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Ot pepakTopa nepesoaa

Kuura Mapka Ilramne «IlepeksroveHue T€HOB» NPUHAUIEKHUT
K ocobomy xaHpy. be3yciioBrO, 310 MOoHOTpadus. B Helt monBeaeH
urtor OoJiee yem 20-JIETHUM HCCICAOBAHHMSM aBTOpa, HO CHEJIaHO
3TO B HOMYJISIPHOM dopMe, TOCTYNMHOH CaMOMY IIHPOKOMY KpyTy
yuTaTesied. To, a Takke 4Ype3BblualiHas aKTyaJbHOCTh TEMBI,
Ie7aeT TNpeasiaraeMyr BHHMAHHWIO COBETCKOTO YHTATEId KHUIY
ABJICHHEM YHUKAJIBHBIM. Benb B 3TOH MajieHbKOH 10 0OBeMY
KHIXKKE peyb HAET O NEHTPAJILHOM, Y3JIOBOM BONPOCE MoJe-
KyJsipHOU OWoJorud: Kak perynmpyercs pabora renos? IlramniHe
JlaeT OTBET HA 3TOT BOHPOC UIsl CJIydasi peryJisiiiiy reHos y Oak-
Teprodara A, KOTOpbIM OH caM 3aHuMaincs. EMy ynanocsk paso-
OpaTbcsi B 3TOH MpoGsieMe CaMbiM HCYEPIBLIBAOUIMM 00pa3oM,
OyKBaJbHO BIUIOTH JO aTOMHOTO ypoBHS. KHHTa B 11e10M 3BY4YHT,
KAK nmaTeruyeckas CHMQOHUS BO CJIABY MOJIEKYJISPHOA OMOJIOTHH.

Ho Hackonbko npumep ¢ ¢aromM A tunudeH? MoOXHO Jin
TIEPEHOCHTH TIOJIyYeHHble NaHHbIe Ha OakTepuu u TeM OGosee Ha
BBICIIIHE OPTaHU3MBI! DTOT BOIPOC 3aTPOHYT M B CaMoil KHUTe, HO
0coOeHHO OXHBIIEHHO CTajl OOCYXIAaThCs B HAYYHOH JIUTEpaType
yK€ NocJie BBIXO/1a aHTJIMHCKOTO opuriHaia kaurd B 1986 r. Hano
CKa3aThb, YTO CaMa KHHT'Aa U onyOlMKOBaHHBIN MapaijieibHO 0030p
B Nature, 322, 6081, p. 698701, 1986 umenn oueHb OONBIIONM
PE30HAHC B IIUPOKUX KPYyrax MOoOJIeKyJIapHbIX Ouonoros. Komn-
uenuust Ilramee 06 00IEM NPHHIMIE PEryjsiiiid eHOB Y BCEX
JKUBBIX OPrdHU3MOB HAlIa OYCHH MHOTO CTOPOHHMKOB M, YTO
0oJsiee CYILIECTBEHHO, YXC NOJYYIIa PSS HOATBEPKICHHH. IDTO
MHOT'OKPaTHO YBENIHYMBAET OOINEOMONOTHYECKOE 3HAYCHHE MaTe-
puaia, cTojb OAECTALIE U3JIOXKEHHOTO aBTOPOM.

M. JI. panx-Kameneyxuii



IMocssuao 3Ty KHUTY
MOUM poIuTENsIM U MaTTy Mesescony

MNpeancnosue

DTa KHHUTd NOCBSLIEHA OJHOMY M3 NPOCTEHINNX OPraHW3IMOB — BU-
pyCy, KOTOpPBI pa3MHOXaeTcs B Oaktepuu. B mell onmcansi
pE3YALTATHL 25-1€THUX HCCICAOBAHMI BOMIpOCAa O TOM, Kak 3TOT
BUpYC — ar Jisimba (A)—HCHoJib3yeT CBOM reHbl, T.e. cBoro JHK,
JUIsl pOCTa U Pa3MHOXKEHUS.

YMeCTHO CIIPOCUTH: TMOYEMY HA UCCIEHOBAHHE OJHOIO-CUHCT-
BCHHOTO BHUpyca OBLIO MOTpaYeHo CTOJbKO ycuaui? B xonie
KOHIIOB, JIt000€ siBJICHUE B OHOJIOTHH XOTH Obl OTYACTH CIIy4alHO
¥ YHMKaJbHO. (DYHKUHOHHPOBaHHWE JIOOOTO opraHu3Ma ompese-
JISETCS €T0 3BOJIFOUMOHHON HCTOpUEH, U AETaIbHOE OMUCAHHE TOTO
WM WHOTO TPOIECCa, MPOTEKAONIIero B JaHHOM OpTraHW3Me, He
0053aTETBHO [OJHOCTBHIO MPHJIOKUMO K JIPYTOMY OpraHu3my.
OTBeT H4 34/JaHHBIM BOIPOC CieAyeT HMCK4Th B KOHTEKCTC OC-
HOBOMOJIATAIONIErO0 OMOJIOTHYECKOTO ITPOIECcca — Pa3BUTHSL.

Bxpatnie, npobiema cocTout B ciienyroilieM. Bce KieTku uH-
JMBH/yallbHOTO OPraHU3Ma HaCleAyIoT OJHY U Ty Xe UHGOp-
Mauuro, 3akomuposannyio B JHK, u temM He Menee B Xxoje
pPa3BUTHS BBICIIETO OPraHN3Ma M3 OIUIOJOTBOPEHHOIO sifina ¢op-
MHpPYETCSl OTPOMHOE pa3HooOpasue pa3JIfYHLIX TUIIOB KJIETOK.
B ocHOBe 3TOrO npouecca JIeXHT BBIOOPOYHOE HCHOJIB3OBAHHE
TeHOB — IBJIEHUE, KOTOPOE MBI HA3bIBAEM peryssiuei reHos. Ha
pPa3sHBIX CTAaAUsiX pa3sBUTHS KJIETKH, PYKOBOICTBYSCHL OTYACTH
BHEIIHAMU CUTHAIAMHU, H30UPaTEIBHO UCNOJIBL3YIOT TOT HIH UHOMH
HAOOp ICHOB U CHEAYIOT [0 TOMY WM WHOMY IYTH pPa3BUTHSL.
Kaxue xe MOJICKYJISIPHBIE MEXAHU3MBI ONpe/eIaoT BLIOOp myTH?

Mogenpro [ist U3y4eHUs 3TON TpoGIeMbl CIYKUT KUIHECHHBIIH
uuka gara A: BHpYC H30Mpaer ONpeAcieHHBIH MyTh pPa3BATHA
B 3aBUCHMOCTH OT BHEKJIETOUHBIX CHTHAJIOB, U MBI JIOCTATOYHO
MoAPOOHO 3HAEM. KAKHE MOJICKYJSIPHBIC B3aWMOJICHCTBHSI OMpeE-
JIEJISFOT JITH mponecchl. MBI MojjaraeM, YTo aHajOrHYHbIe B3au-
MOJICCTBYSA JISKAT B OCHOBE MHOTHX TIPOTIECCOB Pa3BHTHUSL U YTO
MAEU, BOZHHKAIOLIKE IPH JETANHHOM ONNHCAHUH 4ACTHOTO CIydas
tbara A, IPHJIOKUMBI K JIPYTUM CHCTEMaM, XOT$, KOHEYHO, HU OJINH
Apyro#t opraHu3M He COBMNAJAeT B TOYHOCTH ¢ darom A.

Bo eBeaeHMM K ATOH KHUTE W3JIOKEHLI OCHOBHBIC IPEACTaB-
JeHUs 0 remax v mx (QyHkumoumposanuu. Ero uesis—coobumTh
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YATATEH0 MUHHMaJ1IbHOE KOJJMYECTBO CBEICHUHA 1O MOJIEKYJISIPHOMN
O1OJIOTHH, HEOOXOUMOE JUISI IOHMMAaHUS TEPBBIX TPEX IJIAB.

B sTux rnasax onucad npouecc pasBuTHs dara A ¢ pa3auuHON
CTeNEHbIO JeTallN3aliy; cHavaja JaHa o0liasi KapTuHa COOBITHIA,
IPOUCXOIAIIAX B XOJI€ B3aUMOJIEHCTBUS MEX/y BHPYCOM M Oak-
TepHeH-X035IMHOM; 3aTE€M B OOLIMX 4epTax OINHUCAHBI B3aUMOJEH-
CTBHSl MEXIY MOJIEKYJIaMHU, ONPENE/SIOIIUE KIFOYEBBIE JTANbI
ITOTO TIpoIecca; ¥ HAKOHEW, MOJIEKYJSpHbIE B3aUMOJEHCTBUS
pAcCMOTpEHBl OoJice neTajbHO. OCHOBHBIE KOHIENUMHM Ha BCEX
YPOBHAX PaccCMOTpeHMs HaHbl B TOTOBOM BHIE, Oe3 oOBscHEHns
IKCTIEPIMEHTOB, HA OCHOBE KOTOPKIX OHH ObLIM CHOPMYITHPOBAHBI.
Tam, 1716 3TO BO3MOXHO, [POBEACHBI HapajUIeNId MEX1y HMe-
FOIIMMUCS TIPEACTABJICHUAMH O pa3BUTHU dara A K Tmpoleccax
Pa3BUTHSA U PEryJIsiiUHN T€HOB Y JPYIHUX OPraHU3MOB.

I'n. 4, B oTtaMuue OT NepBBIX TPEX [JIAB, NOCBATICHA OMMCAHHAIO
pada KIHYEBBIX 3KCHEPUMEHTOB. CaMU 3TH 3KCIEPUMEHTHI U HX
UHTEPOPETALMIO JIETYE BOCHPUHSITHL, 3HAS OTBETHI, NPHBEACHHLIE
B IIEPBBIX TPEX TJaBax.

Unrarens ybeauTcs, 4TO B HACTOSIIEE BPEMS Mbl BIIOJIHE
NOHUMAEeM MHOIHME ACHEKTbl PEeryJsuuu reHoB ¢ara A. Mmero-
[afcsd LEJOCTHAS KapTHHA COTJIACYETCH C 3KCHEPHMEHTAJbHBIMU
HaOIIOIEHNSIMH M —YTO eIlle BKHEE — IPEICKA3BIBAET PE3YJIbTAThI
HOBBIX OJKCIEPHUMEHTOB. Takoil BBICOKOH CTeneHH Ha/eXHOCTU
U JOCTOBEPHOCTH YAAadoCh JOCTHYb, B YaCTHOCTH, OJjaronaps
TOMY, 4YTO OOJBIUMHCTBO HAIIMX MOJAEJeH OCHOBAHO Ha IIEJIOH
CACTEME JKCIEpHMEHTOB, INPOBEACHHbIX KakK B MpoOHpKe, Tak
U B XKHBOH KJIETKE, a HE HA €AMHUYHBIX HAOJIOMEHHSAX.

Taxum 006pa3oM, KHHra B LIEJIOM CAYKHAT HILIKOCTPALMEH TOTO,
KaK OMOXMMHYECKHE M T[CHETUYCCKUE IKCICPHMEHTLI [103BOJISIOT
COCTaBUTL NIPEACTABIEHHE O 4YacT¥l OKPYXKAIOMIETO HAac MHpa.
S oTkazajcs OT HCTOPUYECKOTO MO/JX0Jd; 4TOOBI ONMCATh, KaK
PA3BHBAJIIMCL HAIUM TIPEACTABJICHHSA, MOHAMOOWJIOCH OBl COBCEM
pyroe, ropa3no 0OoJjice IPOCTPAHHOE BBECHHE.

OnuHa W3 DpUBJIEKATENBLHBIX 4YEpT MOJEKYAAPHOH OuoJI0rHH
COCTOMT B TOM, YTO OTBETHI Ha (YHIAMEHTAJILHBIC BOIPOCHI,
KOTOPBIE OHA JA€T, B OOJIBUIMHACTBE CJIy4deB OYE€HDb HATJISTHBI U UX
MOXHO TPOWUIIOCTPUPOBATL € [OMOLIBK) TIPOCTbIX PUCYHKOB.
JIMIe B penkux ciyuasix NpUXOMUTCS MpHOErath K abCTPAKTHBIM
naesiM. Hama wenb cocToWT B TOM, 4YTOOBLI IOHSATh, KaK OCY-
LIECTBJISIETCS PETYJISIIAS TEHOB HA OCHOBE B3aMMOJIEHCTBHS MEXIY
pPA3JMYHBIMU MoJekyiamu. MHOTAA JOCTATOYHO NIPOCTO B3IJIS-
HYTb H4 9TH MOJEKYJIbl, YTOObl COCTABUTH HPEJICTABJICHHAE O TOM,
Kak OHH paboTaroT, MO HMX XAPAKTEPHOH (opMe HIM pa3Mepam.
OTHecHTeCh, MOXaJIyHCT4d, CO BHUMAHMEM K PUCYHKaM, [pHBe-
JIEHHbIM B KHHUTe, HO HUMEHTE B BHAY, YTO OHH OTPAXKAIOT JHMIIb
HAallli CETOIHSAIIHUE B3MJIsiAbl. 51 yBepeH, 4TO B JanpHEHINEM, 110
Mepe yriryOJIeHHS HAIIMX 3HAHAH, WX NOPUAETCA CYLIECTBEHHO
U3MEHUTE.



S xoten 6b1 MOONAroAApPUTH 34 APYKECKHE COBETHI CTYIEHTOB
TapBapackoro yHHMBEpCHTETA M Kojuler u3 moeil nabopatopuu, a
taxxe ODmicon Koyeu, Huxa Koszapesum, Hopma JIaBuacona,
Xatya Wxonsa, l'apu I'yccmma, I'epxapna Xokcuaiinnma, Bmina
Max-Knye, Pycca Maypepa, T'osapna Homa, Jxedda Pobeprca,
boba llneitpa, Xsmma Cmura, xona Cremasza, Hwuma Yor-
cona, Agama Vunkutca, Keiita Amamoro, Maiikna SpMonunacks,
IMarpunuto 3appaep U ocobenno Canmu JxoucoH. HMnuero Ha-
TIACAHMSA 3TOM KHMIM nopail Mue beprapn Xupt.

Oco0eHHO BaXHYIO POJIb B TOM, YTO 3Ta KHHUra YBHJE/IA CBET,
chirpasu Tpu 4yenoBeka: ben JIptowH Hampapisn Bcro paborty 1o
W3JIAHUFO KHUTH, NPOSBISS YyBCTBO CTHJS M HOHMMAHUE MPO-
6nembr; Kapon Mopura 6wicTpO MOATOTOBHIA BUEYATIIAIOHIAE
wunoctpaimu; Kapos Hunmepr HeckoJibko pa3 nepenevarsiBaia
PYKONINCH, peliajia OpraHM3alMOHHbIE BONPOCH!, U eJ1aia BCE 3T0
BEJINKOJIETHO.

Supaps 1986 r. Mapx IImawne
Kembpux, Maccauycerc



Beepenue

Oxono 40 ner na3an Auzape JibeoB u ero konneru B IlactepoBckoM
vHCTHTYyTE B [lapwke onucanu NOpa3uTEIbHOE CBONCTBO OJHOIO
mramMMa oObMHOU xuineyHoit Oaxrtepuw Escherichia coli: B pe-
3yabTaTe O0IyYeHUs YMEPEHHOU HO30U yubTpadhHoNeTOBOIO CBETA
3TH OaKTepUM HEPECTAIOT PACTH U UpHMEpHO uepe3 90 MHUH Jin-
3UpyroTCs (Pa3pyliaroTest), BRICBOOOXKAas B KYJIbTYPAILHYIO CpEay
MHOXECTBO BUPYCHBIX YaCTHIl, KOTOpbIe Ha3Bau A-paramu. Takue
BHPYChl Ha3pIBAIOT TaKXke OakTepHogaramu, T.e. NOXHAPATEIAMH
baktepuii, wim npocro ¢aramu. Beiceobogusnmecs A-paru 3apa-
KAIOT HOBbIE DaKTepHH M TakMM 0Opa3oM pa3MHOXaroTci. MHoO-
rHE 3apaXxeHHble OaKTEpHUH BCKOpE TOXE JIM3UPYIOTCS, BBICBO-
OoxJiass HOBBIE (paroBble YacTMIbI, HO HEKOTOpHIE W3 HHMX BbI-
XMBAaIOT ¥ HecyT dar A B nareutHoif dopme. DtH Oaxrepuu
HOPMaJIbHO PAaCTyT M JAENATCA, HOKA KYJIBTYpy HE oOjaydar eme
pas; Torga Kaxjas U3 ITUX OaxkTepuil, MOMOOHO HCXOIHBIM,
JIM3UPYETCS U [1aeT HOBBIA ypoxaid daroswix yactun. Ha puc. |
NPEACTABJCHBI 3JIEKTPOHHBIE MHUKpOQdoTOrpadMd BHPYCHBIX 4ac-
THLl U KJICTKHA-XO3SIMHA.

JIeBOB 1 ero xosuiern ®pancya Xaxo0 u ’Kak Mono noHsum,
4TO 3TO HEpeKIIOYEHHE [BYX COCTOSHMH BHpYCAa - JIaTEHTHOH
dbopMBl B HenAliedcs OakTepud M aKTHBUPOBAHHOM (GOpMbI B
00Jiyd4eHHOH OaKkTepHHd —npocTas MOJEIb OJHOTO W3 OCHOBHBIX
OMOJIOTMYECKMX TIPOIECCOB: BKJIIOUCHHSI W BBIKJIFOYCHUS TCHOB.

TeHbl oNpeneNsioT CIPYKTYPY BCeX MOJIEKys, M3 KOTOPBIX
COCTOSIT KHBBIE kieTkd. B kaxawpiii mMomenT mofas KjieTka, OT
faxkTepHanbHON O YENOBEYECKOW, UCHOJIb3YET JMINL YaCTh CBOMX
T€HOB /i1 00pa30BaHUs Pa3JIMUHBIX MOJIEKY/L. MBI TOBODHM, 4TO
ITH JKCIIPECCUPYIOMIMECS T€HBI @KAMOYCHbl, 3 T€, YTO HE IKCIPEC-
CHPYIOTCS, GbIKAIOYeHbl. JIpYTUMH CIOBaMH, MBI HOJIaraeM, 4TO
IKCIIPECCHS TEHOB PETYIHPYETCSI.

PaccMoTpuM B KadecTBe NpHMepa pa3BUTHe OCOOH M3 OILIO-
JJOTBOPEHHOTO siIa. DTa KJETKA, PaBHO Kak H €€ IOTOMKH,
JEJIUTCH, W JaHHBIA NpOlecC MOBTOPSAETCS MMJUIHOHBI pas; NpH
ITOM KaX7asl HOBas KJETKa IOJIyvaeT WASHTHYHBLIA HaOOp TEHOB.
Tem He MeHee OJHH KJETKU (HAMPUMED, T€, U3 KOTOPBIX COCTOST
BOJIOCHI) BBITJAAAT M (QYHKIMOHHPYIOT COBEPIUCHHO WHAUYE, HeM
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Npyrue (Hanpumep, KJIeTKH KOXH), TOCKONBbKY B Pa3HbIX KJIETKAX
BKJIFOUEHBI pa3Hble reHpl. CaMoe TJIaBHOE, YTO IeHbl NEPENar0oTCst
OT POAMTENILCKIX KJIETOK K NOTOMCTBY 0€3 M3MEHEHHH (3a peIKUM
UCKJIFOYEHHEM), HO TpPH 3TOM OHH MOTYT [O-pa3HOMY IKCIIpPEC-
CHPOBATHCS B Pa3HbIX KIETKaX.

DKCIPECCHsl TeHa PETYIMPYETCs He TOJNBKO B XOJE Pa3BUTHSA, HO
TAKKe U B TeueHHe XU3HU auddepeHumposanHod knerku. Ha-
npuMep, KJIeTKH KOXH MEHSFOT CBOH LBET O] JEHCTBHUEM COJI-
HeyHoro cBerta. CTpyKTypa reHa, OTBEYAFOINEro 3a MHTMEHTAlHIo,
HE HM3MEHSIETCS B OTBET Ha OCBEIlleHHE; NPOCTO BHEKJIETOYHBIH
CHTHAJI, CBET, BKNIOYAET ITOT TeH. Ellle oauH mpuMep peryJisiiHu
TeHOB: PAKOBBIE KJICTKH JICJATCS B TAKMX YCIIOBUSX, KOT1a JI/ICAUE
COOTBETCTBYIOLIUX HOPMaJIbHBIX KJIETOK He MpoucxoauT. OaHa u3
NPUYMH COCTOWT B TOM, 4YTO HEKOTOPbIE TE€HBI B 3THX KJIETKaX
BKJIKOYECHB! (HJIM BBIKIIOYEHBI), TOTAd KaK OHH HE JOJDKHBI (WU,
Hao0OpOT, JOJXKHBEI) paboTarh.

buosiory naBHO XOTENW y3HATH, KAK BKJIIOYANOTCS M BBLIKJIHO-
Y4FOTCS TeHBI {IPU HOPMAJBHOM Pa3BATHUM W KaK HAPYLWIAETCS UX
peryJisums [pu Tex HJId WHbIX 3abosieBaHusix. Hac uaTEpecyroT
MOJICKYJISIPHBIE MEXaHU3MBI PEYJISIIHH [€HOB U 0O beHHEHNE ITHX
MEXaHU3MOB B CHCTEMY, OOECHeYMBAIOUIYIO YIOPSAOUYCHHOS
BKJIFOUCHHE W BBIKJIFOYEHHE FPYIII TeHOB. MBI XOTUM MOHSITH, KAKHE
CTAaJMA B 3TOW CHUCTEME DPETYJUPYIOTCH BHYTPUKIETOUYHBIMM TIPO-
rpamMMaMH, a Kakue — BHEKJIETOUHBIMU CUTHATIAMHU.

BosBpamiasice x HCxoaHOMY npuMepy —dary A, Mbl MOXKeM
Tenepbk OTAATh JOJDKHOE INPO3OPJMBOCTH [IEPBOIPOXOMIEB, KO-
TOPBIE PACIIO3HATIH B POCTE 3TOTO BUPYCA, M HPEKIE BCETO B €O
CcnocoOHOCTU WATH TIO JBYM MYTSM pa3BUTHS, yAOOHBIH 115t
UCCIIEIOBAHUS HPUMEP PEryJISLUU dKCIpeccud renos. Baktepuu u
nx ¢aru O6pICTPO PA3MHOXKAIOTCS, O6J1aT0AaPS 3TOMY PErYJISIHIO UX
TEHOB MOXHO H3y4aTh C IOMOIIBIO FEHETHYECKUX U OUOXUMH-
4eCKUX TIOJIXOJIOB ropaszfo Oosiee 3(GekTuBHO, YeM PETYIISIIUIO
F€HOB B KJETKax BBICHINX OPraHU3MOB. Teneps paccMOTPUM
BKpATIe, YTO MPEACTABISIIOT COOOM TeHbI M KaK OHM padoTaroT.

HauHeM cO cTpyKTyphsl Tera, ydacTka modjekynasl JAHK, xo-
TOpbIt camM 10 cebe uHEPTEH, HO HeceT HHGOPMAIHIO, 3aKO-
JUPOBAHHYKO B BH/E TOCJIEIOBATEILHOCTH OCHOBAaHHH B JABYX
nensix. UeTbIpe OCHOB4HMS, BXOJSIUE B COCTAB MOJIEKYJIbI
HAHK,—anennmn (A), tumus (T), ryasun (G) u muroszun (C)-—
NPHCOEMHERDBI K JABYM B3aWMHO MEpPEIUIeTAIONMMCS OCTOBaM,
npudeM A onHo#M menu Bcerxa cnapeH ¢ T apyroit, a G Bcerna
cnapel ¢ C.

Ha puc. 2 npuBeaeHsl TpU CXEMATHYECKHMX H300paXeHUst OT-
peska moaekyiasl JIHK. Ha BepxHed cxemMe NnocjieloBaTeIbHOCTh
13 24 nmap ocHOBaHMi! 3anucaHa B JBE CTPOKH, TAK YTO OCHOBAHUS B
BEPXHEH CTPOKE BXOAAT B cocTaB ofnoit nenu JHK, a uuxHeil—B
coctas Jpyroil. Mel roBopum, 4YTO TMOCJIEIOBATEIBHOCTH OCHO-
BAHMU B JIBYX IENSIX KOMILIEMEHTAPHBI, TaK KaK IMOCJIEA0BATEIb-
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Puc. 2. Pasnu4nble cnocobbl cxematudeckoro usobpaxenns JHK. Ha sepxueit
cxeme ocoboe BHMMAaHHE OOpAINAcTCsd HA CH2PHBAHHUE KOMILIEMEHTAPHBIX OCHOBA-
uuit. Ha cpemneit cxeme mpencrasiena ofmast ¢opMa ABOHHOM crimpamd ¢ ce
GonbuM 1 MaJbM Kenobkamu. [TonspHOCTL Lenel yKa3aHa Ha ITHX ABYX CXEMax
crpenkami. JKenoOkn BHAHBI Takke HA HIKHeH cxeme, rae JHK usobpaxena
B BUJI¢ TIPOTSLKEHHOrO IINIHHPA CO CIHPAJIbHBIMH NIOJIOCaMH Ha noBepxHoctH. Ha
caMoM JejIe Ha O 000poT crupam npuxogurces ve 10, a 10,5 napst ocroBaHui.

HOCTB OJIHOHM M3 HHX ONPEAENSIeTCsS NOC/AeN0BATEALHOCTRIO APYroi
COTJacHO TpaBUiNaM CHapHBaHHS OCHOBAaHHH.

Ha sTopoii cxeme ydyactok jimHON okoyio 80 nap ocHOBaHMU
u300paxeH B BHAe ABOITHOM cnupanu. OOparure BHEMAHUE, YTO
OIMH 00OPCT CIUPAM COCTOUT NpuMepHO u3 10 map OCHOBAHMIA,
tak yto 3TH 80 wap ofpa3syror npumepao 8 sutkos. [lo mo-
BEPXHOCTH CHHPAJIH TAHYTCH [[Ba XejoOKa pasHOH IUMPHHBL,
OonbiIoN ¥ Manbii. Ha cxeme BHIHO, YTO OCTOBBI HENEH HOAYT 1O
MOBEPXHOCTH CIHUPAJH, a OCHOBAHHUS OOpalieHbl BHYTDD.

Hakxonen, na Ttperbeit cxeme JHK wm3obpaxena B Buae
IUTHH/PA, 110 IOBEPXHOCTH KOTOPOTO BBEOTCSI OCTOBBI [IBYX LieTel
cnapany. MMeHHo B Takoi ¢opMe, Koraa CTPYKTYpHbIE OCO-
OCHHOCTM CNHpAJd IMOKA3aHbl B YHOPOINEHHOM BHAE, HO C CO-
OnroneHNeM Tponopnuii, Mul OyjaeM n3obpaxath Monexyny JHK
B HEPBOI TJaBe.

Hasindne CTpesioK y KaxJIoW U3 Ilelel Ha pUCYHKE YKa3bIBAET
Ha elle OJIHO BaXHoe CBOWCTBO JBoiHOU cnupanu JHK: nemn
AMEIOT ONpPEC/IEHHYI0 HANpaB/IcHHOCTh WIIH MOJSAPHOCTD H UAYT
B TPOTHBOMOJIOXKHBIX HampasieHWsix. Kak nokaseiBacT puc. 3,
NOJISPHOCTE Tienell o0yCJIOBJIEHA TeM, 4TO XHMMYECKHE CBS3HU,
00pasyrolyue OCTOB KaXI0# UenH, acuMMerpuunel. CTpesku Ha-
npaBiaeHbl 0T 5'-KOHIOB neneil x 3'-KoHuam (B NOJANNCH K PUCYHKY
00bsACHSAETCA TaKOW BBIOOpD HANPABJICHUS UEHEH).
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Pocgat Caxap

OcHoBanHe
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Puc. 3. Monexyna JTHK, uzobpaxennas 6onee kpynasim mraoM. OCToB kaxaoi
nermu JJHK cocrout u3 wepeayrormxcs octaTkoB caxapa u ¢pocdara. Hanpasnenne
Henel onpejenseTcs TeM, Kak caxapHbIl OCTaTOK CBa3aH C pocdhaTaMu: ONUH U3
HHUX OPUCOEIHHAETCA ¢ NMOMOINbI0 5'-cBA3M, a Apyroid—3'-. Kaxaeli caxapHblil
OCTAaTOK CBS3aH TaKXe C OCHOBAHMEM, KOTOPOE CHAPEHO C KOMILIEMEHTapHBIM
ocHoBaHWeM Jpyroit nemu. GC-mapbl OocHOBaHHH CTaOWJIM3HUPYIOTCA TpeMsl BO-
JNOPOAHBIMH CBS3MH, a AT-mapel—nasyms. [Ipu HapanmBaHHU LeNH TyaHHH,
coeAMHEHHBbH ¢ caxapodocaTHOM TpYNMUPOBKOH, IMPUCOCIHHACTCA K OJAHOH U3
nenel, npu 37oM aBe QocdaTHpIC IPYMIIBI OTIICTUIAIOTCS.

IIpyHUHN KOMIUIEMEHTApPHOCTH MOC/IENOBATENbHOCTEH 00D-
ACHSIET, KaKUM 00pazoM NpOUCXOAT UPaBUIILHOS y/IBOSHUE TEHOB
U (KaK Mbl BCKOpE y3HaeM) HX 3kcnpeccust. Ha puc. 4 nokasaso,
utro npu pemmkauun JAHK ee menu pacmerarorcs H 3ateMm
Kaxzass U3 HHUX KOMUPYETCS COIJIacHO INpaBWJaM ClapHUBaHHUS
ocHoBanmil. [Tpu 3T0OM KaxkIas POAUTENBCKAS LENb UCHONb3YETCA
B KaueCTBE MaTpHilbl i 0Opa30oBaHMsi KOMILIEMEHTAPHOW Henu
U Opu JeJIeHNH KJIETKH JBe MOYECPHHE KJIETKH IOJIYYaroT KOIHUH
POIOUTEJILCKUX TCHOB.

OO0bIuHO TeH cocTouT npuMepHo n3 1000 map ocuosanmii (100
BUTKOB) W BXOAMT B COCTaB ropaso 0ojiec NIHHHONW MOJIEKYIIb
JHK. IlepBblil 3Tan 3KcrnpeccHMM I'eHa Bcerja OQMHAKOB: IOCIIe-
aosaredbHOCTh onHo w3 pened JHK xomupyercs, umm tpas-
ckpubupyercs, B Buje juHerHOH Monekyasl PHK. Kak mokxazano
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Puc. 4. Peruimkauus [JJTHK. V BepxHe#t 4acTH MOJIEKY./IBI 1IENIH €UIE€ HE Pa3OULIUChH

u oOpa3yroT kak 6wl crBoJ. OTXOASIIME OT HErO BETBH — PA3OIICIUIMECH e

MK — Clly*aT MaTpHUaMH A1 obpa3oBaHHs KOMIUIeMeHTapRsIx neneit. Ilpu xonu-
poeanun A crnapuBaetcsi ¢ T, a G—-¢c C.
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Puc. 5. Komnaementapsocts MPHK u JIHK. Ocnosamue U B PHK cooTtBeTCTBYyeT

ocroaumio T B JJHK. IMocnenosarensHocTs m3obpaxenHoit Ha pucynke MPHK

KOMIUIeMEHTapHa nocieaoBaTenbHocTn HikHelt nenu JHK. 91a MPHK, a Takke

MPHK Ha ABYX CICAylOLIMX DHCYHKaX CHHTE3UPYIOTCS B HANPABJICHHM ClieBa
Hanpaso.



Ha puc. 5, mocaeaosatenbHOCTh ocHoBaHui PHK maentuyHa mo-
ciegosatenpHocTH oaHo u3 neneid JJHK u xommiementapHa
[10CJIEIOBATEILHOCTH ApYro# (MaTpuynoit) uenn. Mb1 Oyaem cum-
TaTh, YTO TEH 6KoueH, €CIM OH KOommpyercs C oOpa3oBaHUEM
PHK, u gwixarouen, eciiv HET.

Oann Monexyasl PHK sBisiroTCs KOHEYHBIMH IIPOJAYKTEMH,
KOTOpble caMH 1O ce€0¢ BBIIOJAHAIOT B KJICTKE OIPENEICHHBIC
dynxuun. dpyrue PHK, nasbiBaeMble MaTPUYHBIMH WM MHGOD-
vtanondeiMH  (MPHK), HanpaBiagroT cHHTE3 ApPYrux MOJIEKYJ -
OenkoB. CyniecTByeT MHOXECTBO Pa3JINuHbiX O€JNKOB: 3TO, HAIIPH-
Mep, CTPYKTYPHbiE KOMITOHEHTHI KJICTKM, AHTHTENA, (DEPMEHTHI
i 1. 1. Hocnennne gaxTHYecky BBIMOIHAIOT BCKO padoTy B KJETKE,
B TOM YHCJI€ OCYLIECTBJISIOT TPaHCKpuIuvio 1 perukamyro JHK.

BenkoBas MoJieKyJjia NPeJICTaBAsSeT cOOOH 1ENOUKY U3 3BEHLEB,
Ha3LIBAEMBIX AMMHOKHCIOTAMH; HX MOCJAEHOBATENbHOCTDL OIpPe-
JESISIETCS TOCJIEOBATENHHOCTBIO OCHOBAHUN COOTBETCTBYIONIETO
reda. CuurtniBanue (rpaucnsuus) MPHK upoucxomurt mociemo-
BATE/AbHO, HauMHas ¢ 5'-konna. Kaxzias cieayronias rpynma us
rpex OCHOBaHMIA onpefenser, kakasg 3 20 aMMHOKHCIOT JTOJOKHA
ObITh NpHCOeHHEHa K pacTynied Gesnxopoil nemu. Ilepsyro amu-
HOKHCIOTY GeJIKOBOM 1enH Ha3bIBatoT N-KOHIOM (MJIH aMHHO-KOH-
110M), TOCJEAHIO —C-KOHIIOM WiK (KapOOKCH-KOHIOM).

Kaxgast OGenkoBas MOJIGKYNA CKIAABIBACTCH OUPEACIEHHLIM
06pa3oM, B 3aBHCUMOCTH OT AMHHOKHCJIOTHOH MOCHENOBATEIb-
Hoctu. Ilpu 3ToM OOBIMHO 0Opa3yeTcs YacThia NPUMEPHO cde-
pudeckoil popmbl (T7100yIa), Ha MOBEPXHOCTH KOTOPOH MMEIOTCA
XdpaKTePHBIC BLICTYIB H BNa/MHbL. BO BBEJACHUU U B IEPBOM IJ1aBEe
™Mbl 00cyauM paboTy psaa OeiakoB, KOTOpbie OyayT H300pakenb

NpomoTop

Puc 6. IIpomotop u PHK-nonumMepasa. Ilpu cBs3bIBaHHU € IPOMOTOPOM B Havajle

reHa PHK-nosjumepasa mokpeiBaeT 6 BHTKOB chupaid, T.e€. okono 60 nmap oc-

HoBaHmHA. Vpouwenroe usolpaxeune PHK-nonumepassl #a pUCyHKe HE OTpaxaeT

10ro ¢akTa, YTO ITOT KPYNHBIA PEPMEHT COCTOUT U3 HECKOJIBKMX LIETEH ¢ PA3HBIMH

AMUHOKUCIIOTHBIME  1Toc/iefioBaTenbHocTAMA  CTpesika yka3bpIBaeT HalpaBiieHHe

TPAHCKPHUIIMH, KOTOpAasA HAYMHAETCA C MAaphbl OCHOBaHHH, PACHONOKEHHON TOYHO
H4/ IEBLIM KOHIIOM CTPENKH.
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B BHJE IIAPUKOB H JIPYTHX OKpYIJbIX Ted. Bo BTOpo# riaee Mbl
PACCMOTPHM POJIb XAPAKTEPHBIX OCOOCHHOCTEH MOBEPXHOCTH He-
KOTOPBIX OeJIkOB B MX paboTe U peryssinMd aKTHBHOCTH I'€HOB.

I'ean1  Tpanckpubupyrotcs ¢ obpaszosanuemM MPHK non
neficTereM (epMeHTa, KoTopeiid HasbBaetcs PHK-nonumepasoil.
TMponecc HauMHACTCA CO CBA3bIBaHWA (pepMeHTa BOJNUM3HM Havana
T€Ha C TaK Ha3bIBAEMBIM NPOMOTOPOM. IIpoMOTOp MMeeT JUIHHY
nopsanka 60 map ocHoBanumil. Ha puc. 6 usobpaxeHa mosekyna
PHK-niosmaMepassl HETIOCPEACTBEHHO Tepel CBI3BIBAHHEM C TIPO-
MOTOPOM THUUMYHOTO OakTepmayibhHoro resa. O ¢opme storo
tdbepMeHTa HAM MaJio YTO M3BECTHO, HO MBI 3HAEM €r0 NPUMEPHBIC
pa3MepEL.

Cas3aBUMCH ¢ DPOMOTOPOM, HOJIMMEPa3a HaYHHAET NepeMe-
IATbCH BAOJIL TeHa, cuate3upyst MPHK (puc. 7). Ob6patuTte BHE-
MaHWe, YTO 10 Mepe CBOErO MEpPEMEIEHUs IOJIMMEpa3a pac-
HJeTaeT W 3aTEM BHOBb 3alNieTaeT TOCIeNOBATENbHbIE KOPOTKHE
yuactku JIHK. B pesyasrare 3T0r0 BpEeMEHHOTO pacujieTaHus

Koneu

Puc. 7. Tpauckpunuus reda. Ilo mepe asuxeHus nonumepasot saons JAHK oanu

H TOT X€ €¢ YYACTOK NMOCTOSHHO KOHTAKTHPYET ¢ paciuteTeHHbIM yuacTkom JJHK

JIMHOM OKoJIO onHoro obopora cmupasu. To OcHOBaHHE MAaTpHMIBL, KOTODOE

KOMUPYETCSI B HACTOSILHMH MOMEHT, HAXOIUTCS B NPEACIaxX PACILUICTCHHOTO y4acTKa

JHK Ha paccTosiHud mpumepHo 20 nap OCHOBaHMR OT MEPEAHEro Kpas moJuMepa-

3b1. Korna monumepasa nocTuraer cromn-curuaia, oHa orxoant ot JHK u MPHK
BLICBOGOXIAETCH.
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Hapbl OCHOBAHUN PACXOASATCS M NOCIENOBATEIHLHOCTE OJHOU M3
Henei cayxuT Matpuned juis o0pas3oBaHHs KOMIUIEMEHTAPHON
MPHK.

Kaxap1it ipoMOTOp ONpeNe/IsieT, B KAKOM HaupaBJIeHUH OyneT
nepeMemarbca noauMepasa Bnosib cnupana JHK, u npu asu-
XKEHHH B 3aJaHHOM HANpABJICHAH (EPMEHT CYUTBIBAET TOJIBKO
onuy u3 ueneit ¢ obpaszosanneM MPHK. Toaspaocts nenn MPHK
IMPOTHBOMOJOXKHA MOJISIPHOCTH MaTpuunoi neru JJHK.

Kak nokazano Ha puc. §, IBE MOJEKYJIbl NOJUMEDPA3bl, [IBH-
KYIIHECS B IPOTHBOIIOJIOKHBLIX HAMpPABJICHUSIX, CUUTLIBAKOT DPas3-
uple nenu. [Tonumepasa, IBUXYLIAACS HANEBO, CUUTH'BAET «BEPX-
HIOIO» Henb (0003HAYCHHMS ueneil npHUBeleHbl Ha BEPXHEH cxeMe
puc. 2). Korga Mol OyzeM noapoOHee 00Cyk/1aTh CTPOCHUE BUpYCa
A, MBI YBUIHM, 9TO ero eanHcTeeHnas Mosiekyaa JJHK coctourt u3
MHOTHX F€HOB, IPHYEM OJHHU U3 HUX CUMTBLIBAIOTCS CJIeBa HAIIPABO,
a JIpyrue —crpasa HAJIEBO.

Pabdore PHK-nonumepassl, rpanckpuOupyrolleid ToT uin HHOH
TeH, CIOCOOCTBYIOT MJIM NPEHSTCTBYIOT «PETYNSATOPHBIE» OCIKH:
OHHM cBs3bIBarOTCA ¢ yuactkamu JHK, HazpiBaeMbIMUH olleparTo-
pamu. besok, oCyliecTBsIIOMIME HETAaTUBHYIO PETYJISLUIO, [pe-
MATCTBYET TPAHCKPUNIMM, a TO3IUTHBHYIO —CIIOCOOCTBYET €M
(ctumynupyer ee). B mnepBoil rjaBe Mbl pacckaxem o paboie
OJIHOT'O PEryJsTOPHOIrO O€JiKa, A-pernpeccopa, KOTOPLIHA sBJseTCA
OJHOBPEMEHHO ¥ TO3UTUBHBIM, U HEFATHBHBIM PETYJISTOPOM TpaH-
CKPMIILIHH.

Mgl 4acTo OyIeM TOBOPHTB, YTO TOT WJIM MHOM PETYJISTOPHBIN
0e/IoK CBSI3BIBAETCS] C OIIpe/Ie/IeHHbBIM OIEPATOPHBIM Y4aCTKOM
(nu yuactkamu) B Mostekyie JIHK. Ilpu stoMm umeercs B Buay,
4ro 0eslok 0OBIYHO HAXOJMTCS HA 3TOM y4YacTKe, HO JIETKO MOXET
NOKHUHYTH €ro (Tak OHO uacro u ObiBaer). Ilpousoiiner nu He-
Me/IJICHHOE CBSI3bIBAHUE IPYroil TOYHO TaKOW ke MOJIEKYJIbl C 3THM
YY4CTKOM, 3aBUCHAT OT KOHIEHTPAaUUH JaHHOro OejKa U ero
cpoacTBa K 9Tomy yuactky JHK.

Mousexyna JHK moxer coaepxkath Gosiee OZHOTO Y4acTKa.
CIIOCOOHOTO CBSI3BIBATH ONpEJIETIeHHBIN Oejlok. Takue y4yacTKH
MOTYT pa3jid4aThCsl MO CHie CBI3bIBaHUs 73Toro Oemka. Ilpu
HU3KOH KOHLEHTpaUK OelKa B KaXIbiil JTaHHBIH MOMEHT BPEMEHH
D0J1ee CUIIBHBIA y4aCTOK C OOJIbIICH BEPOSITHOCTLIO Oy/IeT CBs3aH
¢ OenkoM, ueMm Oostee ciaburii. OgHAKO TIPH BHICOKOH KOHLCHT-
pauuu Oenka, Kak NMoKa3aHo Ha puc. 9, pasHUIA B CPOJCTBE YXKE HE
OyaeT UMeTh 3HaueHHs U 00a yyacrka CBsi3bIBaHHS OOBIYHO OymyT
3aHAIBL. DTO COCTOSIHHE JMHAMHYECKOTO PAaBHOBECUS BO3HHKAEST
IOTOMY, 4TO CBsi3W, yvacTBytoume B JIHK-6enkoBolx B3aumo-
AeWicTBUAX, ropazjo cinadee, 4eM, HAUPUMEDP, CBA3M, KOTOpHIE
VAEPXKHUBAOT BMECTE MOHOMEPHbBIE 3BEHb OEJIKOBOM LIEHH.

YeTolpe TJIaBbl Hamed KHUIM HOCTPOEHBLI CICAYIOINM 00pa-
30M. B nepso#i riiaBe ommcano, Kak pPeryJisTOpHbie Oesiku A-pe-
apeccop u Cro cpsswBatroTcs ¢ JIHK w B3aumopaeicTByroT ¢
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Puc. 8. [IByHanmpaBjieHHOCTb IIpolecca TpaHckpunuuu. IlocrenoBaTesbHOCTD
MPHK rena B xommnnemenTapHa oanoit us nenet JJHK, a MPHK rena A — nqpyroi.

Puc. 9. Cea3piBanue peryJIaTOpHOro 6eika ¢ CHJIBHBIM U CIaObiM ONEpaTOPHBIMU

yyacTkamu. [Ipn HU3KOH KOHLEHTpAIMH PCTYyJIATOPHBIH 6ElIOK 3aHHMAaET TONBKO

CHJIbHBIH ONIEPaTOPHEIH YYaCTOK, a IPH BRICOKOH —00a yuacTka. JIpyruMu crioBamMH,

C YBEJIMYEHHEM KOHHCHTPAIMH O€JI0K BHaYase CBASLIBACTCA C CHJIBHBIM YYaCTKOM,
4 3aTEM —CO CNaObIM.

PHK-nmonumepasoii, orpe/iensisi, Kakue IpoMOTOPBI OyIyT HCIIOIh-
30BATBLCA [Jis TPAHCKPUMNIMK. DTH KOMIIOHEHTHI 00pasyloT B Co-
BOKYNHOCTH T€HETHYECKUH DETYJISTOPHBIA MEXaHH3M («IEpEeKJIro-
gareJib TEHOB»), KOTOPBIA C MOpasHTeNbHOH 3(h(PEeKTHBHOCTBHIO
H3MEHSET HKCIPECCHIO T€HOB MOCJE TOTO, Kak DaKTepHUIO, COEPKa-
myo ¢ar A B jaTeHTHOH ¢opme, noasepraror Y P-o0iydeHn:o.

Yr1o6bl IIOHATH NEHCTBHE PETYASTOPHOTO MeEXaHW3Ma Ha 3TOM
YPOBHE, MBI JIOJKHBI UMETh OOIliee MpeAcTaBiieHHE O MOJIEKY-
JIApHOHM CTPYKType ero KommoHeHToB. l[lpu 31oM MBI Oynem
m306paxats JJHK B BHIie :KeCTKOM NasioO¥Ku, HA KOTOPOH HMEIOTCSA
yuyactku cessbiBaAus PHK-nomuMepasst 1 perynsitTopsbix 6€1KOB;
9TH OeJIKH TOKAa3aHbl B BH/IC [IAPHKOB WM THPEK, OHH CBSi-
3BIBAIOTCSA C IMPOMOTOpPAMH M ONEpaTOpaMH U BKJIIOYAIOT W BHI-
KMovaroT redpt, UTOOBI JIeHCTBHE pETyJISITOPHOro MeEXaHW3Ma
ObUIO MOHSTHO, €r0 KOMIIOHEHTHI M HMX B3aWMOJNEHCTBUA H30-
OpakeHbl IO OT/EJIBHOCTH HA MHOTHX HECJIOXHBIX PHCYHKaXx.

B rn. 2 cTpyKTypa peEryJITOpHBIX O€JIKOB paccMOTpeHa IO-
paszmo moapoOHee. B Hel onucansl 061mue, CPaBHATENBHO NTPOCThIE
MEXAHU3Mbl, HCTIONIB3YEMBIE 3THUMH OelkaMH ¢ HEKOTOPbIMH Ba-
pHaUAIMH, 9TOOLI PACNO3HATH HYXKHBIE IIOCNIENOBATEIBHOCTH OC-
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HOBaHHH CpeAy MHJUIMOHOB ApYrux map ocHosaHumid. IlokasaHo,
9TO CTPYKTYpa peryjsiTOpHOTrO Oejika KOMIUIEMEHTapHa onpene-
nenHoit vactu crpykrypel JAHK; ecom peus mpmer o6 y3HaBaHUH
HyXHo# mnocnenoBatenboctu JAHK, nBe Monexynbl moaxoast
JpYyr Opyry, Kak KJirod K 3aMKy. Ha 3ToM ypoBHe paccMOTpeHHs
MBI CMOXEM IIPE/ICTABUTH, KAKUM OOPAa30M PEryJISITOPHBIA Oenok
BKJIHOYAET M BBIKJIIOY4ET TCH.

B ri1. 3 nana oOmas kapTuHa paboThl reHoB dara A, koraa gar
BBI3BIBAET JIU3UC KJIETKH IJIH, HA00OPOT, IEPEXOIUT B JIATEHTHYIO
¢dopmy. IlepBbie HECKOJBKO CTAAMH PETyJiSIIMA T€HOB LPH 3a-
paxeHud GaroM OAMHAKOBHI B 00omx cnyuasx. Ha xpuTtuieckoM
jTane ofuH U3 (GaroBBIX PETYJSITOPHBIX OEJIKOB «YyJIaBJIMBAET»,
B KaKOM COCTOSIHHH HAXOJHTCS XO3SMCKas KJIeTKa, H ONpeaesiseT,
Kak OyAyT pa3BUBAThLCA JajbHEHUIHE COOBITHS. DTOT ITAN «IIPH-
HATUA PELICHUS» —IOKA3aTeNbHBIH OpUMeEp TOrO, KaK YCIOBHA
OKpyXarollei cpeibl BIMSIOT Ha PETYJISAIAI0 padOThI TEHOB B X0/
pa3BuTha. [locnesoBaTeNbHOCTD PETYNATOPHBIX COOLITHI KaXao-
TO MyTH PasBUTHS TOC/IE NPUHATUS PEUICHHS TIPEACTABIISET CO0Oi
KacKaJHbIM MEXaHW3M, KOTJia PSJl FEHOB NOCJEAOBATEILHO BKIIIO-
4aeTcsl M BBHIKJFOYAETCS B COOTBETCTBHM C MPEHOIpPeAe/IeHHOM
OporpaMMoxn.

B ri1. 4 onmcaHsl B 001X Yeprax 3KCHEPHUMEHTHI, HA KOTOPBIX
OCHOBaHBI NPEICTaBJIEHUs, pacCMOTpeHHbie B rii. 1 u 2. Hexo-
TOpPBIE JKCHEPUMEHTAbHBLIE [A0Ka3aTeNbCTBA S MPEACTABHI B
YIIPOILEHHOM BHJIE H HE CTPEMHUJICS K IIOJIHOTE U3JIokeHus. TeM He
MECHee JUISL YHTATeNsl, HE OYeHb XOpOIIo 3HAKOMOTO C 3JKCIIe-
PUMEHTaIbHBIMA METOJAMH MOJIEKYJISIpHOH OMOJIOTHH, 3Ta IjiaBa
Oyner Tpyamee npyrux. Ee HeoOsa3aTenbHO YMTATH C Havaia M0
KOHLA, JOCTaTOYHO BHHMATEJIBLHO O3HAKOMHUTBCA C HamboJiee UH-
TEPECHBIMU /I YATATENA MecTaMH. B KoHme riaBsl 00CYXAEHBL
HEKOTODBIE HEpEUICHHBIE MPOOJIEMBI.

I'maBHas Uedbs 3TOH KHUTM —[aTh oOllee npeACTaBicHUE O
MEXaHH3MaXx, PeryJHpyIONNX OTHEJIbHbIE TeHbl ara A, A O TOM,
KaK 3TH MEXaHH3MBI B3aUMOIEHCTBYIOT APYr C APYrom, oOpa3sys
PETYAATOPHBIE CUCTEMBI. MBI CUHTAaeM, YTO BaKHEHIIHH IpPOLECC
pa3sBUTHA OPraHU3Ma H3 OIUIOAOTBOPEHHOIO sHna CBOJUTCH K
(OYHKUMOHHUPOBAHHIO H30HpPaTe/]bHO peryjiupyeMbix reHoB. Ilo-
3TOMY B pAa3JHYHBIX MECTAX KHHTH, B YaCTHOCTH B KOHIE IJ. 3
U B TIPDHJIOXKEHHSX, IMPOBEACHbI HEKOTODHIE MNAapasUied MEXIy
IPOLIECCAMH Pa3BUTHUS M peryisumeil TeHoB v dara A U B KileTkax
BBICHIAX OPTaHM3MOB.

Heckonbko ciioB 0 HOMeHkaType. I'eHbl 0003HA4ar0TCs KYp-
CHBOM, OOBIYHO, XOTS W He BCerjia, CTPOYHBIMH OykBaMu (Ha-
npuMeD, cro, recA, lexA, N, Q); cooTBeTcTBYyrOIIME Oesiku 0003HA-
4AIOTCA NPAMBIM pudTOM, ¢ ponucHoii OykBbI (Hanpumep, Cro,
RecA, LexA, N, Q). Muorja no ucropuieckuM MpUYHHAM OeJIOK
umeet ocoboe 06o3HauCHHE (HAIPUMED, PEnpeccop, KOAMPYeMbIii
reaom cl).



nasa 1

OCHOBHbIe KOMMNOHEHTDbI
perynartopHoro mexaHmama

Tennl dara A cocraiaswor oy mosekyny JAHK —xpomocomy,
yIaKOBaHAYI B OeNkoByro obOosnouky (puc. 1.1). OGonouka npen-
cTaBisicT coOOW CIIOXKHYIO CTPYKTYPY, BKJIIOUYAIOIIVIO TOJIOBKY
U XBOCTOBOH OTPOCTOK M COCTOSIIYIO MpUMEpHO U3 {5 pasHbixX
OesikoB. Bce 31w Oenxu kogupyrorcs xpomocomoii dara A. da-
roBasi 4acTHla MH(MEKINOHHA: OHA NPHUCOSAMHSETCS ¢ HOMOIIBIO
XBOCTOBOTO OTPOCTKA K MOBEPXHOCTHU KJETKU E.coli, IpoKaIbIBaeT
€e CTEHKY M BBOJWT CBOIO XPOMOCOMY B O3KTEPHIO, OCTABJISS
0eJIkOoBYIO 00O0JIOUKY cHapyxH. ®dar A —oOnuraTHbiil napasuT:
9TO0B! PA3MHOKHUTECS, OH JOJDKeH BBecTH cBoro JITHK B HakTeputo.

[Janbueiiine coObITHS B OaKkTepHaibHON KJIETKe, 3apaxeHHOU
tharom A, MOTYT pa3BUBATHCA ABOSKMM 0Opdzom (puc. 1.2). Hus
OHUX KJIETOK HabmomaeTcss JMTHYECKWA MYyTh Pa3BUTHS pPa3-
JINYHBIE Tpynmbl (ParoBbIX TEHOB BKJIIOYAIOTCA W BBIKIIOYAIOTCH
B COOTBETCTBUY CO CTPOTO MPEAOTPEACICHHON NPOrpaMMO, Xpo-
MOCOMa A HHTEHCHBHO PEILTHLUPYETCS, CHHTE3UPYIOTCS HOBBIE
OeJIKM TOJIOBKM H XBOCTOBOT'O OTPOCTKA, B O4AKTEPWAJIBHON KJIETKE
00pa3yroTCcs HOBbie (ParoBbie YacTHIbL, 1 IPUMEPHO 4epes 45 MuH
MOCye 3apaXXeHUsI NPOUCXOOUT JIU3UC OAKTEPUM ¢ BBICBOOOXKIC-
aueM okoyio 100 ¢aropsix yactuu.

B npyrux kjeTkax MHbENUPOBaHHAs ¢daropas XxpoMocoMma Jii-
30TCHU3UPYET XO34HCKYIO KJIETKY: Bce (aroBble TI€HBI, KpOMeE
OJHOTO, BBIKJIFOYAIOTCS, U daroBas xpoMocoMa, KoTopasi Terepb
Ha3bpIBaeTcs MpodaroM, CTAHOBHTCS YACTBLIO XO3MMCKOH Xpomo-
comsl. [1o Mepe Toro kak sm3orenHas OakTepusi, Hecyntas mpodar,
pacTeT W JeNHTCA, Npodar NTACCHBHO PEILILHAPYETCS U NepexoauT
B JaTeHTHO# dopme B nmouepHue OakTepuasibHBIE KIETKU, BCE
BpeMsl OCTABASICh B COCTABE XO3AUCKON XPOMOCOMBI. DTOT NPOLECC
MOXKET MOBTOPSTHCA OSCKOHEYHO, M B OTCYTCTBHUE BHEIIHWUX BO3-
MYIICHUH TakWe pacTyIiue W JAeisuIfecs JIM30TeHHblEe OaKTepuH
OYeHb PEeJIKO NPOAYyUUpYIOT dar.

OaHako TipH Y®P-00y4eHNH MOYTH BCE JIM3OTCHHbIE KJIETKH
B IONYJSIMU JIM3UPYIOTCS M J1ayT HOBBIA ypoxkadl c¢ara A.
VabTpadpnoaeTOBBIA CBET BKJIFOYACT WU MHAYIUPYET MOTYABLIUC
JIO CHX mop (aroBble TE€HBI. U HAYAHAETCS JIUTHYSCKUM IMKJI.
JIUTHYECKUH MK B JIM30TEHHBIX KJIETKAX WHAYUMPYHOT MHOTHE
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IPVTHE BO3MelCTBUA, HOBpexmaromme xo3zsiickyro JHK, a ne
“.1bK0 Y ®@-cBeT. UTOOBI «1GUYyBCTBOBATE» NPEACTOSIIYIO I'Mbesb
©O3AHCKON KNETKU 1O JEHCTBUEM HHAYLMPYIOLIEro BO3ACHCTBUA,
T aroBas XpoOMOCOMa MCHOJIB3YeT OakTepuasibHble PepMmeHTsl. OHA
OKH1deT MHOTOKPAaTHO MOBTOPEHHBIA MYyTh NAaCCUBHOM peILIH-
HAUHU UM TIEPEXOUT HA NYTh JIMTUYECKOrO PA3BUTUS.

B nanHoit ryiaBe oObsacHsSETCA, KakuM oOpa3oM (arosbie TeHbI
O IEPAKUBAIOTCS B MONYAIIEM COCTOSIHUM UPH JTM3OTCHAU U Kak
IIPOUCXOJMT KX BKJIFOMEHHE C BBICOKOH 3(PEKTUBHOCTBHIO HPH
flepexofie Ha MYTh JUTHYECKOTO PA3BUTHS NPH ACHCTBUM HWHY-
IIHPYIOLErO CHUIHAjJa HA JIM30TeHHYIO KJIeTKy. B obmux 4eprax
HEPEKJIIOYECHUE MPOMCKOIUT CHEAYIONMM 0Opa3om.

B JsiuzorenHoil xiletke paboTtaer eAMHCTBEHHBIN (paroBLiM reH,
roaupyroinil Genok —penpeccop dara A, Penpeccop aBusiercs B
IIO3UTHBHBIM, U HETATHBHBIM PErYJIATOPOM OIKCHPECCUH T'EHOB.
Uss3piBasice Bcero ¢ JByms onepatopamu JAHK dara A, on
BbIK/JIIOYAET BCE OCTaJIbHbIE (DarOBBIC T¢HBI W BKJIFOYAET CBOH
coOcTBenHbIH TeH. (B 1. 3 oOBsicHeHO, XaKk BKJIIOYACTCH TEH,
KOIMPYIOLIUN penpeccop, B CaMOM Hauvaje, cpa3zy Mocje 3apa-
KeHMs, KOTJa HUKaKOTO penpeccopa B KJIETKE €Ile HeT.)

