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After accurate analysis of dependences between the usage of every codon and total GC-content in bacterial genomes
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H a nocnefoBaTeNbHOCTb U YacTOTbl UCMO/1b30BAHUA aMUHO-
KUCNOT B 6€/1Ke MOryT BAUSATL jBa OCHOBHbIX haKTopa: My-
TaUWOHHOE faBNeHUe U ecTECTBEHHbIA oT60p. MocneaHui saBnseT-
csl 3K30reHHbIM GaKTOPOM, KOTOPbIN IENCTBYET Ha BCEX YPOBHSAX pe-
annu3aLunu reHeTMyeckoi nHdopmaLmu. CornacHo Teopumu HenTpanb-
HOCTM M. KuMypbl [5], ecTecTBEHHbI# 0T6OP Ha MO/NIEKYNIPHOM ypOB-
He B NONyNALMUM NPOSBASETCA MNaBHbiM 06pa3oM OTpULLaTE/IbHbLIM
0T60pOM.

CyLLHOCTb OTpULLATENBHOMO 0T60Pa 3aKNI04aEeTCA B TOM, YTO HO-
cUTeNU OTpULIaTeNbHbIX (BPEeAHbIX) MyTaLMit, KaK NpaBuno, nornéa-
joT, HE OCTaBNA% NOTOMCTBA. TEM CaMblM B NONyNALNWU He GUKCUPY-
l0TCS HECOBMECTUMBIE C XH3HbIO MyTaliu. Kak n3sectHo [3,6], Hau-
60/1ee MECTKO TUMUTUPYETCS aMUHOKUCNOTHbIA cocTaB QYHKLMO-
HaNbHO Ba)KHbIX y4acTKOB 6e/1ka. AMUHOKUCNOTHbIE 3aMeHbl B OC-
TaNbHbIX y4acTKax 6e/ka OTHOCUTENbHO HEUTpasbHbl, NPOLECC UX
bUKCaLMK UMEET BEPOSITHOCTHbIY XxapakTep. HedTpanbHbie MyTauuu
MOTyT 6biTb GUKCUPOBaHbI B NONYAALMU NPU ONpeieNeHHOM cTeye-
HWUM MHOXecTBa 06cToNTeNbCTB. MpoLecc ux UKcalum Ha3biBaeT-
A CNy4aiHbiM reHeTudeckum apendom [5].

CornacHo Teopuu H. Cyeoku [9,10] MyTauuoHHOE AaBNEHWUE BO3-
HUKaeT M3-3a NOBbIWEHHOW YacToTbl 3aMEH afileHnHa U TUMUHA Ha
ryaHWH ¥ LMTO3WH (GC paBneHrue), unn Hao6opoT (AT naBneHue) B
Koaupylowmx ysactkax JHK (MPHK) cooTBeTcTBYIOLWMNX 6eNnKoB.

CnepyeT yTO4HUTb, HTO MyTaLlMOHHOE jaBieHhe UMeeT onpeje-
NéHHOe HanpaBNeHuWe Mo BMNoJIHe eCTECTBEHHbIM NpUYUHaM. Kak us-
BECTHO, afieHWUH U FyaHWH NOo CBOeW CTPYKTYpe SABAAIOTCS NypUHO-
BbIMW OCHOBAHUAIMM, @ LUTO3WH U TUMUH (ypauun B MPHK) aBnsioT-
€S NUPUMUAMHOBbIMM OCHOBaHUSMU. BepoaTHOCTb dHKcaLK B No-

NyASUUN TPAH3ULUU, TO €CTb, 3aMeHbl NYPUHOBOrO OCHOBAHHUA Ha
nypuHOBOE UNU NUPUMUAUHOBOIO Ha NMUPUMUANHOBOE, MPUMEPHO
B ABa — YeTbipe pa3a Bbille, YeM BEpOATHOCTb GUKCAL UK TpaHC-
BEpCHU (3aMeHbl NypUHOBOro OCHOBAHWUS Ha NUPUMUAUHOBOE, UMK
Hao60poT) [1,4]. Mo HaweMy MHEHWI0, UMEHHO NOBbIWEHHas Yac-
ToTa GUKCALMU TPAH3ULWII ABNSETCA MONEKYNSPHON OCHOBOW My-
TalUMOHHOrO AaBneHus. Mo HalKMM AaHHbIM, B reHax ¢ GC-aaBneHu-
eM MoBbllWEHHOW YacToToh duKcaumMn o6naaaloT Kak CUHOHUMMY-
Hble, TaK U HECUMHOHWMUYHbIE TpaH3uuuu A Ha G u T Ha C [1]. B re-
Hax c AT-gaBNneHMeM NoBbileHa YyacToTa dpuKcaumun TpaHanumui C
Ha Tu G HaA[4].

06Wue 4acToTbl UCNOb30BaHUA ryaHuHa W uuTosuHa B AHK
paBHbl U U3MEHSIIOTCA COYETaHO, TaK KakK 3TW HYKNeOoTHAbl Komnie-
MEHTapHbI APYr APYTY: NPW 3aMEHe aleHNnHa Ha ryaHuH B OAHOM 13
uenoyek [IHK, Bo BpeMs NepBOW e penanKkauuv Ha noyepHen ue-
NOYKE NOSIBAAETCA KOMMNIEMEHTAPHbIA ryaHUHY LUTO3MH.

13 Bcero BbllecKa3aHHOro MOXHO cAenaThb BbiBOJ, YTO AN BO3-
HUKHOBEHUS MyTaLMOHHOrO AaBNeHUsi B HanpasneHun AT Ha GC fo-
CTaTOYHO, 4TO6bl YacToTa BO3HUKHOBEHUA 3aMEHbl UCKIIIOYUTENb-
HO afieHWHa Ha ryaHUH MW UCKII0YUTENIbHO TUMWHA Ha LIUTO3KH npe-
Bblllana 4YacToTbl BO3HUKHOBEHUSA OCTaNIbHbIX HYKNEO0TUAHbIX 3aMeH.

B nonb3y cylecTBOBaHUA HanpaBNeHHOro MyTaLMOHHOro AaB-
NEeHUA roBOPUT TOT GaKT, YTO AaNeKo He BCE HYKNeoTUAHbIe 3ame-
Hbl GUKCHPYIOTCS B NONYNALUUK, NPUYEM HE CTONIbKO U3-3a WX 3/U-
MMWHaLMKU OT6OPOM, CKOMTbKO M3-3a HENpeACcKa3yeMoCTH, NpucyLien
cnyyanHoMy reHeTudecKomy Apendy. [laxe npu Hanu4mm Takux or-
paHUYeHWi, y OTAENbHbIX MUKpOOpraHu3moB obuas GC-HacbllieH-
HOCTb B XOA€ 3BONIOLIMK CHU3UNach 4o 24% (Mycoplasma mycoides)
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(1 OpurunajbHasi CTaThs

1 noBbicunack 1o 72% (Streptomyces coelicolor) [2].

