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[HK-nonumepasbl Npo- U 3yKapuoT

[OHK-nonnmepasbl NPpUCYTCTBYIOT BO BCEX KITETKAX Mpo- U
ayKapunoT. HeKoTopble NpokapnoTuveckne u aykapnotmdeckmne
[NHK-nonumepasbl BblAeneHsl B YACTOM BMae, N nX
depMeHTaTUBHbIE U PU3NYECKME CBONCTBA OXapaKTepU30BaHbI.
dusnyeckmne cBonCTBa 3TUX PEPMEHTOB HE COBCEM UOEHTUYHDI,
HO MEeXaHM3M KaTarnmaa, KOTOPbI OHU OCYLLECTBIAIOT, B OOLLMX
yepTax OQMHAKOB: Kaxaasi n3 HUx cnocobHa yanuHate uenb OHK,
HapalinBaga ee nocpeacTBoM NPMUCoegmMHEHNA KaxXaoro
nocnegyroulero Hykneortunaa K 3'-koHuy uenu JHK nnn PHK.
OcHOBHble benkn n depmMeHTbl, BXoAALNE B COCTaB
pennukaTuBHOro KomMmnnekca E. coli, a Takke nx qyHKUUH,
yKasaHbl B Tabnuue. Y E. coli ectb Tpu JHK-nonuvepassi— |, 1l n
[l (Ha3BaHMA gaHbI N0 Mepe UX OTKPbLITUSA).
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OHK-nonunmepasal E. coli

BoigeneHa A. KopHbeprom u cotp. B 1958 .

N3yuyeHa Hanboree nosnHo. |

peacTtaBnsieT coooun

OOVHOYHbLIV NonunenTug ¢ MynbTUQYHKLMOHATb-
HbIMW aKTUBHOCTAMMW. [1NA OCyLLlEeCTBNEeHUS
peakuun nonumepusauum PepmMeHTy Heobxoamm
npanmep, cogepxkawmm ceoboanyto 3'-OH-
rpynny n matpuua, neTepMuHupyroLas
npucoegnHeHne Hy>XHOro Hykneotuaa.




Cxema yaBoeHus monekynbl IHK npu pennukaunn
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OK30HYyKNeasHble peakuun HK-nonnumepasbi |. 3
— 5’-9K30HYyKMNea3Has aKTUBHOCTb

Kpome nonumepusaumn OHK-non.l katannsmnpyet aBe apyrue peakuuu. B
Xo4e OO4HOM U3 HUX MPOonCXoauT rmaposnina pocoanaupHbIX CBA3EN B

ogHon u3 uenen OHK, HaynHaga ¢ 3’-koHua uenu (3’ — 5’-ak30HykKnea3Has
aKTUBHOCTL), MPUYEM, 3a OAMNH aKT yaandeTca OAuH HyKneoTua, HaynHas C

3’-KoHUa uenun. PUCyHOK
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5’— 3’-3K30HYKrea3Has aKTUBHOCTb
NHK-non.l

BTopasa peakuusa Takke 3akrovaeTcs B OTWENIIEHNN HYKITEOTUAO0B, HO
rmagponmna naet ¢ 5’-koHua uenu OHK k 3’-koHuy (85— 3’-aKk30HyKnea3Hasn
aKmueHoCmb).

PasnunyHble aktuBHocTn [HK-non.l npuHagnexar pasHbiM ydacTkam
nonunenTugHon uenu ¢ monekyndapHon maccon 109 000 gansToH.

bonbwon C-koHueBoun yyacToK (76 000 ganstoH) nposenser 5 —3'-
nofMMepasHyro U1 3'— 5'-3K30HYKIea3HYyt akTUBHOCTMW.

Manbin, N-koHueBou, gparmeHT (36 000 ganbToH) 0bnagaeT TonbKO

95— 3’-3K30HYKIJ1ea3HON aKTUBHOCTLIO.

Bonblion dparmeHT HasbiBaeTcsa Takke (pparmeHTomMm KrneHoBa, OH CriocobeH
NHNLUMUPOBATL Pennumkaumio in vitro. 3'— 5’-3K30-HyKneasHasi akTUBHOCTb
obecnevmBaeT KOHTPOSb 3a NPUCOEANHEHMEM KaXKO0ro nocneayoLwero
HyKIrieoTuaa v yganeHme owmnbo4YHO BCTaBEHHOIO HyKneoTnaa C

pactywero koHua uenun AHK. C nomowbto 5’ — 3’-9K30HYKNeasHou akTUBHOCTU
Bblpe3aloTCs NpanmMepsbl.



Huk-TpaHcnayms

«[JHK-non. | cnocobHa yonnHaTtb 3’-koHeu ogHown n3 uenen JHK B
MeCTe pa3pbIiBOB 1 OQHOBPEMEHHO yaansAaTb HyKNeoTuabl ¢ 5'-
KOHLIa TOro e paspbliBa. OTOT NpoLEeCcC Ha3biBaeTCA HUK-
TpaHcnaumen. OH UrpaeT KIYeBYO POorb B penapauumn
nospexageHunn [HK.

* B knetke E. coli umeeTtca Heckonbko coteH monekyn JHK-
non.l. B yuenom [JHK-non.l nmeet 6onbluee OTHOLIEHME K
co3peBaHuio pennuumnpytowenca HK, yem HenocpeOCcTBEHHO K
nonMmepasHbIM npoueccam B penmMKkaTMBHOW BUSIKE.
«[1HK-nonnmepasa | n npmucywine en aKk30HyKneasHble aKkTUBHOCTU
nrpatoT 00MbLIYHO POSib B pennmkaummn n penapaumm XpomMoCoM-
Hon OHK E. coli. 9k3oHyKkneasHas akTMBHOCTb 3' — &
obecne4ymBaeT KOHTPOSIb 3a NPUCOEANHEHNEM KaXao0ro
HyKneoTnaa n yaaneHue owmnbdoYHbIX HYKIEOTUOOB C pacTyLLEero
KOHLa uenu.



OHK-nonumepa3sa li

[Be gpyrne HK-nonumepasbl NpUCcyTCTBYIOT B KIeTkax E. coli B

MEHbLLNX KOSINYEeCTBax.

