBETCTBUU C HAIMYMEM Yy BUJA HEKOTOPOTO Mpu3HaKa ((PUKCUPOBAHHOTO Oel-
Ka, canta cBs3piBanus Ha JIHK mnm kakoro-to ¢eHOTMNMYECKOro mpu3HaKa U T.J.): TepBas
4acThb COCTOMUT U3 BUIOB, 001a/1al0IUX JaHHBIM MPU3HAKOM, BTOpas 4acTb — U3 BUJIOB, HE 00-
JIAIAI0IIUX UM, TPEThS YaCTh — U3 BUOB, OTHOCUTEIIBHO KOTOPHIX HE M3BECTHO, 001a1al0T JIU
OHU MCKOMBIM IpU3HAKOM. BakHOI 3ajaueil SIBISIETCS HAXOXKACHUE KJIacTepa, COOTBETCTBY-
IOIIETO JaHHOMY (DMIIOTEHETUYECKOMY MPOQUIIIO, T.€. COJEPKAIIEro OSKH U3 BUIOB IEPBOM
(1, BOBMOYKHO, TPEThel) YacTH, HO HE cojiepKallluii OeJIKOB U3 BUIOB BTOpPOil yacT. YacTHbIi
cilydail TakoM 3a7a4M — HaXOXJACHHUE KJIACTEPOB, CIEUU(PUUHBIX JJI1 HEKOTOPO TaKCOHOMH-

YECKOM TPYIIIIHI.

1.1. IlnacTuasl poao¢uTHOI BEeTBH

barpssHkM W BHIBI C TUTACTHIAMH, POJCTBEHHBIMH IUIACTHAAM OarpsHOK, 0Opa3yroT
poodogumuyto 6emesb B BOIIOUUOHHOM jAepeBe ruactuf [81]. CnMcok paccCMOTpEHHBIX IjIa-
CTOMOB U3 3TO¥ BeTBW npuBenEH B Tadmwuie 2.1. B yactHOCTH, OONBIIION MHTEpEC MpEACTaB-
JISFOT TUATOMOBBIC BOJIOPOCITH, JUTSI KOTOPBIX JIOCTYITHBI TISITh IJIACTOMOB | JIBA TIOJHBIX SIAEP-
HBIX TeHOMa. BMecTe ¢ HMMHU MBI pacCMOTpeNnu ABa MpercTaButens Haaruma Alveolata:

Durinskia baltica (NC_014287.1) u Kryptoperidinium foliaceum (NC _014267.1), y KOTOpbIX
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MJIACTOMBI TIOJIHOCTBIO CEKBEHHPOBAHBI M OMM3KH K muiactomy Phaeodactylum tricornutum,
[82]. Tabnuma 2.1 Takke XapakTepu3yeT MOJyYCHHBIE CEMENCTBa OCIIKOB — Pe3yiIbTaT KiacTe-

pH3anum.

Ta6auna 2.1. Ilnacrombl pogodguTHoii BeTBH. B miepBom cTonliie ykazan HOMEp IIacToMa
o 6aze nanHbix NCBI, Bo BTOpOM — BUJI, K KOTOPOMY MPUHAIJIEKUT IJIACTOM; B TPETHEM —
YHCJIO IUIACTOMHBIX OEJIKOB B ATOM BHJIE, B YETBEPTOM M MSATOM — KOJUYECTBO CEMENCTB
(KacTepoB), comepiKamux XoTs Obl OAMH OCJIOK M3 JAHHOTO BHJA, C OOIIUM YHCIIOM OEIKOB
cTporo GonbmuM 1 («HE-CHHITIETOHBI») ¥ PaBHBIM | («CHHITIETOHBI») COOTBETCTBEHHO.

Ilinacrtom Bun beakos| (>1) @))
NC 012898.1 |Aureococcus anophagefferens 105 105 0
NC 012903.1 |Aureoumbra lagunensis 110 110 0
NC 011395.1 |Babesia bovis T2Bo 32 25 5
NC 014340.1 |Chromera velia 80 46 31
NC 014345.1 |Chromerida sp. RM11 81 68 6
NC 013703.1 |Cryptomonas paramecium 82 78 4
NC 004799.1 |Cyanidioschyzon merolae strain 10D 207 179 28
NC 001840.1 |Cyanidium caldarium 197 185 11
NC 014287.1 |Durinskia baltica 129 128 0
NC 013498.1 |Ectocarpus siliculosus 148 139 5
NC 004823.1 |Eimeria tenella strain Penn State 28 27 1
NC 007288.1 |Emiliania huxleyi 119 117 2
NC _015403.1 |Fistulifera sp. JPCC DA0580 135 128 4
NC 006137.1 |Gracilaria tenuistipitata var. liui 203 193 10
NC 000926.1 |Guillardia theta 147 143 4
NC 010772.1 |Heterosigma akashiwo 156 138 4
NC 014267.1 |Kryptoperidinium foliaceum 139 130 9
NC 001713.1 |Odontella sinensis 140 132 5
NC 008588.1 |Phaeodactylum tricornutum 132 130 0
NC 000925.1 |Porphyra purpurea 209 208 1
NC 007932.1 |Porphyra yezoensis 209 206 3
NC 009573.1 |Rhodomonas salina 146 142 4
NC 014808.1 |Thalassiosira oceanica CCMP1005 142 126 1
NC 008589.1 |Thalassiosira pseudonana 141 127 0
NC 007758.1 |Theileria parva strain Muguga 44 34 5
NC 001799.1 |Toxoplasma gondii RH 26 26 0
NC 011600.1 |Vaucheria litorea 139 139 0

PonodutHast BeTBh mitacTu 1 BKIIIOYACT aTMKOTUIACTHI MHOTHX CITOPOBHKOB — OPraHed-
JIbI, TIOXOXKME Ha TUIACTHABI OarpsiHOK, HO MMEIONIME CHJIBHO PENYIIMPOBAHHBIM TeHOM. M3y-

YCHHUEC CIIOPOBHKOB 0COOEHHO BaXXHO, IMOCKOJIbBKY OHHW BBI3bIBAIOT 3a00JIcBaHUs YeJOBEKa U
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KUBOTHBIX. B wactHocTH, Theileria u Babesia nepeHOCATCS UKCOMOBBIMU Kiemiamu [83] u
BBI3BIBAIOT 3a00JIEBaHUSI KPYITHOTO POTATOro CKOTa: B. bigemina u B. bovis — 6abe3no3 Kkpym-
HOTO pOraToro ckoTa, Th. annulata — Teinepruo3 KpymHOTO poraroro ckora, Th. parva — 1muxo-
panky Bocrtounoro bepera; Eimeria tenella — »iimepuo3 kyp; Toxoplasma gondii — TOk-
COTUTa3MO3 KOIIEK W YeJIOBEKAa; pa3iudHbie BUIBI pona Plasmodium BBI3BIBAIOT MAJSIPUIO Y
moneit (PL. falciparum), TppI3yHOB U IPYrUX KUBOTHBIX. [ eHOMBI B. bovis u Th. parva apes-
BBIYANHO ONU3KHU MeXITy co0oii [84]. O630p 0cobeHHOCTEH 1 (HYHKIUI alMKOIIIIACTOB MPUBE-
néH B [85]. OTmeTuM, 4TO HEKOTOPBIE CIOPOBUKH, Haripumep Cryptosporidium parvum, HE
HMEIOT alTMKOILIacToB [86].

UccnenoBanre pazHOOOpa3HBIX MPOIECCOB, CBA3AHHBIX C AUKOTUIACTAMH, MO3BOJIUT
MOHATH MX POJIb B Nepeaade HHPESKIMU U B MEXaHU3MaXx JICHCTBUS JICKAPCTBEHHBIX CPEICTB
Ha anukoryiacT. [ToCKobKy B amMKOIIACTE TPAHCIAIUA M OOBIYHO TPAHCKPHUIIIUAS HUMEIOT
OaKTepUATBHYIO TIPUPOJY, IMEHHO aITMKOIUIACTHI SBJISIOTCS IVIABHOW MUIIICHBIO aHTHOWOTH-
KOB, HE OKa3bIBAIOIIMX MPSIMOTO BO3JEHCTBUS HA SKCIPECCUIO SIEPHBIX U MHUTOXOHAPUAIB-
HbIX TeHOB. OTCloa BUIHO 3HAUCHHUE MPOOJIEMBI MCCICAOBAHUS MEXaHU3MOB PETYISIUUA U
ABOJTIOIMU 3TUX MPOIIECCOB Y alMKOIIACTOB. HEeKoTOphIE pe3ynbTaThl Ha 3Ty TEMY COJIepIKar-
csa B [87, 88].

[TockonbKy MHOTHE OCNKH, JOCTUTAIOIINE TUTACTHII, KOJUPYIOTCS B SJIpE, UCCIIEeI0Ba-
HUE TUIACTH HE MOXET OTPaHUYUBATHCA TOJBKO TuTacToMaMu. Hy»XHO COMOCTaBIATh JaHHBIC
0 Oenkax, KOJUPYEMBIX B sIpe€, C JaHHBIMUA O T€HAX M PETYISTOPHBIX O0JIACTAX B IJIACTOME.
OcobOyro pons wurparor cyoseauauisl PHK-mommmepas OGakrepumanbroro tuma u PHK-
nonmMepassl (aroBoro Tumna, romosiornunbie PHK-nommmepaszam 6akrepuodara T7, [14, 17],
1 KOJIUPYEMBIC B sIpe, KOTOPBIE 00SCIICUNBAIOT TPAHCKPHITIIHIO B TUIACTUAAX U MHUTOXOHIPH-
ax [89].

Krnacrepuzamnus 6e1koB, KOAMPYEMBIX B TUIACTHIAX, MPUBOAUT K HOBOM 0a3e MaHHBIX,
B YaCTHOCTH, YIOOHOM /I MCCJIENOBAaHUS CIIOPOBUKOB — BO30YIMTEIEH MHOTHUX MPOTO30M-
HBIX UHEKIUH.

B nynkre 2.2 3T0# m1aBbl 00CyKIaeTcs MOJydeHHasi HaMH KJacTepu3anus OelkoB, KO-
TUPYEMBIX B I1acTtomMax poaodurHoit BeTBu. [lonuck kiaacTepoB 1o (GUIOTEHETUYECKOMY MPO-
¢witro O6enka, OCHOBAHHBIN Ha COOTBETCTBYIOIEH 0a3e JaHHBIX, JOCTYIEH Ha BeO-CTpaHHULE
[90]. C momompio 3TOM 0a3bl JaHHBIX HAWJEHBI OCNKH, CrieU(UYHBIC IS TUIACTOMOB He-
OOJBITUX TAKCOHOMUYECKHUX TPYII BOJOPOCICH W MPOCTEHININX, a TaKKe TMPOBEAEH MOUCK U
ananmu3 PHK-nmonumepas B sJepHBIX I€HOMax CHOPOBUKOB M, B YAaCTHOCTH, MOHUCK O-
cyoreaunul; PHK-nonumepas 6axrepuansuoro tuna u PHK-nonmumepas ¢arosoro tuna y Bu-

noB Haaruma Alveolata.
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1.2. IlnacTuasl XJJ0popUTHOH BETBH

Xnopogpumnasn 6éemes COCTOUT U3 PaHO OTACTUBIINXCS BETBEH 3eNEHBIX BOJIOPOCIEH,
BKJItOUasi TakcoHomuyeckyro rpymmy Chlorophyta, [91, 92] u BumOB ¢ poACTBEHHBIMU ILjIa-
CTHJIaMH, TOJTYY€HHBIMH B pe3yJibTaTe BTOPUUYHOrO 3HA0CMMOM03a oT BUJ0B 3 Chlorophyta.
Oto — Euglena gracilis, E. longa (w3 otnena Euglenozoa) u Bigelowiella natans (w3 rpynmsl
Rhizaria). Takconomuueckas rpynna Chlorophyta nenurcst Ha kimaccel Chlorophyceae (possr
Floydiella, Schizomeris, Stigeoclonium, Chlamydomonas, QOedogonium, Scenedesmus),
Mamiellophyceae (ponsr Micromonas n Ostreococcus), Prasinophyceae (poast Monomastix,
Nephroselmis, Pycnococcus, Pyramimonas), Trebouxiophyceae (ponwr Chlorella, Parachlo-
rella, Coccomyxa, Leptosira, Helicosporidium), Ulvophyceae (Bryopsis n Pseudendoclonium)
u poa Oltmannsiellopsis, IBIAIOMMICS, BEPOSITHO, PAaHO OTIEIHBIIEHCS BeTBBIO Kitacca Ulvo-
phyceae. bonee Tounoe nenenue BHyTpu Kiacca Chlorophyceae o6cyxnaercs B [93], a BHYT-
pu knacca Trebouxiophyceae — B [92]. 3amerum, yTOo MHOTME BUABI U3 Kiacca Trebouxio-
phyceae (TpeGykcuesnie), Bxoasmero B cocraB Chlorophyta, sBastOTCS OOBIYHBIMU CHUM-
OMOHTaMM JIMIIAHUKOB U MPOCTEHIMX, BKItoYast nHby3oputo Paramecium bursaria n améo
Amoeba borokensis u A. amazonas, [94].

JlBa Buma mpocrenmux — Euglena gracilis, [95] n E. longa, [96, 97], — sBusOTCS
OMmmKalIuMU IpYyT K Apyry npeactaBurensimMu otaena Euglenozoa, [98, 99], xoTs oHu 3Ha-
YUTEIBHO OTIMYAIOTCS PYT OT npyra. E. gracilis siBusercss GOTOCMHTE3UPYIOMIMM BUIOM CO
CMECIIAHHBIM THIIOM TIMTAHUS W MMEET CBETOYYBCTBUTEIBHBIC CTHI'MBI, XapaKTEPHBIC IS
OOJIBIIMHCTBA BUJIOB 3TOTO OoTaena. Hamportus, E. longa He criocobHa K GOTOCHHTE3Y. ITO
00yCIIOBHJIO 3HAYHUTENBHYIO PEAYKIHIO e€ mractoma. Mi3BecTHO, UTO MIacTUAbI, HapsLy ¢ MH-
TOXOHJPHUSMH, SIBJIISTFOTCSI MECTOM JIJI1 HE3aBUCHMMOTO OT CBETa CHHTE3a MHOTHX BEIIECTB H
MIPUCYTCTBYIOT Y MHOTHX BHJIOB, IUIIEHHBIX (poTocHHTE3a. HEeKOTOphIe OPTOIOTUYHbIE OCITKN
E. longa w E. gracilis Xopo1o BEIPaBHUBAIOTCS, XOTS 3aMETHO OTJIMYAIOTCS APYT OT apyra. B
YaCTHOCTH, Ha BBIPaBHUBAHUU pUOOCOMHBIX OenikoB u3 mnactua E. longa w E. gracilis nonu
OIMHAKOBBIX aMHUHOKHUCIJIOTHBIX OCTATKOB cOCTaBJAroT: it L2 — 68%, miusg L20 — 44%, nna
L22 — 42%, nna L.23 — 49%, mna S19 — 52%, [96]. CoctaB cBeTOCOOMpAIOMINX MUTMEHTOB
E. gracilis v BeIpaBHUBaHHE OCJIKOB, KOJUPYEMBIX B IUTACTHIAX, MMOKA3BIBAIOT POJICTBO TLIA-
ctun Euglena spp. u nmmactup 3en€HBIX Bogopocieit. bonee Toro, mmactunsl Euglena spp.
ommKe K TiactuaaM Bosopocieit u3 kinaccoB Chlorophyceae u Trebouxiophyceae, yem k Ta-
KOBBIM U3 Kiacca Prasinophyceae, [100]. Ognako coctaB maacToma, MOJIOKEHHUE HHTPOHOB U
B3aMMHOE PACIIOJIOKEHHE TeHOB Ha XpOMOCOME B TutacToMax E. gracilis m npyrux Bojopoc-
JIel 3HAYMTENIFHO Pa3IMYaroTCs, YTO 3aTPYTHSIET OIpeesieHue HEeTOCPEACTBEHHOTO TOHOPA

e€ actua. [Ipoucxoxaenue miactun E. longa Takke 0CTaETCs HE BIIOJTHE SICHBIM.
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CocraB nmurMeHToB Bigelowiella natans cOOTBETCTBYET TaKOBOMY Y 3€JEHBIX BOJIO-
pocieil, 1 MHOTHE O€NKH, KOIUPYEMbIE B TUIACTHU]IC, XOPOIIO BBIPABHUBAIOTCS C O€IKaMu
IJIACTU] 3€JIEHBIX Bojopociael. HanoMHUM Takke, YTO BTOPUYHOE IPOUCXOKIECHUE TUIACTH]L
B. natans ot 3en€HBIX BOJOPOCIIEH HEMOCPEICTBEHHO MOATBEPXKIACTCd HAIUYHUEM HYK-
neomopda, ocratka ot siapa Bogopociu [101]. Hampotus, y Euglena spp. mHykineomopd oT-
CYTCTBYET.

dwitoreHeTnyeckue NpoPuiin HEKOTOPbIX KOHCEPBATHUBHBIX IJIACTOMHBIX I'€HOB W3
Chlorophyta momyuens! B [91], ogHako Tam OTCYTCTBYIOT TaHHBIC O HAIMYWUA MHOTHX OETKOB
(0OBIUHO UX (PYHKIIMSI HEU3BECTHA).

B nynkre 2.3 370l m1aBbl 00CyKJaeTcs OJydyeHHasi HaMU KJlacTepu3alus OeJIKOB, KO-
IUPYEMBIX B IJIACTOMAax XJIOPO(GUTHOM BETBH, yKa3aHHbIX B Tabmuue 2.2. [louck kiactepos
o ¢unoreHeTnyeckomMy mpoduio Oesika, OCHOBAaHHBIM Ha COOTBETCTBYIOIICH 0a3e JaHHBIX,

JOCTYyIIeH Ha BeO-cTpanutie [102].

1.3. IlnacTuabl HBETKOBBIX PACTEHUH

C nomompto anroput™ma u nporpammbl ClusterZSL mosyueHa kinactepusanus Iuia-
CTOMHBIX O€JIKOB OJHOJOJIbHBIX pacTeHUl (IMyHKT 2.4) u OoJiee MIMPOKON I'PYyNIbl — I[BETKO-
BBIX pacTeHU (IIyHKT 2.5).

Onnononbuble (Liliopsidae) mpou3onuim oT NPUMUTUBHBIX TPABIHUCTBIX JBYIOJIbHBIX
(B OCHOBHOM, TPaBSIHUCTbIE pacTeHMs], pexe — majabMbl). Kitacc oqHOM0/IbHBIE BKIIIOYAET B
cebs 4 moaknacca, 19 nopsaakos, okosio 70 ceMelcTB, CBBIIIE 65 THICSY BUIOB.

Crincok paccMaTpuBaeMbIX IJIACTOMOB OJIHOJIOJIBHBIX PACTEHUH (BMECTE ¢ XapaKTepu-

CTHKOM pe3yJbTaT KjacTepu3alnn) NpuBeaeH B Tadnuue 2.3.

2. Pe3yabTarhl

OnuceiBaercsa anroput™ ClusterZSL, 3ateM oH NpUMEHsETCA K IIacTuiaM poaouT-
HOM M XJIOpO(PUTHON BETBEU, IBETKOBBIM U OJHOJOJBHBIM PAaCTEHUSM, 3aT€M NPUBOAATCA U
00CyXJJat0TCsl IIOJIY4YEHHBIE Ha €r0 OCHOBE pe3yibTarbl. Takum o0pa3oM, H3JI0KEHHE BeAETCA

10 OTAEIBHOCTH VI KaXKIOW U3 3TUX IPYIII IJIaCTU] (CM. BbIlIe MyHKTHI 1.1-1.3).

2.1. AITOPUTM KJIaCTePU3ALHMHU

Onumem opuruHaibHbii anroputM ClusterZSL knactepuzanuy MHOXKECTBa OEJIKOB.
JlaHo MHOEeCTBO O€JIKOB (ITOCIIEN0BATEILHOCTEN B COOTBETCTBRYIOMEM aiidaBute). TpedyeTcs
MOCTPOUTH KJIACTEPU3AIUIO (T.€. pa30MEeHNE STOr0 MHOXKECTBA HA TIONApHO HETIepPeCeKarOIIH-
€Csl TIOJJMHOKECTBA), TaK YTOOBI B KaXKIBIM KJIACTEP, MAKCUMAJIBHBIM IO pa3Mepy, MOIaaain

CXOOHBIC IT0 ITOCJIIEAOBATCIIBHOCTH OenIxu u3 Pa3HBIX IJIACTOMOB, a OcNIKH U3 OJHOTO IlJIaCTOMa
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BXOJMJIM B KJIACTEP TOJILKO B CIIy4yae, €CJIM X CXOJCTBO OOJIbIIE CXOACTBA MEXIY OeIKaMu U3
pa3HbIX IUIACTOMOB, BXOJSIIMMH B TOT ke kiactep. Hampumep, 6enku PsaA u PsaB, xors
HMMEIOT OJIM3KHE MOCIIEI0BATEILHOCTU B (DYHKITMOHUPYIOT BMECTE B COCTaBe MEPBOM HOTOCH-
CTEMBI, HE 3aMEHSIOT APYT JIpyra U OTHECEHbl HAIIMM aJrOPUTMOM B pa3HbIe KiacTephl. 3a-
METHUM, YTO TPAJUIMOHHbIE AITOPUTMBI KJIACTEpU3aLUK HE IPUMEHHUMBI JIUIsl PEIICHUs TaKou
3aJlauyd, B TOM YHCJIE, [IOTOMY, YTO HE YUUTHIBAIOT paclpeaeiaeHus OeNKoB MO pa3HbIM BUAAM

(y Hac — rutacroMam).