Martepuan u MeToabi

B KayecTBe 06bEKTOB UcCNea0BaHMUS 6binv Bbi6paHbl 85 coso-
KynHOCTEN Koaupyolwmx yiacTkos (CKY) 6aktepuanbHbix MPHK 13
3N1EKTPOHHOWM 6a3bl JaHHbIX Codon Usage Database [8]. laHHble CKY
MPHK npuHaanexart cneayiouwum suaamM 6aktepuit: Mycoplasma
mycoides; Fusobacterium nucleatum; Chlamydophila pneumoniae;
Borrelia burgdorferi; Clostridium perfringens; Campylobacter jejuni;
Rickettsia conorii; Staphylococcus aureus; Wolbachia
endosymbiont; Bacillus cereus; Streptococcus agalactiae;
Parachlamydia sp.; Oceanobacillus iheyensis; Lactococcus lactis;
Helicobacter hepaticus; Leptospira interrogans;
Thermoanaerobacter tengcongensis; Listeria innocua;
Enterococcus faecalis; Treponema denticola; Haemophilus ducreyi;
Legionella pneumophila; Bartonella henselae; Pasteurella
multocida; Pyrococcus furiosus; Acinetobacter sp.; Nostoc sp.;
Coxiella burnetii; Bacteroides thetaiotaomicron; Bacillus
halodurans; Bacillus subtilis; Lactobacillus plantarum;
Photobacterium profundum; Mannheimia succiniciproducens;
Aquifex aeolicus; Photorhabdus Iluminescens; Vibrio
parahaemolyticus; Thermotoga maritima; Shewanella oneidensis;
Bacillus licheniformis; Vibrio vulnificus; Desulfotalea psychrophila;
Vibrio cholerae; Wolinella succinogenes; Synechocystis sp.; Yersinia
pestis; Porphyromonas gingivalis; Esherichia coli; Bdellovibrio
bacteriovorus; Nitrosomonas europaea; Shigella flexneri;
Prochlorococcus marinus; Erwinia carotovora; Neisseria
meningitidis; Xylella fastidiosa; Klebsiella pneumoniae;
Thermosynechococcus elongatus; Corynebacterium glutamicum;
Rhodopirellula baltica; Brucella suis; Pseudomonas syringae;
Agrobacterium tumefaciens; Propionibacterium acnes;
Bifidobacterium longum; Gloeobacter violaceus; Mezorhizobium
loti; Sinorhizobium meliloti; Desulfovibrio vulgaris; Methylococcus
capsulatus; Bradyrhizobium japonicum; Xanthomonas axonopodis;
Rhodopseudomonas palustris; Chromobacterium violaceum;
Halobacterium sp.; Deinococcus radiodurans; Ralstonia
solanacearum; Caulobacter crescentus; Burkholderia
pseudomallei; Leifsonia xyli; Bordetella bronchiseptica;
Symbiobacterium thermophilum; Thermus thermophilus;
Mycobacterium avium; Nocardia farcinica; Streptomyces coelicolor.

O6uLee YUCNO HYKIEOTUAHbLIX NocnegoBaTensHocTen B 85 CKY
coctaBuno 273 590, o6lee YUCNO KOAOHOB B HUX COCTaBMNO
85 366 443.

Mo o6uiei yacToTe coaepxaHus ryaHuHa u uutosuHa (G+C) 85
CKY MPHK pacnpeaenunuce cneayoumm o6pa3omM: 38 U3 HUX ume-
10T NoKkasaTtenb G+C > 50%, ay 47 GC-coaepxaHue < 50%, auana-
30H Bapuauuu G+C — o1 0,24 10 0,72. Kaxzablii BUA 6aKTepuit npes-
CTaB/IEH He MEHEE YEM OIHOM ThICAYbI0 KOAUPYIOLLUX Y4ACTKOB.

Pacuétbl KoappuumneHToB Koppensuuu (R), LOCTOBEPHOCTH an-
npokcumauuu (RA2), HaknoHa TpeHaa (N), 4acToT UCNONb30BaHUA
KaX/loh aMUHOKHUCNOTbI U KaXJOro KOJOHa, a TaKKe pasHULbl Mex-
Ay cpelHUMU apuPMETUHECKUMHU ABYX BbiIGOPOYHbLIX COBOKYNHOCTEN
NPOU3BOAUNUCH C MOMOLLbIO OpUrMHanbHou nporpammel VVK 3.2.

Pesynbratbl U 06CyXaeHuUe

Hawa mMoaenb He oTpuL@eT Ponu NONOKUTENBHOTO JapBUHOBC-
Koro otéopa B npoLiecce aganTUBHOW 3BOIOLUU HA MOJTIEKY/IAPHOM
ypOBHe, OJHaKO, OHa Npejnonaraer, 4To ajanTUBHYIO NpUpoay UMe-
eT Mb He3HayuTenbHasa Yactb MmyTauuin [5].

DduKcaunua He6naronpuaTHoOW MyTaLumMn — cOGbITUE O4EHb pes-
Koe. TeM He MeHee, Helb35 MOIHOCTbIO OTPULLaTh BO3MOXHOCTU eé
duKcauuu Npu onpeaeneHHoM cTe4eHUU O6CTOSTENLCTB, MaBHbIM
M3 KOTOPbLIX ABNSIETCA Manas YUCNEeHHOCTb NONyNsLUUK. XKUBble opra-
HU3Mbl 061aJaloT OrPOMHbIM 3anacoM NPUCNOCO6NSEeMOCTH K U3-
MEHSIOWHUMCS YCNOBUAM KaK BHELLHEN, TaK U BHYTPEHHEN Cpeabl.

naBHOW uaeen Hallel runoTe3bl ABNAETCA cnegyloliee yTBep-
XAeHue: 60/bIWMHCTBO MyTal Ui, KOTopble PUKCUPYIOTCH B NONyns-
UKK, ABNAIOTCH GEHOTUNMUYECKHU «MONTHALWUMU», TO €CTh, HE BNUSAIO-
WMMHU Ha BbIXXMBaHUe 1 BOCNpou3BejeHne 0CO6H.

B reHeTU4YECKOM KoAe ecTb ABYKPATHO, YeTbipexKpaTHo, liec-
TUKPaTHO, TPEXKPaTHO BbIPOXAEHHbIE U HEBbIPOXAEHHbIE CEPUM KO-
[OHOB.

B ABYKpaTHO, TpPEXKPaTHO M YeTbIPEXKPATHO BbiPOXKAEHHbIX Ce-
pUAX CUHOHUMHUYHbIE TPUNNETLI OTMYAIOTCA APYr OT ApYyra UCKIo-
YWUTENIbHO NO HYK/1eoTUAaM B TPETLEM MONIOXKEHUU. Bce BbIPOXKAEH-

Hble Cepuu coflepxart reteporeHHble No GC-HacbiWEeHHOCTH TPUM-
netol (Tabn. 1).