LiHK

l'onoskxa

KBOCTOBOW

OTPOCTOK

Puc. 1.1. Yactuma dara A. Xpomocoma ¢ara A amuHON oxomo 50000 map
OCHOBAHHMM HAXOAWTCS B TOJOBKe ¢ara, rAe OHAa HaMOTaHa Ha OenkoByro
CEePALICBHHY.
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XoTs B JIM30OTEHHOM KJETKE MMEETCS TONBKO OJWH Ipodar,
B Hedl comepxurcs okoyno 100 akTHBHBIX MOJIEKYJ penpeccopa
U JIMNIHAE MOJIEKYJIBI perpeccopa MOTYT CBsi3aThes C JIOOOH
n06aBOYHOM XPOMOCOMOM A, IPOHUKINEH B XjeTKy B pesynbrare
(dar He MOXET JHTHYECKH Pa3MHOXATHCH B JIN30TCHHBIX KJIETKAX
(puc. 1.3) Tomopsar, uro sm3oren objamaer MUMMYHHTETOM TIO
OTHOIIEHHIO K 3aPaXEHHIO A

YibTpaduosneToBoe 00JyYCHHUE JIM3OTCHHBIX KJIETOK HMHAKTH-
BHUpYeT penpeccop. B pesynbrare cuHTE3UpyeTCa ApYrod parosbli
peryasitopubiit  6e1ok —Cro . Cro HaumHAaeT JMTHYECKHH ITUKI |
HeobxoauM Juist Hero. OH CBA3BIBAETCS C TEMH Xe ONepaTOPHBIMH
y4acTKaMH, UTO U PEenpeccop, HO OKa3bIBAET NPOTHBOMOJIOXKHOE
¢dusnosiornyeckoe nefcTre. IMEHHO 3TN NIBa PEryIATOPHBIX Oeli-
ka BMmecte ¢ PHK-monumepas3oif u COOTBETCTBYIOIHUMH NPOMO-

Nuayruus
¢ nomowbsto Y

fnzorenuns

Puc 12 Tlyru passutus dara A Xpomocoma ¢ara, BBEIeHHAd B KIETKY, BHI3BIBACT

aubo nm3uc, aubo suM3oreHm3anuio YiabrpadmoneroBoe oO0ayueHHE JIM30TE€HA

HHAyIUpYeT nautwaeckuift mpomecc WMHaykmus Jm3oreHoB Oblila BHEPBBiE NpPO-
IEMOHCTPHpOBaHa B ciydae npodara Gaktepun Bacillus megaterum
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Puc. 1.3. AmMMyHuTer A-nu3oreHa. [|pyrue wacruupl ¢para A MOTyT BBECTH CBOIO
JHK B kieTky, au3oreHuyio no ¢ary A, HO MOJICKYJB penpeccopa HEMEANCHHO
BBIKJIIOYAIOT T€Hbl TaKUX «CYNepHHGUIMPYIOUMX» XPOMOCOM TOYHO TaK Xe, KaK
OHH BHIKTIOYa10T re’sl npodara. Takum o6pa3zoM, UMMyHHTET 0GecedHBaETCH TEM
K€ PENpeccOPOM, KOTOPHIA MOAICPKHUBACT JATEHTHOE COCTOsIHUE Mpodara.

TOpPHBIMH M omnepatopHbiMH y4yactkamMu JHK cocrasisior an-
apaT NEepEeKIFOYEHHs («IepEeKIIoYaTeNlb TCHOBY).

Heckonbko ympomas, MOXHO CKa3aTh, YTO ammapar mnepe-
KJIOYCHHUS MOXET HAXOJMThCi B OJHOM M3 JIBYX COCTOSIHHIL:
B IIEPBOM, COOTBETCTBYIOIEM JIM30T€HHH, T€H PENpPECCOpa BKIIO-
4eH, a reH, kogupyromuii Cro, BBIKJIIOYEH; BO BTOPOM, T.€. MpH
JIATUYECKOM POCTE, TEH ¢ro BKJIIOYEH, a T€H PENpPeccopa BbIKJIIOYEH.
Ilepelinem Tenepb K ONMCaHHMIO HPUOIM3UTENBHON GOPMBI M pa3-
MEPOB KOMIIOHEHTOB NEPEKJIFOYATESIS TEHOB U MX B3aUMOJEHCTBHH.

KomnoneHTnl epeRIoYaTeas

JHK

I'enbi, xomupyromue penpeccop u Cro, a umenHo cl u cro,
COCEACTBYIOT B XpOMOCOMe A. ODTH TeHbl TPAHCKPHUOUDPYIOTCH
B MNPOTHBOINONIOXKHBIX Hamnpasieausx (puc. 1.4). Toukn Hauana
TPAaHCKPUIIUMHU 3THX JIBYX T€HOB pa3jeseHbl ydacTkoM B 80 map
OCHOBAHH, ¥ B 3TOH OOJIACTH PACNOIOKEHbl YYACTKH JBYX THIIOB,
MIPOMOTOPBl M ONEPATOPHI, C KOTOPHIMH MOTYT CBA3BIBATHCSA
OeJIKOBbIE KOMIIOHEHTHI MEPEKJIFOIATENS.

W3 puc. 1.4 Bugno, 4TO Kaxaplid U3 reHOB ¢l M ¢ro UMeEeT CBOil
cobcreHnblif npomotop. IIpomortop c¢l, xoTopsiii 0b603HAYArOT
Ppy, HAUPaBIMET MOMMMEpa3y HaneBO, a NpOMOTOp cro, Pyp-—
HampaBo. YuacTku Monekyiabl JIHK, obpasyromme 31 npomo-
TOPLI, HA PUCYHKE BBLAENEHBI UBeToM. QOpaTuTe BHUMAHUE, YTO
3TH JBa NMPOMOTOpPA COCEACTBYIOT, HO HE NEPEKPHIBAIOTCA.
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cl-TpaickpunT

Cro-TpaHcHpunT

Puc 14 Heboasiwoft ywactok Mosaekyan JHK dara A /iBa mpomoTopd, pac-

TIOTOXKCHHBIE «CIHHA K CruHey» (Pgy ¥ Pg), 34IYCKAIOT IBUXKEHUE TOTHMEPA3b

B MPOTHBONOJIOKHBIC CTOPOHBI HAJIEBO WIET TPAHCKPHMNHS Te¢HA penpeccopa cl,

HanpaBo reHa cro lipaBbiit omepaTop Op COCTOMT M3 TPeX HACTEH M TMEPEKPHI-

Baetess ¢ oboumu npomortopamu  Kaxablif H3 1peX y4dcTKOB, 00Pa3yrolHx
OMNEpaToOP, HA3BIBAIOT ONEPATOPHBIM YYACTKOM

Tpu pacnonoxennslx pagoM ydactka, Ogl, Og2, O3, 006-
pasyior Og—npaBeiit oneparop A. OH Takke Mokasan Ha puc. 1.4.
Penipeccop 1 Cro CBSI3bIBAIOTCS C 9THMH YYACTKAMH U PEryJIUPYIOT
AKTMBHOCTb 00oux mnpoMoTtopoB. OOparuTe BHHMaHME Ha pac-
NOJIOKEHHE OMNEPATOPHBIX YYACTKOB: KaX/IBIH W3 HMX II€PEKPbi-
BAETCSl C OJHUM M3 MPOMOTOPOB, a Ogx2 nepekpriBaeTcs ¢ 060uMH
MPOMOTOPAMH.

Kaxaplil onepaTOpHBIA y4acTOK COCTOUT M3 17 map OCHOBaHUH.
Ux 1nocriefoBaTebHOCTH CXOAHBI, HO HE HIACHTHYHBI, U pEry-
AaTopHBle Oenku cnocoOHbl HX pasnnyats. Hanpumep, xaxue Obl
JIBA ONEPATOPHBIX Y4aCTKa Mbl HU B3sUTH, OJUH W3 HUX Oyjer
uMeTh OoJibiriee cpoacTBo K Cro, ueM Apyroi. 3To o3HAYAET, UTO
NpH  ONpEJCTCHHON KOHUEHTpanuu Oenka B KaX/blil NaHHBIH
MOMeHT BpeMenu MoJiekyia Cro Oyjier yaine oOHapyXuBaThCs Ha
OJTHOM YHYaCTKe CBS3BIBAHWsA, ueM Ha apyroM. [lpu nocrarodno
BBICOKHX KOHIIEHTPAIMsX O€JKa B KaXKIbIH MOMEHT BpPEMeHH, Kak
IPaBHJIO, OYAYT 3aHATH 00a Y4acTKa CBSI3bIBAHMUS.

Heckxonbko cnoB 06 obo3navennsax. JIMius mosjHee, ri1aBHbBIM
oOpa3oM B T 3, cTaHeT SICHO, KakWe COOOpaxeHHUs liexaT B
OCHOBE HOMEHKJIATYPBI PA3JIMYHBIX KOMIOHEHTOR anmapara rnepe-
KItoueHus. Bxpatiie npasbie mpoMOTOp U onepaTop 0003Ha4YaAI0T-
cs1 Pp v Op. KpoMe TOro, UMEIOTCS JIEBBIE POMOTOP U ONEPATOP,
P, u O, HO OHE He y4acTBYIOT B mepekroueHuH. Obo3HaveHHE
reHa cI otnuuaer ero ot renos cll v clll; obo3mayenue “cro”
IPOKCXOMT OT HePBbIX OYKB aHTJIMHCKHX cJ0B control of repressor
and other genes—perynisiids reHa penpeccopa W OPYTHUX TEeHOB,
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HOCKOJTBKY HMEHHO B 910M COCTOUT dyHKUMs gaHHOro reHa byksa
M B obo3Bauenuu Py, NPOUCXOAUT OT ZHIJIMHCKOI'O CJIOBA main-
tenance (MOJAACP)KAHUE COCTOSHUS PEIIPECCHH) M OTJIMYAET €ro o1
POACTBEHHOTO MPOMOTOPA, KOTOphIH Oynmer onwcaH B 11 3.

PHK-noanvepasa

PHK-nonumMepa3a — pepMeHT, KOTOPBIN TPaHCKPUOUPYET darosyro
HAHK ¢ otpazoranmem PHK,-mocraBiseTcs KICTKOU-XO3SIMHOM.
Ilpu cBa3bIBaHMH ¢ Py nonuMepas’a «HACTPAMBAETCS» Ha TpaHC-
KPUIIUMEO TE€Ha cro (B HPaByid CTOPOHY), a TPH CBA3BIBAHUU C
Pry—Ha TpaHCKPUTNIUMIO TeHa ¢l (B JIeBYIO CTODOHY).

Puc 1.5 nnmroctpupyer, kaxue MOJIOKCHUs 3aHUMATH OBl MO-
JIEKYJibl TI0JIMMEpa3bl, ecay (bl OHU CBS3AJHNCH OTHOBPEMEHHO C
JBYMsI IPOMOTOpaMu. B IeACTBUTEILHOCTH 3TH /B IPOMOTOPA B
KJIE1Ke HHKOT/Id He OBbIBAIOT 3aHATHl OJHOBPEMEHHO: B 3aBUCH-
MOCTH OT COCTOSAHHMS aNllapaTta NepeKIIOYeHNs IoJINMEepas3a CBs3bI-
BAETCH JIMIb C OJHUM U3 Hux. Mtak, B npUCYyTCIBUH penpeccopa
HOJMMEDPA3d MOXET CBA3AThCA C Ppy, HO HUKOT[1a HE CBSIKETCA C
Py, a B npucytctBun Cro—Haobopot. OouH W3 KJIIOYEBBIX BOHPO-
COB, KOTOpBI! CTaBUTCA B HACTOAIIEH rJjaBe: KakuM oOpasoM
penipeccop ¥ Cro 0Ka3bIBalOT 3TO IPOTHBONOJIOKHOE JCHCTBHE?

Baxxnoe paznnume Mexnay npoMoTopaMu Py u Py COCTOHT B
TOM, 4TO Ha nepBom u3 Hux PHK-nommmepasa cesasbiBaeTcs u
HAaYMHACT TPAHCKPHUILMFIO Oe3 BCAKOTO y4acCTHs KaKoro-imbo pery-
JIATOPHOTO O€JIKa, OCYINECTBISIONIEr0 MO3HTHBHYIO PErYJIALHIO.
IIpomotop Pgy;, HA060POT, IPPEKTHBHO UCIIONBL3YETCA TIOJIUMEpPA-
30# TOJIBKO IPH NOMOIIM OeIka-akTHBATOPA; €ro POJib BLITNIOJIHIET
pernpeccop.

Puc 15 SBnenue, xoTOpoe Ha caAMOM jIeJie HUKOI a He Habmrogaerca B npunimne

nse Monekynsl PHK-nomumMepassl Morim 6sl 3aHATE OJHOBPEMEHHO MPOMOTOPSI

Py u Ppy Ha ooHo# U To# xe Moiekyae JTHK OaHako 3Toro He MpOHCXOAHT B

NPUCYTCTBAK PENpPeccopa MONUMEPA3a MOXKET 3aHATb Pry, HO He Pg, 4 B MPUCYT-
ctBuu Oesika Cro oHa MOXeT 3aHATb Py, HO HE Pyy
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Penpeccop

Pernpeccop (oH cxemaTHyecku u3obpaxed Ha puc. 1.6)—310 OesroK
U3 236 aMHHOKHUCIIOT, KOTOPBIH YJIOXKEH B BHIEC JBYX OKPYIJILIX,
OM3KUX TO pasMepy 1100y —A0oMeHOB. J[OMEHBI COEIMHEHDI
Henoukoi u3 40 aMHHOKKMCIIOT ¥ Ha3bIBAIOTCI aMHHO- H KapOOKcH-

T 1236

Li32

T 92

1

Puc. 1.6. Penpeccop L. AMHHO-KOHLEBOH HOMEH penpeccopa BKIIOYAET AMHUHO-
kucnoter 1-92, a xapboxcH-koHieBo#i —octatku 132-236. Ocranphbie 40 aMuHO-
KHCIIOT CBSI3BIBAIOT JOMEHBI MEXIY CO00i.

— A\
| —

Puc. 1.7. HQumepusanus A-penpeccopa. MOHOMepPEI perpeccopa acCOUHHpYIOT ¢

o6pa3oBaHHEM JIMMEPOB, KOTOPLIE B CBOIO OYepeqb MOTYT OHCCOLMHPOBATH Ha

MOHOMEPHI. B TakHx Ciydasix roBOpsT, 4TO MOHOMEpHI HAXOAATCS B PABHOBECHU C

nuMepaMi. Yem Boilie KOHIUEHTpanus penpeccopa, TeM Oonbllasg 4acTb €ro
MOJIEKYJI HAXOAUTCH B BHJE AMMEPOB.

Puc. 1.8. Penpeccop B nusoreHHo#f kieTke. bonbluas 4acTe penpeccopa B TaKMX
KJIETKaX HaXONWUTCH B BUAC auMepoB. ExuHcTBeHRas xpomocoma E.coli conepxut
OIMH MHTCTPHPOBAHHBIA Npodar, ¢ KOTOPbIM TPOYHO CBA3BIBAETCA PEMPECCOP.
OcTagpable IUMeEPH] ¢1a00 accoIMMpoBaHpl ¢ APYFHMH y4acTKkaMH OaKkTepHabHOH
XpOMOCOMBI MJIH HAXOMATCSl B KNeTke B cBOOOTHOM COCTOSIHHH.
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1Tbp

Puc 19 /lumep penpeccopa CBA3aH C OJJHUM H3 ONMEPATOPHBIX YYACTKOB JLUIHHOMH 17
nap ocHoBanul Kaxaplli aMHHO-KOHLIEBOH JOMEH PpachoJiaraercs IMOCepeHHe
ONpeIeSIeHHOTO YUacTKa 60Jipmioro xeiaobka (Mel euie BEpHEMCS K TOMY B I 2)

KOHLEBLIMH IOMEHAMH, TaK KaK NEepPBbId U3 HUX COJIEPKHT MEPBYIO
AMUHOKMCJIOTY O€JIKOBOM LEMOYKH, @ BTOPOH — HOCAEIHION.

JlBe nen#, nokazaHHble Ha puc. 1.6 ¥ Ha3bIBaeMble MOHOMeEpaA-
MH, aCCOLMHUPYIOT ¢ obpazoBanueM numepos (puc. 1.7). Jdumep
dopmupyeTcs rNaBHBIM 00pa3soM 3a CY€T KOHTAKTOB MEXIY
KapOOKCH-KOHIICBBIMH JIOMEHaMH; aMHHO-KOHIIEBbI® TOMEHbI BHO-
CAT Jub HEOONBLION BKJIaX B 3TO B3amMozeiicTBue. B nu3oren-
HOH KJIETKE TpUMEPHO 95% MoJIeKys1 perpeccopa acCOMHPOBAHLI
B gUMepsl (puc. 1.8).

JuMepsl perpeccopa MCHOJIB3YHOT CBOM 2MHUHO-KOHHEBHIE JIO-
menbl A1 cea3biBanus ¢ JJHK (puc. 1.9), npudem kaxapiit u3 Tpex
YYaCTKOB, BXOJALIMX B cocTaB O, MOXET CBA3BIBATLCH C OJHHUM
JUMEpPOM penpeccopa. JluMep penpeccopa CBS3LIBAETCH B KaX0M
y4acTke ¢ OJHOH CTOpPOHOM IBOHHOM CHHpaly.

Beaok Cro

benok Cro (puc. 1.10) cocrouT Bcero u3 66 aMHHOKHCIIOT, 06pa3y-
oimx oAuH joMeH. CpoactBo MoHOMepoB Cro apyr K Jpyry
OY€Hb BEJIMKO, U B KJIETKE NPAKTHYECKH Bce Mouekyasl Cro
HAXOJATCS B BUjAE uMepoB. B orcyTcTBue penpeccopa Cro Moxet
CBA3BIBATHLCS C TPEMS ONIEpaTOPHbIMH yiacTkamu O . Ha puc. 1.11

66 .
aMHUHO - :‘> ,
KUCNOT

MoHoMep Qnmep

Puc 1 10 Benok Cro dara A Moromep Cro cocToOUT Bcero u3 66 aMAHOKHCIIOTHBIX
OCTaTKOB, HO CKJIAABIBAETCA B INIOBYISPHYIO CTPYKTYPY, pazMep koTopoi 630K K
pazMepy aMUHO-KOHIEBOTC ACMEHA PENpeccopd
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17 bp

Puc 1.11 Jumep Cro-0eska. CBA3aHHBIHA C ONEPATOPHBIM YHACTKOM AMUHON 17 nap
ocHoBann#. Cro-0ejlok cBA3bIBAECTCS HA TOIl XK€ CTOPOHE ABOHHON cnupanu, 410 U
IMMep penpeccopa.

HoKa3aHo, 410 oauH guMep Cro CBI3BIBAeTCs C OJHON C10pOHOU
ABOVHOW CcOMpAIHA KaXAO0TO ONCPATOPHOTO ydacTKa W pacnojara-
€TCs TIPK 3TOM TOYHO B TOM XK€ MECTE, YTO M AMMEP penpeccopa.
DT nBa Genxa, penpeccop ¥ Cro, CBA3BIBAIOTCS C OJTHUMH ¥ TEMH
KE ONEPATOPHBIMH YYaCTKAMU, HO WUTPAIOT TPOTHUBONOJIONKHbIE
pOJIH B MEXAHH3ME HEPEKJIFOYECHHS.

JeiicTBue penpeccopa u Cro

YToOBI NOHSTE MEXaHM3M JCHCTBUSL pEIpeccopa, HYKHO NMpexie
BCETrO BBISICHUTD, K YEMY MOXKET IPHBECTH CBSI3bIBAHHE €ro C
ydacTkom Oy 2 1ipH yciioBuH, 4TO Op 1 1 O3 ocTaroTcs cBOOOAHBI-
MU. Takoe CBSI3bIBAHKE B HOPME HHKOT A He HaOmonaeTcd (moyemMy
3TO Tak, Mbl OOBSCHHM HIXe), OJHAKO €ro MOXHO O0eCneuuTh
JKCTIepUMeEHTanpHO. Puc. 1.12 moxa3swiBaeTt, 4TO penpeccop, CBs-
3aBIIMACS ¢ Oy 2, BBINOJHACT ABe (GYHKIUM, HEOOXOOUMBIC Jis

BKn. Boin.

Puc. 1.12. Penpeccop, cBa3anHbiit ¢ Og2. B MH30TEHHON KieTke penpeccop HMKOTAa
He cBa3bIBaeTCs ¢ Ug2, moKa OH He cBsikercs ¢ Oy l. Ecnu ke OH BCe-TaKK CBSXKETCH ¢
Og2, TO BKIIOYMTCS UPOMOTOP Py, # BbIxumtounTes Py, Tak 4To GyAeT TpaHCKpH-
6upoBaThCs TONBKO TeH ¢, HO He ren cro. Tlogo6HO ToMy kak Genok-Genkosble
B3aUMOJICHCTBHS y/JACPXKHBAKOT BMECTE /B4 MOHOMEpA pEmpeccopa B COCTABE
JIAMEPA, B3aHMOJICHCTBHE MEXAY aMWHO-KOHIICBHIM JOMEHOM perpeccopa u 1o-
maMepasolf moMoraeT GEpMEHTY CBS3aTbCA € NPOMOTOPOM Pgy ¥ HA4aTh C HErO
TPAHCKPUIIIHIO.
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NOAJEPXKAHMS JIN3OTEHHOIO COCTOSIHUS: OH BBIKJIIOYAET T€H Cro H
HOJJEPKUBAET BKJIIOYEHHBIM TeH pemnpeccopa. Ilocmorpum re-
nephb, Kakue MEXaHH3MBbI JIEXKAT B OCHOBE 3TUX (YHKLHH.

HeratupHas peryasinus

Penpeccop, cBsi3anHbI ¢ Op2, BBIKJIIOYAET TeH ¢ro, NPENSaTCTBYS
ceaspiBannio PHK-nosmmepassl ¢ Py. Tako# sddexT o0ycnoBieH
TeM, uyTto Cro 3akpbiBaetr yuactok JJHK, xotopsiit nosxeH ObIThH
JIOCTyIIEH, 4TOOBI moymMepasa cBsizanack ¢ Py. Koraa penpeccop
3anuMaeT Oy 2, PHK-nonuMepasa e nMmeet gocTyma K Tod moce-
JIOBATEIBHOCTH, KOTOPYIO €l HeoOX0IMMO OIO3HATH B IPOMOTO-
pe. DTOT NPAUHIUN B3aUMHO HCKJIFOYAIOIIETO CBIA3BIBAHHS JISKHT B
OCHOBE MHOTHX MEXAHHU3MOB HETATHUBHOU peryJisiluu.

TozuTHBHAs peryasimus

Penpeccop, npucoegunusmck k Oy 2, nomozaem PHK-nonumepa-
3¢ CBA3ATbCA Y HAYaTh TPAHCKPUNIUIO C Py, HMEHHO 3TOT
IPOMOTOpP obecrieurBaeT TPAHCKPUIILMIO ¢ B IN30TCHHOM KJIETKE.
DdbheKTHBHOCTD TPAHCKPUNLUMAN YBEIMYUBAeTCH npuMepHo B 10
pa3. Penpeccop noJiyuus cBoe Ha3BaHHe Oaarofaps CIoCOOHOCTH
BBIKJIFOYATH BCE OCTAJIbHBIE aroBble TeHbl. M nuins no3mHee ¢rano
SICHO, YTO OH SIBJISIETCS TAKX€ MO3HTHBHBIM PEryJIITOPOM, YCHIIH-
Bas TPAHCKPHUIIUKIO CBOETO COOCTBEHHOrO reHd.

[lpeanmonaraemslil NPUHUKN EHCTBUS penpeccopa B KAUECTBe
MO3UTHBHOTO pETyJsIiTOpa uiatocTpupyer puc. 1.12; perpeccop,
Haxoasmuics Ha Op2, koHTakTupyer ¢ PHK-noaumepasoil, casa-
3aHHOU ¢ Py Jumep penpeccopa, cesizanublif ¢ Op 2, yBeMUUBaeT
CPOACTBO IOJMMEPA3bl K TPOMOTOPY, MOCKOJBKY OHA YAEPKH-
BaeTcd 37eCh He TOJIbKO OJjarofaps kontaktam ¢ JJHK, Ho rakxe
3a CUeT OCJIOK-OENKOBBIX B3AUMOACUCTBHH C PENPECCOPOM.

B urore aumep penpeccopa, cBsizaHHBIA ¢ Og2. noaassel
npoMoTop Py, UcKkirouas cesizbiBaHue ¢ HUM PHK-noaumepassl.
CHOCOOCTBYET TpPaHCKpUNuUu ¢ Pry,. OH mogaBiseT rpaHcKkpun-
LU0 B HAMNPaBJIEHHH CJIEBA HAINIpaBO, HO CTUMYJHUPYET TPAHCKPUII-
ko, waymyro Baeso. (Kak OygeT mokazaHo B 1. 2, 2TO pa3JjiHuue
00bACHAETCA TeM, uTO Op2 PACHONIOKEH HECKONBKO Oiinke K Py,
ueM K Prpy.)

PaccmoTpHM Teneph eiicTBHE eAMHCTBEHHOTO JIMMEpPA perpec-
copa, cesa3anuoro ¢ Opl mmm ¢ Op3. Kak supaHo u3 puc. l.13,
perpeccop, cBsizaHHbIA ¢ Oy 1, 6JIOKHpYET UPHUCOEMHEHHE TTOJIIME-
pasbl K Pp, HO PacrnosioxkeH CJIUIIKOM JaJIeK0, YTOObl MOBIUATH Ha
TIOJIUMEPA3Y. CBA3AHHYIO C Pg,. Ppy paboraer odeds ciabo u
H300pakeH Ha PUCYHKE BBIKJIEOUEHHBIM, MOCKOJIBKY pelpeccop He
cBsizaH ¢ Oy 2. Kax nokazano Ha puc. 1.14, penpeccop. CUISIIHIA HA
O3, 6yoKupyeTr CBA3BLIBAHUE NOJMMEpasbl ¢ Ppy U HE OKA3BIBAET
HHKaKoro NedCTBHS Ha Py.
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por k2

Puc. 1.13. Penpeccop, ceszannblii ¢ Oyl. Koraa penpeccop NpHCOEIUHEH TOJILKO

k Oxl, OH OnoKHpyeT CBSA3BIBAHME TOJHMEpa3bi C NPOMOTOpPOM Py, HO He

NIPENATCTBYET €€ CBA3BIBAHUIO C Pgy. TeM He MeHee Pgy TakkKe BLIKIIIOYEH, TaK Kak

Ha yuactke Op2 HET MOJIEKYJIBI DPEIpeccopa, CHOCOOGCTBYIOIIETO CBS3BIBAHHIO
TIOJIAMEPA3h.

B Bnn,

Puc. 1.14. Penpeccop, cBssanneli ¢ Og3. Ecin penpeccop cBsi3aH ToabKO ¢ Og3, oH
HE OKa3bIBAE€T HUKAKOIO JEHCTBUS Ha IPOMOTOP Py, M 3TOT NPOMOTOP BKJIHOHEH.
Pry TIPH 9TOM BBIKIIIOYEH.

R R
> 90%

R R R

Puc. 1.15. Onepatop A B yiu3orcHHO# kieTke. JMMepwl pempeccopa CBSI3aHbL
B TepBYyI0 ouepeab ¢ yuactkamu Opl u Op2, a uHorna takxke ¢ Og3.

Ecnu coenath psa MOMEHTANbHBIX CHUMKOB TOTO, YTO TPOHUC-
XOIUT BHYTPH JIM30T€HHON KIIETKY, cofepxaliel npodar A, TO Mbl
yeuauM cienyromee (puc. 1.15). JJuMepn penpeccopa modYTH BCe-
raa cesizanbl € Oy 1 1 0g2, a Oy 3 06619HO CBOOOAEH OT penpeccopa.
Takoe pacllOJIOXEHHUE MOJIEKYJl penpeccopa Ha Op NHpUBOAMT K
BBIKJIIOYEHHIO Pp M TIOANEPXKHUBAET Ppy BO BKIIFOYEHHOM COCTOS-
HUH, IPOUCXOJUT CHHTE3 penpeccopa, Ho He Oenka Cro. Uem xe
ONPEAEIAETCS TAKOE CBS3BIBAHUE pelpeccopa IpH JIN30TeHUH?
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KoonepaTupHoe cBsi3bIBaHHE peripeccopa

CBs3bIBaHHE JUMEPOB PENpeccopa ¢ TPeMs ONepaTOPHBIMH y4acT-
KaMH onpefessieTcs AByMms ¢akropamu. [lepBblit U3 HHMX —CpOU-
CTBO JMMeEpa K KaXxJOMy H3 TpeX YYacTKOB II0 OTHAEJIBHOCTH,
BTOPOH — B3aUMOACHCTBUE MEXAY JTUMEPaMH perpeccopa, CBSI3aH-
HbIMH C coceHUMH y4yacTkamu. [logobHO TOMY Kak perpeccop,
CBsI3aHHBIA C Og2, cniocOOCTBYET CBA3BIBAHMIO IIOJHMEPA3bl C
MPOMOTOPOM Py, pEIPeccCOphl MOTYT B3aHMOAECHCTBOBATDL APYT C
IpyroM, obirerdast CBA3LIBAHME.

IIpencraBum cebe muMep penpeccopa, KOTOPBIA NpAGIHKaeTCs
K CBOOOJHOMY onepaTopy. XOTs pelpeccop MOXeT NonpoboBaTh
CBA3ATHCA C KAXKABIM U3 TPEX YYacTKOB, OOBLIYHO OH 3aKperuisieTcs
Ha Ogyl, xak 3To nokasano Ha puc. 1.16; apyrumu cnoBamu, Oyl
obnagaer HauOOJBUIUM CPOJICTBOM K PEIPECCOPY U3 TPeX y4acT-
KOB CBS3BIBAHMS. DTOT aKT CBS3BIBAHMA Cpa3y K€ YBEIHYUBAET
cponcTso Op2 KO BTOPOMY JIMMEpPY peHpeccopa, Tak Kak BTOPOH
IUMEP KOHTAKTHPYET HE TOJBKO € Oy 2, HO H C YX€ CBA3aBIIHMCH
penpeccopoM. Pe3ynbTaT B3auMOAEHCTBIS MEXAY PENpPECCOpPaMH,
HaxoanMMHcs Ha y9acTkax Oxl m Ogx2, COCTOUT B TOM, 4TO ITH
JIBa y4acTKa 3aIONHSIOTCS NPAKTUYECKH OTHOBPEMEHHO.

Puc. 1.16 noka3sIBaeT Takxke, YTO [IPH MOBBINIEHAH KOHIEHTpA-
IIMM perpeccopa 3amoyHAioTca He TONbKO Opl u Og2, Ho u Oy3.
Kak Obi10 Cka3aHO Bbillle, B pe3yJIbTaTe CBA3LIBAHMSA perpeccopa ¢
O3 mpomoTtop Py BbIKIIOUaeTcs. YuacTok QOp3 CBA3HIBACT
penpeccop ciabee, 4eM Op2, XOTsA COOCTBEHHOE CPOACTBO 3THX
JIBYX YY4CTKOB K DeINpeccopy NpUMEpPHO OAMHAKOBO M MPUOJIM3H-
TenbHO B 10 pa3 Huxke, 4eM yuyactka Oy 1. CBsisbiBaHME penpeccopa
c Ox2 obneruaercsa Gyarogaps B3aUMOJCHCTBUIO C JAPYrod MoJie-
KyJo# penpeccopa, cuasiei Ha Oy 1, Torna kak ¢ Oy 3 penpeccop
CBSI3BIBAETCS HE3ABHCHUMO.

Tloyemy penpeccop, cuasumid Ha Og2, NoMoraer noJmMepase
CBA3aThCA ¢ Ppy, HO HE IOMOTaeT APYroM MoOJeKyjle perpeccopa
cBsas3aThesd ¢ Op3? OTBer Ha 3TOT Bompoc faeT puc. 1.16 u Gonee
nogpobHo—puc. 1.17. Bo B3auMOAECHCTBUM COCEIHHX AUMEPOB
perpeccopa Ipyr © IPYroM Y4acTBYIOT KapOOKCU-KOHIIEBBIE JIoMe-
Hel. Korna numMep pernpeccopa, cuasiiuit Ha yyactke Oy 2, B3anMo-
OeACTBYeT € ApYyrHM JuMepoM Ha Ogl, OH yxke He crocobeH
B3aUMOJECHCTBOBATDL C HuUMeEpOM Ha Op3.

Mgl npenmnosiaraeM, YTo PH B3aUMOACHCTBUM AUMEDPHI, CBH-
3anHble ¢ Ogl u Ox2, HAKJIOHSIOTCH DYl K JIPYTy. ITO MOXET
MPONCXOUTh Onarojaps TMOKOCTH MENTUIHOTO MOCTHKA, COEIH-
HSIIOLIETO AaMUHO- B KapOOKCH-KOHUEBbIE TOMeHLL. JTuMep, CBsA3aH-
HbI ¢ Og2, n300paxeH Ha puc. 1.16 HakIOHCHHBIM BIPABO; OH
KOHTAKTHpYeT C guMepoM Ha Oxl U He MOXET O/HOBPEMEHHO
KOHTaKTHPOBATh C JUMEPOM, CHASAILUM Ha O 3. TloaroMy ydacTox
Og 3 3anonusiercs nesapucumo. Oanaxo penpeccop Ha Oyl cnoco-
OeH B3aMMOAEHCTBOBATL C IOJHUMEPA30H, CBA3aHHOH ¢ Pgy, Tak
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KoHueHTpauma penpeccopa

/f\

wm\

0g3 Og? 0,,1

Puc. 1 16. Ces3biBaHue penpeccopa ¢ Tpemst yyactkamMu Og. CBsizb pemnpeccopa ¢

Og 1 npumepro B 10 pa3 mpoukee, 4em ¢ Op2 # O3, TAK 4TO permpeccop CBA3bBACTCA

npeanouTuTe/IbHO ¢ Ogl. Bropast MoJsieky.1a penpeccopa O4eHb ObICTPO CBSI3BIBACT-

¢ ¢ Og2, To11a kax Og3 no-npexxHeMy c1a60 CBA3BIBACT PENPECCOpP H 3aIOHAETCS
TOIbKO NpH 60siee BBICOKOH €ro KOHUEHTPALUM.

Puc. 1.17. B3auMo/efCTBYE MEKTy COCCIHUMH AMMEPaMU perpeccopa. MocTHk.

CBA3LIBAIOMIUMN AMWHO-KOHIIEBOH JIOMICH pempeccopa ¢ KapOOKCH-KOHIEBBIM [0-

MEHOM, JI0CTaTOYHO THOOK, MOITOMY perpeccop, Haxoasumics Ha Op2, MOXeET
KOHTAKTUPOBATH C penpeccopoM Ha Ogl.



Og3 Og2 My TaHTHEIR
y4acTox Ogl

Puc 118 BsaumojelcTBHe Mexay MOJEKYJaMH peIpeccopa, CBA3AHHBIMHM C
yuactkaMu Og2 1 Op3 Ecnu Oyl HeceT MyTanuio, HCKJIIOYAIOLLYIO CBS3BIBAHME C
HHM pernpeccopa, To penpeccop, Haxosuuica Ha Og2, MOXeT CBOOOAHO B3aUMO-
ACHCTBOBATL C APYro# MONEKy;I0f pempeccopa, CBa3aHHONX ¢ Ox3 D70 B3aumo-
AeiicTBHE YBEIWYHBACT CPOACTBO pempeccopa k Op2 u O3 mpumepHo B 5 pas mo
CPaBHEHUIO C €r0 CPOACTBOM K 3THM y4acTKaM IO OTAEJIbHOCTH.

KaK B 3TOM KOHTaKT€ y4acTBYeT aMHHO-KOHIIEBOH /TOMEH penpec-
copa, KOTopolif B3anMoseiicteyer Takxke ¢ JJHK. Onun u3 amuno-
KOHLIEBBIX JOMEHOB PACIIOJIOKEH UMEHHO TakK, YTO MOXET KOHTaK-
THPOBATh C MOJHMEPA3OH.

Ecin Mbl mNpaBWIBHO ONUCANW B3aUMOIEHCTBHE JIUMEDPOB
penpeccopa Ha ydactkax Oxl # Og2, TO MOXHO NIPEAIONOKUTE,
YTO B OTCYTCTBUE peripeccopa Ha ydacTke Ogl penpeccop Ha Og2
HAKJIOHUTCA BJIEBO W OyneT B3aMMOJEHCTBOBATHL C MOJIEKYJIOH
penpeccopa Ha Og3. [lelicTBuTENnbHO, ecnd y4acTok Oy 1 H3MeHeH
UJIM ACJIETUPOBAH, TAK 4TO C HUM HE MOXET CBA3aThCH PEHPECCOp,
To gumephl Ha Op2 um Op3 B3aMMOEHCTBYIOT Mexny coboil. B
3TOM CJIy¥ae JUMEPBI perpeccopa 3anofHAT yyacTku Og2 u O3
OJHOBPEMEHHO, KaK IoKa3zaHo Ha puc. 1.18.

Onucannable HaMU 0e10K-0e1KOBbIe B3aMMO,IEACTBUSA IPEACTAB-
Jgr0T coboil nmpuMep koonepaTuBHOCTH. Tak, MOJIEKYJIbl PENIpECcCO-
pa KoonepaTHBHO cBs3bIBatOTCs ¢ Oy 1 1 Op 2. Ilockosnbky numepsl
pernipeccopa B3aMMOACHCTBYIOT APYr ¢ ApyroM Ha Opl u Op2
Ha Og2 u Og3, Mbl roBopuM 00 anbTepHATHBHON MoNapHOH
KOONEPAaTUBHOCTH Y4daCTKOB CBSI3bIBAHUS.

Nuayxums —
nepeKJIoUYeHHe Pery/siTOpHOro annapara

B nu3oreHHBIX KIETKaX perpeccop, cBsa3aHHBId ¢ Opl m Og2,
TIOJIIEPKUBAET TE€H Cr0 B BBIKJIIOYEHHOM COCTOSHUH M B TO XKe
BpeMsl CTHMYJIUPYET TPAHCKPHIIIIHUIO CBOETO cOOCTBEHHOTO I'eHa cl,
Kak 9To nokaszano Ha puc. 1.19. [1o Mepe pocTa u JeJIEHHS KJIETOK
MPOUCXOIAT NMOCTOSHHBIM CHHTE3 perpeccopa, TOrla Kak IeH cro
OCTAETCs BBIKJIIOUEHHbIM. ECiM KOHIEHTpalus penpeccopa yBeu-
YMBAETCH (HApUMep, MPH BPEMEHHOM IOJABJICHHY JENeHHs KieT-
K#), TO pemnpeccop cBsi3bIBaeTCs Takke ¢ Op3 M BBIKJIIOYAET
coOCTBeHHbIN TeH. Korma KjeTka CHOBa HAYMHAET JEJIUTBCS U
KOHHEHTpalUs pernpeccopa najgaeT A0 ONpeaejIeHHOIO YPOBHs, I'eH
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Puc 1 19 Penpeccop u PHK-nonumepasa B nn3oreHHo# kietke Penpeccop, csizaH-
HbIA ¢ Ogl ¥ Og2, cTUMYIMPYET TIPOMOTOP PRy U OJHOBPEMEHHO BBIKIIIOYACT Py

Y@-ceer

/N
//\\//\\L//\\//\\
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Puc 120 Pacinenncune penpeccopa 6enkoM RecA. OHO HPOMCXOAWT MCK/LY
AMWHOKHUCJIOTHBIMHM OCTATKaMM aJIAHUHOM M TJIHIHHOM B YYACTKE. CBS3bIBAIOLIEM
JIOMEHBI perpeccopa Ipyr ¢ APYyroM

¢l BHOBL HauuHaeT paboTath, obecueymBas CHHTE3 penpeccopa.
Tak noaaepKuBaeTCs MOCTONHHBIH YPOBEHL peHpeccopa B KJETKe,
HE 3aBHCRIUTAN OT koJjieGaHMM CKOPOCTH pocTa.

B KJjeTKe penpeccop BpeMsl OT BPEMEHM OTJCNSETCS 01 omepa-
TOpa, HO HOYTH CPa3y K€ CHOBA HPUCOEIHHSETCS K HEMY WJIH €r0
3aMeHsIeT Apyras MoJieKyJia penpeccopa, OKa3aBliasics Henomgale-
xy. Konuenrpanms pempeccopa JIOCTAaTOYHO BbICOKa JUIS TOrO,
4T100B! B J1000H MOMeHT BpeMeHU Oyl 1 Ox2 ¢ BBICOKOH BEPOAT-
HOCTBIO OB 3amoNHeHbl. TakuM 06pazoM, B OTCYTCTBYE HHAYIIM-
PYIOIIETO BO3JEMCTBHSA JIM30TEHHOE COCTOSHHE COXPaHAeTCs MOYTH
DecCKOHEUHO.

Tenepb MBI TOTOBBI K TOMY, 4TOOBI TOHATE, kKak Y ®-001y4eHue
KapAMHaJILHBIM 00pa3oM HM3MEHSET MOBEACHWE JIM3OTeHHBIX Kile-
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Puc 121. Pacluennenue penpeccopa ¥ HHAYKUuS PacllienieHHbIE MOJEKYIIBl Pell-
peccopa He MOTYT OOpa30BBIBATL AMMEPLI, TOITOMY B Pe3ysibTate 0OIydYeHNs OHU
OTCOEIMHAIOTCS OT ONEpaTopa M HE 3aMELIArOTCS APYTHMH MOJEKYJIaMH.

OR3 Ol Ogl

Puc 1.22. CpsaseiBanme Gesika Cro ¢ Oy. dumepsl Cro HE3aBHCHMO CBS3bIBAKOTCS
C K&XKABIM M3 TpeX yYacTKOB ONeparopa.

Tok. Hawano »3THx napamMartuyeckux coOBITHH IOKa3aHO Ha
puc. 1.20. Muinenbro Y ®-00aydeHus ¥ JAPYrux HHAYIHPYIOLUIAX
Bo3aelcreuil siBysietcss JJHK. He cosceM nossiTHBIM 00pa3oM
TOBPEX/CHYE B Hell BLI3BIBAET 3aMETHOE U3MEHEHNE B MOBEICHHUM
oaHoro OaxrepuaibHOro Oeyika, KOTOPBIA Ha3biBaeTcst Rec A.

B o6bunBIX ycioBusix Rec A kaTanusupyeT peKOMOHMHAIHFO
mexay modiekynamu JITHK, Ho ecnu B JITHK MosiBISIIOTCS TOBpEX-
JleHusi, 5TOT OeJIOK CTAHOBHTCS TaKXe BBICOKOCTIESHU(HUIHOMN Tpo-
Tea3zol, KoTopas paclieryiseT MOHOMeEpHI pernpeccopa A. (Rec A
paclemIseT TakXke Ipyrue perpeccopsl, BKIOYasi TAKHUM o0pa3oM
reHbl, KOTOpbIE MO3BOJIAIOT HEJM30TEHHBIM KJIETKAM MEPEXUTDH
Y®-06yuenne; 6e3 Rec A takoe obsryueHne ObUIO OBl IETAIBLHBIM.
[MoapoGHee 310 sBjICHME ONMCAHO B T, 3.)
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Puc 123 [lopsimok ca3biBaHusl 1uMepoB Cro ¢ y4acTKamu, cocTaBastomumu Oy

Cponctio Cro k yuactky Og3 npumepso B 10 pa3 Bbllie, ueM k Oxl u Og2 Tlocne

Toro kak nepsoiil qumep Cro cesizasiest ¢ Og3, BTOopo#t auMep cBszbiBaetcs ¢ Oyl

unn 0g2 benokx Cro 3amosiHAET y4acTKyl oIepaTopa B 0OpaTHOM MOpSJKe, 4eM

penpeccop Taxum 06pa3om, no cpoactey kx denxy Cro y4acTKH HEMYTAHTHOFO

onepatopa Oy pacnonaratoTcd B ciefyromieM nopsaake Og3 > Ogl = 0g2, a no
cponcTBy Kk penpeccopy —Ogl > 0g2 = 0,3

ct )ES) ai) B

cro
4

cl : ;i‘! ! cro

-
)

cl ® cro

Puc 124 [eticreue Genka Cro Cuauvana Cro noaBngeT CHHTE3 pempeccopa ¢
npoMoTopa Pyy, @ 3aTeM BKJIIOYAET CBOH COOCTBEHHBIH TeH
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Ha pmc. 1.20 nokasaHo, 49T0 paclienjeHHe NIPOUCXOJUT B
ONPENICJICHHOM MECTe, PacCloJIOKEHHOM B YYAaCTKE penpeccopa,
COEIMHAIOLIEM aMUHO- U KapOOKCH-KOHIEBOH toMeHbl. OTeneHne
KapOOKCU-KOHIIEBOTO JOMEHA OT aMHHO-KOHIIEBOI'O IOJIHOCTBIO
WHAKTHBUPYET PENPEccop, TaK KaK W30JIMPOBAHHbIC aMHHO-KOHLE-
BbIC JJOMCHBI HE MOTYT IMMEPHU30BATLCS, 4 UX CPOJCTBO K OIepa-
TOPY B MOHOMEpPHOH (hOpME CJIHMIIKOM HHU3KO, YTOOBI 00ecneduTh
3 ¢eKTHBHOE CBSI3LIBAHUE IIPH TOM KOHIIEHTpALUH, Kakas CyIIEeCT-
ByeT B JIM3OTeHHBIX KJeTkax. Temepp mocie OT/esIeHHs AUMeEpa
pempeccopa OT oneparopa ero HeyeM 3aMeHHWTh (puc. 1.21).

DTo Be/IET K JIBYM NOCJIEACTBUAM. Bo-mepBhiX, 10 Mepe TOro
kax pernpeccop ocBoboxmaer Ogl w Op2, CKOpPOCTH €ro CHHTE3a
najfaer (HOCKOJIBKY pempeccop HeoOXOauM [N NoAAepXkaHUs
TPaHCKPUIIIUNA CBOETO COOCTBEHHOTO reHa); BO-BTOPLIX, MOJIHME-
pasa cBs3pIBaeTCs ¢ Py W HayHHaeT TPaHCKpHNIMIO cro. Temepsb
nmenHo Oesiox Cro onpeaessier XoO COOBITHIA.

Heticteue Cro npoine, 4eM geictruc penpeccopa. Kak noxasa-
HOo Ha puc. 1.22, mumepbi Cro CcBSA3BIBAIOTCS HE3aBHCHMO (HE
KOOIIEpaTUBHO) ¢ TpeMs ydactkamMu Oy . B oTnmume ot penpeccopa
Cro—06eJ10k co cTporo HeraTuBHOM peryysimei. ['nasHas ocoben-
HOCTh (yHKIIHOHMpOBaHUS Cro COCTOMT B TOM, YTO TPH y4acTKa
Oy 10 CPOJACTBY K HEMY PACNoNararotrcs B OOpATHOM NOPSKE 10
CPaBHEHMIO C TAKOBBIM JUIs pempeccopa. Ha puc. 1.23 nokasano,
4TO TepBasi CHHTe3UpoBaHHas Monekyia Cro ceszbiBaetes ¢ Og3.
DTO OPENSATCTBYET CBA3BIBAHUIO NOJIMMEDPA3BI C Ppy M TOJABJISET
JanbHeHIIN CHHTE3 penpeccopa. K 3ToMy MOMEHTY nepekroya-
TeJIb TeHOB cpaboTas W Havalcsd JIMTUYECKUH IHKJI.

[Toka Py mpoposxaeT paboTaTs M TeH cro TPaHCKpUOUpPYETCH,
TPAHCKPUOUPYIOTCA TaKXkKe W T[EHBI, JIeXalllde cupasa oT cro,
MPOAYKTHI KOTOPhIX HEOOXO/AUMBI HA PAHHWX CTAZUSAX JIUTHUECKO-
ro nukiaa (ri1. 3). Cunaresmpyetcst Bce Oospiue 6emka Cro, noka ero
KOHHEHTPANHsl HE JOCTUTHET YPOBHS, NMPH KOTOPOM 3aNOJHAIOTCS
Takxe yvacTku Opl um Op2 u cBA3bIBaHHE NOJMMeEpa3bl ¢ Py
nopasisercs (puc. 1.24). Takum obpasom, Gemox Cro BHauase
BBIKJIFOYACT CHHTE3 PEMpeccopa, a HECKOJLKO IMO3XE BBIKIIOYAET
(UM CHUKAET) 3KCHPECCHIO CBOETO COOCTBEHHOTO TEHA M JIPYTHX
paHHHX JIMTHYECKUX I'€HOB,

KoonepaTuBHOCTb:
YCTOHYHBOCTH H YYBCTBUTEJILHOCTh
NepeKJoYaTess reHoB

Mpbl onucanu TpH BUJA KOOMEPATUBHOCTU C y4acTHeM Gesiok-6ejl-
KOBBIX B3aUMOJCHCTBHIL, KOTOpBIe ODECIIEYHBAIOT BBICOKYIO 3(-
(DEXTUBHOCTH MEXAaHHU3MA TEePEKITIOUCHHMS.

@ Bo-niepBsix, MOHOMeEpBI pemnpeccopa 06pa3yrOT JHMEPHI —
JAHK-cBaswiBaronyro Gopmy perpeccopa. ITe JUMepbl CBOOOIHO
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JUCCOLMUPYIOT HA MOHOMEDBI, H B KJIE€TKE MOHOMEPDLI U UMEPDI
Haxo1aTcs B paBHOBecHU. ONUCHIBAS CBA3BIBAHUE JUMEDPA, MOXKHO
CK434Th, YTO OJMH MOHOMED CHOCOOCTBYET CBS3BIBAHUIO APYIOrO €
ONEPATOpPOM, T.€. B2 MOHOMEpa KOONEPATHBHO CBSA3BIBAIOTCH C
OAHMM OTIEPATOPHBIM YYaCTKOM.

@ Bo-8TOpHBIX, AMMEpPbI KOONEPATHBHO CBSI3BIBAIOTCA C COCE/-
HUMH y4acTKaMH omepatopa. OCHOBHOE NPOSBIICHUE 3TOW KOOIe-
PATHBHOCTH COCTOMT B TOM, 4TO AUMEP PENpeccopa, HaXOAANIHACS
Ha Og 1, ciocoOCTBYET CBS3bIBAHUIO JApyroro amMmepa ¢ Og2.

® B-TpeTbux, penpeccop Ha Op2 nomMoraeT TojuMepase CBsi-
3aThCA U HAYaTh TPAHCKPUIIUIO C Pgy,.

O6umit pe3ynbTaT 3ITHX TMPOSABJIECHHN KOONEPATHBHOCTH HA-
IJISHO WutocTpupyeT puc. 1.25, Ha KOTOPOM NPUBEACHBI KPUBBIE
3aBUCUMOCTH aKTHBHOCTH Pp OT KOHUEHTpamum pemnpeccopa. O0-
paTUTE BHUMAHHUE, YTO HPY JIM3OTEHUU CHHTE3UPYETCs JOCTATOY-
HOE KOJIMYECTBO penpeccopa, 4ToObl YMEHLIMTE 2QGeKTHBHOCTD
npomoTtopa P, npumepHo B 1000 paz. Ilpm najgeHun xonuenTpa-
UMK pernpeccopa B 2—3 pa3a 1o CPaBHEHHIO € 3TUM MAKCHMAJIbHBIM
YpOBHEM 4KTHBHOCTH Pp He u3MeHsieTcs. B pesynbraTte cocTosHue
PETNPECCHM OKa3bIBACTCS 3AIMILIEHHBIM OT OOBIMHBIX KOJI€OaHHH
KOHUEHTPAIMH PENPEccopa, TaK YTO «CilydalHas» MHIAYKLUS JTH30-

YpoBeHs penpeccun = 99,7%

MlpOMOTOD, DEryAMpyembiR
100} oavolk CHCTEMOR
penpeccopa-oneparopa

Penpeccna

50

fn3oren

T NIRRT L B

KoKueHTpauns penpeccopa

Puc. 1.25. 3aBHCUMOCTh PEMPECCHH OT KOHLEHTPALIUMU PEIIPECCOpPa B ABYX CUCTEMaX.
UepHast KpUBAs MOKa3bIBACT, 4TO COCTOSHME DENPECCHH B JIM30TEHHON KIETKE
MOIIEPKABAETCA TOIBKO O TeX MOp, NOKAa KOHIEHTpAalua perpeccopa He ynajuer
nprMepno B 5 pa3. [axe neGonpinoe panbHeiiiee CHWKCHHE KOHUCHTPALUU
penipeccopa BBI3BIBAET PE3KOE H3MEHCHHE B paboTe CUCTEMBL. U MPOMCXOAMT
MHAYKIMA. B3auMoJeliCTBUIO pempeccopa C ONEpPaToOpoM, COCTOSIIMM JHIIb H3
OJIHOTO y4acTKa, OTBEYAeT L(BETHAsi kpuBas. Buamo, 4To Takas CHCTema ropasio
MEJUUICHHEE pearupoBaid Obl HA M3MEHEHHE KOHLEHTPAUWH PETpeccopd.
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IEHHBIX KJIETOK HpOMCXO)MT peako. Ho ecny KoHIEHATpanus
penpeccopa najmaer B S5 pa3s, OPOUCXOOUT pPE3KOe HU3IMCHEHHC
akTuBHOCTH Py, Jocturaromeil 50% oT ero nosHOCTLIO Aepenpec-
CHPOBAHHOI'O COCTOAHMS. B pe3yJibTaTe CHHTE3UPYETCst A0CTaTO4-
HO Genka Cro, 9T0o0Bl NPOU3OIILIO TEPEKIIOUEeHHe TeHeTHYeCKOH
IpOTPaMMBI.

BecbMa mMOKa3aTeNbHO PACCMOTPETh THHOTETHYECKHH mnepe-
KJIFO4aTeNb T€HOB, JIMIUEHHBIN KoonepaTuBHOCTH. Hanpumep, ecnu
Obt Oy cojpepxkaji JIMHIb OJMH Y4acToK cmsiswiBanms, Og2, TO
cucteMa Morna Owl paborath, HO peryisius Obia Ou1 rpyGoil.
Benb eci 9TOT yYacTOK CBS3bIBAJ Obl IUMEP pelipeccopa HacTOIb-
KO 1pouHo, uToObl obecmewyuth 1000-kpaTHYIO penpeccHio HOpu
JU30TEHUH, TO HHAYKIMS npoucxoimia Obt ¢ HU3KOH 3 (hekTus-
HOCTRIO. J{U1s1 3anycka JIMTHYECKOTO UMKJIA HPHUILIOCh Obl HHAKTH-
BUpoBaTh Dosiee 99% MoJiexys perpeccopa, a 3TO OYEHb TPYIHO
OCYILECTBUTD.

Takum oOpa3om, CBOHCTBA A-pempeccopa HaroT OTBET Ha
BOIPOC, WHTEPECYIOLIH uccienosarencii 8 obnactu OuosiorUd
pa3BHTHS: KaKMM 00pa30oM CPaBHHTEJbHO HEDOJIBIIOE H3MEHEHUe
KOHLEHTPAIMH PeryJsiTOPHOTo Oejka CIHOoCOOHO HAaACKHO Hepe-
KJIFOYATh 3KCIpeccruro renos? KoonepaTHBHOCTH BO B3auMOLEH-
CTBMH MOHOMEPOB peIpeccopa, T.e. CBS3bIBAHUE AUMEpPA C Kaxk-
JIBIM YY4CTKOM, a TAaKXK€ KOONIEepaTHBHOE B3AUMOACHCTBHE MEXIY
mumepamn Ha JHK MuoroxpatHO yemsimBaiotT AEWCTBHE YMEHB-
MIEHNsT KOHIEHTPALMK MOHOMEPOB penpeccopa. Kpome toro, tor
axT, YTO pempeccop CTAMYJHMPYET TPAHCKPUTIIHIO CBOEro cob-
CTBEHHOTO T'€Ha, OCYIIECTBJISIA TO3UTUBHYIO PErY/IALHIO, O3HAYAET,
YTO NpH NAJCHUM KOHIEHTpaluu penpeccopa 3hHeKTHBHOCTD
CHHTE3d €ro HOBBIX MOJIEKYJ Takke noHusutcs. Ilocne toro xak
KOHUEHTpaUUsi penpeccopa ymajgeT /A0 KPHTHYECKOTO YPOBHS,
TIEPBLIC MOJIEKYJIbI HOBOOOpa3oBauHOoTO Oenka Cro OKOHYATENBHO
NOAABST CHHTE3 PErpeccopa ¥ HAYHETCs JIMTHYSCKHAR OUKIIL.

[IBe xpusbie Ha puc. 1.25, 0/IHA U3 KOTOPSHIX OMMCHIBAET pPeaihb-
HYIO KOONEPATHBHYIO CHCTEMY C YYACTHEM A-penpeccopa, a ApPY-
rad—HEKOOIECPATHBHYIO CHCTEMY € O/IHHM Y4aCTKOM CBSI3bIBAHHUS,
Ha[IOMHHAIOT KPHUBBIE, OIMCHIBAIOMIUE MOBEJCHAE MONEKYJI —Iepe-
HOCYMKOB KHCJIOPOJA — reMoryiobuHa u Myorjobura. I'eMorinoOuH
TIEPEHOCUT KUCJIOPO/I OT JIErKMX K TKaHAM, & MHOTJI0OHH crocob-
CTBYET MNEPEHOCY KMCIOpOaa B MbliieuHoi TkanHu. [lapimanbroe
JIaBJICHAE KHUCIOPOJa B TKAHSNX BCETO NPUMEPHO B 5 pa3 HUXKE, 4eEM
B JIETKMX; TeM He MeHee remMorioOuH 3hQEeKTHBHO CBA3BIBAET
KHCJIOPOJI B JIETKMX W BhIcBODOXHaeT ero B TKaHax. Kpupas
3aBHCHMOCTH CBSI3bIBAHMS KHCJIOPOAA C T€MOTJIOOMHOM OT JaB-
JIEHHS KHCJIOpO/ia HANOMUHAET d4epHYi0 KpHBYI Ha puc. 1.25,
OTBEYAOIIYIO BBICOKOH KOONEPATUBHOCTH. HeThipe CyOBheMHULIBI
reMoryioOnHa, Kaxdgas M3 KOTOPBIX CBS3LIBAET OJHY MOJIEKYITY
KMCA0poAa, padoTaloT KOOHEPATHBHO, M IIO3TOMY CBA3biBAaHHE
BEChMA YYBCTBUTEIRHO K KOHIEHTPAMU KUCIoposa. CBA3bIBaAHHE
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KHCJIOpOAa C MHOIJIOOHMHOM ONMCHIBAETCsI HEKOOTIEPATUBHOM KpH-
BOM, 1MOXOXe#l Ha KpacHyro kpuByto Ha puc. 1.25. Kaxnmas moire-
KyJ1a MHOTJIOGHHA CBA3BIBAET TOJIBKO OJHY MOJIEKYNY KHCI0pOAa,
W TaKOe€ CBS3BIBAHME I'OPA3/I0 MEHEE YYBCTBUTENHHO K KOHIIEHTPA-
HHH KHCJI0POAA.

