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(epMeHTHI MeTabonM3Ma a30Ta: TIIyTaMHHCHHTETa3a
Paccmompeno  bonvuioe  Koauuecmso  8UO08 neporo tuna GInA; TIyraMHHCHHTETa3a TPETHETO

yuanobaxmeputi u xaoponiacmoe Rhodophyta e
CB3U € pe2YISIMOPHOU  AKMUBHOCHbIO (AKMOPO8
NtcA u NtcB neped pasnuunvimu eenamu, Ooavuuen
YACMbIO C8A3AHHBIMU ¢ MemaboIUIMoM azoma. Dmo
NO360AUNO  NPedCcKa3amv MHO20 HOGbIX —Callmog
CA3BIBAHUSL  IMUX  (PaKmMopos,  CYWecmeeHHO
VMOYHUMb ~ KOHCEHCYC — CaUmo8  C65A3bl8anusl,
npedckazams 380moyuio NtcA- u NtcB-pezynonos u
ONPOBEPSHYMb 2UNOME3y O CYWECMEEHHOU pOnu Yy
nooasnsiowezo  borvuuncmea — 6udoé  NitcA-
peayiayul  2eH08,  BOGIEYEHHBIX 6  uKcayuio
yenepooa, u 2eHos pomocucme.

1. BBenenue

Perynsamua ¢ ydacTueM TpaHCKPUIIIMOHHOTO
(akTopa NtCA SKCIIEPUMEHTAIBHO MOKa3aHa TOJBKO
y uerblpex BHIOB: Nostoc sp. PCC 7120,
Synechocystis sp. PCC 6803 u Synechococcus sp.
WH 8102 u Synechococcus elongatus PCC 7942,
COOTBETCTBYIOIIME CCHUIKM TNpuBeneHsl B [1-8]. V
Nostoc sp. PCC 7120 daktop NtcA sBisercs
muMepoM [3], u 3akpbiBaeMasi uM oOnactb Ha JIHK
HECKOJIbKO aCHMMeTpHUYHa [2] u mupe, yeM Hanbosee
KOHCEpBAaTUBHAs 4YacTh COOTBETCTBYIOLIETO caiiTa
CBSI3BIBAHMS, TMOJNydeHHOro B [4] ¢ TOMOIIBIO
BBIDAaBHHMBAHMsI HEOOJBIIOr0 YHCIA PETYISTOPHBIX
obnacreit. Caiitel  cBs3piBaHuMs  Qakropa NtcB
OIHUCAHEBI 1epe]] reHaMu nrtA u nirA y Synechococcus
sp. PCC 7942, y Synechocystis sp. PCC 6803, y
Nostoc sp. PCC 7120 u Leptolyngbya boryana [2]. B
STUX CIy4asX caTel cBsa3biBaHus NtcB mosuimonHo
CBsi3aHBl C calTamu cBsi3biBaHusag NtcA. Hamu
NpOBEleH  CHUCTEMAaTHYeCKMH  MOUCK  CcalToB
ces3biBans ¢ JIHK TpackpHIIMOHHBIX (HaKTOPOB
NtcA (Ycf28) u NtcB BOmM3M mpoMOTOpOB B

TeHOMax IMaHOOAKTEepHiA u XJIOPOIUIACTOB
Rhodophyta mepen BcemMu reHamu, KOTOPBIC HMEIOT
XoTs OBl B ONHOM BHIAC OKCIEPUMEHTAIHHO

noATBepkaeHHYI0 NtcA- nnmu NtcB-perymsuuio. 3to
— rennl glnA, ginN, ginB (ginK), icd, amtB (amtl),
rbcL, gifd, gifB, gor, petH, ntcA, devB, xisA, hetC,
nirA, nirB, narB, narK (nrtP), ntcB n nrt4 [1-8]. A
TaKKe — Mepel MHOTUMH T€HaMH, YIOMSHYTHIMU B
[8], y KOTOpBIX 3Ta PEryAlus SKCIEPUMEHTATIBHO HEe
MOATBEPXkICHA. Y YeThIpeX MEePEYUCICHHBIX BBIIIE
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THUIIA GInN; HA/I-3aBucumas
H30IUTpPATAECTHIPOreHas3a Isd; (beppenokcun-
3aBUCUMAs HUTPUTpPENyKTa3a NirA;