Kak BMAHO M3 Tabauub! 2, 3aBUCUMOCTb YacTOT UCMONb30Ba-
Husi aMuHokucnort Cys, GIn, Glu, His, Asp, Thr, Met, Ser, Leu oT G+C
He ABNAeTCA IMHeNHOM [7], oAHaKo, «cTabuNbHbIMU» [9] 3TU aMUHO-
KUCNOTbI C Halen TOYKKU 3peHUA Ha3BaTb HeNb3s. CpeaHuit ypoBeHb
GC-HacbllWeHHOCTU TPUNNETOB, KOAUPYIOWMX JaHHbIE aMUHOKUCNO-
Tbl, AEACTBUTENIbHO NPUBOAUT K CTabUNIMU3aLMU YECTOT UX UCMONb-
30BaHusa npu 0,36>G+C<0,56. Tem He MeHee, npu G+C<0,36 yac-
TOTbl Ucnonb3osaHua Thr, His n GIn ctaTUCTUYECKU AOCTOBEPHO CHU-
watotes. Mpu G+C>0,56 cTaTUCTUYECKHU LJOCTOBEPHO CHUXKAIOTCS Ya-
cToThbl ucnonb3osaHua Gin 1 Glu, a npu G+C>0,66 cTaTUCTUYECKHU
LOCTOBEPHO CHUXKAIOTCA YacToThl Ucnonb3oBaHus Met u Cys. OaHa-
KO CHUXEHWEe 4acToT UCMONb30BaHUSA AaHHbIX aMUHOKUCNOT Mpy
cunbHoM GC-unu AT-aaBNEHUU HE MOXKET 6bITb ONUCAHO NUHENHOW
3aBUCUMOCTbIO, CKOpEe, MOXHO NPEANONOXUTb CTOXaCTUYECKUA Xa-
paKTep BNUSAHUSA MYTaLlMUOHHOIO AaBNEHUS Ha UX UCMNONb3OBAHUE.
YactoTa ucnonb3oBaHua Asp, Hao60pOT, AOCTOBEPHO YBENUYMBA-
€eTcqa B rpynnax MukpoopraHuamos ¢ G+C<0,36 u G+C>0,56. He-
CMOTPA Ha cpe/IHui ypoBeHb GC-HacbILWEHHOCTU TPUNIETOB Cepun
Val, 4acTota UCnonb30BaHMA AaHHOW aMUHOKMUCNOThI JOCTOBEPHO
Bo3pacTaeT no mepe ysenuyeHusa G+C.

B cepuax Tpunnetos, KoaupymwoLux aMuHokucnotel Cys, Gin, Glu,
Thr, Leu, His, Asp, Ser u Val, npu GC-gaBneHumn 4acToTbl UCMONL30-
BaHusa GC-6oraTbix TPMNIETOB BO3pacTaloT NPOonopLUOHaNbHO CHU-
EHUIo 4acToT ucnonb3oBaHUa GC-6eaHbIx. MNpu AT-aaBneHuu Yac-
TOTbl Ucrob3oBaHNUA GC-6eHbIX TPUNNIETOB BO3pacTaloT Nponop-
LlWOHaNIbHO CHUXKEHMIO YacToT Ucnonb3oBaHua GC-6oraTbix. Takas
3aKOHOMEpHOCTb HabnaaeTcs B OTCYTCTBUU CUNbHOTro GC-unu AT-
AaBnieHus. YactoTbl ucnonb3osBaHua GC-6eaHbix U GC-60raTbix TpUn-
NeToB 06pa3yloT XxapaKTepHbl NepeKkpecT Ha ypoBHe G+C 611M3KOM
K 0,5. B pesynbrate, npu G+C B npegenax ot 0,4 fo 0,6 yacToThl
UCNONb30BaHUA BblllenepeynucieHHblX aMUHOKUCOT OTHOCHUTENb-
HO cTabuNbHbI [7].

YacToTbl Mcnonb3oBaHWUs amuHokucnoT Tyr, Phe, lle, Asn, Lys
HaxoaATcA B 06paTHOW IMHENHOM 3aBUCUMOCTH OT oblier GC-Ha-
CbllleHHOCTH [7]. 3TOT paKT 06BLACHAETCH TEM, YTO Bbllenepeyuc-
JIeHHble aMUHOKUCNOTLI Kogupytotea GC-6eHbIMU TpUNaeTaMu.

B cepusax TpunneToB, KoaUpPYIOLWMX aMUHOKUCNOThI Tyr, Phe, lle,
Asn u Lys, TaKxe cyllecTBYeT NepeKpecT Mexay HacToTamu UCMoslb-
30BaHUA oTHocuTenbHo GC-6elHbIX U OTHOocUTeNnbHO GC-6oraTtbix
TpunneTtos, Ho nNpu GC-AaBNeHUMU YacToTa UCNONb30BaAHUA Nocne-
[IHNX BO3pacTaeT B ropasjo MeHbLIEN CTENEHU, YEM NajaeT 4acTo-
Ta Ucnonb3osaHus nepsbix. Mpu AT-gaBNeHUU YacTOTbl UCMONb3O-
BaHusA GC-6efHbIX TPUNNETOB PE3KO BO3pacTaloT.

MpsiMylo nMHeRHyl0 3aBUCUMOCTL OT G+C 4acToT Ucnonb3oBa-
HUsi amMuHokucnot Gly, Arg, Ala u Pro [7] TaKXe MOXHO 06BACHUTL
UCKNIOYUTENbHO XapaKTepoOM KOAUPYIOWMX UX TpUNeToB (a6conioT-
HO GC-HacbllWeHHble U GC-HacbIWeHHble N0 NepBOMY U BTOPOMY M0-
JIOXEHUAM).

B cepusix TpunnetoB, koaupyowux Gly, Arg, Ala u Pro, npu AT-
NaBNeHWUMU YacToTbl UcNonb3oBaHUA GC-6eAHbIX TPUNIETOB BO3pa-
CTaloT B ropa3fio MeHbLeN CTENeHU, YeM yObIBaKOT 4aCTOThl UCMONb-
3oBaHua GC-6oratbix. Mpu GC-pgaBneHMM pe3Ko Bo3pacTaloT Yac-
TOTbl UCNonb3oBaHUA GC-6oraTbiX TPUNNETOB.

TeM He MeHee, 3aBMCMMOCTb 4acTOT UCMNONb30BaHUA TpUne-
ToB oT GC-cogepxanHua B CKY MPHK 6n113Ka K NMHEHHON ToNnbKO
Ans aéeonoTHo GC-6efHbIX M a6conoTHO GC-60raTbix KOAOHOB. ANns
60NblIMHCTBA OCTaNbHbIX TPUMIETOB Hanbonee TOHHO XapaKTepu-
3yeT TaKylo 3aBUCUMOCTb NOIMHOMUANbHas Ky6uieckasa GyHKLUMUA.

[na noucka rMy6UHHbIX NPUYKH, Bbi3biBalOLUX UBMEHEHUE Ya-
CTOT UCMOJIb30BAHUA @aMUHOKUCAOTHBIX OCTAaTKOB B 6aKTepUabHbix
6enKax, Heo6xo4MMO NpoaHanu3upoBaTb 3aBUCMMOCTb HaCTOThbl UC-
nonb30BaHua Kaxgoro kogoHa ot G+C B CKY MPHK.