Taoauua 2.2. Ilnacromsl xj0popuTHOI BeTBH. O003HaYeHMs], Kak B Tabnuie 2.1.

Ilinacrom Bun beakos| (>1) @))
NC 008408.1 |Bigelowiella natans 61 57 0
NC 013359.1 |Bryopsis hypnoides 69 68 1
NC 005353.1 |Chlamydomonas reinhardtii 69 65 2
NC 015359.1 |Chlorella variabilis 80 80 0
NC 001865.1 |Chlorella vulgaris 174 94 78
NC 015084.1 |Coccomyxa sp. C-169 80 78 2
NC 001603.2 |Euglena gracilis 67 61 5
NC 002652.1 |Euglena longa 46 37 6
NC 014346.1 |Floydiella terrestris 74 69 4
NC 008100.1 |Helicosporidium sp. ex Simulium jonesi | 26 25 1
NC 009681.1 |Leptosira terrestris 88 82 4
NC 012568.1 |Micromonas pusilla CCMP1545 27 26 0
NC 012575.1 |Micromonas sp. RCC299 57 56 0
NC 012101.1 |Monomastix sp. OKE-1 82 70 10
NC 000927.1 |Nephroselmis olivacea 155 111 13
NC 011031.1 |Oedogonium cardiacum 99 80 1
NC 008099.1 |Oltmannsiellopsis viridis 93 80 3
NC 008289.1 |Ostreococcus tauri 61 58 2
NC 012978.1 |Parachlorella kessleri 84 81 0
NC 008114.1 |Pseudendoclonium akinetum 105 84 17
NC 012097.1 |Pycnococcus provasolii 68 66 2
NC 012099.1 |Pyramimonas parkeae 94 83 4
NC 008101.1 |Scenedesmus obliquus 77 73 1
NC 015645.1 |Schizomeris leibleinii 77 72 4
NC 008372.1 |Stigeoclonium helveticum 79 72 6
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Ta6auuna 2.3. [11acToMbl 01HOA0JBHBIX pacTennid. O003HaYeHUs, Kak B Tabmuie 2.1.

Ilinacrom Bun Bbeakos| (>1) @))
NC 015820.1 |Acidosasa purpurea 82 76 0
NC 010093.1 |Acorus americanus 84 78 0
NC 007407.1 |Acorus calamus 84 78 0
NC 008591.1 |Agrostis stolonifera 85 77 0
NC 014062.1 |Anomochloa marantoidea 85 78 0
NC 015830.1 |Bambusa emeiensis 84 77 0
NC 012927.1 |Bambusa oldhamii 82 76 0
NC 011032.1 |Brachypodium distachyon 81 74 0
NC 013273.1 |Coix lacryma-jobi 104 87 0
NC 013088.1 |Dendrocalamus latiflorus 85 78 0
NC 009601.1 |Dioscorea elephantipes 84 78 0
NC 015831.1 |Ferrocalamus rimosivaginus 84 77 0
NC 011713.2 |Festuca arundinacea 80 73 0
NC 008590.1 |Hordeum vulgare subsp. vulgare 83 76 0
NC 015803.1 |Indocalamus longiauritus 82 76 0
NC 010109.1 |Lemna minor 85 78 0
NC 009950.1 |Lolium perenne 84 77 0
NC 014056.1 |Oncidium Gower Ramsey 74 68 0
NC 005973.1 |Oryza nivara 119 95 1
NC 008155.1 |Oryza sativa Indica Group 64 59 0
NC 001320.1 |Oryza sativa Japonica Group 108 92 1
NC 015990.1 |Panicum virgatum 85 77 0
NC 007499.1 Phalaenopsis aphrodite subsp. 95 73 15

- formosana
NC 013991.2 |Phoenix dactylifera 95 80 1
NC 015817.1 |Phyllostachys edulis 84 77 0
NC 015826.1 |Phyllostachys nigra var. henonis 84 77 0
NC 014874.1 |Rhizanthella gardneri 23 20 0
NC 006084.1 |Saccharum hybrid cultivar NCo 310 117 92 2
NC 005878.2 |Saccharum hybrid cultivar SP80-3280 97 82 0
NC 008602.1 |Sorghum bicolor 84 76 0
NC 015891.1 |Spirodela polyrhiza 83 76 0
NC 002762.1 |Triticum aestivum 83 76 0
NC 013823.1 |Typha latifolia 86 79 0
NC 015899.1 |Wolffia australiana 83 77 0
NC 015894.1 |Wolffiella lingulata 83 77 0
NC 001666.2 |Zea mays 111 92 0
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Kinacrepsr dhopmupyroTcss u3mensdeHUEM, Ha4H-

Has C eIMHCTBEHHOTO KJIACTEPA, COJEPKAIIETO BCE JaH- Bxon: tiabop Genkos

Hele Oenku. Kmactep Mo)keT BKJIIOUATh JANEKUE OCIKH,

v

Moctpoexwe rpacha G

CCJIM IIpHU U3MCJIBYCHUH OHHU HE IIOIIAJIM B PA3HBIC KJla-

cTepbl. Takoi MOAXOJ MOJIE3EH MPU PACCMOTPEHUH JAJIE- nonapHbIx cxoncTs Gesnkos
KHX BUJOB U UX OCJIKOB, KOTOPBIEC TIPOU3OILIA OT OJJHOTO v
MIPEIKOBOr0 OelKa U COXpaHWIM OOyl (YHKIHIO, KO- MocTpoeHne

noKobIBatoLLEro neca F

v

PasgeneHue nepeBbeB 1

raa CXoJCTBO 3THUX OCJIKOB MEHBIIIE CXO0ACTBAa MCXKAY Ila-

panoramu). OOuMi miaH paboThl aqrOpUTMa MOKa3aH Ha

pucyHnke 2.1. (hopMMpoBaHHe KracTepoB
ITycts 3anaH HaOOp MIACTOMOB S, M AJIS Ka’KI0TO !
MJIaCTOMA TEPEUNCIICHBI €r0 OeNKH F,. Jlns Bcex map Bbixog: cnncok
KnacTepos

benkoB (F;,F,) W3 BCeX map IUIACTOMOB BBIYUCISICTCS

PucyHnok 2.1. O0mmii nJjian

XapakTepucTuKa cxoicrea s,(P,,F,) OenkoB Kak Kade-
v AJITOPUTMA KJIACTEPU3aLH

CTBO OINTHUMAaJILHOIO IMO0AILHOro BbIpaBHHBAHUA UX I10-

CJIEZIOBATENBHOCTEN; IIPH 3TOM CaMO MapHOE BhIPAaBHUBAHUE HE HCIOJb3YeTCs (M HE BbIUHC-
nsieTcs). JTa XapaKTepUCTUKA BBIUMCISIETCS] CTaHAAPTHBIM anroputMoM Hupnmana — Bynia
[103], B KOTOpOM B KayeCTBE MEPHI CXOJCTBA MOCICAOBATEILHOCTEH, BKIIOYAIONTUX JCIICIIUH,
UCIIOJIb3YETCS CyMMa COOTBETCTBYIOIIMX 1eMeHTOB Marpuil BLOSUMG62, [104]. Ilocne

3TOro 1mo cienyromed (opMmyne BBIYMCISIETCS HOPMUPOBAHHOE CXOACTBO  OEJIKOB:
_ -1
s(Fy, By) = 25,(B;, By )(s, (B, Fy) +5,(By, By)) -
PaccmarpuBaeTcst NoONHBIA HEOPHEHTHPOBAaHHBIA rpad (G, ¢ MHOXKECTBOM BEPILUH
{F,}, B XOTOpOM KaxoMy pebpy (F;,F,,) npunucauo 3nadenue s(b;, F,), KoTopoe Ha3blBa-

eTcsi gecom 3TOTO pedpa; p€Opa COCOUHSIOT PA3IMYHbIE BEPUIMHBI, T.€. NETIU OTCYTCTBYIOT.

llo G, crpoutcs paspexeHHsid rpad G, BKitodarowuii b pédpa (£, F,;), yIOBICTBOPs-
fougue yenosusm: s(F, F,) =max s(F,,B,) =maxs(F,F,) u s(B;,B,)2 L, rae MakCuMyMsbl

OepyTcs 1Mo BceM OelikaM M3 COOTBETCTBYIOIIMX IUIACTOMOB, i-TO | k-T0, a L — mapameTp aj-
roputMa (10 YyMOJTYaHUIO paBHBINA HYIO0). Eciin i = &k, To ipeanonaraercs emeé ycioBue m # [
¥ BTOPOE PaBEHCTBO HE YUUTHIBACTCSI.

st momydyenHoro rpadga G anroputm mnponenypoi Kpyckana crpout siec F (amukiu-
YyecKui noarpad, KOMIIOHEHTHI CBSI3HOCTH KOTOPOTO — JIEPEBBS), MOKpbIBatoLil G (pUCYHOK
2.2). Cymma BecoB Bcex pebep Jieca Ha3zbIBaeTcs ero gecom. Utak, B G mepedupatorcs péopa B

nopsifike yObIBaHHS MX Beca (MpU COBIAJCHUU BECOB CHadajia BHIOMpArOTCs pEOpa, coemuHs-
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foIKe OETKU OJTHOTO TIJIAaCTOMA), KOTOPBIE OOBSBISIOTCS pEOpamMu cTposmerocs jieca F, ecinu
noOasienue K F' ouepeqHoro pedpa u3 G He NPUBOIUT K NOsIBIIEHUIO B F 1iukia. B pesynsrare
F He conmepXHT NUKIIOB, T.€. SIBISETCS JIECOM, U BKIIOUAeT Bce BepmuHbI U3 G. Bec momyden-

HOTO JIeCa MAaKCUMAJIEH 10 CPaBHEHUIO C JIFOOBIM JIpyruM jiecoM B G.

Bxog: cnncok E
pébep rpacda G

Ypanutb u3 E pebpo e

Cnucok E nyct?
C HanbonbLUMM BECOM

[lobasneHue atoro
pebpa e B nec F
€034acT Lmkn?

Bbixog:
MoKDbIBAKOLLMIA Nec F

[obasntb pebpo e B nec F

Pucynok 2.2. Cxema ajaropurMa nocTpoeHus1 HAKPbIBAIOLIETo Jeca
B nauane criucok £ conepxut Bee pédpa rpada G, a nec F — Bce BepiumHbl rpada G. B pesynsrare: cnucok £
IyCT, a Jiec F' HakpbIBaeT Bce BepUIMHbI rpadha G U ero Bec MaKCUMaJbHBIMH.

3ateM K Jecy F IpuUMeHseTcs ClIeyIomIas Mpoleaypa pa3iesieHus 1epeBbeB (PUCYHOK
2.3), kotopasi ctpout Habop C uckoMbIX OesnKoBBIX KiacTepoB. Ilycts 7' —nepeBo u3 F u ey —

pebpo B T’ ¢ MUHUMAIBHBIM B T BecoM so. Ecim s, < H , rae H — napametp anroputma, u 1 He

YIAOBIETBOPSAET CPOPMYIUPOBAHHOMY HUXKE KpUmepuio coxpanerus oepesa, To T 3aMeHseTcs
B F' Ha nBa HOBBIX nepeBa 1’ u T" mytém ynanenus u3 T pedpa ep; B IPOTUBHOM ciydae (T.e.

KPHUTEpUH BBHINOJIHEH WM S, > [ ) nepeBo T nepemernaercs us £ B cucok C.

Kpumepuii coxpanenus nepea T COCTOUT B BBITIOJIHEHUH 3-X YCIIOBHH (pUCYHOK 2.4):
(1) |7 < pn, tae |T] — uucno BepiivuH B 1epeBe 1, n — 9UCIIO BUAOB, p — MapaMeTp alrOPUTMA;
(2) pedpo ey=(Ppg, Pr) coenunsier 6enku P, u Py, y KOTOpBIX m # k;
(3) mobas napa BepwmuH Py, u P, nepesa T, COOTBETCTBYIOUIMX O€lIKaM U3 OJHOTO IUIacTOMa,
coemrHeHa B 7' MyTEéM, COCTOSIIUM W3 BEPIIUH, COOTBETCTBYIOIINUX OEJIKAaM U3 TOTO K€ TIa-

ctoma (T.e. moarpadsl B 7, COCTOSAIINE U3 BEPIIUH OJTHOTO TUIACTOMA, CBSI3HBI).
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Bxogn: nec F

Ypanutb u3 neca F

?
Nec F nyct? npov3BonbHoe Aepeso T

310 fiepeso T
: a
Bbixoa: cnucok A yOOBNETBOpseT
knactepos C KpuTEpUIO
COXPaHeHns?
PoGasuTb T B cricok knactepoB C | Ypanute u3 T pebpo eo, 406aBUTL

[Ba NOMVYeHHbIX fepesa B fiec F

Pucynok 2.3. Cxema ajropurma pasjejieHnus Jjieca 1 (GOpMUPOBAHHS KJIACTEPOB
Buauane nec F' cogepkut HakpbiBatoie G JepeBbs, a crucok kinactepoB C myct. B pesynbrate nec F mycT, a
cnrcok C conepKUT HabOp MCKOMBIX KJIACTEPOB.

Ecnu B F' em€ ocraiuch IepeBbs, TO pacCMaTpUBaeTCs cieayroiee aepeBo 1 u3 F,
MHaue ajIropuT™ 3asepiiaet padoty. [lonydennslii B pesynsrare Habop aepeBbeB C npencras-
nsieT co0o0il KiacTepbl UCXOIHBIX OETIKOB: 0OUH KAACMEpP COCMOUm U3 nociedosamensHocmet,

NPUNUCAHHBIX 6CEM 6EPULUHAM 00HO020 06]76661. Konen onricadus aqropurMa.

Ilpeonoscenue 1. Jliia moObix 6enkoB F, u P, eciu B rpade G CymecTByeT IyTh OT
F, x P, c Becamu p€bep He MeHbIIE /1, TO anropuT™ nomeniaer £, u P, B OJMH KJIacTep.

Jokasamenvcmeo. Inst n =1 yTBep)KJieHUE CIpPaBEIUIMBO, T.K. 10 YCIOBHUIO pazjelie-
HUS aJTOPUTM HUKOTJAa HE ylaayiseT u3 Jieca péopa ¢ Becom, mpesbimaromum H . [lycts
YTBEPKIEHHE CIPaBEeUINBO Ul n =k , T.€. Oenku F, u P, mpuHamiexar ogHOMY KJIacTepy, U
BBINIOJHEHO YCIIOBUE YTBEpKAeHUs 1A n =k +1, T.e., B yactHocty, s(F,,F,,,) > H . Torxa,
MOCKOJIbKY aJTOPUTM HUKOIJIA HE yhajsieT U3 JepeBa péOpa ¢ BecoM, MpeBbllaromum H ,
pebpo (B, P,,,) Oyner coxpaHeHo, T.e. Oenku B, m P, monaxyT B OJWH KJIacTep, a 3HAYUT U
Oenkn F) u P, momagyT B OIUH M TOT e Kinactep. Takum o0pa3oM, yTBepkKIeHHE TOKa3aHO

10 WHTYKIIMH JUTS JTFOOOTO HATYPATLHOTO 7 . O
IIpeonooicenue 2. Ilycts C) u C, — 1BE KJIaCTEPU3AIMU OJTHOTO MHOXKECTBA OCIIKOB MPHU
3Hauenusx H, u H, nmapamerpa H, coorBerctBenno. Eciu H; > H,, to C; = C; win C) — u3-

menpueHue C,.
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Bxog: nepeso T

A 4

Onpegenutb B T pebpo o ¢
MUHUMaIbHbIM B T BECOM So

-- -E - napamertp.

|T | -ymcno
BepwuH B T
==~ n-obwee
4UCNO BMAOB;
p - napamerp.

(2): eo coepuHsieT
Benku u3 pasHbIx
nnacTomos

(3): Benku ogHoro
nnactoma obpasytot
CBSA3HbIN NOArpad

A A
Beixoa: Kputepuii He BbII'IOJ'IH(D (BbIXOIZlZ Kputepuit BbINOMHEH

Pucynox 2.4. Cxema npoBepKu KpuTepus COXpaHeHUs JepeBa

Het

Hoxkazamenvcmeo. 110 TOCTPOSHHUIO KIIACTEPU3AIMH MapaMeTp H BIHSET TOJIBKO Ha
MPUHATHE pelIeHUs 00 ylIaleHUU HEKOTOpBIX pEOep B XO/€ BBIIOIHEHUS MPOLETyphl paszie-
JICHUS, T.€., B YaCTHOCTH, IOKPBIBAIOIIHI JIeC, CTPOSIIHICS aITOPUTMOM JIJIsl JAHHOTO Habopa
OenkoB, He 3aBUCUT OT H. [Ipu ynanennn kaxxmoro pedpa u3 jgeca 0JHO JepeBO (KOMIIOHEHTA
CBSI3HOCTH, KOTOPOU MPUHAJICKHUT yaajsieMoe peOpo) 3aMeHsieTCsl Ha Ba. TakuMm 00pas3oM,
MIPY YBEIUYCHUN 3HAYCHUS H KaXJI0e JepeBO-KiacTep JIM0O OCTaHeTCsS HEM3MEHHBIM, JTIN0O

pa3nenuTcs Ha Ba Wik 0oJiee KIIacTepoB, 4TO U TPeOOBAIOCH JI0Ka3aTh. O
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Cneocmsue 1. YcnoBue: ykazanbl HAOOpHI OCIKOB, AJIEMEHTHI KOTOPBIX JODKHBI HAX0-
IUTHCS B pa3HbIX Kiactepax. CymecTByer He 0ojee OAHOTO MaKCHMAIBHOTO MO BKIFOYCHUIO
WHTEpBaJIa, Il KOTOPOTO BBITIOJHSIETCS: MPH JIIOOOM 3HAaYeHHU Napamerpa H W3 mHTepBaia
AITOPHUTM BBIIAET KIACTEPHU3AIINIO, YIOBIECTBOPSIONIYIO YCIOBHIO, U HUKAKHE JBa €€ KiacTepa
HEJb3s1 OOBETMHUTD C COXPaHEHHEM YCIOBHS. O

Creocmsue 2. YcnoBue: yKazaHbl HA0OpbI OCITKOB, HUM OAWH HAOOp HE TOJDKEH pasie-
nsaThes Kimactepamu. CyliecTByeT MaKCUMAIIBHBIA MO BKITFOYEHUIO HMHTEPBAJ, I KOTOPOTO
BBITIOJTHSCTCS: TIPH JIIOOOM 3HAYEeHUH MapaMeTrpa H W3 WHTepBaia allfOPUTM BBIJAET KiIacTe-
PU3AIHIO, YIOBIECTBOPSIONIYIO YCIOBUIO, M HU OJWH KJIACTEp HENb3s Pa3OMTh HA MEHBIIHE C
COXpaHEHUEM YCIIOBUS. O

B o0oux cieacTBusix rpaHuIlbl MHTEPBAJIOB — pallMOHAIbHbIE YyKciia (Win OecKOHed-
HOCTB), KOTOPbIE BBIYHCISIOTCS aJTOPUTMHUYECKH. YUCIIO M3 MepeceyeHns STUX WHTEPBAIOB
Opajioch B KadeCTBE 3HaUEHUs apameTpa /1, cBoero Juist KaKJI01 (pUIoreHeTUYeCKOu IpyIIbl.
Hampumep, y IBETKOBBIX PacTEHUH 3TO IMEpEeCcEYeHHE — y3Kas OKPECTHOCTh, BKIIIOYAOIIAS

BbIOpaHHOe 3HaueHue H = 0.5.