HUTpaTpenykraza NarB; TpaHcmoprep aMMoHUSA
AmtB; Tpancrioptep HuTpata NrtA; TpaHCIOPTED
kapObamuga UrtA; Oenok, CBA3aHHBIA ¢ KapOaMuj-
amunoruaponazoii  UreE;  cnemuduunsiii s
TETEePOIUCT ABC-tpancnoprep DevBCA;
TpaHCcKpunonHsle  (aktopel  NtcA u  NtcB;
CUTHAJIBHBIN Oenok u3 cemelictBa pll GInB; a Takxke
HECKOJbKO  (DEepMEHTOB,  HENOCPEACTBEHHO  He
CBSI3aHHBIX C MeTa0OJIM3MOM  a30Ta, BKIIOYast
pudyn030-5-pocdar-3-anumepasy Rpe, pudynoso-
mudocdar xapOokcunasy, GpepMeHT, BOBICUCHHbIH B
¢ukcamuio yriepoma RbcLS, cucrema TpaHcmopra
oukapoonata CmpABCD. Tenmr gifA u gifB,
penpeccupyembie NtcA, KOIUPYIOT OENKH, KOTOpPBIC
OCYILIECTBIISIIOT ~ PETYISATOpHbIE  Oenok-OeKoBbIe
B3aUMOJICHCTBHUS.

2. MartepuaJibl 1 METObI

Bruto uccnenopano 6osee SO reHOMOB OaKTepHi,
OTHOCSAIIMXCS K TUIY IHUaHOOAaKTepuu. [ eHOMBI
Opaymuce w3 0a3pl mannbix [enbank [9]. Tlomck
TOMOJIOTOB B 0a3aX JaHHBIX MPOBOAMIICS C TOMOIIBIO
nporpammbl BLAST [10]. CaiiTsl cBA3bIBaHUS IIepen
yKa3aHHBIMH BBIIIE M HEKOTOPBHIMH JPYTUMH T'€HaMHU
HCKAJINCh c TIOMOIIBI0 MHOYECTBEHHOTO
BBIPaBHUBAHUs, KOTOPOE CTPOMJIIOCH NporpaMMmoin
MEGA4 u opuruHansHbeIMU nporpammamu [11-12].
[lonmyuennsie g cmydaeB  NtcA u  NteB
BHIpaBHMBaHMsI TpUBEIEHH Ha puc. 1 B ¢dopme
YaCTOTHOTO  pAacCHpeieieHUs  HyKJIEOTHIOB IO
MO3ULUAM,  KOTOpOE€  IONydeHO  IporpaMmoin
WebLogo [13].

3. Pe3yabTaThl U 00CYy:KICHUE

3.1. OBomronusi NtcA- m NtcB-perynonos y
IMAHO0AKTepHi

Hamu BnepBele mpenckasaHa NtcA-peryasaius y
OOJIBIIIMHCTBA BUIOB IMaHoOakTepuii 1 Rhodophyta.
A Taroke — CyIIeCTBEHHO paclIMpeH KOHCEHCYC caiTa