B Halwel moaenu Ans onucaHUa Xxapakrepa 3aBUCUMOCTH Yac-
TOTbl UCNO/Ib30BaHUA KOAOHA OT YpOBHS GC-HaChILLEHHOCTU Mbl UC-
nonb3oBany cnefylollune nokasatenu: HaKNoOH TpeHAa 4YacToTbl UC-
nonb30BaHuUs KoAoHa oTHocuTenbHo G+C (N) 1 BennuuKy goctosep-
HOCTH annpoKcMMaL MM 3aBUCMMOCTU YacTOTbl €ro UCMONb30BaHUA
oT G+C K npsiMoi N1uHKUK TpeHaa (RA2).

[TOCKONbKY NpU YyCUNEHUU MYTALUOHHOIO AAB/IEHUS HE TOJIbLKO
yBenuyuBaeTca nokasatenb RA2, Ho u N 3ayacTylo MeHsieT cBoi
3HaK, Mbl UCC/ieAoBanu xapaKTep BbllleonucaHHOW 3aBUCUMOCTH




Ta6nnya 1

leHeTHYecKui Kog MPHK, HacblleHHOCTb KOAOHOB ryaHWHOM
¥ LMTO3UHOM

AK lGC-Hac-Th| AK [GC-nac-Th| AK |GC-Hac-Tb| AK |GC-Hac-Tb
KOAOH % KOAOH % KOZOH! % IKOAOH %
Phe Ser Tyr Cys
Uuu 0 UCU| 33,3 |[UAU 0 UGU | 333
uuc| 333 |ucc| 666 |UAC| 333 |UGC| 66,6
Leu UCA| 33,3 [Term Term
UUA 0 UCG| 66,6 | UAA 0 UGA| 333
UUG| 333 UAG| 333 Trp

UGG | 66,6
Leu Pro His Arg
cuu| 333 |ccu| 666 |CAU| 333 |CGU| 66,6
CUC| 66,6 |cCCC 100 CAC| 66,6 |CGC 100
CUA| 333 |CCA| 666 |GIn CGA| 66,6
CUG| 66,6 |CCG 100 CAA| 33,3 |[CGG 100

CAG| 66,6
lle Thr Asn Ser
AUU 0 ACU| 333 |AAU 0 AGU | 333
AUC| 33,3 |ACC| 66,6 |AAC| 333 |AGC| 66,6
AUA 0 ACA| 333 Lys Arg
Met ACG | 66,6 | AAA 0 AGA| 333
AUG | 333 AAG| 333 |[AGG| 66,6
Val Ala Asp Gly
GUU| 333 |Gcu| 666 |GAU| 333 |GGU| 66,6
GUC| 66,6 |GCC| 100 GAC| 66,6 |[GGC| 100
GUA| 333 |[GCA| 666 | Glu GGA| 66,6
GUG| 66,6 |[GCG| 100 GAA| 33,3 |GGG| 100
GAG | 66,6
Ta6nunya 2

KoadduuueHTbl Koppensiuuu (R) 4acToT UCnoNb30BaHUA
aMUHOKKCNOT 6aKTepuanbHbix 6enKos ¢ obuein GC-
HaCblLWEHHOCTbIO KoAUpYIoWMX ux yyacTkos AHK u
JOCTOBEPHOCTb annpoKcuMaLuu (RA2) nony4eHHoH
JINHEHHOW 3aBUCUMOCTH

AK R RA2 AK R RA2
Tyr | -0,87 | 0,7520 | Asn -0,93 | 0,8652
Phe | -0,84 | 0,7110 | Lys -0,91 | 0,8314
ile | -0,95 | 0,9005

Pro | 0,92 | 0,8543 | Gly 0,94 | 0,8924
Ala | 0,95 | 0,9068 | Arg 0,96 | 0,9187
Tro | 0,74 | 05477

Cys | -0,08 | 0,0070 [ His 0,38 | 0,1444
Gin | -0,01 | 0,0104 | Asp 0,34 | 0,1129
Glu | -0,48 | 0,2347 | Ser -0,59 | 0,3504
Thr | 0,18 | 0,0316 | Ser (gynner) | -0,39 | 0,1566
leu | 0,20 | 0,0385 | Ser (xsaprer) | -0,39 | 0,1590
Met | -0,26 | 0,0655 | Val 0,74 | 0,5443

Ha onpeaeneHHbIX yHacTKax.

[ins oTHocuTenbHO GC-6oraThbix KoAoHOB N M RA2 6binK BbIYKC-
neHbl Ha ydacTkax G+C<0,6 u G+C>0,6. [1ns oTHOCUTENbHO GC-6ea-
HbIX KO4OHOB N 1 RA2 6binu BblYUCNEHBI Ha yqacTKax G+C<0,4 ¢
G+C>0,4. Takxe HamMu 6biNK paccynTaHbl CpeiHUE HacToTbl UCNOJTb-
30BaH1s Kawaoro kofoHa npu G+C>0,6; B npeaenax G+C o1 0,45
no 0,55; npu G+C<0,4.

Mo mepe ysenudenus G+C ot 0,5 ao 0,6 4actoTa ucnonbL3osa-
Hus GC-6oraToro KoOAoHa, Kak npasuno, Bo3pacraert, Npu4em npo-
NopLUOHaNbHO NaAEHUIO 4aCTOTbl UCMONb30BaHKsA GC-6eAHOro KO-
noHa. Mo mepe yMeHblweHus G+C ot 0,5 ao 0,4, Hao6oporT, Bo3pac-
TaeT 4acToTa ucnonb3osaHus GC-6eAHOro KoJoHa Npu NajeHnH Ha-
cTOThl Ucnonb3oBaHua GC-6oratoro. AT0T GEHOMEH NIErKO MOXeT
6bITb 06bACHEH PUKCaLUerh NPeUMyLLEeCTBEHHO CUHOHUMUYHBIX 3a-
MEeH B YCNIOBUAX Manoro MyTaLMoOHHOro AaB/ieHus.

B pamKax Hauwei mogenu, npu G+C>0,6 n npu G+C<0,4 myTa-
LMOHHOE laBNeHne Bo3pacTaeT HacToNbKO, 4TO B NONy/ALMUK 3Ha-

R R R R e ] (3

OpurunaipHas ctaths [

YUTENbHO yBENUYUBAETCS YacToTa PUKCALMM HECUHOHUMMUYHbIX HYK-
NEeOTUAHbIX 3aMeH. B AaHHOM cnyyae peyb MAET NpenMyLecTBEeHHO
0 CUMMETPHUYHOM (pacnpocTpaHfAloLeMCA PaBHOMEPHO KaK Ha OfiHY,
TaK W Ha Apyryio ueno4ky HK) mytauroHHOM AaBneHnn. Ha cyue-
CTBOBaHWE CUMMETPUYHOro MyTaLMOHHOro AaB/ieHUs yKa3biBaeT
TeHAEHLUUS K PABHOMEPHOMY CHUKEHHIO 4acTOT UCNO/Ib30BaHMA KO-
n0HOB ¢ G ¥ C B TPETHEM NONOXEHNUHU B YETHIPEXKPATHO BbiPOXAEH-
HbIX cepuax npu AT-gaBneHUM U paBHOMEPHOMY yBeJIMYeHHIo Hac-
TOT UX UCNONb30BaHUA Npu GC-faBneHuu.