IIpumep padoTsl ajaropurma
B mpumepe kimactepusyroTcs IeBSITh KOPOTKUX OCIKOB, KOJUPYEMBIX B TPEX IJIACTO-
max: NC 000925 (Porphyra purpurea), NC 000926 (Guillardia theta), NC 000927
(Nephroselmis olivacea). A IMEHHO, U3 KaXXJIOTO TUIACTOMA B3SITO IO TPH KOPOTKUX OETKa:
NP _053804.1: photosystem I subunit [X, Porphyra purpurea
MNNNFTKYLSTAPVIGVLWMTFTAGFIIELNRFFPDVLYFYL;
NP _054005.1: photosystem I subunit XII, Porphyra purpurea
MIDDSQIFVALLFALVSAVLATIRLGKELYQ;
NP _053866.1: ribosomal protein S18, Porphyra purpurea
MAVYRKKISPIKPTEAVDYKDIDLLRKFITEQGKILPKRSTGLTSKQQKKLTKATKQARILSLLPFLNKD;
NP _050719.1: photosystem_I subunit VIII, Guillardia theta
MTAAYLPSILVPIIGIIFPGLTMAFAFIYIEQDQIN;
NP _050713.1: photosystem I subunit IX, Guillardia theta
MDNNFLKYLSTAPVLLTIWLSFTAALVIEANRFYPDMLYFPT;
NP _050701.1: photosystem_I subunit XII, Guillardia theta
MISDTQIFVALILALFSFVLATIRLGTSLY;
NP _050833.1: photosystem I subunit VIII, Nephroselmis olivacea

MVTSFLPSLEVPLVGLVFPAVAMASLELYIEKDEIA;
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NP _050847.1: photosystem I subunit IX, Nephroselmis olivacea
MKDFTTYLSTAPVLAAVWFGFLAGLLIEINRFFPDALSFSFEV;
NP _050819.1: ribosomal protein L36, Nephroselmis olivacea
MKVRPSVRKICDKCCLIRRHRKLLVICSNPKHKQRQG.
O0603Ha4nM ATH OEIIKM B YKazaHHOM mopsiake kak: 1:1, 1:2, 1:3; 2:1, 2:2, 2:3; 3:1, 3:2,
3:3. Takum oGpa3om, rmapa n:m 00o3Ha4aeT m-i OEIIOK U3 /1-TO TIACTOMA.

3HaueHHUs CXOJCTBA §, BCeX Map OeIKOB NpHBEICHBI B Tabmuue 2.4a. 3Ha4eHUs HOP-

MHPOBAHHOTO CXOJICTBA § BCEX Map OEJIKOB MpHBeNeHbl B Tabnuue 2.4b. 3HaueHus B TabiuLe
OKpYIJIEHBI J10 IBYyX 3Hadauux nudp. HopmupoBaHHbIE CXOACTBA yKa3aHbl B IPOLIEHTAX.

B tabnune 2.4c nmocne orbpaceiBanus péoep B rpade G 1o BTOPOMY YCIOBHIO pa3psi-
xeHust octaerca 15 gucen. [locne orOpaceiBanus pédep B rpade G 1o mMepBOMY YCIOBHIO
pa3psOKEHUS OCTAKOTCS 8 YKCell, OTMEUCHHBIX B TaONHIIE MOTYKUPHBIM mpudToM. Cam rpad
MOKa3aH Ha pUCYHKe 2.5a.

I'padp umeeT Tpu KOMIIOHEHTHI CBSI3HOCTH: JBE, COCTOSIIHME M3 M30JIMPOBAHHBIX BEp-
muH 1:3, 3:3, u oJHY, cofepKalllyl0 BCe OCTalbHbIE BepUIMHbI. [IepBbIM IByM KOMIIOHEHTaM
COOTBETCTBYIOT TPUBHAJIbHbIE HAKPBIBAIOIIME JEpeBbs (U3 OJHOM BEPIIMHBI), /Ui KOTOPBIX
BBINIOJIHEH KPUTEPUM COXpaHEHUs, TaK YTO OHU OOpa3yloT [1Ba OJHO3IEMEHTHBIX KiacTepa.
PaccMoTpuM HeTpUBHAIbHYIO KOMIIOHEHTY CBA3HOCTH. {1151 HE€ nMeeTcst 0OJTHO HaKphIBaroIllee
nepeBo 7, KOTOpOE MOJIydaeTcs, yaaJieHHneM u3 He€ péOep, MOKa3aHHBIX Ha PUCYHKE 2.5a
nyHktupoM. Ilycte mapamerp p paBeH nByMm. Tornma 7' He ymOBIETBOPSIET NEPBOMY YCIOBHIO

coxpanenusi. (Ecrm p =3, 1o T He ynoBIeTBOpSET BTOPOMY yCIOBUIO coxpaHeHus.) B T yna-

nsiercst peopo 3:1-3:2. Iomyuaercst Habop W3 BYyX JAEpEBhEB, MOKA3aHHBIA HA pUCYHKE 2.5D.
JlepeBo ¢ 4eThIpbMsI BEpIIMHAMH HE YIOBJIETBOPSIET TPETHEMY YCIIOBHUIO coXpaHeHHs. PeOpo
1:2-3:1 ¢ MmuHUMaATBHBIM BecoM yuansercs. [lomydaercss Habop W3 TpEX NepeBbEB, MOKa3aH-
HbI Ha pucyHKe 2.5c¢. IlomydeHHbIE NEpeBbs yIOBIECTBOPSIOT BCEM YCIOBHUSAM COXPAHEHUS.
ANTOpPUTM 3aBepIiaeT padboTy.

B pesynmbrare mo maTu AepeBBSM TOIYYEHBI CIEAYIONINE MATH OCITKOBBIX KIAcTEPOB:
kimacrep 1 (1:1, 2:2, 3:2): {photosystem I subunit IX, Porphyra purpurea, photosystem I
subunit IX, Guillardia theta, photosystem I subunit 1X, Nephroselmis olivacea}; knacrep 2
(1:2, 2:3): {photosystem I subunit XII, Porphyra purpurea, photosystem I subunit XII,
Guillardia theta}; xmactep 3 (2:1, 3:1): {photosystem I, subunit VIII Guillardia theta,
photosystem I subunit VIII, Nephroselmis olivacea}; u Ba 0JHO3IEMEHTHbIX KiacTepa: 4
(1:3): {ribosomal protein S18, Porphyra purpurea} wn 5 (3:3): {ribosomal protein L36,

Nephroselmis olivacea}.
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Tabauua 2.4. 3HaueHus CXO/ACTBA Sy U s Nap 0eIKOB; pa3pe:keHue rpaga cxoacTB

@) 3HA4YeHUS CXOACTBA s) Map 0eJIKOB

so | L:1 ] 1:2]1:312:112:2]2:3]3:113:2]3:3
1:1 1225 -9 |-60 | 11 | 153 | 1 7 11311 -36
1:221 -9 |139-97] 0 I |91 | 18| -6 |-12
1:3]-60|-97 | 345 | -66 | -69 |-101| -77 | -54 | -57
21| 11| 0 [-66|180| 4 | -3 |108| 5 |-17
2211531 1 [-69| 4 [219| -4 | 12 | 118 -21
23| 1 |91 (-101} -3 | -4 |134| 8 | -1 |-27
310 7 | 18 |-77 1108 | 12 | 8 |174| 5 | -22
3:22 1131 -6 |-54| 5 |118 ] -1 5 1215 -27
3:31-36|-12 | -57 | -17 | -21 | -27 | -22 | -27 | 203

b) 3HaYeHUs1 HOPMHPOBAHHOI'O CXO/ACTBA S NMap 0eJIKOB
s | L1 12 1:3)2:01(2:22:3]3:113:2])3:3
1:11100{-49|-21 54|69 | 06|35 60 |-17
1:21-49|{100|-40]0.0| 06| 67 | 12 |-3.4|-7.0
1:3]-211|-40 | 100 | -25 | -25 | -42 | -30 | -19 | -21
2:1154]100(-25]100|2.0|-19| 61 | 2.5|-8.9
22169 |06 |-25]2.01{100|-23|6.1| 54 |-10
23106 | 67 |-42|-1.9(-23|100| 52 |-0.6] -16
3:1135]12 |30 61 | 6.1|52|100]|2.6]-12
322160 |-34|-19 25| 54 |-0.6] 2.6 | 100 | -13
3:31-17|-70|-21 |-89|-10 | -16 | -12 | -13 | 100

c) rpad G onpenensieTcs MOJYKUPHBIMU 3HAYEHUSIMHU
G | 11| 122 1:3)2:1]2:2(23|3:1]3:2]33
1:1 54169 | 0.6 35| 60

1:2 0.6 | 67 | 12

1:3

2:1 2.0 61 | 2.5

2:2 6.1 | 54

2:3 5.2

3:1 2.6

3:2

3:3
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¢) rpad mocne 2-ro mara pasueiacHus

Pucynok 2.5. I'pad G B npouecce pa3jiesieHusi 1epeBbeB

2.2. Knacrepuzanusi 60eJ1K0B pog0o(pUTHOM BETBH IJIACTH/L

[Inacromsl, yka3anuble B Tabnuue 2.1, nomydensl u3 0a3bl nanHbiXx NCBI. B ux unc-
Jie — TUTACTOMBI HEIaBHO CEKBEHMPOBAHHBIX JMATOMOBBIX Bojopociei [105, 106]. Hekotopsie
(dbparMeHTHI AepHBIX TeHOMOB Eimeria tenella n Neospora caninum Liverpool ony4eHsl u3
0a3bl qanHbIX Sanger Institute [107]. Cuér nmpoBoauics pu 3HaYeHUSX apameTpoB H =0.7,

p=2, L=0; noiay4eHHble pe3yJabTaTbl COXPAHSIOTCS, €CJIU apaMeTphl OCTAIOTCS B Ipele-
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nax: 0.6<H<0.7,1<p<o u —0<L<0.05. B uenom mapamerpsl mogo0OpaHbl Tak, YTOOBI

MOJTy4EHHBIC KJIACTePhl XOPOIIO COITACOBBIBAIHMCH C JIOCTYIHBIMH OHOJOTHYCCKHMH CBEIC-
HHUSMH O CEMENCTBAX OEJIKOB.

Pa3BepHyTOC CTAaTHCTHUYECKH 3HAYMMOE HCCJICIOBAHKE BIUSHUS MTapaMeTPOB HE IPO-
BOJIMJIOCH, B TOM YHCJIC TIOTOMY, YTO TOYHBIN BHJI KJIACTEPOB HE M3BECTCH. HECKOJIBKO CJIOB O

BIMSHUM MapaMeTpoB: Mpu p <1 Ki1acTepbl MakCUMaJIbHOTO pa3Mepa pacnajarorcs; Mpu
00JBIINX 3HAYEHUSX p (Aaxe mpu p =+ ), T.e. 6e3 yuéra ycinoBus (1) coxpaHeHus nepesa,

pe3ynbTaThl HE MEHSIOTCS, HO BpeMs cuéra yBenwmuuBaeTcs. Ecim 3HadeHWe L TpeBBIIAET
0.05, To ¢ ero poctoM uucio pédep B rpade G OBICTPO YMEHBIIIACTCS, & YUCIO KOMIIOHEHT
CBSI3HOCTH B HEM OBICTPO BO3pAcTaeT, IPU ATOM KIIACTEPHI, IEPEBbS KOTOPHIX COAEpKaT peod-
PO ¢ MaJieHbKUM BecoM, pacranatorcs. [Ipu H < 0.55 HEKoTopbie KiacTepbl 0OBEIUHSIOTCS,
anpu H >0.75 — pacnagarorcs.

B HEKOTOpBIX peAKHX cilydasx Ha OCHOBE OHMOJIOTHYECKOW HMH(OpMAIMU MPHUILIOCH
OOBEIMHATH WM pa3lelsaTh KiacTepbl. Hampumep, kinactep L-cyObeanHull mpotoxaopodui-
muapenykrasbl ChlL Obu1 BeIeNEH U3 OosblIero kKiacrepa, chOpMUPOBAHHOTO aJITOPUTMOM U
BKJIIOYAIOIIETO OEJIKH, 3aBEJOMO HE OTHOCSIIHUECS K CUHTE3Y XJIOpO(HLIa U HE COIIPOBOXKIA-
emble N-cyObenuHuIIaMH. BpIfieieHre OCHOBAaHO Ha ABOJIIOIUM T€HOB chlL w chIN, xak u
chlB, xonupyrolux CyObeAMHMIIBI HE3aBUCHMOHI OT CBeTa MPOTOXJIOPO(UIUIUIPENYKTA3HI,
KoTopas onucana B padote [108]. Tax ke BblJeNeHbl €€ ABa KjIacTepa, OJMH U3 HUX COCTa-
Bunu ¢parmentsl B"-cyobenununsl PHK-nonumepassl 6akrepuansHoro tuna y Piroplasmida
(Babesia bovis u Theileria parva), a npyroit — KuHa3sl U3 Bojgopocieit Rhodomonas salina n
Heterosigma akashiwo.

Pesynbrarel KinacTepusanuu MpEACTaBICHBl B 0a3e JaHHBIX, JOCTYITHOM depe3 BeO-
untepdeiic [90], obecneunBaromuii psia QyHKIUN, Cpeau KOTOPbIX OTMETHUM IOUCK Oeika
(kmacTepa) 1o 3alaHHOMY (PHIIOTEHETHYECKOMY PO (PHITIO.

JInisi KOHTpOJST HAalIMX pe3ylbTaTOB W TOCTPOCHHS (DUIOTEHETHYECKUX JICPEBHEB,
Hanpumep npu uccienoanuu PHK-nonumepas, ucnons3oBaicsa naker nporpamm MEGA 5,
[109]. TTouck cyoremunann; PHK-nonumepas Beimonusuics nporpammoir BLAST, [110], coot-

BeTCTBylolee 3HaueHue E-value o6o3nauaercs numxke E.

2.2.1. XapakTepuCTHKA KJACTEPOB MJIACTOMHBIX 0€JIKOB Po10(UTHOI BEeTBH

Ms1 paccMOTpeny MHOTOYHMCIICHHBIE TAKCOHOMHYECKHE TPYIIBI POJOPUTHON BETBH,
OXBaThIBAIOIME BCe €€ BUABI M TMpeacTaBieHHble B 0Oa3e manHbix GenBank, NCBI (na
01.10.2011), cm. Tabmuny 2.1. Paccmorpeno 3426 GenkoB, U3 HuX oOpasoBaHo 260 kiacrte-

POB, COAEpIKaIIUX CTPOro OOJIbIIE OAHOTO Oenka («HEe-CHHIJIETOHBI»), U 143 OIHOAIEMEHT-
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HBIX KJlacTepa («CHHIIETOHBI»). [locinenqnue B COBOKYITHOCTH CoepkKar TOIbKo 4% OT dmciia
BceX OeNKOB, KaXKIbli M3 11 HE-CHHITIETOHOB COCTOMT M3 MapaJIoTHYHbIX OenkoB. [logasisto-
miee OoNpIMHCTBE KiacTepoB (359) He comeprkaTt mapasioros, 44 kiacrepa conuepxar ux. Pac-
MpeesieHrne KIacTepOB B 3aBUCUMOCTH OT YHCJIa MPEACTABICHHBIX B HUX BHJIOB MOKa3aHO HA

pucyHke 2.6.

KonuuectBo knactepoB

Yucrno BuIOOB B Knactepe

PucyHnok 2.6. Pacnipenesienue 4ucia KiacTepoB poaoGuTHON BETBH IIACTH/ B
3aBHCHMMOCTH OT YMCJIA MPeICTaBJIeHHbIX B HUX BUJ0B

benku, oOuiue a1 m1acTOMOB BCEX PACCMOTPEHHBIX BUJIOB, COCTABIISAIOT 8 KIIaCTEPOB:
pubocomusie 6enku S2, S12, L2, L6, L14 u L16, dakrop snonrammu Tu u B-cyorenununa
PHK-nonmmmepassl 6akTepuanbHoro tumna. Pubocomusiii 6emok S19 ompenenén y Bcex pac-
CMOTPEHHBIX BUJOB, KpOME CLIOpOBUKa Babesia bovis.

JInisi HECKOJIBKMX TAaKCOHOMHYECKHX TPYII YIAlIOCh BBLICIHTH OCIKH, KOTOPBIE Xa-
paxkmepuszyrom smy epynny («pUIOreHeTHuYeCcKue MOJIMUCH»), T.€. KOAUPYIOTCS B €€ IJacTo-
Max ¥ TOJBKO B HUX. A WMCHHO, OCJIKH, KOJUpyeMble B IUIACTHIAX OarpsHOK
(Cyanidioschyzon merolae, Cyanidium caldarium, Gracilaria tenuistipitata, Porphyra
purpurea u P. yezoensis) U OTCYTCTBYIOIIHME B OCTAJIbHBIX PACCMOTPEHHBIX IIacTOMax (T.e.
cnenuduyuHbIe 7151 0arpsiHOK), COCTABIAIOT 24 KiacTepa: TpeTuid (HakTop MHUIMAIIMKA TPAHC-
JAUuH, o-, B-, Pis-, Y-CYObEAMHUITHI aJUT0(PUKOIIMAHUHA, O- U B-CyObenUHHIIBI (PUKOIIMAHUHA,
nBa ¢GopMooOpaszyromux Oenka (UKOOMINCOM M CBSI3aHHBIM € Jerpajanueil puKoOmIncom
oenok Ycfl8, Tnopenokcun, 6enku komruiekca anetuia-CoA-kapOokcuiiaspl, mpeHuaTpaHcde-
pasa, aneTwinIyTamarkuHasza, (QeppeloKCHH-3aBUCHMMasi TDIIyraMarcuHTasza, o- U f-
CyOBeMHHMIIBI  THpyBaTaeruaporeHassl  El, CyObeIMHHIBI  aHTPAHWJIATCHHTA3bl,  O-

CY6”I)CI[I/IHI/III3 TpI/IHTO(i)aHCI/IHTaBI)I N THIIOTECTHYCCKUC KOHCCPBATHUBHLBIC OCIIKH.
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He naiineno Oenka, crienu@uaHOro sl KpUOTOPUTOBBIX Bojopocieit Cryptomonas
paramecium, Guillardia theta u Rhodomonas salina; xak u mis Chromerida (4/veolata sp.
CCMP3155 u Chromera velia).

benku, cnenmuduunbie mns cnopoBukoB rpymnmbl  Piroplasmida (Babesia bovis,
Theileria parva), cOCTaBHJIM 5 KJIACTEPOB: JIBa U3 HUX — CJ1a0ble TOMOJIOTH pUOOCOMHBIX O€-
KOB, emé JaBa — MOJeKylspHble 1maneponbl, romonoruunsie ClpC (YP_002290851.1,
XP 762692.1, YP_002290850.1, XP 762693.1) u ¢parmentsl P"-cyobenununs PHK-
nonmMepassl 0akrepuansHoro Tuna (YP 002290845.1, XP_762712.1).

I'pynna “Diatoms u Dinotoms” conepxxut Durinskia baltica, Kryptoperidinium folia-
ceum, Fistulifera sp. JPCC DAO0580, Odontella sinensis, Phaeodactylum tricornutum, Thalas-
siosira oceanica, Thalassiosira pseudonana. Cpenu HUX 5 TIJIaCTOMOB JTMATOMOBBIX BOJOPOC-
neut: Fistulifera sp. JPCC DAO0580, P. tricornutum, O. sinensis, T. oceanica v T. pseudonana.
[Tnactunel D. baltica v K. foliaceum 6nu3ku x miactugam P tricornutum. CrneuuuyHbIMUA
JUTSI ATOW TPYIIIBI OKA3aJIMCh JIBa KJIacTepa: OJMH COIEPKUT roMosioru Oenka Y cf88, npyroii —
IO JIBa apajora, roMoJIoTHYHbIX Oesiky Y cf89, u3 kaxa0ro Buja 3TON IpymIibl.