JeificTBHe aBTOpEry IsIUH

Mpbi yxe OTMEHaJd, 4TO HOMHMO aKTUBALUH TPAHCKPUIILIHUA CBOC-
10 cOOCTBEHHOTO Ie€Ha IpU JIM30reHnH (6Jsaroaps CBI3LIBAHUIO C
Ogxl m Og2) penpeccop ucnonpdyer Op3, 4TO0B OTrpaHUYHBATH
CBOKO COOCTBEHHYIO KOHUeHTpauMto. biaromaps TakoMy B3aumo-
geiicTBUio ¢ (Of3 KOHIECHTpAalMs pempeccopa HHKOraa He Ipe-
BBIIIAET YPOBHS, IPH KOTOpOoM mpodar moxeT 3hdhekTuBHO OT-
BEYATh HA WMHIyOHUpYollee Bo3dedcTBHe. M30BITOK perpeccopa
npuBes Obl K NMOJABJICHUIO MHIYKLHA JBYMS MYTSIMH.

@ Bo-niepBrix, Rec A pacluensiseT MOHOMEpPBI penpeccopa J10-
BOJIBHO MEJIJICHHO; eci OBl KOHHEHTPALMS PENpeccopa 0Ka3aiach
CJIMIIIKOM BEICOKOH, 6eJ10k Rec A He Mor Obf pacllienuTh J0CTaTOY-
HO€ YHCJIO MOJIEKYJI, YTOOBI BHI3BATH HHAYKIHIO.

@ Bo-BTOpSLIX, faxe ecyi OBl TAaKOE pacCIIeIUICHHE IIPOU30ILIO,
COCTOSIHME PCIPECCHM COXPAHRUNIOCH Obl. OOBACHSAETCA ITO TEM,
4TO, XOTS PACIIENJICHHbIE MOHOMEpPHBI pefipeccopa He MOryT 00-
pazoBBIBATH AMMEPHI, OTILEIUICHHbIE AMHHO-KOHIIEBBIE HOMEHBI
COXPAHSIOT CHOCOOHOCTh HEKOOIEPATHBHO CBS3LIBATHCA C OlEpa-
TopoM. [Ip¥ [OCTATOYHO BBICOKMX KOHLEHTPAIMAX 3TH aMHWHO-
KOHIIEBBIE TOMEHBI 3AMOJHAT BCE TPU y4acTKa CBA3LIBAHUS HE3ABHU-
CHMO OT TOI'0, BXOJSAT OHM B COCTaB IUMEPOB PEIPECCOPa HIIA HET.

HeraTtuBHble W TO3UTUBHBIE CAMOPETYNHPYIOIINECS CHCTEMBIL,
OpUMEPAMH KOTOPBIX SABISIFOTCS [Ba cHocoda camMoperynsiyu
KOHIIEHTPALUM perpeccopa, COBEPIIEHHO IO-pa3HOMY OTBEYaroT
Ha Bo3MylleHHs. HeraTtusnas perynsuus cnocobcTByeT crabuiib-
HOCTH, T.€. HOJUIEPXaHUIO T'OMEOCTa3a, TOrga Kak IMO3UTHBHAS
Be/IeT K HeycToWuyMBocTH. Ecnm Ob1 meficTBOBajia TOJBKO Hera-
THBHAsl PETYJIALMS, TO UPH IMOBBLIMIEHAH HIH MOHIKEHWH KOH-
HEHTpaIK pelpeccopa CKOPOCTh €ro CHHTE3a COOTBETCTBEHHO
YMEHbLIANACh Obi MIH YBEJIHUHBAJIAChL ¥ KOHLEHTpAalUs BO3Bpa-
manach Obl K paBHOBECHOMY ypoBHIO. [lo3uTwBHas peryssiums,
HA000pOT, ycHiuBajia Obl Jr0OOE W3MEHEHUE KOHIEHTPAIUU pe-
mpeccopa: TpU ee YBeJIMYEHMM OHa NOBBILIAna Obl CKOPOCTh
CHHTE3a PEenpeccopa, a NpH NajeHHN — CHHXaJIA.

Ha camoM Jefle KOHLUEHTpalMs penpeccopa B JIH30TEHHBIX
KJICTKaxX JI0CTaTO4HA, YTOOBI CTUMYJIHPOBATh Ppy NOYTH 0 MaK-
CHMaJibHOTO YpoBHA. B 0ObIunbIX ycioBusix Og3 3aHAT penpec-
copoM He Oonee 10% Bpemenu. Takum oOpaszom, HeraTHBHAs
CaMOPEryJisiysi BKJIOYAETCS JIMIIL BPEMst OT BpeMeHH, 4ToOBI
KOMIIEHCUPOBAThL KPAaTKOBPEMEHHOE YBEIMYCHME KOHICHTPAMU
pernpeccopa.
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Jpyrue ¢arn

WseecteH psaa Apyrux ¢aros, CiocOOHBIX HE TOJILKO K JJMTHYECKOH
UH(EKUHN, HO U K WHAYIMOEeNbHOH nu3orenud I[loxoxu jm npu
TOM HX MEXaHHU3MBl NEPEKITIOUeHHs HA MEXaHH3M B cilydyae Qara
A? O6patumcs k nByM daram 434, kotopslit pacrer Ha Escherichia
colt, n P22, xotopwiii pactet Ha Salmonella typhimurium JIn3zorensl
434 u P22, nopobuo nm3oreHaMm A, 3hdexTUBHO HHAYLUHPYIOTCH
yibTpaduosneroBeiM cBeToM O6a ¢ara KOOUPYIOT penpeccop H
benok Cro, koTopele B3anmoAeucTByroT ¢ obmactero JJHK, ana-
JorudHoN Oy ara A

HecMOTpsi Ha HEKOTODPbIE Pa3lu4Msi B JETANAX, CIEHYIOIIUe
NOJIOKEHUS CHPaBCJIMBBLI A Bcex Tpex (aroB IlpaBbiii ome-
paTop COAEPNKUT TPU YU4ACTKA CBA3LIBAHUA PENpEccopd, NBa U3
kOTOphlX, Oxl m Og2, 3aHATHl penpeccopoM B COCTOSHHUU JiH-
30reHUM B 3TOM COCI10SHMM HUTParOT BAXKHYIO POJb Kooliepa-
THBHBIC B3aUMOIECUCTBUS MEXIY COCETHUMH TUMEpaMH penpec-
copa MoHOMEDBI PENpPEecCOPOB COCTOAT M3 ABYX CTPYKTYPHBIX
JOMEHOB M HaxoHATCs B DPAaBHOBECHH C JMMEpPaMH, KOTOpPBIE
ceasbiparorea ¢ JHK umepst penpeccopa, 3anmMaroiye y4act-
ki Opl m Og2, BBIKJIIOYAIOT TPAHCKPUIIHIO ¢ Py M BKJIIOYAIOT
TPAaHCKpHILHIO ¢ Ppy [lpu unayximum ¥V $-obyuenuem penpeccop
pacllieluIsieTcss ¥ TeM CaMbiM HHAKTHBHPYETCS, MOCHE 3TOTO MNep-
BbIM cunTesupyercs 6esox Cro ¢ mpomotopa Py Cro mpexne
BCETO CBA3BLIBAETCA € Op3, 4TOOBI BBIKJIIFOYATH CHHTE3 PEIpeccopa,
a 3areM—c Ogl u Og2, 4TOOBI CHU3WTL YPOBEHbL TPAHCKPHUIIINH
paHHHX [€HOB JIMTUYECKOTro Ukaa ToT (hakT, 4TO BCE 3TH SIBJICHHUS
ILIUPOKO PacIpOCTpaHeHbl, CBUNIETENLCTBYET 00 UX UCKIIOUUTEIIb-
HON pOJIM B MEXaHHU3ME IePEKJIFOUCHHS
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'nasa 2

AHK-6enkosbie B3anmopencreus
M perynauuAa akKTMBHOCTU reHoB

Perynsropubie Oesiku, Hanpumep peipeccop A u Cro, HpOYHO
CBA3BIBAIOTCS CO crnenuduyueckumu nocnefaoBarteabrocTaMu JTHK
mHO#M 15-20 map ocHoBanuit. Kax sl U3 3THX 6E/IKOB /10JIKEH
BbIOPATh CBOH OHNEPATOPHBIH YYACTOK W3 MPHMEPHO 5 MIIH. gap
OCHOBaHHH, KOTOpPBIe cocTaBistoT Oaktepuanbayro JHK. B xan-
HOU rj1aBe pPACCMOTPEHBI OCOOEHHOCTH CTPYKTYPHI GejIK0OB, KOTO-
pblE€ OTBETCTBEHHSHI 32 JTY UX CHOCOOHOCTL. [lpmHIMN JedcTBUS
NIpOCT: CTPYyKTypa benka xommementapHa crpyktype JHK; ecnn
Oestok HaxomuT HyxHywo Mojekyny JAHK, Monekynabr Oenka u
JAHK nojxoasaT opyr Apyry, kak kmod K 3aMky. Kpome Toro, Ml
MOKaxXeM, KakuM 00pa3oM CBA3ABINUUCS pEryasiTOpHbIA Oejiok
MOXET BAWSATH Ha 3KCIPECCHIO TEHA I[IYT€M HETaTHBHOM WIH
MO3UTUBHOW DPETYJISIHUH,

OnepaTtop

Puc. 2.1 wuiocTpupyeT, Kak B HNPUHIMIE MOXHO ONO3HATL HyX-
HYK MNOCIEA0BATENpHOCT B aByxuemodeyHoit JHK. ATomsl,
JiesKalnue BAOJIb KpaeB Ilap OCHOBAHHM, «CMOTPST» B OOJIbLIOH U
MaJblid KeJI00KH, KOTOPBIE TSHYTCS BIOJIb cnupanu. Kax o nape
ocHosauuit (A: T, T:A, G:C, C:G) coorBercrByeT CBOK HabOp
XHMWYECKUX IPYIN, KOTOPHIA MOXKET Y3HABATh OeJIOK. ITO HE T¢
TPYNIbI, KOTOPBbi€ YY4CTBYIOT B KOMIUIEMEHTAPHOM ClapUBaHTH
OCHOBAHWM, MOCJEHNE CTAHOBSTCS /OCTYMHBIMU TOJIBKO [PH
pacxoXACHHN LEMeH, UMEIOWEM MECTO, HallpHMEp, fpH pPEIiu-
KAl WM Ha KOPOTKOE BpeMS IIPH TPAHCKPUILIUK. Mpl YBUIINAM,
4TO A-penpeccop U Cro UMEIOT BBICTYNBI, KOTOPhIE BCTPaHBaOTCH
B OOJIBIION KEJTOOOK U «IATAOTY MOCACAOBATENHLHOCTh OCHOBAHUI
JHK.

Bce onepaTopHble yUaCTKH, KOTOPBIE Y3HAIOT PEMPECCOD, MOUTH
(XOTS ¥ He HOJIHOCTHIO) CUMMETPUYHBI. JTO CTAHOBHTCS TIOHATHO
MpH PacCMOTPEHAU MOJHOCTBEO CUMMETPHYHON [10C/e/IOBaTENb-
HocTH Ha puc. 2.2. Ecnm nzobpaxennsiii yuactok JAHK nosepryTH
Ha 180° B IUIOCKOCTH CTpaHUIlbl BOKPYT TOYKH, KOTOPOU OTMEUeHa
CepeIMHa M0CJIeI0BATEIbHOCTH, IOJIYYHTCS COBEPIIEHHO TaKas e
Mosiekysa. OTauuuTesbHOoe CBOWCTBO JIAHHOTO YYacTKa JIByXIle-
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noueydoit JAHK cocrout B TOM, 4r0o ero nocneaoBaTellbHOCTD
HOC/Ie IOBOPOTA OCTAETCS MPEKHEH.

CUMMETPUIO  HOCNIEHOBATEJILHOCTH,  WM300paxeHHON  Ha
puc. 2.2, MoxHO onucath uHaue. [IpejgcrTaBuM cebe KPOIIEYHOTO
IEMOHd, KOTOPBIM HAXOAUTCA B CEpeIMHE MOJIEKYJbI, B MECTE,
obo3HaueHHoM ToukoM. [locMOTpeB HalieBO ¥ HANPABO, AEMOH
YBHJIUT COBEPIIEHHO OJWHAKOBBIE «KOPHJOPB? XUMHYECKHX
rpynn. B 3ToM ciyyae MBI TOBOPHUM, YTO TOCJAEAOBATEIBLHOCTD
0bMagaeT OCLK CHMMETPHUH BTOPOIO nopsska. Eciu xe 3aMeHuTh
OHHY Napy OCHOBAaHWMH, TO NOCJIEAOBATE/NLHOCTL OyneT He Mnoji-
HOCTHIO CUMMETPHYHOM.

TTociienoBaTENLHOCTH, KOTOPBIE Y3HAIOT penpeccop A ¥ Oeslok
Cro, npusefensi 8 Tadn. 2.1. Tpu u3 2TUX yyactko anurout 17 nap
OCHOB2HMI NPOMCXONAT W3 Tpasoro onepatopa A, Oy, a Tpu—u3s
Jesoro onepatopa, O . IlocienoBaTenbHOCTH 3TUX LIECTH

Manbin wenobou Manbih weno6oK

Bonbuwioi wenoGox Bonblon MeNoGOoK

Puc. 2.1. Hebonbmo# yuactok Mouekynsl JIHK. Ipu BHEMATEIBHOM PaceMOr-

PEeHUH OOJIBIIOTO M MATOrO XKeMOOKOB MOXHO BHIETh, HTO AJIA KakAOH mapbl

OCHOBAHMIL X4PAKTEPHO 0CO00E PACTIOIOKCHUES XMMULECKUX TPYTIN, BLICTYHAOHINK

B %¥eJIOOKM TI0 KpasiM 3Toii mapel. YTo6bI pacnosHats nocienosatessiocts JHK,
He ODA3ATE/ILHO PACILIETATL MOJIEKYIy.

Puc. 2.2. Cummerpuunas noc;egoBatenbHocTs JHK. TlocaenoBaTenbHOCTh BEPX-
Hell lenu, IPOYUTAHHAS CJIeBa HANpPaBO, COBMAJACT C IIOCJIEIOBATEILHOCTBIO
HWXHEH Lieny, MpOoYMTAHHOHN cnpasa HaleBo. UepHbld 3Ha4OK —OCh CUMMETPHH.
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Tabmua 2.1, lllecTs onepaTOpHBIX YYACTKOB, KOTOPbIE
V3HAIOT A-PErpeccop W OeNIoK

TATCACCGCCAGTGGTA
O ATAGTGGC GGTCACCAT
: TATCACCGCCAGAGGTA
Ol ATAGTGGCGGTCTCCAT

TATCTCTGCGCGGTGTTG
Q2 ATAGAGAC CGCCACAAC

TATCACCG CAGATGGTT
O3 ATAGTGGC GTCTACCAA
o TAACACCGTGCGTGTTG
2 ATTGTGGC ACGCACAAC
o TATCACCGCAAGGGATA
k3 ATAGTGGC GTTCCCTAT

VYYacTKH CBS3BLIBAHMS PACHONOXKCHBI B IIOPSIKE yBEJIMYCHHS
cpoJcTBa K HuMepy A-penipeccopa. LienTpansaas mapa ocHo-
BaHHi, Yepe3 KOTOPYIO HPOXOAHT OCb CUMMETPHH, OTMEYeHa
LEBETOM.

YyYacCTKOB HECKOJIBKO PAa3JIH4aloTcs, W BCE OHH HMMEIOT pa3Hoe
cpoacTBo K penpeccopy u Cro.

Hu oayH 13 onepaTopHbIX y4acTKOB A He obiajlaeT uaeaabHOM
CUMMETpPHEH, ¥ eci Obl Mbl 3HANM HOCIEHOBATEIBLHOCTH TONBKO
OJHOTO U3 HHX, HanpuMep O 2, ciMMeTpHs BooOIIe He Opocunach
61 B rnasa. Ho ecnu pasfenyith Kaxk bl ONepaTOPHBINA yYacTOK Ha
J(BE TIOJIOBMHBI, 4 3aTEM COBMECTUTb MX, KaK 3TO cAeiaHo B Tabi.
2.2, BBIPHCOBBIBAETCSl COBEPIICHHO OTHYET/IHMBas kapruHa. B Tab-
JIYMIIE YKA3aHO, ¢ KakOoW 4acToTOH KaxIoe U3 OCHOBAaHUHU BCTpe-
JaeTcs B KaxAoM moJioxenun. KoHceHcyc-nmocneqoBaTelb-
HOCTB') HOJIOBUHBI Y4acTKa CBS3LIBAHMSA, 3aMUCAHHAS B JBYXUE-
TIOYEYHOM BHjiE, MMEET BUJ

TATCACCGC
ATAGTGGC

Kaxapiil OmnepaTOpHbIM y4acTok OoJiee WM MEHEE CXOJACH CO
ClMeAyromel CUMMETPUYHOM TOCAEI0BATEIbHOCTBIO, KOTOPas CO-
JICPXKHT JBE KOHCEHCYC-TIOJIOBUHBI H UMEET OCh CHMMETPHH, NIpo-

1) KoHCEHCYC-TIOCIEIOBATENLHOCTH TIOTYHAOT, TIOMEIas B Kax/10# nosuuuu Oyx-
Bbl, Haubonee wacToO BeTpewaromuecs B 3Tom Mecte.— [puM. pen.
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Tabnuna 22 12 1[ONOBHH y4acTKOB  CBSI3BIBAHMS
h-omepaTopoB

OnepavopHbin

VHaCTON 1234567809 -
o TATCACCGC
t TACCACTG
Oul TATCACCGC
R TACCTCTG
0.2 TATCTCTG
L CAACACCCGCC
03 TATCACCGC
L AACCATCT
0.2 TAACACCGCGT
R CAACACGC
0.3 TATCACCGC
R TATCCCTT
KoHCceHcyc- ToATeCLAC,C GGy
nocnegogatens- C, C, T, T, T,7T,T,
HOCTh A A G GG

Bce 1wecTh MOJIHBIX Y4aCTKOB, TNpHBEAEHHBIX B Tabm 21,
OPEACTABACHBI 3ECh B BUJE ABYX IOJOBUH 34MHCAHA TOJIBKO
OAHA uenb Kaxaod nonopuHsl IlepBas cTpoyka B HaCTOALICH
TabnMile COOTBETCTBYET BepXHel HEnu JieBOW MOJIOBHHBI Y4d-
crka B Tabn 2 1, npoYuTaHHOH CeBA HAaNpABO, BTOpas CTpO-
KA HHXHEH iend NpaBoH MNOJOBHHLI yyacika B Taba 21,
IPOYMTAHHOM chpaBa Haneso I[lonoxeHus ocHoBaHHit B one-
paTope NIPOoHYMEpOBAHbI B HIDKHEH 4dcTH Tabnuubl yKa3dHo,
CKOJIbKO pa3 KaXIoe OCHOBagHE BCIPEYAeTCs B AdHHOM I1O-
JIOKEHHH B mosioxenue 9 MONOBHHBI y4dCTKA MOXHO B KAXKIOM
CAy44€ MOCTABUTHL OJHO W3 ABYX OCHOBAHMI

XOJISIIIYIO 4epe3 NEHTPANBHYIO Napy OCHOBAHMH (Bblie/ieHa LBe-
TOM):

TATCACCGCCGGTGATA
ATAGTGGCGGCCACTAT

IlocnenoBaTeNbHOCTh OCHOBAHMHA KaXZOTO ONEPATOPHOrO
y4acTKa JOJKHA MMETh XdPaKTEPHBI «PHCYHOK» DPACIIONIONKCHHUS
(YyHKUMOHANBHBIX TPYIN, KOTOpPbI y3naroT penpeccop u Cro.
Kpome Ttoro, atu Oelkd [JOJOKHBI pasjifyaTh ONEPATOPHBIE
yYacTKH, 4YTOObl OOECHEYHUTH HYXHBIH NOPAJOK CBSI3LIBAHUA B
3aBHCHMOCTH OT CpOJCTBa, Kak ommcaHo B 1. 1. Humxe mbl
pPaccMOTPHM CTPYKTYPbI penpeccopa u Cro, KOTOpbIE Y3HAIOT 3TH
NOCJIeIOBATENbHOCTH.
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Penpeccop

Bo BBemeHMM MBI Y€ OTMeYasil, YTO O€JIKOBBIE MOJIEKYJBI CKIIa-
IBIBAIOTCS ONMPEIEICHHBIM 00pa30oM B 3aBUCHMOCTH OT UX aMUHO-
KHCJIOTHOH T0OCJIe/IOBATE/IBHOCTH. XOTS HENOYKH C Pa3HOH aMHMHO-
KHCIOTHON MOCJIEAOBATEILHOCTHIO OOBIYHC MPUHMMAIOT PA3HYIO
$hopMy, HEKOTOPBIC NPOCThIE CHOCOOLI YKJIAIKH MOBTOPSAIOTCS BO
MHorux Oenkax. OauH M3 Takux OOMIMX CIocoOOB YKnaaku Oe-
KOB— (-CITAPANb.

Kak mnokasarmo Ha puc. 2.3, o-cnupass oOpa3syercs MpH
3aKpYYMBAHWU 1IETIOYKH aMHHOKHCIOT. BaxHoe pazimyne MexTy
g-cnupasibio U asonBol cnwpansto JHK cocTtout B TOM, uTO B

Puc. 2.3. Lletib aMHHOKHCIIOT B Pa3BEPHYTOM BU/AC H B BH/IC O-CIUpasti. BokoBbie

iermn R1, R2 n 1.1, pasnuuarores nig Becex 20 amunoxucinor. B o-cnupanu 3tm

OOKOBbBIC LIEMH BBICTYHAIOT M3 OCTOBA, KOTOPBIA #300pa)i€H HA PHUCYHKE B BHAC
mmHApa. ONWH BUTOK CITHPAJIM COCTOUT U3 3,6 aMHUHOKHCIIOTHBIX OCTATKOB.

4 [
b 1

= )
T - -

Manbin bonbuiow
Menobok  wenobok

Puc. 2.4. o-Cnupasne, pacnojararoiiasics 8 0osbiioM xkenobke monekyiasr JTHK.
BOKOBBIE LIeHH, BLICTYNAIOLINE H3 Q-CITHpaH (OHU 3A€Ch HE TOKA3aHbI), AOXOAST J0
KpaeB 60Jb1I0TO XenobKa.
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OeJke OCTOB MOJIEKYJIbI PACIION0XKEH BHYTPH CTPYKTYpPHI, & Xapak-
TEPHBIE [UTSI KaX/JOro aMHHOKHCIOTHOIO OCTaTKa Ipymibl, 00-
KOBbIE LiEI¥, BBICTYNAIOT HAPYKY.

Ha puc. 2.4 noka3zaHo, HACKOJLKO XOPOINO (-COHPAJb COOT-
BeTCTBYeT Oosibiiomy xemobky JHK. dyHKIMOHAILHBIC TPYNTbI
Ha TOBEPXHOCTH ¢-COUPAJH pacioiaraloTcs TakdM o0pasoMm,
4TOOBl MMETh BO3MOXHOCTH B3aHMOJEHCTBOBATH (KOHTAKTHUPO-
BaThb) ¢ XuMHueckuMH rpynnamyu nap ocHoanuit JHK, Bricty-
NAOUIAMU B KEMOOOK.

UToOBI 1HOHATH, KaK A-PENpEccop HCHNONB3YET G-CHUpaib s
y3HaBaHUs ONEpaTopa, Mbl JOJDKHBI PACCMOTPETH CTPYKTYPY
penpeccopa donee HoApOOHO, NMPENCTABHB €€ HE B BHU/EC T'aHTEH,
Kak 370 Ob1io cAenano B ri. 1, a mHave. B coorsercTBuMM € puc. 2.5
aMHHO-KOHIIEBOW NOMEH penpeccopa CKIajfiblBaeTcd B MATH IMMO-
CJIEJOBATEIBHBIX (-CIIUPAJIbHBIX YYACTKOB (ACTaJIbHASI CTPYKTYpa
OCTaJILHOM YacTH MOJIEKYNbl Heu3BecTHa). a-Crupaiib 3 JIEXUT Ha
TOBEPXHOCTH MOJEKYJIBI, 3TO M €CTh «y3Haroliasl» Chupalp pe-
npeccopa.

Puc. 2.5 Penpeccop dara A. I1sTs o-cnupaneii, KOTOpbie BXOJAT B COCTAB daMHHO-
KOHILIEBOTO JAOMCHA PETPeccopa, COCAUHSIOTCS MEXAY coboff aMUHOKHMCIOTHBIMHA
nenoukamu. Cnmpans | pachnoylokeHa B HEIOCPCACTBEHHON OJM30CTH OT aMHHO-
KoHua GenkoBo#l MoJiekyibl. CTPYKTYpa CeIrMEHTOB, COCTUHSIOIMX O-CIUPAIH, H
KapOOKCH-KOHIIEBOTO [TOMEHA HEH3BECTHA.
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Puc. 2 6. Penpeccop dara A, cBsi3aHHBIA ¢ ONEpaTOPHLIM Y4acTKoM. [lBa aMHHO-
KOHIEBBIX JOMEHA pElpeccopa «IOACTPAUBAIOTCA» K ONEPATOPHOMY YYACTKY
JJHHOM 17 map ocHOBaHWM.

Puc. 2.7. CuMmmeTpnuHoe pacnosioxende oucnupanbusix JTHK-cBa3biBaronmx m.1e-
MEHTOB pETpeccopa Ha onepartope.

Puc. 2.8. «Pyxu» A-penpeccopa. OT KOHIA KaXAOH 0-CIUPAIN | OTXOAAT LENOYKU

u3 7 amuHOKMCHOT. OTH nienouky obxsateBaroT JHK 1 KOHTaKTHPYIOT € OCHOBa-

HHSMH, DPACHOJIOKEHHBIMM BOJIM3M OT HEHTPa OMNEPAaTOPHOrO y4YacTka Ha €ro

@aaHei» cropore. ObpaTuTe BHUMaHHe, 4To ABoiiHas cnupais JAHK nosepnyra

[0 CPABHCHHIO CO CIHPANbIO HA NPEIBIAYIIEM PHUCYHKE, 4TOOBI MOKasaThb ¢ ¢
«3aRHEH» CTOPOHBI.



B nmmMepe penpeccopa paccTOsHWE MEXKAY Y3HAIOIMMM CIM-
pansmu (M0 OMHOW B KaXIOM MOHOMEPE) COOTBETCTBYET pac-
CTOSIHUIO MEXJy ABYMs ydactkaMu Oosplloro xejobka, oTcTos-
MMM JIpYT OT APYyra Ha NepHo/l cnupaiu, ¢ oaHol croponsl JHK.
Ha puc. 2.6 nmokaszano, 4to npu cOmmxeaun ammepa ¢ JJHK
Kax/as M3 y3HAIOIMHUX CIHpaJied YKIaasBaeTcss B OOJBINONH Ke-
J060k. Taknm oOpa3oM, KOraa AUMEpP NMPABHJILHO PaclloiokeH Ha
ONEpaTOPHOM YHUacTKe, CHMMETpUs Oefka COOTBETCTBYET CHUM-
metpun JTHK.

IlomMumMo y3Haromiedl o-cnupaiid Ha puc. 2.5 u 2.6 BbiAeseHa
[BETOM elle OJHa O-Cnupajb, cnupasb 2. Ha puc. 2.7 BugHO, 4TO
OHA HE BXOOUT B OOJIBLINOH XeJOOOK, a JIeKHT MOIEpeK Hero.
Cnupansb 2 1OMOTraeT IpPaBUILHO YJIOKUTH CTUpalb 3 B HONbLION
*eja000Kk. DTH JABE O-CHHPAIM MBI OyJeM Ha3blBaTh OUCTMpPAJIb-
HBIM 3JIEMEHTOM WIH OUCTIPasbHOM cTpyKTYpoil. Kak Mbl yBHAUM
Jlanee, MHOTHE PEryJIATOPHbIE OEJKM MUCHOb3yFOT MOAOOHBIN 3Jle-
MEHT, COCTOSIIIHA U3 Naphl o-crnupased, 1is cesa3biBanuii ¢ JJHK.

Tenepb MBI B OOIIUX YepTax HOHUMAaeM, KaK pernpeccop H3Ou-
paTesbHO CBSI3bIBAETCH C ONEPATOPOM. ITOT OEJIOK NPOYHO CBS-
3pIBAETCSH TOJBLKO B TOM Ciyyae, €CJIM KMMEeTCs COOTBETCTBME
MexAy OOKOBBIMH LEMSMH aMHHOKHCJIOT B Y3HAOLIEH O-CHUPaIH
3 penpeccopa U dyHKumoHansHbIMEA Tpynnamu JIHK, skcnonu-
POBAHHBIMH B OonbInoi xenobok. UToOBl ySCHUTH pOJIb CHM-
METPUM B CBSA3BIBAHUH, BCIIOMHHM HAmlero JA€MOHAa, KOTOpPBIH
ompeAesasl, CAMMETPUYHA JIH mocaemoBareabHocTh JJHK. Ecnmu
Obl OEMOHY NPUILIOCh IPOHTH BAOJIL CHHpanud 3 J000ro H3
MOHOMEpPOB OT aMHHO-KOHIIA K KapOOKCHU-KOHIy, T.€. 1O Ha-
HNpaBJICHUIO K cnHpaid 4, o oOHapyXuj Obl OJHY U Ty ke (Wiu
Mo4TH OJHY M Ty 3Xe) mnociegoBaTeasbHOCTh JIHK-6enxkoBbix
B3aUMoAeHCTBUN. (OroBOpKa «IIOYTH OJHA H Ta Ke» CBs3aHa C
TEM, YTO IIOCJCAOBATENBHOCTh KAXKAOTO ONEPATOPHOTO YYacTKa He
COBCEM CUMMETPHUYHA.)

[Tomumo TOro 4rTo A-pempeccop BCTPAMBAETCd B JIBOHHYIO
cnupass JHK cBouMu y3HaommMu o-ClMpaisMH, OH «0OHU-
MaeT» ee Mapod THOKUX «PYK», PACHOJOXEHHBIX Ha aMHHO-KOHIIE
MoHOMepOB. Korza pemnpeccop CBS3BIBAE€TCS C ONEPATOPOM, €ro
«pyx» oxsathiBatoT JJHK u obpasyror cneruduyeckne KOHTaKThl
B OOJIBIIOM XeJIOOKe Ha e€e OOpaTHOM CTOpOHE. Y 3HAIOMUE O-CIIU-
P KCIHOJB3YIOTCS MHOTMMH pPETYJSITOPHBIMH OenkaMH, HO
«PYKH» A-penpeccopa, H300paxxeHHbIE Ha pHC. 2.8,— npUMep MeHee
pPacupoCTPAHEHHOTO NPHCNOCODJIEHus I HPOYNTHIBAHUS MOCJIE-
JOBATENLHOCTH.

benoxk Cro

Crpyktypa Cro m3obpaxena Ha puc. 2.9. 1ot Oejok BKIIOYAET
TPU O-CIMpaNH, a TAKKE TPH y4yacrTka, oOpasyiolde Tak Ha3bi-
Baemele B-ciiou. (B-Ciioii —eie OAMH IHHPOKO PaCHpOCTPAHEHHBIH
B Oeskax crmocod ykiaaxd. Ha Hamwmx pucyHkax [(3-ciiom u3odpa-
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Puc. 2.9. Benox Cro. TpH IUI0CKHE CTPEIKH —3TO [}-CJIOH, KOTOPEIE BMECTE C TPeMs
a-cnupajisMu oOpasyroT GerakoByio riobyaiy.

Puc. 2.10. Cro-6enok, CBA3aHHBIA C ONEPATOPHBIM YYacCTKOM. DTOT AUMEP NPHU-
coenunsercs k JHK nmpumepHo Tak xke, kak JUMep penpeccopa.

KEHbI B BUJIE IIJIOCKUX CTPEJIOK, YTOOBI HX MOXHO ObLIO OTJIIMYHTH
OT (-CTIHpAaJICH, APEACTABASIEMBIX B BUJE IINHAPOB.)

Cnupans 3 y Cro, kak U y penpeccopa,— y3Haromas. BzauMuoe
HpOCTPaHCTBEHHOE pacrojioxkeHne crmpaneir 2 u 3 6enka Cro
MOYTH TAaKo€ XK€, KaK M COOTBETCTBYIOLUEH [apbl CrHpalied
penpeccopa. IlopaszutenbHO, 4TO B pasjuyHbBiX Oejikax 0OHApy-
XKHUBarOTCd OWCTIMpaJbHbIE 3JIEMEHTBI CO CTONb CXOJHBIM pac-
NOJIOKEHUEM JBYX a-cnupaned. B pumepe Cro cuMmeTpudHO
pacIoJIOKEHHbIE Y3HAIOIIME CIMPAIH, M0 OHHOM B KaXIOM MO-
HOMeEpe, YKJIaJbIBatOTCS B [[BA MOCJIEHOBATENbHBIX yYacTka 00JIb-
IIOTO XKeJoOKa, PAaCIONOKEHHBIX C ONHOH CTOPOHBI ABOHHON
CIIUpaJM, Kak NMoka3zaHo Ha puc. 2.10.
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B3auMo1elCTBHA AMHHOKHCJIOT
¢ mapaMi OCHOBAHMM

AMUHOKHUCJIOTHBIE NTOCJIEAOBATEILHOCTH, 00pa3yrolue y3Haromue
cnupain  penpeccopa #u Cro, Oodblied 4YacTibiO Ppa3IdYHBI
(puc 2 11) 3Btoro m cnenoBaio 0xuaaTh B 000HX Ciyyasx oJlHA
CTOpOHA cnupaju («BHYTPCHHSAS») CONPHUKACAETCS C OCHOBHOM
4acTbi0 OEJKOBOM MOJIEKYJIBI, & «BHEIIHAS) JIOKATCA B OONBIIOM
xenobok [JTHK u obpazyer tam cnenududeckue KOHTAKTHI BHyT-
pEHHHE TOBEPXHOCTH Y3HAOIIMX CIHUpajedl pa3jdvarTes, Io-
CKOJIBKY T€ OCHOBHBIE HacTH O€NKOBBIX MOJIEKYJ penpeccopa u
Cro, ¢ KOTOpbIMH OHHM KOHTAaKTHPYIOT, pazjmuubl [locnenosa-
TEJIBLHOCTH Ha BHEMIHHX IOBEPXHOCTSX Y3HAMOUIMX CIHpaJei
CXOJHBI, HO He HASHTHYHBI XOT#A perpeccop H Cro CBS3BIBAKOTCS C
OAHUMH M TEMH Ke ONEPATOPHBIMH YYACTKAMH, X OTHOCHTEJILHOE
CPOACTBO K Pa3jM4YHBIM Y4acTKaM HEOJHHAKOBO

Ha puc 2 11 npuBeneHa Taxxe cxeMa B3aMMOACHCTBHIA MEXIY
aMMHOKHCJIOTAMH Y3HAIOILMX craupaled penpeccopa u Cro u
OCHOBAaHUSIMHM [BYX IIOJIOBHH oOllepaTropa ITa cXxeMa IO3BOJSET
npelcTaBUTh, KakuM 0bpazom peripeccop # Cro y3HAIOT OJHH U Te
Xe ONEPATOPHBIE YIaCTKH, HO PA3/IMYAIOT UX PENpeccop Hpero-
yataer Ogl, a Cro-0y3

Penpe cap

[ — —

val phe
gl v gy teli asn(\
ala

B

cCTE
Ol A ys gh & ACC

6 K AC

Puc 2 1A BaauMopelcTBUA aMUHOKHCIOT C NapaMu OCHOBaHUA UToGbI HOHATH
KaK PACITOJIAralOTCA ONpee/IeHHBIe AMHUHOKHCIOTHBIE OCTATKU B 3TUX Y3HAFOLLMX
CHMpaJIbHBIX yYacTKaX H Kak OHHM [IPOHYMEPOBAHLI, CPABHUTE TIPUBEACHHYIO CXEMY C
puc 23 u 2116 B oboux Genkax GOKOBBIE OCTATKH (Ipyimbl, 0603HaYeHHbIE R)
aMHHOKMCIIOT 1 2 5 1 6 HanpasieHst B ctopory JJHK a ocratku 4 u 7 B cTOpOHY
beaxoBoit riobymei W B penpeccope M B Cro 6eike KOHCEPBATHBHBIE AMMHO
KMCOTH B y3HAMOMMX (nupaibHbiX yuactkax (Gln u Ser B nonoxenusix 1 u 2)
KOHTAKTHPYIOT ¢ KOHCEPBATHBHBIMYU NIAPAMHU OCHOBaHUH oneparopa (HoJioxenus 2
1 4) C OCHOBAHHMAMU B ITOJIONKEHUH 3 ONEPATOPA PENPECCOP HE KOHTAKTUPYET a
Cro npeanouutaet TA napy nape CG B nosoxeHuu 5 penpeccop npeanoyuraeTr
TA napy nape CG a Cro Hao6opot B mosoxennu 8 «pyka» penpeccopa, KOTopas
3Aeck He moka3daHa upennouuTtaer CG mapy TA-nape DTU NpeACTdBICHUS He
HCHEPNBIBAIOT BCEX BO3MOXHBIX cHTyauuii Hampumep avuHOKHC/IOTA Jiexamas
33 KOHLOM CIHPAJIBHOTO YYaCTKd 3 MOXET KOHTAKTHPOBATH C Napoit OCHOBAHUH B
nojoxennn 6 omneparopa B oboux ciayyasx u3zoOpaxeHa TOJbKO MOJOBUHA
ONEPA FOPHOTO Y44CTKA BTOpBIC MOMOBUHBI COOTBE ICTBYIOT KOHCCHCYC TOCIIEI0BA
TEABHOCTH UpPUBCACHHOH B Taba 22
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Penpeccop gara A

Puc 2 11B V3Harowme cnupayn BbIHYTH H3 Gosbmioro xenobka JHK, ¢ koTopoii
OHH B3auMoneHcTByroT OOpaTHTE BHUMAaHHE Ha COOTBETCTBHC NOJIOXKCHHH BbI-
CTynatominx GOKOBBIX IPYNI AMMHOKHCJIOT M OCHOBAHMH, C KOTODHIMH OHH KOH-

O0e y3HAIOWME COUpAJM HAYAHAIOTCS C [OUIENTHAA TIyTa-
miH—cepuH (Gin-Ser), a nmaneine nocnesOBaTEILHOCTU Pa3Ji-
qatorca. Oba Oenka ucnonb3yior Gln B monoxenun 1 u Ser B
MOJIOKEHNH 2, 4T00BI 00pa30BaTh KOHTAKTHI C IapaMi OCHOBAHMIA
2 1 4 omepaTopa COOTBETCTBEHHO. DTO KAK pa3 T€ MOJOXKEHUS B
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Benok Cro gara A

Gini
1 -—= AsnS
2- A= |\ ". = @,

N N

TaKTHPYIOT OCHOBAHHS OIEPATOPa NPOHYMEPOBAHEL TAK Xe, Kak B 1abn 2 2, u Tpu
napbl OCHOBaHHUH, 110 KOTOpbIM pasynyatotrcs Ogl u O3, oTMEUeHB! 3BE310YKAMH
YepHbiM pOMOHKOM 0003HAYEH LEHTP CUMMETPUH OMepaTOpa

onepaTope, KOTOPHIE, XaK Noka3zauo B tabia. 2.2, OJiWHAKOBHI BO
BCEX OLEPATOPHBIX HOJIOBHHAX. TakuM obGpasomM, penpeccop u Cro
HCIIOJIB3YIOT OJHH U Te X& AMHHOKHMCIOTHI IS KOHTAKTOB C
HWJEHTHYHBIMU OCHOBAHUSMHU BO BCEX ONEPATOPHBIX YYACTKAX.
Jlpyrue aMHHOKMCIOTBHI B Y3HAIOLIHX CIHPAJIAX IO3BOJISIOT
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Puc 2.12 BiaumojeiicTBue OAHOUW U3 aMHWHOKHCIOT ¢ Tapoit ocHoBanuil M306-

pa)eHO KOHTaKTHPOBaHME TJIYyTAMHMHA C OCHOBAHHWEM A CO CTOPOHBI 6OJBHIOrO

xenobka. Mexay 60KOBOH Helbio aMUHOKHUCIOTHI ¥ 3KCIOHMPOBAHHBIMH ATOMAMH
OCHOBaHHUS 00pa3yroTca IBe BOJOPOIHBIE CBS3H.

Cnupans3

/ \

ty gly\ leit agn gin ata asn a\é }us
/ 1 \ 0/

ser sla Vs

Penpeccop Cro

Puc. 2 13. KoHcepBaTHBHBIE aMHHOKHCJIOTH B GUCTIMPAJILHBIX y3HAMOIIHX 3:1€MEH-
Tax penpeccopa 1 Genxa Cro. B cnupamm 2 06oux 6eNKOB UMEETCS aMHHOKHCIIOTA
(ala), xoTopas B3aUMOACHCTBYET C APyroil aMHHOKHCIOTOW B cmupand 3 B
penpeccope ala B3aUMOAEHCTBYET ¢ BATHHOM, a B Cro —c U30MeHIMHOM. DTH CBA3M
00ecrneunBalOT NPaBUIbHOE B3AHMHOE pacnoiioxende cnupateit. To# ke uenwn
CIIyXKaT aMHHOKHCJIOThI MOCTHKA, COEIMHSIOILEIO [Ba CHMpAJBbHHX yyactka bo-
xOBasi Helb METHOHHWHa CXOAHA ¢ GOKOBBIMH LENSMM JIeHUMHA U BaTMHA

JByM 0OenkaM pasjiidaTh OMEpPaTOpPHBIE VYACTKHA. Tak, ajlaHHH
(Ala) penpeccopa KOHTAKTUPYET ¢ OCHOBAHHEM B JIOJIOXKEHUH 5, a
acnaparyn (Asn) w ymsuH (Lys) B Cro-c¢ ocrHoBanusMu 3 U 5
cootBercTBeHHO. (Lys B Genke Cro, kxpome TOro, KOHTAKTHPYET C
ocHoBaHueM 6.) OOpaTuTe BHUMAaHME, YTO TIAPbl OCHOBAHUI B 3THX
[HOJIOKEHHMSAX B JBYX ONEPATOPHBIX IMOJIOBHHAX Pa3jiMYalOTCS.
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«Pyku» A-penpeccopa KOHTAKTHPYIOT C OCHOBaHHMsAME 8 U 9 omne-
paTopa W TakXke MOMOTAaloT Penpeccopy pasjiviyaThk pas3Hble oOlle-
paTopHBIC YYaCTKH.

Ha puc. 2.12 uzobpaxeHo 0oJjiee HeTaabHO B3aUMOMIEHCTBHE
OIHOH U3 aMHHOKHCJIOT C Mapoil OCHOBaHWH, OTMEYEHHOE CXEMa-
tadeckn Ha puc. 2.11. Gln obOpasyeT aBe cBSI3M C aToMaMm
ageHuHa (A), SKCNOHHPOBAHHBIME B OOMNbLIIOH Xen0OOK.

Ha puc. 2.13 noka3aHo, Kakue aMHHOKMCIOTHI OMCTTUPAIBLHBIX
3;IEMEHTOB perpeccopa u Oenka Cro, HAaXOagIIHeECS B OHHAKOBOM
HNOJIOXEHKH, COBNAJAIOT HJIM XHUMHYECKH POJACTBEHHBI (KOHCED-
BATHBHBI). (DTH KOHCEpPBATHBHbIE AMUHOKHCIIOTHI HE YYACTBYIOT B
y3HaBaHHK crnenudpuyeckux mnocrneqoBaTeabHOCTeld.) Tpu U3 3THX
AMHUHOKHCJIOT PACIOJIOKEHBI B U3TADE, COEMHSIOUIEM ABE CIU-
pajiv, a J/IB¢ aMMHOKHMCJIOTBI, COEIWHEHHbIE HA PUCYHKE TNpEphi-
BUCTOM JIMHMEH, JEXKAT N0 OJHOM B KAXJIOW cniupain. 3Td OCTATKH
00eCleYUBAIOT, 110 BCEH BEPOATHOCTH, MOCTOSHCTBO Yrjia MEXIY
Apymst conupansmu. lllecToil KOHCEpPBATHUBHBIH OCTATOK pacIo-
JIOXEH Ha «BEPUIMHE» CIIMpPasi, KoTopas NpeailecTBYET y3HaroIeH
cnupand. OH B3auMopeicTByeT ¢ ¢ocdarHoil rpynnoi ocrTosa
onnoit u3 nened JHK, obecneunmBas TeM caMbIiM ITpaBHJIbHOE
NoJIOXKeHue OMCIMpPabHOTO 3jieMenTa oTHocuTeabHo JAHK.

Mruorue m3BecTHble ¥ npeanosaraemeie cnemumbpuueckue JJTHK-
CBA3BIBAIOIME OE/IKU M3 1IEJIOTO Psijla OPraHu3MOB UMEIOT TaKoe
K€ WJIH O4€Hb OJIM3KOE PacHoJIOREHHE KOHCEPBATUBHbBIX OCTATKOB,
xak perpeccop A ¥ Cro. B HeKOTOpBIX Cllydasx TAKOE pacrosio-
KEHUE aMHUHOKHCIOT HMCIOJB30BaJIOCh B KaueCcTBe TecTa Ha CyIIe-
CTBOBaHHe OHCNUPATBLHOTO 3IEMEHTA, YACTHIO KOTOPOTO SIBJIAETCA
y3Hatoniasi cnupaib. CXOACTBO HE 3axBaThiBaeT BCH 00JacTh
OGucnMpasIbHOTO BJIEMEHTA, a OTPAHNYUBACTCS JHMIIL OTACTbHBIMU
yYaCcTKaMH, KOTOpbIe, O4€BAIHO, GDUKCHPYIOT B3aUMHOE IPOCTPaH-
CTBEHHOE [TOJIOKEHHE CIHUpAJIei.

Penpeccop A u Cro cBS3BIBAIOTCA CO CBOUMHM OIIEpaTOpaMHM
OY€HBb TIPOYHO; MBI €IIe BEPHEMCS K 3TOMY B I'1. 4 U B NPUJIOKEHNH
1. 1o cux mop Mbl o0palaium BHUMaHHE IIaBHBIM 00pa3oM Ha Te
B3AUMO/IEHCTBUS, KOTOPHIE OOECTIEUHBAIOT CIiENU(PUYECKHe KOH-
TaxThl (pyHKuuoHambHbIX Tpynn JHK u amunOoRuCnoT y3HAOIIEH
0-CIHMpaNM, a B Chy4ae A-pempeccopa—aMHHOKHCIOT, Pacnosio-
KEHHBIX HA KOHUAX TUOKMX «pyk». OAHAKO OPOYHOCTH CBS3BI-
BaHMs — IO KpaliHel Mepe 4acTH4YHO, a MOXeT ObiTb, W B OC-
HOBHOM — OOYCJIOBJIEHa B3aWMOJCHCTBHEM APYrHX Y4acTKoOB Oen-
koBo# mosekynel ¢ JIHK. Hanpumep, korma A-penpeccop c6mm-
JKAETCA CO CBOUM omnepartopom, Oejlox B3aumozeHcTByeT ¢ oc-
(paTHRIMH TrpynaMu ocroBa AsoiiHoW cnupaiu JIHK, ormeuen-
HBIMM Ha puc. 2.14. DT ¥ [Opyrue CUIbHBIC B3AUMOACHCTBYSs
BO3MOXHBI TONBKO B TOM Ciiyuae, €Cjiu rpynnsl Oenka, onpene-
JISIIOIIME CreuupuIHOCTD, HaxomaT Te rpynnel [JJHK, ¢ xoTopbiMu
OHH HOJDKHBI B3aUMOJIEHCTBOBATD.

Mbl TOMBKO HAYMHAEM IIOHUMATb, KAaKHE B3aUMOICHCTBUS

h
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Puc. 2.14. ®ochaTHbie TPyNIbl, KOHTAKTUPYIOIIME C PEAPECCOPOM, CBA3BLIBAIOLINM-

csl ¢ onepaTopHbIM yyacTkoM Ogl. DT rpynnsi pacronararorcs ¢ OXHOW CTOPOHBI

IBOMHOH CRHpanM, CHMMETPHYHO OTHOCHTEJBHO OCH BTOPOrO MNOPS/IKA, IIPO-

XOAAMIEeH 4epe3 cepeduHy omepatopa. C HeKOTOPBHIMH u3 3THX ¢ochaToB KOH-
taxktupyetr Cro.

OOKOBBIX Ilenell aMUHOKHCIOT C OCHOBAaHUSMH 00eCHeYHBAIOT
cnermduieckoe cps3piBanue. [lo-BumuMomy, B JT1060M MOHOMED-
HOM Oeike crnieuuUIHOCTH onpeneisiercs He Oosee uyemM 3-4
aMHHOKHCIIOTaMH. Bcerma im y3Harommas crnupalb B TOYHOCTH
koMmisieMenTapaa JIHK, Tak 4to aMHHOKHCIOTHI B CTPOTO OfIpe-
JICJICHHBIX TTOJIOXKEHUSIX B3aUMOIENCTBYIOT ¢ ocHoBaHusamMu JIHK B
CTPOTO Onpe/eSieHHBIX ToJiokeHnsax omnepatopa? CyinecTeyer
ApPOCTOM KO, ONMMCHIBAIOIIMI B3aUMOJEHCTBUS AMHHOKHCIIOT C
OCHOBaHUSAMU?

Ho cux nop Ml paccmatpuBani JITHK kak xecTkyio najouky,
T.€. BecbMa ynpoleHHo. Hampumep, Mbl 3HaeM, 4TO TOYHbBIE
napamMeTphl ciidpansHod cTrpykTypbl JIHK mo HexoTopo# crenenu
3aBUCAT OT HYKJICOTHIHOHM mocjenosaTenbHocTH. Bynmer ju 3to
CKa3bIBaThCHA CKOJBKO-HHOYAL 3amerHO Ha JHK-OenxoBoix B3au-
mMoneicTBusx? He HCkIroUueHO, HAnpUMeEp, 4TO OCHOBAHHS, HE
KOHTAKTHPYFOLINE HEMOCPEJCTBEHHO CO CBS3aHHBIM OEJIKOM, TeM
He MEHEe BJIMSIIOT Ha CBA3BIBAHME, CJIETKA HM3MEHSsS JIOKATBHYIO
crpyktypy AHK mim ee rubkocts. Hackosibko Baxubl 3TH (dak-
TOPbI, MBI JIO CHX MOP HE 3HaEM.

ITpomoTtop

®epment PHK-nosmMepasa E. coli y3naer MHOTHE IPOMOTOPHI,
PACIIOIOXKEHHbBIE B HAYAJIe CAMBIX pa3Hbix reHoB. HamoMHUM (cM.
BBEIICHUE), YTO MPOMOTOP 3aHUMaeT OKosio 60 map ocHOBaHWH, B
ToM uuciie 20 map oCHOBaHHUI 3a MECTOM Hayaja TPAaHCKPHIIHA
(r.e. o ee xoxy). BooOme roBopsi, ABYX OJMHAKOBBIX IPOMO-
TOPHBIX MOCJEIOBATELHOCTEH HE CYIIECTBYET, HO BCE OHU CO-
JiepxaT JBa XapaKTepHbIX y4acTKa: OJUH U3 HUX pacnoJioxeH 3a 10
nap OCHOBAHHUH 0 TOYKM HAa4ajld TPAHCKPHIIUHMH, 4 BTOPOH — MpH-
MepHO 3a 35 nap ocHoBaHH#U Jio 3TOro MecTa. IlepBoe ocHOBaHuUE
JAHK, xoropoe xonmpyercs B Buue PHK, npmasto obo3Havath
HOMepoM + 1, Tak 4YTO CEpe/IMHLI 3TUX KOHCEPBATHBHLIX IPO-
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-35 -10 +1

5’7AG'G' TGATAGAAGCACTCTTA CYCAAYAGCYACG3,’
Farcacan CTATCTTCGTGAGAAT GaGTTATCGATGE 5
Obnacrs -35 Q6nacTe-10 Tpaucnpununﬂ:\>

Puc. 2.15. KoHceHCyc-nocIe1oBaTeIbHOCTh IPOMOTOPa. ITOT HPOMOTOp obcc-

NeYHBACT TPAHCKPUNIIMIO clieBa Hanpano. [lepBoe Tpanckpubupyemoe OCHOBaHHC

obo3Hayaercs +1; —10 U ~ 35— OCHOBaHHMS, Jiekalllde JO HaYya a TPAHCKPHIIIUH.

KoHcepBaTHBHYIO MOCAEIOBATENLHOCTL B 00nacT — 10 mHOrAa HaszwiBatoT TATA-

NOCIeI0BATEBHOCTHIO. PacCcTOsIHHE MeX Ay KOHCepBATUBHBIMH 31€MCHTAMHM pas-

.myHbIX npoMoTopoB (TATA u obmacteio —35) konebiaercs ot 15 no 18 map
OCHOBAHHI{, IPHYEM ONTHMAIBHO paccrosiHue B 17 map.

MOTOPHBIX OCNEOOBATENBHOCTEN HAXOAATCS B IHoJoXeHusix — 10
n — 35.

CpaBHHUBas TOCNENOBATEIBHOCTH MHOTHX HOPOMOTOPOB, MBI
MOXEM TOCTPOUTb KOHCEHCYC-IPOMOTOP; JBa KOHCEPBATHBHBIX
€ro yvacTka Irokxas3aHel Ha puc. 2.15. IlocnemoBaTensHOCTH JItO-
doro npomotopa B obuactsax — 10 u — 35 Oonee wiu MeHee
CXOJIHA C OTHMH KOHCEHCYC-IIOCEN0BATEILHOCTSIMH.

Tlonamepasa KOHTaKTUpPYET C ydacTKaMu OPOMOTOPA, JIeKa-
IIUMH Ha OJIHOW CTOPOHE JBOIMHON crnupaym B 0071aCTH NPUMEPHO
— 10 + — 40. Ha ywactke ot — 10 mo + | ngBoiliHas crnupasb
packpelTa, Tak 4TO OJ{HY W3 Iieredl MOXHO CKONHPOBAaTh B BHAC
MPHK. CTpykTypHbBIE OCOOEHHOCTH MOJIMMEpa3bl, KOTOPHIE 103-
BOJISIFOT el M30HpaTesIbHO CBA3BIBATLCS C MPOMOTOPAMM, HEH3-
BECTHBI.

Kak npaBuiio, mpoMoTop, NOCIEAOBATENILHOCTL KOTOPOTO B
obmactax — 10 w — 35 6yiM3Ka K KOHCCHCYC-TIOCIIEI0BATE ILHOCTH,
xopomo paboraer. Ho eciim HabiromaroTcsi CUIbHBIC pa3jiddus,
nojuMepasa oObIYHO HYXJaeTcS B OC/NKE-aKTHBATODE, KOTOPBIA
[IOMOTaeT €H CBA3aThbCS M HAYATh TPAHCKPHITIUIO,

B Taba. 2.3 comocTaBisIFOTCS MPOMOTOPBI A, Pp U Pypy ©
KOHCEHCYC-110CJIEAOBATEILHOCTEIO. 151 Py HaOmronaeTcs Jiydiuee
coBnajenye u B obnactd — 10, u B obactu — 35, yeM juis Py, .
Bo3MmoxHO, uMeHHO 1o 31od npuunHe PHK-nosmmepasa addex-
THBHO CBSI3BIBACTCS ¢ Py ¥ HAYWHAET C HETO TPAHCKPHUIIHIO Oe3
BCAKHX PEryJIsAsTOPHBIX OEJIKOB, B TO BpPeMS KaK IJisl CBA3bIBAHUS U
TPAHCKPDHIILMH € Pg, HEOOXOIUM [TOTOJHHTENbHBIA Oenok - A-
pernpeccop, cBg3aHHBIA ¢ O 2.

Tabauua 2.3. CpaBHeHHE NOCIEAOBATEILHOCTEH NpoO-
MOTOPOB dara A ¢ KOHCEHCYC-TPOMOTOPOM. Pa3jm4a-
FOLIIMECS OCHOBAHUS BbIJC/IEHBI 1IBETOM

KoHceHcyc- -35 -10

npoMmoTep TTGACAN ~Vbhp-TATAAT
APas TACAT A —Ibp-TAGATT
APy TTGCACT - Uhp-GCATAAT



Peryasmuna renos

Tenepb Mbl TOJTOTOBJIEHBI K TOMY, 4TOOBI MOHSATH, KaK JOJIKHbI
OBITh PACIOIOXKEHB! NOCISAOBATEIBLHOCTH MPOMOTOpA W Onepa-
Topa, yToObI perpeccop U Cro MOriM JAEHCTBOBATH TAK, KAK 3TO
onucato B Ti. 1. IloMuMO TOro, 4To Mbl MMeEeM NpeAcCTaBJicHUE
0 MOCIEAOBATENBLHOCTAX IPOMOTOPA M ONEPATOPA, HAM W3BECTHA
JeTajbpHas CTPYKTYPa KOMILJIGKCOB perpeccopa ¢ OmepaTopoM
u Cro ¢ onepaTopom.

Ha puc. 2.16 mpuseaeHa nocinenopatensHOcTh JHK mexay
reHamu ¢l u cro. CpaBHUTE 3TOT PUCYHOK ¢ puc. 1.4 u obparure
‘BHUMAaHHWE Ha TEPEKPHIBAHHE NOCJICHOBATENILHOCTEH IPOMOTOPOB
u oneparopa. Kakx Mbl yxe sunesu 8 1. 1 (puc. 1.13), ecnn Oy |
3aHsT penpeccopom mau Cro, mosimMepasa BbITecHseTcs ¢ Py,
TIOCKOJIbKY JIIOGOW CBs3aHHBIN O€OK 3aKpbiBA€T 4acTh MOBEPX-
HOCTU ABOWHOU crniMpainu, koTtopyio 3anumaer PHK-nomamepasa.
To xe camoe cnpaBemmBo M A Oy 3: mo0oi perynsTopHbIM
Oenox Osroxupyet casspiBanue PHK-nomumepaser ¢ Pyy. Uto
xacaetcst Og 2, TO 3[1€Ch CUTYyallHsl CJIOXHEE.