cesbBannss ¢ JJHK  ¢aktopa NtcA, 310
BBIPOKJICHHBIM MAJMHIAPOM C JUIMHOW 24, HambOomee
KOHCEepBaTHBHAs 4acTh KoToporo uMmeer Bug GTA-8-
TAC, puc. la. Ha »3T0oif oOCcHOBE HaMM H3y4deHa
sBoioIus  NtCA-peryjioHa: y IIMaHOOAKTepHH OH
3HAYUTEIBHO  MEHSETCS  MEKAy  [OPSIKaMH.
Hawuboee mupoko pacupocTpaHeHa perysisiius FeHOB
ginA, nird, ginB, ntcA, amtB (amtl) 'y
npencrasutencii  Chroococcales, Gloeobacterales,
Nostocales, Oscillatoriales, Prochlorales; rena ntcB —
y  Chroococcales, Gloeobacterales, Nostocales,
Oscillatoriales; renoB gifd, gifB — y Chroococcales,
Nostocales, Oscillatoriales; glnN — y Chroococcales,
Gloeobacterales; nrtd, icd — y Chroococcales,
Oscillatoriales; narB — Tonbko y Chroococcales; hetC
— Tonbko y Nostocales. Crtabo KOHCepBaTUBHBIH caiiT
cBsa3piBaHusg NtCA Tpejacka3saH y HECKOJBKHUX BHIOB
U3 pasHbIX TAKCOHOMHYECKHMX TPYIII MEPEN reHaMu
gor, petH, rpe, cmpABCD, ureEFG, urtA. CoctaB
peryjioHa MHOTJIA 3HAYUTEIBHO OTIMYAETCA HaXe Y
OnM3KMX ~ BUAOB.  Hampumep,  McYe3HOBEHHE
perymsiiuu reHa narB 'y Hexoropweix Chroococcales
CBSI3aHO C BKJIIOYEHHMEM €r0 B UIMHHBIA OIEPOH, B
COCTaB KOTOPOT'O YacTO BXOMAT W T'eHBI TPAHCIIOPTa
MOYEBUHBI. BeposiTHO, mepea STUMHU TeHAMH CalThl
BO3HUKIIH 9BOJTFOLIUOHHO HEaBHO, mocie
MEPECTPOMKH  XPOMOCOM, H3MEHHUBIIEH  COCTaB
omepoHoB. Y BHIOB poma Synechococcus TeH icd
HUKOTJa HE BXOJAUT B NtcA-perynoH, a reH amtB
(amtl) BXOZWUT B €ro CocraB y HeOOJBIIIOrO YHUCIA
BHUJIOB.

Iepen renamu cynA, devBCA, rbcL, xisA caiiTbl
HE KOHCEPBATHBHEI JAaXke y OJM3KHUX BHUIOB M U3PEIKa
BCTPEYAIOTCS Y €AWHUYHBIX BHIOB ITHAHOOAKTEPHIA.

TIPE/ICTABIISIFOTCS CIIYYaiHBIMU COOBITHUSIMH, KOTOpPBIE
OKa3aJICh BO3MOXXHBIMH BCIIEICTBHE HEOONBIION
JUTMHBI KOHCEPBATUBHOM 4acTtu caiita. CaiiTel mepen
onepoHoM devBAC mnpenckazanbl 'y Acaryochloris
marina u Cylindrospermopsis raciborskii u CBsI3aHBI
c peryinsmeit T€TEePOIIUCT, CBSI3BIBAIONINX
aTMoc(epHbIil a30T KJIETOK TajuioMa. BeposiTHO, OHM
BO3HUKJIH 3BOIIOIMOHHO HEIaBHO.

CylecTBeHHO pacimpeHo ononHpopmaTuueckoe
mpeackasanue B [8] perymsuuu reHoB apck u som 'y
nuaHoOakrepuii. [ns rena apcF (cyObenuHuIa
¢uxobumcombl) oHo pacumpeHo Ha Chroococcales,
Nostocales u Oscillatoriales, a s rena som (opuH)
— wna Chroococcales, Nostocales u Prochlorales.
Hanporus, npenckazanue B [8] peryasuuu TeHOB
psal (mepBoit ¢oTocucTeMbl) U petF He HamUIO
TIOATBEPIKJICHUSI: PETyISATOPHBIE CAHThI BCTPEYAOTCS
peOKO M MO3aWYHO, 3aMETHO MEHSIOTCS JaXe Yy
OJIM3KHUX BUOB.