HexoTopble KimacTepsl MOMYYHIIN JOMOJHUTEIHHOE 000CHOBAaHHE TPU HCCIICAOBAHUH
S'-nmuaepHBIX 00JIaCTel COOTBETCTBYIONIMX T'€HOB. A WMEHHO, HAaWJCHBI KOHCEPBAaTHBHEIC
YYACTKH B HEKOJUPYIOIUX OOIACTIX IIACTOMOB IEPEYHCICHHBIX BUJOB W3 ATOW TPYIIIHI,
BKJTIOYAs €II€ HEJaBHO CEKBEHHMpOBaHHBIM miactoMm Synedra acus (NC 016731). bonbmoe
YHCIIO0 TUTACTOMOB B BBIPABHUBAHUH TI03BOJISIET TOBOPUTH O JIOCTOBEPHOM BBIJICIICHUHN KOHCEP-
BaTHBHBIX yYaCTKOB B HEKOJMPYIOIIUX 0OMacTsIX TeHOMOB. JJIsi map OpTOJIOTHYHBIX T'€HOB,
MO3UIIMOHHO CIETUICHHBIX XOTSI ObI y 7-MU M3 8-MH BHIOB, OBUIM TPOBEICHBI JTOTIOIHUTEIb-
HBIC BBIPAaBHUBAHMS JIHJIEPHBIX oOacTeld. B Xoporuractax JuatoMOBBIX BOJOPOCIIEH KOHCep-
BaTHBHBIC YYaCTKHA B COCTaBe JUIMHHBIX JIHJIEPHBIX 00JacTel, B 11eJI0M HEKOHCEPBAaTHBHBIX,
uMeroTcs nepen renamu rps20, yefl2, atpA, atpB, atpG, psaB, psal, psbA, psbE, psbl, psbK,
psbN, psbV, psbZ, rbcS, trnG, petF. I3 HUX TOJIBKO TeH petlF, konupyoomui Gpeppenokcut, oT-

CYTCTBYET B Iu1acToMe 1. oceanica; 1 ObLI IEPEHECEH B APO.

2.2.2. ITouck PHK-nosiumepa3s B siiepHbIX T¢éHOMaX CIIOPOBUKOB

Y mrammoB Toxoplasma gondii ME49 (XP_002367014.1), T gondii VEG
(EEE31947.1), T. gondii GT1 (EEE23737.1) u y Neospora caninum (CBZ55882.1) naiineno
no oguoi kormuu PHK-monumepasbl ¢darosoro tumna (Homepa yka3zaHbl B CKOOKax). Y miTam-
MoB 1. gondii ME49 u VEG Oenku coBnagatot, y mramma GT1 OelOK COACPKUT 3aMEHBI
AMHHOKHUCIIOTHBIX OCTAaTKOB B HECKOJBKUX IMO3UISIX M BCTABKY, 3aHUMAIOIIYIO TTO3HIIUU OT

347 no 354. Y Eimeria tenella ne ynanoce onpenenuts PHK-nonmumepasy garosoro tuna.
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I'omonorn PHK-nonumepas ¢aroBoro Tumna HalJeHbl Y MHOTMX CIIOPOBHKOB, HE SIB-
TAOmMUXCs Kokuunusamu: 'y Plasmodium berghei (XP_676913.1), Pl falciparum 3D7
(XP_001347935.1), PL knowlesi H (XP_002259256.1), Pl vivax Sal-1 (XP_001615369.1),
Pl yoelii 17XNL (XP_727223.1), Pl chabaudi (XP_739650.1), Babesia bovis
(XP_001611431.1), Theileria annulata (XP_953797.1), Th. parva (XP_766496.1). Jlepeso
PHK-nonmmmepas (aroBoro Tumna rnokasaHo Ha pucyHke 2.7. OqHako OpPTOJIOTHYHBIN OEIOK He
HaiaeH y kokuuauu Cryptosporidium parvum, KOTOpasi B OTJIMUKE OT MHOTHX CIIOPOBUKOB HE

HUMCECT IIJIaCTU .

{P!asmodium berghei
Plasmodium yoelii

—— Plasmodium chabaudi

Plasmodium falciparum
— Plasmodium knowlesi

Plasmodium vivax

Babesia bovis

— Theileria annulata

L_ Theileria parva

Toxoplasma gondii

L Neospora caninum

Tetrahymena thermophila

0.1

Pucynok 2.7. Iepeso PHK-nosimmepa3 ¢parosoro tuna y npocreiilmx HaaTumna
Alveolata

B sineprom renome Toxoplasma gondii oOHapyXE€H TOJIBKO OJIMH I'€H, KOJUPYIOIIUN G-
cyorequuuny PHK-nonumepassl 6akrepuansioro tuna. E€ nnuna — 1002 aMMHOKHCIOTHBIX
ocrarka y mirtammoB ME49 u GT1, 1001 — y mramma VEG. Huxe paccmarpuBaercst 6enok
XP _002367841.1 mramma ME49. B sinepaom renome Neospora caninum ren CBZ51366.1
konupyer o-cyobenunuiy PHK-nmoaumepasst mmHoit 1206 aMUHOKUCIOTHBIX OCTAaTKOB. Y
T. gondii n N. caninum C-xoHupl 6-cyObenunul PHK-nonumepas upesBbryaitHo OJIM3Ku Ipyr
K JIPYTY, HO HE UMEIOT CYIIECTBEHHOTO CXOJCTBA C G-CYObEIMHHUIIAMHU THATOMOBBIX BOJOPOC-
nert Phaeodactylum tricornutum CCAP 1055/1 u Thalassiosira pseudonana CCMP1335, 30-
JIOTUCTOU BOJOpocChu Aureococcus anophagefferens, kxpuntohutoBeix Bogopocieit Guillardia
theta u Hemiselmis andersenii. 6-CyObequHUIIBI, ONMKaIINe K 3TUM G-CyObeIMHULIAM KOK-
uuaui, Haaenel y umanoOakrepuit Cyanothece sp. PCC 7822 (YP_003885480.1),
Microcoleus chthonoplastes PCC 7420 (ZP_05024793.1), Acaryochloris marina MBIC11017
(YP _001519047.1) wm 'y od-mporeobakrepun  Desulfarculus  baarsii DSM 2075
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(YP_003809216.1). bakrepuanbHble OpTOJIOTH UMEIOT JUIMHBI OT 260 10 363 aMHUHOKHCIIOT-
HBIX OCTaTKOB. ¥ BCEX BHUJOB XOPOILIO BbIpaBHUBAIOTCA C-KOHIbI BTOPOTO PETHOHA, BECH TpPe-
TUN pernoH U N-KOHIIbI 4eTBEPTOro peruona o-cyorenunun PHK-nonumepas. [o Beeit minne
4eTBEPTHIN peruoH BelpaBHUBaeTcs y 1. gondii, N. caninum u D. baarsii.

Taxxe opronoru 6-cyoreaunul PHK-nonumepassl HailieHbl y npocTedmx U3 oTpsi-
na Haemosporida: Plasmodium berghei (XM_669238.1), Pl falciparum 3D7 (XP_966194.1),
Pl knowlesi H (XM_002261430.1), Pl. vivax Sal-1 (XP_001616222.1), Pl yoelii 17XNL
(XP_724777.1), Pl. chabaudi (XM_739944.1). B xaxx1ioM U3 HUX OTCYTCTBYIOT JIpyrH€ O-
cyoreaunuibl. He ynanocs onpenenuts o-cyobenunuipl PHK-nonuMepasbl y BU10B U3 0Tps-

na Piroplasmida: Theileria parva, Th. annulata, Babesia bovis. JlepeBo G-CyObeIUHHUII MTOKa-

Plasmodium yoelii
F Plasmodium berghei
— Plasmodium chabaudi

Plasmodium falciparum

3aHO HA PUCYHKeE 2.8.

— Plasmodium vivax

L— Plasmodium knowlesi

Toxoplasma gondii

L— Neospora caninum

0.1

Pucynok 2.8. lepeBo o-cyobenunnn PHK-nosimmepa3s y cnopoBukoB

OcoOeHHOCTBIO MJIACTOMOB CIIOPOBHUKOB SIBIISIETCS OTCYTCTBUE Y HUX 0O-CYObEIMHUIL
PHK-nonumepa3s 6akrepuanbHoro tuna. PaccMorpeno tpu Buja xkokuuauil: Eimeria tenella,
Toxoplasma gondii u Neospora caninum.

Hanusie o 7. gondii n 00 00CyX1aeMbIX BOAOPOCISIX U OaKTEpHUsX AOCTYITHBI B 0aze
nanHblx NCBIL. V' T. gondii ME49 a-cy0beaunumia KoAUpyeTcs: B SApEe, COOTBETCTBYIOILUM
oemox XP_002367289.1 umeetr 836 aMUHOKHUCIOTHBIX OCTAaTKOB. Y 3TOTO O€JIKa MMEETCs OT-
JUYUe B OJHOW mo3uiuu Mexnay mrammamu 1. gondii ME49 u GT1. B saepHom reHome
E. tenella obuapyxena Gmmskas (E=1.1x10"") o-cyObemuunma, Wis KOTOPOH OIpPEICICHEI
¢bparmenTsl yeThIpéx 3k30HOB Ha koHTUre dev EIMER contig 00028796 ¢ koopauHaramu
coOTBEeTCTBEHHO 5283..5453, 5682..6167, 6576..6785 u 7273..7965. B sgepHoM TeHOME
N. caninum obuapyxena Gmmskas (E=9.9x107**) a-cy6beaunuma, Wi KOTOPOil OIpPeIeIeHb!
nBa 2k30Ha Ha KoHture Contig892 ¢ kKoopauHaTamMu COOTBETCTBEHHO 45655..47412 u

47940..48611.
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2.2.3. O0cyxaeHue pe3ybTaTOB KJIACTEPU3ALMHU AJIs1 POAO(PUTHON BEeTBH

benok NP 045121.1 y Cyanidium caldarium BXOmuT B KJacTep, COACPk AU OCIKU
YP 537023.1 u3 Porphyra yezoensis u NP_053952.1 u3z P. purpurea. 3t 6€JIKH UMEIOT OT-
HOCHTEJIBHO KOPOTKHI KOHCEPBAaTUBHBIN JOMEH, XapaKTEPHBIH TSI TPAHCKPUTIIIHOHHOTO (haK-
topa NtcA (Yci28). benok NP _849012.1 u3 Cyanidioschyzon merolae siBnsieTcss roMOJI0TOM
st NtcA, olHaKo OH He BOIIEN B KiacTep NtCA n3-3a 3HAUUTEIBHOTO OTINYMS, B TOM YHCIIE
B HanOoJiee KOHCEPBAaTUBHOM JloMeHe (hakTopa. Eiié MeHbIiee cxo1cTBO B COOTBETCTBYIOLIEM
nomeHe — y NtcA u ero romonora y Gracilaria tenuistipitata. DBOTIOIIMOHHO 3TO U3MEHEHHE
CBSI3aHO C IIEPEHOCOM B SIJIpO WK MOTepel reHa glnB u3 miuacToma, TPAaHCKPUIILUS KOTOPOIo
perynupyetcs dakropoM NtcA y GarpssHok Porphyra spp. u Cyanidium caldarium, [111].

[TnacTtom Gracilaria tenuistipitata conepxut rensl leuC u leuD, xonupyromue 0071b-
uryio (YP 063540.1) u manyio (YP_063541.1) cyObeauHHIBI 3-H30IPONMIMATATACIHAPO-
TeHa3bl, KOTOPbIE OTCYTCTBYIOT B JPYTMX PAacCMOTpPEHHBIX IacTomax. Kak oTmeuaercs B
[112], aTO cBUIETENBCTBYET O paHHEM pasieineHuu Takconomudeckux rpynn Florideophyceae
(Brurouaromet G. tenuistipitata) u Bangiophyceae B cocraBe otena 0arpsiHoK.

Oco0OeHHOCThIO MJIACTOMOB CIIOPOBHMKOB SIBJISIETCSI OTCYTCTBUE B HUX 0-CYObEIMHUIL
PHK-nonumepa3 6akrepuanbHOro TUIA, OJHAKO MX T'OMOJOTM HAaWJEHBI B AJEPHBIX F€HOMaX
OO0JIBILIMHCTBA CIIOPOBUKOB.

Hannyme y muaToMOBBIX BOJIOPOCIEH M OIM3KUX K HUM TPETUYHBIX YHIO0CUMOUOHTOB
o0mmx OeNKOB, OTCYTCTBYIOIIUX B TUIACTHIAX IPYTHX BUAOB, O3BOJISIET MPEAIIOIOKUTH PaH-
Hee 000co0ieHre AMATOMOBBIX BOJIOPOCIIEH OT APYruX MpeicTaBUTeNeil polopUTHON BETBU.

HexoncepBatuBHOCTh OombiinHCTBa cyobenuuul PHK-nonumepassl GakrepraabHOTO
tuna y Piroplasmida mo3BonsieTr coMHeBaTbest B paboTocmocobHOCTH 3TOT0 (pepmeHTta. Jta
THIOTE3a TOJTBEPXKIACTCS TEM, YTO B HX SIJICPHBIX T'€HOMax HE YIaloCh OIPENCTUTh O-
cyobenuuauIly. MOXHO MPEAnoNoxkuTh, 4To y Piroplasmida Tpanckpumiius Bcero miactoma
ocymectBisiercs: uckmountenbHo PHK-nmonumepasamu daroBoro tuma, 94to 03Ha4aeT Hed(-
¢dexTtuBHOCTH B OOphOe c Piroplasmida anTuOuotnkoB, nurubupyromux PHK-nonumepass
OakTepuanbHOrO THIa. HampoTwB, Takue aHTHOMOTHUKM MOTYT OBITH NPHMEHEHBI IPOTHB
Plasmodium spp, Toxoplasma gondii u Neospora caninum.

HepeBo o-cyobenunun, PHK-nonumepas OakrepuanbHOro TuIa y CIOPOBHKOB, HC-
Kiro4asi BUael U3 Piroplasmida, xoporro cormacyeTcs Kak ¢ Ae€peBOM BHUIOB, TaK U C JEPEBOM
PHK-nommmmepas ¢daroporo tuna. Hanwmume we Oosiee omHOM o-cyobenuuuinbl PHK-
MOJINMEpPa3bl y CHOPOBUKOB YKA3bIBa€T Ha HE3HAYMTEJBHYIO pPOJIb PETYIALMU IJJacTOMa Ha
YpOBHE TpaHCKpUMIINH. BeposTHO, 31ech HanboIbilIee 3HAYCHHE UMEET PETYIISLUS HAa YPOBHE

TPaHCJISLIMY WIH NPOLIECCUHTA, YTO NOATBEPKAaeTCs HabmoneHusaMu [87].
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PHK-nosnmmmepassl daroBoro tuma y Bua0B poaa Plasmodium Xopouio BEIpaBHUBAIOT-
csl MeXIy co0oil 1 oOpa3yroT Kiany Ha JepeBe OenkoB. Taxke 3Ty nmonumepassl GOPMUPYIOT
otaenbHble Kianpl y Piroplasmida u Coccidia. Onnako PHK-nmommepassr Coccidia cymie-
CTBEHHO OTJIMYAIOTCS OT OPTOJOTMYHBIX OENIKOB y Apyrux crnopoBukoB. Hamporus, PHK-
noJinmepassl (HaroBoro TUIa y KOKIUAUNA OIM3KU K OPTOJOTHYHBIM O€JIKaM TeTpaxuMeEHBbI, He
uMerolei miactua. MoxXHO mpeanonoxutsb, yro y kokuuauii PHK-nonaumepassr ¢garosoro
THUIIa HE UTPAIOT POJIM B TPAHCKPUIIMU M1acToMa. Haiu nanHble He BBIIBUIIM 3HAYUTEILHOTO
pasnooOpasusit PHK-nonumepas ¢darosoro tuna y npocreiimux. BepostHo, PHK-nonnmepass
(aroBoro TuIa y CHOpOBUKOB MMEIOT JIpeBHEE MPOUCXOKJEHUE U HE CBA3AaHBI C Mpuolpere-
HueM ractu. Hampotus, y BeICIIUX pacTeHUil HaOmonaercs Oosbinoe pasHooOpasue PHK-

nonuMepas (aroBoro THIA, KOTOPIE HAIEJCHBI Ha pa3IudyHbIe opranesuisl [88, 89].

2.3. Kunacrepuszauus 0eJ1K0B XJ10poQUTHONH BEeTBH IJIACTH/

[Inactomsl 25-Tu BUJIOB Nody4eHbl U3 0a3bl naHHbIX NCBI u nepeuncnens! B Tabnuie
2.2. J1ns KOHTPOJIS PE3yNIBTAaTOB U IOCTPOCHUS (PUIIOTEHETHUECKUX JEPEBBEB UCIIOIB30BAUCH
nakeT nporpamm MEGA 5, [109] u 6a3a nanusix Pfam, [113].

BeG-unrtepdeiic [102] obecneunBaer st Xi10popUTHON BeTBU (PYHKIIMOHAIBHOCTD,

ONMCAHHYIO BbIIIE (IIYHKT 2.2) ISl polO(UTHON BETBH.

2.3.1. XapakTepuCTHKA KJACTEPOB MJIACTOMHBIX 0€JKOB XJIOpPOGUTHOII BeTBU

Knacrepuzanus oxsareiBaeT 1992 6enka, u3 KOTOphIX chopMHUpOBaHBI 166 ogHOIIE-
MEHTHBIX KJIACTEPOB («CHHIJIETOHOB») U 156 KacTepoB, BKIIIOYAIOIIMX CTPOro 0oJiee 0JIHOTO
Oenka («HE-CHHITICTOHOBY); CpPEIU He-CHHIVIETOHOB 87 conepkar He OoJjiee 0JIHOTO Oenka u3
Ka)X10ro BuJAa, 68 cojaepkar mapsl OEJIKOB U3 OJHOTO BUAA, OJUH KJIACTEP COAEPKHUT TPOMKU
0enkoB M3 ogHOro Buja. Jleranu mokasansl B Tabmuue 2.2. PacnpeneneHue KiactepoB IO
YUCITy NIPEACTABICHHBIX B HUX BUJOB IOKAa3aHO Ha pUCyHKe 2.9. 13 Hux 13 kiracrepoB uMeroT
npeacraBuTenei B kaxxaoMm Buze rpymmbl Chlorophyta (u3 Tabmuuer 2.2). bonee Toro, mpen-
CTaBUTENM ATHX 13-TM KIacTepoB HaWIEHbl UM Y BTOPUYHBIX 3HIOCUMOUOHTOB FEuglena
gracilis, E. longa u Bigelowiella natans. Ins xaxporo w3 kimaccoB Mamiellophyceae,
Prasinophyceae, Trebouxiophyceae u Ulvophyceae He HaliieHO HM OJHOTO CHEIU(UIHOTO
KJ1acTepa OeJIKOB, T.€. TAKOIr0, YTO €ro OeJIKU MPUCYTCTBYIOT B KaXKJOM BHJI€ JaHHOTO Kiacca,
HO OTCYTCTBYIOT B Jpyrux kinaccax rpymmsl Chlorophyta. Cpequ Chlorophyta tonbko kiacc
Chlorophyceae umeer, u mpu TOM POBHO OJIMH, CIielIU(PUUHBIN Ki1acTep OEJIKOB, BEPOSTHO CBSI-
3aHHBIX C JEJIEHUEM IUIacTUJl. DTO MOKa3bIBa€T 3HAYUTENIbHYIO OJM30CTh IJIACTOMOB pac-
CMOTpeHHBIX BUA0B U3 rpynmnbl Chlorophyta. 3neck cuTyanust npuHIKUNINATBHO OTIIMYAETCS OT

TOH, KOTOpYyIO MBI Buaenu B otaene Rhodophyta, paccmoTrpenHoii B mynkre 2.2.1.
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PucyHnok 2.9. PacnipenesieHue 4uciia KJIacTepoB XJ10p0(pUTHOM BeTBH IJIACTH/ B
3aBHCHMMOCTH OT YMCJIA NPeCTABJIEHHbIX B HUX BUJ0B

Hekoropble anropurMuyecky MOJy4YE€HHBIE KJIACTEPbl OObEIUHSUIUCH U3 Ouosiornye-
CKUX cooOpaxeHuid. Hike nepedniciieHsl Bce Takue CIydau.

Tpu kiacrepa, cocrosimue U3 pudOCOMHBIX OeTKOB S3, 00bEIMHEHBI B OJIUH KJIACTEP.
OTu 6enKyU UMEIOT KOHCepBaTUBHbIE yuacTKH Ha N- 1 C-KOHIaX, HO B Cepe/IiHE Y HEKOTOPBIX
BUJIOB TNPOU3OLUINA JJIMHHbIE HEKOHCEPBATUBHBIE BCTAaBKH;, BEPOSATHO, 3TO — HE HUMEIOIINE
ONMCAHUSI UHTPOHBI C JUIMHAMU, KPaTHBIMU 3 I1.H.