Hanomanm (rx. 1), uro Og 2 yMacTBYeT Kak B NO3UTUBHOM, TaK
W B HETATHBHOM pPETyJISIUU: NMPU CBA3BIBAHUM C JTUM Y4aCTKOM
penpeccop BBIKIFOYaeT Py M CTUMyIUpyeT FPpy. MexaHusm He-
TAaTHBHOM peryiasuuu oObIMeH: penpeccop, CBs3aHHbid ¢ Oy 2,
3akpbiBaeT uacth nosepxHoctd JHK, xoropas nomxna ObIThb
IOCTYNHa [UIsl CBSI3BIBAHUS ToJimMepasbl ¢ Pp. Yuacrok 1po-
MOTOpa, KOTOPBIH TOKPBIBAETCS PEIPECCOPOM, B 3TOM CiIydae
MEHbIIE, YyeM TpH 3anonHeHuy O 1, HO Jaxke 3TOTO JIOCTaTOYHO
JLisl PETpecCuu.

Kak xe penpeccop, cBsi3aHHbIA ¢ Oy 2, CTUMyNMpyel TpaH-
ckpunumio? Ha puc. 2.16 Buano, uro Oy 2 HA OOHY Tapy OCHO-
BaHMI Ovoke XK Py (cunTad OT TOYKH Havalla TPAHCKPHUIILHUH), YeM K
Ppy - bnarozaps aTomy penpeccop, cesizaHHbli ¢ Oy 2, copep-
IICHHO HE 3aKPBIBACT MOBEPXHOCTb Pgy, HEOOXOMUMYIO JUIs CBSi-
3BIBAHUS HOJHMMeEpasbi. BMECTO 3TOro penpeccop, CBsS3aHHBIA ¢
Og 2, cOnmxaercs m koHTakTupyer ¢ PHK-nmomumepasoit, cBs-
3aHHOM ¢ Py,,. Kak ormevanock B 1. 1 (puc. 1.12), ato B3aumo-
JIefiCTBHE TTOMOTAET TIOJIMMEpPAa3e CBA3AThCs W HAYaTh TPAHCKPHII-
o ¢ Py, .

IToBepXHOCTh pempeccopa, KOTopasi KOHTAKTHPYET C HOJIHMe-
Pas3oil ¥ OCYULIECTBISET HO3UTHBHYIO PEryJisliMio, u3oOpaxeHa Ha
puc. 2.17. Kondurypauns aMHHOKHCIOT Ha 3TOM YYacTKe TIO-
BEPXHOCTH OTITHMAaiIbHA JUTS B3aUMOAEHCTBUSI C NOJIMMEpPA30H, u
€CJIH WX 3aMEeHUTh, TO PEMPECCOP COXPAHUT CMOCOOHOCTH CBA3bI-
BaThes ¢ Oy 2, HO YK€ He OyJeT CTUMYJIMPOBATH TPAHCKPUIIHMIO C
Pgy - MOXHO IyMaTh, 4To eciad Obl Op 2 pacrnojarajcsi Ha OAHY
napy ocHoBaHH OJike K Pgy 10100HO TOMY, KaK OH PacrojlokKeH
OTHOCHTENBHO Py, TO penpeccop, cBsizaHHbIA ¢ Oy 2, Giokuposan
Obl CBA3LIBAHME MOJIMMeEpa3bl C Py, @ He cnocoOCTBOBAN eMy.
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benok Cro, cszaHnbiid ¢ O 2, Takxke OJIOXHpPYET CBSA3LIBAHHUE
nonuMepassl ¢ Py. Cro, cunsmuil Ha Oy 2, 3aKpbIBaeT TaKyro XKe
yactp Py, xax u penpeccop. Eciu Cro ceaseiBaercs: Toynko ¢ Og 2
(3TO WCKycCTBEHHas CHTYalHs, KOTOPYIO MOXHO CO3HaTh OKCIIe-
PHMEHTAJIHHO), OH HE B COCTOSIHHU CTHMYJHPOBATE Py, . O0Bsic-
HSETCS 9TO TeM, 4T0, x0T Cro MOXET 3aHMMaTh HYXHOE IIO-
JIOXeHHe, YTOOBI KOHTaKTHPOBATh C NMOJMMEPAa3o, OH He UMeeT
HEOOXOTUMBIX aMHHOKHCIIOT HAa TOBEPXHOCTH KOHTAKTA, 4TOOBI
OKa3pIBAThH CTHUMYJNHpYIOIee HelicTBHE.

Crnenyer OTMETHTH, 4TO PACCMOTPEHME JIMHEHHBIX TLIOCKHX
U300paxenuii MOCIeTOBATENBHOCTEH ONEepaToOpoOB U HPOMOTOPOB
MOXET BBOAWTHL B 3abnyxaenme. Hamnpumep, cyns no puc. 2.16,
Og 2 3akpbiBaeT 00a npoMoTopa, u Py, U Pgy, TAK 9TO CBA3AHHBIN
perpeccop A0IKEH HX 00a MOAABNATL. AHATIM3 NPOCTPAHCTBEHHOM
CTPYKTYpHI ACHO HOKa3blBaeT, 4TO OCNKA MOTYT y3HaRaTh Tiepe-
KPBIBAFOIIIAECS TTOCJIEJIOBATENILHOCTH, HO CBSI3BIBATHCS C Pa3HbIX
cTopoH asoiiHoll cnupann JHK.

M3 ckazaHHOrO B 3TOY T/1aBE MOXHO 3aKJFOYUATH, UTO OeJTOK
MOAaBIISIET MPOMOTOP B TOM ClIy4ae, KOT/Ia OH 3aKpbIBaeT 4acTh
nosepxHocTH ABoiHOM crnmpanu JHK, ¢ xotopoit momxHa cBs-
3BIBATHCS TofMMepa3a CylnecTBYIOT pa3HbIe BAPMAHTHI OpPraHu-
3alUd NOCJEJ0BATENLHOCTEN onepaTopa H NPOMOTOpa, Crocod-
HEIe 00ECHEeUUTD PENPECCHIO, HO B JIIOOOM Ciiydae MocaeIoBaTEb-
HOCTH JTOJIKHBI MIEPEKPLIBATHCA TakK, 4TOOBI Kak/as U3 HAX MOT/a
BBILIOJIHATDh CBOIO (YYHKIIMIO.

J1s DO3WTHBHOM perynsuun HeoOXOAMMO B3aWMOJEHCTBHE
MEXJy CBA3AHHBIM PETYJISITOPHBIM OellkoM M nonmMepasoi. Ha
TIOBEPXHOCTHU DPETYJATOPHOTO Oenka, compukacarouleiics ¢ moJm-
Mepa3oH, JIOJDKHBI PacnojiaraTbCs COOTBETCTBYIOINE aMHHOKHC-
JoThl. [1OBEpXHOCTD, B3aUMOJCHCTBYyIOWIAs C MOJUMEPA30l, OT-
ARYAETCS OT MOBEPXHOCTH, cBs3biBaronied JJHK. Dtu dynxumm —
csizbiBanre ¢ JIHK 4 n0o3UTUBHBIR KOHTPOJIE —MOXHO Pa3leIuTh’
nBa Genkxa moryT cBsizbiBaThesl ¢ AHK omuHakoseiM obOpasom, HO
TOJIBKO OJWH U3 HUX COOCOOEH K NMO3UTWBHOM PeryJIsInU.
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nmaBsa 3

PerynaropHble mexaHU3mbli
M XKU3HEHHbIU unkn dara

MHore BHUPYCH Pa3sMHOXAKOTCA TOJBKO OJHHM CIIOCOOOM.
Bckope mocnie 3apaxeHus KJIETKU-XO35WHA BUPYCHbIE T€Hbl HAYH-
HalOT aKTHBHO (YHKIMOHUPOBATH: CHHTE3UPYIOTCA HOBblE OEJIKH,
KOTOpblE MHOTOKPAaTHO PEIIMIMPYIOT BHPYCHBIE XPOMOCOMBI,
YIAKOBBLIBAIOT MX B BHUPYCHBIC YaCTHOBLI U JIM3UPYIOT KJIETKY.

Kax M5 yxe ropopuin, dar A Crioco0eH pa3MHOXKATBCS TaKUM
JINTHYECKUM CcIOCOOOM, HO Y HETO €CTh U Apyroi, 6osee U3OLIpEN-
HbI MyTh pa3BUTHA. B nm3oreHHoi Oaktepuu Qarosble TeHBI,
HeOOXOAMMBIE IS JIMTUYECKOTO I(HKJIA, BBIKJIFOYEHBI W (arosas
XpoMOCOMa TIACCHBHO PEILUTHIUPYETCS OejikaMH, KOTOpbIE 3aKO-
IUpPOBAaHbl B OAKTEpHAJILHOW XPOMOCOME M CHUHTE3UPYIOTCS B
kieTke. [lpa 3TOM TepekstovaTeNb r€HOB «YCTAHOBJICH» B TAKOM
TOJIOKEHUM, YTO B KIETKE UMEETCst TONBKO OivH darosnid 6emox —
penpeccop (rn. 1). HamoMHUM, 4TO pempeccop BBIKJIFOYAET BCE
npoune ($Harosbie TeHbl, OTHOBPEMEHHO BKIHOYAs COOCTBEHHbIH FeH
cl. D10 ycTOHYMBOE TOJIOXEHHE HAPYHIAeTCH NOJ ICHCTBHEM
UHAYIMPYIOLUX BO3ACHCTBUN (HanpuMmep, YJabTpaduoJIETOBOrO
W3JIyUEHHs), KOTOPBIE HEPEBOIST HEPEKJIOYATE)b B aJIbTEPHATHB-
HOE II0JIOKEHUE NyTeM pa3pylleHHs pernpeccopa. B pesynbrate
HAYUHAETCS JIMTHYECKUN MK Pa3BUTHS.

B oToli rnaBe oOCYXMAarOTCsi B OCHOBHOM [IBa BOHpOCa, Ka-
carolyecs peryJisitud reHoB ¢gara A.

@ Bo-niepBuix, kakuMm obOpazoM dar A, mHdUIupoBaB OaxTe-
pHAJIBHYIO KJIETKY, (IPUHAMAET pEICHUE». HA4YaTh JIMTHYECKHH
LUKJI Pa3MHOXEHHS WU JHM3oreHu3upoBath kierky? Ilo-Buau-
MOMY, Pa3MHOXAaThCst «BTHXOMOJIKY» B BHJIC JIU3OreHA — MOJIE3HAs
yJIOBKa JuUta ¢ara, Kor/ia HeT ONTUMAJbHBIX YCJIOBHH Uist OypHOTO
JIUTUYECKOTO POCTA.

@ Bo-BToprix, kakuM obOpazom dar A perysmpyer pabory
CBOMIX T€HOB 10 Mepe pa3BUTUsA B oOoux ciyyasx?

Ecnu mocne 3apaxenust Gar CraHOBUTCS HA JUTUUECKUN TYTh
pa3BUTHS, OH AoJpkeH BHauvajse cuHtesupoBaTth JHK, ynakosats
ee M, HAKOHEI, JTU3UPOBATh KJETKY, TIOCTOSIHHO TIOJaBJIsisd CHHTE3
penpeccopa. Ilpy MHOyKNUU JU30Te¢Ha Npodar AOKEH PELINTh
elie OOHY 3a/iavy, MPeXAE YeM MepedTH K JUTUYECKOMY POCTY:
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CUHTE3UPOBATh OCOObIH OeOoK, HEOOXOIWMBIH JJisi BbIPE3aHUs
apodara U3 X038HCKOH XPOMOCOMEL.

Korja xe ¢ar HaunHAeT NMpONECC IM30TCHU3ALUHA, OH, Ha000-
POT, JIOJDKEH CHHTE3HPOBATH (EPMEHTBI, KOTOPble WHTETPHPYIOT
€ro B XO3AWCKYIO XpOMOCOMY, W HA4YaThb CHHTe3 pemnpeccopa,
[IO/IaBJIsIt B TO K€ BpPeMS IKCIPECCHIO PA3IMYHBIX JIUTHYECKUX
reHoB. JIpyr#MHu cCJIOBaMH, MEPEKJFOYATENh TEHOB, ONUCAHHBIH
B IJ1. 1, momkeH OBITH MEPEBENCH B MOJIOXKECHUE (IH30TECHUNY.

Bribop Mexay JTMTHYECKHM W JIU30TEHHBIM NYTSIMU — SpKUH
NpUMep BIUAHHS OKpyXaiomeH cpefibl Ha BBLIOOD MyTH Pa3BUTHA.
Kak MBI yBWIMM B JajbHeHllleM, NEepBble HECKOJLKO JTAIOB
pPEryJIAMH TE€HOB MNOCJie 3apaxXeHds ¢daroM A OJMHAKOBBI HE3a-
BUCHMO OT TOTOQ, JIM3UPYET JU (Par B KOHUE KOHIIOB KJIETKY HJIK
J30reHu3UpyeT ee. Ha kpuTHaecKoOM IS KJIETKH 3Tane aroBblit
PETYIATOPHBIA OEMOK «41YBCTBYET» COCTOSIHHE XO3AHCKOH KIIETKH,
U AajpbHEHINE COOBITHS HAIIPABISIFOTCS 110 OTHOMY U3 [IBYX MyTEH.

MpbI yBUIUM, 9TO HE3ABHCUMO OT TOTO, pa3BUBAETCs JIM dar A
HO JIUTHYECKOMY ITyTH UIH NIEPEXOAMT X JIM30T€HUM, PETYIALMS €ro
T€HOB OPTaHM30BaHa B BUAE KACKaJa: OOBIYHO OJAWH PETYIISTOPHBIM
0eJIOK BKJIFOUAET WM BHIKJIFOYAET TPYIITY T€HOB; B 3TY IPYIIy, KakK
IIPaBHJIO, BXOAMUT APYTOH PEryJSTOPHBIH I'€H, IPOAYKT KOTOPOTO B
CBOIO O4EPE/b AKTUBUPYET WJIM NOAABJISAET HOBYIO IPYIIITYy TEHOB,
T. 1.

BHadasne Mbl KpaTko omuileM paBoTy XpoMocomel ¢ara A Bo
BpeMsl JIMTHYECKOTO M JIM3OTCHHOro nyTed. 3ateM noapobHee
00Cy MM SKCTIPECCUIO TEHOB A M BEPHEMCS K BOHPOCY O TOM, Kak
PUHAMAETCS PEIEHNE O BLIOOpE MEXIY JHM3HCOM H JIN3OTCHUEH.

KpaTtkoe onucanmne pasputusi ¢ara

[eHeTnueckas xapra

Ha puc. 3.1 npuBelleHa ynpouieHHAs TEHETHYECKash kapra ¢ara.
Ha Hell yka3aHbI TOJBKO IIECTh TEHOB: 3TO PErYIATOPHBIC TEHBI ¢,
cll, clIl, N, cro mw Q. OcrajgbHble TCHBI CIPYMIIHPOBAHLI B
COOTBETCTBHU C (YHKIUSAMHA OEJIKOB, KOTOPBIE OHH KOIMPYIOT.
O06nacTh «peruMKalusy BKIIOYaeT ABa TeHa, HeoOXOAuMble
s permkauun JJHK. B obnactu «mu3uc» pacHOIONEHB TPH
reHa, TPOAYKTHI KOTOPBIX OTBETCTBEHHBI 3a JIM3HC OakTepHu.
O0nacTh «pekoMOMHAIMA» COAepKUT OKoaO 10 reHos, B TOM
YHCJie JIBA T'€Ha, NPOAYKThI KOTOPBIX OCYIIECTBIAAIOT HHTETPALMIO
¢$aroBoil XpOMOCOMBI B XO3SHMCKYIO XpOMOCOMY IIPH JIH3OTEHU-
32l W BbIpE3aHUM ee Npu HUHAYKOHU. [Ipumepro 10 reHos B
001aCTH  «TONIOBKA» KOOUPYIOT O€nku, u3 KOTOPBIX CTPOUTCS
rososka ara; eme 12 TeHOB KOAMPYIOT OEJIKH XBOCTOBOTO OT-
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Puc. 3.1. Xpomocoma dara h. Kak npasuno, retspl ¢ pOACTBEHHBIMA QYHKIMAMU

PACHONIOKEHBL PAAOM. Perynsiuus reHoB B npeaenax Kaxao# Takol rpynnst 06bI4HO

ckoopauHupoBaHa. Ha kapTe oTMedeHBl WIECTh DETYJISATOPHBIX [EHOB M /Ba
PerynAaTOPHBIX Y4acTka, aft (y4acTOK HHTerpauus) ¥ cos (JIANKAEC KOHIIbI).

poctka. Ilpu obcyxnenun pocra dara A Mbl PacCMOTPUM HEKO-
TOpble U3 ITHX TEHOB MO OTACILHOCTH.

Hux/m3anus

["enetnyeckadq xapra Ha puc. 3.1 uzoOpaxena B BHJE KOJIblA, TaK
KaK XpoMocoMma, Xotopas B cocraBe (paroBoi HacTunp! ABAsSETCH
JIMHEAHOH, cpa3y I0CHE NPOHUMKHOBEHUS B KIIETKY 3aMBIKAETCS B
ko110 (puc. 3.2). Kouubl xpoMocoMs! (hara A, Tak Ha3bIBAEMbIE
JIMOKAE KOHIBI, COCIUHAIOTCA HOA JeHcTBHEM OakTepHaIbHOTO
thepmenTa, U obpasyercs mapa HENPEPHIBHBIX JUTMHHBIX TEpEILIe-
TeHHbIX KoJibleBbix 1eneit JIHK. B pesynabTaTe 3TOrO0 COeqUHEHUS
Tpynnbl T€HOB JIM3WCa M XBOCTOBOTO OTPOCTKA cOsmxarorcs. B
KOHIIE JINTH4ECKOTO IMKJA, KOTJJa HOBbIE (PArosble XpOMOCOMBI
YyNAKOBBIBAIOTCS B HOBbIE (DAroBBHIC TOJIOBKH, KOHL{bI XPOMOCOMBI
CHOBA PACXOISTCH,

IKcnpeccHs reHoB

O6uras cxeMa 3KCIPECCHH TeHOB BO BpEeMs pocta A NphBeleHa Ha
puc. 3.3. lepBole iBe CTAIUW PA3BUTUS — [IPEPAHHASA H PAHHSS —
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Puc. 3.2. LHuknusanus XxpoMocoMsl ¢ara A. JIMITKHe KOHIBI MPEACTABIAIOT coOON

onHouenoyeuynsie yuactkn JHK mmanoit 12 nykieotnnos. OHu CIIOHTAHHO COETH-

HAIOTCA, a OakTepuanbHble (JCPMEHTHI CUIMBAIOT LENH, 00pa3ysd KOJbUEBYIO ABYX-
nenodedHyo monekyay AHK.

NPEIIIECTBYIOT CTAINH TPUHATHA PpEIICHUS O BBIOOpE MeXIy
JIM3UCOM H JIM30reHHeil. Mbpl MOXeM NpeACTaBUTh KapTHHY 3K-
CIPECHH T'eHOB B OOLIEM BHJE CJICIYIOLIMM 00pa3oM.

IIpeopannue
PaGorator tosapko reasl N # cro.
Pannue

UuC/I0 aKTHBHBIX T€HOB YBEJMUHBAETCS: TIOJKIIHOYAIOTCS T€HBI
pexoMOunanyu u perukanuun JHK.
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Mpenpanune

Pannne
/N
No3aanne
]

Nn3orenna

Puc 33 Ilytu skcnpeccun reHoB ['eHBI, BKJIFOYAIONIHECS HA YKA3aHHBIX CTAIMIX

pocTa, OTMeYeHbI UBETOM I eHBI, KOJHPYIOIHIE POACTBEHHBIC QYHKIUH. BKIOYAIOT-

Cf M BBLIKJIIOYAIOTCSl COBMECTHO Takue reHbl pacnoJlararorcs MNPOTAKCHHBIMH

0JI0KkaMH, UCKJIOYEHHE COCTABJISET TMO3JHAS CTAIHs JIM3OTCHHOTO MYTH PA3BHTHA
KOrld aKTMBHBI TOJBLKO 1Ba IeHa, ¢l u mnt

Io3onue

Ha 3tom sTtane mytm pacxonsrcs.

@ Ecnu parosas xpoMocoMa HaXOOUTCS HA JIMTHYECKOM IIYTH,
pPaHHWE TeHbl BHIKIIOYAIOTCH M BKIFOYAIOTCH TEHBbl FOJIOBKH, XBO-
CTOBOrO oOTpocTka W Jm3uca. [lpuy nm3uce w3 OaxrepuanbHO
KJIETKA BBICBOOOXAai0TCS HOBOOOpa3OBaHHBIE (DAarOBHIE YACTHLBL.

@FEciu dar nepexoguT K JM3OTEHHH, BKJIIOYEHBI TOJIBKO JIBa
reHa, ¢I u int. TIpogykT reHa int, pacnoNOXeHHOro B obsacTH
pexoMOHHAIIMU, OTBETCTBEH 32 MHTErpalio GparoBoii XpoOMOCOMBI
B XO3SMCKYI0 XpoMocOMY. B KOHIle KOHIOB B JIM30T€HE OKa3bl-
BaeTCs aKTHBHBIM OJWH-€IWHCTBEHHBIN reH permpeccopa, cl.
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Nurerpanus

Ha puc. 3.4 noxasado, Kak B pe3yJbTaTe OAHOTO aKid PEKOM-
OHHALMM XPOMOCOMAa A BCTPAHBAETCH B TOpPazjao OO.ILUIVIO XO-
39HCKYI0 XpOMOCOMY. DTOT NPONECC NPOUCXOMUT TO.ILKO B TOM
ciayuae, ecyad ¢ar nu3oreHuMsupyer xossuHa. Kaxaas w3 JIBYX
monekyn JHK pacmennsercs B OJHOM MeCTe, W WX KOHIIBI!
BOCCOEUHAIOTCS Tak, 4To obpa3yeTcs HeNpepbiBHAS MOJIEKyJa
JIM30TEHHOW XPOMOCOMBI. MecTo KpoccuHroBepa B ¢arosoit xpo-
MOCOME HAXOANTCHA B ywacTke attP (oT anry. phage atrachment—
MeCcTo npucoeauHeHus dara), a B OGaKTEPHAIBHONH XpOMOCOME — B
yuactke attB. Ilpuw MHIyKIMH NH30T€HA NOPOUCXOJUT OOpATHBIA
MIPOIIECC: XPOMOCOMA A BBIPE3AETCs M3 XO3SMCKOW XPOMOCOMBI U
3aMBIKAE€TCS B KOJIbIIO.

U3ob6paxas cXeMaTHYECKH TIPOIIECCHI MHTETPALVM U IKCITU3HH
(BBIpE3aHUs), MBI NpPEANOJarajm, 4TO B HUX YYACTBYIOT TOJIBLKO

o

Puc 34 Wurterpanus darosoit JJHK c GakrepuasibHOi XpOMOCOMON 10O yyacTkaMm
attP v attB, B pesynbTaTe uero BcTpoeHHas ¢arosas xpoMocoma-—mpodar oKasbl-
Baercqd (pNAHKMPOBAHHOM ABYMS YYACTKAMHU aff DKCUM3Us npouecc, odpaTHbIH
UHTETpAlMA, HNPHBOJAT K TOMY, YTO M3 OJHOH KOJIBHEBOH XPOMOCOMSBI JIH30reHa
obpasyiotcsa ABe koybleBble Moliekyasl JIHK - garosas u Gaxtepuasnnras benku,
KaTaJiM3HPYIONINe COOTBETCTBYIONIME PEaKLUH, HA PHCYHKE He NoKa3aHbl Mojenb
HaszBaHa wmeHeM Kemnbenna —y4eHOro, KOTOpBIH NEpBbIM TO/IPOOHO OMNUCAT,
kakuMm obpasom JHK BcTpauBaercs B X03#CKYIO XPOMOCOMY ¥ BBIPE3ACTCH U3
Hee
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monekynsl JAHK; Ha caMOM fejle OHM NMPOTEKAIOT MPH YYacTHH
daroBbix O€KOB, KOTOPBIE PAQOTAOT BMECTE C HEKOTODPBIMH
OenkaMHu KJETKU-X035MHA. MHTerpauuto ocymiecTnisieT (arosblit
Oenox Int, a BbIpe3aHue HIAET IIPU COBMECTHOM Y4aCTHH Oefkos Int
n Xis.

PCFleﬂlll/lfl TPAHCKPHIILHA

PaccMOTpUM Temeph JAeHCTBUE pETryNsATOPHBIX OenkoB dara Ha
pasuYHBIX CTAAMsiX €ro pocTa, MepeYucIeHHbIX Ha pHc. 3.3.
PrcyHOK W/UHOCTpUpYET, KAKUe AKTHBHBIC PEryNSITOPHBIC OEIKd U
cootBeTcTBeHHO MPHK cuaTe3upyrorea Ha xaxjaou craamu. Ilep-
BblE JIBE CTaJIMH OJMHAKOBBI HE3aBUCHMO OT TOTO, IO KAKOMY IYTH
noitaer dar—Imo myTU JIM3KWCA MITH JIN30TEHHH.

Ilpepannns craaus

PHK-nonuMepasa KJIETKU-XO35IMHA CBS3BIBAETCS C JABYMS NpPO-
MoTopaMu (aroBoil Xxpomocomsl, P; U Py, U HauMHAeT TpaH-
ckpurumro. Ha puc. 3.5 nmokasaHo, 94T0 3TH TPaHCKPHOHPYIOIIHE

e

Puc. 3.5. Ilpenpannue cobuitus. Cpa3y mocne 3apaxeHus OaxtepuanbHas PHK-

noJiMepasa TpaHckpubupyeT reipt N u cro ¢ passeix nened JHK. (Ha pucynke

jlonyieHa oimbKa: y JICBOIO HUXHETO KOJbUA JOJDKHA OBITh 3aKpallieHa HWKHAS
ITOJIOBHHA, 4 HC BEPXHSS.)

PHK-nonmuMepa3bl OCTAHABIUBAIOTCS B KOHLE IeHOB N U cro
cooTBeTCTBeHHO. [lIpoucxoautr tpancnauus MPHK N u cro c
00pa3oBaHUEM COOTBETCTBYIOUIUX OEJKOB.

Panusis craausa

Besniok N ocymecrsiisiel NO3UTHBHVIO peryisnyto. M3 puc. 3.6
BHJTHO, YTO OH BKJIFOYAeT IeHbl ¢1¢Ba OoT N, B ToM umcie clll u
reHbl peKOMOHHAIINHU, ¥ TeHbI CNIPABA OT ¢70. B TOM 4MCJIe TeHsl cll]
u renbl permmkanuy JJHK O. P 1 Q. W He BKJIFOYAET T'eHbl TOJIOBKH,
XBOCTOBOro oTpoctka H R ¢ »pdex1 HBHOCTBIO, TOCTATOYHOHR 14
JIMTUYECKOI'0 POCTaA.

6
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Puc 36 PanHue cobuiTus benok N Bk/IIOYaeT panHUE TeHBI, PACIOJOKEHHbIE

ciesa oT resa N u chpasa oT reHa cro TpeyronbHuk, H3o6paxatomuit 6enox N,

pacrosioxeH Haa caMbiM HauanoM MPHK, TpaHCKpUNIMsI KOTOPOH UAET HANEBO, HO

Ha HEKOTOpOM paccTogHuu oT Hauana MPHK, xotopas cunTheiBacTCa HanpaBo
(0OBsICHEHHE CM B TEKCTE)

Yyactok nut
Cyon e

Puc 37 [eiictBue 6enka N B oTcyTcTBHE 3TOr0 6€/1Ka MOIHMEDPA3a HE PEATUPYET

Ha calT Nut W, MOCTUTas CHrHajla TepMUHALMH CUHTe3a, BhicBoboxaaer MPHK u

otcoemunsiercs or JJHK B mpucytersum xe 6esika N monuvepasa. npoiias cair
Nut. nponyckaeT CArHaJl TEPMHHALMHK



JeiictBue N B KayecTBE TMO3UTUBHOTO pEryasTopa B KOpPHE
OTJMYHO OT aHAJOTHYHOTO JAEHWCTBUS perpeccopd, ONUCAHHOTO B
ra. 1. berox N npmmaer PHK-nommmepaze cnocoGHOCTe OCy-
IECTBIIATD TPAHCKPHUTIAIO Yepe3 T¢ obnactu JJHK, Ha KOTOpHIX B
€ro OTCYTCTBHE IIPOUCXOJMAT TepMHUHaIus (06pbiB) craTe3a MPHK.
N Ha3pIBaIOT aHTUTEPMHHATOpOM. B mpucytcrBuy Oenka N Ha-
OulomaeTcsl yCHeInHbIM CHHTE3 HpOTsDKeHABIX Monekysl MPHK Ha
redax N ¥ cro M B pe3ysbTaTe BKIIOYAIOTCS cocedHue ((JaH-
KMPYIOIHE) TEHHI.

HeTtanbhblid MexaHu3M AeiicTeus Oesika N He ycraHOBJEH. Mbl
3HAEM, YTO OH Y3HAeT CneiU(UUIECKYro MOCIe0BATENBbHOCTL Nuf
(ot amrn. N utilization —ucnonp3zoBanue Oenka N); Korpa nomu-
Mepasza NpoxXoIuT 4Yepes 3Ty MOCHEI0BATEAbHOCTE, OHA, OYEBHIHO,
Moaudanmpyercs nox neicTBreM Oesika N, TOCKOJIBKY MPH Jalb-
HEHIIEM TPOIBUXKEHUU MPOIYCKAET MHOTHE (XOTS M HE BCe)
nocyeAyrolMe curHaiel TepmuHaimu. OawH yyactok Nut pac-
oJIoXkEeH Mexay P, u Hauasiom reHa N, a JOpyroil HaxoIUTC
psIIoM C TE€HOM c¢ro Y caMoro ero mpasore xonma. Ha puc. 3.7
oco0o oTMeYeH TOT (akT, YTo y4acrok, y3HaBaeMbli Oeskom N
(Nut), ornuder oT Toro mecta, rje COOCTBEHHO TPOHCXOAUT
AHTA-TEPMHUHAIIHMSL.

Ha stoM atame pmansHelinme nyrtm pacxonsrcs. Ilpw nutH-
ueckoM pocte paborarotr 6ekn Q u Cro, a npu ausorenuu —CII,
Clll u B xonue xoHuoB Cl. OnmineM Tteneps, KaK HPOSIBISIETCS
AKTHBHOCTB 3THX [IBYX TIDYII PeryJISTOPHBIX OEJIKOB, a4 3aTeM
BEPHEMCSI K BOIPOCY O TOM, Kak NPHHHMAETCs peuieHxe o0
IKCIIPECCUH TOW WM APYrol TPyIIbL.

IMoznnas cragus auTHYeCKoll MHpeKIHH

N3 puc. 3.8 BuaHo, uyro Oejiok Q BKIIOYAET INO3JHHE I'EHBI—
TeHbl JIU3MCAa M OCJKOB TOJIOBKH H XBOCTOBOro OTpocTKa. Q
pabotaer momobHo N, ¢ TéM OTJHYHEM, 4YTO OH (10J4BIsdeT
TEPMUHAIMIO BHOJIHE omnpelencHHod Hedonbimoit PHK, xotopas
HAYUHAETCS C NpOoMOTOpa Pgr, pacmoiOXEHHOro 3a reioM Q y
caMoro ero mpasoro koHna. Kopotkas (obopsannas) MPHK
CHHTE3UpyeTCcsi 1noj JeictBuemM OaxtepuanbpHoii PHK-nmonume-
pa3bl. Ecim Q ocyHIeCTBIISIET aHTU-TEPMHUHALAIO, TO CHHTE3 3TOH
MPHK wuzger mo xosbuesoit ¢aroBol XpoMocoMe 4Hepe3 TeHBI
TOJOBKU M XBOCTOBOTO OTPOCTKA.

Tem Bpemenem Gestox Cro cs3biBaeTcs npexae Beero ¢ Og 3,
KaKk OIMCAHO B TIJ. 1, 4TOOBI MOJAaBUTH J4JLHEHIIHHA CHUHTE3
penpeccopa. 3aTeM OH CBS3bIBACTCS CO BTOPBIM onepaTopom, O ,
¥ BBIKJIIOMAET TPAHCKPHILMIO C MpoMoTopa P, a Takxe C
JIpYTHMH ydacTtkamu onepatopa Oy W nogasister Py . Tak, nocie
NEPBOHAYAIBHOTO OYPHOrO CHHTE33a 3TH PAHHHE TPAHCKPHIITHI,
HAYUIAE HAJNEBO M HAmpaBo, mnojaBistoTcs Oenkom Cro. Ha
TIO3HER CTagu¥ HAKAIJIMBACTCA OCTATOYHOE KOJMWYECTBO Oeika
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Puc. 3.8. Tlosanss cramms ;msmca. Y4acTok, KOTOpHIA y3HaeT 6emok Q, Qur.
PACTIOSIONEH B HEMOCPCACTBCHHON OJIM30CTH K HAYANY [UTMHHOTO TPAHCKPHIITA.
KOTOPBIA WHALMUpYyeTcs Ha npomoTope FPy. TMoammepasa, mMoandbuimpoBaHHas
bexom Q, TPAHCKPUOHPYET MO3AHHUE TeHbl B BUAE OQHOTO JJIMHHOTO TPAHCKpPHUNTA.

Q, 4TOOB! aKTUBHPOBATHL 00pa30BaHME OEJIKOBBIX OBOIOYEK, B
KOTODBIC YNAKOBLIBAIOTCS HOBOOOpa3oBaHHble Moekynnl JJHK A.
bakTepnanbhas kieTka pa3pyliaeTcs, U HOBble (hArOBbIe YACTHIII
BBIXOJST B Cpeny.

Ho3ausas craana am3orenun

Kax uano u3 puc. 3.9, npoaykr rena cll sxmouaet renst cl u int.
besiok CII paboraer kak akKTHBATOP I€HOB, NMOJOGHO PEMPECCOPY
A; oH cnocobcTByeT cps3biBaHMi0 PHK-nonmmmepasst u Hawauny
TPAHCKPHITIHH Ha [(BYX IPOMOTOpax, Pyp U P;, KOTOPBIE 6€3 3TOTO
benka Oe3ACHCTBYIOT.

Tenepb Mbl MOXKEM OTBETHTh Ha BOMNPOC, IIOCTABJCHHBLIH B
ri. 1. Mbr Baenn, 910 penpeccop BKJIKOYAET CBOH COOCTBEHHBIN
TeH, MOJMEPXKUBAA TEM CAMbBIM [MOCTOSIHHBIA CHHTE3 perpeccopa
npu jmsoreHud. Kak e HavyMHAeTcs CHHTE3 penpeccopa B OT-
CyTcTBHE camoro penpeccopa? Jleio B TOM, 4To reH ¢l Moxer
TPAaHCKPUOUPOBATLCS C OJHOTO M3 JBYX IPOMOTOPOB, OAMH W3
KOTOPBIX aKTHBHPYETCsI PEIpECCopoM, a Bropoi —beaxkom CIIL.

HanomMHuM, 4YTO mpH JIM30TEHHH PEIPEeccOp CTUMYJHPYET
TPAHCKPUNLMIO C Py (0T aHrs. promoter for repressor mainte-
nance —npoMOTOp il IOAJEPKaHUsI KOHIEHTPALMY PENpeccopa).
Omnaxo B kyeTke, rae Her penpeccopa, 6esiok CII 3acramnser
NoJIMMepasy TPaHCKPUOUPOBaTh e cl ¢ apyroro npomortopa, Pyp
(ot aury. promoter for repressor establishment—npomorop mis
HNEPBOHAYAILHOTO CUHTE3a pemnpeccopa). Haumnas ¢ Py, nosm-
Mepasa OCYHIECTBJAET TPAHCKPHUIIIHIO HAJIEBO 1O KOHLIA TeHa
penpeccopa cl. Ilpu Tpancasuun stoit MPHK o6pasyertcs penpec-
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cti

Puc. 3.9. [Mo3auas craaus nmuzoredud. benok CI aupasnsier TPaHCKPUIILIMIO LIBY X

reHOB, HCOOXOAUMBIX A1 YCTAHOBJICHUS JIM30T€HHOro cocToaHud. Ha droM cTamu

paHHHUE TCHbI, NO-BUAHMOMY, CLIE BKIIOYEHBI, HO WX TPAHCKPHITB! HA PHCYHKE HE
OKA3aHBbI.

cop (o He Oenok Cro, Tak Kak reH cro TPaHCKpUOUpYyeIcs B
00paTHOM HAnpaBJICHHUHU).

3acTapnisag NOJUMEPA3Y «CTAPTOBATHY C APYIrOro npoMoTopa,
P, CIl ctumyHpyeT TPaHCKPHIILMIO T€HA inl B JIEBYIO CTOPOHY.
[Mponyxt rewa int obecneunmBaeT BCTpauBanue (GaroBoid XpoMo-
COMBI B XO3SIHICKYIO XPOMOCOMY.

Penpeccop, cuuTteznpoBauusil npu Tpaucngimun MPHK, xo-
Topas Oblla MHUIMUPOBAaHAa HAa HPOMOTOpE Pyp, cBa3biBaeTcs ¢ O
u Op. B pesynbraTe CBA3BIBAHUS C 3THMH ABYMs YYaCTKaMH
PENPECCOp CTUMYJIUPYET TPAHCKPUIUIO CBOETO COOCTBEHHOTO
reHa ¢ Py, 4 BBIKJIIOYAET BCe OCTalibHbIE darosbie rebl. [lpm
JIN30T€HUH TO3JTHAE TeHbI BBIKJIIOUEHBI, TaK KaK HeT Oesrka Q, a red
( BBIKJIFOUYEH, IOTOMY YTO BBIKJIFOYEH TeH N.

Perymsaropubifi xackan ¢ara A KOHTPOJHUPYETCH Peryisitop-
HBIMH G€jKaMH, KOTOpbIE AEHCTBYIOT BCEIO B HECKOJIBKHMX Y4acT-
Kax (aroBod XpoMOCOMbI. DTO CTAHOBHUTCS BO3MOXHBIM MIOTOMY,
YTO reHbl, KOOUPYIOIIUE POJACTBeHHbIE OeKH (PYHKIMM), COOpaHbI
BMECTE U TPAHCKPUOMPYIOTCS B OJHOM HanpaBiCHHUM.

IlpunsiThe peteHust

Tenepb, KOTZa MBI ONMCAIH .IBA MYTH PAa3BHTHA, KOTOpbIE OT-
KpBiBaroTcs niepea ¢arom A focie HPOHUKHOBEHMS €ro B OaxTe-
PHABHYIO KJIETKY, Mbl MOKEM CIPOCHTh. YEM JKE OTpeeiisercs
BBIOOD TuX nyTei? Kakue hakropbl 3acTaBISIFOT CUCTEMY MJITH TIO
MyTH JIA3UCA WIU JIU30TEHUH

V HaC HET MOJHOH SCHOCTH B 310M BOHPOCE, HO MBI MOXeM
COCTaBHTh BECbMa MPAaBA0IO0.100HbI clleHapuil. Eciu roBOpuTh B

“1



3apamenne

- baKTepunanbhble
npoteasbl

%,
%
%,
<,
%
5

cl
Nninc Ninzorenns

Puc. 3.10. ITpuraTue peilieanst 0 BHIOOPE MyTH Pa3BUTHA (JIU3HC WK JIH301 CHHUS).

AxtusHocTs 6enka CII perynmpyercs xossiickumu npoteasamu. Xots 6enox CIIT

Ha PHCYHKE He H300paxeH, QakTOphl KIETKM-XO3SHHA MOFYT OKa3bIBATh CBOE

BiiHsHHE Hepe3 3TOT benok, sawmmaromuid CII ot pacmennenus. Ilo-BHInMoMY,

JIpyrue xossalickue GelKM MOTYT TaKXKe peryJnpoBatsh TpaHciasurio MPHK Genka
CIL

IBYX CHOBaXx, pellicHWe NPUHAMAETCd Ha YPOBHE OAHOTO-CIMHCT-
BeHHoro Genka CII. DTo monoxeHHE NPOWIIOCTPUPOBAHO Ha
puc. 3.10. Ecnu axtuBHOCTH CllI BBICOKA, NPOHHKIUMHA B KJIETKU
(ar JTU30TeHN3UPYET ee; €CIIM OHa HM3Ka, HAYMHAETCS JIMTHYECKH
imkJ1. [locnie TOro Kak pellieHHe IPHHESATO, BCe JaJbHEHIINE CTaK
OTIpeNIENISIIOTCS. O/THOM U3 ABYX NPOTPaAMM.

AxTtuBHOCTE Oenka CII 3aBUCHT OT COCTOSIHUS OKPYXArOIIeH
cpeasl. CornacHo npeamnoiaraemoit cxeme (puc 3.10), atot Henok
HecTaOWIeH, OH MOXET pa3pyHlaTsCs MO OelCTBHEM GakTepHaib-
HBIX TpPOTea3, aKTUBHOCTh KOTOPHIX B CBOIO OYepelb 3aBHCHT OT
VCIIOBHH OKpyXkatomieit cpenbl. Hanpumep, npu pocre B Oorartoii
cpene TpoTeasbl aKTUBUPYIOTCS, 4 TPH TOJIOAAHWH —HaoboporT,
NOJITOMY A Hallle JIN3OTEHU3UPYET TOJIONAIOIINE KAETKH. B 3TOM
€CTh CMBICT, TaK KaKk B TONOJAIONMHUX KJIETKaX HE XBaTaer
KOMIIOHEHTOB, HEODXOAMMBIX ISt 3(peKTHBHOTO JIHTHYECKOTO
pocra A.

Benox CIII ¢dara A Takxke cmocoOCTBYeT YCTaHOBJIEHMIO JIM-
30reHuH; ero posb cocrout B 3amurte CII ot merpamanwm. 3a-
umrHoe Aeficteue ClII HocuT orpaHWYeHHBIH XapakTep, W TpH
ONpeICIEHHBIX YCJIOBHSIX OKpYKarolen cpeast 6ospinas yacts CII
HHaKTUBUpYyeTCs, HecMoTpsa Ha mpucyrcTBue CIII. Ho ecimu CIII
pet, ClI mpaxTuyecku NOJHOCTHEO MHAKTUBUPYETCA M (ar MOXET
Pa3MHOXATHCSA TOJIBKO JIMTHYECKH.
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Tenepb cpaBHHM pe3yJbTaT 3apaX€HHs KJETOK, B KOTODBIX
AKTUBHOCTH npoteas, paspymaroumx oesok ClI, Bricoka ¥ Hu3Ka.

@B Tex knerkax, rae ClI ObicTpo paspyiaercs, T.e€. aKTHB-
HOCTBb IPOTEa3 BBICOKA, peIpeccop He cuaTe3upyerca. Maet cubTes
6enkoB Q n Cro, TpaHCKPHIIUUS OCYIHECTBJISETCS COTJIACHO CXEME,
npejcTaBjIcHHON Ha puc. 3.8, W NPOHUCXOJHUT JHUTHIECKHH DPOCT.
Janee Mbl yBUIAUM, 4TO Qar oby1afaeT MEXaHU3MOM 1)1l CHHXKEHHS
kosmuyectBa Oenka Int. Drtor Oesmok cuHTesmpyercs Ha MPHK,
TpaHCKpHOUPOBAaHHOH ¢ npoMoTopa P .

@® B tex knerkax, rae aktuBHOcTh ClI BoicOka, T. €. aKTHBHOCTD
NpoTeas HU3Ka, U1eT UHTCHCHBHAS TPAHCKPUIILUS TeHOB cl M int ¢
npoMOTOpoB Ppp U P, cooTBercTBeHHO (puc. 3.9). benox Int
obecrieyuBaeT WHTErpamuio $aroBoél XpoMOCOMBI, & perpeccop
cBa3bIBaeTcs ¢ oneparopamMi Op u O; ¥ BBIKJIIOYaeT Bce (arosbie
renbl, kpoMe cl. Bo3HUKaeT COCTOSIHUE JTM3OTCHUMU.

Eciu 661 BO BTOpOM ciiydae Oesiok Cro cesisniBasics ¢ Op 3
IPexKIE, YeM penpeccop cBskercs ¢ Og 1 u Og 2, dpary Oblyio Obl
TPYAHO TEpeiiTH B COCTOSIHHE JIM30reHun. Mpl fojaraem, 4To
9TOTO HHKOTHA HE NHPOMCXOJUT TPYW BBICOKOM aKTUBHOCTH Oejka
CII. CkopocTh cuHTe3a penpeccopa, ctumymuporannoro Cil,
JIOCTATOYHO BBICOKA, YTOOBI ¢ YYETOM OTHOCHTENBHOTO CPOJCTBA
penpeccopa 1 Cro K COOTBETCTBYIOIIMM y4acTKaM MOIJIO yCTa-
HOBUTBCS COCTOSIHME penpeccud. 1orja red creo OyieT BLIKJIIOYEH
ele [0 TOro, kak obpasyercs goctatouHo Oeika Cro, 4TOOBI
BBLIKJIIOUUTD Ppy -

Peryasumusi uHTerpamuu U >KCHA3HE

B uHTerpamuum yvacrByer TONLKO OOMH (aroBelid Oenok Int, HO
oOpaTHasi peakLds—3KCUM3U —HYKJaeTCs B JIByX Oenikax, Int u
Xis. enbl, kogupyroume 3TH a8a Oellka, COCEACTBYIOT B XpO-
MOCOME, M HX 3KCIpecCHs B HYXHBIHI MOMEHT OOecreunBaercs
JABYMSI DETYJISTOPHBIMM MEXaHM3MaMH. B 0JTHOM M3 HUX Y4acCTBYET
6esiok ClI, crocoOcTByIOMIANA YCTAHOBIIEHUIO JIM3OTEHUH, JAPYIroH
IPEICTABSET coO0H HOBBIM cHOCOO PEryisiivy, KOTOPBIH MBI eIle
He obOcyxanu,- perynsuuto aktusHocTH MPHK.

15 TOro 4T00BI MOHATH JOTUKY JEHCTBUS ITHX PEryISITOPHBIX
MEXAHA3MOB, pPacCMOTPUM TPH BO3MOJXHBIX COCTOAHUS (ara.
IlepBoe - arosast XxpOMOCOMa NMPOHUKJIA B KJIETKY B «coOupaeTcs»
ee JIM30TeHH3HPOBaTh; BTOpPOE—daroBas XpoMocoMa OyaeT pas-
MHOXAaTBCSl JIMTHYECKH, TPEeThe —HMHTErpUPOBaHHbIN npodar «co-
OupaeTcs» OTBETUTh Ha MHAYKUHIO, T. €. BHIHTH U3 DaKkTepuaJIbHOM
XpPOMOCOMB] MyTEM 3KCUM3HUH H MPUCTYIHTH K JJUTHUCCKOMY POCTY.

YcTaHoB. 1eHHe JTH30TeHUH

Yrob6bl 00eCIeYNTh UHTETPALUIO, Gar HOJDKEH CHHTE3NPOBATL KaK
MOXHO Oonbire Oesika Int ¥ xaxk MoxHO MeHblue Oejika Xis. Kak

73



art p '
wmm

Puc 311 Crumyiaums TpAHCKpUIMu rema mt non Aciicteuem Oenmxa CII Tlpo-
MOTOp reHd wmt P, Haxomurcs B upefienax reHa vis Taxum obpasov, CII
cTuMysapyeT odpaszoBaHue Oenka Int, Ho HE Xis

nokaszano Ha puc 3 11, 6enox CII BkyirovaeT TPaHCKPUNIUKO 111,
HO He vis IlomoGHO TOMY Kak OH aKTUBHPYET Fpp, BKIOYas
CHHTE3 PENPEeCccOpa, OH JCHCTBYET OHOBPEMEHHO W HAa MPOMOTOP
P, Cunte3 MPHK, unnunnupoBanubiii ¢ Py, oOpBIBAETCS B KOHLIE
rena mf, u npu Tpancaaupu Ttakux MPHK obpaszyercss mHOro
oesxa Int Hexoropoe xonuuectso Int m Xis Morjgo O6bl CHHTE3M-
posathes Ha MPHK, cubresuposannoit ¢ P, no 6enok CII
obecrieunsaer 00BIION N30LITOK Int TPH JIM30TCHHOM IyTH pa3-
BUTHA

Jiuraueckuii pocT

B sToMm cilydae ¢ar CHHTE3UpYyeT NMpEeUMYIIeCTBEHHO Oesox Xis, 4
He Int, Tak 4yTo perMuupyroumecs ¢arosble XpOMOCOMBbI HE
BCTpamBalOTCd 6e3 HEeOOXOOMMOCTH B XO3SUCKYHO XpOMOCOMY

&

s || nt Eg jcmj le

PHKa3a 3
int_ FRER ] ]
o ¢
Hen3sgecTHan “i T -

HYKneasa o

Puc 312 Perpoperyisiuns Ydaactok MPHK, cuntanHsiif ¢ 061actn sih, 0bpasyer

mnuTbky GaxtepHanbebiil depment PHKaza 11T ysmaer u pacinemnser 3Ty

mmuiasky 3atem apyrue Gaktepuanbibie PHKaswl pacuennstor MPHK, HaunHas ¢
y4acTka. I'71¢ MPOU30LL10 HANPE3aHue
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Jomyctum, uto Oenok CII npr 37T0M HEaKTHBEH, M COCPEAOTOYUM
BHHMAHHE H4 TPAHCKPHUIITE, KOTOPBIA HAYMHAETCA C MpoMoTopa Py
U CYHTBLIBAETCA ¢ TEHOB int U xis. 34eCh Mbl BIEPBbIC CTAJIKUBAEMCS
C peryJsuueil He Ha ypoBHe uHUIManuy TpaHckpunuu PHK, a Ha
ypoBue cradbmiprOocTH MPHK.

HanoMHHM, 4TO NOJ AHCTBHEM aHTHTEPMHUHAPYIOLIETO Oenka
N cunrtes MPHK, koTopblif HaunHaercs Ha mpoMmoTope Py, Npo-
XoauT 4epe3 red N M mpojoJpkaeTcs Ha TeHax int u xis. benok N
nepesoautr PHK-monmmepasy B Takyro (opMy, 4TO OHa Tpo-
ycKaeT CHMTHajl KOHLA TPAaHCKPHUIIUMH TeHa int, KOTOPbIA
BOOOIIE-TO HOJDKEH OBLT ee OCTAHOBHTHL. TakuM oOpa3om, IOJH-
Mvepasza, MomubuuupoBaHHas non AcdcreueM N, NPOAOJIKACT
IPAHCKPHIIMIO ¥ HPOYUTHIBa€T 00jacTh sib, KaK NMOKA3aHO HA
puc. 3.11 u 3.12.

HNanee ¢ MPHK, necymeit Ha KoHue o0JyiacTb sib, NPOHCXOUT
[OPa3MTeIbHAS Bellb: OHA IMOCTENEHHO pa3pyllaeTcs, HauMHas C
yuacTKa BOIM3HM sib, ¥ 3aTeM 0OPATHO 110 HAMIPABJICHUIO K TeHy N.
HockonbKy uHpOPpMaNKs, Koaupyolnas 6e10k Int, yHUYTOXKAETCS
panbine, 4eM uHpopManus o Oesike Xis, ata MPHK ycnesaer
«npoussect» Oosbliie Oenka Xis, yem Int. Tako#l cmocod pe-
TYJISLAN Ha3bIBAIOT PeTPOPETyIAnueil.

Nuaykuus

B TpeTheM ciyuae, NpM HHAYKIMHA JIH30TeHa, ¢ar gojpkeH odpa-
30BLIBATH 00a Oenka, Int u Xis, 4ToOBI MOIJIO TPOU3ZOUTH €ro
BBIPE3AHHE U3 XPOMOCOMBI Xo03auHa. Ho 1mockospky peub HIeT O
Havajle JMTUIECKOTO pPOCTa, MbI HE MOXKEM pAaCCUHUTHIBATH HA

oot #is ali R _ = )

Puc 3 13 MHTerpauus 0 pacio 10AcHHE 1¢HOB (dra A B pesysibTate HHTETPALIH,
T € PEKOMOMHAIMH TIO VYACTRY i V4 ILTOR M) ORA3BIBAETCH AAJIEKO OTCTOSILIHM
OT ICHA e
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6enok CII, urobsl obecneunth cuntes Int. [IpobreMa peraercs
CAEAYIOMUM O0pa3oM: B pe3ysbTare TPAHCKPHUINMU C MPOMOTOPA
P, onstb-raxn obpasyercs MPHK, xomupyromas Int u Xis, no
B 3TOM ciy4ae obmacth sib Ha xonne MPHK orcyrcrByer. Kak
BUIHO Ha puc. 3.13, B pe3ysbraTe npouecca HHTerpandy GaroBoH
XPOMOCOMBI 00J1aCTh sib OKa3BIBACTCH JAJIEKO OTCTOSINICH OT inf,
tak uro MPHK, unununposannas Ha P, , He copepxut obJyacTi
sib. CnenoBartesibho, ¢ 310t MPHK Tpancnmupyiores u Int, u Xis.

Jpyrue darn

dar A Bxomur B rpyuny ¢aros, KOTOpPble HHOUUHPYIOT KJETKU
E. coli v moryT nmu3orenn3uposath ux. [locnenoBarensaocts JJHK
HEKOTOPBIX U3 9THX (ParoB HUCKOJIBKO HE MMOX0Xa Ha MOCJEe0Ba-
TEJIbHOCTL A. TeM He Menee OOLINEC NMPUHIMIBI OPraHU3aIMKA HX
TCHOB U MEXaHU3MBbI PETYJISIUHM OYEHb OJIM3KH.

Takum oOpazom, kapTa, IpUBeJcHHAA Ha pUC. 3.1, IpUIOKHMA
KO MHOrUM ¢aram, HO ¢ nebonpmumm Moaudukamusmu. Ha-
opuMep, BCe 3TH (ard pa3M4aroTcs Y0 MOCNeIOBATEIbHOCTH
caiiTa att ¥ IOTOMY BHEIPSIOTCS B pa3Hble MecTa OakTepHAILHON
XpOMOCOMBI. B KaaoM ciiyuae mpOJyKTHI T€HOB int ¥ Xis Nped-
Ha3HaYeHH IS KaTaju3a CTPOro ONPE/eTeHHBIX ITPOLECCOB HH-
Terpaty ¥ 3KCIu3ud. Elile OJUH npuMep MHAUBUIYaIbHBIX pas-
sgauii: Q-mogodHsle Gekd pa3HbiX (aros 00/iagar0T AHTUTED-
MUHMPYIOIEH AKTUBHOCTHIO TOJBKO IO OTHOUIEHHIO K CBOHM
cobcrBeHHbIM HeOOoIbIIMM PHK, curasibiM co CBOMX XpOMOCOM,
u He paboTatoT B KaUecTBe aHTUTEPMHUHATOPOR NPU TPAHCKPHUIIITIH
L. Haxownen, Bce 3T# ¢arm HCIOJB3YIOT CBOM COOCTBEHHBIE PETI-
peccopsl ¥ Genxu Cro, AeHCTBYIONIHE HA CBOM OHEPATOPHI, HO HE
Ha OTEPATOPHI A.

Ecau roBoputh 06 O0LIMX IPHHUMNIAX OPraHU3aLHH, KOTOPBIM
NOCBSAIIICHA 3Ta IJaBa, MJIH O JETAJIIX MOJICKYJISIPHBIX MEXaHU3-
MOB, Kak B I'll. | B 2, TO CTAHOBHTCS OYEBUIHLIM, 4YTO B IEJIOM
pPEryJISTOPHBIE MEXAaHW3MBI OJMHAKOBEIL, XOTS CrenupUuIecKue
110CJIEIOBATEJIBHOCTH, KOTOPHIE B HHX UCIOJB3VIOTCS, Pa3IUYHBI,
PasHrle ¢aru 3BOTIONHOHHPYIOT COBMECTHO, OOMEHUBAACH BpeMs
OT BPEMEHH y4acCTKaMH CBOMX XPOMOCOM C TIOMOIbIO TEHEeTH-
qecKol pexomOmHaimu. HampuMmep, eciu obsacts ati-xis-int dara
A 3amenuTb cootBercTBytome#t JIHK sapyroro dara, 1o MbI
nmoayuuM (ar, WASHTUYHBIA A, HO BCTPAUBAIONIMICH B JIpyroe
MecTO OakTepraJibHOW XPOMOCOMBI.

JUts OCYyUmIECTBJIEHHS TAKOTO TACOBAHUS LEJBIX KOMIUIEKCOB
HH(pOPMAaMOHHBIX eMHHUL (TeHOB) HeoOX0auMO, YTOOBI Mocneao0-
sateabHocTH JHK, sBNsroinmecs MectaMu AcHcTBUS peryJyiarop-
HbiX OENIKOB, JICKAIM TMOOJM30CTH OT I'EHOB, KOIHUPYIOIIAX CaMU
st Oenku. Tak, pernpeccop u Oesnok Cro CBS3BIBAKOTCH C OnEpa-
Topamu, (IaHKUpyromUMHU reH cl; 6enku O u P meiicTByroT Ha
obsiacTh Havasa penmkamyu (Ori). KOTOpas JeXUT BHYTPH ca-
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Moro reHa O; NPOAYKTHI T€HOB int W Xxis Ne#cTByroT Ha att: Q
OEHCTBYET HA YYACTOK, PACNOJIONEHHBIM BOU3U TeHa (; HAKOHeL,
Oenok N y3HaeT yuactkd Nut, Jexamue BOu3H rena N,

SOS-oTBer

WUuayknms ¢ara A—IHiNe OJAWH U3 MHOTHX OTBETOB OakTepud Ha
obiyuenne Y®-csetom. Ilpu 3TOoM BKIrOYaeTcss B oOimeil ciox-
soctr 10-20 GakTepHasibHBIX T€HOB, W MO KpadHed Mepe HeKo-
TOpble U3 HHUX NOMOTaOT OaKTEpHUU BBDKHTH. JTH I'eHbl B COBO-
KyNHOCTH Ha3wiBaroT SOS-cucremci, a ux axkruBanuio — SOS-01-
BETOM KJIETKH.

MexaHu3M HHOAYKIAH OaxTepHalibHbIX Te€HOB Ii0J NEHCTBUEM
YV ®-cpeTa Takoi ke, Kak NP UHIYKIMM pOocTa (para B JIM30TEHHBIX
Kietkax. HamoMuuM, uro Y ®-00/1yueHne BpI3bIBAET IOBPEXICHUS
OHK (rn. 1). B pe3ynbrate Oenok Rec A, koropblii OOBIMHO
cocobeTByeT pekoMOMHAIMKU Mexay wmosekyiamu JIHK, mpe-
Bpalaercs B ocoOyro mnporealy: OHa DACIHICIUIAET A-peEIpeccop,
3amyckas TeM cambiM uHAykKuuio (puc. 1.21). Rec A pacmien-
JIgeT ellle MO KpailHeH Mepe OaMH perrpeccop, Oelok xo3siiickoi
kyeTkd Lex A.