Y Rhodophyta mnacromsr Cyanidium caldarium,
Porphyra purpurea u P. yezoensis comepaT TCHBI
ginB u ntcA (ycf28). B 5'-nunepHoit obiactu reHa
glnB  HalileHbl  KOHCEPBATUBHBIE  Y4YacTKH C
KOHCEHCyCaMU GTATyATA HIn
TTAAAnnAAAAnAA, xoTopble IPUMBIKAIOT IPYT K
IpYyry WIH pa3jielieHbl TpeMsi HyKIEOTHUAAMH.
[IpeanonoxurensHO ~ OHM  CIy)XaT  calTamu
CBSI3BIBAHUS TPAaHCKPHUIIIMOHHOTO (hakTopa NtcA.
Haiinennasi napa KOHCEPBAaTHUBHBIX YYaCTKOB OJIU3KO
COOTBETCTBYET OoJiee KOpoTkoMy KoHceHcycy GTA-8-
TAC s caiitoB cBs3biBaHus (akropa NtcA y
Synechococcus sp. PCC 7002. DToMy KOpPOTKOMY
KOHceHcycy cooTBeTcTBYIOT cailTel GTA-9-TAA y
Porphyra uw GTA-6-TAA y Cyanidium, KOTOpbIC

Takum 00pa3oM, XOTS UMEIOTCS SKCIICPUMCHTAIBHBIC MPEMOIOKUTEIBHO ~ CIY)KaT — JUIsl  CBSI3bIBAHUSA
yka3aHus Ha NtcA-perynsiuo reHoB cynAd u rbel [3, (dakxropa NtcA.
5, 8], BO3HHMKHOBEHHE CaWTOB TMepel HUMHU
2 NtcA Cyanobacteria
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PucyHok 1a. PacnpeaeneHue 4acTtoT HyKNeoTUAOB B NpeAcKa3aHHOM HaMMu PerynsitTopHoOM
moTuee cBasbiBaHMA NtcA ¢ IHK y unaHob6akTepui
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PucyHok 1b. PacnpepeneHue 4acTtoT HYKNeoTMAOB B NpeAcKasaHHOM HaMu PerynsitTopHoOM
moTuBe cBa3biBaHuA NtcB ¢ OHK y unaHob6akrepun
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Caittbl CBSI3BIBAHUS (daxrtopa NtcB
00OHapy)KeHbl HAMH Y MHOTHUX BHJIOB II€pe] TeHaMu
nrtA  u  nird, YaCTOTHOE  paclpeaeneHne
HYKJICOTUIOB MMOKa3aHO Ha puc. 1b. NtcB-perymnon
Bkitouaer reH nrtd y Chroococcales u ren nird —y
Chroococcales, Nostocales, Oscillatoriales,
Gloeobacterales. B mractomax Rhodophyta caiiter
cBsi3pIBaHMs NtcB He HaliieHbl.

3.2. CoBMecTHasi peryJisiuMsi TeHOB rps20 u
ginB

I'en rps20 xomupyer pubocomHbIl Oemok S20.
HaiineHs!l MOTEHIMATBHBIE MPOMOTOPHI JISI 3TOTO
reHa Yy BCEX CEMH CEKBEHHPOBAHHBIX KPACHBIX H
KpuntopuToBhIX Bojopociei. OHU OJHM3KH K
KOHCEHCYCYy ~ OAaKTEpHANBHEIX G -3aBHCHMBIX
MIPOMOTOPOB M BKMo4arT S5'-pacumpenue (-10)-
Ookca, puc. 2.

Hamu mnpeamonoxkeHa COBMECTHAas pETYIISIHS
T€HOB rps20 u ginB c y4acTHeM
TpaHCKpHUmIuoHHoro ¢akropa Ycf28. I'en ginB
MO3UIHOHHO CBSA3aH C TeHOM rps2() ¥ KOOUpyeT
Oenmok wm3 cemeiictBa PII, koropslii perymupyer
AKTHBHOCTb (bepmMeHTOoB, CBSI3aHHBIX c