JIBa kyacrepa, COCTOsIINE U3 PUOOCOMHBIX OeJIKOB S4, 00beAMHEHBI B OJI1H.

K Gonbmomy kmactepy, cocrosiemy u3 o-cyobenuani] PHK-mommmepas 6akrepuans-
Horo tuna (RpoA), no6aBneHsl 1Ba MaJleHbKUX KJacTepa FOMOJIOTUYHBIX OEJIKOB: OIUH CO-
CTOST U3 OeNKOB ABYX BUIOB Euglena spp., npyroit — u3 6enkoB Buma Pycnococcus provasolii.
[To Pfam nauOonpinee 3HaueHue E-value nmpu cpaBHEeHUU C JOMEHAMH, XapaKT€PHBIMU IS
RpoA, naGmiomarorcss y Oenka w3 P. provasolii, oqHako OMMXKaWIIMi K HEMY TOMOJIOT Y
Pyramimonas parkeae, HecomHeHHo, siBnsiercs o-cyobenunuueid PHK-nonmumepassr.

OObenuuenbl B ofauH kiactep Oenku ATd-cBsi3pIBaKOme CyObeIMHUIIBI MTPOTEA3BI
ClpP. Ha BbrlpaBHUBaHUU BUAHO, YTO Ha N-KOHIIE OETKOB UMEETCs KOHCEPBATUBHBIN y4acTOK
JUTMHOW OK0J10 50 aMHHOKHUCIIOTHBIX OCTarkoB. Y BunoB u3 kiacca Chlorophyceae mpucyr-
CTBYeT BCcTaBKa JIMHOM okojio 300 aa, u BONMM3u C-koHIA UMeeTCsl ellé OJJUH KOHCEpBAaTUB-
HBIN ydacTok ainuHou okojio 130 aa. [Ipu mpoBepke no 6aze nanHeix Pfam y Bcex GenkoB 00-
Hapy>KeHbI IOMEHbI, XapakrepHbie i Clp npoTeassl.

OObenvHeHbl B OJIMH KJIaCTEp HEKOTOphle OenkH, romoaoruunbie Oenky Ycfl, mig ko-

TOPBIX YAAJIOCHh MMOCTPOUTH XOPOIECC MHOKCCTBCHHOC BhIpaABHHUBAHUC.
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OObenuHEeHbl B OJIUH KJIACTEP HEKOTOphIe Oeiku, romosiornunbie Oenky FtsH u cBs-
3aHHbBIE C JIEJICHUEM IUIACTHJ, JJIS KOTOPBIX YAAJIOCh INOCTPOUTH XOPOIIEE MHOXKECTBEHHOE
BBIPABHUBAHMUE U KOTOPBIE UMEIOT JOMEH, XapakTepHbiil aiisg ATdDas3.

OObenvHeHbl B OJUH Kiactep Oenku, sBisitomuecs: GparMeHTaMu [-cyObequHHIIbI
PHK-nonumepaspl 6akrepuansioro tuna (RpoB). Tak nonyuenHsblil kiactep noapodHee onu-

CaH B KOHIIE ITyHKTa 2.3.2.

2.3.2. O0cyxneHue pe3yjbTaTOB KJIACTEPU3alUHU 1/ XJI0PO(PUTHON BETBH

Bcero 29 kmacrepoB ummeror mnpeactaBuTenein B oboux Bumax FEuglena longa m
E. gracilis. I3 HUX TONBKO OJMH KJIacTep MHpPEICTaBI€H POBHO B JBYX BuAax E. longa n
E. gracilis; on coctout u3 6enxkoB NP _074988.1 u NP_041917.1 ¢ HeusBecTHON (pyHKLIMEH;
14 xmacrepoB coaepxar Oenok u3 E. longa, HO HE COAEpPIKAT COOTBETCTBYIOIIETO Oeiika W3
E. gracilis; 37 xnactepoB conepxkar 6enok u3 E. gracilis, Ho He comeprkar O6enka u3 E. longa.
Haubonee vacro 6enku u3 miacroma E. longa, orcyrcTByomue B E. gracilis, iMerOT roMoJI0-
ru y Bopopocueir Chlorella vulgaris n Leptosira terrestris u3 xknacca Trebouxiophyceae (Tpe-
OykcueBble). Hamra runores3a: gonopom tutactun aisa E. longa w E. gracilis CIIyXUT Kiacc
Trebouxiophyceae. D10 XopoIio coriacyercsi ¢ BBICOKOW YacTOTOW BXOXKJICHUSI BOJOPOCIEH
MMEHHO 3TOTO KJIacca B COCTaB CUMOMOTHYECKHX COOOIIECTB, BKIIOYAS JIMIIAWHUKA M HEKO-
Topble npocreiimue [94]. Acummerpus (14<37) mexay uX IJIaCTOMaMU CBS3aHAa C 3aMETHO
MEHBIIINM pa3MepoM Tutactoma E. longa no cpaBHenuro ¢ E. gracilis.

BripaBauBanue ¢ nomompsio MUSCLE, [114] 6enkoB kaxkmoro u3 13-tu KiacTepos,
MMEIOIINX MPEICTABUTENICH B KaXJIOM M3 PaCCMOTPEHHBIX BUJIOB (Tabmuna 2.2), U mociemy-
I01Iee TTOCTPOCHUE JiepeBbeB OenkoB MetonoM Maximum Likelihood mokasano, uto B 11-tn
u3 13-tu xknacTepoB Ommxanmmm Kk 0enky u3 Euglena longa siBnsiercs 6enox u3 E. gracilis, a
B JBYX Opyrux ciydasx — u3 Helicosporidium sp. ex Simulium jonesii. Ilpu 5TOM B OHOM 13
9TUX JABYX Ciiy4daeB Tpu Buna Euglena spp. u Helicosporidium sp. 00pa3ytoT OTACIbHYIO Kiia-
ny. Becero B 4-x u3 13-tu xinacrepoB tpu Buna Euglena spp. u Helicosporidium sp. obpazytor
OTACTBHYIO KIaay. B OCTambHBIX Clydasx moJjoxkeHue O0enkoB u3 Euglena spp. OTHOCUTEIHEHO
OCJIKOB JIpyTrUX POJIOB MEHSETCS XaOTHYECKH, YTO HE MO3BOJISET CHIENaTh YBEPEHHOE MPEIIIO-
JIOKEHUE O JOHOpE TutacTua aiusi Euglena spp., ogHako NMpHHAMISKHOCTh Helicosporidium k
kinaccy Trebouxiophyceae cormacyercss ¢ Hamiel TUMOTE30M O MPOUCXOXKIEHUW TUTACTH]L
Euglena spp. oT BuI1a U3 3TOTO KJIacca.

Hakownern, onumem coxepskanue kiacrepa P-cyowenuaun; PHK-nonumepas Gakrepu-
anpHOTO THUMa (RpoB). 3neck 0Kka3anoch MoONE3HBIM Yy4eCTh apXUTEKTYypy Oenka RpoB y pas-

HBIX BHJIOB. Y 3THX OEIKOB C MOMOIIBIO0 0a3bl maHHbIX Pfam Ob10 ompeneneHo B3auMHOE
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pacrioyio)keHre JTOMeHOB. Hipke HCronb3yeTcs Ciemyromas HyMmepalus TOMEHOB U3 0a3bl
nanabix Pfam: 1-if — RNA pol Rpb2 1, 2-if — RNA pol Rpb2 2, 3-if — RNA pol Rpb2 3,
TOMEHBI 4 1 5 00beTMHEHBI B paccMaTpuBaeMbIX Busiax B oauH 1omeH RNA pol Rpb2 45, 6-
it — RNA pol Rpb2 6, u 7-it — RNA pol Rpb2 7.

VY Buna Coccomyxa sp. C-169 B 6enke RpoB (YP 004222037.1) nomen 1 umeet nBe
xonuu. B nByx Bumax Leptosira terrestris (YP_001382217.1) u Oedogonium cardiacum
(YP_002000391.1) nomen 6 umMeer Mo ABE KONHHU, PACHOJIOKEHHbIE B YKa3aHHBIX Oelikax psi-
noMm. B nsatu Bunax — Chlamydomonas reinhardtii (NP_958398.1), Oltmannsiellopsis viridis
(YP _635874.1), Pseudendoclonium akinetum (YP_636174.1), Scenedesmus obliquus
(YP_635950.1) u Stigeoclonium helveticum (YP_764419.1) — nomeH 2 uMeeT 1O JBE KOTIHH B
ykazaHHbIX Oenkax. B 13-tu Bumax — Pyramimonas parkeae (YP_002600950.1),
Nephroselmis olivacea (NP_050839.1), Euglena gracilis (NP_041951.1), Oltmannsiellopsis
viridis ~ (YP_635874.1), Chlorella  vulgaris (NP_045893.1), Ostreococcus  tauri
(YP_717229.1), Micromonas sp. RCC299 (YP_002808641.1), Pseudendoclonium akinetum
(YP_636174.1), Micromonas pusilla CCMP1545 (YP_002808499.1), Chlorella variabilis
(YP _004347774.1), Bigelowiella  natans (YP_778610.1), Parachlorella  kessleri
(YP_003058290.1), Coccomyxa sp. C-169 (YP_004222037.1) — Bce JOMEHBI TIPEACTABICHBI
BO Bcex Oenmkax wu3 kmacrepa. K osrtum 13-tm Bumam mnpumbikatoT Euglena longa
(NP _074962.1), y xoTopoil mOTepssH TOJbKO JoMeH 2, u Monomastix sp. OKE-1
(YP_002601004.1), y koTOpO# MOTEPSIHBI TOJIBKO TOMEHBI 4 U 5.

Emé y cemu BunoB B-cyorenunnna PHK-momumepassr (RpoB) pasznenunacek Ha aBa
OenKa, OIMH U3 KOTOPHIX BKITFOYAET TOJBKO JIOMEHBI 6 U 7, a IPYroil — TOIBKO OCTaJbHBIE J0-
Menbl ¢ 1 o 5. 910 — Chlamydomonas reinhardtii (NP_958398.1, NP_958397.1), Scenedes-
mus obliguus (YP_635950.1, YP _635949.1), Schizomeris leibleinii (YP_004581337.1,
YP _004581350.1), Stigeoclonium helveticum (YP_764419.1, YP 764412.1), Floydiella
terrestris (YP_003795481.1, YP _003795537.1), Leptosira terrestris (YP_001382216.1,
YP _001382217.1) u Oedogonium cardiacum (YP_002000410.1, YP_002000391.1). OcoOns-
KoM crodt emé aBa Buna: Helicosporidium sp. ex Simulium jonesii (YP_635922.1) ¢ nomena-
mu 3, 6, 7 u Bryopsis hypnoides (YP_003227091.1) ¢ nomenamu 1, 2, 3 y Genka RpoB. ¥V
Pycnococcus provasolii 6enox RpoB He Obut onpenenén. Ormerum, uto y P. provasolii pas-
Mepbl OenkoB RpoCl u RpoC2, kogupyromux fB'- u B"-cyoreaununsl PHK-nonumepassi, 31a-

YUTENbHO OOJIblIIE, YeM Yy OU3Koro BUna Pyramimonas parkeae.
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2.3.3. lonosHuTenbHOe ucciaenopanue kiaacrepoB CysA u CysT

B mnactunax Viridiplantae ren cysT npucyTcTBYeT y 3€lEHBIX BOJAOPOCIEH TPYIMIIbI
Chlorophyta: Bryopsis hypnoides, Nephroselmis olivacea, Pycnococcus provasolii, Chlorella
variabilis, Chlorella vulgaris, Coccomyxa subellipsoidea C-169, Helicosporidium sp. ex
Simulium jonesii, Leptosira terrestris, Parachlorella kessleri; 3en€HBIX BOAOPOCICH TPYIITBI
Streptophyta: Chlorokybus atmophyticus, Mesostigma viride, Zygnema circumcarinatum; Mo-
X000pa3HeIX: Anthoceros formosae, Marchantia polymorpha, ncesnorensl — y Aneura
mirabilis w Ptilidium pulcherrimum.

benku CysT xoHCcepBaTWBHBI TOYTH IO BCEH UITMHE (KPOME KOPOTKOTO N-KOHIIEBOTO
y4acTKa) U MPEACTABISAIOT co0oil TpancmeMOpanubiii fomeH ABC-Tpancnoprépa. OqHako y
Bryopsis hypnoides n Leptosira terrestris onu ykopodensl Ha C-koHiie. OpToJorudHbIe OTKH
C XOpOILIUM BbIPaBHUBAHUEM UMEIOTCS Yy IUaHOOAKTEPUIA.

Bo Bcex mnepeuncnennsix Bumax Viridiplantae, kpome Helicosporidium sp. u
Pycnococcus provasolii, B mnactuiax Hapsiay ¢ TeHOM cysT TPUCYTCTBYET Takxke reH cysAd. Y
Marchantia polymorpha opToNIOTHYHBIN cySA Te€H UMeeT HeoOsruHoe umst mbpX. MHorue Bu-
161, OJTU3KHE K TMIEPEUNCIICHHBIM, HE HMEIOT TCHOB cySA Wi cysT. YIMBUTEIBHO, YTO 3TH T¢HBI
VI TICEBJIOTEHBI COXPAHMIIUCH Y MOXOOOPa3HBIX, XOTSI OTCYTCTBYIOT Y MHOTHX BBICOKOOpTa-
HU30BaHHBIX BOJOPOCIEH, OMM3KUX K HazeMHbIM pacteHusm: Chaetosphaeridium globosum,
Chara vulgaris, Staurastrum punctulatum. Taxke OHHM OTCYTCTBYIOT B IIJTACTOMax MXa
Physcomitrella patens n Bcex cocymucTbix pacteHunit. Cpeau 3eJIEHBIX BOJIOPOCIICH ITH T€HBI
yamie BCTpedaroTcss B kimacce Trebouxiophyceae (poawt  Chlorella, Coccomyxa,
Helicosporidium, Leptosira, Parachlorella).

benku CysA mimactujy XOpOIIO BBIPAaBHUBAIOTCS C OPTOJIOTHYHBIMU O€JIKaMH IHa-
Hobakrepuii. benok CysA y Bcex Viridiplantae umeeT cuiabHO KOHCEPBATUBHBIN N-KOHIIEBOH
JOMEH, xapaktepHbiii misa AT®-cessbiBaromieit kaccetsl ABC-tpancnoptépoB. Y Bcex pac-
cMoTpeHHbIX BUA0B rpynnsl Chlorophyta, 3a uckimtouenuem Nephroselmis olivacea, 3tot Oe-
nok ykopoueH Ha C-xonme. HampotuB, y BumoB rpymmbl Streptophyta, y Nephroselmis
olivacea m y 1uWaHOOAKTEpHil TMPUCYTCTBYET KOHCEpPBAaTUBHBIM C-KOHIIEBOW JIOMEH. Y
Mesostigma viride w Chlorokybus atmophyticus 3TOT JOMEH UMEET T'OMOJIOTHUIO C JOMEHOM
TOBE, BeposATHO CBsi3aHHBIM C pacrio3HaBaHueM cyinbdara. CoracHo 0a3ze naHHbIX Pfam
26.0 3nauenus E-value misg storo nomena coctasisaor 0.0017 ans M. viride n 0.00007 nns
Ch. atmophyticus. Y npyrux OeJIKOB U3 IJIACTH CXOJICTBO JOMEHA MEHBIIE, HO Ha BHIPaBHU-
BaHUU PO CIICIKUBACTCS MHOTO KOHCEPBATUBHBIX TTO3HITHIA.

B GonpmuHCcTBE Ciiy4aeB B S'-imiepHO 00JIaCTH paccMaTprMBaeMOro reHa pacrolio-

KCH OJIMH WJIM ABAa KaHAWAaTa B IIPOMOTOPLI 6aKTepI/IaJ'H)HOFO THIa. VICKIIOUeHHEM SIBIISICTCS
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reH cysA y Anthoceros formosae, iepes] KOTOPBIM PaCIIONIOKEHBI TPY MOTEHIIHATBHBIX ITPOMO-
TOopa ONMM3KOTO KadecTBa. EMMHCTBEHHBIH KaHAMIAT B IPOMOTOPHI Tepel TeHOM cysd y
Chlorella vulgaris nmeet HeoObIuHBIHN -35 60kc AAGAAA. Ongnako nepen 3tum reaom y Ch.
variabilis onpenenéH Xopomuil MOTeHIHAIBHBIN TpoMoTop ¢ TG-pacmmpenuem -10 Ooxkca.
He ymanoce ompenenuts mnpomoTopbl miepen obowmu TeHamu cysA u cysT y BUIOB
Nephroselmis olivacea, Pycnococcus provasolii, Bryopsis hypnoides, Leptosira terrestris,
Aneura mirabilis w Ptilidium pulcherrimum; a Taxxke nepen reHoMm cysA 'y Chlorokybus
atmophyticus n niepen reHoM cysT 'y Zygnema circumcarinatum. Bo3MOXHO, B 3THX CITydasx
TeHbl TPAHCKPUOUPYIOTCSA BMECTE C MPEABIAYIIMMH TeHamMu uiau ¢ nomompbio PHK-
noJinMepassl (paroBoro TUa.

VY MHOrux BUIOB BOJW3U IMPOMOTOPOB Iepen reHamu cysT u cysA HaiiieH KOHCepBa-
THUBHBIA OJHOOOKCOBBIM MOTHB ¢ KoHceHCycoM TAAWATGATT, uHorna mnoBTOPSIOIIMMCS
JBAXIbl WM Jaxke Tpwxkapl. KoHCeHCcyc mosydeH mo JByM TeHam, 28 cailtam u3 9 BHJIOB:
Coccomyxa subellipsoidea, Chlorella variabilis, Chlorella vulgaris, Helicosporidium, Para-
chlorella kessleri, Mesostigma viride, Chlorokybus atmophyticus, Zygnema circumcarinatum,
Anthoceros formosae. Y C. subellipsoidea C-169 nepen mpoMOTOpoM TeHa cysA pacroIoxKeH
JBYKPATHBIN TIOBTOP TIOCIIEAOBATEIFHOCTH C HEOONBIIMMHU BapHalMsIMU, BKIIOUaromen Ha 5'-
KOHIIE TIPEACKa3aHHBI MOTHB, HO C OTKJIIOHEHHEM OT KOHCeHcyca. He ymanoch onpenenuTs
MoTHB BOmMM3u mnpomotopa y Chlorokybus atmophyticus u nedeHounuka Marchantia
polymorpha. OTKIIOHEHUS OT KOHCEHCYCa YacTO OJMHAKOBBI JIJISi Pa3HBIX CAWTOB BHYTPH OJI-
HOTO BUA, 9YTO MOXKET OTPaKaTh M3MEHUYNBOCTH TPAHCKPHITIUOHHOTO (hakTopa.

VY G07BIIMHCTBA BUIOB MOTHB PACIOJIOKEH BHIIIE -35 O0Kca MpoMOTOpa WK Tepe-
KpBIBaeT ero. B ciydae mpoMOTOpOB miepen TeHoM cysA w3 Zygnema circumcarinatum W
Anthoceros formosae MOTHBBI PacIIOJIOKEHBI MKy OOKCaMH MMPOMOTOPOB WIIH TIEPEKPHIBAIOT
-10 6okc mpomoTopa.

[To3unmoHHas CHETIEHHOCTh ¢ IPOMOTOPOM IO3BOJISIET MPEAIIOIOKHUTh, YTO Hai/IeH-
HBII MOTHB SIBIISIETCS CAMTOM CBSI3BIBAHMS TPAHCKPHUIIIUOHHOTO (hakTtopa. M3MeHYHBOCTH
pacCTOSIHUSL M@Ky MOTHBOM U IPOMOTOPOM, a TaKkkKe OMU30CTh OOKCOB MPOMOTOpa K KOH-
CEHCYCY, TOBOPUT B TIOJIb3y TOTO, YTO ITO — CAMT CBS3BIBAHUS PEIpeccopa, a He aKTHBATOPa
TpaHckpunimn. [IoBTOp MOTHBA XapaKTepeH Ui KOOTIEPAaTUBHOTO CBS3BIBAHUS HECKOJIBKHX
AK3EMIUIIPOB TPAHCKPUTIITHOHHOTO (haKTOpa, YTO MOKET KOMIIEHCHPOBATh OTIMYHE CAUTOB OT
KOHCEHCyca MoTuBa, Haripumep y Coccomyxa subellipsoidea.