 [OHK-non. Il (mon.macca 90 k[la) npegcraBneHa ogHoOm

nonMnNenTUaHoOW uenbto, obnagaet nonnmepasHon n 3'— 5’-3K30HYKNneasHon
akTuBHocTAMKU. OHa NNoxo coeanHsieTca ¢ ogHouenoyvevHsiMm OHK, HO ny4ywe
pabotaet ¢ bucnupansHon OHK, nmetrowen ogHouenoveyHble bpewwn ananHou B
HEeCKONbKO OeCATKOB HyKreoTnaos, obnagaet nuwb 10 %-n JHK-
nonmMmMepasHon akTUBHOCTLIO NO cpaBHeHUto ¢ JJHK-nonnmepason |.
[TpennonaratoT, YTo ocHoBHOM pyHKUMen HK-nonnmepassl |l aBnaetcda
OoCcTpanBaHue rnoBpexaeHHbIxX ydacTkoB B monekyne OHK, T. e. penapauus
OHK.

OHa MOXeT 3anonHATb Npobenbl mexay dpparmeHtamu OHK 3a cuet
nosinMepasHoOn akTUBHOCTU, HO He cnocobHa oTwennate PHK-Hykneotuabl ot
doparmeHToB OKasaku (T.K. He obnagaeTr 5 —3’-9K30HYKNea3HOM aKTUBHOCTbIO)
NN OCYLLECTBNATb HUK-TPAHCNALUMIO.



IOHK-nonunmepasa llI-xonodepmeHT

KntouyeBon dpepmeHT, oTBeTCTBEHHbIN 3a pennukaumio OHK E. coli. Kop-
depmeHT OHK-non. Il coctont n3 Tpex cybveanHuuy. Camas donblias a-
cybbeanHnua obnagaet nonMmMmepasHom akTUBHOCTLIO, a -CyobeanHmua

3'— 5’-9K30HYKI1ea3HoM akTUBHOCTbLIO. KoMmnnekc a u e-cybbeanHul, xapakTte-
pusyetcsa 6ornee BbICOKUMU MOSiMMepasHon N 3'— 5’-3K30HYKIea3HOoM akTUB-
HOCTSIMM, YEM Kax[as 13 COOTBETCTBYIOLNX CyObeanHUL, B OTAESTbHOCTM.
PyHKUMA TpeTben B-cybbeanHuLbl Kop-depMeHTa Noka He BbisicCHeHa. Kpome
ykasaHHbIx B coctaB [HK-non. Il Bxogat ewe cemb cydobegmuuy;: v,p3,0,0',y...
Takum obpasom, obuwasa monekynsapHas macca HK-non.lll coctaenset 102
KnnoganeToH. Ponb B-cydobeanHuubl 3akntovaeTcs B TOM, YTOObl MakCUMarbHO
CHU3UTb BEPOATHOCTbL OTAENeHUa doepMeHTa OT MaTpulbl 4O 3aBepLleHnd
npouecca KonupoBaHua. To4yHas PyHKUMA Opyrx cyobeanHuy, HemsBecTHa.
OHK-non.lll obnagaet noBbIWEHHLIM CPOACTBOM K MaTpULE N XapaKTepusyeTcs
bornee BbiIcCOKOM 3dp(PEKTUBHOCTLIO KonnpoBaHusa, yem OHK-non |.



OHK-nonumepasa lll-xonodepmeHT

OHK-nonumepasa lll (mon. macca 103 k[la) — vrpaet rnaBHytO posib B pennu-
kauum OHK y E. coli. B kaxgon kneTtke cogepxutca Tonbko 10— 20 konum
depmeHTa, NPUBIN3UTENTBHO CTONMBLKO XE, CKONbKO PensIMKaTUBHbIX BUITOK.
NHK-nonumepasa lll asBnaetca oCHOBHbIM KOMMNOHEHTOM (PEPMEHTHOrO KoMn-
nekca, numumupytowlero gopmmpoBaHme pernsinkaTtuBHbIX BUINOK B TOYKaX
Havasna pennukauuu,

« [HK-nonumepasa lll coctont n3 gecatn tmnos cyoveanuumy, (a,B,y,c,0,0’,
0,c..). Pennukauuio npoBoanT nonHasa popma pepmeHTa — XOrodOEPMEHT,
coaepXxawmn Bce cyobeanHuubl. XonogpepmeHT He obnagaet 5'—3'-aKk30-
HYKfiea3HOW aKTUBHOCTbLIO, B CBA3M C YeM ONF penfinkaunm oTcTaroLen Lenm
Heobxogmnmo ydacTtme OQHK-nonumepassbl . [NonnmepasHyto peakumnto ocyLLecT-
BNSAET KaTariMTUYeCKNN KOp 13 a,€ n B-cydbbeamHul, B KOTOPOM a-cyobeanHmua
obnagaeTt nonMMepasHom akTUBHOCTLIO, -cybbeanHnua — 3'—5'-3Kk30HyKnea-
3HOW aKTUBHOCTbLIO, PYHKUNS B-cyObeanHumubl noka HesicHa. Nomnumo cyobeam-
HUL, coCTaBnsAlowmnx nonmmepasHoin kop, AHK-nonnvepasa lll-xonodpepmeHT
COOEPXKUT eLle ceMb cybbeanHuy,. 3TN nonunenTuabl CyWECTBYOT BO MHOXEC-
TBE KOMUN, ABMAIOTCSH PErynsaTopHbIMU U YCUITMBAKOT 4ENUCTBUE KaTalnTUYECKO-
ro agpa (kopa) OHK-nonnumepassi lll.

« OTtnnuuTtenbHasa YepTta xonodepmenta AHK-nonnmepassbl Il — ncknroyn-
TeNbHO BbiCOKaa npoueccuBHOCTb. Mepon npoueccmMBHOCTU aABNAEeTCa afIMHa



[HK-nonnmepasbl aykapuoT

MexaHnambl pennukauum OHK y aykapnoT meHee n3yyeHsbl n3-3a nx dosnbluen
crnoXxHocTu. OCHOBHbIe pe3yribTaThl NofyYeHbl Ha MogenbHon cucteme ¢ OHK
Bupyca SV40, B KOTOpOW NpoLEeCcC penfinkaunm nccriegosanu B 3apaKeHHbIX
KNneTkax YenoBeka, KynbTUBMpYeEMbIX in vitro. B aT1on cucteme BUPYCHbIN Bernok,
HasblBaeMbl T-aHTUreHOM, BbINOSHAET MHOrMe oyHKUUM, Heobxoanmble S
pennukaunn supycHon AHK. OH aBngaeTca 6enkomMm-nHmumaTopom, obnagaet
NHK-xennkasHon akTUBHOCTbIO 1 HEOBX0AMM ONA NPaBuibHOro B3anMoaen-
cteusa ¢ JHK dpepMeHTHOro Komnrekca, CUMHTE3NPYHOLLErO NpanmMepbi.