AHanu3 CpeaHUX 4acToT UCMONb30BaHNSA KOAOHOB NPU CUIbHOM
MyTaLlMOHHOM aBNieHUK B COBOKYMHOCTH ¢ nokasatensmu N u RA2
N03BONSAIOT ONPeAeNUTh Halluiue CENEKLIMOHHbIX OrpaHUYeHui Ha
HECUHOHUMUYHbIE HYKNEOTUHbIE 3aMEeHbl, Bbi3biBaeMble MyTaLu-
OHHbIM AaBneHreM. [0BOPUTL ClIeAYeT 1L O TOW UM UHOW cTene-
HU CENEKLUOHHbIX OrpaHU4yeHU Ha aMUHOKUC/IOTHYIO 3aMeHy.

XapaKTep 3aBMCUMOCTH HacTOTbl HUCNONb30BaHUA KOAOHA OT
G+C npy CUILHOM MYTaLMOHHOM AiaB/ieHWM NO3BONAET AeNaTh Bbl-
BO/lbl O BO3MOXHOCTU PUKCALUN HECUHOHUMUYHBIX HYKNEOTUAHBIX
3aMeH, KOTOpble MOryT MPOUCXOANUTL B 3TOM KOAOHE noj BO3Aew-
CTBMEM COOTBETCTBYIOWEr0 MyTaLlMOHHOTO iaBNeHnsA. Kamabli Ko-
[IOH NOJ BO3AEACTBUEM CUIbHOTrO MyTaLlMOHHOTO AaBNEHWU MOXET
npeBpallaTbCs NyTEM TPaH3ULMK 1160 B OAWH, NGO B ABa HeCH-
HOHUMMYHbIX KOZOHA.

@ Ha Hanuuue ecTKoro oTpuuaTenibHoro otéopa OTHOCUTENb-
HO dUKCaLMWN HECUHOHUMUYHOM HYKNEOTUAHON 3aMeHbl yKa3biBaeT
3HayeHue RA2 > 0,25 npu coxpaHeHun unu BospactaHun N npu
CUNbHOM MyTaUHUOHHOM AaBnernu (G+C<0,4 nnu G+C>0,6) no cpas-
HeHuto ¢ N B ero oTcyTcTBUU. B Tabnuue 4 0603Ha4aeTca TpUKAbI
nepeyYyepKHYTON CTPENOYKOM.

® Ha Hanuyue yMepeHHOro oTpuLaTenbHOro oT6opa OTHOCH-
TEeNbHO PUKCALUMU HECUHOHUMUYHON HYKIEOTUAHON 3aMeHbl yKasbl-
BaeT 3HayeHue RA2 < 0,25 npu coxpaHeHWUU U He3Ha4YuTeslbHOM
uameHeHuu N Np1 CUNLHOM MyTalMOHHOM AaBneHuu. B Tabnuue 4
0603Ha4YaeTca ABaM/ibl NepeyepKHYTON CTPEIOYKON.

® Ha HanM4yue Manoro BIMSHUA OTpULaTeNbHOro oT6opa Ha 3aK-
pennexue B NOMyNALUU HECUHOHUMUYHON HYKNEOTUAHON 3aMeHbl
yKasbiBaeT RA2 < 0,25 npu N MeHblieM (BMNIOTb A0 USMEHEHUA 3Ha-
Ka) Npy CUNILHOM MyTaLlMOHHOM AaBneHnn. 0603HavaeTcs cTpenoy-
KOM, Nepe4yepKHYTON OAUH pas.

® B ciyyae 3Ha4YUTENbHOro CHUXEHNs N ¢ nepemeHoi ero 3Ha-
Ka no4 BO3AEHCTBUEM CHIbHOTO MYTALIMOHHOTO AaBNEHWsA Npu RA2
> 0,25 MOXHO rOBOPUTb O MOYTK MNOHOM OTCYTCTBUM OTpULaTENb-
HOro oT60pa OTHOCWTENLHO 3aKpenneHus COOTBETCTBYIOWEN HYK-
NeoTUAHOM 3amMeHsbl B nonynsuuu. O6o3Havaercs HenepeYepKHyToM
CTPENO4KOW.

B 601bLWMWHCTBE Cy4yaeB Npu CUIbHOM MYTaLMOHHOM aB/ieH!K
HYKN1€0THAHbIe 3aMeHbl NOCTENEHHO GUKCUPYIOTCA B nNonynsaLmu, oc-
TaBNsA «cnef» B BUe NOHUMKEHUA HAcTOT UCNONb30BaHUA onpeae-
NEHHbIX KOAOHOB. B KAKOM-TO OTAE/IbHOM Clly4ae aMUHOKUCNOTHaA
3aMeHa B onpe/esieHHOM y4acTKe 6eflka MOXeT GbiTb paAnKanb-
HOM (C BbIP@XEHHbLIM HE6NAroNPUATHLIM 3GEKTOM) UK netanbHOM.
MWKpoOpraHu3m C TaKoW MyTaluen nornéaet, U AaHHas MyTalus
37IMMUHUPYETCA U3 NONYALMUM OTpULLaTeNbHbIM 0T60pOM [5]. Ta xe
caMasi aMMHOKMCNOTHaa 3aMeHa MOXeT 3apuKcupoBaTbca B nony-
NALMM Cy4anHbIM reHeTUHECKUM ipeidoM B TOM ciyyae, ecnu npo-
U30MAET B ApYroi, He BbIMONHAIOWEN KPUTUHECKOH OYHKLMK, Yac-
TH 6enka [3,5,6]. C TeueHneM BpeMeHHU GUKCHUPYIOTCH UMEHHO Hen-
TpanbHble (MK NOYTU HEHTPaNbHbIE) 3aMEHbI.

CoBMeCTHOe BAUsiHWEe MYTaLlHOHHOro 1aB/IEHUA U eCTeCTBEH-
HOro oT60pa Ha 4acToThbl Ucronb3oBaHus KoaoHoB B CHY MPHK
GaKTepuanbHbix 6enkoB (HacTb 1).