W3noxeHHBIC B TAHHOM ITYHKTE CBEICHUS CIIYXKaT, B YaCTHOCTH, HE3aBUCHUMBIM TOJ-

TBEPKJAEHUEM KOPPEKTHOCTHU NOJIY4YEeHHbIX anropurMuyecku kiaactepoB CysA u CysT.
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2.4. Knacrepu3zauus mjiacTOMHBIX 0€JIKOB OJHOI0JbHBIX PACTCHHU I

[Inactomsbl 36-TU BUIOB OJHOJONBHBIX MOMydeHbl U3 0a3bl naHHbIX NCBI u nepeunc-
neHbl B Tabnuie 2.3. JlJis KOHTPOJIs pe3yabTaToB HCIOIB30BaTUCH MakeT mporpamm MEGA 5,
[109], u 6a3a gannHbIx Pfam, [113].

BeG-untepgeiic [115] obecrieunBaer A OJHOAONBHBIX PAacTeHUN (DYHKIIMOHAb-
HOCTb, OITMCAHHYIO BbIlIE (IYHKT 2.2) As poAo(UTHON BETBH.

HemHoro anropurMuuecku MOJyYEHHBIX KJIacTEpOB ObLIM OObEIUHEHBI U3 OHOJIOTH-
YecKux cooOpakeHuil. Hike nmepeunciieHsl Bce Takue CIydau.

OcnoBaoit knactep PetG (cytochrome b6/f complex subunit V) o0benunén ¢ kmacre-
poMm, cocTosimuM U3 1ByX OenkoB: YP 654227.1 (u3 Oryza sativa Indica Group) u
YP 358627.1 (u3 Phalaenopsis aphrodite subsp. formosana).

OcnoBno#t knactep RpL23 (ribosomal protein L.23) nononnen aByms Genkamu, oOpa-
30BaBIIMMHU OAHOZJEMEHTHbIE Kiactepbl: YP 874745.1 (w3 Agrostis stolonifera) u
YP _899416.1 (u3 Sorghum bicolor).

OcHoBHo#i knactep RpL2 (ribosomal protein L2) o0bequHEH ¢ KiIacTepoM, COCTOSI-
UM U3 IByX mapanoroB: YP 654244.1 u YP_654261.1 (u3 Oryza sativa Indica Group).

Hawnnyuimux pe3ynsTaToB ynajaoch JOCTHYb MNP CIEIYIOMIMX 3HAUEHUSAX apaMeTpOB:
p=2, L=0, H=0.5. IIpu yka3aHHbIX 3HaYE€HUAX U IOCIJIE TPEX BBILICONHUCAHHBIX 0ObEIUHEHU
obpasyercst 105 HEoTHOAIEMEHTHBIX KacTepoB u 20 ogHOZIeMEHTHBIX. VI3 HEOqHOAIEeMEeHT-
HBIX KJacTepoB 71 comepkut He Oojee omHOTO Oenka m3 Kaxaoro Buaa, 30 comeprkar mapsl
OENKOB U3 HEKOTOPHIX BUOB, 2 COEPKAT TPOMKU OeJIKa U3 HEKOTOPHIX BUAOB M 2 conepkar 4

OeJIKa M3 OHOI'0 BH/A.
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Pucynok 2.10. PacnipenesieHue 4uciia KiacTepos 0€JIKOB OHOI0IbHBIX B 3aBHCHUMOCTH
OT YHCJIA NPEACTABJICHHBIX B HUX BH/10B
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Pacnipenenenne pasmepoB kimactepoB (pucyHOK 2.10) 3aMETHO OTIIMYAETCS OT CITy4aeB
poopUTHON U XJTOpOoPUTHON BETBEHl: B 29-TH (HEOAHOIIEMEHTHBIX) KIIacTepax IpeacTaBie-
HbI OT OJTHOTO 70 12-TH BUJOB; HET KJIacTEPOB, B KOTOPBIX MpeacTasieHsl ot 13-tu g0 30-tu
BUJIOB; B 76-TU KiacTepax mnpeactasiieHbl oT 31-ro 10 36-TH BUJIOB (TpaHMIIbI IMANla30HOB
Be3/le BKJIIOUEHBI). Makcumym pacnpenenenus — 30 kmactepoB ¢ 35-10 Buaamu. B tabmuie
2.5 mepevncIIeHbl BCE KJIACTEPHI, 32 UCKIIOYCHHUEM 00pa30BaHHBIX THIIOTETUYECKUMU OeJKa-

MH C HEU3BECTHON (DyHKITHEH.

2.5. Kinacrepu3zauus mjiacTOMHBIX 0€JIKOB IBETKOBBIX PacTeHUI

OnucanHas B yHKTe 2.4 kiacrepu3anus Oblja pacHiipeHa Ha OeJIKU BCEX JI0CTYIMHBIX
Ha MOMeHT uccienoBanus (koHen 2012 roxa) B 0a3ze manHbix GenBank monHbIX miiacToMoB
IIBETKOBBIX pacTtenuii (186 BuI0B).

B Tpéx cimydasx anropuTMHYECKHU TONYYSHHBIE KJIacTepbl ObLIH 0ObEANHEHBI U3 OHO-
norudeckux coodpaxkenuii: 6enok YP 003934083.1 uz Geranium palmatum, cocTaBiIsBIIAA
eIMHUYHBIN KacTep, Opu1 go6aBieH Kk kinactepy AccD; 6enok YP _654227.1 uz Oryza sativa
Indica Group — k knactepy PetG; 6enxu YP_874745.1 uz Agrostis stolonifera n YP_899416.1
u3 Sorghum bicolor — k xnactepy Rpl23.

BeG-unrtepdeiic [116] oOecneunBaeT 11 LBETKOBBIX PAacTeHHM (PYHKIIMOHAJIBHOCTD,
ONMCAHHYIO BbIIIE (IIYHKT 2.2) 1151 pol0(UTHON BETBH.

JlJi1 KOHTPOJISL pe3yNIbTaTOB UCIOIb30BaNIUCh nakeT nporpaMmM MEGA 5, [109] u 6a3a
nanubIx Pfam, [113].

Krnacrepuzamnus oxBareiBaeT 15 507 6enkoB, BkitouaeT 165 kinacrepos, uz HuX 122 co-
nepxar OeJIKM U3 JABYX U Oosee pa3nuuHbIX ruiactua. Cpeau Takux KiactepoB 39 comepixkar
He OoJiee 0JTHOTO OeKa U3 KaXKJA0To BUAA, 78 — COMIEpIKaT Maphl OSJIKOB U3 OJTHOTO BUA, HO HE
Oosee ABYX OETKOB M3 KaXKJIOTO BUIA, M S — couepkar 0oJiee IByX OCJIKOB M3 OJHOTO BHJIA, HO
He 0osiee YeThIPEX OEIKOB U3 KaXKIO0ro BUA.

Pasmep kimacrepa moHMMaETCs Kak YMCIO PA3JIMYHBIX BHUJOB, MPEACTABICHHBIX B HEM.
N3 122-x knacTepoB, BKIIOYAIOIKX OEJIKU U3 pa3HbIX BUJOB, 38 (31%) umeror pazmep MeHb-
me aecsatd, 12 (10%) umerot pazmep ot 10-tu 1o 170-tu, u 72 (59%) umerot pasmep Ooiiee
170-tu (T.€. oxBaTheiBatoT 60see 90% mcxomubIx BUIOB). Yarne Apyrux BCTPEUaArOTCs KilacTe-
poI ¢ pazmepoMm 182 u 183 (mo 15 kmactepoB kaxaoro pazmepa). boiee Tpetn HeemMHUYHBIX
KJIACTEPOB MMEIOT pasmep Oombine 180-TH, T.e. KaXAbld U3 HUX COJEPKHUT Oelku u3 Oosee
yeM 97% paccMOTpeHHBIX BUIIOB. Pacripenenenue yucia KiIacTepoOB B 3aBUCHMOCTH OT HMX

pa3mepa 11 Ha pucyHke 2.11.
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Taonuua 2.5. IlepedyeHb AaHHOTMPOBAHHBIX KJIACTEPOB IIACTHIHBIX 0€JIKOB

O/IHOOJIbHBIX pacTeHnid. B Tabnuiyy He BKIIIOUEHBI O€JIKM ¢ HEU3BECTHON (YHKIIHEH.
Kiacrep o603nauaeTcsi uMeHeM Oerka, KOTOPBIN B HETO BXOAMT. 31€Ch Pa3HbIM OekaM
COOTBETCTBYIOT pa3Hbl€ KJIACTEPHI.

Begok Onucanue Beiok Onucanue

AccD |acetyl-CoA carboxylase beta subunit | [PsbF |photosystem II protein VI

AtpA |ATP synthase CF1 alpha subunit PsbH [photosystem II protein H

AtpB |ATP synthase CF1 beta subunit Psb] |photosystem II protein J

AtpE |ATP synthase CF1 epsilon subunit PsbK [photosystem II protein K

AtpF |ATP synthase CFO B subunit Psbl  |[photosystem II protein |

AtpH |ATP synthase CFO C subunit PsbL |photosystem II protein L

Atpl |ATP synthase CFO A subunit PsbM |photosystem II protein M

CcsA |cytochrome c biogenesis protein PsbN |photosystem II protein N

CemA |envelope membrane protein PsbT |photosystem II protein T

ClpP |ATP-dependent Clp protease PsbZ |photosystem Il protein Z
proteolytic subunit RbcL |[ribulose-1,5-bisphosphate

InfA |translation initiation factor 1 carboxylase/oxygenase large subunit

MatK |maturase K RpL2 [ribosomal protein L2

NdhA |[NADH dehydrogenase subunit 1 RpL14|ribosomal protein L14

NdhB |[NADH dehydrogenase subunit 2 RpL16|ribosomal protein L16

NdhC |[NADH dehydrogenase subunit 3 RpL20|ribosomal protein L20

NdhD |[NADH dehydrogenase subunit 4 RpL22|ribosomal protein .22

NdhE |[NADH dehydrogenase subunit 4L RpL23|ribosomal protein L23

NdhF |[NADH dehydrogenase subunit 5 RpL32|ribosomal protein .32

NdhG |[NADH dehydrogenase subunit 6 RpL33|ribosomal protein .33

NdhH |[NADH dehydrogenase subunit 7 RpL36|ribosomal protein L36

NdhJ |[NADH dehydrogenase subunit J RpoA |RNA polymerase alpha subunit

NdhK [NADH dehydrogenase subunit K RpoB |RNA polymerase beta subunit

NdhL |[NADH dehydrogenase subunit | RpoC1|RNA polymerase beta' subunit

PetA |cytochrome f RpoC2|RNA polymerase beta" chain

PetB |cytochrome b6 RpS2 [ribosomal protein S2

PetD |cytochrome b6/f complex subunit [V | [RpS3 |ribosomal protein S3

PetG |cytochrome b6/f complex subunit V | [RpS4 |ribosomal protein S4

Petl. |cytochrome b6/f complex subunit VI | [RpS7 |ribosomal protein S7

PetN |cytochrome b6/f complex subunit VIII| [RpS8 |ribosomal protein S8

PsaA |photosystem I P700 chlorophyll a RpS11 |ribosomal protein S11
apoprotein Al RpS12 [ribosomal protein S12

PsaB [photosystem I P700 chlorophyll a RpS14 [ribosomal protein S14
apoprotein A2 RpS15|ribosomal protein S15

PsaC |photosystem I subunit VII RpS16 [ribosomal protein S16

PsaJ |photosystem I subunit IX RpS18|ribosomal protein S18

Psal |photosystem I subunit VIII RpS19 [ribosomal protein S19

PsbA |photosystem II protein D1 Ycfl |protein Ycfl

PsbB |photosystem II 47 kDa protein Ycf2 |protein Ycf2

PsbC |photosystem II 44 kDa protein Ycf3 |photosystem I assembly protein Ycf3

PsbD |photosystem II protein D2 Ycf4 |photosystem I assembly protein Ycf4

PsbE |photosystem II protein V
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PucyHnok 2.11. PacnipenesieHre KJIacTepoB 0eJIKOB LIBETKOBBIX PACTEHUI B 3aBUCMMOCTH

OT YMCJIa MPEACTABJICHHBIX B HUX BU/I0OB
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I'TABA 3. COITPSIKEHUE TPAHCJIAIIUA U ITPOIECCHHT' A
MPHK B IINIACTUIAX

1. BBegeHnue ¥ moCTAHOBKA 3a1a4H

ITonck caliTOB CBS3BIBaHUA M PETYIATOPHBIX BTOpUYHBIX cTpyKTyp MPHK B He TpaHc-
JUPYEMbIX ydacTKax — OOLIMpHas o01acTh MCCIEAOBAHUN, B Kau€CTBE NMPUMEPOB OTMETHM
pabotsl [117, 118]. MBI paccMOTpUM Takoi MOUCK B B&XKHOM, HO OYEHb CIIELIMAIbHOM Cilydyae
conpskeHus TpaHcasauuu U npoueccuara MPHK B mimactumax. Tounee, Mbl XOTUM OTBETUTH
Ha BOMPOC: KaK MOXKET OCYIIECTBIATHCA 3a/epKKa MHULIMALUN TPAHCISALUUHU J0 3aBEPILEHUs
MIPOLIECCUHTA.

B xnopormnnacrax peryisiius 3KCpeccuy reHOB MOXKET ObITh OCHOBAaHA Ha CBSI3bIBAHUU
caiitoB MPHK, xoaupyemoil B muiactuaax, ¢ Oenkamu, KogupyeMbIMu B saape. Takast peryns-
IS SKCTICPUMEHTAIIPHO YCTAaHOBJICHA Y HECKOJIBKUX Bojopocield u pacteHuit [119-121] u
npeacka3ana y 6oipioro ux uncina [122].

B xmoporutactax TpaHCISIIMOHHBIA MeXaHW3M ONM30K K TakoBOoMy y Oakrepuii. B
YaCTHOCTH, OJIOHTAIMsi pPUOOCOMBI TMPOWCXOAUT HemocpencTBeHHo Beien 3a PHK-
MIOJINMEPA30M, €CIIU TOJIBKO CBSA3BIBAHUIO PUOOCOMBI HE MEIIAaeT KaKoW-TO MexaHu3M. MHorue
0€10K-KOAUPYIOLIUE T€Hbl XJIOPOILIACTOB COAEPKAT MHTPOHBI WIIM HYXKIAIOTCS B PEIAaKTUPO-
BaHuu. Pubocoma He 10JKHA JOCTUTaTh UHTPOHA, MPUYEM B paccCMaTPUBAEMbIX €HAX XJIO-
POIIACTOB MNEPBBIN K30H KOPOTKHUI, MO3TOMY MX TPAHCISILIMS HE MOXET HauyMHAThCs Cpasy
BCJIel 32 TpaHCKpunuuen. B penkux ciydasx 3aaepikka Hauana TpaHCISIUU 00ecreunBaeTCs
penaktupoBanueM wunHHImEHpyroniero kogona: AUG momyuaerca u3z ACG, [120]. Omnaxko,
HampuMep, IacToM ned€éHouHuka Marchantia polymorpha xopomo u3ydeH U B HEM OTCYT-
CTBYyeT peaaktupoBanue kakux-mu6o MPHK, [123]. D10 yka3piBaeT Ha HalM4uue IPYruX Mexa-
HU3MOB 33/I€pKKH MHULMALUU TPAHCISLUU JI0 3aBEPIICHUS CIUIACHUHIa WM pelaKkTUpOBa-
Hus. Takve MexaHu3Mbl ObUTH yKa3aHbl B [122]: 3T0 callThl CBA3BIBaHUS OCITKOBBIX (PAaKTOPOB
WM HIMWIBKH, KOTOpble 00eCIeunBalOT NEPEeKpbIBaHUE caiiTa cBsA3bIBaHUS pudbocombl. [louc-
Ky TaKUX CaliTOB M LIMWJIEK MMOCBAIIEHA 3Ta KOPOTKas IviaBa.

Jljig 1moucka MOTHBa MCHOJB30Bajcs cTaHnaptHbiid anroputmel MEME, [124] u opu-
TUHAJIBHBIA aJITOPUTM TOMCKA KJIMKKW B MHOTOJOJIBHOM Tpade, HazBaHHbIM Clique. Bropoii u3
HUX SIBIISIETCS pa3BUTHEM aynroput™a u3 [125], koTopoe onmcano Hike. HamomuuMm, 9410 MHO-
rOJI0JIbHBIM Ha3bIBaeTcs rpad, MHOKECTBO BEPIIMH KOTOPOrO pa30UTO Ha HETIEPECEKAIOLIUECS
[IOJIMHOKECTBA, HAa3bIBAEMbIE JIOJISIMHU, U pedpa COEAUHSIOT BEPUIMHBI TOJIBKO M3 Pa3HBIX JIO-

ner. Anroputm MEME nipu ncnionbs30BaHNMM NapaMeTPOB 110 YMOJIYAHUIO HE OIPEIEIHI MO-
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TUBBI, IpejickazaHHble anroputMoM Clique, y BUI0B, HaXOAIIUXCS 3a MpeieaMH [IBETKOBbIX
pactenuii. MoTuBsbl, npenckazannbie anropurmom Clique, mokasansl Ha pucyHkax 3.1-3.7;
CalThl 3TUX MOTHBOB, COOTBETCTBYIOIINE HEKOTOPBIM BUIAaM, MpuBeAeHbI B Tabmune 3.2. Ot-
puLaTenbHbld pe3ynbrar, cBsizaHHbli ¢ MEME, M0HO 0OBSICHUTH OTCYTCTBHEM CpEIU €ro
IapaMeTpoB YHUCIIA BUAOB, KOTOPbIE JOJDKHBI ObITh OXBauy€Hbl MOTUBOM. OTMETHM, YTO 3TH
QITOPUTMBl OCHOBaHbl Ha COBEPLIEHHO pa3HbIX NpUHIMNAaX. B uyacTHOCTH, B anropurme
Clique umeetcst mapaMeTp — pa3Mep KIUKH, T.€. YUCJIO CAUTOB (M3 pa3HbIX MOCIEN0BATEIbHO-
cTeil) B uckoMoM MoTHBe. He HCKITIoueHOo, YTO BHIYMCICHUS MOXKHO OpPraHU30BaTh TaKUM 00-
pazom, uyto anroput™ MEME Ttakxke HalWa€r MOTUBBI, yka3zaHHble Ha pucyHkax 3.1-3.7.
CpaBHeHHE aJITOPUTMOB JJIs [TOMCKa MOTUBA HE BXOAMJIO B 3a/1a4y IUCCEPTAHTA.

OnumieM ynomsinyroe ynyuuienue B aaropurMe Clique; B 0CTalbHOM 3TOT ajJrOpUTM
onucad B [125]. ®ukcupyeM JUIMHY y4acTKa k U OIPEAETUM UCXOHbIM MHOTO0JIbHBIN Tpad,
B KOTOPOM MILYTCS KJIMKU 3aJJaHHOTO pa3Mepa. B HEM Kaxaas 10151 COOTBETCTBYET OJHOM U3
JAHHBIX HYKJICOTUHBIX MOCIE0BATEIbHOCTEN, a KaXAask BEPILIUHA JJOJIU — Y4aCTKy 3TOM I0-
CJIEIOBATENBHOCTU C JUIMHOM k; 1r00ble BE€ BEPLIMHBI U3 PA3HBIX J0JIEH COEAMHAIOTCS Peod-
POM, TIOMEUEHHBIM YHCJIOM — CXOJCTBOM Y4YacCTKOB, IIPUIIMCAaHHBIX BepiIMHaM pedpa. Cxon-
CTBO OTPa)kaeT KOHCEPBAaTUBHOCTh Y4aCTKOB U ycTaHaBiIMBaeTcs ¢ yuéroM ux GC-cocraBa. A
HUMEHHO, CXOOCMBO Y4acmKog IOJIAraeTcsl paBHbIM CyMME I10 IO3ULUSAM CXOJICTB COOTBET-
CTBYIOUIUX Map HYKJIEOTH/IOB B HUX, a CXOACTBO OT/AEJIbHBIX Map onpeaensercs Tadnuuei 3.1.
B neit p — cpenuss nons BxoxjaeHud G miam C B reHOMax BCEX JIaHHBIX IOCJIEI0BAaTEIbHO-

CTEW, TOTJIa aHAJIOTUYHAs CpeaHAs A0Ja BXoxkaeHuil A win T paBHa 1—p.