B 10 e Bpems Bupyc SV40 ncrnonb3yeT Ansa pennukaumm cBoen HebosnbLLOK
XPOMOCOMbI M MHOTUE DENKK KNETKU-X035IMHA, YTO NO3BOSISIET UCCIenoBaTh
JYHKLMOHNPOBAHUE PENMKaTUBHOINO KOMMJSIEKCA KIETOK YerioBeKa B Takou
OTHOCUTESIbHO NPOCTON CUCTEME.

AHK-nonnmepa3sbl aykapunoT. B kneTtkax aykapnot UMeoTCs MO MeHbLUEN
Mepe wecTb pasnunyHeix AHK-3asncnumeix HK-nonnmepas: a, B, d,¢,v,C.
UeTblpe 13 HUX — a, B, 8,6 — HenocpeaCcTBEHHO Y4aCTBYIOT B pennkaumn
xpomocomMmHoun OHK (taén. 18).
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JHK-nonumepa3a a — nepaga HK-nonnvepasa, obHapyxeH-
Has B KrneTkax aykapuot. OHa npeactaBneHa B KreTke B BUAe
npoyHoro komnnekca ¢ AHK-npanmason — pepmMeHTOM,
ocyuwectenarowmnm cuHte3 PHK-3atpasok. Komnnekc OHK-
nonmmepasa a-npammasa aBnseTcsd eQUHCTBEHHbIM Y 3yKapuoT
depmeHTaTUBHLIM aHcaMbnem, CroCcoOOHbIM NHULMNPOBATb
cuHTe3 [1HK de novo. B xoge pennukaunm B KNETOYHbIX sapax
[NHK nonnmepasa a-npanmasa CUHTE3UPYET 3aTpaBKy NnUanpy-
IOLLIEN HUTW B Y4acCTKe ori 1 3aTpaBkn pparmeHToB OKasaku
3anasgbiBaloLLEN HUTN.

Kak npasuno, AHK-nonnmepasa He obrnagaeTt KOppeKTOpPCKOW
3'—5'-3K30HYyKNeasHoU akTMBHOCTLIO. [lo-Bugnmomy, B xoae
9BOJTIOLMMN 3K30HYKIea3HbIU LEeHTP B 4AaHHOM (pepMeHTe

peayunpoBarcs.

 [JHK-nonumepa3sa B ABNAeTCA HAMMEHbLUEeN NOo pa3Mepy U cCaMOU NPOCTON NO
cTtpoeHuto [1IHK-nonumepason B kneTtkax aykapmot. OcHoBHas pyHkumsa OHK-
nos.f B KneTke cBA3aHa C 3KCUU3nMOoHHOM penapauuen asaepHon AHK (3anonHeHue
npo6enoB npu penapauyum).



OHK-nonumepa3sa & — retepoanmep, COCTOSALLMN U3 KaTalnnTn-
Yyeckon cybbeamHuubl (125—130 k[a) n cydobeanHmubl 48 — 55
k[la, Heobxogmmon ansi NpeogorieHnst PEPMEHTOM CTPYKTYPHbIX
bapbepoB B NPUPOAHbLIX OAHOHUTEBBLIX MaTpuLLax 1 Anst CBA3N C
dakTopom npoueccuBHocTn PCNA (ot aHrn. Proliferating Cell
Nuclear Antigen —agepHbIM aHTUreH NponugepupyroLLInX
Krnetok). Tpu monekyrbl PCNA obpa3syloT KOSbLEBON TPUMED C
oTBepcTuem ana asyHmteson [JHK B ueHTpansHOM YacTu,
KOTOpbIN NpeactaBnsetr coboun nepemelyaroytocs no HK
NOABWXKHYIO NMNaTtdopMy UMMM «CKOMb3ALLLYIO CKPENKY» B dhopMe
Topa (bybnuka), yoepxusatowyto HK-nonnmepasy d B xoge
nonuMepunsaunm Ha maTpuue n obecrevynBaroLLyo BbICOKOMNPO-
veccmBHbIM cuHTe3 [IHK. Xots PCNA 1 npokapnoTuveckmn
drakTop npoueccuBHocTn cyobeanHuua B OHK-nonnmepassi |
E. coli nmeloT HN3KYH0 rOMOJSIOrMI0 Ha YPOBHE NnepBUYHOM
CTPYKTYpbl, 00a 6enka dopMupyoT Brnmskme no NpocTpaHCTBEH-
HOW reOMETPUN CTPYKTYPbl «CKOSb3ALLIEN CKPEMKNY.




HAHK-nonumepasa &, BbiaeneHa 13 knetok Hela, cogepxuT asa
nonunenTuga — katanutudeckmm 261 kla n nonunentung 55 kla.
Katanuntnyeckun nonunentug odnagaet JHK-nonnmepasHon u
3'—5'-3k30HYyKNea3Hon akTMBHOCTAMU. OCOBEHHOCTLIO XO0-
doepmeHTa OHK-nonnmepassbl € no cpaBHeHuto ¢ AHK-nonnmepa-
301 O SABMAETCS ero MeHbLUas 3aBUCUMOCTb OT BCMOMOraTesibHbIX
dakTtopoB (PCNA, RFC - pennukaTtmeHbin doaktop C n RPA —
pennukaTMBHbIN 90epHbIn 6enok A), a Takke HM3Kaga (NoYTn Ha
nopsaoK) ckopocTb cuHTe3a OHK.

OTO pasnuune, BO3MOXHO, CBA3aHO C pa3Hon pyHkumen OHK-
nonumepas B pennukatmBHoun susnke. OanH xonogpepmeHT, OHK-
nonumepasa O OCyLLIECTBAET ObICTPLIN U NPOLECCUBHBIM CUHTES
nnanpyroLwen HUTN, NCNonb3yst ANs ANOHraumMn eaNHCTBEHHYIO
3aTpaBky, cuHTesnpyemyto AHK-nonnmepason a-npammason B
pavoHe ori, 1 ANCCOLUUMPYET TONbKO MO AOCTUXKEHUWU KOHLA
pennnMKoHa, Toraa Kak Heckosnbko xornogepmeHToB HK-nonnume-
pas3bl € MOIyT OAHOBPEMEHHO CUHTE3NpPOBaTb pparmeHbl Okasaku
B «30He OkKasakn», yanuHasa 3atpaBku, cuHTe3sunpyemble JHK-
nonMmepason a-rnpanmMmason B Havyane Kaxxgoro pparMmeHTa.