AMUHOKUcNoTa Phe (puc. 1a) KogupyeTcs ABYMS TpUnnetamu:
UUU 1 UUC. Tpunnet UUU sBnsietcsi aGCONOTHO U OTHOCUTENbHO GC-
6efHbIM, U NO3TOMY 3aBMCUMOCTb YacTOTbl €r0 UCMONb30BaHUA OT
G+C 6713Ka K 06paTHON HelHoi. TeM He MeHee, npu G+C<0,4
HECKONbKO cHMeH N ¥ yMeHblieH RA2 OTHOCUTENIbHO TaKOBbIX NpH
G+C>0,4 (tabn. 3-4). YactoTta ucnonbaosaHus Tpunnera UUC pe-
MOHCTPUpPYET NPAMYI0 IMHENRHYl0 3aBucumMocTb oT G+C npu
G+C<0,6, ogHako, npu G+C>0,6 pe3ko ymeHblaeTcs N 1 yBenu4u-
BaeTcs pa36poc 4acToT UCMONb30BaHMA 3TOr0 KOAOHa (Manoe Bu-
sHWe oTpuLatensHoro ot6opa). Tpunnet UUC noa aeicteuem GC-
LaBneHUs MoxeT npespalatbes Tonn B CUC (Leud), Tonu B ucc
(Ser4). Cyas no BbllienpUBEAEHHBIM AaHHbIM, GUKCaLUs noAaoGHbIX
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Ta6nmya 3

BAusiHUe MyTaLlMOHHOrO AaBNIEeHUs Ha YacToThl
MCNONb30BaHMsA KOAOHOB (YacTb 1)

Tabnunya 4

CreneHb BAUSIHUA OTpUL@Te/ibHOro ot6opa Ha PuKcauumio
HECUHOHUMMYHbIX HYKNEOTUAHbIX 3aMeLWeHUH, BOSHUKaIOWMUX

Mokasatenu Ans yactor | Cpeaie 3HaueHus Mokasarenu Ans 4actor noj Bo3jeWCTBUEM CU/ILHOro MyTaLlUOHHOro AaBlieHUs
MCNONb30BaHHUA OTHOCHTENLHO| Yacror HCNONb30OBAHMUA OTHOCHTENLHO (qach 1)
AK GC-6oraTbix KO4OHOB HCNONb30BaHHA GC-6efHbiX KOAOHOB
N a2 o [Razsf MRRMOS S IRV | wom <[ Ra2 ) e RA2 GC-gaBneHue AT-gaBnenve
= G+C<06 G+C>06 [>06/0.45- 055%<04 G+C<04 G+C>04 Phe : / e om : / s
2 5 2 3 - | 22,97 139,60 -93,71[0,31]-104.26] 0.89
333 55,66 |0,53] 449 |0,002[28.40 17.35 g- P IS I Serd —F o Serd SAA> Lew2
Leu2 7 7 %
e 30,86 [0.16] -81,31 [0,359] 92 ;gigg PRI Sl Leud _//L/?L’ Pro Leud —1L>/ Phe
IgJJ - - - - - | 1577 121,23 20.86/0,01]-5459] 05 s g s Leud o i Leu2
cuc| 64,32 [0,39] 9313 [ 0,05 30,19 1644 | - - 2 - - /
CUA[ - 2 . - - | 767 [9.78] 697 |0,01]-3430] 054 Leu2 e EU4 Pro iy Leu4, Ser4
CUG| 170,07 (0,72 220,34 0,19 55,73 3157 | - 2 5 3 z
}S_e_m 3aMeH NoABepraeTca Manomy BAUSHUIO oTpuLaTesnbHoro otéopa
ucu| - - = 2 - | 1006 [17,14-2483]0,06(-5026| 0.74 (Ta6. 3).
ucc| 40,45 [0,52] -24.49 | 0,04 13,11 1067 | - g . . 5 )
UCA = = z = B 8,60 115,36 -58,43[0,31/-3959| 0,81 AMUHOKUCNOTa Ser KoaupyeTtca OAHOU HeTbipexXKpPaTHO BbIPOX-
UCG| 36,85 | 06| -9.11 |0.003117.16 8,26 = = : = - LleHHoW cepueii (Serd) (puc. 16) ¥ o4HON ABYKPATHO BblPOXAEHHOWM
CP&’J - = = e T 1007 liz76 1743 [006| 3946] 076 cepueit (Ser2). OHM OMKHbBI paccMaTpUBaTLCA KakK ABe OTAeNbHble
ccc| 42,29 [041[114,14[0202118.87 1024 | - . z 2 3 CepuH, TaK Kak KOAOHbI «4ynneTa» He MOryT npeBpallaTbCa B KOAO-
CCAl - - = = - | 9.8 1238 242 |0001]-37.01] 0.53 Hbl «<KBapTeTa» B pe3ynbrate 0AHOW aMUHOKUCNOTHON 3aMeHbl. Ce-
ccG| 67,47 |0,64] 68,81 |0,111[29.16 1302 | - e : = 5 pHsi Serd BIOYAET TPUN-
a) 5) netsl UCU, UCC, UCA, UCG.
™1 e e e S i i i
/S0CTRES ORI IOMarRIY TN L0 A 4aCTOTA HCTIONL30BaHKA TpUNNeTa UCC CU/IbHOM AT-"anneHMM
60 o 3 = = oy 60 * v 4 vacToTa Henons3oBaHKA TPHANERAUCG | NpeBpawaTtecs B UUU
s 50 B 4aCTOTa HCNONL30BaHKA Tpunneta UCA (Phe)’ a Tpunner UCA:~"B
2 \‘ﬁ%‘ R " ?_ UUA (Leu). Mpu G+C>0,4
T 40 3 . ® 40 4acTOTbl MCNO/Ib30BaHMUA
S ‘,\ )' § 060X TPUMNNETOB AEMOH-
230 e 30 CTPUPYIOT 06paTHylo Nu-
= = HEMHYI0 3aBUCUMOCTb OT
§2° 542 G+C. [ins Tpunneta UCU
s 40 o g2 E 10 npu G+C<0,4 nokasartenb
K <l ¥ N B ABa pa3a MeHblue (no
0 ; - 0 MoAYynio), yem npu
G+C>0,4; RA2 Takxe man
0.2 R e 0.8 0.2 04 G+C 06 038 npu cuabHom AT-paBiie-
HUK. ITOT PaKT 4aeT OCHO-
)90 B i r)160 . BaHUS ANs npeanonoxe-
acTOTa ucrIonb3oBakus Leud HUS, 4TO Ha dUKcauuto 3a-
%1 e A 140 e e Seré Ha Phe oTpla-
70 @ 3¢ jANacTORE uenansoRaas TEnGeTa UG S cUA TeNbHbI 0T60p OKa3blBa-
‘2_120 1 Aummonbsonamn'rpunnmcus . eT Manoe BAUAHUE, He-
=100 s 30 - CMOTPS Ha To, 4To peHuna-
§( T £ ‘.' NaHWH COAEPUT apoMaTh-
¢ 80 > '," S s YeCKWW paanKan, a cepuH
T 60 Sils ity A sl — OH-rpynny.
2 LAt Ans kogoHa UCA npv
g G+C<0,4 3Ha4eHue N 3Ha-
o YnTenbHo Gonble No Mo-
aynio, yem npu G+C>0,4; a
BenuynHa RA2 =0,31 cBu-