Taoauna 3.1. CxoacTBa nap HyK/J1€0THAOB

A|C |G |T

e 1 |[1p]| %

“boll-p| 1 e

o Q| a |

Crenyroriee mMpocToe MPEIOKEHUE OTHOCHTCS K BBIOOPY CXOICTBA MEXKIY HapaMu
HYKJICOTHJIHBIX OCTAaTKOB B Tabmuiie 3.1: ecnu p maino, To cxoactBo A u T maino, a cxonctso C
u G BEJIMKO; €CI p BEIUKO, TO Ha000poT. [lelicTBUTENbHO, penKkoe coObITHE HECET OOJbIe

uH(popMauu.
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A. formosae
M. polymorpha

P. patens

ggauaaggaagagacauacuaagacuuaaagaaccuaugaugggagagagagu
aaaaacuccauaauuuucaauaauauaauaacgaaaaaaagaggacage- - - -
aaguaagaaaauauucuguaaagcuuaaauaaucuauuaaugggagagagaau

A. capillus-veneris ggcuggaucagaaauugcccaaaacguaaaaccuucgaggagggaaaagaau-

H. lucidula
P nudum

P, thunbergii
A. trichopoda

A. thaliana

A. belladonna

C. floridus
C. sativus

L. corniculatus

N. tabacum
N. alba

P. ginseng
S. oleracea
O. nivara
O. sativa

T. aestivum
Z. mays

C. globosum
A. formosae
M. polymorpha
P. patens

H. lucidula

A. capillus-veneris

P. nudum

P, thunbergii
A. trichopoda
A. thaliana
A. belladonna
C. floridus

C. sativus

E. virginiana
L. corniculatus
N. tabacum
N. alba

P. ginseng

S. oleracea
O. nivara

O. sativa

T. aestivum
Z. mays

auaaggaaaaaacuauguaaacuuggauaauaaccuguaaugggagaaaagu-
uuaauaaaagaaaaacuuugucaaaauuagauagucauuaugggagagguauu
gaaaauaacaaaauucuguagaacauauccuuaucuaugaggggagagegu- -
Ccaaaaagaacuccguuugguuuuguuaguccuaucuagaagaggagaguau- -
aaaaaaaggacagaguuccuuuuuuauaguuuagcuagaagaggagauuau- -
uacaaaaagaacucuguucgauuuuuuagucuaucuauaagaggagaucau- -
agaacucugcgcaauuuuguuagcccuaucuauucuauaagaggaaageau- -
aaaaaaauagaaagaaauagauaauuaguuuuaucuauaaaaggagaucau- -
aaaaauaggaaucauauaaagagaauucguuuauccauaagaggagaucau- -
uacaaaaagaacucuguucgauuuuuuagucuaucuauaagaggagaucau- -
uuuuuguauuuuguuaguccuauuccuauccauaagauaagaggagageau- -
@aaagaacucuguucuuuuuuuuUUUUUagucUaucuUauaagaggagaucau- -
acaauugaaauaauacaacgauuuuuuuguuuaucuauaagaggagaucau- -
gugaucgaaaaacuuuguucuuuguucguccuaucuauaagaggagageau- -
gugaucgaaaaacuuuguucuuuguucguccuaucuauaagaggagageau- -
gugaucgaaaaacuuuguucuuuguucguccuaucuauaagaggagageau- -
guaaucgaaaaacuuucuucuuuguucguccuaucuauaagaggagageau- -

Pucynox 3.1. BolpaBHuBaHue 5'-HeTpaHCJIMpPyeMbIX YYACTKOB Iepe reHom arplF’
3Z[CCB " Ha CIICAYIOUIUX IIATH PUCYHKAX CCPBIM IMOKa3aHbl KOHCCPBATUBHLIC CTOJ'IGIH)I, KOTOpPbIC O6p33y}0T MOTHB

uuauaUUCUUACAUUUUAZAAACUA-UAUAUAUACU- === ==============—=-==
ucuuacguuuucauaucagagagaaauuuc-caguugauaacaagaaagaa---------
uuuuacguuuuuuUaUUauagaagaguauu-uuguuuguggaagaaaaaaaaa-------
agcuacuuauuuuuuuCUaagugucauucu-auauuuauuuuaaauaaaaaaa-------
aguuacgcuuucguauuagagggcaauau-aauauuuagecucagggaaagaagaa----
acuuacgcccacaauucagagguaacucc-aagacguuuugauaauuucuau--------
auuuaugcuuucgcaucagagguuuauucu-CcUUUUUAUUUUCUAU- === == === ===~
cuuuacguuuccauauuagaguauagugcuuc-acuucuuuccauuaaaacaa-------
ucuuacguuuccgcaucaaagugaaauuauagugcuuaacuccuuuuuCcuuC-------
uuuuacguuuccacaucaaagugaaauag-agaacuucauucucuuuuuuuuucauuuca
uguuacguuuccaccucaaagugaaauau-aguauuuaguucuuucuuucauuuaa- - - -
uauuacguuuccacaucaaagugaaguag-aguacuuaacucccuuuugaauuuca----
uguuacgcuuccacauuaacguuagcuau-acuacuuacuucguuuugcuuugcuuua- -
uguuacguuuccauaucaaagugaaauuu-aguauuuaguucuuuuuuuuuuauua- - - -
uauuacguuuucacaccaaaguaagauau-augacuucauuuuuucuucauuga------
uguuacguuuccaccucaaagugaaauau-aguauuuaguucuuucuuucauuua-----
uguuacguuuccacaucaaagugaaguau-aguacuuaaccccguuuucuuuaaugua- -
uguuacguuuccacaucaaagugaaauau-aguacuuaauucuuuuuucuuuuuuuc- - -
uauuacguuuccacaucaaagugaaauag-aguacuuaauuuuuuucuuucauuua- - - -
ucuuacguuuccauauuaaaguguaguuuucuuacuuaaauuuaauaauauuaaucuaau
ucuuacguuuccauauuaaaguguaguuuucuuacuuaaauuuaauaauauuaaucuaau
ucuuacguuuccauauuaaagugugguuuucuuacuuaaauuuaauaauauuaaucuaau
ucuuacguuuccauauuaaaguguaguuuuuuuacuuaaauuuaauaauauuaaucuaau

Pucynox 3.2. BolpaBHBaHue 5'-HeTpaHCIAMPYeMbIX YYACTKOB Iepea revoMm clpP
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Z. circumcarinatum ucaauuuacgguucaauugcgcaauuauua--------- cauuggagaaug- -uuucaau

C. vulgaris aacuuuaauggcaguuuagucgugaauaaaucaaauu-aaaauggagaaggauucguaau
A. formosae ccagug-gugguaguuuaaucgugcaacuacugaaaaaaaaaaggauuuuu- - - -gaaau
M. polymorpha uaauuuu-agguaguuuaauuguguaauua-uuaa- -auucaaggauuu-u- - - -ugaau
P. patens uuuacuaaagguaguuuaaucguguaauca- - -auuaauuaaaggauuuau- - - -ggauu
H. lucidula ucccuuu-ugguaguuuaaucguguaauu- cuga- - -aucaaaggaucuuu- - - -agaau
P. nudum aaagac-gaggcaguugaaucacgcaaauuauua- - -auuuaaugauguuu- - - -guaau
P, thunbergii uuguuc - - cacuaguuugaucguguaauuacuuuu - - cucuaaggauuuuu- - - -ggaau
A. trichopoda uagguu-a-gguaguucgaccgugcaauuccuuu- - - guuucgguauuucc- - - -ggaau
A. thaliana cuccuu--ugguaguucgaccgcgaaauuuuuuucugcauuguauauuucc- - - -ggaau
A. belladonna uuucuuu-ugguaguucgaucguggaauuucuuu- - -guuucuguauuucc- - - -ggagu
C. floridus gccauuc-ugguaguucgaccguggaauuccguu- - - guuucgguauuucc- - - -ggaau
C. sativus cucuuuuuugguUagUUCgaucguggaauuuauuu- - - -uuucuguauuucc- - - -ggaau
L. corniculatus uuuuauu-ugguaguucgaucguggaacuucuuu- - - guuucuguauuucc- - - -ggaau
N. tabacum uuuCcuuU-UggUagUUCgaUCgUggaauuuCuuu- - - guuucuguauuucc- - - -ggagu
N. alba ucuguu--ugguaguucgaccgcggaauucuuuu- - - guuucgguauuucc- - - -ggaau
P, ginseng ucuauuu-ugguaguucgaccgcggaauuucuuu- - - guuucuguauuucu- - - -ggaau
S. oleracea ucccuuu-ugguaguucgaucgcggaauuucuuu- - - cuuucuguauuucc- - - -ggaau
O. nivara gacauuc-ugguaguucgaccguggaauu-uuuug- - guuucgguaucucu- - - -ggaau
O. sativa gacauuc-ugguaguucgaccguggaauu-uuuug- - guuucgguaucucu- - - -ggaau
T aestivum gauauu-augguaguucgaccgcggaauuuuuuu- - - guuucgguaucucu- - - -ggaau
Z. mays gacauuc-ugguaguucgaccguggauuu-uuuu- - -guuuugguaucucu- - - - ggaau

Pucynox 3.3. BolpaBHnBaHue 5'-HeTpaHCIAMPYeMbIX YYACTKOB Iiepe] reHoM petB

O. sinensis cuuaugagaguuucau-aaauu- - - - - uucgucucccaaaaggagaaaguca
G. theta auaaaguaagaguuuuuagauu-- - - - gcugucucaaaagaggagaaccuca
P. purpurea uagaaauaagcguuuu- -gauu- - - -ccuugucucaagagaggagaaucuca
N. olivacea agccaggaagacuauuu-cauu- - - -ccucgugugaagagaggagaaucucg
C. globosum uguuguuaaguauuuucuuage- - - - - cucgucugaaaagaggagaauuucg
C. vulgaris Auuauuucuagcaaauuuuucuuuugccucgucuaaagacaggagaaucucg
M. viride uagaggugaguuuuuuu-ugug- - - -ccucaucuaaaaagaggagaaucucc
A. formosae uuguuggcgguUCUUUUC-Ccaug- - - -ccucgucugaaaggaggauaauaucg
M. polymorpha UguugguagguUUUUUCC-Uaug- - - -ccucgucugaagagaggagaaccucg
P. patens uauugguggguuuuucc-uaug- - - -ccucgucugaagagaggagaaccucg
H. lucidula UCuuggCcgggUUUUUUC-Uaug- - - -ccucgucuggaaagaggagaaccucg
A. capillus-veneris uguugguagguuguugc -uauc- - - -cccugcucgaagagaggagaguccca
P. nudum ugcuggcagguuguugc-uauu- - - -ccucgucucgagagaggagaaucuca
P, thunbergii uauuggcagguuucuuauuauuuaagucccguccgaaaagaggagaa-uuca
A. trichopoda ucuuggcgggucucuucguaug- - - -uguuguccggaaagaggagga-cuca
A. thaliana uguuggcggguuucuuuguaug- - - -uguuguccggaaagaggagga-cuca
A. belladonna uguuggcgggucucuuuguaug- - - -uguuguccggaaagaggagga-cuca
C. floridus uguuggcggguuucuuuguaug- - - -uguuguccggaaauaggagga-cuca
C. sativus uauuggcgggucucuuuguaug- - - -uguuguccggaaagaggagga-cuca
L. corniculatus uauuggcaggucucuuuguaug- - - -uguuguccggaaagaggagga-cuca
N. tabacum uguuggcgggucucuuuguaug- - - -uguuguccggaaagaggagga-cuca
N. alba uguuggcgggucucuucguaug- - - -uguuguccggaaagaggagga-cuca
P, ginseng uguuggcgggucucuuuguaug- - - -uguuguccggaaagaggagga-cuca
S. oleracea uguuggcaggucucuuuguaug- - - -ucuuguccggaaagaggagga-cuca
O. nivara aguuggcgggucucuuuguaug- - - -ucuuguccggaaagaggagga-cuua
O. sativa aguuggcgggucucuuuguaug- - - -ucuuguccggaaagaggagga-cuua
T aestivum aguuggcgggucucuuuguaug- - - -ucuuguccggaaagaggagga-cuua
Z. mays aguuggcgggucucuuuguaug- - - -ucuuguccggaaagaggagga-cuua

Pucynok 3.4. BoipaBHuBaHue 5'-HeTpaHCIMPYeMbIX YYACTKOB Iepea reHoM psaA



O. sinensis

G. theta

C. merolae

P. purpurea

G. tenuistipitata
C. reinhardtii
N. olivacea

C. globosum

Z. circumcarinatum

C. vulgaris

A. formosae
M. polymorpha
P. patens

H. lucidula

A. capillus-veneris

P. nudum

P, thunbergii
A. thaliana
A. belladonna
C. floridus

C. sativus

L. corniculatus
N. tabacum
N. alba

P. ginseng

S. oleracea
O. nivara

O. sativa

T. aestivum
Z. mays

P. purpurea
N. olivacea
C. globosum
C. vulgaris
A. formosae

M. polymorpha

P. patens
H. lucidula

A. capillus-veneris

P. nudum

P, thunbergii
A. trichopoda
A. thaliana
A. belladonna
C. floridus

C. sativus

L. corniculatus

N. tabacum
N. alba

P. ginseng
S. oleracea
O. nivara
O. sativa

T. aestivum
Z. mays

aguaaaaacuugggaagaau--------

---------- uaaauuuauaaaaauguuauu-

auagauuacuugggaaguauauuacuauaaaauu----uaaacauaauauaaaaca----

aguacuuacuugggaagagaaaaa--- -

agauauuguuugggaagcaucuua- -guuaaauccuaaaaaauugauaaaaaauu-----

aaauauuucuugggaaguauccuc- -- -
auauuuuacggagaaa------------
caaaaaagcuugggagaucacuu-----
uuauaguuuggguaaauuauuauaa- - -

--aauuauccuaaacuaaauauauaauauu--
-------- uuaaaacuuuaaaaaaauuaacau

-Uuauauacuugggacauaaccuuua-uuuuauaaaccaagauuaacu------------

uauucaaguuugggugaaaauuuca- - -
uuauaugcuugggaacuuauuauua- - -
uuaaauauuugggaaacucuuaauua- -

-Uuauacacuuggguaacuuauuauuauuuuacaaaccaagauuuacc------------
uuauaugcuuggggaacuuauuau----cacuuuauaaaaaacuaagu--uuuacc----

uuacuagccuggggaaucacuaau- - - -
uuuauugacuugggaacuuuagaa- - - -
gccuuaugcuugggagccucugaugauu
uuugugcgeuugggagucccugauuauu
cucgugugcuugggagucccugaugauu
ucugugugcuugggagucccugaugauu

-uccuuuucgaaaaccaa--aaauuccc----
--uugcuuuagaaaccaa- -auauuauc----
------- uuauaaacgaagu-ucugacc----
------- Q@aauaaaccaaggauuuuacc----
------- Q@aauaaaccaag-auuuuacc----
------- Ccaauaaaccaag-aucuuacc----

uucaugugcuugggagucccugaugauuaauuauuaaauaaaccaag-auuuuacc----

uucgugugcuugggagucccugaugauu
cuagugugcuugggagucccugaugauu
ucugugugcuugggagcuccugaugauu
uucgugugcuugggagucccugaugauu

------- @aauaaaccaag-auuuuacc----
------- Q@aauaaaccaag-auuuuacc----
------- gaauaaaccaag-aucuuacc----
------- @aauaaaccaag-auuuuacc----

uuugugugcuugggagucccugaugauuaa- -auuaaauaaaccaag-auuuuacc----

uacgugugcuugggaguccuugcaauuu
uacgugugcuugggaguccuugcaauuu
uacgugugcuuggggguccuugcaauuu
uacgugugcuugggaguccuugcaauuu

------- gaauaaaccaag-aucuuacc----
------- gaauaaaccaag-aucuuacc----
------- gaauaaaccaagu-ucuuacc----
------- gaauaaaccaag-aucuuacc----

Pucynok 3.5. BoipaBunBanue 5'-HeTpaHcJAMpPyeMbIX YUYACTKOB Nepex reHom pshA

uuuguaagaaagucaacaaaguauguucuuauu-- - - - - cauaggaggcauguaguca-
auagcaagaaagucauaccguuauaaaggucucgaau-agaccuagaaggaguauag- -
acugcaagaaagucacaaaua-guuuguuuuuuuc-- - - - uuaacaaagagguauuuac
------ auagcaagaaagucaauaaauaucaacuugucuaugacaaaaggugucauuuc
aaugcaagaaauuuacguagu-gucuauucuucu- - - - - - - ggauaaagggguaucuuc
aaugcaaaaaaguuacauagce - gucuaauucucuu-- - - - - ugagaaagggguauuuuu

------ aaugcaaaaaaguuacauagucuuuaauucucuu-ugagaaagggguauuucc
aacguaagaaagucauaugau-gucuaccuaucuuugguaaggggaaagggggacucaa
auugcaagaaaguuacgcagugaucaguugucuccaauauucaagaaagggguuuuuc -

aacgcaagaaaguuacguagu-auugacuaaa----------- Qaaaagagguauuuaa
aaugugagaaaguuacauagu-gucuacuuuuuc- - - - - - - cgauaaagggguguuugc
aaugcgauaaaguuacauagu-gucuauuuug----------- augaagggguauuucc
aaugcaauaaaguuacauagu-gucuauuuuucgu-- - - - - ugauaaagggguauuucc
aaugcaauaaaguuacguaga-uuuaucuuuga---------- uauaagggguauuucc
aaugcgauaaaguuacauagu-gucuauuuuuucu-- - - - uugauaaagggguauuuuc
agugcaauaaaguuacauagu-gucuauuuuuccu-- - - - - ugauaaagggguauuucc
agugcaauaaagucacauagu-gucuauuuucugu--- - - ugauagaagagguauucuc
aaugcaauaaaguuacguagu-gucuauuuaucuu--- - - ugauauaagggguauuucc
aaugugacaaaguuacauagu-gucuauuuuucuu-- - - - - ugaugaagggguauuucc
aaugcaauaaaguuacguagu- gucuuuuuuucuuug - auauaaauaagggguauuucc
aaugcaauaaaguuacauagu-gucauuuuucuu- - - - - - - ugauaaagggguauuucc
gauaaaauaaagugacaucgu-gucuauuuuucuu- - - - - - ugcuaaagggguauuucc
gauaaaauaaagugacaucgu-gucuauuuuucuu- - - - - - ugcuaaagggguauuucc
gauaaaauaaagcgacaucgu-gucuauuuuucuu- - - - - - ugcuaaagggguauuucc
gauaaaauaaagcgacaucgu-gucuauuuuucuu- - - - - - ugcuaaagggguauuucc

PucyHnok 3.6. BoipaBuuBaHue 5'-HeTpaHCc/JAMpyeMbIX YYACTKOB 1epea renom pshB
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Ilpeonoscenue. Ilycts 0< p <1 u manHsl ABa CiIydaifHBIX y4acTKa OAWHAKOBOM JUTHHBI
B andasure {A,C,GT}, B koTopbie OykBbl G 1 C BXOIAT C BEPOSTHOCTHIO p /2, a OyKBBI A 1
T — ¢ BepositHOCTBIO (1 — p)/ 2. Torna B 1F000# MO3UITUU ATUX YIACTKOB BEPOSTHOCTH IOSIB-
nenus napsl {A,T} crporo Gombire BepositHocTH nosiBineHns napsl {G,C}. Ecmn £ < p <1, 10

BBITIOJTHEHO TTPOTHUBOIIOJIOKHOE HEPABEHCTBO.
loxazamenvcmeo. BepositHocTh nosiBiieHus Hykieotuaa G wim C B KaXI0W MO3UITUN

paBHa p /2. [loCKOJIbKY yYacCTKH HE3aBHCHMBI, BEPOSTHOCTH MOSBICHHUS B JaHHOW MO3HUIIAU
G B nepsoM yuactke u C Bo BTopoM paBHa p° /4. A BeposTHOCTb mosiBneHus napsl {G, C}
paBHa p° /2. AHalOrM4HO, BEPOSATHOCTH MosBiaeHus napbl {A, T} pasna (1— p)° /2. Ocra-

&TCsl 3aMETHTB, 4TO NpU p < L mocrennee Buipakenue (1—p) /2=L-p+p*/2>p°/2 O

2. MartepuaJjbl 1 METOAbI

I'enoMbl xyopormiacToB nosydeHsl U3 0a3bl JaHHbIX GenBank (NCBI). B kauectse
HCXOTHOTO Ha0Opa MOCIeA0BaTeIbHOCTEH ObUTH B3ATHI S'-HETpaHCIUPYyeMbIE 00JaCTH TIEpeT
reHamu atpF (cyobenununa AT®-cunTtassel), petB (mutoxpom bb), clpP (mporeonuTrydeckas
cyoreaununa AT®-3aBucumoii nporeassl Clp), psad (P700 ¢porocucremst 1), psbA (6enok D1
dotocuctemsr 1) u psbB (P680 dorocucremsr Il), accD (6era cyObenunnma amnemnia-CoA
kapOokcunasel) U atpH (cyobenuuuna AT®-cuHTaspl) wiacTua y ciaeayrmux 34 BHIOB:
Cyanidioschyzon merolae, Cyanidium caldarium, Gracilaria tenuistipitata, Guillardia theta,
Nephroselmis olivacea, Odontella sinensis, Porphyra purpurea, Chlamydomonas reinhardtii,
Chaetosphaeridium  globosum,  Chara  vulgaris, = Mesostigma  viride, = Zygnema
circumcarinatum, Anthoceros formosae, Adiantum capillus-veneris, Huperzia lucidula,
Marchantia polymorpha, Physcomitrella patens, Psilotum nudum, Pinus thunbergii,
Amborella trichopoda, Arabidopsis thaliana, Atropa belladonna, Calycanthus floridus,
Cucumis sativus, Epifagus virginiana, Lotus corniculatus, Nicotiana tabacum, Nymphaea
alba, Panax ginseng, Spinacia oleracea, Oryza nivara, Oryza sativa, Triticum aestivum, Zea
mays. 3ametum, uto Epifagus virginiana ue sBusiercs (HOTOCHHTE3UPYIOIMIUM BUIOM: T'CHBI
doTocucTeM B €0 IIACTHIAX OTCYTCTBYIOT.