JAHK-nonumepa3sa y nokanusosaHa B MUTOXOHOPUSX, ee PYHKLUUA CBS3aHa C
pennukaumen n penapaunen mmtoxoHgpunanoHon [HK, oHa kogupyetca
saepHbIM reHomoM. [1HK-nonumepasa y cnocobHa HanpasnsTb BbICOKOMPO-
LeCCMBHYIO nonumMmepusauuto Ha ogHoHuTesbixX JHK-matpuuax B otcytcTeBue
BCioMoraTesibHbIX dakTOpOoB.

OxapakTtepusoBaHbl Takke apyrne AHK-nonnmepasbl aykapuort: ], 6, REV1 u
ap. Bce atn goepmeHTbl y4acTByOT B penapauun AHK.

B nocrnegHue rogbl Hapaay ¢ yrinybrneHHbIM U3y4YeHUEM CTPOEHUS 1 CBOUCTB
oTaenbHbix AHK-nonumepas aykapunot 6onblioe BHUMaHne yaenseTcs
B3aMMOOENCTBUIO 3TUX PEPMEHTOB CO BCNOMOraTesibHbIMU pakTopamMmu n
MeXaHn3My PYHKLMOHUPOBAHNA X B COCTaBE MHOIMOKOMMOHEHTHbIX
pennuUKaTMBHLIX N penapaTuUBHbLIX KOMMiekcoB. CriMcok 6erkos, B3anmMoaen-
cteyrowmx ¢ iHK-nonumepasamm, NOCTOAHHO pacTET U BKMOYAET He TOMNbLKO
nseectHole paktopbl PCNA, RFC 1 RPA, HO 1 kntoveBblie bakTopbl perynaumnm
KIneTo4yHoro metabonnama, Takue, kak 6enku rpynnsl MCM (minichromosome
maintenance factors), paktopbl y3HaBaHMsA y4acTkoB ori pennukauum ORC
(origin recognition complex) n gp.



Taknm obpasom, NOCKOMbKY ayKapuoTu4yeckmne
OHK-nonumepasbl a n B nuweHsl 3' - 5'nd "' —
3 ' -3K30HYKnNea3HbIX akTUBHOCTEWN, CTAHOBUTCH
NOHATHbIM y4acTue [HK-nonnmepas o n € B
npouecce pennukauun sagepHon HK B kavecTBe
KOppeKTUpyroLwmx dpepmeHToB, a [IHK-nonnme-
pase € NPUNUCLIBAIOT TaKke PYHKUUIO yaaneHns

PHK-npanmepoB Ha KOHLLax doparMeHTOoB
Okasakw.



Mopenb paboTtbl gumepHoun nonumepasbl(QHK-non.lll);

koopauHauma cuHTe3a [JHK Ha koMmnneMeHTapHbIX Uenax
AnoHrauua pennukauuun. Mogenbs nonykoHcepsa-
TUBHOWM npepbiBucTon pennukaunm HK B pennuka-
TUBHOW BUSIKE NpeacTasneHa Ha puc. [lynnekc
pooutenbckon monekynol AHK pacnnetaet ATP-
3aBucmmasg xenukasa. Obpasytowmecs ogHoueno-
YeyHble y4YacTKu rnokpbiBaeT SSB-6enok. [HK-non.
[l aBM>KETCA NO OOHON N3 MATPUYHbLIX Lieneun B Har:
paBrieHNUM pacKpbIBaHNSA BUMNKU U CUHTE3NPYET Be-
aywyto uenb OHK. No gpyron, matpnyHon Lenuv B lecTaGIIHDYIOUHE_
TOM e HanpasfeHUn OBMKETCA npauMocoma oLt i
(komriniekc berkos, ocywecmernsouul UHUyUayuK

pennukayuu). Bpemsi oT BpeMeHu, BxoasiLias B g)

JHK-rupasa
(Tomonzomepasa)
_~ Xemixasa

_ Tlpaiimocoma

_- Ilpaitmasa

cocTaB npanMocombl npatima3sa (6enok Dna G),
CuHTtesnpyet PHK-3aTtpaBku ans orcrawowien uenm
Bropaa monekyna xonogepmeHta AHK-non. 1l
YONNHAET 3TU 3aTpaBKku 40 TeX Mop, Noka He oc-
TUrHET npeablayLen 3aTtpaBku, T.e. OHa CUHTE3U-
pyeT pparmeHTbl Okasakm gnuHom ot 1000 go
2000 H. YoaneHue cermeHToB PHK ¢ 5'-koHua kax-

poro dpparmeHTa Okasaku ocywectenset OHK- JTHK-nomaMepasa |

nos.l, ncnonedysa ceot 5'—3'-K30HyKNeasHyto JTHK-mrasa

aKTMBHOCTb. 3arnorfHeHne bpeluen mexay dpar-

MeHTamn Okasaku katanuampyetcsa Ton xe OHK- e, :d}.iJTTPP
nonumepasou |. OgHouenoyeYHbIn paspbiB 3aLUn- B oviomas O
BaeT [JHK-nurasa. Takum obpasom, U3 cepun cppar.  (ipepsmrcrad ien) (MpepHBHCTAs LiET:)

meHToB Oka3aku obpasyeTcst HoBas Lenb.



NpeogoneHne aHTUNapanneribHOCTU Leneun Npu pensivkauum

3d c4eT BOBHUKHOBEHUSA NeTiun
XonodgepmeHT AHK-nonumepassbl |l moxeT obpa-

30BbIBaTb AMMeEp Mpu y4acTun T-6enka, B CBA3M C 5y o
Yyem Beayllas 1 oTcTaroLwas Lenu pennmumpyroTcs H T o
ogHOBpeMeHHo. [1peogoneHne aHTunapannensHo- a. %

CTU uenen rnpu pennmkaumm B 3ToM criy4dae ocy-
LLIECTBAETCA 3a CHET BO3HMKHOBEHUA «NETMNY
(mogenb A. KopHbepra),raoe yepenoBaHue gpocgo-
ON3PUPHbLIX CBA3EN HA ee BOCXOOALLEM OTpesKe
N3MEHSAETCA Ha obpaTHOe N HEe NPENATCTBYET
OHK-nonumepase |lll Bectn cuHTE3 oparmMeHTOB
Okasaku Ha oTcTawwen uenn poautensckon JHK
B TOM € HanpaBneHnu, YTO U Ha BeayLlen uenu.
HeobblvHOCTL cuTyaummn Bo Bpems cuHtesa [JHK B
pennnKkaTMBHOM BUIIKE 3aKMNO4YaeTCcd B TOM, YTO
OOWH W TOT e DesiKoBbIN KOMMSIEKC OCYLLUECTBNAET A
Kak HenpepbIBHbIN cuHTE3 BeayLwen uenn AHK, Tak Pactyumi ¥

N NPEpPLIBUCTbLIN CUHTE3 doparMeHToB OKasaku %pffﬁi}ff W
OTCTaloLLel uenu, npetepnesas BO BTOPOM Cry-

4yae nepuoanyecKkyo gmccounaumio oT MaTpuubl PHK-mpaiep
anga nHunaumm cnHtesda IHK.