AeTenbcTByeT 0 He6GOoNb-
LWOM OTKNOHEHUU OT K-
HEeMNHON 3aBUCUMOCTU. U3
3TOr0 MOXHO cAenaTtb BbIBOA O TOM, 4TO 3amMeHbl UCA

i ::m::::::::::mmccu . L Ha UUA (Leu2) no4tu He (bMKCMpyIOT(iﬂ, BO3MOXHO, U3-
60 | A vacrora cce o 200 3a paAuKanbHOCTU aMUHOKUCNOTHOM 3amMeHbl Serd Ha
O 4acTOTa HCNONL3OBaKHKA TpKNNeTa CCA | =) * MOCTb 4aCTOT UCNOJIb-

srecmm .ccf bANED & 30BaHUA aMUHOKHC- el
e?so % a, s %, R Mpu G+C>0,6 3HayeHus N gna kogoHos UCC
e 'o * GC-Ha- UCG oTpuuaTenbHsbl, To ecTb, 40 G+C=0,6 4acToTbl UC-
.'.40 ﬁf LA O e nonb3oBaHns UCC u UCG AeMOHCTpUpYIOT NpaMYyio
3 colenHocTn  CKY NMHeiHylo 3aBucuMocTb oT G+C, a nocne -~ oTpuua-
§30 MPHK (Hactb 1) TENbHYIO U OTHIOAb HE NIMHEHYIO (3Ha4YeHnsA RA2 BeCb-
220 Ma Hu3kue). O6a aTux Tpunnera Noj BO3LEUCTBUEM
g GC-faBneHus MoryT npeBpallatbCca B TpuUnneTsl U3
210 cepuu Pro (CCC u CCG). Cyas no BbiwenpusBeeHHbLIM
s [@aHHbIM, TaKue 3aMeHbl XOpoLlo PUKCUPYIOTCA cy4ai-
0 HbIM reHeTuyeckum apendom B CKY MPHK 6akTepuit.

Mcxoaa TONbKO U3 CTPOEHUSA CepuHa U rnponuHa, no-
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A = HMycoplasma mycoides
B Esherichia coli
- O Streptomyces coelicolor
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AMMHOKMCNOTHLIN COCTas

Puc. 2. 3aBUCUMOCTb 4acTOT UCNONb30BAHUA aMUHOKMCNOT OT
GC-HacbllWeHHOCTU 6aKTepUanbHbIX reHOMOB

no6Hoe NpeanonoXeHue Kasanocb 6bl aGCypAHbIM: NPOAUH o6na-
faer cneuyndUYecKUM UMUHO-pajUKanoMm, KOTOPbIA CyLecTBEHHO
M3MEHAET BTOPUYHYIO CTPYKTYpY 6enKa.

AMUHOKKcNoTa Leu (pyc.1B-1r) KOAUPYETCH WECTLIO KOJOHAMM,
HOTOpble 06pa3yioT OAHY LWECTUKPATHO BblpOXAEHHYI0 ceputo: UUA,
UUG, CUU, CUC, CUA, CUG. KogoH UUA, saBnsasicb abcoioTHO U OT-
socuTenbHO GC-6efiHbIM, AEMOHCTPUPYET 06paTHYIO NPAMYIO 3aBU-
cumocTb o1 G+C. Kogon UUG npu G+C<0,6 ageMOHCTpUpYET NpsaMyio
3aBucumocTb oT G+C (RA2 = 0,161). Npu G+C>0,6 3HayeHne N ana
UUG oTpuuaTtensHo U BeIMKO N0 MoAy/io, a YacToTa UCnofb3oBa-
1us UUA cTpemMuTbesa K Hynio. OTCYTCTBME BCAKUX OFPaHUYeHUi Ha
CHHOHUMUYHbIe 3amMeHbl UUG Ha CUG noaTeBepxaaeT u RA2 = 0,39.
To ecTb, y BCEX MMKPOOPraHU3MoB ¢ cunbHbIM GC-AaBnieHuem Ta-
KuUe 3aMeHbl CBO60AHO PUKCUPYIOTCH, @ HEKOTOopbI pa3bpoc 3Ha-
4YeHu 06yCNOBNEH, CKOpee BCEro, BEPOATHOCTHLIM XapaKrepom
3aKpenneHns CUHOHUMUYHOW 3aMeHbl B NONyAaLUu.

CreneHb BNAUAHUA oTpULaTenbHoro otéopa Ha 3ameHy UUG Ha
UCG onpenenuTb HEBO3MOXHO, TaK Kak 3ameHa UUG Ha CUG anpu-
opu a6CoNIOTHO HelTpasbHa.

Koaox CUA cBo6oaHo nepexoant B UUA npu AT-aaBneHuu (no-
xaszatenb N npu G+C<0,4 ana CUA nonoxurteneH). B 10 xe Bpems,
noxasartenb N ansa kogoHa CUU npu G+C<0,4 otpuuateneH. Ecrte-
CTBEHHO, OrpaHUyYeHun ansa 3aMeHbl Leu Ha Phe HeckonbKo 6onb-
we, 4em AN CUHOHUMUYHOM 3aMeHbl, OHaKo pa36poc B YacToTax
wcnonb3oBaHua Kak CUA, Tak u CUU npu G+C<0,4 focTtaTo4Ho Be-
NHK.

Mpu G+C>0,6 nokasatenu N Kak ans kofoHa CUC, Tak u ans
CUG 6onbluie, 4em npu G+C<0,6, ogHaKko nokasartenu RA2 Hesenu-
«#, oco6eHHo ansa CUC. B paHHOM cnyyae peyb MOXET UATH 06 yme-
DEHHOM BIMAHWUM OTpULLaTENbHOIO 0T60pa Ha 3aMeHbl Leu Ha Pro:
¥ HEKOTOPbIX MUKPOOPraHU3MOoB € CUbHLIM GC-AaBieHUEM MOoHU-
#eHHas yacToTa ucnonb3oBanua CUC n CUG Bcé Takn 3aduKcupo-
sanacb. PocT yacToT ucnonb3oBaHua CUC u CUG npu GC-aaBnexHuu
T3KXKe MOXET 6biTb CBA3aH C NpeBpalleHUeM B HUX KOAOHOB Ayn-
neta neruyunHa (UUA u UUG).

B To4yKe paBHOBecCHA KBapTeTa neiunHa o6HapyXuBaeTca aB-
4as acCMMMETPUA: YacToTa ucnonb3osaHus CUG 6onblue, 4eM Yac-
ToTa ucnonb3oBaHus CUC. Takas acCMMMETPUA HE TONIbKO CoXpaHs-
e7cq, Ho U yBenuyusaetcs npu G+C>0,6. Bo3MOXHO, 3TO Bbi3BaHO
OTCYTCTBMEM OrpaHuyeHunit Ha npespalerHne UUG B CUG. UHTepec-
%0 OTMETUTb, 4TO NOAO6HAA aCUMMETPUSA B UCNONb30BaHWU KOAO-
=08 MpUcylla U KogoHaM 13 cepuu Pro (puc. 14). UMeHHo aToT daKT
MOMeT TPaKTOBAaTbCA Kak elle OfHO, KOCBEHHOE, JoKa3aTeNlbcTBO
203MOXHOCTU aMUHOKMUCNOTHbIX 3aMeH Leu Ha Pro.