MeTabomu3MoM a3ota [14], mocpeacTBOM Oeok-
0EeKOBOro B3aUMOJIEHCTBUS. I'en vef28
OpTOJIOTUYEH TeHy 0aKTepUaILHOTO
TPaHCKpUIIIIMOHHOTO (akTopa NtcA U3 cemelicTBa
crp, KOTOpOe olpeeNseTcs HaJIM49UeM
KoHcepBatuBHoro jgomena PF00325 (mo 6ase
Pfam). Hecmorpss Ha romomoruio Mexay coOoi
O0enkoB  Ycf28 W3 XJIOpOILIACTOB BCEX IIATH
JIOCTYIIHBIX ~KpPacHBIX BOJOpPOCIIEH, caM JIOMEH
MPUCYTCTBYeT B OelkaX TOJNBKO TPEX BHUJIOB:
Cyanidium caldarium (3mechb rps2() — TICEBIOTEH),
Porphyra purpurea w Porphyra yezoensis. U
orcyrcTByer B Oenkax u3 Cyanidioschyzon merolae
u Gracilaria tenuistipitata, Tabmn. 1.

Takum 00pa3oMm, UMeEeTCs KOppEIsHs MEXIy
NPUCYTCTBUEM  J3TOTO  JIOMEHA W  HaJUIHeM
HaWJICHHOTO HaMU CaiTa CBSI3bIBAHUS pemnpeccopa,
cM. puc. 2. Bpime ynmoMsHyTHl HalieHHbIE HaMH
KOHCEpPBATUBHBIE  YYacTKM C  KOHCEHCYCaMu
GTATYyATA wm TTAAAnnAAAAnAA 5'-
JUepHoOl obiactu reHa g/nB. OHM mepeKphIBaloOT
MPOMOTOpP TIepe/l JUBEPIeHTHO PacIONOKEHHBIM
TeHOM 7ps2() — Ha pucC. 2 3TU yIaCTKU IIOKA3aHbI HA
nenu rexa rps20.

Ta6nuua 1. OomeHbl PF00325, xapakrepusywwme 6GenkoBoe cemenctso Crp, Bo6nusm C-
KOHUOB OenkoB Ycf28 u3 xnoponnacroB
BblpaBHMBAHWS KaXKAOro M3 HaW4eHHbIX JOMEHOB C KOHCEHCYCOM TaKuMX OOMEHOB Yy Bcex Genkoe u3
cemeincTtea Crp (no 6ase Pfam). Yncna ykasbiBaloT KOOpPOWHATBLI Hayana M KoHua KaXaoro JoMeHa.
3HayeHne E ykasbiBaeT kayecTBo E-value napHoOro BbipaBHUBaHMWS; y4acTOK C KayecTBoM 6onbLinm 1

He npueeneH.

KpacHbIX BOAOpPOCHEN.

MNokasaHbl napHble

Koncencyc 6e1k0B0Oro
cemeiictea Crp

LpmsLRqeIAdylGlTrETVsR1LtrLrekgLI

Cyanidioschyzon_merolae E=0.9 114 WRLS=QASLARILGTSRAAIGQVLGDWKKQAWL 145
Cyanidium_caldarium E=0.00019 157 IYIS=QHDIASILSTTRSTITRLINQLRKDNII 188
Porphyra_purpurea E=0.00052 184 LTIT=HKVLAQIIGSNRVSITRIISKLIHTKFI 215
Porphyra_yezoensis E=0.0021 184 FTIT=HKILAQIIGSNRVSVTRILANLLKTKLI 215
Gracilaria_tenuistipitata E>1
Species Promoter upstream rps20
Cyanidioschyzon merolae  RCTCTTGCTTTTTIGCCATCTGCT=RTTTTATCTTTATSTAGACT -33
Cyanidium caldanium AR TTTGTTTATITTACTTITART=ATGATACAGTARTTTATAAC -32
Porphyra purpurea GCTATTGCCTATICITIITIITIAATGTTATRATACGGCGCATR -78
Parphyra yezoensis ACTATTGCCTATNGETNT TCIT T T RATGTTATAATACGCCGCATR -T8
Gracilaria tenuistipitata GTICTTETCTATITTARTGTATTAATGATATAATCCART TRAGAT -63
Guiliardia theta TTRATTIATTCCATTATITCTTATATGTTATAATCTTTTATTAC -59
Rhodomona salina TCTTCTTATTC=ATAATTTGTTCTATGTTATAATCACTAATCG -55
-35box 17-148 EX -1l0box