Lex A cxogeH ¢ penpeccopoM A H 1O CTPYKTYpE, U 110 (HYHKIHH.
Monomep Lex A cOCTOHT W3 ABYX JIOMEHOB: aMHHO-KOHIIEBOTO,
y3aarourero JTHK, u xapOokcH-KOHLEBOTO, KOTOPBIH YAEPXKHABAET
cyOBelMHHALBI BMECTE B cOocTaBe nuMepa. benok Lex A momasnsger
AKTUBHOCTB Ps/1a T€HOB, NPOAYKTHI KOTOPHIX IOMOTAtOT OaKTepHn
BLDKUTH pH oOiyueruu (puc. 3.14). Hpu Y®-obayvyenun Lex A
MHAKTUBHpYETCH NMOJ JeHCTBHEM Rec A, U 3TH TeHbl BKIHOYAIOTCA.
Rec A pacimennsger Lex A ToYHO Tax ke, Kak OH pPACHICILIAET
penpeccop, MO CTPOro OMpPENesIeHHON CBSA3H B LENOYKE AMHHO-
KHCIIOT, COEAMHAIONIEN 1Ba JOMEHA.

Penpeccop A, momobHO penpeccopaM Jpyrux ¢aros, JIH30-
reansupyromux E. coli, ncnonssyer SOS-orBeT KieTku. Penpec-
CUPOBaHHBIH (har «4yBCTBYeT», UTO XO3siiCKas KJIE€TKA MOBPEX-
ZieHa, ¥ HEME/UICHHO HauWHAeT JMTHYCCKUH TMKII.

SOS-cucreMa BKJTIOHACTCS HE TONBKO mon aeiicTBuem Y-
obnyuenusi. Kax mpaBuino, ee MOXeT 3amyCcTuTh noOol KaHie-
pOTeH, €CJIH OH COOTBETCTBYIOLMM 00pa3oM akTHBHpoBaH. BeHs-
TIMPEeH — OHO W3 COC/VHCHWH, BBI3BIBAIONMX oGpa3zoBanue oily-
xoJie#t y %uBOTHbIX. CaM 1o cebe GeH3MUpeH MHEPTEH, HO TOCTE
MoauduKaMu noj aeHcTBreM depMenta, KOTOPBIA HAXOAUTCS B
NeYeHn XWBOTHBIX, OoH pearupyer ¢ JHK wu Bmi3biBaer B HEid
noBpexacHus. FEcim OemsnupeH JOOaBUTL HEHOCPEACTBEHHO B
cpejly, OH HE OKa3bIBA€T HUKAKOTO JEHCTBHUs HA OAKTEpHH, HO €CIH
€ro BHAYaJIC MOAUUIMPOBATH C HOMOUILIC DEPMEHTOB MEUCHU,
oH 3hdextuBHo uHAyuupyer SOS-oTBeT.

CnocoOHOCT, TOTO WM HWHOTO COSAMHEHUS HHAYUMPOBATH
SOS-0TBeT KOpPpENMUPYET ¢ €r0 CHOCOOHOCTRHIO BBI3BIBATH 0Opazo-
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Puc 314 [eiictBue Oemka LexA u SOS-otser [loka3aHbl HEKOTOPBIC TCHBI,

nonapnseMolie 0esikoM LexA [eunl uvrd u uvrB xoaupyroT Osku, OTBETCTBEHHBIC

3a penapauuto noppexieHHol Y®-obmyuernem JAHK [dns obpaszoBanus my-

TAHTHBLIX GakTepuil B OTBeT Ha Y®-00sy4yeHHe MO HEMOHATHBIM TIPUYHMHAM HEOO-

xomauM De:tox UmuC Op-—onepatopsl LexA KOTOpbie pacnioiararoTcsi psacM ¢
OPOMOTOPaMH K2XKJIOTO U3 YKa3aHHBIX T'CHOB

BAHHUE ONYXOJIEH y WHUBOTHBIX; U XOTSI CIIOPbI 110 THOBOJY NMPABO-
MOYHOCTH TaKOH KOPPENSIIIMU TIPOAOJDKAOTCS, DAKTEPHH UCIOJb-
3YIOT B KAQUeCTBE YYBCTBHTEJBHBIX JAETEKTOPOB IPH INpPOBEpKe
BENIECTB HA KaHNEPOreHHOCTh. [IpHMEHsIOT /BAa OCHOBHBIX TECTA:
HHIYKUAIO pocTa ¢dara B JHU3OTCHHBIX OAKTEPHSX U IOSBJICHHUE
MYTAHTOB B HEJIM3OTCHHBIX KyJb1ypax. IlocaeHuit noaxom NexuT
B OCHOBE M3BECTHOTO TecTa DHMca Ha KaHIIEpOT€HHOCTh. B obonx
caydasix TEepBWYHOE COOBLITHE, MPOUCXOJSIIEE Cpa3y Hocle Io-
spexnenus: JHK,-uHaykums skcnpeccun redoB. i UHAYKIUAU
(dara meoOxogmmo, 4TOoOLI Rec A akTHBHpoOBall (aroBble TEHHI,
paclienuB penpeccop; At MyTareneza HeoOXoauMo, 4Tobnl Rec A
aKTUBHPOBaJ Oak1epuaibHbIE TeHBI, paciienuB Lex A.

ITyru pa3urus ¢ara A
M pa3BUTHE YYKAPHOTHYECKHX KJIETOK:
BO3MOXKHbIE€ AHAJIOTHH

MpbI paccMaTprBaeM ajbTEPHATHBHDIE CIIOCOOBI 3KCIIPECCHU T€HOB
KaK npocTeiliylo MoAeab pa3BuUTHS. Temeps NposeleM TpU aHa-
JIOTHH MEXIY 3TUMHU NPOIECCAMYU U PA3BUTHEM IYKAPHOTUHECKOTO
opraHu3Ma H3 OIJIOJIOTBOPEHHOTO siiina. OTO MNO3BOJHUT HaM
HOJLITOXWTE OCHOBHBIEC YEPTHI PETyJISIIY reHoB (hara A W yBHIETh
HUX B HOBOM CBETE.

Peryastopnsbie renbl

IIpu ¥3y4eHHH BBICHIMX OPTraHU3MOB ObLIH OOHAPYXKEHBI TEHBL,
pPOJIb KOTOPBIX COCTOUT B PETYJIANMH IKCIPECCUN Apyrux reHos. C
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OoAHUM U3 HanboJjiee MOPa3UTENbHBIX NPUMEPOB TAKOTO POJa MbI
BCTpeYaeMcs v mnoaoBoi myuiku Drosophila melanogaster. 10T
OPraHd3M pPa3BHBAETCS W3 OIJIOAOTBOPEHHOrO fiila B TPU JTama.
Buauane dopmupyercs 3MOpHOH, 3aTeM JIMUMHKA W HAKOHEI|
B3pocnas Myxa. OpraHu3M JIMYAHKH W B3POCJIOH MYXH COCTOMT
IIpUMEpHO U3 15 cerMeHTOB, KOTOpPbIe OOPA3yIOT TOJIOBY, IPYAb U
Opromko. Kaxapiit cerMeHT, OCODOEHHO €CJIH OH OTHOCHTCA K
TPYAHBIM WM OpIONIHBIM, JIETKO OTJIM4YATH OT OCTQJIbHBIX CEr-
MEHTOB ¥ Y JIMUMUHKU, M ¥ B3POCTON MYXH.

Urto0bl DpOAEMOHCTPUPOBATL, Kak perympyercs nupdepen-
HMauysl CErMEHTOB, pACCMOTPHM JIBa COCEJIHUX IPYIHBIX CETMEHTA,
T2 u T3. IpoayxT ognoro rena, Ubx, 3xcnpeccupyeTcs B CETMEHTE
T3, vo He B T2. Ecnu 3107 red He dyuxunonupyet B 13, nociaenuuit
pa3BUBaeTCsl Tak xe, Kak T2; ecm OH 3KCIpeccupyeTcs: B 060ux
cerMeHTax, To cermMeHT T2 passuBaercs Tak xe, kKak 13. Urak,
NOSIBJICHUE NPOJyKTa reHa Ubx B xone pa3BuTusi oOyCIOBIUBAET
dbopmuposanue cermenta T3; B npoTusHOM cnyuae obpasyercs T2.

I'en Ubx oTHOCUTCH K TpyINe TOMEO3HCHBIX T'€HOB, KOTOPLIC
JETEPMURUPYIOT nuddepeHIMPOBKY TPYIIbI KJIETOK. MBI Iperno-
JlaraeM, YTO Ha PAHHHX CTA/IUSIX PA3BHUTHS B KXKAOM CErMCH1e
BKJIFOYAETCSI CBOM 0COOBIN HAOOp rOMEO3HMCHBIX T€HOB. JTH I'CHbI
OCTArOTCS BKJIFOYCHHBIMY HA MPOTSKEHUM BCeW KU3HHU B3POCAOrO
OPraHu3Ma M NOJAEPKHUBAIOT OCOOYIO CXEMY 3KCHPECCHH T'€HOB,
crienuUIHYIO 171 AAaHHOTO cerMedTa. [loka He MOKa3aHO, YTO
KaX/IblH TOMEO3UCHBIH OENIOK SBJISIETCS HENOCPEACTBCHHLIM pe-
I'YJISITOPOM TEHOB, HO MHOTHE WCCISAOBATCNM CHMTAIOT, YTO ITO
BECbMa BEPOATHO.

BosBpamasics x ¢ary A, MOXHO YTBEpXIath, 4T0 ¢l aHalo-
TMYEH TOMEO3UCHBIM TeHaM. YUToGbhl HNpOUJLIFOCTPUPOBATH 3TO
TIOJIOKEHHE, PACCMOTPUM THHOTETHYECKHH IpeBHUl ¢ar A, y
KOTOpOro He Owbuio TeHa cl. DToT dar AomkeH Obul 6L XOpouIo
PA3MHOXAaThCs, HO TOJIBKO JIMTHYECKH; APYTUMH CIIOBAMH, OH MOT
Obl OCYIHECTBJISTH TOJIBKO OJHY INPOrpaMMy 3KCHPECCHUA TE€HOB.
Beenenue resa cl (Bmecte ¢ renamu cll u clll) no3sosaser dary
NePexXoauTh K JAPYroMy cnocoly skcnpeccud reHosB. Hanmomumm,
4TO reH ¢/ BKJIOYAETCS HA paHHEU CTaauy YCTAHOBJICHUS JIU30-
reHuu rof jeiicrsuem cll, npu yyactun clll. Ilocie aToro skcpec-
cust ¢l camonouiepKuBaeTCA Ha TTOCTOSIHHOM YpoBHe, a 6enox CI B
CBOIO OvYepesib OOeCTeYHBacT XapaKTEepHYH sl JIA30TEHHH JKC-
npeccuio reHoB. Enie omuH red A, GyHKIUS KOTOPOro aHAMOTWYHA
(yHKIIHM TOMEO3UCHBIX T€HOB,—(); kak W reH cl, oH HeoGxoaum
TOJIBKO U1l OJTHOTO W3 aJIbTepHATHBHBIX MyTEeH pa3BUTHS A.

Mauo toro, 4To reubl ¢l U @ HeoOXOAUMBI TOJILKO IS OJJHOTO
U3 myrefi pa3sBUTHA, #UX NPOAYKTHI, KPOME TOTO, BO MHOIOM
onpe/essitoT BeIbOp 3TOro nytu. Tak, ecnu BBectd Oenok Q B
JIM30TEHHYIO KJIETKY, MPOU30HIET BKITIOYEHHC MO3JHHX I'CHOB H
jsusuc. Eciau B KJIETKY. IJI€ HaUWHAETCs JIMTUYSCKHH UMK (ara,
BBECTH penpeccop, pocT dara Ov.IeT NoAaBjeH. B oTandue ot 3THX
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renos ren N dara A HeoOX0oaUM M [UIs JIMTHYECKOTO pocTa dara, u
JUIS YCTAHOBNIEHHS Nu3oreHvd. [Tockosibky B OTCYTCTBHE TeHa N
(bar He OyJeT pa3BUBATHCSA HH 110 OJHOMY W3 BO3MOXHBIX NYTEH,
MBI Obl He OTHeCIM TeH N K TOMEO3UCHBIM I'€HaM.

T'oBopq o mpoueccax pa3BUTHs, WHOTJA TICJIE3HO IPOBECTH
pasuude MexAy «IPHHATHEM PelIeHUs» ¥ ACHCTBHTENIbHON Iud-
depenumanpeit kieTok. ['opopst Tak, Mbl NOApPa3yMeBaeM, 4TO
KJETKM, KOTOPBIE BBHITJIAAAT OAUHAKOBBIMHU HA DAHHUX CTAlUAX
pasBuTUs, TeM He Menee BmocnencTBun muddepenuupyroTes u,
H4XOJiCh B OJIMHAKOBBIX HA MEPBBIM B3IJISAl YCIOBUAX, AT
HA4aJi0 pasHbiM THNAM kJeToK. MHLIMHM cioBaMHU, OHH «IIPHHSIIH
perueHue» (KOMMHTHUPOBAHBI) TOWTH 10 ONPEACNEHHOMY MyTH
mudPepeHUNPOBKA TIOCTE MTOJYYCHUS COOTBETCTBYIOIIETO CTH-
MyJIa.

Onna n3 GopM MOAOOHOTO IPHHSATHUS DPEILEHUS — AKTHBALKA
HEKOTOPBIX TEHOB, BO3MOXKHO pPEryisTOpHBIX, Takoit nabop axTu-
BUPOBAHHBIX T€HOB MOXET B JAJBLHEHIIEM ONPEHEIUTE OTBET HA
BHEIUHUM CHrHAJ, a OKOHYaTe/NbHas mUb(PepeHiupoBKa MOXKET
OBLITH PE3YJBTATOM TOCJIEAYIOIUX U3MEHEHMI SKCIPECCHU TEHOB.

Ecid mpoJOJDKUTL, aHAJIOTHIO, TO JIM30reHHAs Mo ¢ary A
KJIETKA HEOTJUYAMa OT HEMH(PHUUPOBAHHON OaKTepHH, HO TOJBKO
nepBasi U3 HUX KOMMHUTHPOBAHA, T. €., KIPUHSJIA PELUICHNE» HAYATh
JIMTAYECKUH MKI H BLICBOOOAUTE (ParoBhle YaCTHIBI NIOCIIE MOCTY-
TUICHUS. MHAYUUpYIolllero curaana. [Ipasaa, B TM30reHHON KieTke
WMEIOTCA TEHBI, KOTOPbIX HET B OOBIYHOH KJI€TKe, HO HETPYAHO
npejacTasuTh cebe aHANOTMYHBIM CHOCOO «IPUHATHS PEIUCHUS» C
UCTIOJIB30BAHMEM TOJIBKO AU((epeHMaibHON IKCIIPECCUN TEHOB.
Bo3zbMeM npocToil mpuMep: peryasTOpHbie OENKM KJIETKH MOTYT
BKJIFOYMTH TeH, KOAWPYIONIMH pelentop ropMona. Takas kKjieTka B
OTJIMYHME OT COCEAHEH, B KOTOPOHM T'eH pelenTopa ropMoHa MOJIYUT,
Oymer oTBewaTh Ha IOPMOHAJBHOE BO3ACHCTBHE, HAaMpUMeEp, HO-
BBIMH HU3MEHEHHSIMH B 001lefl KapTHHE 3KCIPecCHd TEHOB.

IepexmouaTenn

Ha pa3ubix CTaausx pa3BUTHUS BBICIIUX OPraHU3MOB CHIHAJIBI,
MOCTYMAOIHE U3 OKpYyXatouie#l cpesipl, 3aNMyCKaloT TOT WJIM MHOM
MyTb OJKCHPECCHM TeHOB. [IpowsumocTpupyeM 3TO TIOJOXEHWE
clenyroIIuM npuMepoM. PaccMoTpuM B ofmmx deprax sMOpHOH
npo3odwisl Ha cragum paHHed Onactynsl. Sifo eme He moje-
JILJIOCH, HO JENieHUE sapa yxe mpom3ounuio u okoso 4000 smep
PACTIOJIONKUIKCh Y TOBEPXHOCTH siiina. Bekope 31H sapa obpasyrot
KJICTKH, U3 KOTOPBIX CHOPMUPYIOTCH PA3TUUHBIE YACTH JTHYMHKHY.

Kaxum o6pasom sapa Ha 3TOH paHHEH CTajuul MOJIy4aroT
CUTHAJI O BKJIIOUEHWM HAOOpa I'eHOB, HEOOXOMUMBIX sl BhIOOpa
nytn pas3sutud? CumTaercs, 4YTO IS SHIl XapaKTepHO acCHUM-
METPUYHOE, BO3MOKHO TPAJUEHTHOE, pacupelelicHue MOIEKYJI,
KOTOPBIE W 3aIyCKaroT JKCnpeccHio TeHoB. [losroMmy ycnmoBus
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OKpYXaFoIel cpe/ibl ISl Aep, PACTIONOKEHHBIX B IEpefHEH YacTH
Silla, OTJIMYAIOTCS OT TAKOBBLIX YISl slep B 3aldHEd ero 4acru.
To9HO Tax e npeanosaraeTcsi, YT0 KOHUEHTPAHHU HEKOTOPBIX
BEILIECTB B BEHTPAJbHOH U [OpCAJbHOM CTOpOHAX sifla pasm-
yaroTces. Kaxaoe xkieTodHoe SApO MOJIKHO OTO3BATLCH Ha CBOC
MIOJIOXKEHHE B sTile, «1109YBCTBOBATH» KOHIEHTPAIMH 3THX arcHTOB
U TEM CAMBIM HANpPaBHUTH IKCIPECCUIO TEHOB MO OIPEAECIICHHOMY
MyTH.

AHaJIOTHYHO CYMTAETCs, YTO HAa MO3MHHX CTAAUAX Pa3BUTHA
MYXH KJIETKH [IPHHMMAIOT HOBbIE PEIlIeHHs, Kacarolluecs JKCIpec-
CAM TEHOB, Ha OCHOBAHMU HX IIOJIOKEHMS B pa3BUBAIOLIEMCH
sMmbprone. MoxHO upencraBuTh, YTO B 3TOM CJlyyae KJIETKH
OTIPESEIIAIOT CBOE TIOJIOXKEHNE, HCIIONTb3Ys KOHIIEHTPAIIHIO areHTOB,
KOTODbIE NPOAYUUPYIOT APYIrHEe KJIETKH, W BKIIOYAIOT WM BbI-
KJIFOYarO0T HYXHbIE T€HBI.

Bo3spamasce x ¢ary A, BCIOMHHM, YTO B €ro XH3HEHHOM
IIHKJIE €CTh [[BE CTAHH, KOrJa BHEKJIETOYHBIE CUTHAJIbI BIMSIOT Ha
JKCIpeccuro reHoB. B ob6oux ciny4asx ryiaBHblE 0O0BEKT BO3/IEH-
cTBUsi—reH cl, HO BOCIPHHMMAlOT M TNEPENAOT CHTHAJ PA3HBIE
Oenkun. B mepBoMm ciiyvyae, npm MHAYKIMH Ju3oreHa Y ®-o0my-
yenneMm, Oenox Rec A wuHakTuBUpyer penpeccop. Bo BTOpOM
ciIydae YCIOBHS pOCTa KJIETOK B MOMEHT 3apaXeHHs BJIHSIOT Ha
akTABHOCTDL Ocnka ClI, KOTOpHIA AOMIKEH BKIIOYMTH TPAHCKPHUII-
U0 TeHa cl g ycTaHOBJeHMs JM3oreHuu. Jpyrumum crosamu,
MbI MOrJM OBbl CKa3aTh, YTO B OJHOM Cjy4yae HApyIUAETCs HOO-
depacanue RdHEPESHUNPOBAHHOIO COCTOSNHUS, a4 B JPYIOM 3aTpo-
HYTO €T0 yCmarnosaeHue.

B 00oux ciyuasx BAMSHHS BHEKJIETOYHBIX paxTopos Ha dar A
OH HCTIOJIb3YET BHEKJIETOYHBIE CHTHAJIBI, 9TOOBI IPHHSATHL PENICHUE,
Kakol myTb pa3BuTus H30path. Mbl MornM OBl cka3aTb, 4TO
TIOJIOKEHHE ABYXTO3UIMOHHOIO NIEPEKJIF0YATENS TEHOB 3aBUCHT OT
BHEKMETOUHbIX ycnosmid. [lepekmovenne A Ha NyTh MHIYKUAH,
MEXAaHA3M KOTOPOrO Mbl NTOHHMAEM JIy4llle BCErO, MPOHCXOANUT
TakuM 00pa3oM, 4TO CPaBHUTEJIbHO HEOONbIIHE H3MEHEHHS KOH-
LUEHTPAaIMH pelpeccopa OIpeAeNsioT, MPOU3OoHAeT U WHAYKHHSA
jm3oreHa. Jpyrume cioBaMu, pa3yMHO IPEAIIOIOKUTh, 4TO pas3-
HHUl2 B KOHIIEHTPAIMU KAKOT0-JIN0O peryIsaTopHOro Oejka BCEro B
5-10 pa3 cMOXeT NEPEBECTH MEPEKJIFOYATENh T€HOB Jp030¢uiIbl B
PYTOe ITI0JIOKEHHE, €CJId TOJIbKO OH HOIOO0EH MeXaHu3My Iepe-
knodenus ¢ara A. I[lepexmodareslb TakodH KOHCTPYKIMH IIPax-
TUYECKH HUKOTAA He cpabareiBaer caywaitHo. Tax, ecmm Obl Ham
OPUIILIOCH CHEIUTH 32 MOTOMCTBOM OJHO# KJIETKH, JIM30TeHHOH 1o
dary A, mpoBepsis JMIIb ONHY M3 JOYEPHHUX KJETOK B KaKIOM
IIOKOJIEHUH, HAM TIPUIILIOCH Obl *KaTh 5—10 JieT, npexae 4eM Mbl
oOHapyxmim Obl JH3UC KJETKH B OTCYTCTBHE HHAYLHPYIOUIETO
CHrHaJA.
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Crnoco6bl IKCIIPECCHH TEHOB

MpbI n0j1araem, YTO B XOJE Pa3BHTHS BBICIINI OPraHN3M JKCHpEC-
CHUpYET TE€Hbl BO MHOXECTBE Da3JMYHBIX koMOuuauui. Ompene-
JIEHHBIH T€H MOXET, HAPUMED, BKJIIOYATHCS HA PA3HBIX CTAOUAX
pa3BUTHS M B Ppa3JIMYHbIX TKaHAX, OyAyud BO BCEX CJydasx
KOMIIOHEHTOM pa3HbIX HAaOOpOB aKTHUBHPOBAHHBIX [eHOB. s
3TOro HeoO0XOAMMO, YTOOBI OT/IEJLHBIC T'€HbI IO/IYUHSIINCh MHO-
JKECTBEHHBIM PETYJISITOPHBIM MEXaHH3MaM.

Hanpumep, red anxorosib/IerTuiporeHassl Apo30Quibl IKCHpec-
CHpYETCSl B OJHOH rpymnne TKaHEH y JUYHHKY W B JIPYrOM Tpynme
TKaHe#, OTYACTH NEPEeKPBIBAIOLIEHCS C NIEPBOH, Y B3POCIIOH MYXHU.
B 5TOM cCilydae MBI 44CTHYHO HOHUMAEM MEXaHU3Mbl PETYJISLUH.
TpaHckpUTIUs 3TOTO I'eHa KOHTPOJIMPYETCS IBYMs IPOMOTOPAMH,
KOTOpPBIE YHPABISIOTCSI PA3HBIMU PETYJISITOPHBLIMA MEXaHU3MaMH.
B aMmOpuore akTHBHBI 00a HPOMOTOpPA, HO B JIMYMHKE AKTHBEH
TOJBKO OJIUH, 2 Y B3POCIION MYXH —TOJIBKO APYTOH.

H3yuas dar A, Mbl BUAETH, YTO HEKOTOPBIE €r0 FeHbI 3KCIpec-
CHPYIOTCSl B COCTaBe TOH WM WHOM IpyIIibl TEHOB B 3aBUCHMOCTH
oT cragun pocra. Hampumep, reH cl B mporniecce yCTaHOBJIEHUS
JIN30TCHUM paboTaeT BMeECTE ¢ TE€HOM int, a B CTaOHIBLHOM JIN30-
rede ¢l pabortaer, a inf—Her. B 3THX ABYX cocrosmuax red cl
TpaHCKpHOUpYETCH C Pa3JIMYHBIX MPOMOTOPOB. B NPOLECCE yCTa-
HOBJICHHS JIM30TE€HHH — C NPOMOTOpa, akTusBupyeMoro bemkom ClI,
a TIPH JIM30TE€HHH —C HPOMOTOpa JIM30TEHA, aKTHBUPYEMOIO pe-
PECCOPOM.

Ob6pailiasgch K COCe/ICTBYIOIIHAM Ie€HaM int U Xxis, BCOOMHHM, 9TO
JUIS HUAX WMEIOTCA TPU criocoba 3KCIpEecCHy: BO BpEMS JIH30-
TeHHU3aUUH OIKCIIPECCHPYETCSl IIPEUMYIIECTBEHHO ini, BO BpeMs
JIMTUYECKOTO POCTA — IPEUMYIIIECTBEHHO Xis, & IIPU MH/IYKIIUH NPO-
HCXOOUT COBMECTHAsA JKCIOpeccHs int W Xxis. DT TpH cnocoba
PEAIM3YIOTCSL € NOMOIIBIO JIBYX IIPOMOTOPOB, C KOTOPBIX TpPaHC-
KpubupyeTcs inf, a TAaKXe NYTEM «PETPOPEryJIAlUH» HA YPOBHE
MPHK rena int.

Crnenmyronii nmpuMep OTHOCHTCS K (PHM3HOJIOTHH Oaxtepuil u
TIOKa3bIBAET, CKOJIb CYILIECTBEHHBIM MOXET ObiTh Pe3yjabTar CO-
BMEHICHHS IBYX CHOCOOOB pEryisiiuKM OJHOro rena. Beas B 3TOM
cjlydae OHO W TO X€ COCIUHCHHE B 3aBHCHMMOCTH OT BHEIIHHX
YCIIOBHH aKTHBHPYET JBE pa3HbIe TPYMIbl [€HOB,

Ienbt nakto3HOro (lac) W rajakto3Horo (gal) oMepoHOB KO-
IUPYIOT (PEPMEHTHI, OTBEYAIOLIME 3d META0O0M3M CAXapoOB JIaK-
TO3bl U ranakTo3bl. Kaxaas rpynna reHoB WHaAKTHBHPYETCs COO-
CTBEHHBIM pEIpeccopoM. B mpHCYTCTBHH NaKTO3bI B cpele lac-pe-
npeccop yaansercs ¢ JJHK, nonodHo 3tomMy nobaBieHue B cpeny
rajlakTo3bl MHAaKTHBHPYET gal-penpeccop.

OTH reHbl, Kak ¥ MBOTHE ApYIHe redbl E. coli, akTUBHPYIOTCS
peryisitopaeiM OenkoM BAK. BAK cesssiBaetcs ¢ JJHK u ak-
TUBMPYET TPAHCKPHUIIUIO TOJBKO B IIPHCYTCTBHM LHKIIHYECKOTO
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AMP (cAMP) u TonbKO €cM COOTBETCTBYIOIIMM penpeccop yaa-
sen ¢ JJHK Taxum oOpazoM, HU3KOMOJICKYJISAPHOE COCAUHEHUE
cAMP axTuBHpYET B IPHUCYTCTBHH JIAKTO3BI [ac-T€HBI, 4 B TpH-
CYTCTBHUU I'aNlaKTO3bl — ga/-TCHBI

cAMP sBiisileTcd 4acTbhlo €ille OJHOTO PETYJISTOPHOIO MeXa-
ausma Konnentpauus CAMP perynupyercs riroko3oit B mpucyT-
CTBHHU TJIFOKO36I cuHTe3 CAMP nomasnieH, ¥ HU reHbl lac, HU TEHBI
gal ue MOTYT OBITH aKTHBHPOBaHLL. B pe3yibrate ecin y 6akTepun
€CTb BBIOOp B YTHJIM3aIUU PA3JIMYHLIX CAXapoB, OHA MPEANO4YUTAET
UCIOJIb30BATL [JIIOKO3Y, a HE JIAKTO3Y WJM TajakTo3y

Mexanu3mbl PEryJisiiMn

N3 Toro ¢akra, yTo MexXay pasMHOXeHHeM (dara A M pa3sBUTHEM
JYKapUOTHYECKMX OPraHU3MOB MOXXHO IPOBECTH HEKOTOPYIO Ia-
paJinesib, He 0043aTeIbHO CIEAYET, YTO B OCHOBE Pa3BUTHUS BCerjaa
Jexar OJHM U Te € MeXaHu3Mbl Ha caMoM lienie HaM H3BECTHBI
MEXaHU3MbI PETYJISIIUN T€HOB, KOTOPblE HE BCTPEYAIOTCS y A, U B
OyynieM, HECOMHEHHO, OYAyT OTKPBITHI HOBBIE MEXaHH3MbI B
IPWIOKEHAHN 3, 3aBepLIAIOIEM 3Ty KHHUIY, BbICKa3aHbl OoJiee
JETaIbHbIE PEAIOJIOKEHNS OTHOCUTENHHO BO3MOXKHBIX dHAJIOTHIH
MEXJy MEXaHH3MaMHU DETyJSIIMU TeHOB (ara A ¥ BBICIIUX Op-
TdHU3MOB.
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lnhaea 4

OTKypa mbl 310 3Haem?
KnoueBblie 3KCNEepuMeHThI

B nepBbIX HECKOJIBKHUX PA3Eax 3TOM INaBbl PACCMOTPEHBI BaX-
HeWIIIHE JKCIEPUMEHTBI, KOTOPbIE HOCIYKMJIM OCHOBOH IS Cy-
HIECTBYIONIMX TPEACTABJIICHUH O MEXAaHHU3MaxX MEPEKSIIOYEHHS Te-
HOB. Jlanmee OMMCAaHBI HEKOTOPbIE IKCHEPUMEHTHI, MILTHOCTPUPYIO-
IHe CYyTh MHOTUX pucyHkoB ri. | u 2. Bonee moapobHoe u3io-
KEHHE SKCNEPHUMEHTaJbHBIX HAaHHBLIX MOXHO HAaWTH B CTAThiX,
yYKa3aHHBIX B CIIUCKE JIMTEPATYPHI B KOHIIE 3TOH TJIABHI, 4 TAKXe B
paboTax, KOTOphIE HUTHUPYIOTCH B 3THUX CTaThiX. B Hacrosiei
IJ1aBe HE TMPHUBE/ICHDBI JAHHBIE, HA KOTOPBIX OCHOBAHBI KOHUEIHINH,
n3sokeHHbie B T, 3. CCBUIKH HAa HUX YMTATENb HAWJET B 0030pax,
VKa3aHHBIX B CIHCKE JIMTEPATYPBI.

I'mnote3a o CymeCTBOBaHMM pernpeccopa

Mpicis 0 TOM, 4TO0 (ar A KOTHPYET PEnpeccop—MOJIEKY.Y,
KOTOpas BBIKJIIOYAET BCE OCTAJbHBIE (haroBble TeHbl, Obina chop-
MyJMpoBaHa dpanmy3ckumu yuensiMu @, XKakobom u XK. Moro u
UX KoJjuleramMu B koHUEe S0-x-mawane 60-x romoB. Paccyx-
JEHHS. JTHX MCCIENOBATENEH OCHOBBLIBAIMCH IPEXKIE BCETO Ha
TEeHETHYeCKHX JaHHBIX, HAUHHASA C HEKOTOPBIX NPOCTHIX Habjroge-
HHH, KacaroluXcsl pocTa ¢ara. B maHHOM paszjenie ONucaHbl TPH
IPYNIbl TAKMX HAOJIIONCHWH W JIAHO WX OOBSACHEHME, OCHOBAHHOE
Ha THIOOTE3€ O CYHIECTBOBAHUU PENpPECcCOpa.

IIpo3paunbie H BHpY.TEHTHbIE MYTAHTHE

Habamooenus

s Habnronenns 3a pocToM (ara A MOCTYNaroT CHENYFOUTUM
obpazom. CMeIMBalOT HECKOJBKO (aroBbIX YACTHUI] IPHMEDPHO C
MHJUTMOHOM OaxTepuasbHbIX KIJIETOK M BBUIMBAIOT CMECH B YalIKy C
arapoM. B mpomnecce pocra GakTepuu oOpa3yroT ra3oH TO BCei
HOBEPXHOCTH arapa. Ho OAHOBPEMEHHO ¢ OaKTepHSAMH DACTYT H
thard, ¥ Kaxnaas (aropas yacTuna UPUBOIAT K (HOPMHUPOBABMIO
OsIIKY, T.€. ALIPKH, B OakTepHanbHOM razone (puc. 4.1).
Basiuku, oOGpasoBaHHbie (araMd A JIMKOTO THNA, MYTHBIE
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(Henpo3pavHbIe), TOTOMY YTO, XOTS II0 MEpe YBEJMHYECHUS OJIAILKU
MHOTHE 3apaXeHHbIe OAKTEPHH JTH3UPYIOTCS, HEKOTOPBIE MPOIOI-
KAKOT PACTH HA TIOBEPXHOCTH caMoi Onsiiku, Ecnu atu Oaxrepun,
BBIDOCIIIHE B cepe/iuHe OJISIIKH, NEePEeKOJOTh U BBIPACIUTH, TO
0OHApYXUTCS, YTO OHH YCTOHYMBBI K 3aPakKeHUIO IPYTUMH paramu
.. Takue ycTOHYMBEIE KJIETKU JIM3OTeHHbI: IIpH 06ydeHun Y O-ce-
TOM OHH JIM3UPYIOTCS U AalOT HOBOE (ParoBoe MOTOMCTBO.

OgHako WHOTJ2 MOXHO HaOJFOOaTh MOSBJICHHUE ITPO3PaYHbIX
(He myTHBIX) Onsnek.Kaxpaas nmpospauHas Osiainka oOpasyercs
nojJ ACHCTBHEM MYTAHTHOTO (ara A, y KOTOPOro HapyileHa
CHOCOOGHOCTEL JIN3O0TECHU3UPOBATH KJIETKH, HO B OCTAJHLHOM OH
pacteT HOpMaJipHO. lIpo3pavHast Onsika mHpexcTaBisieT COOOH
30HY CIUIOLIHOTO JIU3MCAa U HE CONCPXKUT JIM3OTEHHBIX OaKTepHu.

B OosbHIMHCTBE TaKUX NOPO3PAYHBLIX MYTAHTOB TOBPEXJCH
oauH u3 Tpex renos: cl, cll unu clll. MOXHO BBIICIUTL PEIKHE
KJIETKH, JIM30r€HU3UPOBAHHbIE MYTAHTHBIMH 1O reHaMm cll wnm
cl1I paramu. M3ompoBaHHbie JIM30T€HbI TAKOTO THIA CTAOUIIBHBL,
yCcTOHYUBHI K pary U uHAynMpyrotcs npu Y D-o6s1yuenun. OnHako
MOJIYYHTh JIN30TEHHBIE KJIETKH, COJepKaiue (ar, MyTAHTHBIH 110
cl, HEBO3MOKHO.

Myrantsl ¢ara A no ¢l He MOTYT JH30TCHU3UPOBATH KJICTKH,
OpH 3TOM, MOAOOHO OPYrMM MpO3PavHBIM MyTaHTaM # ¢aram
JIUKOTO THUIA, OHU HE CIIOCOOHBI JIM3HPOBATDL KJIETKH, JH30T€HHbIE
no ¢ary A. Eme oann MyTaHT (ara A, KoTOpBIil 0003HAYAETCSA A Vir
(oT aHr. virulent - BAPYJICHTHBIN), paCTET KaK Ha JIM3OTCHHBIX, TAK
1 Ha HEJIM3OTeHHbIX OakTepmsix. Takdue MyTaHTHI, obOpasyrolide
Ipo3payHble OJISMIKM pPaBHO HA JIM3OTCHHBIX U HEJU30TCHHbBIX
KJIETKaX, BO3HHKAIOT B IOMYJIALMH IOpa3io pexe, YeM OObIYHbIe
MYTaHTbl C NOPO3payHbIMH OJAIIKaMu. ITOT (GakT MO3BOASET

BaKTepnanbhbih Faion

0O6nacTb
nu3nca

Nln3orenbt

MyTHbiE Npa3paunble
ONALLIKA 6nAwKn

Puc 4.1. Bnsku, xoTopele obpasyeT pacryummit ¢gar A. dar cMmemmBaroT ¢

OAKTepUsIMM M CMECh BBUIMBAIOT HA 4alIKy ¢ arapoM. (ar Bbi3bIBAET JM3UC

3apaXeHHOM KJICTKH, BbICBOOOIMBIIEECS (aroBoe MOTOMCTBO 3apaxacT Onu3jie-

Kalllie KJIETKH, M OTOT TpOLECC HOBTOPSETCS MHOIOKPAaTHO. JIM3Or€HHBIE H.

CNEOBATENLHO, HMMYHHbIE KJIETKM PAcTyT B IeHTpe Ousiex, oOpa3oBaHHBIx
dbaroM A OMKOro THMa, MOITOMY GJISILIKH MYTHBIE,
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OPeANONIOKKHTb, YTO MYTAHT AVir CONEpPXKUT Oonee OHHOM My-
TaLHH.

Obwacnenue

B nu30reHHbIX KJIETKaX OPOAYKT TeHa cl — pernpeccop — BbIKIIoYaeT
Bce (aroBbie TEHB!, KpOME ¢/, B TOM 4YHCJI¢ T€HBI, HEOOXOIUMBbIE
U JiTHueckoro pocta Qara. I'eawl cll m clll yvacTByrOT B
YCTAHOBJIEHAH JIN30TEHHOTO COCTOSIHMS Ha paHHeW cragum 3apa-
KEHUs, HO He HYXHBI IS MOJJIEPXaHUs COCTOSHUS JIN30TEHUH.
Kak Mb! yxe 3naeM, 6enox CII npu yyactum 6enka CIII BxirouaeT
Tpadckpuniyio rera cl. ®ar A vir cogepXUT MyTauuu B MecTax
CBSI3BIBAHHS pENpeccopa, KOTOpHIE Teneph Ha3bIBAIOTCH Olepa-
TOPaMU; PENPECCOp HE MOXET CBSI3ATHCS C TAKMMU MYTAHTHLIMHA
onepaTopamMH, U MOTOMY A vir BBI3BIBAET JIMTHYECKYIO WHOEKIUIO
Jaxe B NPHCYTCTBUM penpeccopa. HYr1oOvl ¢ar A cranm BuUpY-
JIEHTHBIM, B HEM, KaK HaM Tenephb M3BECTHO, OJIKHbI BOZHUKHYTD
MyTaluu B OBYX omepartopax, O, u O,.

I/IMMyHHOCTb H reTepoMMMYHHOCTD

Habarooenus

dar A —Bcero JUIIL OJUH U3 TPEACTABHTEICH OOMKMPHOU Ipynmbl
(haros, KoTopbie HHGUUIPYIOT E. coli 1 MOTYT NH30TEHU3UPOBATH
ee. TumUuHBIN npescTaBUTENb A-MOAOOHBIX daros—dar 434. [lpu
pocre Ha E. coli on, xax u dar A, obpasyer MyTHbIe OJIAIIKY; 5
HErO HW3BECTHB! BUPYJIEHTHbIE MYTAHTHI U MYTaHTHI ¢ Mpo3pady-
HBIMHU OJISIIITKAMH. Y IMBUTEJIBHOE CBOMCTBO KJIETOK, JIN3OTEHHBIX
1o ¢ary 434, COCTOUT B TOM, YTO OHH YCTOIYMBHI K 3TOMY (ary, HO
YYBCTBUTENIBHBL K (hary A; poct ara A Ha KJETKaX, JIH3OTCHHBIX 11O
(pary 434, npakTH4eCKU HEOTJIMYUM OT POCTA Ha HEJU30TE€HHBIX
kjeTkax. TOYHO Tak XKe KJIETKH, MU3OTeHHBIEe N0 (ary A, YyBCTBH-
TebHbI K dary 434. Takue B3aMMOOTHOHICHUS Mexay daramu A
434 Ha3BIBalOTCS reTEPONMMYHHOCTBIO.

O, Og

[ et ] ero | A
O6nacTb MMMYHHOCTH

et ] ere | 434

I e ] ere ] Aimm

Puc. 4.2. O6nacte UMMyHHOCTH. PaszMep oOmact uMmmyHHocTH daroB A u 434
COCTABJISET BCETO HECKOJILKO MPOTEHTOB CYMMAPHOHN JUTHHEL (JaroBBIX XpOMOCOM.
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Tabmuua 4.1. Bagmiku, koTopbie 06pa3yloT pasanyHele Gard MpH 3apaskeHHH TPEX
ITaMMOB OakTepHil. Y CI0BHs BBIPALIMBAHKSA YKa3aHbl HA pHC. 4.1

A el Avir 434 X imm*3*
E. coli K M n n M M
K : I M M
K (A imm**%) M 11 I — -

«i1» O3HAYAET, YTO OJIILIKH NMPO3PAYHBIE, «M» - MYTHBHIE; NMPOUEPK — O/LILIKK He obpazyroIcs.
K (M)—wramm E. coli K, nusorennsiii mo ¢ar 3/ A. Pe3ynbTaThl 9KCNEPHMEHT2 C KICTKAMH
K(434) 6yayt 1akumn xe, kak 1 ¢ K (A imm*3*),

DKCIEPUMEHTH! 110 TEHETHYECKOW pEeKOMOMHAIMH IMOKa3aJIH,
4TO OCOOEHHOCTHM HMMMYHHWTETA KaXJjaoro ¢ara ONpeesstoTcs
HEOOJILITUM y4acTKOM (ParoBcit XpOMOCOMBI, KOTOPBIH Ha3bIBa-
eTcst obmacTtero uMMyHHOCTH. Kak BugHo m3 puc. 4.2, B 3Ty
obnacTs BXOJAT TeHbI ¢l ¥ cro ¥ y4acTku, Ha KOTOPbIC JICHCTBYIOT
IPOAYKTHI 3TUX TEHOB.

T'ubpuHas XxpoMocoMa, KOTOpasi COAEPXKHUT Bce TeHbl dara A,
KpoMe 00nacTu MMMYHHOCTH, 3aMEHEHHOM Ha COOTBETCTBYIOMIYIO
obnacts dara 434, obiaaeT UMMYHHOCTBEO, XapakTEpHOM JJIs
dara 434. Iosromy Takue (arm, obGozHavaembie A imm*>* wnu
434 hy, garot nu3orensl, ycroiuuesie k daram 434, Ho He K daram
., B TO BpeMs Kak caMM ruOpHIpl MOTYT PacTH Ha JIM3OTeHax Mo
tary A, Ho He o dary 434. B tabu. 4.1 cyMMHUpOBaHbI JaHHBIE O
pOCTE pa3iMYHBbIX PAroB HA PA3HBIX JH3OTCHAX.

Obwacnenue

®dar 434 xommpyeT perpeccop, CnelHuPUIHOCTH KOTOPOIO OT./IH-
YyaeTcsl OT crienuUIHOCTH penpeccopa (ara A; OH CBA3BIBAETCA C
oneparopamu dara 434, Ho He A, penpeccop ke ¢ara A, HANIPOTUB,
HE MOXET Y3HaBaTh onepatopsl ¢ara 434. ObracTh UMMYHHOCTH,
BBISIBJIEHHAsT B OJKCHEpUMEHTax ¢ ruOpuaHbiMU ¢aramu A-—434,
BKJIFOYAET TeH ¢l ¥, KaK Mbl TENeph 3HAEM, T€H cro, @ TAKXKE JieBble
U TIpaBbie OnepaTopbl H npoMoTopel. Tor dakr, 9to rewst cll u
cl11 ve BXOoA4T B 06/MaCTh MMMYHHOCTH, 03Ha4aeT, 4To O6esku CII u
CHI dara A cnocoCubi BKAtouaTh TeH ¢l ¢ara 434, u B cBOMKO
ouepens Oenkn CII u CI dara 434 moryT Brinouath red ¢l A.

AcHMMeTpHs OakTepnaabHOH KOHBLIOIalHH

Habmoodenusn

Jlnzorenw no dary A, nogoGHO JM3oreHaMm no ApyruMm daram, B
IKCHEPUMEHTAX 10 KOHBIorauuu OakTepmii BeayT cebsi acCHMMET-
prunbiM o6paszom. [lpHu korbloranuu Oakrepuit MyXKCKHe KJACTKU
E. coli npucoequBSrOTCS K IEHCKUM KJIETKaM U BBOJSIT B HUX CBOIO
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d‘ (nn3oreH) o" (nu3oren)

9 (nnsoren) 2 (u:ﬁgiggenuaa

Puc 4 3 3urorHas uHoykus [Ipu koHbIOTAlMU OakTepHit FeHbl JOHOPHOH KJIETKH

BXOIST B PEUMIIMCHTHYIO KJCTKY B ONPEICICHHOM MOPAJKE Pa3sMuHble JOHOPHbLIC

ITAMMEI HAQYHHAIOT HEPEHOC KONBLEBOM XpoMocoMsl E coli ¢ pa3sHbIX €€ y4aCTKOB

Bejiku, B TOM 4HCIIE Penpeccop A, HE MEPEHOCHTCH B PELMIMEHTHYIO KJIETKY LPH
KOHBIOTAIIHA

AHK. Ecnm keHckasa KjieTka WiIM 00¢ POIMUTENLCKHE KIIETKH
JIU30TCHHbI, KOHBIOTALMA [IPOTEKACT HOPMAJILHO U B pe3yJIbTaTe
o0pasyeTcsl 3urora. 3urora MpeACTaBisieT CO0OM MAaTEPHHCKYIO
KJIETKY, HECYIIyl0 HEKOTOPBIE NONOJHUTEIbHbIE T€HbI OTIOBCKOM
xsieTkd. OHAKO eCITi MY)KCKasi KJIETKa JIM30T€HHA, a IKEeHCKast — HeT
WIH €CJIM XEHCKAas KJIeTKa JM30reHHa no dary ¢ ApyraM TUTIOM
UMMYHHOCTH, MHOTHE XEHCKHC KJIETKH JM3HpYIOTCH, /aBas (a-
ropoe noroMcrBo. Ha puc. 4.3 cxemMaTHueckn H300paxkeH 3TOT
TIPOLIECC, KOTOPBIM HA3bIBACTCA 3UTOTHOW HHIYKITUEH

ObvacHenue

Kax crmenyer u3 puc. 4.3, ecJim OTIIOBCKas KJIETKA JIM30TEHHA, a
MaTEpPUHCKAsi —HET, TO PENPECCOp COAEPXKHTCY B LUTOMIA3Me
TOJIBKO NEPBOH H3 HUX. B XKEHCKYio KieTky MepeHOCHTCS JIHMIb
JHK 06e3 BCAKMX APYIHX KACTOYHBIX KOMIIOHEHTOB aroBas
JAHK, uHTerpypOBaHHAs B XO3AHCKYIO XpOMOCOMY, NONajgaer B
KEHCKYIO KJIETKY, JHMIIEHHYIO penpeccopd, ¥ B pe3ynbTaTe Mpo-
UCXOAMT AKTHUBALMS (ParoBBIX I'€HOB

OpurunaipHble 3KCHEPUMEHTHl 10 BUPYJICHTHOCTH, MMMYH-
HOCTH ¥ 3UTOTHOM MHAYKIMH ObINH omucaHbl B padoTtax [3, 7, 34,
35], yka3aHHBIX B CIHMCKE B KOHLE I 1dBbl
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IIpoGsiema penpeccopa B Hauade 60-x rr. [3, 8]

[TapannensHO ¢ PAHHUMH IKCHEPUMEHTAMH O PEryflud FeHOB
¢bara A ObLI OPOBEJICH P BaXXHBIX SKCHEPUMEHTOB 110 PETYJISHHU
DakTepualibHBEIX (PEPMEHTOB, Y4acTBYWOIMX B MeTabommsme ca-
\apa JlakTo3sl. Puc. 4.4 HLTIOCTpUPYET HJIEI0 O TOM, YTO NMPOAYKT
reda lacl npepcrapnser coGoit perpeccop (lac-pernpeccop), Ko-
1OpBIi Y3HAET /ac-omepaTop U BBHIKJIIOYAET HECKOJIBKO reHoB OanH
U3 3THX TEHOB, lacZ, xopupyeT B-rajaxro3nzasy—QepMeHT, Ko-
10pBIH paclIeIIsiET JaKTO3y. BhUIO BBIABHHYTO HNPEAIIOJIOKEHHE,
YTO caMa JIaKTO3a MWIM KaKOW-TO NPOAYKT ee¢ Melaboim3Ma
CBA3BIBACTCA C lac-pempeccopoM M MHAKTHBUPYET €ro, BKIIIOYAs
TakuM oOpa3oM reHsbl lac-omnepoHa.

B nauane 60-x rr. maen, gexatiyge B OCHOBE KOHIEHIIMM penpec-
copa, MOTJIM ocrmapuBathest. Hanpumep, MoxHO OBUIO AONYCTHTH
(M Taxme cooOpaxkeHns BBICKA3BIBAJNCH), YTO NPOXYKTHI T€HOB ] |
lacl mpencTaBisitoT CoOOH HE penpeccopsl, Kak Npeanojiarajia
rurnore3a, a (epMeHThl W KATaJM3UPYIOT JpyrHe peaklHu, B
pe3yabTaTe KOTOPBIX M 00pa3syercsl «MCTHHHBIH» perpeccop. Ie-
HETHYECKHE IKCHEPUMEHTHI CaMH Ti0 ce6e He MOIJIM ONPOBEPTHYTh
3TO HPEAIONONKEHHEe, PABHO KaK HE MOTJIH M Pa3peliHTh CHOPBI
OTHOCHTEJIbHO MOJEKYIspHOH mpupoasl penpeccopa. C camoro
Hayana TPEeAnoJiarajoch, YTO PENpPEcCOPhl CBS3LIBAIOTCH HEIO-

lenw lac

%

L

Puc 44 Teuni lac-onepoHa Jac-Penpeccop BBIKIOYAET TPU I'€HA, KOTOPbIE CYH-
TBIBAIOTCS B BHJE oaHouM mModiekyast PHK u xomupyioT depmentni metabonmzma
jakto3sl Coemunenue UITTI (u3omponuntuo-B-ranakto3un) HANOMHHAET JAKTO3Y
U MHAYUHPYET BCe TPU reHa oJHOBpeMeHHO [Ipu CBA3BIBAHHUHM ¢ MHAYKTOPOM
penpeccop He paspyiliaercs, a MomubHiupyercs Taxmm ofpa3oM, 4To Tepser
CPOACTBO K onepatopy /lac-Penpeccop ocyliecTBIsieT TOJBKO HETaTHEHYIO pery-
JIAUMIO, B KoAupyloumil ero reH lacl Bce Bpems TpaHCKpuOHpyeTcs ¢ Manoil
spdexTuBHOCTRIO Ha pHeyHke He m3obpaxeH BAK, xoToprii nomoraer monume-
pase cBA3aThCs C MPOMOTOPOM M HAauaTh TPAHCKPUMNILHKIO B MPUCYTCTBHH CAMP,
eclid cBoboaeH lac-poMoTOp
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CpPEeACTBEHHO ¢ omnepatopubiMu yuyacTkamMH JHK u seromouaror
TpaBckpuniio renoB. Ho BwickasplBaiuCh H Apyrae, HE MeHee
npaBronogobHele wWaed. Hampumep, omepatop MoOr TpaHCKPH-
bupoBaThcs xax yacTe MoJiekyasl MPHK, a 3ateMm, B cooTBeTCTBHU
¢ OIHOH W3 THUIOTE3, penpeccop IoJDKeH Obul cBa3aThesd ¢ MPHK u
BBIKJIFOYUTH €€ TPAHCIISAHUIO.

CraJsio sicHO, 4TO HEOoOXOIWMO BBIAECNUTH HPOIYKTHI PETy-
NATOpHBIX TeHOoB. MccnenoBaTenn HaAEsIMCh, YTO OcoOble CBOI-
CTBA JTHX HPOOYKTOB B DJKCHEPUMEHTAX in Vilro HO3BOJIAT
BBISICHUTL MEXaHM3M ux fAelctBus. B 1966-1967 rr. ymasocs
BbIACIIU1E lac- U h-penpeccopsl. Huxe Mbl BKpATIE OCTAHOBUMCS
Ha JKCNEPUMEHTAX, MOCBAIICHHBIX A-PEIPECCOPY, YTOOLI 10KA3ATh,
HACKOJIBbKO TJIOAOTBOPHBIM MOXET OBITh COYCTAHHE TCHETHUYECKUX
U OHOXHMHYECKHX [IOIXOIOB.

Boigesienne pemnpeccopa
u ero caspiBanne ¢ JJHK
[53, 54]

B ocmoBe mertona, kKoTopbll ObL1 OCPBOHAYAIBHO HCHOJIB3OBAH
JUTS. BBUIEJIEHUSL A-peripeccopa, JIEXay CleAyIolne coo0paKeHus:
penpeccop NPUCYTCTBYET B KIETKE B HHUYTOXHBIX KOJIMYECTBAX
(HECKOJIBLKO COTEH MOJIEKYJI Ha KJAETKY 1O CPABHEHUIO C JECATKAMU
TBICAY MOJIEKYJl obbIdHOrO (epMeHTa); HUKAKOTO criocoba orpe-
IEJICHUsI €ro aKTUBHOCTH HE CYIHIECTBYET; €r0 MOJIEKYJIsSpHAas
Upuposia HEW3BECTHA, €CIIM HE CYNTATH TOTO, YTO OH XOTs Obl
OTYACTH SIBJISIETCS COEMHEHUEM OeJIKOBOH HPHUPO/IBI.

Wnes oneiTa, NpOMJUIKOCTPUPOBaHHAA Ha pHUC. 4.5, cocTosina B
TOM, 4TOGBI 3apa3uThb ABE Pa3HbIE KYJILTYPHI KIeTOK E. coli nByMs
wramMmMmamu dara A. DTH HITAMMBI Pa3IHYaIuCh TOJILKO TEM, YTO
OOVH W3 HUX MOTr 00pa3osbiBaThL penpeccop (cIt), a mpyroi
{cI”)—-ner. KneTku g4BIsIMChL JU30oreHamMu mo dary A u, ciaemo-
BATENBHO, COAEPKAIA A-PENPECCOP, KOTOPBIH OOIKEH Ol
BLIKTFOYMTH BCE T€HBI MHOUIMPYIOMIEro KJIETKH (ara, 3a MCKIIO-
yeHueM reHa c¢f. Kpome Toro, KieTku nepea 3apaxeHHeM o0J1y-
quJIM 0oJIbIION H030H Y ®-cBeTa, YTOOLI BHECTH MOBPEXKICHUS B
JHK xyeTxu-x035iHHA U TEM CaMbIM MOaBUTH CHHTE3 KJICTOYHBIX
OenkoB. Peripeccop, KOTOPbIH IPUCYTCTBOBAJ B 0OJIYUEHHEIX KJIET-
Kax, MPeJACTABILN COOOH MYTAaHTHYIO (OpPMY, KOTOpast B OTJIMIHE
OT perpeccopa JMKOTO THNA He MHAKTHBHpPOBajach npm ob.ry-
YCHHH.

IMocie 3TOro, Kak Npennonarajgoch, OJHA U3 3aPaeHHBIX
KyJBTYp KJETOK JOJXHA Oblia ObI CHHTE3UPOBATH TONBKO OJUH
HOBLIN OefloK, A-perpeccop, a Apyras, UHGHUIMPOBAHHAS MYTaH-
toM ¢l ™, He noJixHa OblIa CHHTE3UPOBATH HU OOHOTO HOBOTO
6enka. JleHCTBUTENBHO, KOIJA OJHY W3 KyIbTyp nomerunn >H-
nermHOM, a apyryro— '*C-nefiinHOM, 3aTeM KJIETKH CMELIau,
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*
Japamenne arom
A AHKOTO TWNA

ve qarom A ¢l
Nlobasnenne 3H aMUHOKWCNOTbI 3apaienne @

[lobasnenve %C aMMHOKHCNOTDI

CMEWNBANKE K Paspywenne KAETOK

Pasnenenne OENKOB NyTeEM
XpOMaTorpagni Ha KONoKKe

l

PafM0aKTNBHOCTD

e o i,
ol ™

Ppartinn —

Puc 45 Buigeenue A penpeccopa B NCHCTBUTENBHOCTH A penpeccop Osi1 Mexoa
10 BBIJICTEH C IOMOUIbIO U3DUPATETLHOIO MEUEHHUS PEIPeccopd MPHUCYTC TBYIOLLLTO
B k1€TKE B HHYTOXKHOM KosnuecTBe CKOPOCTh CHHTE3a PENPECCOPA MO CPABHEHUIO
« IPYrHMH K ICTOYHBIMH Oe1kamu OBLId yBeTHMHeHa ¢ MoMollpo Y® 00 1ydeHns
K1K JTO OTMMCAHO B Tekete MyTanT ¢f  Obul KCHONB30BAH ANS TOTO 4TOOBI
MTOATBEPAUTL YTO MEUEHBIM OEJIOK [EHCTBUTENBHO SIBJSETCS NPOAYKTOM 1€Ha ¢f

PA3PYHIMIA HX M OPOJHANM3UPOBAJHN COJEPKUMOE, TO ODHapy-
AWIH JMIIbL OfuH Oenok, Meuennniit *H, no ne '*C Penpeccop
COCraBJisl HE3HAUMTENbHYIO YaCTh KOHEUHOM cMecH OeNKOB, HO 34
€T0 cyaL0OoH MOXKHO OBLIO CIIEAUTD OJIATOAPS €T0 CrelMBUIecKOi
paauoaxtuBHOCTH YUTO *Ke Aenan 3ToT 6estok — npoayxT reHa cI? C
HOMOIIBIO CAMHCTBEHHOTO 3KCIEPUMEHTA ObUIO TIOKa3aHO, YTO OH
crenHIeCKH CBSA3BIBAJICS C KOPOTKUM YYacTKOM JIBYXIENOYEY-
ot JIHK ¢ara A, coxepxkaineii COOTBETCTBYIOIINE ONEPATOPHI
PanmoakTuBHO MedeHHbIH npojiykT reda cf cmenranv ¢ AHK dara
A B omnoil npobupke u ¢ AHK A mm*3* B npyroit u cmecu no
OTACIBHOCTH  UeTpUDYTUPOBAJIH B CaXapo3HOM  TpaAMeHTe
(puc 4 6) B 3THUX yCHOBHUSX MOJIEKYJibi, SJIU3KHE 10 PAIMEPY K
HIHK ¢ara A, ocemaror ropasno ObicTpee, yeM CBOOOJHBIN pe-
IPeccop, U 3TH JBa KOMIIOHEHTA JIErko pas3aenuTs Oka3zaiock, 4TO
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HK @ara A 434
Ank@ PanvoaHTHBHO MEUEHHbIR LHK mara Aimm

A-penpeccop \F /

‘PanuoaHTMBHOCTD

Lo Menuck

Puc 4 6 Crneuudnueckoe cssaspiBanne A-penpeccopa ¢ JHK dara A DToT Ixcme-
PHMEHT NOKA3bIBAET, YTO A-penpeccop cpsizbiBaerca ¢ JJHK ¢ara A, Ho vHe ¢ JHK
Mmm*3*  Ananornunsim oGpaszom penpeccop dara 434 cssmBaerca ¢ JJHK dara
imm***, wo we ¢ JJHK ¢ara A Hockomsxy 210 ase JHK pasmu4aroTcs TOMLKO
06,1aCTbI0 MMMYHHOCTH, PENpPECCOPbl CBA3LIBAIOTCS C YYACTKAMM, PACHOIOXEH-
HBIMH MMCHHO B 3THX OOnacTax Kax nokasann HONOTHATENbHSIC YKCHCPHMEHTBHI.
JHK, soinenenHas u3 Qara Avir, CBA3bIBAaeT A-pemnpeccop ropasno cnabee, uem
OHK c¢ara A mukoro Tuma ITO MOATBEPKAAET, 410 PEIPECCOP CBA3BIBACTCA €
onepatopamu ¢ara A, BBIABICHHBIMU TCHETHYCCKUMH METO aMH

MeveHBI OEJIOK JBHXETCS BMECTEe C OBICTPO CeMMEHTHPYIOIIEH
JHK ¢ara A, no He ¢ JIHK A imm***, xotopas cemuMenTUpYeT TaK
xe 6uicTpo. Hanomuum, uro JIHK A imm*?* ornmuaercs or AHK
¢dara A TOJBKO KOPOTKOW OOJIACTHIO XPOMOCOMBI, HECYIeH TeHBI
cl, cro u oniepatopsl (puc. 4.2). Pe3yabraT 3TOr0 SKCHEPUMEHTA C
yOEUTENILHOCTRIO MOKA3bIBaJ, YTO TeH ¢l KOIMpYeT perpeccop,
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KROTOPBIA CHEUNGUUECKN CBA3BLIBACTCS HENOCPEACTBCHHO C Ofiepa-
ropom Kpome Toro, eciim JJHK nmonsepranu nenatypauuu, T.e€.
PA3JENSIH IeNd JIBOWHOH COHpaJii HarpeBaHHEM, COBMECTHOMR
cemumenrtauun Genka u [JHK wHe mpoucxommno. CnenosaresnbHo,
onepaTop MOJDKEH MpeacTaBisitb cobol asyxnenodeunyro JITHK.