Jlyig moucka KOHCEpBAaTUBHBIX cailToB Hcnosib3oBaiuch nporpammsl MEME u Clique.
Jlns onpenenenust BropudHoi crpykTypsl PHK n Beuncnenns e€ sHeprum MCrnosap30Bagach
nporpamma RNAstructure, sBisirorasicss 0OHOBJICHHEM MPOTPaMMBbI, OMCaHHOo# B [126]. [l
KOHTPOJISI WCIOJB30Bajach OPUTHHAJIBHAS TPOTpamMMa, KOTOpas YYWUTBIBAET M BTOPUYHEIC
CTPYKTYpPHI C TICEBIIOY3JIaMH; OJJHAKO OHA HE MPUBEIa K HOBBIM pe3yJbTaTaM Ha 3THUX JTaHHBIX

U [TIOTOMY 3/1€Ch HE OTMCBIBAETCS.
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3. Pe3yabTarsl

Pesynbratel  mpuBomsTcs Tonmpko s BumoB  Chara  vulgaris, Zygnema
circumcarinatum, Physcomitrella patens, Tak Kak Ajsi OCTaJbHBIX BHJIOB OHM B OCHOBHOM
npenckasanbl yxe B [122]. Haiinennsie Hamu BhIpaBHUBaHUS (pucyHku 3.1-3.6) ykazanu Ha
caiiTel y Tpéx ynomsinyteiX BuaoB C. vulgaris, Z. circumcarinatum, P. patens niepen 1ecTbio
reHamu: atpF, clpP, petB, psaA, psbA, psbB; 3tu caiitsl yka3zanbl B Tabnuue 3.2. B tabnuue
3.3 mpuBeeHbI CBECHMS O HAJHM4KUEe CAiTOB M MHTPOHOB, BKIItOYAsl pe3yabTarsl u3 [122]. Ot
CalThI IIPEICTABIIAIOT UHTEPEC, TAK KaK, [0 KPalHEW Mepe B YACTH CIIy4aeB, UX IIPUCYTCTBUE
KOppeIupyeT ¢ HaJIM4hueM UHTPOHOB. Bompoc 00 ux (GyHKIMOHAIBHONW pOJIM B IPYTUX CIIyda-

SIX OCTAETCS OTKPBITHIM.

Taoauna 3.2. KoncepBaruBHble caiiThl nepea renamu atpl, clpP, petB, psaA, psbA, psbB
y Chara vulgaris, Zygnema circumcarinatum n Physcomitrella patens

atpF:

P, patens ‘aaguaagaaaauauucuguaaagcuuaaauaaucuauuaaugggagagagaau

clpP:

P, patens ‘agcuacuuauuuuuuucuaagugucauucuauauuuauuuuaaauaaaaaaa

\petB:

Z. circumcarinatum |Ucaauuuacgguucaauugcgcaauuauua--------- cauuggagaauguuucaau- -
C. vulgaris aacuuuaauggcaguuuagucgugaauaaaucaaauu-aaaauggagaaggauucguaau
P, patens uuuacuaaagguaguuuaaucguguaauca- - -auuaauuaaaggauuuauggauu- - - -
\psaA:

C. vulgaris auuauuucuagcaaauuuuucuuuugccucgucuaaagacaggagaaucucg

Ph.p. uauugguggguuuuucc-uaug- - - -ccucgucugaagagaggagaaccucg

\psbA:

Z. circumcarinatum |Uuauauacuugggacauaaccuuua-uuuuauaaaccaagauuaacu-------

C. vulgaris uauucaaguuugggugaaaauuuca------ auaacucaaauacuuuuuuuucc

P, patens uuauacacuuggguaacuuauuauuauuuuacaaaccaagauuuacc-------

\psbB:

C. vulgaris auagcaagaaagucaauaaauaucaacuugucuaugacaaaaggugucauuuc

P, patens aaugcaaaaaaguuacauagucuuuaauucucuu-ugagaaagggguauuucc

Mpsl BUAMM, 4TO JUIsl TPEX T€HOB aipF, clpP u petB uMeercs BbICOKas KOPPEALUS
MEXAY MPUCYTCTBUEM HHTPOHOB B I'€HE M HAJIMYMEM Hal/IeHHBIX CaliTOB cBA3bIBaHUSA. [lyis
NpYyrux TpéX reHoB psaA, psbA v psbB koppensiuusi OTCyTCTBYET.

3arem ObUTH paccMOTpPEHBI TeHbl accD u atpH. Y pactenuit BUumoB Anthoceros for-

mosae, Adiantum capillus-veneris, Huperzia lucidula, Psilotum nudum, Pinus thunbergii B
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JUAEPHBIX 00JACTIX 3TUX F€HOB KOHCEPBAaTUBHOIO caiiTa 0OHapyKuTh He ynaiock. [loaTomy
MIPEIOI0KEHO, YTO 3aJiepKKa, HeoOXoquMasi JJIsl BBIMOJIHEHUs pelakKTUPOBaHUs, 0Oecreun-
BACTCsl y HUX HeKoHcepeamusrou mnuiaedHor crpykrypoir MPHK. [Ins e€ HaxokIeHHs BbI-
YUCIsUIach CBOOOJHAs PHEPrus WINWICK (B KKaJ/MOJb) M ONpPEAEsUIach cama IINUIIbKA C
HauMeHblIel sHepruei Ha yyactke MPHK nnunoit B 40 HykiieoTu10B nepe MHULIUUPYIOIIN-

MH KOJJOHAaMH reHoB accD u atpH.

Taonuua 3.3. PacnipenesieHne KOHCEPBATUBHBIX CAliTOB CBA3LIBAHUSA 0esIKa mepen
IEeCThI0 FTeHAMH Y XJIOPOILIACTOB BCeX MepPeyucaeHHbIX Bblle BUA0B. O003HAYCHUS: B
3aroJjoBKax cTOJ0L0B 3—8 yKa3aHbl UMEHA HIECTH F€HOB, BHYTPU ATHX CTOJIOLOB 3HAK «+»
03Ha4YaeT HAJIMYUE CalTa, 3HAK «—» — €r0 OTCYTCTBUE, 3HAK «S» — COOTBETCTBYIOIIUN T'eH
COACPIKUT MHTPOHBI.

Otnen Bun atpF|clpP |petB|psaA|psbA|psbB
Bacillariophyta |Odontella sinensis - - - + + -
Cryptophyta Guillardia theta - - - + + -

Cyanidioschyzon merolae - - - - + -
Rhodophyta Cyanidium caldarium - - - - - -
Porphyra purpurea - - - + + +
Gracilaria tenuistipitata - - - - + -
Chlorophyta Chlamydom(')nas. reinhardtii - - - -s | +s -
Nephroselmis olivacea - - - + + +
Chaetosphaeridium globosum | - | +s | -s | + + +
Streptophyta, Chara vulgaris S | -s | ts | + + +
BOJIOPOCIIHN Mesostigma viride - - - + - -
Zygnema circumcarinatum - - + - + -
Anthocerophyta |Anthoceros formosae +s | +s | +s | + + +
Bryophyta Physcomitrella patens +s | +s | +s | + + +
Hepatophyta Marchantia polymorpha +s | +s | +s | + + +
Lycopodiophyta |Huperzia lucidula +s | +s | s | + + +
Pteridophyta Adiantum capillus-veneris +s | +s | -s | + + +
Psilophyta Psilotum nudum +s | +s | s | + + +
Pinophyta Pinus thunbergii +s | + | +s | + + +
Magnoliophyta |pa3Hbie +s | +s | s | + + +

B pesynmbrate B S'-HeTpaHCIMpyeMbIX 00JacTAX TPAaHCKPUITOB O3TUX TIE€HOB Y
Anthoceros formosae n Adiantum capillus-veneris 0OHAPYKEHBI IIMUJIBKU OOJIBIION JTHHBI C
HU3KOW JHEpPrueH, IMepeKphIBaloONne CalT cBs3biBaHus pudocombl. Kak m3Bectno, MPHK
MMEHHO 3THX T'€HOB y 3TUX pacTeHuil penaktupyrorcs [123]. DHepruu HalJI€HHBIX IIMHUIIEK

npuBeeHBI B Tabmuie 3.4, a caMu IIMIWIBKY MTOKa3aHbl HA pUCYHKE 3.8.
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JIOTIOJTHUTENBHO K 3TOMY IIOHUCKY JUIMHA Y4aCcTKa, HA KOTOPOM HMCKAJIach IUIHWIIbKA, Ba-
ppHpoOBaNach BIUIOTH 10 70 HYKJIEOTHIOB; B pE3YyJIbTAaTe HOBBIE IIINIIBKA C HU3KOW DHEPrUEH,

MIEPEKPHIBAIOLINE CANT CBSI3bIBAHUS PUOOCOMBI, HE OOHAPYKEHBI.

Tabauna 3.4. Haanvyue MoIHOM MNMUIbKH nepel renamu accD u atpH. O0o3HaueHus: B
ctonOuax 2 u 4 npuseaeHa cBOOOJHAS SHEPTUs I KaXXI0W U3 HalJCHHbBIX LIITHIIEK B
kkaj/moub Ha yyactke MPHK muinnoit B 40 HyK1€0THOB Nepel MHULIMUPYIOIUMH KOJJOHAMU
reHoB accD u atpH. B ctonbnax 3 u 5 3HaK «+» nmokaseiaet, 4to MPHK B cooTBeTCTBYIOIIIEM
BHJIE NTOABEPraeTCs peAAKTUPOBAHUIO, 3HAK «—» — HE IIOJIBEPracTCsl.

Bun I'en aceD I'en atpH
1 2 3 4 5
Anthoceros formosae -7.0 + -5.1 +
Adiantum capillus-veneris -7.2 + -5.2 +
Huperzia lucidula -4.8 — -2.9 —
Psilotum nudum -0.8 - -2.9 -
Pinus thunbergii -3.6 — -2.8 —

4. O6cyxnenue

B mnacrunax pacrenuit ponos Anthoceros n Adiantum MPHK accD w atpH penaxtu-
pytorcs [123]. TlpoucxoauT 3HAYMTENILHOE M3MEHEHWE KOJIOHOB ATHUX T€HOB, TaK YTO Ipa-
BUJIbHAS TPAHCIISLUSA J10 3aBEPILEHUS PEJAKTUPOBAHHS HEBO3MOXKHA.

Y Anthoceros formosae, Adiantum capillus-veneris, Huperzia lucidula, Psilotum nu-
dum, Pinus thunbergii TeH, HEIOCPEICTBEHHO MpeuecTBytomuii accD, xonupyer TPHK; nu-
JiepHble 00acTU TOr0 IeHa MPUMEPHO OJMHAKOBOM JJIMHBL. DTO yKa3bIBa€T HA OTCYTCTBUE
KpYITHOMACIITaOHBIX NEPECTPOEK XPOMOCOMBI MEpe]l STUM I'€HOM y PaCCMOTPEHHBIX BUJIOB,
YTO JIeNaeT UX €CTECTBEHHON IPYMNION JJIsl U3YyYeHUsI MeXaHU3Ma 331€PKKU PelaKTHPOBAHUS
MPHK accD. HanpotuB, y LBETKOBBIX PACTEHHH HENOCPEACTBEHHBIM IPENIIECTBEHHUK
accD — reH rbcL, nocnennuit kogupyet 6enok, a He TPHK. Takast nepectpoiika XpomMocombl
3aTpyIHSET CoNoCcTaBlieHUe S'-MuaepHbIX oOnactell accD y NATH YIOMSHYTBIX BUIOB (TalOnu-
ua 3.4), u y uBeTkoBbIX pacteHuil. [loatomy B cBsizu ¢ perynauueid accD (u taxxke atpH) no-
CJIEIHHE HE pacCMaTPUBAINCE.

B 5'-merpancnupyembix obnactsax MPHK accD u petH y Anthoceros n Adiantum nipu-
CYTCTBYIOT JUIMHHBIE IIIHAJIBKU C HU3KOM 3Hepruei, u ogqHoBpemenHo 3tu MPHK y stux po-
NIOB penakTupyrorcs. Huskas sHeprus 3TUX MINWIEK obecreunBaeT X CTabUIbHOCTb B Teye-
HUE JJIUTEIIbHOTO BPEMEHHU, U TUIIOTE€3a COCTOUT B TOM, YTO OHU HIPENATCTBYIOT Hayaly
TPaHCIIALMU JI0 3aBepLIeHUs peAakTupoBaHus. B tabnuue 3.4 ykazaHbl cBOOOJHBIE SHEPTUU

Ha ToM ke ydactke MPHK y cekBeHMpOBaHHBIX IIPEICTABUTENIEH BCEX IIATH POJIOB.
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Pucynox 3.8. Bropuunsie crpyktypsl MPHK nepen renamu accD w atpH y Adiantum
capillus-veneris u Anthoceros formosae, IpeNnoJ0KUTEJIbHO NePEeKPHIBAIOIIME CANT
CBSI3bIBAHHUSI pPUOOCOMBI

Y Huperzia lucidula penaktupoBaHue 3TUX JABYX T€HOB OTCYTCTBYET, U OJHOBPEMEH-
HO, XOTS y He€ MMEeTCs IIMIIIbKA C JOCTATOYHO HU3KOW YHEpruei, CalT CBs3bIBaHUS prbOCO-
Mol (RBS) nepen renom accD HaxoauTcCs B METIIE€ ATOW MIMWIBKY, a BCE APYTHe MIMUAIBKA Ha
9TOM Y4YacTKE HWMEIOT 3HAYMUTEIbHO OOJbIINE 3HAYCHUs SHEprud: Oonpime uvem —1.7
KKaJI/MOJib. J{J1s1 OCTaBImIMXCS IBYX CTPOK TaOuuibl 3.4 MIMIIBKK ¢ HU3KOW SHEPTUEH HA ATOM
y4acTKe OTCYTCTBYIOT U oqHOBpeMeHHO 3T MPHK He pemaktupyrorcsa. HaliieHHble INMIBKU
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y Anthoceros n Adiantum B 5'-Hetpanciupyembix oonactsx MPHK aceD u atpH B nnactunax
HE KOHCEpBAaTUBHbI; OHU MpUBs3aHbl K peaakrupoBaHuto 3tux MPHK — colGwiTuio, xotopoe
penko BcTpevaercs y Onn3kux BuioB [123].

BriBog 0 nepexpriBannu RBS caiitom CBsi3bIBaHUS PETYASTOPHOTO OElka OCHOBAH Ha
TOM, YTO KOHCEpPBAaTHUBHBIN Y4aCTOK Mepe FeHOM afpF UMeeT 3HauuTeIbHO OOJBUIYIO TPOTS-
XKEHHOCTH U BKiItoyaeT AG-6orarelii MoTUB, XapaktepHblil A RBS. [Ipennonaraemsiii pery-
JATOPHBIA O€JO0K, B3aMMOAEUCTBYS C PUOOCOMOM, MPENSTCTBYET MHULMALMMU TPAHCISALMH,
obecrieunBaeT €€ 3aIepKKy 10 3aBEPIICHUS CIUIAlCHHTA.

[lepen renom petB orcyrcrByer TunuuHblii RBS, HO xoHcepBatuBHas crupans PHK,
MOJKET OBbITh CBsI3aHA ¢ IpoueccuHrom S'-nmuaepHoi oomactu MPHK. B paccMoTpeHHBIX BH-
Nax TeH petB uMeeT UHTPOHBI, €CIIU U TOJILKO €CJH (32 OJTHUM HCKIIIOUEHUEM) MIPUCYTCTBYIOT
KOHCEpPBAaTUBHBIE YYaCTKH (CAaMThl WM CHHPAIH), YTO MO3BOJSIET MPEANOI0KHUTh: 3TOT MPO-
LIECCUHT 00ecreynBaeT 3aJep KKy Hauajga TPaHCIALMU 0 3aBeplieHus cruiaicuHra. Mckmo-
YeHHEe COCTaBisieT Adiantum, y KOTOPOTO OTCYTCTBYET KOHCEPBAaTHUBHBIA Y4acTOK, HO TOI/a
3aJiep’KKa MHULUAIUKN TPAHCIIALUN MOXET OOBSCHITHCS pPElaKTUPOBAHUEM MHHUIIMHPYIOLIETO
xonoHa MPHK.

TpancnsiuvonHass — perymsuust reHa pshbA  SKCIIEpUMEHTAIbHO  U3y4YeHa Y
Chlamydomonas reinhardltii, TAe TPaHCKPUILIHS TPOUCXOJUT KOHCTUTYTHUBHO, B TO BpeMs Kak
TPaHCIIALMS aKTUBHpYeETCsl Ha cBeTy OenkoM 47 k/la, KoTopblit 00pa3yeT KOMIUIEKC C IpYTUMHU
Oenkamu, HerocpencTBeHHo He cBsizaHHbMU ¢ MPHK, [119]. OToT KomIuieke paspyiuaercs B
TeMHOTE. MOXXHO JymaTh, YTO HaWJEHHBIM HaMH CAalT CBA3BIBAECT ATOT KOMILJIEKC OPTOJIOTHY-
HBIX OEJIKOB.

KoHcepBaTuBHbIE y4acTKH B S'-TUAEpHBIX 00JacTIX reHOB pshA U psaA HalAeHbI 1o-
YTH IEepes] BCEMHU UX OPTOJIOTaMHU, B TOM YHCJIE HE COJAEPKAIIUMU UHTPOHOB. DTO YKa3bIBAET:
HalJeHHAs HAMH PEeryJsius STUX F€HOB BO3HUKIIA JI0 MOSBICHUSI HHTPOHOB. MOXHO ITpeno-
JIOKUTh, YTO UHTPOHBI B 3TUX F€HAX BO3HUKIIU IIOTOMY, UTO paHee chopMHUpPOBaIacCh 3aJepxK-
Ka TPaHCISLUU U B pe3y/IbTare He ObLIO NPEnsSTCTBUMN IJIs IPOTEKaHUs! CILIaHCHHTa.

KoncepparusHsbie yuactku B 5'-HeTpancnupyemsbix oonactsix MPHK petB, clpP, psbA u
psaA copepkar MINUIBKHU, OKPY)KEHHbIE KOHCEPBAaTUBHBIMU HYKJICOTUJAMU, YTO XapaKTEpPHO
JUIE MHOTHX PETYISTOPHBIX cuUcTeM Yy Oakrtepuid [127]. OrmeruM, 4TO Ui reHa ycf3 3To He
TaK: OH COJIEP’KUT UHTPOHBI, UMEET JUIMHHYIO 5'-TUJEpHYI0 00J1acTh, HO B HEll KOHCEpBaTHB-

HBI Y4aCTOK OTCYTCTBYET.
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