JTHK-mo/mme

(mmep
JUIUpY-

ﬁ)asa 11

I.L.L.L.L.LfILlJ_.L_L_L—!—



Ponb BcnomMmorartenbHbIX 6enkoB B cuHTe3e OHK

JAHK-npauma3sa. JHK-nonnmepasbl He
CNOCOOHbI MHNLMMPOBATbL CUHTE3 HOBbIX
uenen OHK, oHn moryT nuwb gobas-
NATb A€30KCUPUDOHYKNEOTUAHbIE
3BeHb4A K 3'-KOHLY Yy>Xe UMetoLencs
NONMHYKeoTnaHon uenn. Ytobbl mone-
Kynbl JHK-nonnmepas mornu HayaTtb
cuHtesd JHK, um Heobxoguma 3aTpaBka,
nnun npammep (OT aHrn. primer — 3aTtpa-
BKa), KOPOTKUIM ONMropndoHykneoTua,
KOMIMMNEMEHTapPHbIN COOTBETCTBYOLLEMY
ydacTky JHK-maTtpuubl, y KoTOporo Ha
KOHUEe nmeetcs ceoboaHaa 3'-OH-rp.
HecnocobHocTte monekyn OHK-non.
camocTodATernbHO, 6e3 3aTpaBKku Ha4un-
HaTb cuHTe3 HK npuHumnnmnansHo
OTNNYaET 3TN (PEPMEHTbI OT APYrnx
depPMEHTOB MAaTPUYHOIo CUHTE3a —
PHK-nonumepas.

A
L
-

Cunre3 ueneit JIHK B peruimkatuBHON BUJIKE.
Hanpabnerne pernkauii 5'-3'. OnHa Lemb (TMAMPYIOLLas) CHHTESHPYETCA KaK
BIIHOE 11EN0¢, 2 APYTAd (OTCTAIOLLaA) — KOPOTKIMH (hparmeHTan (QparveHThi Uka-

aafi), KOTOPbIC BNOCACACTBIIH COBLHHAIOTCA ¢ 00pa30BAHUEM HEMPEPBIBHOI LieTH



Ha ctaguu nHmumnaumnm pennukaumm kopotkyro PHK-3aTpaBky m3
pUBbOHYKNeo3naTpudocdaroB CUHTE3NPYET PEPMEHT, Ha3biBa-
embi JJHK-npaumasou. [JHK-npanmasa MoXeT 6bITb OTAENbHbIM
depmMeHTOM (KaK y bakTepuin) unm BXxoamTb B KadecTBe cybbeaun-
Huubl B OHK-nonumepasy (kak y [AHK-nonumepass! a aykapuom).
B ntobom criyyae npanmasa — 310 PepPMEHT, OTNNYHbIN OT PHK-
nonuMepas, KoTopble CUHTE3UPYIOT pa3dHOODpa3Hble KIeTO4YHbIE
PHK. Nocne Toro kak byget cuHTe3snpoBaH PHK-npanmep,
nogkntovaetcsa AHK-nonnmvepasa un npogomkaeT HapalmBaTh
uenb. HoBocunHTe3snposaHHble uenu [HK Bcerga cogepkat Ha 5'-
KOHLIE HECKOJTbKO PUBOOHYKITEOTUAOB: Y NPOKapnoT — OT ABYX A0
NATN HYKNeoTUa0B, Y 9YKapMoT UX B ABa pa3sa bonblie. B
OanbHEWLLEM KOPOTKME npanMepbl 3aMeLLatoTcs cerMmeHTamm
OHK.



AHK-nurasa. JHK-nurasel Bupycos, 6aktepun,
MIEKONUTAKLLNX COeaUHAIT S'-dbochaTHyo U
3'-rMapOKCUIIbHYIO rpynnbl HYKNeoTUAOB,
Haxo4sLLMXCA Ha NMPOTUBOMOOXHbIX KOHLAaX
ogHoueno4vyeyHoro paspbiea B gynnekce JHK. B
pesynbrate obpasyetca docdoanadmpHas
CBSI3b, JIMKBNOMPYIOLAs 3TOT paspbiB (puc.).
IOHK-nurasa E. coli — 3T0 0oAUHOYHBLIN NoONnuK-
nentug (Mon. macca 75000 Oa). Ana o6pa3o-
BaHuA cpochoanachnpHou cBA3N Mexay
KOHUaMM HyKneoTuaHbix ueneu JHK-nurasbl
MCNonb3ylT 3Hepruto ruaponusa ATP

nn6o NAD. Peakuuns npotekaeT B Tpu CTaguu:

» Peakuyus adeHunuposaHus [HK-nuzassbl.
AgeHnnunbHbin octatok NAD nnm ATO
NepeHOCUTCA Ha €-aMUHOrpynny JIM3MHOBO-TO
OoCTaTka B aKTUBHOM LIEHTPE nurasbl C
OOHOBPEMEHHbLIM BbICBOOOXAEHMEM NUPO-
docaTta (B cnyyae AT®) nnm HUKOTUH-
aMmngmoHoHykneoTtuga (B crniydae NAD).

.  Peakuyusi mpaHcadeHunuposaHus. OcTtaTok
afeHMNoBOW KMUCIOTbI C adeHunaTnmrassl
nepebpacbiBaeTcs Ha cBO6OAHYHO
doochaTHyto rpynny 5’-yrnepogHoro atoma
pnbo3bl KOHLUEBOrO HyKneoTnaa.