ITosnyuenne GoablIOr0 KOJIMYECTBA penpeccopa
[12, 15, 56]

Utobbl M3y4aTh CTPYKTYpYy perpeccopa, Heobxoaumo ObLIo
MPEXIE BCErO CKOHCTPYMpOBaTh mraMmel E. coli, oOpasytouue
ero B OOJIBIIOM KOJHYECTBE, YTOOBI PEIPEcCOp MOXKHO OBLIO JIETKO
BBIIENATE. DTO CTAJI0 BO3MOXHBIM C MOSIBJICHHEM PEKOMOHHAHT-
ubix JHK. et ¢I ObUT KJIOHHPOBAH, T. €. BBIPE3aH U3 XPOMOCOMEI
dara A ¢ nomouso paspesaroutnx JHK depmentos (hpepmeHTOB
PECTPUKLMH), ¥ BCTpoeH B Twuiasmuay. IlnasMuaa—3To KoJbLeBas
vionekysia JIHK, ropasgo Mespinas, yem xpomocoma E. coli, n
IpEeICTaBIICHHAS B KaX 0K KJIeTKE B JAHHOM CJIy4ae B KOJIMYECTBE
25-50 xommit. [Inasmupa pennumyMpyeTcsi HE3ABHCHMO OT XO34id-
ckoit JIHK, ee MOXHO BBIAETHTHh U3 KJIETOK, MOJUDHUUPOBATE U
BBECTH B APYI'He KJIETKH.

PepMeHTbI PECTPHKUNA

A B
b
L b [IHK qarad

A 8
F" 7] oparment OHK
|

W7

finasmnaa

len ycrounsocTn
K aHTHONOTHRY

Nnasmupa,
obecneunatowan
IKCNPECCHD

Puc 47 Tlnasmuna, obecneyuBaromias CHHTE3 OOJBILIOro KOJHYECTBA pPelpeccopa
OHa HeceT reH ¢l ¢ara A, NpUCOeAMHEHHBIH K OOJIACTH POMOTOpPA H ONEpaTopd
lac-onepona (Op) TIpu cmemmpannu xnetox E coli ¢ mnasmunnoit JAHK nocneass
CO CPaBHHUTEJIbHO HU3KOW 4acTOTOM MPOHHMKACT B KJICTKM B 1ma3Muae pHCyTCTBY-
€T TeH YCTOMYMBOCTH K JAHTHOMOTHKY, NO3TOMY B IPUCYTCTBUM AHTHOMOTHKA
pacTyT TOJIbKO KJCTKH, COAEPXKAILIME TLIa3MHUAY, U MX JIETKO 0TOOpaTh
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OpHako, €clid TPOCTO YBEJIMYHMTH YMCIO KOOUH reHa cl, xo-
JIHUECTBO CHHTE3UPOBAHHOTO pEIpeccopa YBEJMYUTCH JMIIL He-
3HayuTenpbHo. HanoMHuMm (. 1), 4TO npH yMepeHHO BBICOKHX
KOHLIEHTPAIASAX PErpeccop BHIKJIIOYAET CBOM COOCTBEHHBIH TEH,
ceszpiBasick ¢ Og 3. Takum oOpa3om, 4TOOBl MHOJIYYHTH OYEHB
MHOTO penpeccopa, HaM MPUAETCS 3aMEHHTH €ro OOBIYHBIM Dpo-
MOTOp Ppy KakuM-1H00 HHBIM NPOMOTOPOM, KOTODbI HE Ha-
XOJUTCA TOJ KOHTPOJIEM A-penpeccopa.

Kax suano u3 puc. 4.7, Mbl BHIOpaJyd IPOMOTOP, ¢ KOTOPOTO
00bIuHO cunThiBaeTcs reH lacZ. bout BeigeneH dparment JHK,
coAepXaNMil 3TOT MPOMOTOP BMECTE C CHTHAJILHBIMH TMOCIENO-
BAaTEJILHOCTSIMH, HEOOXOOMMBbIMU TS 3QGPEeKTUBHOH TPaHCIALMA
MPHK; 3atem 3T0T dparMeHT ObL IMPUCOEANHEH K CAMOMY HAYaJIy
rena c¢l. Takas KOHCTPYKUUs, BBeJeHHass B KJIETKH B COCTaBe
pPeKOMOMHAHTHOI Ia3Mujibl, oOecricyHBalia CHHTE3 OOJIBIIOTO
KOJIHYeCTBa pemnpeccopa. B HacTosee BpeMst MOIyYEHbI IITAMMEI
¢ MOJIMGUIEPOBAHHBIM TPOMOTOPOM luc (0H HaswIBaeTes fac). B
ITUX KJIETKax penpeccop coctamjsieT 1m0 20% BCEro CHHTE3HPY-
€MOro KJIETOYHOTO OeNKa M ero JIETKO BbIICJIHTL B YHCTOM BHJIC.

OcHoBHbIe NOJIOKeHUS TJ1. 1 | 2

Penpeccop cocTONT H3 ABYX r/o0y/ISpHBIX JIOMEHOB,
€OeTHHEHHBIX MOCTHKOM
npumepro 13 40 aMAHOKHCIOT
(puc. 1.6) [50, 64]

Ilpu o006paboTKe OUUINCHHOTO peIpeccopa KAKOM-Iubo mpo-
Tea3ol, HampHUMeEp INaNamHOM, 00pa3yroTCs JBa CPABHUTEJIBHO
yeroiuuBbix (parmenTta (puc. 4.8). AHanu3 UX aMUHOKHCIOTHOM
NOCIe0BATENBHOCTH TMOKA3BIBAET, YTO OJUH U3 dTHX GparMeHToB
npoucxoauT u3 N-KOHIEBOH HacTH pemnpeccopa (ocrtatku 1-92), a
npyroi—u3 C-xonneBoit (ocratku 132-236).

Ob6a ¢parmenra BeayT cebs Kak THOHYHBIE TJIOOYJSpHEIE
OC/IKH, M HUX MOXHO JIETKO pas3fAeNuTh. [InoTHO ynakoBaHHBbIE
y4acTKH OefKOB OOBIMHO 0oJjiee YCTOWYMBEI K NpOTEa3aM, UYEM
YYaCTKH, HAXOMAIMMECS B PAa3BepHYTOH KOHGOPMALMH, I1OITOMY
SKCTIEPVMEHTEI IO PACHIETIEBHIO TO3BOJISIOT NMOKA3aTh, 4TO N- H
C-KOHLEBBIE YYACTKH OOpa3yroT ABa OTAC/bHBIX JOMEHA.

[Tpy MoBBILIEHNN TEMIIEPATYPhl OEIKA WM HX SOMEHDI [IEPEX0-
JA9T B HEYNOPS/IOYEHHOE COCTOsIHHE (HEHATYPUPYIOT). HPHUYEM
KQX/IbIH TOMEH oOJiafiaeT cBOell cOOCTBEHHO¥ XapaKTepHOI Tem-
nepaTypol JeHatypanuu. Eciu u3MepsaTs TeMnepatypy aeHaty-
panuu a8 KaKJI0TO M3 JIOMEHOB IO OTJIENBHOCTH, TO OKAXEeTcs,
yro N-KOHUEBOMN (parMeHT perpeccopa ACHATYpUPYET MPH TEM-
nepaType npuMepHo Ha 20°C Hwxe, yeM C-konueBo# (puc. 4.9).

ITpu HarpeBaHWM MHTAKTHOTO penpeccopa HabJOAaroTCs JBa
OT/IENIbHBIX THKa JCHATYpAliiM, KOTOpPble B TOYHOCTH COOTBET-

94



WHTAKTHBIA
MOHOMED

— ~—C-HOHUEBOR LOMEH
— ~—N-KOHUEBOR gOMEH

Puc. 4.8. TlporeonuTHucckoe paciielieHHe A-penpeccopa. OOUH U3 €nocoboB

BBIABJIEHMS JOMEHOB B COCTaBE Kakoro-imbo 6eika COCTOMT B TOM, 4TOObI

BbIACHUTb, HE COACPXKHUT JIH OH YYACTKU, CPABHHUTEIBHO YCTOHYUBBIE K IPOTCOIM3Y

Manauy JTerko pacHiensiger cermeHt A-penpeccopa ¢ 93 no 131 ocrarok, Ho N- u

C-koHueBass 00JacTH HE PACHIEIUIIOTCR. DTH JOMEHBI MOXHO pasfejinTbh €

[IOMOLIBIO Felb-EKTPOGOPE3d, MOCKOAbKY OHM MMEIOT pasHblil pasmep H 00-
pa3yioT B reje ABe IOJIOCHI.

A

Temneparypa —»

TennoeMKocTy ——

Puc. 4.9 Jlenatypaums A-penpeccopa M €ro BbIIEJICHHBIX JOMEHOB. PasBopa-

YHBAHHE MOJIEKYJIBI A-pelipeccopa NpPOMUCXOMHT B JABA ITallda HpPH ABYX DPa3HbIX

TeMHOEPaTypax, KOTOPble COOTBETCTBYIOT TeMIlepaTypaM ACHATYpallMd H30JHPO-

BAHHBIX AOMEHOB. (JleHaTypammio HCCIeRyIOT C NOMOILIBI npubopa, KOTOp.IH

Ha3blBAETCs CKAHHPYIOLIHM KajJopuMmeTpoM. [Ipu AeHaTypanmuu NpOHCXOMUT HO-

TJIOHICHHE TEMJA, W3MEHEHHE KO.IM4eCTBA KOTOPOTO MO MEpE YBEJIHYCHUS TEM-
nepaTypsl ¥ H3MCEPSAET CKAHHPYIOILUH KaJOPHMETP.)



CTBYIOT ITMKaM JAE€HATYpalMH H30JUpoBaHHbIX (pparmenrtos. Cie-
IIOBATEIbHO, [aXe B COCTaBe HMHTAKTHOH MOJIEKYJibl [IOMEHDI
MEHATYpUPYIOT Oojlee MM MeHee HezaBucHMo WMccmenosaHHs €
MOMOIUBIO SIIEPHOTO MarHUTHOro pe3oHaHca (AMP) Taxxke yka-
3BIBAIOT, YTO CBSI3b N- # C-KOHUEBOrO JIOMEHOB B COCTaBe
HHTAXTHOTO PENPECCOpa OTIMYAETCA 3HAYMTENLHOM TMOKOCTDHIO.

Penpeccop /mMepu3yercs rjiaBHsiM 06pa3om
faaroaaps B3anMojAeiHcTBHI0O C-KOHHEBBIX TOMEHOB
(puc. 1.7) [1, 4, 50]

AHAJIU3 C HOMOIIBIO TeNb-OUIBTPAIMH U CEAUMEHTAIUN I10-
Ka3bIBAET, YTO NpPH HU3KOM XonueHTpamuu (1072 M) penpeccop
HAXOJUTCS TIPEHMYIIECTBEHHO B BHAE MOHOMeEpa, npu Oojee
Beicoko# (1077 M)-—npedMyIIECTBEHHO B BHjE NAMMEpa, a IpPH
o4eHb BBICOKOH KoHuentpanuu (107> M)—B oCHOBHOM B BHJE
teTpamepa Beiaenennbie C-xoHNEeBbie AOMeHbI (octatku 132-236)
00pa3yroT qUMEpPHl ¥ TETpaMephl MOYTH CTOJb Xe 3 erTHBHO,
KaK ¥ MHTAKTHBIE MOHOMEDHI, 3 N-KOHIIEBBIE JJOMEHBI K 3TOMY HE
cnocobusl (puc. 4.10). Hexotopele B3amMomeHcTBHst Mexay N-
KOHIIEBHIMI JOMEHAMM BBISBJISIIOTCS C MTOMONILIO PEHTIEHOCTPYK-
TYPHOrO aHasiamM3a

VuuThiBas, 4TO KOHCTAaHTa pPABHOBECHA IS AUMCPU3ALUK
MHTaKTHOTO pemnpeccopa paBHa K =2 1078 M (cm. nuxe), a
KOHUEHTPAUUsl penpeccopa B JM3OTSHHBIX KJETKAX COCTaBJIseT
npuMepHo 4-1077 M, MOXHO 3aKJIIOYHTb, YTO OKOJO 95% pe-
lpeccopa B 3THX KJETKax HAXOAWTCH B BUJC Aumepa u 5% —B Buze
MouoMmepa KoHueHnTpauus penpeccopa, Iipu KOTOPOH IMOJIOBHHA
MOJIEKYJT HAXOJUTCS B BHJIE TeTpamepa, no kpaiaeit mepe B 100
pa3 BuIIlIE, YeM €T0 KOHIEHTPAUWs B JIM3OTEHHBIX KJETKAaX, TO-
TOMY In VIvo 0Opa3yeTcsi OYeHbh MaJIo TETPAMEPOB pelpeccopa.

—N
—

Puc 4 10 [umepmsanus pacileILieHHOTO A-penipeccopa Pacmensienve mamawHoM

NPAKTHYECKH HE CKA3hIBAETCS HA COCOOHOCTH C-KOHLEBOTO HOMEHA A-permpeccopa
K IUMEpPH3AIAH
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Jlumep penpeccopa cBA3bIBAETCH CBOMMH N-KOHUEBBIMH J0OMeHAMH
¢ OHepaTOPHBLIM YYACTKOM /A/HHO# 17 nap ocHoBaHuii
(puc. 1.9)

Puc. 1.9 npegnosaraer, 4To yCTAaHOBJICHBI TPH BaXKHBIX (haxTa.
@ Bo-nepBbIX, OJIMH ONEPATOPHBIA YYacTOK CBA3BIBAET OJIFH
JUMeEp pempeccopa.
@ Bo-BTOpBIX, TUMEp O0Opa3zyerTcs O CBA3BIBAHHS MOHOMEPOB
¢ AHK, 1.e. Mmonomepnl He cBsisbiBatoTcs ¢ JAHK no oTaenbHOCTH.
® B-rpereux, ¢ JAHK xoHTakrupyer t0jibko N-KOHLIEBOU 10-
MeH. PaccMOTpuUM 3TH TPpH NOJIOXKEHUSI O OTACNIBHOCTH.

O0un onepamopHslii yuacmorx
ceA3bI6aem 00un oumep penpeccopad
[1, 4, 55]

Baxxabili noaxoa x avanmu3y cessbisanus JHK c Geykamu ocHoBan
Ha W3YYEHMM CBA3LIBAHMS WX C HUTPOLEILUIHOIO3HBIMU (GHIIb rpaMu
(puc. 4.11}. D1OoT MeTOA HO3BOJISIET AKKYPATHO ONPEHEIISITH KOH-
UEHTPAIMH KOMIIOHEHTOB B COCTIOSIHUHM pPaBHOBECHS U KUHETH-
YECKUE NMapaMeTpbl PEaKiIUH.

Metoa ocHoBaH Ha ToM, uTo Asyxuenoueunas JJHK csoboano
MPOXOOUT Hepe3 HIBTP, TOrJAa Kak penpeccop, 1mogodbuo 6oJb-

'

HUTpOUENON03HbIR
PUabTP

- BAKYYM

Puc. 4.11. Anramm3 cesssBanus JJHK ¢ Genkamu merogom dunbTpanuu. JHK
HECET PAAMOAKTUBHYIO METKY, a Oeiok —HeT. YeM BbIlue KoHIeHTpauus OeJika, TeM
6omeimie JJHK 3anmepxusaerca Ha ¢UIbTpe.
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100%

CBfA3aHHKaA
NHK

0% o
KOHUWeRTpauus penpeccopa

Puc 412 CambiBanue penpeccopa ¢ JHK MHITpuxoBds KpuBds-npuMep Tak
HasbiBacMON KpuBoH Muxanmiuca MeHnTen OHa On¥CHIBACT PEAKIMIO CBS3HLIBAHUSA
KOT[la IMMEP perpeccopa cTabuiicH NpH JroObIX KOHHEHTPALHUSIX U ¢ ONEPATOPHBIM
yuacTkoM Ogl CBs3bIBaeTCS eAMHCTBCHHBIH AuMep B neHcTBATENBHOCTH CBS
seiBanue ¢ JIHK dara A omuceiBaeTcs curMouaHoi xpuBoit (CTporo ropops 1oa
KOHLICHTpaIueH penpeccopd AOMKHA NOAPa3yMeBATbCs KOHUCHTPALMAHM cBOOOA
Horo pemnpeccopa [R] T e obuas koHumeHTpanus pempeccopa [Rp] MUHYC KOH
LEHTPALHMS PETIPECCOPA CBA3AHHOIO € oniepaTopoM [Ox] OnHako B JaHHOM ciiyyae
penpeccop HAXOUTCH B HONBIIOM U3OBITKE MO OTHOIICHHUIO K ONIEPATOPY TTOITOMY

[R]1=[Re)

IUIMHCTBY ApYyrux Oenkos, octaercs Ha Hem JIHK, cBsizamuas
¢ OeJIKOM, 3aJiepXHMBacTCy Ha (PUIbLTpE, M €CJH OHa IOMEYeHa
PaMOJKTHBHBLIM WM30TONOM (HanpuMmep, 2P), Jerko W3MepuTh,
kakas vactb JAHK u, ciegosarenbHo, perpeccopa 3aepKUBACTCS
Ha QUIbLTPE NpHU pa3skuHbIX yciosusx Hanpumep, npu Beicoko#
koHueHTpamu JHK, xorjia Bce MoJyiekysbl penpeccopa CBsi3aHBL,
s"as yuciao monekyn JHK, 3agepxasuimxcs Ha GUIBTPE, MOXHO
OMpPeNC/INTh YHCJIO aKTHBHBIX, T € crmocobHbIXx cBsa3bBaTh AHK,
MOJIEKyJ1 perpeccopa B JaHHOM Ipernapare

Ha puc 4 12 npuseacHa 3aBHCHMOCTL JOJH CBSA3AHHBIX C
penpeccopoM MoJiekysl JIHK, Hecymmx envHCTBEHHBIR onepaTop-
HBIH y4yacTok O 1, OT KoHueHTpauuu penpeccopa Kpmusas no-
cTpoeHa 1o JaHHbIM cBa3biBaHuda JIHK ¢ ¢unsrpamu Hns Toro
4TOOBI NOJIYYUTh KaXkAyi0 TOYKY 3TOM KPpHBOMH, CMECh pelpeccopa
npu jganHod koHuentpaimn U JHK wuBkyOGupoBanmm n0 mocru-
KeHUS PABHOBECHs, & 3aTeM MPOBOMIM (QHIBTPAUUIO Y IWBH-
TelbHas 0COOEHHOCTh 3TOM KPUBOI 3aKJIIOYACTCS B TOM, UTO OHA
uMeeT S-00pa3Hylo, WM CHTMOMIHYIO, GOPMY M OTJIHYaeTcs O1
KpUBOH, OXHJIAEMOM, Hampumep, s ciy4as, Korja ajis CBS-
spiBanus JJHK ¢ duibTpoM mocraTtouno, 4ToOnl ¢ onepatopom
ObLT CBSI3aH OJAMH MOHOMED pernpeccopa, WIH, 4TO TO XE caMoe,
KOrJa JUMEp penpeccopa coBepilieHHO cTabuneH Takas kpuBas
u300paxeHa H4 PUCYHKe IITPHXOBOW JIMHMEH

[MpoaHanu3upyeM WITPHXOBYIO KpuBYK0 Ha pHc 4 12 Hosee
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HakNOH=2

in{r,0)/[0]

In{R]

Puc 413 Amnanu3 curmouaHoll kpupoil cBssbiBaHust Ilocme npcoOpa3zoBaHus

ypasHenus (4) umeem [R]*/K =[R,0]/[0O] Takum 06pazoM 34BHCHUMOCTB

2In[R] ot In[R,0]/[O] nomxHa u306paxaThcs NPsAMOil C HAKIOHOM 2, KaK 3TO

U UMEET MeCTO B JedcTBUTeNbHOCTH Eciu Obr penpeccop CBS3bIBAJICS B BHAE

TeTpaMepa HaK10H NpsMol Ouinl Obl paBen 4 DTOT rpaduk npeactasuseT codboi Ty

K€ CHUIMOM/IHYIO KDUBYIO, 4TO M Ha puC 4 12 HO NOCTpOEHHYIO B APYIHX
KOOpJHUHATAX

HoApoOHO DTa KpuBas [OJIKHA COOTBETCTBOBATL ClleAyIOLIeH
IPOCTON peaKUuu

[O][R]
[OR] ’

rae [R]-kxoHuenTtpamms penpeccopa, [O]-—koHueHTpauus ore-
patopa, K —KOHCTAHTa paBHOBECHS peaknuy (oOpaTure BHUMaHHE,
4TO 31€Ch, KAK U BO BCEH KHHMIE, Mbl IPEJACTABIISIEM KOHCTAHTY
pPaBHOBECHS] KaK KOHCTaHTY duccoyuayuu) Bemuuuna K paBHa
KOHLIEHTPALMU pPENpeccopd B CpedHedl TOYKEe KpPUBOH, T € MpH
[O] = [OR]

[Touemy xe kpuBasi, ONMCHIBAIOIIAs B3ANMO/IEHCTBHE A-pernpec-
copa co CBOMM OIEpaTOpOM, UMeeT CUIrMouauyo Gopmy? Heno B
10M, YTO 3Ta PEaKUds UJCT He B OLHY CTAIUIO, KaK MpearoaraeTr
ypasuenne (1), a B gBe IlepBas M3 HHX —AUMepH3aLUs OBYX
MOHOMEPOB pelpeccopa, a BTOpasi—CBA3bIBAHME JUMeEpa C Olle-
paTtopoMm

RO=0+R, K= (1)

Humepuzayus
[R]?
R,=2R, K, = 2
: "R
CeAa3viganue ¢ onepamopom
[R,][O]
R,0=R,+ 0, K,="—— (3)
2 2 2 [RZO]
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Taxnum oOpa3oM, cyMMaApHYIO peakyuro MOXKHO IPEACTABUTE B BHAE

12
R,O=2R+ 0, K=K,K, [R [O] 4)
[R,0]
rac [R]-xoHueHTtpauuss ™MoHOMEpa peupeccopa, [R,]—xon-
HEHTpaIysl IuMepa.

B cooTmeTcTBUM ¢ 3TOH MOJACHBIO JUMEPHI A-pempeccopa,
crocoOHble IPOo4HO cBsi3pIBatThes ¢ JAHK, nerko nuccouuupyrot Ha
MOHOMEPBI, KoTopble cBa3biBaroTcad ¢ JJHK ouenb cnabo. Takum
0o0paszoM, Mpd HU3KOW KOHIICHTPALIMH PEIpeccop HE MOXKET CBS-
3aTeCd ¢ AHK, nockosibky HaXOQUTCs TPEUMYILECTBEHHO B BHJE
MonoMmepa. [Ipu yBenmuYEeHHM KOHUCHTPALMH MOHOMEPBI acCOIM-
HPYIOT, 00pa3yloT AUMEPEI U CBI3BIBAIOTCS C ONEPATOPOM.

W3 ypaBueHms (4) ciemyeT, 4TO eCIH MOPEACTABUTL JAaHHBIC
puc. 4.12 B Buae 3asucumoctu In[R,0}/[O] or In[R],
JMO/DKHA TIOJNIYYATHECS TIpsiMasi ¢ HakjaoHoM 2. MMeHHO Takas
npsimMas n3obpaxerna Ha puc. 4.13.

Humep odpazyvemca do cesasvieanus ¢ JHK
{1, 4, 51]

DKCNepUMEHTHl, nomobOHble W3oOpaxeHHOMYy Ha puc. 4.14, ™Mbl
Ha3biBAEM OJKCNEPHMEHTAMH C W3MEHEHHEM IOpsjIKa BBEICHUS
KOMTIOHEHTOB. KOHIEHTpUpOBaHHBIA DPACTBOP penpeccopa pas-
BOAsT, Hampumep, B 100 paz B 1gByx npobupkax. B omHOM
npoOupke colepxuTcs MedeHas onepatopuass JHK, B apyroit-
HeT. Bo BTOpyro mpobupky nmobammsitor Meuenyro JHK, cmecn
GUILTPYIOT B ONPENEIISIIOT COMIepXKaHHe KOMILJIEKCa penpeccop —
onepaTop.

PesynbraThl 3THX JBYX ONLITOB, KaK HHU CTPAHHO, B KOPHE
pazmmuarores. JHK, nobasnennass no pemnpeccopa, B OCHOBHOM
CBA3BIBAETCA C (PUIBTPOM, a HoOaBJeHHas TOC/HE—B OCHOBHOM
HeT. Ecii MBI Temepb NPOMOIKAM HHKYOAaHMIo NpOOMPOK, OT-
Oupas BpeMsi OT BpPEeMEHM NpoOwi, To oOHapyxkum, uto JIHK,
nobaBneHHas TIOCHIE perpeccopa, TAKXKe ITOCTeNeHHO HAYUHAET
CBA3BIBATBLCS C QUIBTPOM; HA 3TO YXOJUT OKOJIO 4Yaca.

Mpubl 0OBsICHSIEM 3TH PE3YJIbTaThl cileAyroumM obpazoM. B
MCXOAHOM KOHIEHTPUPOBAHHOM pACTBOpPE 3HAYMTEIbHAS YaCTh
penpeccopa HaXOOUTCS B BHAC quMepa. Eciu penpeccop mobas-
JISIIOT B pacTBop, yxke coaepxammit JHK, mumepnr Owictpo
CBSI3BIBAIOTCS C ONEPATOPOM, HC YCNEB AUCCOHMHPOBATL HA MO-
HoMepoi. Ecm xe JJTHK B mpobupke oTCyTCTBYeT, TO AMMEDbI
JUACCOTIMUPYIOT HA MOHOMEPBI 710 TeX TOp, MOKa KOHIEHTpalus
JAMEPOB HE YCTAHOBUTCS HA TOpa3ao 6osiee HU3KOM PaBHOBECHOM
YPOBHE, XapakTepHOM /Ui pa3baBieHHBIX pacTBOpoB. Eciu Teneps
nobaenth JJHK, penpeccop OyneT MenjieHHO CBS3BIBATHLCS C Ofe-

100



A a c B
JloGasnenne JHK Pa3BefeHne penpeccopa
Pasgefnenne penpeccopa LoGaBnenve AHK
Onpenenchne CBA3LIBAHMA C PUALTPOM Onpepenesue CBA3LIBaHMA
Yepes pasnuyHbie NPOMEMYTKN BpPEMEHH C (PUABTPOM Yepes pasnnuHbie

NPOMEIYTHI BPEMERH

t

CBA3biBaRME
LHK, % 8

Bpemsa —
Puc 4 14 DxcnepuvenTt ¢ u3MeHeHueM mopsjka g00aBienusl KOMIOHEH10B Mo-
1HoMepsl penpeccopa caspiBatoTes ¢ JAHK menienno, nockonbky oy BHAauaTe
10 TKHBI 00PA30BATH AWMEDPDI, d ITOT NPOHECC MPY HA3KOH KOHUEHTPAIWH Perpec-
Ytouaer MeteHHo  Juvepst csasbiBatrotess ¢ JJHK Goictpo  Econ JJHK
"HOTCTBYET B CMECH 10 JOOABIICHHUS PETIPCCCOpd. AMMEPBI YCNEBAKOT CBA3AThCS
eite A0 AUCCOLUUALUI

A10POM H JUMHTHPYIOHIEH cTaauei craHeT oOpa3oBaHUE u-
12PHOTO NIPOMEXYTOYHOTO HPOAYKTA.
OUEHKM KOHCTAHTBI PAaBHOBCCHUS peaKUMH aumepusaiuu (2)
w01 Bemuudy K, = 21078 M. 3nas 51y BeIMYUHY U KOJHYECT -
s penpeccopad, HeOOXOAMMOE LTSl CBSI3bIBAHUS MOJIOBUHBI MAKCH-
v ibHoro kosimvectBa JAHK B skcmepumentax, mogoOHbIX 1pw-
soIeHHOMY Ha puc. 4.12, MoxHO BblHCIUIb K, . [Jis cBSA3BIBAHUS
< Oyx | B ycnosusix, OMU3KUX K BHYTPUKJIETOUHBIM, T.¢. npu 0,2 M
KCl u 37 C, K,=3-1072 M. B 5Tux ycloBHsX BpeMs XH3HU
NOMIIEKCA PENpeccopa C OMEepaTOPOM COCTABIISIET BEJIUYUHY MO-
PsIKa HECKOJIBKMX cekyHI. [lpu Dosiee HH3KMX TemmepaType |
NOHLICHT palliyl COJIM, KOTAa CBS3BIBAHHME NPOYHEE, BPEMSs KU3HU
ROMIJIEKCA TOCTUTAET MHHYT U Jlake 4acoB.
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C HAHK rxoumaxkmupyem N-koHyegoil domeH
{23, 45, 58]

BecbMa mnosne3ubiM MeTonoM uizydenns JHK-6enxoBeix B3ammo-
IeHCTBUI SIBJISETCS TaKk HasplBaeMblid GyTnpuHTHHT (puc. 4.15).
Hekuii Genox, cBg3aHHBIM ¢ omnpeaeideHHsiM yuacrkoMm JIHK,
3alIHIIAeT ero OT paciueiienus, Hanpumep, JIHKaz3oii, xotopas B
OOBIYHBIX YCIIOBUSIX ciydYaltasiM obpa3om BHocut B JAHK onHone-
noveynble pa3pbiBbl. Ha npakTeke OOLIMHO BHaYaje MOJIYYAIOT
dparmentel JIHK, meuennbie 2P no ofgHOMY M3 KOHLOB OJHOM
mend. 3ateM noOamBiasior Takoe koamvectso JJHKaswl, uToOBI
BHECTH B KaXX/IyI0O MOJIEKYJIy B CpeIHEM He 6oJiee OJTHOTO pa3phiBa,
JHK nenaTypupyioT ¥ NPOBOIAST Tejib-3JIeKTpodopes.

B rejic oOpa3zyercs «ieceHKa», NMPUYEM Kaxias CleAyrolas
CTYIIEHbKA, CUUTasi CHU3Y BBepX, oTBeyaer uenouke JHK, ormen-
JIeHHON Ha OIMH HYKJCOTH]I AajblIE OT MEYCHOro KOHIA, YeM
opeabiaymas. Ecnu tenepbr mpoBecTH Takoil ke IKCHEPUMEHT B
MOPUCYTCTBUU DEIpeccopa, TO B TOM MECTE «JIECEHKH», KOTOpOe
cooTBetcTByeT yuactky JHK, cBa3anHOMYy C pempeccopom, mos-

NpONYCK s

[HKa3a NKKa3a
32p ‘ 32p l
a3 \ "
37p A8 s2p 8
p—————
31, b { 32p {
c = c f
JLlenatypauna
* lenb-3neKkTpogopes
Papnoastor pagus l
Hepacutennennbit L— ~——1 Hepaciienneniotit
(PparMeHT Pparment
el— -p
b—

Puc. 4.15. JHKa3neit GyTnpuaTunr. [IpoaykThl peakuuM BBISBISIOT ¢ NOMOUIBIO

paaunoasTorpadun, nodroMmy HemeueHas [IHK ne oOnapyxuBaercs. Ilocne renn-

aekTpotopesa o0pa3yercs «ieceHKa» M3 NOJIOC, Kaxaas U3 KOTOPHIX COOTBET-

creyet uenouyke JAHK, Ha omun HykjeoTrua Oonee JnMHONA, veM B ciedyrolleit
«CTYNIEHbKE», €CITH WITH CBEPXY BHH3.
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BuTcs npoGes (orTnedarox, win Gyrnpunt) [dpyrumu ciroBaMu,
TaMm, rae cesa3an penpeccop, JJHKa3a He MoXeT BHECTH pa3phliB B
JHK, n noatromy ¢pparMeHThl, KOTOpBbIE O0Pa3yrOTCA B pe3ynbTaTe
paciuersienust yuctoi JIHK B 3TOM ywacTke, OTCYTCTBYIOT

Cxonnpiii MeTon u3yuenus [JTHK-OeskoBbIX B3auMOAECHCTBHH
OCHOBAaH HA MWCIOJIL30BAHHA METHJIMPYIOLIETO areHTa AUMETHII-
cyapgpata (JIMC) B meyxnemoueunost JJTHK JIMC nepenocur
METHJIBHYIO TPYIIY [JaBHBIM 00pa3oM HA aTOMbl JIBYX OCHOBA-
i, G 1 A G MeTWIHpPYeTCs IO ATOMY, BBICTYHAIOIIEMY B
Oonbio# xkea060kK (a30T N7 corjiacHO OOIENpUHITON HyMepaunu
aATOMOB), 2 A—TO aTOMYy, BBICTYNAIOLEMY B MaJblil kea000k
(a30T N3)

bonbuioi
HenoGou
Manoin
Henobor
bonbwon
HenoGox
Nepennns Januan
CTOPOHa CTOpPOHa
1 10 7
T T
GACTATTT|TACCTCTC @ 12AT66TTSE
CTGATAAAATGEMPACCEICCACTATITACCAAC
Opl!

Puc 4 16 VYuacTku onepatopa, KOHTaKTHpYIOUiHe ¢ penpeccopom Buusy mnpu-
BEJICHA HYKTEOTHAHAN NOCIEJOBATENBHOCTL ONEPATOpa W OTMEUCHH! 3BeHuA G,
KOTOpBIE PENpeccop 3alllMmiacT OT METHJIMPOBAHUA AUMETWICYIbbaTOM ITH
3dUIMIIEHHBIE 3BECHbs MNokasaHel Ha cnupand JHK Uersipe u3 3BenseB G,
YYacTBYIOUMX BO B3aUMOJCACTBHM, BUAHBI B OOJbIIOM XenoOke Ha nepeaHel
cTopoHe cnupdiad G B nmosioxkennu 11 He NpocMaTpUBaeTCd, HO, IOJOOHO APYrUM
G Ha 3TOH CTOPOHE CIUPAK, OH JOJDKEH KOHTAKTHPOBATD € U-CHUPAJILIO, JIEKALICH
B OosblioM XKeloOke ¢ 310l croporbr Eine gBa 3BeHA, KOHTAKTHPYIOUIHME C
penpeccopoM, JIEKaT Ha 3aAHER cTOopoHe cnupasd Ha pHCyHke MOKa3aHbl TAKXe
tocharnble TpynnBI, B3aHMOICHCTBYIOILEE ¢ penipeccopoM PomOGukoM oTMeueHa
OCh CUMMETPHH BTOPOTO IOpPSIKa
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B mecre MeTuimpoBauus yyscrBaTenbHOCTE JHK x xumnuec-
KOMY PacIleTIEHUIO Pe3KO YBEIWUUBaeTCa. B pedynprare pacuien-
JIEHAS MOJIEKYJl TIO METHIHPOBAHHBIM YYACTKaM MOCHE 3JIEKTPO-
dopesa obpazyeTcs «JIeCeHKa», Kaxaast CTYIeHbKa KOTOPOH CO0T-
BETCTBYET PACIISIUICHUIO IO METIJTMPOBAHHBIM 3BEHBSIM A i G.
Penpeccop. ceszapmuck ¢ JHK, MoXeT 3a1MTUTL COOTBETCTBYIO-
IIHC OCHOBAHUS OT METWIMPOBAHUS, 3TO TO3BOJISIET OOHAPYXKHUTH
napbl OCHOBAHUM, KOTOPBIC PACITOIONKCHBI OJIMIKE BCETO K CBSA3AH-
HoMy Oenky., VHOorma B mpucyTcTBHM Oenka 10 HENOHSTHBIM
NPUYMHAM YBEJHYMBAETCS CKOPOCTh METHIMPOBAHHUS ONpelesIcH-
HbIX YUaCTKOB; TaKoe Xe sBicHue Habmomaercs v npu JHKasnom
pACTIETUICHHR.

B sxcnepumentax no JHKaszuwomy GyTopuHTUHTY penpeccop
3aUMIAET yYacTOK oneparopa AnuHoN 17 map ocHoBaHuil muiroc
eIre MO HEeCKOJBKY Map OCHOBAHMIA ¢ 00enx cTopoH. Kak BHIHO H3
puc. 4.16, OH 3aIMIIAET OT METUIMpPOBaHUS o1, AciicTBrueM [JMC
u 3BeHbst G B Mpefesiax oneparopa, HO HE BHe ero. Ha Metusmmpo-
BaHNEe A penpeccop He BIUACT, M 3TO COIIACYSTCs C NPEACTABICHN-
€M O TOM, YTO OH pacnoiiaraetcs B OOJNBIIOM, a HE B MalioM
xenobke omepaTopa.

WTtak, oTMETUM TrIaBHOE: U30JMPOBaHHBIE N-KOHIEBLIC A0Me-
HBl BeayT cebst nonobHO HUATAKTHBIM JUMEpaM, 3a HCKIIIOYeHHEM
10r0, 4YTO A9 3allUThl OT paclieruieHus] Heobxoamma OHogiee
BbLICOKAS HUX KOHUEHTpauusd. Takum o00pa3oM, eIMHCTBEHHbLINH
BkiaA C-KOHIEBOTO MOMEHA B CBS3BIBAHHME HUMEpPA C OnepaTop-
HBbIM Y9aCTKOM COCTOHT B TOM, YTO OH YBEJIMYHUBACT CHIIY CBS3bIBA~
HUs, yAECpXKUBas BMecTe JABa N-KOHIEBBIX JoMeHa. Mmerortcs
JlaHHBble, YTO M B KjeTke N-KOHIEBBIE IOMEHBI B OTCYTCTBHE
C-KOHIEBBIX CBA3BIBAIOTCA C OMEPATOPOM: ITaMM E. coli, B KOTO-
poM o6pasyercs GONBUIOE KOJIMUYECTBO AeGEeKTHOrO pernpeccopa.
BKJTFOUQFONIETO TOJIbKO OCTATKH | —92, ycToHYMB K cynepuHGeKuny
tdharom A.

IIpaBblii onepaTop COCTOMT U3 TpPeX yYACTKOB
CBAI3LIBAHHA perpeccopa
JmHoli 17 nap ocHoBanmil KAXKIbIA.
Penpeccop u 6esiok Cro
CBM3LIBAIOTCH C OHOH M TOH ke CTOPOHbI
JBOMHON CIHpaJiy
B KaK/[OM Y4aCTKe CBA3LIBAHHSA

{(pnc. 1.16 n 1.22).

Ilpr awanmze O OOHApYXHWBArOTCS TPH CXOJIHbIE ITOCHET0BA-
TENBHOCTH JUTMHOHU 110 17 map ocHoBaHmii. Kaxnas u3 HEX odiana-
€T HECOBEPLUECHHO BpalllaTeILHOH CUMMETPHUEH BTOPOTO NOPSIIKA.
Jlepblit onepatop O TakXke COCTOMT U3 TPEX CXO/HBIX YUaCTKOB
(taba. 2.1).
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Xumuuecxoe 30HOUpOGaHUE

[29, 30, 31, 32, 61]

Kak noka3biBarot JaHHBIC NO CBA3BIBAHWIO C DUABTPAMH H pe-
3yAbTaThl QYTHPUHTHHTA, U penpeccop, U Cro MOTYT CBA3bIBATLCS
¢ KaXJuIM U3 JTHX YY4acTKOB o oraejbHocTH. O0a Oenka 3a-
[MIIAFOT OT METUJIUPOBAHHUS 3BeHBs G, JieXalnue ¢ oJHOH CTO-
pPOHBI MBOHHON CUpaii KaXIOTO W3 YYACTKOB CBSI3BIBAHMS (CM.
AeByto udaclb puc. 4.16). Kpome toro, pempeccop B OIjHUUE O1T
Cro 3amminaer OJHH M3 JIBYX 3BeHbeB (G, Jiekalliux C 3aaHcH
CTOpPOHBI JIBOMHOW CNUpalid NPUMEPHO HOCEPEdUHE KaXI0ro
YYACTKA CBA3BIBaHUS., HUXe MBI TOKa)eM, 4TO B 3TUX B3aUMOJEN-
CTBUSIX C 3aJHEH CTOPOHBLI CIUpANid Y9aCTBYIOT THOKHE «PYKH»
A-penpeccopa.

Jas wpentudukaimu tex docdarabix rpymn JHK, xotopsle
KOHTAKTHPYIOT CO CBSI3aHHBIM OEJIKOM, MOXHO HCHOJNb30BATH
XHAMHYECKHH aredT >THIHuTpo3oMoucBiHy. Ha puc. 4.16 otmeue-
HBI (ocaTHBIE rPYHIEl ONEpaTOpPHOro ydactka Oy 1, ¢ KOTOpBIMHU
KOHTAKTHPYCT penpeccop. OHU neXaTt 1Mo OIHYy CTOPOHY ABONHOIM
cnupasind. HekoTophie 13 3THX TPy KOHTAKTUPYIOT ¢ OejikoM Cro,
B TOM YHCJE IIECTb «BHYTPeHHHX» (ochaToB, HO HE HETBIPE
«BHCIIHUX» (CUMTasi OT CEpPEAMHBI OMEPATOPHOTO y4acTKa K €ro
kpasiM). Kak B ciiydae penpeccopa, Tak u B ciyuae Cro ¢ocdatsl, C
KOTOPHIMH OHM KOHTAaKTUPYIOT, PACHONAraroics CHMMETPHYHO
OTHOCHTEJIBHO LEHTPAJLHONH Tapbl OCHOBAHUH ONEPATOPHOIO
yHacika.

Me1oa, OCHOBaHHBIH HA UCHOJIB30BAHUH ITHIHATPO30OMOUYCBU-
HBL /151 UAeHTUGTKAMN KOHTAK THPYIONINX ¢ OesikaMu ochaTHBIX
Ipynn, Ha3bIBAaCTCs METOJAOM 3alUThl OT 3TundpoBaHud. On
MIO3BOJISET ONPEHCIUTh BJMSHUE NIPUCOSANHCHMS 3TUIBHBIX TPYIIII
K ¢docharam, HAXOMSIIHMCS B PA3NUIHbIX TOJOXKEHHAX BIOJH
uenn JIHK, Ha nocnenyromee cBs3biBaHue Oeyika. Jlaxe eciw 3TH
ONBITHl CBUAETEJLCTBYIOT O KOHTAKTHPOBAHUH TOrO UM MHOTO
dochara ¢ OenxoM, ciaeayeTr BCerAa YYUTHIBATH, YTO HA CAMOM
Jene ITUIUpOoBaHue (ochata MOXKET NPENSTCTBOBATH CBS3LIBA-
HUIO C HUM OeJika.

Mymanmuole onepamopot 2]

Bo MHOTHX TOYKax MOC/EeHOBATEIBLHOCTH OIEPATOPHOTO y4acTKa
amHoi 17 nap OCHOBAaHMM MOXHO NPOU3BECTH 3aMEHy Map
OCHOBAHUM, MIPUBOISIIYI0 K YMEHBIIEHUIO 3PHEKTUBHOCTH CBA3DI-
BaHMA penpeccopa ¢ JAHHBIM y4acTKOM. MHOTO MYTaHTHBIX Ole-
patopoB coaepxat JHK daros Avir, koTophle criocoGHBI PacTH B
TIPHCYTCTBHU A-perpeccopa. llepBblif U3 BLIAENCHHBIX (DAroB Avir
comepxan mytamud B O 1, Oyl u Og2. Ecim B panpHelneM
UCMOAb30BATh 3TOT (dar st 0TOOPa MYTAHTOB, CIIOCOOHBIX PACTH
npu OoJiee BBHICOKMX KOHIEHTPAIMSX penpeccopa, 4eM B JAHHOM
JIN30TEHE, TO MOXKHO BBIJACJINTh HOBBIE MYTAHTBI, HECYLIHE IOTIOJI-
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Puc 417 Mytamuu B obiactu Op Dtor HAaGOop MyTauuit cienyeT CpaBHMTH
C TIOC/IEAOBATENLHOCTAMY, APHBEACHHBIMM B Tabx 22 MyTauuu B MOJOKEHUH
3 IpUBOASAT B OCHOBHOM K YMEHBIICHUIO 3D ek THBROCTH cBa3biBaHug Cro, HO He
pempeccopa, 4 MyTallMHd B TOJIOXKEHHAX 8 ¥ 9—B OCHOBHOM K CHMXeHHIO 3hdek-
THBHOCTH CBSI3bIBAHUS penpeccopa, HO He Cro MyTauuu B OCTATIbHBIX MOJT0XCHAIX
OnepaTopa COMPOBOXIAIOTCS YMEHBILUEHHEM CBA3bIBaHUs oboux GenkoB Mytanus
PgyU, — | akTuBHpYET NPOMOTOP Pgy B OTCYTCTBHE penpeccopa, & MyTauus Py
116 vHAKTHBUDYET Pyy

HATEJbHLIE W3MEHEHHST B TeX X€ WIH JAPYIHX ONEpPaTOPHBIX
yJacTKax.

Ha puc. 4.17 yxa3anbl HeKOTOpBEIE MyTalluH, OOHAPYXEHHEBIE B
Og. INouTtn Kaxgoe 3BEHO ONEPaTOpPa MOXET ObITh MECTOM BO3-
HHKHOBEHHS MYTalMH, TPHBOJSILEH K YMEHbIIEHHIO 3(dexTHB-
HOCTH CBA3bIBaHHA penpeccopa u (unn) Cro. Hauboskbliee Bavsamne
Ha CBA3BIBAHHME PEIIpeccopa OKa3bIBAIOT MYTAIlWH B 3BEHBsX 2, 4 H
6, 1, kak BUAHO U3 TabJ. 2.2, KIMEHHO 3TH MOJIOKEHUA Hambosee
xoHcepBaTHBHBI. OCHOBaHHUS B OCTAJIbHBIX TTOJIOKEHUAX UCTIONB3Y-
toTcst peripeccopoM M Cro st Toro, yToOsl pa3iMyaTh ONEpPaTop-
Hble ywacTKH (cM. puc. 2.11). Myranum, npou3olieaume B 3BeHbAX
MeXAy OnepaTopHbIMH y4acTkaMu,—Pp, Up —1 m Py, 116-ne
BJIMSEOT Ha CBA3bIBaHME penpeccopa u Cro.

Casazbleanue co ceepXxcnuparvholi u aunetinoti JHK
(371

Penpeccop cBaA3bIBaeTCA OOUHAKOBO IMpoyHO ¢ Oyl Kak B cnyuae
JIMHEWHBIX, TaK U B CJIyYa€ CBEPXCOUPANBHBIX (CO 3HAKOM MUHYC)
MoJiekyJl. Cyzsi 10 3TOMy pe3yJibTaTy, Perpeccop CKOpee BCero He
OKa3biBaeT CYIIECTBEHHOTO BIMsiHMg Ha crpykTypy AHK. Dror
BBIBOI TOATBEPXKIAETCS PE3yJibTaTAMH PEHTTeHOCTPYKTYPHOTO
HCCeIOBAHNA KOMILIEKCA Perpeccopa ¢ OnepaTopoM (CM. HUXKE).
Eciu Obl penpeccop packpyamsan JIHK, manpumep, Ha oamH
BHTOK, OH IOpa3/io NMpOYHee CBA3BIBAJICS Obl CO CBEpXCHNUpPAJIbHBI-
MH, 4YeM C JIMHEHHLIMY MOJIEKY.JIaMHU.
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Penpeccop cBa3biBaercs
¢ Tpemsl onepaTopHbIMH yvacTkamu O,
NposiB.JIssi NPH 3TOM
AILTEPHATHBHYI0 MONAPHYI0 KOONEPATHBHOCTb.
KoonepatupnocTb oGecneunsaercs
B3amMoJeicTBHAME MexkaY C-KOHIEBBHIMH TOMEHAMH

COCE/IHHX THMEpOB

(puc. 1.16-1.19) [10, 33].

C nomoupio Qyropunrunra ¢ npumenenuem JHKazw uiun IMC
MOXXHO OLEHUTDH CPOACTBO perpeccopa K KaXJA0MY ONepaTOPHOMY
Yy4aCTKY. DKCHEPUMEHT IPOBOAAT IPH Pa3HBIX KOHUEHTPALMAX
peripeccopa, YToOBI HAMTH TaKyl0 KOHUEHTPAIMIO, NPH KOTOPOH
[IOJIOBHHA 3THUX YYaCTKOB 3aHSITA M HOTOMY 3allHINIEHa OT BO3-
JEUCTBUS HYKJI€a3bl HJIM Kakoro-aubo XMMHUECKOro arenta. g
M3Y4YEHHS] KOOMEPATUBHOCTH TAKUM MeToJOM ucnoib3yioT JJHK
¢ Oy, COAepXailMM OJMH, JBa HJIM BCE TPH ONEPATOPHBLIX
y4acTKa.

Kak ykazano nHa puc. 4.18, cpoactso x penpeccopy Ogl u Og2,
BXOJSILKX B COCTAB ONEpaTopa AMKOTO THMA, HPUMEPHO OJMHAKO-
BO, B TO BpeMs KakK UX «BHyTpeHHee» cpoJicTBO B coctaBe JJHK,
Hecyillel TOT WIM ApYroi y4acTtok no OT/AeNbHOCTH, pa3iHyacTcs
6ousee ueM B 10 pa3. [pyrumu cioBamu, penpeccop CBS3bIBAETCS C
OTIEPATOPHBIMH  Y4aCTKaMH, BXOJSMINUMH B COCTaB oOMNepaTopa
JUKOTO THIA, KoonepaTuBHO. CpoacTBo yuactka Oy 3 yBenn4MBa-
€TCs [T0 CPAaBHEHHIO C €TO «BHYTPEHHUM» CPOJICTBOM TOJIBKO TPH
yciaoBuM, uTo Ogl HeceT MyTtamuioo. B stomM cnywae pempeccopsl
cBA3bIBalOTCS € Up2 u O 3 KOONEPaTHBHO.

Tpu yuactka onepatopa O; TakXe CBSA3BIBAFOTCSI C PEHPECCO-

KoonepaTweHoe cBA3biBanke

O ) 0g3 )) Qgﬁ) ) Ogl ) )llm(uﬁ MR

HeKoonepaTnBHOE CBA3bIBAHKE

Koonepamsnoe CBA3bIBAHWE

BENED) el

HexoonepaTHBHOE CBA3biBaHHE

Puc 418 CpoacTBo y4acTKOB omepaTopa K HHTAKTHOMY penpeccopy Yucia
VKA3BIBAIOT OTHOCHTENbHOE KOJHMYECTBO JUMEpa penpeccopa, HeoOXxoammoe s
3ALUTBl COOTBETCTBYIOIIETO YYacTKa OO YPOBHS, COCTABJISIOMIETO NOJOBUHY OT
MAKCUMaJIBHOTO B dKcmepumentax mo [HKasuomy dyrnpuntunry Takum 06-
pa3oM, 3TU YHCJIA TPOMNOPHUOHAJILHEI KOHCTAHTAM IHcconuanuu. CpoacTBo co-
CEJICTBYIOIIHX M MCKYCCTBEHHO PA3JCJICHHBIX CAHTOB Pa3sIMYHO (KOONEPATUBHOC H
HEKOONCPATHBHOE CBA3BLIBAHHE COOTBETCTBEHHO). ECIH BMeCTO MHTAKTHOTO pe-
fpeccopa MCHoJIb30BaTh N-KOHUEBOH JOMEH, HMKaKOH PpasHUILI MEXAY KOOIe-
PATUBHBIM U HEKOOMEPATHBHLIM CBA3BIBAHMEM HE HaOJrOJaeTCH.
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POM COTJIACHO NPABUIY TMONAPHON ajibTePHAaTUBHOH KOONEPATUB-
HocT. Kak u B ciiyyae Oy, HanOONIBUINM «BHYTPEHHMM» CpPO/ICT-
BOM obOnamaer yuactox O 1, a cpoactBo ywactkoB 0,2 u O3
IpUMEpPHO OJIMHAKOBO. B cocrase omeparopa aukoro tuna O 1 n
O 2 cBA3BIBAIOT PEINPEccOp ONMHAKOBO NMPOYHO, a ecnr O 1 HeceT
myTanuio, To O; 2 1 O 3 CBA3BIBAIOT PENPECCOP KOOMEPATHBHO.

Cpo/icTBO BELAE/IEHHBIX N-KOHIEBBIX JTOMEHOB K TpEM ydacT-
kaM Oy COOTBETCTBYET CPOJACTBY MOJHOTO PEMpeccopa K KaxIoMy
M3 3THX YYACTKOB MO OTAEILHOCTH. JpyrHMU ciioBamMu, yaajicHWe
C-KOHUEBOrO JIOMEHa HHUKaK HE CKa3bIBaeTcs Ha cmocoOHocTH
perrpeccopa pazau4arth ITH TPH YYacTKa, HO NOJHOCTBIO JHIIAET
€ro KOONEPATHUBHOCTH, KOTopasi HaOIIOAaeTcsl NP CBA3bIBAHWH
JUMEpPOB C COCEJAHMMH YYacTKaMW. DHEpPrusi B3auMOJICHCTBHA
MEXAy JUMepaMM perpeccopa, csizasHeiMu ¢ JIHK, coctasiser
IPUMEPHO — 2 KKaJI/MOJIb.

Janiee Mbl paccMOTpuM Oosiee moApoOHO, Kakoe BIHSHYE HA
IKCIPECCHIC TCHOB OKa3bIBAET aJbTECPHATUBHAS INOLIApHAs KOOIeE-
pPaTUBHOCTb.

B JH30TreHHbIX KAETKax
penpeccop o0brMHO cBsizaH ¢ Oy 1 u Og2.
CBfizaHHBIE MOJIEKYJIbI penpeccopa
BBIKJTIOYAIOT TPAHCKPHILMUIO T€HA CFo,
OCYINECTB/MIIOIYIOCH C1€BA HANPABO,
H CTHMYJIHPYIOT TPAHCKPHIIMIO reHa cl,
HAYHIYIO CHPABa HAJIEBO.

IIpn GoJiee BHLICOKHX KOHIEHTPANMNX
penpeccop cBsizbiBaetTcs ¢ Op3
H BHIKJIIOYAET TPaucKpummio cf
(puc. 1.16 u 1.19) [39, 41, 42, 43].

DTOT BLIBOJ OCHOBAH OTYACTH HA pe3yJbTaTax 3KCIECPUMEHTOB, B
KOTODBIX U3yvanl HEWCTBHE penpeccopa, CBS3AHHOIO C KaAX/IbIM
OTIEPATOPHBIM YYACTKOM TIO OT/ICALHOCTH, Ha aKTUBHOCTL MPO-
MOTOpPOB Py n Py, in vivo. Pe3yabTaTbl TAKOTO CBS3BIBAHHS
npuseAeHnsl Ha puc. 1.12 (penpeccop cesizan ¢ 0y2), 1.13 (pen-
peccop cBa3aH ¢ Ogl) m 1.14 (peupeccop cBszan ¢ 03). Ha
puc. 4.19 npencrarienbl OakTepUaJIbHBIE MITAMMBI, CHEHHATBHO
CKOHCTPYUPOBAHHBIE HAMM ISl IIPOBEIACHUS TAKOTO aHAN34.
Brauaie mbl Beimenuiu yuactox HHK, comepxkanmit ob6a
POMOTOPA, W NPUCOEAMHUIN K OTHOMY W3 €ro KOHUOB rey lac Z,
JUILIeHHBIN cobcTBeHHOrO MpomMoTtopa. lIpoaykT rena lac Z, f-ra-
JIAKTO3M1a3a, MGKHO ObUIO JIETKO OOHAPYRuUThH. B ofgHOM 1oTamme
TPAHCKPUIINUA /ac Z HauMHaaack ¢ mpoMoTtopa Pyy (puc. 4.19, 4),
a B ApyroM —c npomotopa Py (puc. 4.19, b). Mcxo/1Has KOHCTPYK-
s conmepxaia omneparop Uy AMKOTO THMA, B APYTUX CIlyYasix
IPUCYTCTBOBAJN TOJHKO OJUH WK IBa (PYHKIMOHAJIBHBIX y4acTKa
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lac-penpeccop

op

fac z |

Puc. 4.19. bakTepuanbibie IITaMMBI, CKOHCTPYHPOBAHHBIC U aHATIM3A ACHCTBUA
H30/IMPOBAHHBIX ONEPATOPHBIX y4acTKOB. O6a TUHA KJICTOK COMEPXKAT TLIA3ZMHAY,
00€eCIeUUBAOILYIO CHHTE3 A-perpeccopd 1oJ KOHTPOJeM lac-penpeccopa. Kpome
TOrO, KIETKH A COAEPXKAT KOHCTPYKUMIO Ppy-lacZ, a xnetku b Py-lacZ. Yem
Gonpure UIITI nobamieno B cpeay, TeM Oouiblile A-pempeccopa ofGpasyercs.
YpoBeHb B-ranakTo3uiassl B KJACTKaX ODOUX THIOB, PACTYHIMX MU Pa3jM9HBIX
koHneHTpauuax MITTI, mokasbiBaeT, kak KaXiablif U3 NPOMOTOPOB OTBEYAET HA
pa3IMuHLIE KOHUEHTpAnuu A-penpeccopa. Op o6o3nauaeT lac-OnepaTop, KOTOPHIH
BMECTe C /ac-TpOMOTOPOM OBl BCTPOCH miepe reHom cf



CBSI3bIBAHMS PEHpPEccopa, a aKTHBHOCTH IPYTHX YYacTKOB ObLia
NOJ/IABJiEHA C MOMOINBIO MYTalHH.