PucyHok 2. NMoTeHuManbHble NPOMOTOpPLI Nepen reHoM rps20. MNoa4vepkHyThl (-35)- 1 (-10)-6oKcbl
npomoTtopa u 5'-pacwmpermne (-10)-6okca. LiBeTom BblaeneHbl KOHCEPBATUBHbIE Yy4acTKWU, KOTOPble
NpeanonoXUTENbHO CNyXaT carTamMun CBSA3bIBaHWUS pernpeccopa.
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HecmoTpst Ha KOHCEPBAaTHBHOCTH IPOMOTOPA
TIOJIOKEHUE HAMJEHHBIX YYaCTKOB HE IIOCTOSHHO
OTHOCHUTEJIBHO ero OOKCOB, HIO3TOMY
KOHCEPBATUBHOCTh yYaCTKOB HE MOXKET OBITh
00BsICHEHa MPOCTO KOHCEPBATHBHOCTBIO CaMOTr0
npoMoropa. CyIIecTBeHHO, YTO OT ATUX Y4aCTKOB U
BIUIOTHh 10 Hadaja reHa g/nB HeT 0akTepHaIbHOro
c'"-poMOTOpa M HET OCHOBaHHil NpEANONaraTh
HaJIMYUE TaM MPOMOTOPOB JPYTUX THIIOB.

Hammume »9STHX y4acTKOB — KOppelupyer ¢
npucyrcTBueM B oproiore dakropa NtcA nomena
PF00325 nns cBa3eiBanust ¢ yuactkamu JIHK.
[TosTOMy MOKHO TIPEIIONIOKHUTH, YTO UMEET MECTO
oenok-JIHKoBast perynsamus Ha caiite, COCTOSIIEM
U3 9THX JBYX YYacTKOB. A TarXe — MPEANOIOKHTS,
YTO OHA COYETAETCs C KOHKYPEHIMEH B 3TOM JIOKyce
nonauMepas Ha aByx nersix JJHK.

4. BoIBOabI

N3ydenne 6OIBIIOro KOJIMYECTBA BUIOB B CBSI3U
C PEryJIsATOPHOW aKTHBHOCTBIO (akTOpoB NtcA wu
NtcB nepen pasmuyHbIMA T'€HaMH TMO3BONHIO: 1)
MpeJcKa3aTh MHOTO HOBBIX CaWTOB CBS3BIBAHHS
9THMX  (AKTOPOB M  CYIISCTBEHHO  YTOYHHUTH
KOHCEHCYCBHI CalTOB; 2) MpeAcKa3aTh SBOJIOIHIO
NtcA- u NtcB-perynonos; 3) mnokazaTtb, 4TO Y

uuanoOakrepuii  gakrop NtcA  penpeccupyer
TPAHCKPUIILIMIO TeHOB gifd, gifB y wMHorux
LIMAaHOOAKTEpU W aKTUBUPYET TPAHCKPUIILIUIO
JIPYrUX TEHOB Y MHOTMX LMaHOOAaKTepuil u

Rhodophyta; B wactHoCTH, T€HOB apcF u som, IS
KOTOPBIX, TO-BUAUMOMY, OTCYTCTBYET
9KCIEPUMEHTAILHOE TOATBEPIKICHUE PETYIISAIINH;
4) onpoBEpPTHYTH TMIIOTE3y U3 [9] O CyIIEeCTBEHHOM
POJIH Y TIONABJISIONIETO OONBIIHMHCTBA BHIOB NtcA-
pEeryJSIIMd  TEHOB, BOBJICUCHHBIX B (PHUKCAITUIO
yrnepona (rbcL, rpe, cmpABCD), wnu TCHOB
¢dortocucrem: Hampumep, petH, Koaupymouero
¢deppenokcun-HA J[d-penykraszy, xors ero NtcA-
pEryJsius  3KCIICPUMEHTAIbHO TMOATBEPXKICHA Y
Nostoc sp. PCC 7120; 370 Takke OTHOCHUTCS K T€HY
psal, komupyrotieMy 6erok I mepBoii pOTOCHCTEMEI.
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