Il.  Peakuus nuazupoegaHusi. Mexay COnmxeHHbIMU
aKTUBMPOBAHHOM ageHunaTom 5’-doocaTHon
rpynnon n 3’-OH-rpynnoun pparmeHTa uenm
OHK npoucxognt obpasoBaHune
'ca\bl\(alclzjd)onmacbmpHoﬁ CBA3M C BblOeNEHNEM

NHK-nurasa

AllEHUTMPOBaHUE
ATP .
(NAD’) iR
E—(CH,),NH, =—= E—(CH,),N—P—OPu6A + PP (wm nHukotruHamu;
H (‘), MOHOHYKJIEOTH)
TpaHcaieHUNUPOBAHMUE
H O LS o T T
i il : : : | 2. 1 :
| g ((-'Hz)ﬁ,*i“:[’*- OPubA + 11 3+OH - E’-O I A
H O 0.0
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il el OH: o P02l
O (l)
» TFZ()
O OPuoA

JIurupoBaHue

rraeey %) =T
: : 3k I Sadiine :
ilenid ORI o S
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_P=0

o (I)PH(SA
SR AR O T 23 (") X
E sy Bruis i barncdn o4 [
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Puc. 106. Mexanusm peiicteus JJHK-nuraspr:

Pu6 — pubosa; A — agenuH; PP — nupodocdar



Xenukasa

Puc. 107 '11\\ IMKa3bl

d — uyeTBepTUYHAA CTP PYKTypa reKcaMepHBbIX HK- ukas: cdara T4 (7), Bupycs:
SV40 (2), [)m B t 0/1( 3); b — cxemMa pacruieTaHusl JBOMHOM CITUD: n_LH}\ XEJIMKA30M

Packpy4dnBaHue, unun pacnrietaHue, cnmpanm nponucxoauT B JiokanbHOM
ydyacTtke OHK. 3Ty peakumto ocywecTtendaeT xennkasa — [OHK-3aBncnmas
ATPa3a, ucrnonb3aytowiasa aHeprmio rmgponmisa ATP ansa pacnneTtaHums

asonHoun cnupanu JHK. Xenukasbl UMeKT KONbLEBYI (TOponaarnbHYO)
CTPYKTYpY, 06pa3oBaHHYO LWECTbI0 CyObeanHULamMn. Takme rekcamepHble
Xenukasbl KonbLeobpasHon dopmbl 0OHapYXeHbl Y paros, BUpYycoB, DakTepun,
apxen, aykapuorT (puc.). Xenukasa, apmwxmmas rugponunsom ATP, ogHoHanpas
NeHHo nepemellaetcs no ogHom 3 uenen OHK (BeposTHO, 3a cHeT ee KoOH(op-
MaLUMOHHbIX UBMEHEHMI), pacnrieTasl nepen cobon ABONHYO crimparnb, B
pesyrnbraTte Yyero Bo3HMKaeT Bunka (Y) ns asyuenoyveyHoro ydyactka JHK n gyx
ogHouenoYeYHbIX BETBEMW.



OCb-6enkn (SSB-6enkun)

benku, ceasbiBatowmecst ¢ ogHouenodedyHom AHK. ICB-6enku
CBS3bIBAOTCA C caxapodocdaTHbIM OCTOBOM OAUMHOYHbLIX LENeu
[HK, He 3aKpbiBas OCHOBaHUW, YTO HE MeLLUaeT KOMMIIEMEHTAPHO-
MYy NPUCOEOVNHEHUIO HYKNEeOoTnaoB B xoae pennukaunun. ACh-
6enok E. coli Hanbonee n3y4veH, oH nNpeacTaBnsieT cobon TeTpa-
Mep, XapaKkTepusyeTcs BbICOKOUN CTENEHbIO aCUMMETPUN
MOJIEKYIbI.

OCB-benkn ctabunuanpytot ogHouenodvedHyto IHK, obecrneyn-
Bas YCNoBUA 4119 KOMMNeMeHTapHOro cnapmBaHua, yoansatoT
Bo3MoXHbIE arneMeHThl BTopu4vHon CcTpyKTypbl AHK(Hanpumep,
npegoTBpallaroT obpasoBaHUE LWNUIEYHbBIX CTPYKTYP);
cea3biBaHue ogHouenodvedHon OHK ¢ Cb-6enkamu ctumynumpyet
OHK-nonnmepasy 1 noBbIlLAeT TOYHOCTb €€ paboThl.

Y aykapuom TakoBbIM DENKOM ABNAETCSH AOEPHbIN PENTUKATUB-
HbI 6enok A (RPA), npeactaBnsaloWmMn reTepoTpumep ¢
cybveguHuyamn 70, 32 —34 n 11 — 14 k[a.



Moaenb nHnynaumm pennukauum IHK y
Escherichia coli

[eHoM E. coli pennuumpyetcs
OBYyHarnpasfeHHO OT O4HOWU
TOYKM Havana pennukauum,
nony4mBeLLEN Ha3BaHWE JTOKYC
ori C. lHnymauua pennukaumnm
HayMHaeTCcs C y3HaBaHuS
NHNLINATOPHLIMK Denkamu
cneyumdunyecknx nocnenosa-
TENMbHOCTEN B TOYKax Ha4vyana
pennukauun AHK.

B xkoabueBbix Mosekyiaax JAHK peniukanumoHHbIN
1a3ok  oopasyer O-crpykrypy. IlpuBenensl aBe
NpoeKuMy pemaunupyiomencs xoasnesoin JTHK.
HMBOJIOM Ort O0003HAYeHA TOYKa Hayaja
pPeIUIMKAIMU, CTPEJIKAMHU IO0KA3aHO HAINPAaBJICHUE
perIuKAL AU



Perynauna ninunauum pennukaumm y E. coli

Xpomocoma E. coli cooepxXmut eanHCTBEHHYO 0briacTb Ha4vana pennukaumm
(oriC), pasmep kKoTopoun coctaBnsaeT 258 H.n. B oriC nmeetcs NaTb
KOHCEHCYCHbIX OEBATUHYKNEOTUAHbIX CauToB CBA3bIBaAHUA MHULIMATOPHOIO
6enka Dna A, Ha3BaHHbIX Dna A-6okcamu. B nesoun 4Yactu oriC Hapsgy ¢ Dna
A-6okcamu HaxopgaTca AT-boraTble 13-HykneoTnaHble nosTopkl. benok Dna

A pacnosHaeT obnacTb Hadana pennukaunm n obpasyeT KOMMIEKC ¢ ApYrumm
benkamu.