Kiuerku oboux TuUNOB, npejacraBieHHbic Ha puc. 4.19,4 u b,
COIEpXKaJi 1aKXKe B COCTaBe IUIa3MHUAbl I'€H, KOAMPYIONMA A-pe-
IPeccop, MPUYEM KOHUIEHTPAIMIO PENpeccopa MOXHO OBLIO Baphb-
upoBath. [lna3zmuaa Hecna ren cl, TpanckpubMpyeMbiil ¢ IPOMO-
topa lac (Plac), n ren lac-penpeccopa lacl, mpogyKT KOTOPOTo
BbIKIItOYaeT lac-npomotop. KomnmuectBo A-pempeccopa, CUHTES
KOTOPOrO JETEPMUHUPYETCS 3TON IJ1a3MHU/I0, MOKHO PETYJIMPO-
Bath, godasuss UIITI. JauHoe coegunenne MHAKTUBUDYET lac-pe-
IPeccop, B pe3yJ/ibTale Yero CHUMAaeTcs pernpeccust lac-mpoMoTopa
¥ CUHTE3 A-PENPEccopa YBEJTHYUBAETCA.

B o00biunbIXx ycnoBusix penpeccop u Oenok Cro, KOTOpbIE
HAYWHAIOT CHHTE3MPOBATLCS C IPOMOTOPOB Pypy H Py COOTBETCT-
BCHHO, BJMSIOT HA aKTHBHOCTH IIPOMOTOPA 110 MEXAHU3MY 00paT-
HOM cBsi3u. OOHAKO B HAILLMX SKCHEPUMEHTAX B-rajakTo3uzasa He
OKa3bIBaJa BJIMSIHAS HW Ha OJUH U3 NPOMOTOPOB, YCTPAHAS TEM
CaMbIM CJIOKHOCTH, CBSI3aHHBICE C DEryJisiied 1o MeXaHU3My
obpatHol cBsi3u. TakuM 00pa3om, ITOT NMOJAXO] MO3BOJISET BBIsC-
HUTb, K4aK JIEHCTBYET CBA3BIBAHUE PENpeccopa ¢ Ppa3JIMYHbIMH
ydacTkaMe B coctaBe Oy Ha mpOMOTOpPbl Py U Pyy,.

M3 puc. 4.20 BugHO, YTO NPH HU3KUX KOHIEHTPAIMAX A-pe-
npeccopa akTUBHOCTh MPoMoTopa Pgy, MOBBIIIAETCS, & HPH BbICO-
kux najaaer. Jlamee, mo Mepe TOrO KaK PENpPeccop BKJIHOYAET
TPaHCKPUILMIO ¢ Py, OH KOOPAMHHPOBAHHO BBIKJIIOUYAET TPaHC-
KpHnuuio ¢ Py, npuieM NojaBJieHUE aKTUBHOCTH Py B [1Ba pas3a oT
MAaKCUMaJIFHOTO 3HAYEHWS MPOUCXOIUT TPU TAKOH KOHIEHTPAIMU
penpeccopa, koraa Py, HANOJOBUHY aKTMBHPOBAH. MakCHMallb-
Hag axTuBaims Py, HabmromaeTcss UpH TaKoW KOHIEHTPALMHU
penpeccopa, Kakasi OOHaPYXMUBAETCS B JU3OI€HHBIX KieTkax. [pw
3TOM aKTHBHOCTb Pp mnojasieHa Gosiee wem Ha 99%.

B xakoM nopsifike MOJIKHBI 3aMOJHATBLCS y9acTKH Oy, YTOObI
BHAYaJIe NPOU3OLLI0 BKJIIOYeHUE Pyy M BBIKIIOYEHUE Py, & 3a1eM
BbIKJIFOUeHHE Ppy? JI1s oTBEeTa Ha 3TOT BONPOC ObLIN IPOBEJCHbI
IKCHEPUMEHTBI, MOJOOHBIE MpPEACTABIeHHbIM Ha puc. 4.20, HO
TENepb A-ONEpaTopsl HECIH MYTAIMA B ABYX ONEPATOPHBIX y4acT-
Kax KaXJIpld. DTH MYTAIMH NOJABIISUIH CBS3bIBAHME PENIpeccopa ¢
MOBPEXJACHHBIMM YYAaCTKaMM, HO HPOMOTOPB! OCTAaBAJIUCh He-
MOBPEX/EHHBIMH. DTO MO3BOJMIO M3yuduTh 3(¢eKxt CBA3BIBAHUSA
peripeccopa TOJIBKO C OJHHM U3 Y4acTKOB. Pe3ynsTaThl MOXKHO
CYMMHpPOBATD CJIEAYIOIIMM 00pa3oM.

®0,27 0,37, Penpeccop, csazaHHblil ¢ Ogl, BeIKIIOYAET P,
HO HE aKTUBUpYeT Py, (puc. 4.21, A).

®0,170,2". Penpeccop, cBsizaHHBIH ¢ O3, HE MOXET HHU
aKTUBUPOBATL Pyy, HU NogaBaATh Py (puc. 4.21,5).

@O0, 17 0y37. Penrpeccop, ceasannbiil ¢ O 2, akTUBHPYET Py U
nogasnsier Py (puc. 4.21, B).

B Tabn. 4.2 cymmupoBaHbl JaHHBIC 00 aKTHBHOCTH NPOMOTO-
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B Tanaktozupaza—»

R R R R R

CICO el N

307 1 3 071 1 307 1
KOHUEHTpauns penpeccopa ——

Puc 420 Perynaropuoe aefictBue pempeccopa in vivo Ha aTom rpaduke cym
MUPOBAHBI PC3Y1bTAThl ONBITOB € KIACTKAMHM JBYX THIOB, W300paXEHHBIMH Ha
puc 419 B 00oux ciaydasx H3MEPSIIM KOJHYECTBO [ rajldkTO3MA43bl 00Opa3yro
miedcst ipu paszHolt konuentpauud UIITD CepenuHbl KpuBbIX PENPECCHU U dKTH-
BALMH NPUXOASTCS HA OJHY U Ty xe KoHUeHTpauuto UIITE T e cooTBeTCTBYIOT
OZHOH Y TOW HE KOHUEHTpAuMu perpeccopa KOHUEHTpals penpeccopd, HeoO-
AOTUMAS UIS MAKCHMdA THHOM aKTHBAIMH Pgy, IPUMEPHO COOTBETCTBYET YPOBHEO
KOTOPBIX OOHApYXUBaeTCs B iM3orene [IpsMOyroapHUKH B HUAKHel 4acTH pHCYHKa
VL TOBHO H300pakaloT COCTOSHUE KaXAOTO ONEPATOPHOIO Y4acTKd IPH Pas/IRYHBIX
KROHIIEHTPALMAX penpeccopa TeMHBIe MPIMOYrOJLHHKH COOTBETCTBYIOT 3aHATHIM
y4acTkam

pos Py v Py B ciydae, KOT/ja PENPeccop CBS3BIBAETCS C OAHUM
ONEepPaToPHbIM YYACTKOM

BHuMaTenbHOE paccCMOTpeHne KPUBBIX Ha puc 4 21 nmo3BoJisiet
VBHJIETH PE3yJbTAaT KOOMEPAaTHBHOTO CBS3BIBAHHUS pemnpeccopa ¢
COCEOHUMH y4dacTkaMu Hanpumep, XOTs CBA3bIBaHHE pernpeccopa
rosibko ¢ Og2 axtuBupyeT Ppy ¥ nonawsisier Py, Ads Takou
AK1MBALMU W PEMPECCHH B ciydae MyTaHTHBIX Ol u Op3 Tpe-
oyetcs Gosbiie penpeccopa OOBACHIETCH 3TO TEM, 4TO MYyTallUs
VCTpaHsAeT BCIOMOTaTENbHBIM KoonepaTUBHBIN 3ddekT pernpec-
LOPY HNPHXOIUTCH CBA3BIBATLCA ¢ Og2 6e3 «IoAEpXKH» CO CTO-
pPOHBL penpeccopa, cBA3aHAOTO ¢ Opl

Eme cuiibHee nposBRSETCH KOOUepaTHBHBIA 3dhdekT B TOM
¢/1ydae, Korjia SKCIEpHMEHT, IPOULTIOCT pHPOBAHHLIH Ha puc 4 20,
NPOBOAAT C ONEPATOPOM, y KOTOpOro ydactok Oyl Hecer MyTa-
o, a Og2 1 O3 sBJAIOTCS y4acTKaMH AMKOTO THIAa B 3Tom
JKCTIEPUMEHTE MCTIOTB3YIOT MYTaHTHBIN POMOTOP, PUCOETUHEH-
Hbll K Teny lac Z, ero oboszuavaror PgyUp — 1 On 3ddexTuBHO
paboTaeT B oTCyTCTBHE penpeccopa C MOMOIILIO 3TOTO MYTaHTA
JIETKO OUEHHUTH HEFATUBHOE W MO3UTUBHOE JACHCTBHE penpeccopa Ha
AKTUBHOCTB Py, Puc 4 22 wiulrocTpHpyeT YAUBHTEIbHBINA PE3ylib-
TAT TAKOTO JKCHEPHUMEHTA HPH KOHLEHTPAIMHU penpeccopa, Jnlib
ClerKa NPEBBIIAIIMMHA Ty, YTO NPUBOAMT K axmusayuu Pgpy B
(JIydae oneparopa AUKOro THHA, MPOUCXOJHT penpeccis IpoMoOTO-
pa B ciydae Ogl~™
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HOK XMKOX KX
3

2 1 3 21 321
KoHueHTpauus penpeccopa ——

Puc 421 Perytaropsoe AelicTBHe Denmpeccopa, CBA3aHHOTO C €IWHCTBEHHBIM
PLIV TATAPHBIM YY4aCTKOM N VIVO OTH KPHUBHIE CYMMHPYIOT pPe3yibTaTh' IKC
NEPUMCHTOB  MOXOGHBIX TEM HYTO IPOMJNTIOCTPHPOBAHsl Ha puc 420 3a uc-
RTIOUCHHEM TOTO HTO 3JI6Ch MCMOJBb30OBAHBL MYTAHTHBIE ONEPATOpPHl KpuBbIe
OMHCBIBAIOT BIIMSIHAE HA AKTHBHOCTBL TPOMOTOPOB Py U Ppy CBA3LIBAHUS De
npeccopa ¢ Ogl (A) Og3 (B) u Og2 (B) TIpAMOYroibHUKH € KPECiaMH O3HAYaIo0T
YTO COOTBETCTBYIOIUIME OTEPATOPHBIE YYACTKU COACPXKAT MYTALMIO M HE MOryT
LBA3bIBATEL penpeccop Cepbie NPIMOYTOIbHUKY  YYACTKM 4aCTHYHO 3AHSTHIE PEll
PECCOpPOM  YEPHBIE TTPAMOYTOJNBHUKY — IO THOCTBIO 3AHATHIE YIdCTKH

Moxuo Gbuto Ob AymMaTh, YyTO B pe3yibratre myrtaumu Ol
YBEJIMYUBAETCS CPOACTBO perpeccopa K Og3, OJHAKO HA CAMOM
nesie HabsrogaeMeld 3G dekT 0ObsicHseTCS ATbTEPHATHBHOMN Nonap-
HOHM KOONEepaTHBHOCTHIO Ilpm cBs3wiBammu ¢ Oy 1~ penpeccop
B3aMMOJIeHCTBYeT KoomepatuBHOo ¢ Op2 u Oy3, noatomy O3
OKa3bIBAETCS 34NOJIHCHHBLIM TPH TAKOW KOHICHTPALMM PEIpecco-
pa, npHM KOTOpoi#l OH Ol ellle CBOOOJEH B COCTaBe onepatropa

112



Tabnuia 4 2 Pe3ysbTaT CBA3LIBAHUS AMMeEpa pelpec-
cOpa ¢ €NMHCTBEHHBIM YyuacTkoM Op. B orcyrcTune
penpeccopa Pypy BBIKTIOHEH (HE aKTUBHpOBAH), d4 Py
BK.TIOUCH (BEPXHSA CTPOKA)

Pew 03 02 041 Py
Brixmouen Bxrouen
Boikmroyen X Brix;1ro4eH
Bxiroucn X Brixrouen
Boikmouen X Bxnrouen

aukoro tuna. Kak M chnegoBano OXUaTh, 3TOT IKCHEPUMEHT
MOKA3bIBaeT TaKXKe, YTO NPH CBA3BIBAHUH penpeccopa ¢ Ox2 u O3
IPOUCXOAUT BbIKIROUeHHEe Pp. [lpum 3rom rpedyercs MeHbile
penpeccopa, YeM ec/I HHTAKTHBIM ocTaercs TosibKo O 3, biarona-
psl BCIIOMOTATEILHOMY ACHCTBHIO KOOINEPATUBHOTO CBA3BIBAHHS C
Or2 u Og3.

Pe3ynb1aThl 3TOr0 M APYrux H00OHBIX 3KCIEPUMEHTOB in vivo,
B KOTOPBIX KCCJIEOBAJIN ACHCTBUE pelpeccopa IPHU CBA3BIBAHUM C
OTepaTOpaMH, UMEFOIUMH OJIH, JBa WK Tpu QYHKLHOHAJILHBIX
V4acTKa, YKJIAOBIBAIOTCA B COIJIACOBAHHYIO CXEMY, €CJIM YUYECTb
COOTBEICTBYIOIHE MPAaBHIA B3AHUMO/IeHCTBUSA pernpeccopa ¢ ornepa-
TOPOM, YCTAHOBJIEHHbIE C IOMOIIBIO JKCIEPHUMEHTOB in Vitro
(tabn. 4.2). Bce 3ty maHHBIE TMO3BOJSIOT 3aKIIOUYUTH, YTO Og,
CBSI3AHHBII € PENPEcCOpPOM in vivo, MOXKET HAXOOUTHCH B JIBYX
OCHOBHBIX COCTOSTHUSIX. B NMH30TeHHBIX KJIETKaxX penpeccop CBA3BI-
BAETCS MIPEXe Bcero KoonepaTtuBHO ¢ Ogl U Og2; TeM caMbIM OH
cTuMysiupyeT Py 1 noaasisier Py. [lpu Gonee BbICOKOH KOHIEH-
rpalui PeNpeccop HEKOOUEPATUBHO CBA3bIBaeTCs ¢ Oy 3 M BBIKIIO-
qaet Pyy (Tabn. 4.3).

(Onno 3aMevanue mo MOBOY MyTanmid. HexkoTopsie MyTanuu,
0 KOTOPBIX IlJIa pedb B NPEIHbIAYINMX pazfenax ¥ OyneT ynoMiu-

B-TanakTo3npaza—»

O OOX W
3121 321 3121

KOHWEHTpauua penpeccopa—»

Puc 422 AnbTepHAaTUBHAA NOMNAPHAS KOOMEPATHBHOCTH 1N VIVO DKCHEPHMEHT
4HAJIOI HUEH MPEACTABICHHOMY Ha puc 4 21, HO 37€Ch HCCJACAOBAHO BJHMSHUE HA
aKTHUBHOCTb NMPOMOTOPoB Py B PpyUp 1 ceaseiBanus penpeccopa ¢ Og2 u O3
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Tabomua 4.3. [1Ba GU3HOIOTHYECKH BAXHBIX COCTOSHUS
onmeparopa Oy (ara A, Hecyuiero penpeccop. Cocros-
HME, Koraa pemnpeccop cBszaH ¢ Oxl n Og2, npoMoTop
Pgry BKIIFOUEH (CTHMYJHPOBAH), a TPOMOTOp Py BbI-
KIKOUeH (BEPXHSsI CTPOKa), XapaKTEepPHO AJi JIM30reH-
HBIX KJICTOK

Pan 03 02 0O Py
Bxrouen X X Beixirouen
BrikjroueH X X X Buikiirouen

HATBLCSL B JIOCJIEAYHOIIUX, MCXOAHO BO3HHKJIM B ONEpPaTOpax pas-
JIMYHLIX GaroB Avir, OTOOPAHHBIX 110 CHOCOOHOCTH K JIMTHYECKOMY
pOCTY B NPUCYTCTBHH penpeccopa. [pyrue NpUCyTCTBOBAIN B
MYTaHTaX, OTOOPAHHBIX C MOMOIIBIO CIENMATLHO CKOHCTPYHPO-
BA4HHBIX WITaMMOB (aroB u GakTepuil.)

MHorge nposBJEHHs] NEHCTBUSA peripeccopa in Vivo MOXHO
Bocrpou3BecTH in vitro. Hanpumep, ounmennas PHK-nommepasa
MOXET MCMONb30BaTh AN TPAHCKPUTILUMK NpoMoTop Py, U takas
Tpanckpunuus O6noxkupyetcsi penpeccopoM unu Cro. Hu omun u3
3THX OENKOB He JACHCTBYET HA MOJHUMEPA3y, YK€ CBSA3AHHYIO C
Py.—dakT, TOATBEPXKAAROUIMH MBICTL O TOM, YTO 0ba Oenka
KOHKYPUPYIOT C NOJAMMEpa3ol 3a ceszbiBanue. l1pu xoHueHTpa-
MK, JocTaTovHON g 3anonaenus Oy 1 u Og 2, penpeccop cTUMY-
JUPYET TPAHCKPUNILHIO C Pgy, a TPU 00Jiee BHICOKOH KOHLEHTpa-
AU IOJABINET e¢. B manpHEeHIIeM MBI ellle BepHEMCST K BomTpocy o0
AKTUBHOCTH perpeccopa Kak 6esika, OCYIIECTRBIISIONIErO MO3UTHB-
HYIO PETYJISLHIO.

Cro Bnauane cBu3biBaercs ¢ O3,
a 3atem ¢ Ogl n Op2;
TAKHM 00pa3oM, OH BHauajle BLIKJIOYaeT Pg,,
a 3arem P,
(puc. 4.23)

Hexomopuwie o6wue ceedenun o beaxe Cro
[19, 20, 22, 31, 47, 44, 56]

OnHo w3 MepBBIX yKa3aHHH Ha cyniecTBoBanue desnka Cro ObL10
NOJIYYEHO NPH HNPOBEJCHAH CACHYIOLIEro FeHeTUYEeCKOro 3KCIepH-
Menta (puc. 4.23). B mu3oreHHsix no dary A KJaeTKax, HECYIIUX
TEMIIEPATYPOUYBCTBUTENBHYIO MyTaumio B rese cl, Oblia yaaneHa
0oJbIlAas 4acTh TEHOB cJieBa OT ¢l u cipasa ot cro. O IPUCYTCTBUM
HHTAKTHOTO TeHa ¢l CBUAETENbCTBOBAJa HMMYHHOCTL KJIETOK K
dary A npu Hu3koi Temnepatype (30°C).

Ecnu xnetku eoipamumeanu npu 42°C, T.€. B yCJIOBUSIX, KOrda
MYTAHTHBIH perpeccop HEakTHBEH, y HMX HAOOdanHuCh HEOXU-
JAHHbIE CBOWCTBA: KJIETKM HE TOJILKO HE OBLIM HMMYHHBIMM, KaK
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0KUIANIOCH, HO OHM OBLIN «aHTHHMMYHHBIMU». TO 03HAYAET, YTO
dar A JUKOro THIA, KOTOPHIH BOOOIIEC HE MOT PACTH HA 3TOM
wramMme nipu 30°C, pu 42°C naBasl TOJBKO NMPO3pavHbie OJISLIKY.
IddexT okazanucs UyBCTBHTEICH K THIIY UMMYHHOCTH, HAIPUMED,
dar Limm*** 06pa30BBIBAJ HA 3TOM IUTAMME HOPMAJbHbLIE MYT-
Hble OJIAIIKHM NMpH 00eux TemrepaTypax.

M3 Bcero 31oro MOXHO OBUIO CAENATH TONBKO OJUH BBIBOJ
ocTaBllpics B OakTepuu y4acTok (haroBoro reHoma KoOJUpyeT
Kako#fi-To daxtop, cnenudrIHbii 10 OTHOUICHNIO K O0JACTH WM-
MyHHOCTU (hara A, KOTOpBI HAUpaBiseT Pa3sBUTHE 3apaxarorux
K.JeTKU ¢aroB A M0 JAMTAYECKOMY nyTd. B 3aBucAMocTH OT
XapakTepa JKCHepUMeHTa 3TOT ¢dakTop 00603HAYAIN NO-Pa3HOMY:
Al (01 aHra. gnti-immunity — anTuEMMYHHOCTE); Tof (or anrn. furn
off — BpixirOueHne) Wi Cro. Teneps Mbl 3HAEM, YTO €IUHCTBEHHBIH
T€H (¢ro, TPaHCKpUOMpYeMBIH C IIpoMoTopa P,, obecneuuBaer
oOpazoBaHue NOCTATOUHOro konuuecTna Oenka Cro, uToOnl KileTKa
CTaia aHTUUMMYHHOH. AHTHUMMYHHOCTD SIBJSETCS, OYEBUIHO,
CJIEACTBHEM YaCTUYHOIO TOAABJIEHMS NpoMOTOpoB P, u P, mox
JeiicrueM Cro ¥ CBS3aHHOW C 3THUM NOHHXEHHOH 3KCIPECCHU
reaoB ¢l u clIl.

O06cymM COCTOSIHUE HPABBIX OMEPaTOpa U MPOMOTOPA B TAKHX
AHTUIMMYHHBIX KkaeTkax. Ilpu ceaseiBanuu Cro Beiknrodaer Pg,
HO 110 Mepe POCTa U JIEJICHUS KJIeTOK KoHueHTpauust Cro yMeHbIa-
ercss M Py CHOBa BKjIO4aeTcs. Tak yCTaHABJIMBACTCH COCTOSIHME
OMHAMUYECKOTO pPAaBHOBECHs, Korja ckopocTh cuHteza Cro B
FrOYHOCTU paBHA CKOPOCTHM €ro pPa3BEACHHS M, IO BCceld BEpOsT-
HOCTH, TIOANEPKHABACTCH €r0 MOCTOsIHHAs KOHUEHTpauus. B 310M
cnyyae Cro CHIDKaeT, HO He NMOAABJISET NMOJHOCTHIO CBOM COOCTREH-
HbIH CUHTE3.

30°C 42°C
NMMyHHOE COCTOAHME AHTWAMMYHHOE COCTORHKE

Puc 4.23 WMMYHHOCTH M dHTHHMMYHHOCTb KJI€TKM COAEPXAT MYyTAHTHBIA pen-

peccop R, xoTopolit xopowo paGotaer npu 30°C, Ho aeHaTypupyeT npu 42 C. Ilpu

HOBBLIILICHHON TeMIepaType BKIroudaeTcsi cuHTe3 Oesika Cro (Ha pucyHKC OH 000-

3HayeH OykBoH C), HO KJETKU HE JIM3UPYIOTCH, TAK KaK BCE OCTAJLHBIE (haroBbie

reHer yaaiensl. benok Cro HampaBigeT NMPOHHKAIOIUKE B KIETKY ¢arn Mo Ju-

THYECKOMY NMyTH pa3BUTUA Ecnu monusuTs Temmnepatypy no 30°C, kJIeTKH CHOBa
MICPEXOAAT B HMMYHHOE COCTOSIHHE.
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HUcxonno 6enoxk Cro ObLI BbIACIEH M3 KJIETOK, T[AE ILIa
JIMTAYECKass HHQEKIMS, B OMBITAX MO CBA3BIBAHHIO C (PUJIBTPAMH.
310 ObLII OUH U3 OEJIKOB, KOTOPBIE CIENM(UIECKU CBSI3BIBAJIUCE C
HJAHK dara L. CooTBeTCcTBYIOMIMIA TeH OBbLI KJOHUPOBAH U COC/H-
HEH C pa3JNYHBIMU NPU3BOIHLIMH /ac-mpoMoTopa. B kierkax,
COMEPXKATIUX TAKUE TUIA3MUIHBIE KOHCTPYKUURK, Cro MOXeET CHHTE-
3UPOBAThCS B PA3IMYHBIX KojmuecTBax. Eciam coaepxkanue Oesika
JOCTATOYHO BBICOKO (O HECKOJILKHX TIPOLEHTOB CYMMAapHOTO
KOJIMYECTBA), €ro JIETKO BBUIENHTh, ¥ MHOTHEe OMOXUMHUYECKHEe
MOXOAbI, HCIIOJIL30BAHHBIE B CIIy4Yae perpeccopa, ObLIN MpUMEHE-
Hbl U 0pu uzyueHuu Cro.

beaox Cro in vivo
[42]

Knerkn, Hecynme nna3musibl, KOTOpPhIE AETEPMUHUPOBATIM CHHTES
Cro nox xoHTpoJsieM /ac-penpeccopa, UCTIOIL30BAMCE ISl U3yve-
aus BiMsiHUS Cro B pas/IMYHBIX KOHLEHTPALMAX Ha TPOMOTOPbI
Py ¥ Py in vivo. PesynbraTel OfHOrO Takoro 3KCIepHMEHTA,
AHAJIOTUYHOT'O TIPEACTABIICHHBIM HaA puc. 4.20, mokasajm, uTo Nnoj
neiicteueM Cro Py, BbIKItOYaeTcs (B JAaHHOM CJIydde HCIOJIb30Ba-
mu Pry Up — 1), a ipn 6osiee BBICOKOH KOHUEHTPALNY BLIKJIFOYAET-
ca takxke Pp (puc. 4.24). Hcnonap3ys MyTaHTHbIE OHEPATOPHI
aHAJIOTHYHO TOMY, KaK 3TO OBLIO B clydae C PEINpeccopoM,
yIa10Ch yCTAaHOBUTBH Pe3ynbTaT CBA3biBaHUsA Cro ¢ KaxkIbIM U3
ONEpAaTOPHBIX Y4acTKkOB Oy 1o oTAeabHOCTH (1abn. 4.4).

Hraxk, B kauecTBe Oenka ¢ HEraTHUBHBIM PETYIATOPHLIM 3 dek-
Tom Cro WueHTHYEH penpeccopy: cBa3bBadch ¢ Op | U Og 2. OH

;
<
S
=
~
o
=
O
=
s
< C C C c C C
OO Mo .
321 3 171 c c 3021
| [
37 1
KoHuenTpauus Cro—>

Puc. 4 24 Perynstoproe neiicraue oenxa Cro m vivo. I'eH cr0 MOXHO BBECTH

BMecTo reHa ¢l B OaxrtepuanbHbic kiactkd (cM  puc. 4 19) u. nobasus MIITL,

HHIYHUpoBarb cuuted Cro Mcnonbsys kKOHCTPYKUHU Pp-lac Z U Py Up -1-lac Z,

MOXKHO TMOKa3aTh, ¥To Cro oxaspiBacT HEraTHBHOE JeHCTBHE HA 004 mpoMoTOopa
thara .
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TaGauna 4.4. Bausuue cBszpiBanus guMepa Cro ¢ eauH-
CTBEHHBIM y4acTkoM Og. B oTcyTCcTBHE penpeccopa WM
Cro (BepxHsisi cTPOK2) Pry M P BKIJIIOYEHBI, TOCKOJIbKY
OBLT HUCTOAL30BAH MYTaHT Pgy Up — 1

Paw Up— 1 03 02 0,1 P
Brirouen BrmoueH
BrroueH X Brixmouen
BrunroucH X Brikmouen
BoikiroueH X Bruiroves

TaGauna 4.5, DU3UOTOrUYECKH BaXHLIC COCTOSHUS
onepatopa Oy tara A, cBszannoro ¢ Cro

P Up— 1 03 02 04 P,
Bxiroven Bxarouen
Buikmouen X BkJitoueH
BoikroucH X X BrixstoueH
Bruiksroues X X BeIkJtoucH
BerktoueH X X X BoikiroueH

BeIKJIFOHAaeT Py, a cBa3biBasch ¢ Oy 3, BBIKIIOYAET Pyy. OTH
JIAFHbIE BMECTE C JJAHHBIMHU O TMOPAJKE CBA3BIBAHWUA C PA3HBIMU
yuyactkamu Oy (puc. 1.23) 1103BOSIIOT CyauTh 00 OCHOBHBIX (M-
3UOJIOTHYECKHX COCTOSHUAX oneparopa, casanHoro ¢ Cro. Coot-
BETCTBYIOIIME CBEJACHUS NPUBEICHLI B Tabn. 4.5.

beaox Cro in vitro
[32, 62, 63]

Cro ofbpasyer cTabUIbHBLIA AUMEP, M HET HUKAKUX JAHHLIX, 4YTO OH
COCTOMT Oonee 4eM W3 OJHOIO JAOMEHA; 00 3TOM XE CBHCTENLCT-
BYIOT PE3yJIbTAThl PEHTTEHOCTPYKTYPHOTO aHaynusa (puc. 2.9).
DKcnepuMenThl o GYTIPUHTHHIY IOKa3biBaioT, 4T0 Cro CBs3bIBa-
eTcsl HEKOOTIEPATHBHO C TpeMsl ydacTkaMu Oy M C TpeMs ydacTKa-
mu O, . ITo cpoactsy k Cro yuacTku Oy pacnosiararorTcst B 110psjke,
yka3aHHoM Ha puc. 1.23, T.e. 03> 0p2 = Oy 1, a yuactku O - B
nopsgke O; 1 > 0,2 = 0,3. B 0,2 M KCl npu 37°C Cro cBa3bipa-
erest ¢ O3 Tak Xe NpouHO, KaK auMep penpeccopa ¢ Op l.
CpoactBo Cro x Oy 2 u Oy 1 IpuMepHO HA NOPALOK HHMXKE, YeM K

Cro GioKHMpYyeT TPaHCKPHIIMIO C IpOMOTOpa Pr, HO TOIbKO
npu n06aBiieHUK ero B cMech, codepxamyro JAHK, no nonumepa-
3bl. [nst mposiBnennst Takoro sddekta Cro JoKeH CBA3ATHCS C
yuactkaMu Og 1l w Og2, a ynaneHue ydactka O3 HHUKAK He
CKa3bBaeTcd Ha rmofaBienud Pp. [lpu BBeNeHUU 10 MOJUMEPA3BI
Cro 06JiokupyeT TPaHCKPHUILIUIO ¢ Pgy HE3aBHCUMO OT TOTO,

117



COJIEPKHT JI MaTPHIa HOpMaJibHble yaacTku Og 1 1 Oy 2, Hecyme
penpeccop, MM HCNOJB3yeTcd MyTaHTHas matpuua P, Up — 1.
3TOT BUI PENMPECCUH HE NPOABIAETCS, €CIIM y4acTOK O 3 MyTaHTeH
u Cro HEe MOXeT ¢ HUM CBS3aThCsl.

begok Rec A pacmennsieT pempeccop
M TeM caMbIM 3alMycKaeT HHAYKHHIO
(puc. 1.21) {16, 36, 57, 59]

[Mocsie MHIYKIMK B JIM30T€HHBIX KJIETKAX IHKOTO THYA PACUICHIICH-
HBIA penmpeccop MOXHO OOHAPYXWThH B KJIETOUYHBIX IKCTPAKTaX.
Heo6xoauMbIM yCIIOBUEM paCHIEIEHHS SBISIOTCS Y P-001yuenne
W HaJMYMe NPOAYKTa reHa rec A. ECIU KieTka-x03s1H NOBPekICHA,
TaK 4TO TeH rec A MHaKTUBHPOBAH, PETPECCOP HE PACIHIENISETCS 1
UHAYKUMA dara CTAHOBUTCS HEBO3MOXHOM. B ciydae KIETOK,
HECYIHX HEKOTOpPhIe MYTaHTHbIE GopMbl reHa rec A, Y D-obayve-
HHC B OIPE/EICHHBIX YCIIOBHSX MOXET HE NOHAJIOOHTHCH: MHIYK-
1Yst IU30T€HOB B 3TOM CJIy4ae NMPOUCXOAUT TMPOCTO MPH MOBHIMIE-
HAU TEMIEPaTyphl, 6€3 BCIKOro OOIyueHUs.

Pacmiennienue penpeccopa MOXHO MOPOBECTH In VItro ¢ mo-
MoIbo oumineHHoro 6enkxa Rec A. A-Penpeccop paciiennsgercs
Mexay octatkamMu Ala w Gly B mosoxenuax 111 m 112; stor
OpoLECC CTUMYJIMPYETCst KOPOTKUMU OJTHOLIENOYCIHBIMH (hparMeH-
ramu JJHK u ATP.

Hexortopsle Apyrue penpeccopsl, B TOM SHCIE pernpeccop dara
434 u Genox Lex A, Takke MOKHO PACHICIKTE in VItro, IpMYeM U B
ITUX CIyYasix paclieryieHue Mpo.LCXOANT MexAy octaTkamMu Ala u
Gly, pacnonoxeHHBIMH B INENTUAC, COSOWHSIONIEM [BA AOMEHA.
ITpu pH 10 3TH penpeccops! MOTYT PACIIEIIATRCS 110 YKA3ZAHHOM
cBsi3m M cnoHTaHHO; npu pH 7,0 peaxuus waeT MeUIEHHO, HO
3HAYUTEIILHO YCKOPSIETCS B MPUCYTCTBUM OYHINCHHOTO Oenka
Rec A.

Crenenp pacllieIUIEHUs penpeccopa B JIM3OT€HHBIX KJIETKAX
OTPEEIISFOT B ONbITAX O CBA3bIBAHUIO C duiabTpamu. Paciiere-
aug 30% Monekya HeOCTATOYHO, YTOOBI Bhi3RATHL MPHEKTHBHYIO
WHAYKLOKEO, /IS 3TOT0 HeoOXommmo, 4TOoOsI pacuienuiiock 80%
MOJIEKYJl perpeccopa.

Ceaspsanne Cro ¢ Oy 3

3anycxaeT MEXaHu3IM NEPEKJIIOYCHUA
(pre. 1.24) [5]

CesapiBanue Cro ¢ Oy 3 urpaer KIr04eBylo poJb B HHaykimun. O6
9TOM CBUIECTELCTBYIOT CJIEAYIOIINE JIBA JIKCICPHMEHTA.

B nepBOM M3 HUX HCHOJB30BaIM Gar A, MyTanTHbI 0o Oy 3, ¢
KOTOPBIM He MOXeT cBI3biBaThea Cro. Takoit dar maer oObiuHbie
1O BUJLY MYTHbIE OJISIIIKHY, HO COZIEpXKaNIAE ero JM30TeHHbIe KJICTKU
oueHb c1a00 MHAYMUPYIOTCS npu Y @-obnydeHuu. 3To O3HaUaeT,
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410 1151 9(hdEKTHBHON HMHIYKIMHM HeoOx0MMo, 4To0bl Cro CBA3bI-
Basicad ¢ Oy 3.

B xode BTOpOro 3KkCHEPHMEHTA MCIOJIL30BAIM IUIA3MHUAY, Ne-
TEPMUHHPYIOMYF0 cHHTe3 Cro Ioj KOHTDPOJIEM Jac-penpeccopa.
DTy mwrasMUIy BBOAWJIH B OJHOM CIIYYa€ B JIM3OTEHHbIE KJIETKH
JUKOTO THIA, a B APYrOM — B JIM30T€HHbIC KJIETKH, MYTAaHTHBIE HO
0p3. Korma cuares Cro uuaynuposany jgobasienumem WITTT,
APOUCXOJMA MHAYKNUS TOJBKO JIM30TEHAa IUKOTO THIA, HO He
MYTaHTHOr 0 Jju3orena. Takum obpazoMm, ceasbiBanne Cro ¢ Oy 3
3anyckaeT UHAYKUHIO.

Penpeccop u Cro CBA3BLIBAIOTCA ¢ ONEPATOPOM TaK,
KaK 3TC 1oKa3aHo Ha puc. 2.6, 2.8 n 2.10

DTH PUCYHKH WJLUTFOCTPHPYIOT HE TOJILKO MIEHTHYHOCTH KOH(BHTY-
PalMHK TIPEICTABICHHBIX KOMIUIEKCOB, HO # TO, YTO WUMEHHO aMHHO-
KHCJIOTBI, PacHOJIOKEHHbIE B Y3HAIOUIMX CHHPajsiX (4 Takke B
«PYKax» A-perpeccopa), OnpeaeisioT CnennpuIHOCTb CBA3LIBAHUS
C [JaHHOE IOCNIeNOBATENbHOCTHIO. DTH aBAa ONM3KUX ACNEKTA
HCCIIEAYIOT C MIOMOIILIO PEHTTEHOCTPYKTYPHOIO aHAJIM3a U OHOXU-
MHYECKUX IKCIIEPUMEHTOB.

Penmeenocmpykmypuwiii anaausz
[13, 14, 17, 40, 49]

CrpyxTtypa N-KOHIEBLIX KoMeHOB penpeccopa # Cro B KpucTajiax
YCTAaHOBJIEHA C BBICOKUM paspellieHneM. Kax BUIHO W3 PUCYHKOB
IJ1. 2, AMEET MECTO CTPYKTYPHOE COOTBETCTBHE MEXIAYy HHMH M
B-¢popmoit JHK. CoryiacHo npocTpaHCTBEHHOM MOMAENH emie OJ-
Horo creumduieckoro JHK-cBsa3biBarorero 6enka K. coli, Gei-
Ka—aktuBaropa Karabosmidma (BAK), xoHTakT MeXIDy HUM H
HJHK ToXe oCyIecTBAseTCsi MOCPEACTBOM OHCIUPAILHOTO 3Jie-
MEHTA, ONMCcaHHoro B 1. 2. Bo Beex ciydyasix ofHa U3 a-crimpasen
(y3Haromiasi) ykjiafbiBaeTcsi B OOJBIION %e0OOK, a Apyras pacro-
jaraeTcs NONepek Hero. ANCKBAaTHOCTh 3Tux Mojeiei JJHK-6e1-
KOBBIX KOMILIEKCOB MOATBEPKAAIOT Pe3y/bTaThl PEHTTEHOCTPYK-
TYPHOTO aHaJIM3a KOMIJIEKCA PENpeccopa C ONepaTopoM B KpHC-
rajuiax. B cocTaB nccieqoBaHHOTO KOMILIEKCA BXOIUJI PETIPECCOD
(bara 434, OGIM3KOPOACTBEHHOTO (Pary A; 0 HEM yKe€ 14 PeYb B
ITOU KHUTE.

B coctaBe xoMiIekca penpeccopa ¢ onepatopoM tara 434 asa
N-KOHHEBBIX JOMEHA CBS3HBAKOTCA C OHUM OIIepATOPHBIM y4acT-
KOM, KOTOPBI# B JaHHOM cliyqae uMeeT Jinuny {4 nap ocHoBanuil.
VY3naromas cnupasb KakIoTO W3 JIOMEHOB BCTpauBaercs B OOJb-
n10# xen000K, & NPEAIIECTBYIONMI Y4acTOK 0-~-Cunpasin pacnosa-
raerca nonepek Hero. B nenoM cTpykTypbl N-KOHIEBBIX TOMEHOB
penpeccopa 434 w A Ha yAWB/AEHHE CXOOHBI. Tak, a-cnupalibHbIC
y49acTKu 2 1 3 penpeccopos A u 434, oOpasyroiie YHUBEPCaTbHbIH
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JHK-cBsi3piBaroiinit OUCIMpPaNbHBIA 3JIEMEHT, B TOYHOCTH COBIIA-
JIAFOT 110 CBOEH MPOCTPAHCTBEHHON KOHQUrypanud, a coupajibHble
yuacTkd | (3TOT yyacTok B penpeccope dara 434 kopoue) 1 4 TIoUTH
cosnagarot. JJHK naxonutcs B B-popme; HekoTOpBIE OTKIOHEHHS
HAOJIF0/1aF0TCS TUHIL HA KOHIAX OTEpaTOpHOTo y4dacTka. BoszmMox-
HO, JTO CBSi32HO C TeM, 4TOo pemnpeccop 434 crmerxa usrubaer
oTepaTop.

Hoayuenue u ceoiicmea «2ubpudHvix cnupateir

[9, 38, 52, 60, 65, 66]

Y3narowas cnupalib penpeccopa 434, xotopas pacrnojaraercs B
oonbioM xenobke JIHK B kxoMmmiexce penpeccopa ¢ omeparto-
POM,— BaXXHEHIIIMI, 2 BO3MOKHO, U €TMHCTBEHHEIN 37IEMEHT, OIpe-
JNENHOINNA CTIENUGUYHOCTE CBS3LIBAHUA. DTO CIERAYET U3 IKCIEPH-
MEHTa, B KOTOPOM CTPYKTypa penipeccopa 434 Opi1a Moaudunupo-
BaHA C LEJIbIO U3MEHEHUS €TO CIEIMU(PHIHOCTU. MBI Ha3bIBAEM ITOT
IKCIIEPUMEHT IOJYYEHUEM «THOPHAHBIXY» WM «XUMEPHBIX» CTiUpa-
Jie#, X0Ts1, BO3MOXKHO, NIPaBUJIbHEE OBLIO Obl TOBOPUTH O «KOHCT-
pyupoBaHuu» crupajieii. Cxema 3KCIEpHMEHTa H300paxeHa Ha
puc. 4.25.

Mnes ero cocrosina B TOM, 4ToOBI 3aMEHUTH AMHUHOKUCIIOTHBIE
OCTATKH, PAcTOOKECHHBIE HA HAPY)XHOU CTOPOHE y3HAIOIICH Cru-
panu penpeccopa 434, ocTaTkaMu, KOTOPbIC 3aHUMAIOT AHAJTOTHY-
HbIE TTOJIOKEHUS B IPYroM penpeccope — dara P22, naduimpyrole-
ro Salmonella. Tlpr 3TOM aMUHOKHMCIOTHbIE OCTATKH HAa BHYTPECH-
Heil CTOpPOHE CHHMpaji OCTaBajuCh MNpPEeXHHMHU. UTO cuuTaroT
HAPYKHOW, a4 4TO BHYTPEHHEH CTOpPOHAMHU Y3HAIOUICH CHUpaIH,
pa3bsicHeHO B TJ1. 2. MBI HaJesJIUCh, 4TO THOPHIHAS [EIOYKA
AMHUHOKHUCIIOT 00palyeT o~CIUpaNbHBIA YUACTOK, KOTOPBIH 3aiiMeT
HOPMAaJILHOE T10JI0KEHHE OTHOCHTELHO OCTAJIBHOM YacT MOJIeKy-
Jaui pernpeccopa 434 m OyneT B3aMMOICHCTBOBATH C ONMEPATOPOM
thara P22, vo we tara 434. O6srynbIe penpeccopsl daros P22 u 434
He 00J1a/1at0T HUKAKUM CPOJICTBOM K «HYKHM» ONEPaTopaM HU in
vitro, HY in vivo. OnepaTtopuslit yuactox P22 umeer anuny 22 naps
OCHOBaHWI; MOCNENOBAaTENbHOCTh ydacTka Op 1 ¢ara P22 mpen-
CTaBJICHA BMECTE C IIOCAEIOBAaTEILHOCTBIY omepaTtopa 434 Ha
puc. 4.25.

B BepxHel wactu puc. 4.26 moka3aHoO pacloIOXeHUE aMUHO-
KHMCJIOT Ha MOBEPXHOCTH Y3HAIOUMX cnupaieid penpeccopor 434 u
P22, a B HH>KHEH — IPEAIIOIJIaraeMOE PaclloIoKEHHE AMHUHOKHUCIOT B
WCKYCCTBEHHOM y3Harorueidl cnupanu. VICKycCTBEHHBIH penpeccop
ObL1 CKOHCTPYHPOBAH Ha OCHOBE pernpeccopa 434 nyTeM 3aMEHbl
YaCTH ero rena CuTeTHYeckuM ¢pparmernrom JHK, komupyrommm
HOBYIO Y3HAFOUIYIO Crapasb. MoaudunupoBaRAbIA TeH Penpecco-
pa 434 npucoenuHuNIH K 3pdexTUBHOMY NpoMoTopy. KreTtknm,
CoJIepXKaTHe TaKyro KOHCTPYKIMIO B COCTABE NJIa3MUIIbE, MPOAYITH-
PYIOT BOJIBIIOE KOJMYECTBO HYXKHOTO Oejika.
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TAAATTCACAAGAAATTA

ACAAGAARGBTTTGT
TETTCTTTCAAACA

— Tbpnanas

' cnwpanb 3

Onieparop P21

Puc. 4.25. Tlonyuenne «ruOpUAHBEIX» CHpaCH. AMUHOKACIOTH, PACIOJIOKCHHDBIC
Ha HapyXHOW CTOpOHe y3HaroIle# ciupany pemnpeccopa 434, 3aMeHEHBI AMUHO-
KUCIOTAMH, 3aHHMAFOLIMME aHAJOTHYHOE MOJIOKEHHE B pemnpeccope P22.

glu

ser

HapymHas cropona BHYTpeHHRS CTOpowa

Puc. 4.26. V3paroume «-Cnupaity, MCHOAB3YIOLIACCH B ONBITAX IO CO3/[AAHMIO
«rubpuanoi» cnupani. Tpu y3uatonwe cnupany u306paXeHbl Ha PUCYHKE TaK, 4TO
UX OCb OK43bIBA€TCS NEPNEHAUKYIIPHON MNOCKOCTH pucyHKka. CpaBHeHue ¢ puc. 2.3
MOKAa3biBAET, YTO OOKOBBIE TPYNHbl AMUHOKHUCIOT, JICKAIMUX HA «HAPYKHOW»

NOBEPXHOCTHU, HanpasiaeHs! B cropony JHK.
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VY uBUATENBHBIM pe3yJIbTaT 3TOTO IKCIEPUMEHTA COCTOSI B
TOM, YTO HOBBIH OeJIoK CBA3bIBAJICS C oneparopamu P22, HO He ¢
onepatopamu ¢ara 434 kak in vivo, Tak ® in vitro. [TosTomy
KJIETKU, COJIEPKABIITHE 3TOT O€NIOK, OBUTH YCTOWYMBHI K 3aPakeHHIO
daramu P22, Ho He 434, a ounIUCHHBIA OENOK CBA3BLIBAJICS C TPEMS
ygactkamu Oy ¢ara P22 ¢ TakuM Xe CpPOJACTBOM H B TOM Xe
nopsjake, kak u penpeccop dara P22 muxorc tuma. DTOT IKCHEPH-
MEHT JIOKa3bIBAET, YTO BCE CTPYKTYPHBIE 3JIEMEHTHI Crenrpuy-
HOCTH, IO KOTOPBIM Pa3/IMYarOTCA [BA PENPECCOpa, COCPELOTFOUe-
Hbl TOJILKO Ha HApPyXKHOM CTOPOHE Y3HAIOIMX CIHpaliel.

Poav «pyx» h-penpeccopa
[21, 48, 64]

CTpykTypa KOMIIJIEKCA ONEPATOPOB C PEMPECCOPOM, HUMEROIITHM
N-KOHIIEBbIE «PYKH» NOJOOHO A-pempeccopy, He Wucclie/ioBaHa
METOJ/IOM PEHTICHOCTPYKTYPHOTO aHAJM3a, MO3ITOMY HAM MPHXO-
JIATCSL CYyJIUTE O (DYHKIMHA «PYK» Ha OCHOBaHUH OoJiee KOCBEHHBIX
NAHHBIX. OJKCIEPUMEHTHl IO 3alUTe OT METHIUPOBAHUSA MO
neiicteueM IMC noxasplBaroT, YTO «pyku» obpasyior crenupu-
YeCKHe KOHTAKThl €O 3BeHbsIMHU G B GoJIBIIOM Xea00Ke Ha 3agHEH
cropore cnupann (puc. 4.16). Ipu ceaswiBanum ¢ Oy 1 penpeccop
Wiy ero N-KOHUEBOM AOMEH 3alMillaeT OT METHJIHPOBAHHSA CEMb
['YaHUHOBBIX 3BeHbEB. ATOMBI N7 NATH U3 OTHX 3BEHLEB, KOTOPLIE
NOJBEPrarOTC METHJIMPOBAHHUIO, PACIOJOKEHB B OOJBIIOM XKe-
JioOKe Ha [epelHeW CTOPOHE JIBOMHON cupanu, a Jiega atomMa N7 B
HOJOKEHUSIX 8 U 9 «CcMOTpAT» B OOJBIION *enoboK Ha 3aaHel
CTOpPOHE.

Ecnmm yianuTh aMHUHOKHUCIIOTHBIE OCTATKH 1-3 M3 MHTAKTHOrO
pempeccopa IyTeM KOHCTPYUPOBAHUS HOBOIO TI'€Ha WIX M3 €ro
N-KOHLIEBOTO TOMEHA C MOMOIIBIO PaCHIENJICHHS TarlanHoM, obpa-
3YFOTCSL PENpPECcCOphbl, KOTOPBIE 3alUIAIOT OT METHIMPOBAHHS
rojsbko G, pacmosioKCHHbIE HAa TIepeaHeil CTOpoHe cnupain. Y aa-
.ICHUE TPEX KOHIEBBIX 3B€HLEB NMPUBOAUT K YMEHBIIIEHUIO CBA3LIBA-
HHst HHTAKTHOTO BO BCEM OCTAJILHOM PEINpeccopa ¢ OnepaTopoM B
30 pas, a Ipy yJaJeHUH LIECTH 3BEHBEB CPOJACTBO YMEHBINAETCS MO
KpaHel Mepe Ha TPpH NOopsAka.

I"eHeTuvecKkue 3KCTEPUMEHTHI TAKXE YKA3bIBAIOT, YTO «PYKH»
penpeccopa 00pa3yroT Kak MHUHHUMYM OJMH CHEUM(UYECKUi KOH-
TakT ¢ 3anHeill croporod JJHK. Tak. Hamuune myrauymm B Oy 1 o
HOJIOKEHHIO 8§ CHUKAET CPOACTBO PEIpeccopa, WMEIONIETO HOP-
MaJibHbIE «PYKH», HO HC BJIMSICT HA PEHPECCOp, JIHIICHHDLIA Tpex
N-kOHIIEBBIX OCTaTKOB. TakuMm o00pa3oMm, «pyku» BHOCST CBOH
BKJIAJ Kak B JHEPrHI0, TaK U B CrHeHU(PHYHOCTL CBA3LIBAHHUA.
Hecnenopanusi ¢BOOOTHOTO, T.€. HE CBSI3aHHOIO C OINEPATOPOM,
penpeccopa ¢ nomoubio IMP nokaseiBaroT, 4TO «pPyKM» UMEIOT
rubKy10, NOABUXHYI0 KOHDOpMAIUIO.
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Cneuugﬁuueacue KOHMAKHn1bl AMUHOKUCAOM ¢ OCHOBAHUAMU

(6, 18, 28, 46, 61]

[TocTpoenne naeTaNbLHBIX MoOJIeNied B3aUMOAEHCTBASA penpeccopa U
Cro, OCHOBAHHBIX HA MAHHBIX 00 UX CTPYKTYpE, HO3BOJISET NPEIIIO-
JIOXHUTD, KaKie KOHTAKThl BO3HUKAIOT MEXK/Y Y3HAIOILUMH CIIUpa-
JISSMH ¥ TapaMW OCHOBaHWH omnepaTtopa. OHO U3 3aTPYAHEHUH Ha
3TOM NYTH COCTOUT B TOM, YTOOBI YCTAHOBUTH TOUHOE B3AUMHOE
NpoCTpaHCTBEHHOE pacnosioxkenue a-cnupaa 1 JIHK. Hanpumep,
Ha puc. 2.11 npeanonaraercs. YTo Ser B NMOJIOXEHUH 2 o-COHpaAJIEH
000ux OEJIKOB KOHTAKTUPYET C OCHOBAHUEM B IIOJIOKEHHUU 4
omneparopa, a Lys B monoxeHun 6 KOHTaKTUPYeT C OCHOBAHUSIMH B
nojoxenusix 5 m 6. Cornacuo bosiee panHeil MozenH. o-cnupajib
Cro caBuHyTa Takx, Yyro Ser # Lys KOHTakTHPOBAJIH COOTBETCTBEH-
HO C OCHOBaHUAMH B nojnoxenusix 3, 4 u 5 onepatopa. Ilpoctoe
paccMOTpeHHe MOJIEJIER HE MO3BOJISET PEIlNTDh, KaKOi H3 BapHal-
TOB PACMOJOXEHUS COUPATU MPABWIBHBIA H COOTBEICIBYET TH
BOOOIEe KaKOH-JIMO0 M3 HUX IEHCTBUTEILHOCTH.

DKCIEPpUMEHT, B KOTOPOM HCHOIB30BATH CNENHA. ILHO CKOHCT-
PYMPOBAHHBIE MYTAaHTHBIE OETKH M METHIHPOBAHHE C HOMOIILLEO
AMC, 4YacTHYHO NOATBEPANIT MOEIb. H3IOOPUKCHHIKY  Hu
puc. 2.11, a UMeHHO 4TO Ser B IOJOXKEHUH 2 V3HATOUICH CHHPA IH
B3aUMOJICHCTBYET C OCHOBZGHHEM B IMO.IGKCHHH 4 onepaiopd.
HyxsieoTunHble nocienoBaTe bHOCIH 1eiioB penpeccopa ¥ Cro
MOIMPHIMPOBATIH TAKUM OOPA30M, UTOOLI OHE KOJIMPOBATH MY-
TaHTHBIC Oeakn. Ob6a MYTaHTA COMEPKaiN B MOJIOKEHUH 2 yIHAIO-
me# cnupamm Ala BMecTo Gosiee 0OBEMHOIG W COBEPILIEHHO MHOTO
no ¢BOeH XUMHUYeCKOW mpupoae octatka Ser. MyrtanTtHbsie Cro u
penpeccop MNOMYYHJIM B OYHIIEHHOM BUAE M HCIOJL30BAJH B
OTbITax in vilro. beLjio NpoBeeHO CpaBHEHHE MYTaHTHBIX DCIIKOB C
OekaMu AUKOro Tuma mno ux cnocobroctd sammnates JHK ot
METHJIMPOBAaHUA. ITOT 3KCIEPUMEHT B NPHHIHUIE aH4AJIOTHYCH
ONBITY C KCITOJB30BaHNEM ITUJIHUTPO3OMOYEBUHEI (CM. panee). OH
COCTOUT B TOM, YTO BHA4Yaje MPOBOMSIT MCTUIIMPOBAHNUE ONEPaTO-
pa npu nomounm [AMC Ttak, uroOw Ha ojauy monexyiny JHK
NPUXOJUIIACE OAHA METUILHAd rpynna, a 3ateM Jo0aBIsSIFOT pe-
npeccop wim Cro. OmnepatopHbie (GparMeHTHI, CBI3aBIUMECH C
0eIKOoM, 3aJCPKUBAIOTCS HA HUTPOUEIIONO3HOM (GWIBTPE, H
METHJINPOBAHHbBIE OCHOBAHUS B HUX HASHTH(PULIUPYIOT C MOMOIIBIO
paclienyieHAs] W Tenb-3JiekTpodopesa (Cp. 3TOT NOJAXOI C TeM,
KOTOPBLIH IpoustocTpupoBad #Ha puc. 4.15). Ecom MeTumaposa-
HI€ KaKOTo-TMO0 OCHOBAHMS NPEMSTCTBYET CBA3LIBAHUIO O€JKa,
1oJ0ca B rejie, COOTBETCTBYIOMIAS ONPEACICHHOMY TOJIOKEHUIO B
oneparope, OTCyTCTBYET.

DTOT SKCNEPUMEHT MOKA3aJ1, YTO MeTHIHpoBaHue G B TOJIOKe-
HAKU 4 onepartopa TOAABISAECT CBsA3BIBaHWe perpeccopa u Cro
JMKOI0 THIa, HO HE OKa3bIBACT HUKAKOTO JIEHCTBUS Ha CBI3BIBAHHE
MyTaHTHBIX OesikoB. O6a MyTaHTHBIX Oenka CBA3BIBAarOTCA cliabee,
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9¢M HUX dHAJIOTH MAUKOro TUNd, HO METHJIHPOBAHUC OCHOBAHHA B
MOJIOXEHNH 4 He BIUSET HA CBA3bLIBAHUE MYTAHTHBIX Deskos.
MCTI/IJ'[I/IpOBaHI/IC KE OPYTrux OCHOBAaHHUI orepaTopa noAaBJACT
CBA3BIBAHUC KAK MYTAHTHBIX 6C.HKOB, Tax ¥ OEJIKOB JUKOI0 THIA,

Penpeccop akTUBHpYeT TpaHCKpPUINMIO rena cl,
CBA3LIBASACE ¢ Op 2 M KOHTAKTHPYS C HOJIMMepa3oii
¢BoMM N-KOHIEBbIM 10MEHOM
(puec. 1.12, 1.19, u 2.17)

Mymayuu, Hapywiarowjue NOZUMUBHYIO pe2yAAYUID
[24, 25, 27, 52]

i 0OBSCHEHUST MEXaHU3Ma CTUMYJISIIIMM TPAHCKPHUILMU KAKUM-
60 JIHK-CBS3BIBAIOLIUM PETYJISTOPHBIM OENKOM MOXKHO TIpea-
JIOXKHTH [iBe THNOTE3bl. COTJIACHO MEPBOH, CBA3BIBAIONIMIACS Ge/T0K
KakuM-ToO 00pazom MersieT xoHpopManuo JIHK, n oHa cTaHOBUT-
csa 6ostee nmoaxoasimuM cyberparom s PHK-nomumepaser. Bro-
pas MoJenb, HaoOOpOT, Ipeanojaraer, yTo CBA3aHHBIA Oenox
CTUMYJIMPYET TPAHCKPHUIITNIO, KOHTaKTHPYs ¢ nosiuMepasoif. [1po-
THR MEPBOMl MOJIEIM CYHIECTBYET OJHO BO3PAXKECHHE: KaK MbI U
npeanosiarajid, 10 [aHHBIM PEHTTEHOCTPYKTYPHOrO aHaJiu3a
A-penipeccop oueHb Majno u3MeHseT koHpopmamumio JHK npu
cBs3biBaEuy, Elle OAMH apryMeHT HpOTHB 3TOH Modenn ObLl
NOJIYYeH TPV H3YYEHUH MYTAHTOB IO TeHy penpeccopa, KOTOopble
0603H44aroTCs pc (OT aHrji. positive control—no3uTHBHAS pe-
TYJISILUS).