HecHHOHUMUYHbIE 3aMeHbl B KogoHax CCU u CCA 13 yeTbipex-
4paTHO BbIPOXAEHHOW CEPUMU NPONUHA NPU CUNbHOM AT-AaBneHuu
MOTyT OTHOCUTENIbHO CBOGOAHO PUKCUPOBATLCSA. TU KOJOHbBI MOTYT
npeBpallaTbcs B MeHee GC-HacbllWeHHble KOAOHbI U3 cepuun Leud
# Ser4. 06 3TOM CBUAETENIbCTBYET 3aKpenneHne HU3KUX HacToT Uc-
nonb3oBaHnAa CCU n CCA npu G+C<0,4. KogoHbl CCC 1 CCG feMOH-
CTDUPYIOT 3aBUCUMOCTb OT G+C, 6/IU3KYI0 K NPAMOMN TMHENRHOMN.

3HaHWe 3aKOHOMEPHOCTEN BAUAHUA MYTaLlUOHHOIO AaBNeHUA

OpwurunajibHas crarbs [

W oTpuuaTenbHOro otéopa Ha coctaB 6aKTepuanbHbix 6€/1KOB MO-
*eT 6biTb UCMONb30BaHO Ha NpaKTUKe. MepcneKTUBHLIM, C Halewn
TOYKM 3pEHUR, ABNRETCA MoAenupoBaHue NyTéM GUOTEXHONOIrUU
aMWHOKUCNOTHOrO cocTaBa OTAeNbHbIX 6€1K0B, B TOM Yucne ¢ep-
MEeHTOB. B KayecTBe Nnpumepa USMEHEHWU aMUHOKMCNOTHOrO cocTa-
Ba 6enKkoB noa Bo3aeicteuem AT-u GC-aaBneHus npuBegeHsb! (CM.
puc. 2) cpeaHue 4acToTbl UCNONb30BaAHUA aMUHOKMUCAOT Yy
Mycoplasma mycoides (G+C = 0,24) u Streptomyces coelicolor (G+C
= 0,72) B cpaBHeHuu ¢ Esherichia coli (G+C = 0,5).

BoiBOAbI

Ha 6a3e aHanusa 273 590 HyKNeoTUAHbIX NocnefoBaTefibHOC-
Ten U3 85 CKY 6aktepuanbHbix MPHK paspa6otaHa Mojenb coye-
TaHHOro BAWSAHUS €CTECTBEHHOro otéopa U MyTaluUOHHOro Aase-
HUA Ha aMUHOKMUCNOTHbLIA cocTaB 6aKTepuanbHbix 6enkos. E€ oc-
HOBHbIE MOSIOXEHUA:

1. AMUHOKUCNOTHbIE 3aMeHbl B 6eNKax NPOUCXOAAT B pe3y/b-
TaTe NPEeUMYLECTBEHHO OAHOLWAaroBblX HECUHOHUMUYHbIX HYK/1E€O-
TUAHbIX 3aM€EH B TpUNAETax KOAUpYyloLWmUxX ux ydactkos [AHK. Hykne-
OTUAHbIEe 3aMeHbl Bbi3bIBAIOTCA MyTaLMOHHbIM AaBNeHHeM onpeje-
NIEHHOTrO HanpaBieHus, Hau6oNblUKit BKNaj B cO3laHne KOToporo
BHOCMT NOBbIWEHHan YacToTa BOZHUKHOBEHUSI COOTBETCTBYIOLWMNX
TPaH3ULUN.

2. AMUHOKUCNOTHbIE 3aMeHbl B 6enKax pUKCUpyloTCs B Nonyns-
UMK CnyYyalHbIM reHeTUYECKUM AperidoM B TOM ciy4vae, eciiv OHU
ABNSAIOTCA HEUTPANbHBLIMKA (MNX NOYTU HEWTPaNbHLIMUK) NO OTHOWeE-
HUIO K eCTECTBEHHOMY OT60pPY. OTpULaTENbHbIA OT6OP NPENATCTBY-
eT pUKcaLM aMUHOKUCIOTHLIX 3aMeH B TOM c/iy4ae, eciu 3aMeHbl
ABNSAIOTCA pajuKaibHbIMU (BPEAHBIMU).

3. NS Kaxaon aMUHOKUCNOTLI KOIMYECTBO U XapaKTep BO3-
MOXHbIX 3aMeH, NMPOUCXOARLMUX NOA BO3AEUCTBUEM MYyTaLLMOH-
HOro AaBNEeHUsi ONpeaeieHHOro HanpasieHus, AeTepMUHUpYeT-
cA rnaBHbIM 06pa3oM GC-HacbIWEHHOCTbIO KOAUPYIOWMUX €€ Tpun-
NneToB.

4. MpK HaNU4YUM CUNLHOIO MYTaLlMOHHOrO AaBJIEHUA BEPOST-
HOCTb BO3HUKHOBEHUS HYK/NIEOTUAHbLIX 3aMeH OnpejeNeHHoro Ha-
npaBNeHUs 3HaYUTeIbHO BO3PacTaeT, YTO NPUBOAUT K NOBbILWEHUIO
BEPOSATHOCTU BO3HUKHOBEHUSA U, KaK cnefcTBue, PUKCaLUK UK 31U-
MUHaLUMUK COOTBETCTBYIOWMUX @MUHOKUCIOTHbIX 3aMEH.

5. O cTeENeHU KOHCEePBaTUBHOCTU WNU PaAUKaNbHOCTU aMu-
HOKUCNOTHbIX 3aMeH, MPOUCXOAAUMUX B pe3ybTaTe TOYEYHbIX
MyTauui B KOAOHax noj BO3jeWCcTBUEM MYTaLMOHHOro fasne-
HUA, MOXHO CYAWUTb UCKIIOYUTENBHO NO U3MEHEHMIO 4acTOT UC-
Nonb30BaHWA TPUNNETOB NpPU CUIbHOM MYyTaLWOHHOM jaBne-
HUU. CHUXKEHUE YacTOTbl MCNONb30BAHUA JaHHOro Tpunaera no
Mepe YBEe/IMYeHUS MYTaLMOHHOro AaBNEeHUs TOBOPUT O TOM, 4TO
npousoWeallne B TaKOM TpUnieTe HYKNeoTUAHble 3aMeHbl
6binM dUKCUpOBaHbLI B nonynsuuu. B cnyyae pocta 4yacToTbl Uc-
nonb30BaHUA AaHHOro TpUnneta No Mepe YCUNEHUS MyTalUOH-
HOro AaBNEHHUA, cnejyeT cYUTaTh, HTO BCE BO3MOMHbIE HECUHO-
HUMWUYHbIE 3aMeHbl, KOTOPbie MOIIU MPOU3OWTU B TAKOM TPUM-
nete, uKcUpoBaHbl He Gblan.
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