CHavana 6ernok Dna A B komninekce ¢ ATP B3anmogencteyet ¢ Dna A-
bokcamu. C noMoLLb 3NEKTPOHHON MUKPOCKOMUN MCXOAHbIN KOMIMITEKC
OOHapyXmnBaeTCsl B BUAE KOMMNAKTHOW 3NSNIMNCOUAHON CTPYKTYPbI, coaepKallen
-20 moHoMepoB Dna A, koTopas 3akpbliBaeT oriC. B aTom KoMnsiekce 4acTUYHO
pacnnetatotca AT-6oratble NOBTOPbLI U POPMUPYETCA OTKPLITLIAN KOMMSeKe. B
9TOM MpoLecce y4acTBYIHOT HEKOTOPbIE BCrIOMOraTernbHble Bernkn, KoTopble
nomoratoT nHmymatopy Dna A packpyumBatb 1 narnbarts HK (paHee oHu
obos3Hayanuck n, n', n", i, a. B nocnegHee Bpemsi nx obosHadvatot IME, FIS-
doakTopbl 1 T.4.).



Bernok Dna B (xenukasa) B Buage rekcamepoB B KOMMJIEKCe C LLIEeCTbI0
MOHoMepamu benka Dna C, Kaxabl U3 KOTOPbIX CBA3bIBAET OA4HY MOMEKyny
ATP, a nmeHHo (Dna B —Dna C—ATP)6, BsanmoaenctBsyet C
O4HOLEeNoYeYHbIMU y4acTkaMu YacTndHo pacnneteHHon JHK. B atom
KOMMNeKce xenukasHasi akTuBHocTb Dna B 6nokuposaHa. TpaHcrokauums
Dna B (xenukasbl) OT MecTa ee rnepBOHayasnibHOro BXOX4EHUSA B KOMIMIEKC K
MECTY cTapTa penfinkatMuBHOW BUIKN N BbICBODOXOEHNE N3 KOMIIIEKCa
benka Dna C, Bbi3biBaeT akTMBauuio xenukasol. [lanee xenvkasa
B3anmopencTteyeT ¢ 6enkom Dna G (npanma3son), n 3TOT KOMMNEKC Urpaet
KITIOYEBYIO POSib B MHMUMAUMWN pennukaunm Ha oriC.

Oba dpepmeHTa obecnednBaloT ConpsixKeHHoe (PYHKLUNOHMPOBaHNE OBYX
pennuUKaTUBHbLIX BUITOK, OBMXKYLLUNXCA B MPOTUBOMNONOXHbIE CTOPOHbI;
xenukasa HadymHaet pacnnetaTb gynnekc OHK, npanmasa cuHTesnpyer
nepBble 3aTpaBku. B cdoopmMnpoBaHHOM MpanMupyroLLEM KOMMSIEKce
npucytcTBune 6erka Dna A He TpebyeTca, 1 OH nocne ocBoboXaeHns

N3 KOMMJiekca MOXET ObITb MOBTOPHO MCMNOSb30BaH Ars pensniMkauum

Ha gpyrowm oriC.



Cxema nHuumauum pennmkauum xpomocomsl E. coli

e OHK E. coli

4 OriC
b ATP, Dna A
O6pa3zoBaHUe /'
KOMILUICKCa
HagyanpbHBIN KOMIUIEKC
'/—ATP, BCITOMoOTrarTeJbHbIe 6eku
PacruieTaHue ¢
AT-MIOBTOPOB

OTKpPBITBIH KOMIUIEKC

BazauMoaOeccTBHC ’/— (DnaB—DnaC —ATP)
DnaB/DnaC, SSB-6eixxoB ¢
c AT-nmoBTOoOpamMu

ITpenpaiimocoma 1

A ITo3uIIMOHUPpOBaHUE S~ 6DnaC
g DnaB (xe1xMka3pl) B TOYKE it AT
L Hagana cuHTe3a JIHK é g

ITpenpaitmocoma 11

'/ DnaG (npaiima3sa)

Y
- ITpa¥imocoma
: , JJHK-rupasa
‘ +/IHK-mosmmMmepa3a 111
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CrnoXHbI KOMMNIeKkc 6enkos,
OCYLLECTBNALWNIA NHALNALMIO
pennukaummn, NonyyYnn HaspaHue
npanmMmocomsl. [lparimocoma B
CBOIO ovepeb SABASETCS KOMMO-
HEHTOM eLle bonee CnoXKHoro
KOMMnekca — pensiucoOMbl,
OCYLLEeCTBIALLEN npoLecc
MNOSIHOM pennuKaunu.
3aBepLuaroLLmm 3atanom cOopku

pensincomMbl ABNAETCA B3anmo- OTanbl Hnumnauum pennukauum OHK E. coli.1 — 6enok
OencTemne NpanMocoMsbl C dna A dpopmupyet TeTpamepsbl, CBA3bIBAOLLNECS CO
OHK-nonumepason lll. cneundgnyeckumu cantamm ns 9 nap HykneoTuaos B
015 NpoJomKeHns cuHTesa npepenax nokyca ori C; 2 — retpamepbl dna A

NHK HeoBxoaMmo yyacTue elle 00pasytoT KomMnnekc, MHayumpyowwmn nnasneHne OHK.

OBYyX Oenkos, ABUratoLLMXCS
Brepeaun pennukaTtuBHOW BUITKU
N BbINOMHAKOLWNX (PYHKLNIO
renunkas - renmkasnl Il u benka
rep.

dnaB-dna

ue. 4.10. Komnnexe [dna B-dna C] gopMupyer HI?!-IILH:I{[J_}'}D;DI,}Iﬁ SR3OS



TepMuHauuma pennmkauun

TepMuHaLMa pennuKaumm npomc-

XOAMT Toraa, Koraa BCTpeyatoTcs

[1BE PENNKaTUBHBIC BUIKU MPU | 1w e a0 —
yOBOEHUW KOMbLEBbIX Monekyn * =

S / Qo
OHK. HenpepbiBHbIW poCT

nuanpytoLen n oTcTaroLLen

o ) Pomurenbckas
Lenen NnpuBoanT K COBMELLEHUIO . . = 4\ — K
n 5'-KOHUOB ogHou uenu, Nnbo B D eoam
=—g— = g g/ = canEa
TOL'IKe Haqana per”-“/“'(al_“/”/l PECIVIMKAIIlNM1
=y ITo3oHsist
(ogHOHanpaBneHHad pennukaumns =< - = e
nnbo — nNpu AByHanpaneHHou
& S > <
pennuKaumm — B cepeauHe > ‘
S @ s JdoyepHue

AVIUICKCHI

Kosibua). Konbua B Mectax BCTpe
COEQUHSAITCA NUrasoun, Npu 3Tom

OHW OKa3bIBAKOTCH NONAPHO Puc. 108. HanpaBnenue permkanuu:

CLENIEHHbIMMU, T.€. o6pa3yeTcs'-| A — oHOHaMmpaB/IeHHas PETUIHKALIAS B KOTBLEBOI MOEKyJIe IIHK, b — nByHarmnpas-
JEHHas peruikauusa B Konbuepoit monekyne JHK; B — MHOXeCTBEHHast ABYHANpaB-

KameHaH. JICHHAA pCIUIMKALUA B 3YKapUTUYECKOM XpOMOCOME (HO.‘"IMDCHIIHKOH)



Cxema cuHtesa HK B
PENNMUKATUBHOWN BUIKE Y NPOKapUOT

e -
e >
e % O JHK-rupa3sa

(Tormom3omMepasa)

Xemuxkasa

IIpa¥imocoMa

JlecTaGruIM3MPpYIOIIHCe

(SSB)-0Oenxxm Tpaiimasa

PHK -nipaiMep

+NTP

JIMIApyIoIIasi
OTcraxouiasi
(npepeIBHCTASA IIEXTH) (npepBIBHCTas1 1€ s)



BokyTb, c.122

KoMnonenTs: pensimcomux NIPOKAPHOTHYECKON KIeTKy

Tabruya 4.1

H?;Q:T Benox PyHKITHA
;1 SSB Crabuauzamus OAHouenoyeuHom JTHK
2 Besok i (dna T)
3 Be.norcln
1 Benok n' KoMmnoneurns npaiMocoMbl
9 |[Benok n”
6 (dnaG ITpatimasza, cunTes PHK-npaiimepa
7 ,IIHK-nonnmepasa III OcHoBHOFH NOJINMepH3yroInUi hepMerT
8 ﬂHK-nonnmepaaa I 3anonnenre Opemest, ynanenue npaiiMepa
9 [OHK-nuraza . Cluusaune pparmenron Orazaku
10 [TI'mpaaza (gyr A, gyr B) Brenenue OTPHIATEILHLIX BUTKOB
11 (rep I'enuxkasa, bPacnJyereHue nBoH ol CIIMPpaJjIn
12 Teanxasza I1 lNerukasa
13 {dna B IF'enuxaaa
14 [dna A MNuunpanna peniankaiiun
15 Jdna C




Pennukauua OHK y aykapuoT

PaccMmoTpum 0CcObeHHOCTM pennukaumm 3yKapuoT Ha NpuMepe OpoXxiKen —
Saccharomyces cerevisiae. Toukn Hadana pennukauumn OHK gpoxoken cogepxaT OBa
CTPYKTYPHbIX KOMMNOHEHTA - nocriegoBartensHocTb U3 11 nap ocHoBaHun (ACS), Ha3blBa-
eMylo 3/leMeHmMoM y3HaeaHUusi UHUyuamopa, Kotopas BXoauT B COCTaB PYHKLMOHa-
NbHOW @a8MOHOMHO pennuyupyrouweticss nocsedoeamenbHocmu (ARS), n obnactu,
npencrasndatowen cobom nerko pacnnetaemoin yyactok [1HK - DUE (DNA unwinding
element). Kpome Toro, ans gyHKUMOHMPOBAHUSA TOYKX Havana pennmkauum Heobxoam-
Mbl eLle Tpu nocregoBaTeribHOCTU, Ha3biBaeMble Bl, B2 u B3. CTpyKTYpHbIN anemMeHT
B3 npencrtaensiet cobon cant B3anmogenctama ¢ benkosbiM ARS daktopom 1,
KOTOpPbIN OEUCTBYET O4HOBPEMEHHO KaK TPaHCKPUMNUMOHHBIN dpakTop. Mcxoaa ns atunx
OaHHbIX Oblna npeanoXeHa Mogernb, B COOTBETCTBUM C KOTOPOW OpraHmM3aunst TOYKK
Ha4arna pennukauum y aykapmoT CXO4Ha C opraHu3auuen afieMeHToOB NpOMOTOPOB.
Kpome Toro, B Touke Hayana pennukaumm 6bin oGHapyXeH «rmyLwmnTenby TpaHCKpMnumn,
KOTOPbIN HEOOXOAUM ANS MHMUMaUMN pennnkauum n ana penpeccum TpaHckpunuum. B
LernioM, y 9ykapmoT B TOYKax Hayana pennuvkaumm, BEPOATHO, OEWUCTBYIOT TPaHCKPUNUN-
OHHble (pakTopbl (MO3UTUBHO U/UNKN HErATUBHO), KOTOPbIE NMPUBOAAT K PACKpbIBAHWUIO
DUE-anemeHTa 1 nocnegytowiemMy BBeAEHWNIO KOMMNOHEHTOB persiukamueHou
MaWwuHbl.



CTpyKTypa TOYKM Havana pennukauum Saccharomyces
cerevisiae
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» Pennukauusa JHK aykapnoTt npotekaeT ¢ obpa3oBaHMEM
OOSbLIOro Konn4yecTBa pennnkaTMBHbIX BUNOK. BO3HMKaeT
Bonpoc: «KakoBa BenninHa cpegHero pensinkoHa U CcKONbKO MX
B reHOMe?»

* B rpynnax akTMBMpOBAaHHbLIX PEMNMKOHOB CpeaHU pasmep
penNUUMPYOLLMXCA eANHUL, COCTaBMnsEeT, N0 ogHUM AaHHbIM, 20
TbICAY Nap HYKNeoTuaos, rNo gaHHbIM OPYrux aBTOPOB,
pa3smMepbl PpenIMKOHOB aykapuoT moryT gocturate 100-200
TbICSY Nap OCHOBAHUN - 3TO PacCTOAHUE N3MEPSIIOT OT OHOW
TOYKM Ha4vyana pennukauum oo gpyrou, cocegHen. Takaga
BENMYMHa PENNMKOHOB XapaKkTepHa Ans BbICLUMX 3yKapwuoT.

« CnepnoBaTternbHO, B 2arnJIoUGHOM 2eHOMe MJITEKOMUTAIOLLINX
aomkHo obITe 20 000-30 000 pennukoHoB. Y apo3odurnbl, nnu
Saccharomyces cerevisiae, pennukoHbl MeHbLLe - 40 000 nap
OCHOBaHMW. OTO COOTBETCTBYET KonmnyecTtsy, pasHomy 3500
PENIMKOHOB Ha rannonaHbin Hadbop apo3odunsl nnu 500
PENMMKOHOB OPOXCKEN.