MyTaHTHBIE PEIPECCOPHI p¢ HOPMAJBHO cBs3bIBaroTCd ¢ JJHK,
HO He MOI'yT aKTHBHPOBATH TPAHCKPHUIMIIHIO; TAKHE MYTAHTbI ObLIH
BBLICJIEHBI U B CIIyYae A-pernpeccopa, U B ciydae penpeccopa ¢ara
P22. Bo Bcex ciay4asx MyTanWd 3aTpariBarOT aMHHOKHCIOTHbIE
OCTaTKH, KOTOPbIE, KaK MPEAIIoIaraeTcss Ha OCHOBAHWUU CTPYKTYp-
HBIX UCCJIIOBaHUM M APYIHUX IaHHBIX, PACIOJIOXKCHB BOJM3H OT
NOJUMEpPA3kl ¥, BO3IMOXHO, COLPHKAcaroTes ¢ Heit, Takum obpa-
30M, [AHHBIE TIO 3TUM MyTaHTaM CIyXaT AOMOJHUTEIBHLIM MO~
TBEPKACHUEM CITPABEATUBOCTH HAIIMX MPEACTABACHAN O KOMIIJIEK-
Cax pEeNnpeccopoB ¢ ONEpPaTOPaAMHU B TEX JABYX clIyvasix, O KOTOPBIX
HIe1 peub.

Ha puc. 4.27 ykazausl pochaTHbie ITpyNIIbl, KOTOPHIE MPEATNO-
JOXKHUTELHO KOHTAKTHPYIOT C IIOJMMEPA30M, CBA3aHROMN C Pgyy, M €
A-penpeccopoM, cBszaHHbIM ¢ Op2 u Oy l. Korma 3tu Oejku
UCCJEAYIOT 1O OTJAETBHOCTH, U C A-PEIpPEeccOpOM, CBSA3AHHBIM C
Og 2, u c nomuMepasoit KoHTakTupyeT oauH docdar. Crenona-
TEJIbHO, 3TOT (ochaT paclojokeH cKopee Bcero BOMM3U OT
y4acTKa B3aMMOOCHCTBUSL MEXIY IBYMsl yKa3aHHbIMH OejKaMu.
Eciii MBI MOMECTHM JMED perpeccopa Ha Op 2, TO 00HAPYKUM,
4TO W3MEHEHHbIE AMWHOKUACIOTHBLIE OCTATKM BCEX pC-MYyTaHTOB
L-penpeccopa pacrnoiOKEHBI HA TOM y4aCTKe [OBEPXHOCTH, KOTO-
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Puc. 4.27. PacriookcHHe A-penpeccopa Ha ONEPATOPHBIX yuactkax Ogl u 0g2 u

nonumepassl Ha Py . bokoBas moBepxHOCTE ABoiHOIM cupann JHK uzobpaxena

B BHUJE IIOCKOCTH, YTOOBI MOKa3aThb BCE (ochaThl, KOHTAKTHPYIOIUME C IIOJIH-

Mepasoit B 00:1acTi Py u ¢ penpeccopom B obaactu Ol v Og2. (DyTIpUHTHHE TIpH

vaactiy JIHKa3sel noka3eiBaer, 4T0 MOMMMeEpa3’a 3aHHMAET Oosiee TPOTIKEHHDLIN

yuactok JAHK, uem MOXHO cyauTs 110 KOHTAKTaM ¢ 3TuMu docpatamu. Mbl BCro1y
1300paxaeM MOJAMEPa3y ¢ yIETOM 3TOTO (aKTa.)
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Puc. 4.28. Myrtauun dara Apc. TpH aMHUHOKHCIIOTHI, KOTOPBIC 3aMEIUAKOT CO-

OTBETCTBYIOIIME OCTATKU B Oe€jKe MUKOrO THIIA, B TPEX MYyTAHTAX Apc 0OBEHCHBI

kpyxKaMu. OCTAaTKH, 3aKJIOYCHHBIE B POMOUKH, COXpaHSIIOTCS B cocTase Ou-

CHUPAJbHBIX DJIEMEHTOB MHoOrux cneunbuyeckux JHK-cBa3pBarcumx OGenkos.

OOpaTuTe BHUMAHHE, YTO pCc-MYTAUMM HE 3aTPATMBAIOT HH KOHCCPBA TMBHBIC
OCTATKH. HM OCTATKHM Y3HAIOHICH CTIMpasiu.

PBIH, €cI¥ CyAUTh MO MOJIOXKEHUIO OOLIEro ¢ nojuMepasoi hocha-
Ta, obpauieH k noaumMepase (cm. puc. 2.17).

Kax Buano u3 puc. 4.28, Mytauuu Apc TIpUBOASAT K H3MEHEHHUIO
ysnaromero JHK bucnupansaoro aseMenta Oenka W 3aTparuba-
0T OCTATKM OAHOM W3 cnupalied U oblacTH I[0BOpOTa, HO HE
U3MEHSIOT OCTATKH y3Haroued criupand. Ha 3ToM ocHoBaHuWM ¢
YYETOM HEKOTOPLIX AONOJHUTEIBHBIX COOOPAKEHUI MOXHO Bbi-
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A P22

Puc 4 30 Tlosoxenue «obinero ¢ochara», KOHTAKTUPYIOUIETO C MOJUMEPA30# u
PenpeccopoM. OTHOCHTENLHO GHCTIMpPANBHBIX 2IEMEHTOB PENpeccopoB (aroe A u
P22. Kax ¥ MOXHO ObUIO OXWMIATh HUCXOAS U3 DA3NHUYUS B PACHOJIOKEHHU 3TUX
PEUpECcCcOPOB OTHOCHTENLHO TIONHMEPAa3bl, CBA3AHHONW C Ppy. pe-MyTailmu y pe-
npeccopos daros A u P22 nokaanzoBaHLI Ha Pa3HbIX HOBEPXHOCTHX.



CKa3aTh MPEANOJIOKEHAE OTHOCUTEIBHO MEXAHU3Ma B3aUMOJACHCT-
BHs pernpeccopa P22 ¢ nonumepasoil.

Ha puc. 4.29 nokazano, kak pacrnoaaratorcs penpeccop P22 na
ydacTkax Og | m Oy 2 v nosmmMepasa Ha Ppy. JlaHAbic nonyyeHsl
nyreMm naeHtHukauu GocParos, KOHTAKTHPYIOMUX ¢ DesKamMu.
ObpaTuTe BHUMAHKE, YTO A-PEIPECCOP U TOJIMMEpPa3a PacHosIoke-
gu! Broas JJHK apyr 3a Apyrom, Kaxk BaroHw! noezjia, a penpeccop
P22 u coorBetcTBytomas nosmmepasa jexart na JJHK psgom apyr
¢ Apyrom, odpa3sys nofgobue Oyrepbponma (He 3abyabTe, 4TO Ha
pPHCYHKE TNTOKA3aHa TUTOCKas pa3BepTKa NUITHHAPUYECKOH NMOBEPX-
HOCTH JBOMHOM criupayin). OOpaTATe TakKC BHUMAHHE, YTO UMECT-
Csl €/JMHCTBEHHBIH «00IMi» (PpochaT, ¢ KOTOPHIM KOHTAKTHPYIOT H
penpeccop P22, u nosmMmepasa.

Ecnu cymutes Tonbko 1o toMmy Aabdopy docdharos, ¢ KOTOPHIMHU
KOHTAKTUpYeT ToJiuMepasa, «obumity docdat pacnonaraercs B
npoMotope P22 Tak xe, kak u B mpoMmoTope Py dara A. Uto xe
KacaeTcs penpeccopa, OTHOCUTEJIbHO HEero «o0nmih» ¢ocdar pac-
roJsiaraeTcs Mo-AHOMY, YeM B ciyuae ¢ara A. XOoTs HaM HEH3BECT-
Ha CTPYXTypa penpeccopa P22, Mei Bce-Taky 3HaeM, KaKOH y1acTok
ero aMMHOKHCJIIOTHOH I10CTIe/IOBaTEIhHOCTH 0Dpa3yeT mpenosa-
raemsiii JIHK-y3naronpmii Oucnupanuueiii 2nemenr. W3 puc. 4.30
BUJHO, 4TO ecnu penpeccop P22 xacaercst nonumMepasbl Kakou-Jiu-
60 vacTbro OUCIIHPAIBHOTO IeMeHTa BOM3U «obero» docdara,
TO B 3TOM JOJDKHBI ydacTBOBaTh ocratkd C-KOHUEBOU 4acTH
Y3HAIOIIEH CIupajyu. JTa CHTyalusi COBEPUIEHHO OTJHYHA OT
Cly4as ¢ A-penpeccopom, KOTOPbIN H300paXeH HA TOM ke PHCYHKE
# B KOTOPOM OCTaTKH, 3aTPOHYTHIE MYTAUUIMH pc, PACIOJIaTaroT-
cq BONMu3m N-KoHUA y3HAIOIEH cnupasii.

Hexortopeie pe-mytaumm penpeccopa P22 sarparusaroT cam
C-xkOHel Y3HAIOMIEH Criupany, a Apyrue (eCnd HCXOAUTh U3 coobpa-
KECHHUH O CTPYKTYPHOH I'OMOJIOTHM OEJIKOB)—y4acTOK NOOIU30CTH
ot C-xoxua. OTCrOa CIIEAYeT, YTOo 00a 0eiKa, OCYHIECTBIAFONINX
HO3UTUBHYIO PETYJISALMEO, JHOJKHBI CBA3BIBATLCA € OAHOR M TOM xe
nosepxHocThio PHK-nosimmepaspbl, HO yMacTBYIOT B 3TOM pa3Hble
MOBEPXHOCTU penpeccopoB {puc. 4.30). Ilo Bceit BeposTHOCTH,
CYHIECTBECHHO, 4TO BCE IATH BBIJACJICHHBIX K HACTOMINEMY BPESMCHHM
pe-MyTaummil y penpeccopoB A M P22 cocrosT B 3aMeHe aMHBHOKUC-
JgoTel B Oenke mukoro tuna Ha Gojiee OCHOBHYIO AMHHOKHCIIOTY
(Ipu 3TOM YBENMYUBAETCSH TOJIOKUTEIBHBIA 3apan).

MccnenoBalns OYHINEHHBIX PENPECCOPOB, COAEPKAIHX PC-MY-
Taudu, [OKa3aJd, YTO OHH HOPMAJIBHO MJH OJM3KO K 3TOMY
ces3biBatoTesa ¢ JAHK, nonasasror Py, HO HeClocOOHB! aKTUBHPO-
BaTh Pgy-

Ho3umusrnas pe2yiayus in vitro
[43]

Penpeccop yBenuuuBaerT 3((PEKTUBHOCTH TPAHCKPUILMU C FPpy
npumepao B 10 pas. 1ot 3ddexr erko HabIoAATh, TOJNLKO ECHH
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KOHUEHTPAaLMs MOJMMEDPA3hl HE MPEBBIIAET ONPEAEICHHOTO YPOB-
Hsl; NP BBICOKOM KOHUEHTpalMu ronumepasbl Py, 3bQexTuBHO
paboTaeT KaK B NPHUCYTCTBHY, TaKk W B OTCYTCTBHE perpeccopa.
HMmMmenro 3TOr0 caeyet oxXuAaTh, €CJIH PONb perpeccopa 3aKjroua-
€TCs B YBEJIMYEHNHU 4aCTOTHI B3aMMOJIEHCTBHS TOANMEDPasbl ¢ Py,

Ilo pasmbIM QyTHPUHTHEra MaKCUMajbHAsl aKTHBAUMS Pgy,
MO JeUCTBUEM perpeccopa HabrogaeTcs Npyu TaKoM ero KOHIEHT-
paluM, Korga OH 3anojiHseT Toibko y4qactkd Oy 1 m Op 2. Ilpu
foJiee BHICOKOH KOHLEHTPALHUM 3anoJiHsieTcss Takke Oy 3, U Pgy
nojasnserca. Ecnu npomotop comepxut mytantasie Og | n Og 2
WIM €CTH MYTaHTeH TONLKO Op 2, HUKaKoW CTHMYSUUH Ppy 00X
JeficTBueM penpeccopa He HaOmrogaetcst. Ecnm MyTanTHbl Og 1 |
Og 3. ctumynsanusi Ppy BO3MOXHA, HO OHa NPOUCXOAUT npu Oosee
BLICOKOI KOHIEHTPAUMM PEIpeccopa, 4eM B CJIydae WHTAKTHOTO
yuactka Oy 1. HanomunM, 4ro, ecimm Og 1 Hecer myramuio, Oy 2
csiabee cps3bpiBaeT pernpeccop. Briaesnensriii N-xOHIEBOH IOMeEH
perpeccopa TakXKe CTAMYJHUPYET Pgy U In VIVO, U in Vitro; B 3T0M
ciiyvae 2¢hdeKT He 3aBHCHT OT TOTo, HeceT ju Oy | MyTanuo.
HanomauM, u9to N-KOHIIEBOW [OMEH CBS3BIBACTCS HEKOOIEpa-
THUBHO.

Pe3ynpTaTthl JKCIEPUMEHTOB, ONMUCAHHBIX B NPEABIAYUIHX pas-
Jilenax, COTJIacyIoTcsl C TPeJCTaBIEHHEM O TOM, YTO penpeccop,
cBA3aHHBIA B Op 2, cTUMYNUpPYeT Pp,,, KOHTAKTHPYA ¢ TIOJUMepa-
301, CBSI3aHHOU € 3TUM npoMoTopoM. OMHAKO 371eCh BO3HHKACT
cienyrolliee Bo3paxeHHe. Bo3MoxHO, ronuMepasa, HaXoAsIHaAsACsH
Ha Py, BIMSET HA CBA3LIBAHME ITOJMMEPA3BI C Py M PENpeccop
CTUMYIHPYET Pgy N0 TOH UPOCTOH HpUYHHE, YTO OPEUATCTRYET
CBA3BIBAHUIO NOAKMepa3bl ¢ Py. Takas «Mojelds KOHKYPUPYIOLIEH
NOJMMEPa3bl» MOXKET ObITh OTBEPTHYTA € TIOMOUILIO PA3JIMYHBIX
’xkcnepumenToB. Hanpumep, ynanenuss P ¢ TOMOMIBIO Jefelun
OKa3bIBAETCHA HEJOCTATOYHO, YTOOBI aKTHBHPOBATBH Fp);; Oousee
TOT0, AEJELMs BOOOLIE HE CKa3bIBAETCS HA AKTUBHOCTH Py KdK in
vivo, Tak ¥ in vitro. JIpyrofi sKCHepHMEHT NOK43bIBAE€T, YTO B
ciayuae Matpunbl Op 27 He HAOIIOAAETCSA CKOJBKO-HUOYIb 3aMeT-
HOH CTUMYNSLMNA Ppy,.

Pernpeccop, cBa3aHHbiil ¢ Og 1, TIPEnATCTBYET CBSI3BIBAHUIO
noJuMepassl ¢ Py Ha TOH ke MATpHIlE, HO He ACHCTBYET Ha FPpy,.
boJiee Toro, B ciiyqae MaTpuilbl, THMEHAOK Py 1 Oy 1, CBA3BIBaHHE
NOJIAMEPA3bl € Py YBEJIMYHBAET CPOACTBO PENPECCOPA M TaXe ero
n30JHpoBaHHoro N-koHnesoro jpomena x Op 2.

Zak/roueHne

B npeancioBuM x 3TOH KHHTE MbI OTMEYaJld, YTO MHOTHUE IIPHUBE-
JICHHbIC B HEHl PHCYHKH HE NPOCTO WUTOCTPUPYIOT OTAE/bHBIE
Habronenus. Yaie Bcero (M 0coOeHHO 3TO OTHOCHUTCH K Il 1)
OHM CYMMUPYIOT W HHTEPIPETHPYIOT MHOXKECTBO PA3HBIX IKCTIEPH-
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MEHTOB. UHTaTe b, KOTOPBIA COPABUIICA C IJ1. 4, B IIOJIHOH Mepe
OUEHHUT 3TO.

Takoi#t uyuTaTe)ib 3aMETHT, HANpPUMEDP, YTO HaM MPHILIOCEH
BLIIYMATL HM300paXeHUSI MOHOMEPOB W JUMEPOB HHTAKTHOTO
penpeccopa. JdeMcTBUTENLHO JII MOHOMEp TIOXOX Ha TaHTeNb!
[TpaBunbHO MM MBI U300pa3UITH, KaK JTUMEPHI Pelpeccopa «HaKJIOo-
HSAIOTCS», CONPHKACAsICh C APYTUME AUMEPAMH U oOecredlBas TeM
CcaMbIM KOONEPAaTUBHOCTHL CBS3BIBAHUA? MOXHO JIK OOBSICHHTD
TUOKOCTBIO HENOYKH, COeAUHSIONICH JOMEHBI penpeccopa, Cliemyto-
A JIOBOJILHO CTPAaHHBIM (axkT: NMpU H3MEHEHHH PpAaCCTOSIHUS
MEXIY COCEIHHUMU y4acTKaMH CBsi3biBaHusl B Oy u O; Ha HECKOJIb-
KO Tap OCHOBAHMU JHEPrUsl B3aUMOACHCTBHS MeXIy AUMepaMu
penpeccopa MoUTH He U3MEHIETCS ( — 2 KKaJji/Mob)? DTH BOIPOCH
PeJACTABJISIIOT OCOOBI HATEPEC B CBETE COBEPIICHHO HEOXH/aH-
HOTO OTKDPBITHS, H3JIOKEHHOTO B TPUIOKEHHH 3. pempeccopbl
KOOIIEPATHUBHO CBS3BIBAIOTCS ¢ ONEPATOPHBIMH YHaCTKaMH, UCKYC-
CTBEHHO pA3/JENEHHLIMU [IECTHIO BUTKAMM JBOWHOH crMpas.
Opuy¥eM 3HEpPrus B3aUMOJICHCTBUS NPUMEPHO Takas e, Kak U B
cnyyae OJIH3KO PACTIONOKEHHBIX yHACTKOB. MBI npeanonaraemM, 4ro
p3aumozencTeua Mexay HHK-cssbiBarolliumMu peryjissTOpHbIMH
OenKaMu UCPAOT BAXKHYIO POJb B PETYISIMM TE€HOB Y BCEX
OPTraHM3MOB, H HAM TPEACTOUT y3HATH MHOTO HOBOTO O MEXaHH3-
MdX ITHX B3aUMOJIEUCTBHII.

Ecuv cTpykTypa perpeccopa HaM W3BECTHA XOTs Obl HACTHYHO,
ro o crpykrype PHK-nmommmepasbl Mbl He 3HaeM NIPaKTHUCCKU
HAuero. Maes o ToM, 9TO PENpPECCOp AEHCTBYET KaK AKTHBATOP
TPaHCKpUIUNY Ojarogapst 0egok-0e/KOBBIM KOHTAKTAM,— JIUIb
NEPBbII Al B WHTEPHpPETAlUU BCEro MexaHuzMma. Bee nu Oenku
E. coli, akTMBHpYrOLIME [TOJUMEPA3y, CBA3LIBAIOTCS C OJHUM M TEM
ke ee yvactkom? Kakum 006pazoM 93TH KOHTakKThl TIOMOTAOT
nosuMepase cesizatees ¢ JIHK w Havare Tpauckpunimio? DTH
BOTIPOCH! [PUBJIEKAIOT IIUPOKHA HWHTEPEC, MOCKOABKY HEAABHO
6b1;10 00HAPYXKEHO, YTO AMHMHOKHCIOTHBIE MOCIEAOBATEIBHOCTH
nByx cyosenunaun, PHK-nonumepasel E. coli B 3paunTe)ibHON CTe-
IIEHH TOMOJIOTHYHBI 1IOCJIEA0BATENBHOCTSIM CyObEUMHNLL 3yKapHo-
tudeckux PHK-nomumepas [117].

Kax otmeyanocs B 1. 3, MBI JUITb HAYMHAEM HOHHUMATh BO
BCEX MeTansiXx, KakuM 0O0pa3oM peryasiTOpHble O€JKM Y3HAIOT
onpefesieHHbie HykleoTuaHbie nocienosarensHocT JJHK. XoTs
HaM W3BECTHO, Kakue GYHKIUM BuInoNHAIOT 6enkd N u Q dara A,
MBI TTIOYTH HUYEro He 3HaeM o0 HX CTPYKType M MO3ITOMY HMEEM
cnaboe mpejcTaBieHAEC O MEXaHH3Max MX AeWCTBUs. Ham H3BecT-
HO, Kakue OesIKM YYacTBYIOT B NpYyrux oTamax pocra dara A,
HalpUMEP B MHTETPALMU WM IKCIM3NU, 3 TAKKE B PEIJIMKALUU H
pexoMOUHAIIMH, HO U B 3TUX CJIyYasix HAINK 3HAHUSA O MeXaHU3Max
OpOLECCOB BeCbMa CKYJAHLI. Ilockosibky Hamia 1ejib COCTOUT B
YCTAaHOBJIEHUN MEXAaHW3MOB BCEX ITUX MPOLIECCOB HA MOJCKYAAp-
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MpunoxeHue 1

KoHcTpynposaHune benka,
acdcbheKkTMBHO CBA3bIBAIOLWLErocA
c AHK

Henap nocieayrowmero o06CykIeHNS — IPOUJITIOCTPUPOBATD € TIO-
MOUIBIO HEKOTOPBIX OPHMEPOB, KaKue (PakTOPhI Onpencstor -
dbexTUBHOCTL CBsi3BIBaHMsT Oenka, ysHaroriero JHK, co coum
OMepPaTOPHBIM yYacTKOM B kjeTke. [lns ymoGcrBa Mel Oyaem
TOBOPUTL O KOHKPETHOM OeJike - A-pernpeccope, XOTS OCHOBHBIE
MIOJIOXEHUS! HOCAT obumi xapaktep. boJjiee ri1y0okoe U aeTasibHOe
obcyxaeHre TPOoOIEMBI MOKHO HAUTH B CTATBSX, IEPEUHCIIEHHBIX
B KOHIIE 3TOTO TIPHIOXKCHUSI.

Pe3rome

JoJsis BpeMeHH, B T€YEHHE KOTOPOro omnepaTtop ObIBaeT CBsizaH ¢
penpeccopoM, ONpesieNseTcs: AByMsi dakTopaMul: CpOICTBOM pe-
npeccopd K onepaTopy M KOHUEHTpaue!d penpeccopa, A0CTYITHOTO
JUTs B3aUMOJIeHcTBHS ¢ onepaTopoM. [lpu maHHOM ypoBHE CpOACT-
Ba 4eM BbIllle KOHHCHTPAIMA pENpeccopd, TEM BBIIC CTENEHb
3anofiHeHus omnepartopa. Konmuectso csobomHoro penpeccopa B
KJIETKE MOXKET 3HAUHTENNbHO YMEHBIATHCA 32 CHET €0 B3aUMO/IEH-
CTBUS C HEONIEPATOPHLIMH yaacTkaMu. OuH U3 criocoboB yBeme-
HAS 3(PPEeKTHBHOCTH CrieH(PUIECKOTO CBA3BIBAHMS perpeccopa
COCTOUT B TOM, YTOOBI BMECTO O/JHOTO ONEPATOPHOrO Yy4acTkKd
MCHOJIB30BaTh /B2 HJIM DoJiee yyacTKOB, ¢ KOTOPBIMH PELPECCOp
CBA3bIBAETCA KOOTIEPATHBHO.

Cremugudeckoe # HecnelmpuuecKoe
CBSI3bIBAHHE

PaccMoTpuM KyJabTypy OakTepHaldbHBIX KJIETOK, KOTOPBIE COJep-
KaT OAMHAKOBOE YHCJIO MOJIEKYJ Penpeccopa M OJHH ONepaTop.
Kakasi 4acTp OmnepaTopoB CBsi3aHA C PEHPECCOPOM B KAK/ILIHA
JlaHHbI MOMeHT BpemeHn? ByneM paccMaTpuBaTh HAIM KJIETKH
Tak, Kak OyATO OHU NPEACTABJSIOT COOOM OMHY OOJBILYIO KIETKY.
B KOTOPOU KOHHIEHTPAIMSI ONEPATOPOB W PEIPECCOPOB TAKAs Ke.
KaK B OTJCJILHBIX KJIETKAaX.

B paBHOBECHH B3aUMOJACHCTBHE PENPECCOPOB M ONEPATOPOB

134



XapaKTCpU3YyETCH KOHCTAHTCH JHMCCOIUANUH KOP’ KOoTopas OIl-
peaciIseTCa Kak

rae [R] u [O] - xoHueHnTpanys HecBA3aHHLIX (CBOOOJIHBIX) perpec-
copa W olepaTtopa COOTBeTCTBEHHO, [OR]—KOHIEHTpaLua KoM-
TUIEKCOB PENpeccop — ONepaTop.

UTto6bl OLEHUTL AOJIKO ONEPATOPOB, 3AHATHIX PENpPeccopoM
NpH JAaHHOW KOHIEHTpPalWM TOCIeTHEro, BBIBEAEM YypPAaBHEHHE,
KOTOpOE NpSAMO JACT HAM JIOJIF0 ONEPATOPOB, CBODOAHBIX OT
penpeccopa. [lycts [O,]-cymMMapHas XORIEHTpanus onepaTopa,
[O] -xouuentpanus cBobonnoro oneparopa, [OR]—kxoHueHTpa-
uMs cBs3aHHOro onepartopa; toraa [O4] = [O] + [OR]. [Moacras-
Jsas Beipaxenue 1 [OR] u3 ypaBuenus (1), nonyvaem

[O] KOP KOP
= = > .

(00 Kop+ R~ Ry P LRI For @
TlocMoTpuM Tenepb, Kak BBITOHAETCS ITO YPABHEHNE, HA PEalb-
HoM npuMepe. Ilycte B oaHoit kxnetke E. coli comepxkutcs 100
konui penpeccopa. Toraa ero KOHIEHTPAIUs COCTABISET IPUMED-
o 1077 M. KoHueHTpauus OZHOIO OUepaTopa B KJIeTKe PaBHA
pHMEpHO 10 7% M. Koucranry pasuosecus K, IpiMeM paBHOIl
1071° M.

Penpeccop Haxoautcs B OOJIBIIOM H30BITKE 110 OTHOMICHHIO K
oneparopy, noaromy [R] = [R,], roe [R;]-cymmapnas koHIeHT-
panus penpeccopa B kierke. Kpome toro, [Rp]>» Kgp, # Mbl
MOKEM HCIOJIB30BaTh YIPOILEHHYI0 GopMy ypaBHeHUS (2):

O K 1071°
(O] ~ =2 & — ~ 1077, (3)
[O4] [Ry] 10

Otciopga ciefyeT, 9TO B KaKAbIH JaHHBIE MOMEHT BPEMEHH
99,9% Bcex oOmepaTopoB 3aHATO pernpeccopoM. Mim, Apyrumu
CJI0OBaMM, KaXABIH omepaTtop 3aHaT 99,9% BpemeHH.

[lpuBesicHHbIC BLIYUCIIEHHS HE YYMUTBIBAFOT TOT (aKT, 4UTO
OCJIKH, KOTOPLIC TPOYHO CBA3BIBAIOTCA CO CrnenuduieckuMu onepa-
TOPHBIMH Y4acTKaMH, O0Jafal0T Takke HHU3KAM, HO BCE XK€ He
MPEHEOPEKNUMO MAaJIbIM CPOACTBOM K HEOMEPATOPHBIM yYACTKAM
JAHK. Takoe cBs3biBaHHEe ¢ HecTEHUDHUYECKIMHU MOCIIEIOBATENb-
socTsMu JJHK MoxeT npuBOAWTL K 3aMETHOMY CHHXKEHHUIO KOH-
HEHTpanuu cBOOOIHOTO pempeccopa H, CICOBATENILHO, HOJIH CBS-
34HHBIX onepaTopoB. Jlajiee Mbr BCcroay OyaeM cduTath, 4TO
penpeccop o0jiajlaeT OAMAAKOBO HHU3KHM CPOJICTBOM K JHOOOMY
HeonepatopHoMy yuaciky JHK. B neiictButensHOCTH MOXET
OKa3aThCs, UTO B HECTIEUHU(PUYECKOM CBSI3LIBAHWH YUYaCTBYIOT TJIaB-
HBIM 00pa30M NOCIENOBATENBHOCTH, KOTOPBIE OTYACTH HATOMUHA-
FOT OTIEPATOpP, HO 3TO HE IMOBJUSET HA HALIH OCHOBHBbIC BBIBOILI.

(1)
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KoncranTa pasHOBecus Ky, /1Sl B3aNMOJIENCTBHs peripeccopa ¢
dgeonepatopHpiMu yuactkamu JIHK ompenensiercs xax

DR=D +R, KD=%I%{~], @)

rae [D]-xouneHTpanus cBOOOJHBIX OT penpeccopa HEomepaTop-
HbIX y4acTkoB, [ DR]—koHIEHTpanys KOMIUIEKCOB pernpeccopa ¢
TAKMMH YYaCTKAMH,

UTo0bl OLIEHATD JIOJIFO PENPEeccopa, CBA3aHHOTO C HEOIepaTop-
HBIMHU Y4ACTKAMH, 3aMETUM, 4TO ecsn [ R]—cymmapHas KOHIEHT-
panMsi perpeccopa, To

[Ry] = [R] + [DR] + [OR] = [R] + [DR].
Tloactasus Bpipaxenue s [DR] uz ypaBuenus (4), nmoayynm

[R] _ KP— 2 Ko mpu [D] » K 5
Ryl Kp+[D] [D] ”

Mycrts ans Hamero penpeccopa Ky = 107* M (310 Bmonme
pasyMmHas BenuunHa). KOHICHTpaus Hecnelmpuiecknx y4acTKOB
CBSI3bIBAHMS B OaKTEPHMaJIBHONM KJIETKE paBHa npuMepro 1072 M.
Jumna Gaxrepuansuoit JHK cocrasnser ~ 107 nap ocHoBanuid, u
B CBOMX OLEHKaX MbI [OJIATANH, YTO Kaxaas Mapa OCHOBAHMIA
npencTasisier cobO# Hayajio HOBOTO HecHenudUuecKoro y4acrka.
Yucno HecnenupuIecKux y4acTKOB BCEIJIa MHOTO OOJIbIle YHCHA
MOJICKYJl pempeccopa, MOITOMY MbI MOXKEM CYHTaTh, YTO
[D] = [D,]}, rae [Dy] - cymMmapHas KOHUEHTpanus Hecnenuduiec-
KMX y4yacTKoB. Torjia B COOTBETCTBHHU C ypaBHEHHeM (5) mMeeM

[R] 107*
[Ry] 10727

Ortcroma creayet, uto 99% mamiero pempeccopa B KJETKE HE
HAXOJATCS B CBOOOJHOM BHIIE B PACTBOPE, a CBA3AHBI C HECTICIH-
(hbUUECKMMH yHaCTKaMU U, CIEeIOBATEIHLHO, HEIOCTYITHBI [ CBA3bI-
BAHMS C OIEPATOPOM. DTO B CBOKO OHYEPENb O3HAYAET, YTO JAOJS
OMepaTOPOB, CBI3aHHBIX C perpeccopoM, OymeT B OeHCTBUTENb-
HocTH Oonee ueM B 100 pa3 HIDKE BCJIMYMHBI, BBIYHCIECHHOH 110
dopmyne (3).

Ntak, 3¢ pekTHBHOCTDL CBA3BIBAHUS PEIIPECCOPA C OEPATOPOM
onpenenserca AByMs BeamuuHamu: K,/Kop u [R;]/[D;]. B Ha-
[IIeM MpUMepe TPU YBEJIHMYCHHH OTHOIIEHHSI CPOJICTBA perpeccopa
kK onepatopuoil u Heomepatopuoit JHK B 100 pa3 (r.e. npum
yBesimyernn B 100 pa3 Besmumnsl K/ Kgp) I0J51 CBOGOMHBIX OT
penpeccopa onepaTopoB YMEHbIIUTCS npuMepHo B 100 pa3. Yro-
OBl MIOJIYYUTH Pe3yJbTAT B OOIEM BUJIE, IOJACTABHM B ypaBHCHUC
(2) Boipaxenne ays [R], nosysennoe u3 coornomenus (5). [Nocne
npeobpa3zoBaHuil NONYYHM

[0] _ Kor[Di]
[0~ Ko[Rq]"
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Cunrtaercs, 4YTO MO KpaiHed Mepe HEKOTOphie Crelu(Uu4ecKu
cpa3piBarormecs ¢ JJHK 6enxu B 6GakTepnaTbHOM KjieTKe DOonbIneit
qactbio ceazanbl ¢ JJHK HecnennduyecknM obpazom, a He HAXO-
JaTCsi B CBOOOAHOM BMJIE B pacTBope. DTOT BONPOC TPYAHO
PElHTH KOJIMYECTBEHHO, HMOCKOJIBKY OCTA€TCs Psifl HEOIPEIeICH-
HOCTEH: HANPUMED, In VIlro CPOJICTBO penpeccopa K onepaTopy U K
mecnenapuyeckoil JIHK u3Mensercs Ha HECKONLKO NMOPSAIKOB NPH
He OYeHb OOJIBIIUX HU3MCHEHUSIX TEMIEPATYpbl U HOHHOH CHIIBI,
OnM3KUX K (u3nonormyeckw™m 3HauverusM. [Ipw oTom TOUHBIE
WOHHBIE YCJIOBHs BHYTPHM KJIETKM HaM HEU3BECTHBI.

Vae/muense crenupuuHoOCTH

[IpencraBuM Tenepb THIOTETUHYECKUH PETIPECCOP C TAKAM OTHOHIE-
HHEM CPOACTBA K CHCUM(UICCKUM H HECICHH(PUYECKAM yYaCcTKaM
JHK, 410 mpu AaHHON KOHHEHTpALM{A OH 3aIOJIHSCT ONepaTop
Bcero Ha 1%. Kakxum 06pa3oM MOXHO YBETHYUTH 3PHeKTHBHOCTH
cBa3bIBaHns 10 99%?7

Veeauuenue xonyenmpayuu desxa

Kak MBl yxe oTMeuanu, g 3TOro NOHAHOOHTCA YBEJIMYUTDH
KoHLcHTpanuo 6enka B 100 pas.

Hosgsiuenue cneyugbuunocmu

besiok MOXHO MOMIHIMPOBATE TAKHM 00pa3oM, 4TolObl OTHOLLE-
Hue 3bGdEKTUBHOCTH Criemu(pUIecKoro 1 HeceuuGUIECKOro CBA3LI-
BaHMs YBEJIMYHNOCh. PaccMOTpUM jBa 1O/IX0/1a K PEUIEHHIO ITOM
3a7a9H.

O CpoacTBO K CHEUHPHICCKUM YIaCTKaM YBEJHYHBACTCS, & K
HecneUPHIECKUM OCTaeTCs MPeXHUM. B Kakoi Mepe BO3MOXHA
TaKkass MOOM(UKALUS THIWYHBIX PEMPECCOPOB MPOKAPHOT — HEH3-
BecTHO. CKopee BCEro KakOro-to pe3ysibTaTa YAacTCs IOCTAYD,
BBE/S] OAUH-ABA JOTOJHHTEIbHBIX CHELM(PAICCKUX KOHTAKTA MEX-
JTy Y3HarOIIMMH y4acTkaMu Oestka U GyHKIHOHAILHBIMY I'PYIINIAMH
JAHK.
@ OrHomenue 3hHeKTUBHOCTH CELUDUIECKOTO H HeCTIeH(pU-
YECKOTO CBS3bIBAHMS YBEJIMYUTCS U B TOM Cliy4yae, eCJid yBEJIUYHTH
B PABHOH CTENEHHM YHCJIO CHeUU(UUIECKHX M HECHeUU(PUIESCKUX
KOHTAKTOB,

ITycte Hekuif pernpeccop CBSI3BIBAETCS € ONEPATOPOM €
Kop=10"1"M, a co caydaiiHplMu NOCJIEIOBATEIBHOCTSIMH
JOHK-¢ Ky =10"* M. Tenepb yosoum pa3Mepbl perpeccopa M
onepaTopa, Tak 4ToObl OHM OOpPa30BBIBAIH BABOE OOJIbIIE CHELN-
¢duveckux U HecuenuPHIECKUX KOHTAKTOB. KOHCT4HTHI CBA3BIBA-
HUS D0Jiee KPYITHOTO OeJIKa ¢ OnepaTOPHBLIMA U HeCHeH(PHUECKIMU
yuactkamu JIHK ©Oyayt B nepsom npubmmkeHHd COCTaBIATH
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Kop=10"2M u K= 1078 M. (VaBoeHre 4Yucia KOHTAKTOB
o3Havaer, 4TO yasauBaetrcd sHeprus —AG; vamomuuM, uto K
cBa3aHo ¢ AG skcnioHeHuranbHo: K = e "A9RT [Ipy usmenennu
AG na 2,8 xkain/Monbp K mensiercs B 100 pas.)

O6partvTe BHMMAHHE, YTO, YIBOMB pa3Mepbl pernpeccopa H
onepaTopa, Mb! YBEJJHYHAIN OTHOIIEHHE 3P dex TUBHOCTEH crienu(pu-
yecKoro u HecnelMpuIeckoro cesasbiBanus ¢ 10° qo 1012, Opyrumu
ciaoBamu, BemunHa Kp,/Kgp Bo3pocia B 10° pa3. Mrak, Ham
aHajau3 ToKa3bIBacT, 4To OoJiee KpYNHBIA penpeccop paboraer
ropasno sbdextuBHee, YeM HEOONbIION no pasMmepy. OmHAKO
TETNepb MbI CTANKUBAEMCS C KUHemu4eckoi podIeMon: abcooT-
HOC 3Ha4yeHWe KOHCTAHTBHI HeCHeUUu(HUYECKOTO CBS3BIBAHHSA Ha-
CTOJILKO BEJUKO, a HeCcrieHM(PUIECKHX MECT TaK MHOTO, 4TO perpec-
COpBbI TIPAKTHYECKH BCE BpeMs CBs3aHBI ¢ HUMW. B pesynmsTarte
pPaBHOBECHE MEXIY CTICIU(PHIECKIMH U HECHeU(bUYSCKUM CBS3bI-
BaHWEM TOCTHTAETCS CJIMIIKOM JIOJITO.

CyTb KHHETHYECKOM MPOOJEMBI COCTOUT B TOM, YTO PENpeccop,
cBs3aHHLIH ¢ yuacTkoM ¢ K, = 1078 M, ocraercs Ha 3TOM ydacTke
oxono 0,1 ¢. Dra oIEeHKa OCHOBaHAa HAa W3MEPEHWH CKOPOCTH
JUCCONMAIIN KOMIUIEKCOB PA3JIHYHBIX PENPecCOpOB ¢ oneparopa-
MH. MBI yxke roBopuiM, 4To B E. coli umeerca npumepno 107
Hecnenupuueckux yvyacTkoB. Jdaxe eciau tonabko 10% 3THX yuacT-
KOB OyJIeT CBA3aHO C PENPECCOPOM, OH OymeT oCcTaBAThCH HA HUX
6oxee 25 4, yto nmpumepHo B 10 pa3 GoJbliie BpeMeHH TeHepanun
TUMHYHOR OakTepHabHON KJIETKH.

WUtak. Mbpl NMPUXOOUM K BBIBOJAY, UTO HAIl TUMNOTETUYECKHI
penpeccop MBOWHOTO pa3Mepa He CMOXET HAWTH CBOM omepaTop 3a
BpeMsl TeHepaluu. B COCTOSIHUU paBHOBECHS PEIPECCOP JIEUCTBU-
TeJILHO Oy/eT CBA3AH C OMEPAaTOPOM, HO PABHOBECHE HHUKOT/IA HE
OyaAeT JOCTUTHYTO.

CyiecTByeT, MO-BUAUMOMY, H ellle OJIHa npoOjieMa, CBsI3aHHAS
C pemnpeccopoM ABOMHOTO padMepa. BennmuuHa KOHCTAHTHI JIHCCO-
unamnu Kop = 10729 M 03Hauaet, 9TO, OMHAX/BI CBS3aBIIACH C
onepaTopom, OeNOK OCTaeTcsi Ha HEM NMPAaKTHYECKH JI0 OeCKOHed-
HocTH. Hukakoit MexaHu3M HHAYKUWHA WX Jt000H Apyrod KieTou-
HBIM nponecc, A1 KOTOporo HeoOXoauMo, YToOLI KOMILIEKC pe-
IIpeccopa ¢ ONnepaTopoM CIIOHTAHHO AUCCOLMHUPOBaJl, He cpaboTa-
€T B TeHYeHHWe CKOJIBKO-HUOYAb PA3YMHOIO MPOMEXYTKA BPEMEHH.
[MockoNbky 3HEPTUs CBSA3BIBAHWSA TAK BEJIMKA, 7Sl yIAJICHUS pe-
npeccopa ¢ omepatopa HeoO0XoAMMa paAMKajbHAs IepecTpoiKa
koHpopMaimu Oenka.

Hcenoavzosanue KOOnepamueHocmu

TTonuiTaeMCs BBECTH B CHCTEMY KOOTIEPAaTHBHOCTH. Berpoum erme
OIMH ONEPATOP PANOM C MEPBBIM, & PEIPECCOP CKOHCTPYHPYEM
TAKMUM 00pa3oM, YTOOBI €ro MOJIEKYJIbl, CBS3aHHbIE C OTHUMU
onepaTopamMH, B3auMOJCUCTBOBAIN MEX/y COOOM.
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KoHUeHTpauns penpeccopa, M

Puc A1 UtoObl 3aH0;IHUTH OAMHOYHbBIE ONEPATOPHBLIE Y4acTKH Hda 99%% Heob-
x0auMo B 30 pa3 GoJiblue penpeccopa, YeM s 34NOJHEHHS JABOHHOrO OnepdTopa,
¢ KOTOPBIM PEIPECCOp CBSI3BIBACTCS KOOMEPATHBHO ECTH NpOAOIKUTDL IpHBeE-
JEHHBIC KPUBLIC, TO Mbl YBUAUM 4TO 714 3aNONHEHUA Ha 99,9% notpelyercs yxe
B 100 pa3 Gomnbine penpeccopa IlpH MOCTpPOCHUM KPHBBIX IIPEIINOJNIArajaoch, 4To
(POACTBO pENpeccopd K KAXAOMY ONEpaTOPHOMY YHACTKY TIpH HE3aBHCHMOM
CBSISBIBAHMHM COCTaBTaeT — 10 KKaji/MOJb M IHEPrusi B3AUMOJACHCTBHA MEXKIY
JByMSI CBS3dHHBIMH PENPECCOPAMH B CIIydde ONEPaTopa, COCTOAILUEro U3 ABYX
YYACTKOB, JOCTHrAeT — 2 KKa'1/MoJb Ectu ke npeactdaButs cebe cucTemMy U3 ABYX
Y4aCTKOB CBSI3BIBAHHS, B KOTOPOH 3HEPTUs B3aUMOICHCTBHA COCTABIACT — 5 KKaJ/
MOJb TO [0 CPABHEHMIO C NEPBO# LUCTEMON KOJIMUECTBO PENpeccopa, Heobxoaumoe
U1 3anojHeHus 99 u 99,9% yuactkoB, Oyaer eme B 40 u 100 pd3 Huxe
COOTBETCTBEHHO MOeNs ¢ IByMS YHACTKAMH, UCMOIB30BAHHAN B IAHHOM CIIy4de,
TMPUMEPHO COOTBETCTBYET 3dIIOJIHEHUEO ONEPATOPHBIX yqacTKoB Ox2 U Og3 ¢ara
A (B otcyrcTBue (yHKIMOHAIBHOIO Ogl), 4 MOJEIIL C OJJHUM YYACTKOM 3amoJl-
HEHUIO OAMHOYHOIO y4acTka Og3 (KpuBas ams MoAeiu ¢ JBYMS YYdCTKAMH
HOCTPOCHA AJIA CJydas 3alOJHEHUS OJHOTO W3 HHX, HO, HOCKOJIBKY YHACTKH
3ANOJHAIOTCS TIPAKTHYECKH OJHOBPEMEHHO, 3TO MAJIO BJHMACT Ha (GOpMY KPHUBOH )
Kpussie Ob1mH moctpoenst C [IxoHcoHOM (cMm paboty Ackers et al, 1982)

Kpussie, npuBeneaabie Ha puc A.l, HLIIOCTPUPYIOT yBeJIN4e-
Hiie 3QPEKTHBHOCTH CBA3BIBAHNS PENPeccopa 3a CYET KOONePaTUB-
HOT'O CBSI3BIBAHHA C JBYMA yyacTkamu. IIpy MOCTPOEHUM KPUBBIX
TIPE/INOJIAraNioch, YTO JHEPTHs CBA3BIBAHUSA penpeccopa ¢ eAUHNY-
HBbIM Y4acTKOM cocTaBlisieT — 10 KkaJji/MOJib, 2 IPU CBA3BIBAHUH C
COCETHIMH YYaCTKaMM 3HEPTHUs B3aUMOACHCTBUS MOTIEKYJ penpec-
copa COCTABJISIET IPUMEPHO — 2 KKaJ/MoJab M3 pucyHka cieayer,
4TO B paMKax KOONEepaTHBHON MoAenu s 3anoHenusa 99% mecr
CBA3BIBaHUA HeoOX0aMO npuMepHO B 30 pa3 MeHblle penpeccopa,
4EM MPU HEKOOTEPATHBHOM CBsi3biBaHUM. [Lia 3anosHerus 99,9%
MeCT B Cilydae OAHOIO ydacTka HeoOxonumo npumepHo B 100 pas
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Dousibllie penpeccopa, YeM NPH HAJIMYMH ABYX YYaCTKOB.

Kak yxe roopunoch B TJ. 1, A-penpeccop CBA3BIBAETCA C
MaTtpuuei koonepaTuBHo. Ecimi GBI A-Omepatop COCTOST TONBKO
u3 yqactka Oy | mmm Op 2, KOHIIEHTpalus penpeccopa, XapakTepHas
JUIsl TU3OTEHHBIX KJIETOK, obecrieunBana Obl 3aMOJIHEHHE 9THX JIBYX
yyacTkoB ik Ha 90 u Ha 10% cooTBeTcTBeHHO. OAHAKO B3aUMO-
JIeViCTBUE MEXAY COCEAHUMU CBS3aHHBIMU MOJIEKYJIAMH PENpecco-
pa, JHEprus KOTOPOTO JOCTHraeT NMO OIEeHKaM — 2 KKaJl/MOIb,
HOBBIIAET YPOBEHD 3anoiHeHns Oy 1 1 Oy 2 B TH30TEHHBIX KJIETKAX
10 BesmuuHbl Oosiee 99%.

baaromapst XoonepaTUBHOCTH (PAKTHYCCKM YBEJIMUHUBACTCSA OT-
Houienue hPEeKTUBHOCTEN CHeIM(PHUECKOTO M HECTIEIUPUUECKOTO
CBSI3bIBAHUS. BepOSTHOCTH CBA3BIBAHNS JIBYX MOJEKYJ1 pernpeccopa
H4 COCEe/THUX HecnenndUuyeckuX y4acTKax MNpeHeOPEkKHMO Maia,
NOCKOJILKY TaKHX YYacTKOB Ou€Hh MHOro. B cimy4ae ¢ara A aBa
ces3annbix ¢ JAHK numvepa penpeccopa B3auMoacicTByroT ciiabo u
JAHK-6enxoBble KOMIIEKCHI JIETKO AMcconuupyror. B npyrux cy-
yasx Mexay cBsizaHHbiMH ¢ JIHK OenkamMu MOTyT BO3HMKATDL
Ooyee MpOUHBIE CBA3M, M B HUX MOXET YYacCTBOBATH HECKOJIbKO
pasHbix OenkoB. Takue B3amMopeHcTBUS obecneyar ob6pa3zoBaHHe
BeCbMa CTaOUABHBIX KOMILIEKCOB JIaXe MpPH YCJIOBHU, YTO CPOACT-
BO M30JIMPOBaHHbIX OesikoBbIX Mosekys kK JHK cxonno co cponct-
BOM A-pefnpeccopa k ero omneparopy. OIHMH U3 NPUMEPOB TAKOTO
pOAa pacCMOTPEH B IPUITIOKEHUH 3.

JAHK-0enxoBble B3auMoOIeiicTBUS Y DYKAPHOT

SAnpo 3yKapHOTHYECKOH KJIETKH Topaszao KpyhHee, 4eM OaxTepu-
aJIbHasi KJeTKa, M conepxut HamHoro Oomeme JHK. IMosromy
Oesiky, cnemuduueckn ces3piBaroiemycs ¢ JHK, npuxomnrtes
BBIOMpATh CBOH OIEpPATOp U3 ropasfio OOJBIIETO YHUCHA HECTEIH-
dbudeckux nocaeoBaTeNbHOCTEN, YeM B citydae Oakrepuit. Bo3nn-
KaloT JIA NPH 9TOM Kakue-mnoo ocolble mpobiaemnr? PaccMoTpum
OIMH IPUMED, JJI KOTOPOTO MOXHO HOJYYHUTH MPOCTOH OTBET.

IIpencraBuM 3yKapHOTHYECKOE SJIPO, B KOTOPOM COJIEPKUTCS
onuH A-omepatop. [lycth 0ObeM smpa u conepxanue B nem JJHK B
500 pa3 npeBbiiaror o6kem m xonmuecrso JAHK B Gaxtepuu.
JpyramMu ciioBaMe, cymMMapras kornenrpanus JIHK B sykapuoth-
YeCKOM siJIpe ¥ B OaKTepHaibHOW KieTke onuHakosa. Otciona
IpsIMO CJIEAYET, 4TO €CJH KOHUEHTPALMA A-PEnpeccopa B 3yKapuo-
THYECKOM sifipe Takas ke, Kak B Oak1epuu, T.€. OHO COJCPXKHT B
500 pa3 Gonbllle penpeccopa, wimm mpumepHo 10000 Mosekyn, 1o
A-penipeccop € TakKMM K€ yCHexoM Haiiier cBoil ounepartop B
IYKAPHOTHYECKOM SApE, KaK M B Cilydae OAKTEPHAILHOW KICTKH.
(Boo6pasum HeGoabLIOH 00BEM IYKAPHOTHYECKOTO $pa, PABHBIM
00beMy OakTepuaibHON KJIETKH U COJEpXKalled onepatop. B aTux
JIBYX CIIydasix CIIOCOOHOCTH pempeccopa CBS3BIBAThCA € ONMEPATO-
pOM JloJKHA OBITH OJTMHAKOBA.)
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T2 [pocras MOJC/Ib B HEKOTOPBIX CIydasiX OKa3bIBAE€TCS
BecbMa OM3KOU K peanbHOU cuTyanuud ledcTBUTENBHO, KOHIEH-
tpanug JHK B sapax HEKOTOPBIX 3yKapHOT OJIM3Ka K TaKOBOU Ul
Oaxrepuii Kpome roro, xak yka3aHO B HPUJIOKEHWW 3, B Tex
HEMHOTHX CIYy4asx, KOTJa yIaJioch U3MEPUTH CPOJCTRO 3YKAPHO-
THYECKUX DPETYNATOPHBIX OCJIKOB K ONEpa10paM, OHO Ka3ajioch
OJIM3KUM K COOTBETCTBYFOLIEH BEIMYMHE AJisi A-pempeccopa U €ro
oneparopa

ITpuBoas 3Ty TUNOTECTMYECKYIO YNPOIICHHYIO MOJIENb, MBI
HAMEPEBAJIMCH JaTh YATATETIO OTIPABHYIO TOUKY B PA3MBIIIICHH-
AX HaJl OTBETOM Hd BOIIPOC, NOCTABJCHHBIM B Hadaje pasaena B
KOHKPETHBIX CUCTEMaxX KOHIECHTPAUUU 3YKapUOTHUECKHX pEeryJis-
TOpHbIX O€JIKOB MOTYT OKa3aTbCsi HIDKE, YeM HaM MpPHIILIOChH
npeanonaoxuTth, a koHmeTpauus JHK-peine O0a dakropa
3ATPYAHAT TOUCK OIEPATOPad COOTBETCTBYIOIIMM PEryJSTOPHBIM
0eJIKOM, HO 3TO 3aTpyJHEHHE MOXHO NPEOAO0JE€Th C MOMOIIBIO
KOOMEPATUBHOTO CBSI3BIBAHUS

JInTepaTypa: OPHIHHAJIBHBIC CTATbHU
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Mpunoxexue 2
CunbHble n cnabble B3anmoaencTeua

B3aumogeiicTBuSl KOMIIOHEHTOB MNEPEKJIIOYATENs] TEHOB (ara A
OTHOCSTCSt K ABYM THOAM: CUJibHbIE U cinadble. DHeprus JHK-6en-
KOBBIX B3aMMOJIEHCTBUIM cocTaBisieT — 10 — — 15 kkaia/Momb, 4To
cootsercrByeT K,y npumepuo 10 '° M, a sneprusa 6emok-6eaxo-
BBIX B3aHUMOJEHCTBHH NPUMEPHO Ha HOPSJAO0K MEHBIUE H COOTBET-
CTBYET DaBHOBECHBIM KOHCTaHTaM JUcCCOIManuu fopsaaka 10,
Penpeccop, cesizaHHbI ¢ Oy l, momMoraer ApyroMy penpeccopy
cBA3aThcsl ¢ Og2, a TOT B CBOIO OYepedh NOMOraeT MOJMMepase
CBA3AThCH C Ppy M HavyaTh Tpanckpumuuro. Ho B oboux ciyyasx
sbdekT cocTaBiseT BEJIMYUHY ~ —1 — —2 KKaJI/MOJb, 4TO Ha
nopsnok MeHbine suHeprun mpsmbix  JJHK-GenxoBeIx B3amMo-
JEeUCTBUH.

OnHO U3 HOCNEACTBHUH 3TOr0 pPa3Ivudus COCTOUT B TOM, YTO NPH
UCCNIEIOBaHUX in vitro 3¢dekT Takoro pojaa c¢iaabbix B3auMoaesi-
CTBHH 4acTo He oOHapyxuBaercs. HanpuMmep, eciau mpocio ornpe-
JENSITh HHTEHCUBHOCTh TPAHCKPUIIHUM C Ppy NPU BBICOKOH KOH-
HEHTPAIMH TOJIMMEPa3bl, OHa OKa3bIBAETC MAKCUMAJbHON U CTH-
MyJpylolliee JEHCTBHE perpeccopa HE BBIABIAETCA. Bo3bMmem
apyroil mpumep. Ecmm ymamute Ogl u Og3, pemnpeccop npu
BBICOKOH KOHLEHTpanuu Oynaer cBsA3bIBaThCs ¢ Op2, U CIIOXHTCA
BlicuaTyIeHUE, 4T0 Oy 1 He IMeeT OTHOWIEHHS K 3TOMY CBSI3bIBAHHIO.
B obomux ciydasix BMeCTO YBenW4YeHHs KOHUEHTpauuu Oejika B
IKCHEPUMEHTAX in VItro MOXXHO MOHH3UTH KOHIECHTPAIUIO COJIH |
TakuM 00pa3oM YBEJIMYKTh KOHCTAHTY CBA3biBaHusA. MuTtepnpera-
U8 NOAOOHBIX JIKCHEPHMEHTOB OCIOXKHAETCS TEM, 4TO BHYTPH-
KJIETOYHBIE YCJIOBUS in vivo (KOHUSHTPAIMH B3aWMOACHCTBYIOILHX
KOMIIOHEHTOB, HOHHAas cuia, pH ¥ 1.7.) B TOYHOCTH HEU3BECTHbI,

Ecium npu u3y4eHUH TOW MM WHOW PETYNSTOPHON CHCTEMBI
CTaBUTCS 3aJ1aYa BBISICHUTH POJIb BCEX BAXHEHIIMX KOMIIOHEHTOB,
MOXET OKa3aTbCs TOJIE3HBIM I[IPOBEPUTH TMOJIYYEHHBIE in Vitro
pe3ynbTaThl B 3KCIEPUMEHTAX In Vivo, KaK 3TO OBLIO CAENAHO MpH
U3yueHu® ¢ara A.



MpunoxeHue 3

EanHbiNn mexaHusm
perynaunm TpaHCKpunuun
y 3yKapuoT u npokapuor

MN3BecTeH psAa FeHOB JYKAPHOT, KOTOPBIE OTJIMYAIOTCH OT IEHOB
dara A CleAyIOUMM yIUBHTEJIBHBIM CBOMCTBOM: TPAHCKPHINIHSA
KaXKJ0Tr0 U3 OTHX T€HOB aKTUBHPYETCs OEJIKOM, KOTOPBIN CBS3bIBA-
eTCsl Ha PACCTOSTHUM HECKOJBKHUX COTEH nap OCHOBAaHHH OT MecTa
WHULMAIMA TPAHCKpUIIMHY. Takue redHbl HaHIEHBI y 4YEJIOBEKaA,
TPBI3YHOB U JPOXKeEH,

PaccMoTpuM B kadecTBe mpuMepa JpoXxxkeBoil reH GALI-
OJMH W3 TEHOB, O0ECTEHUBAIONINX POCT APOKNKEHW HA raliakroze.
ITpumepro 3a 250 map OCHOBaHHWIl 1O 3TOTO IcHA PACHOJIOKEH
y4aCTOK, KOTOpbii obo3Hauaercss UAS; (ot anri. Upstream
Activating Sequence — [10CJIeI0BATENBHOCTD, AKTUBHPYIOILAS T'eH
GAL n pacnonoxenHass 10 Hero). Cassasiuch ¢ UAS,, Genok
GAL4 3amyckaer TpaHCKPHUIIHUIO, HAYIIYIO € HAYaJIbHOM TOYKH
reda GAL . Ecnu nomecturs UAS 3a nensix 600 nap ocHoBaHmi
IO APYTOro APOXKEBOro IeHa, 3TOT [eH BKJIFOYHTCH 10 JeHCTBH-
eM GAL 4. Kak ocymecTBiisiercs Takoe manpHojeicTere? Ciexyet
M HaM WUCIOJb30BaThH T€ JAHHBIE, KOTOPbiE OBUIH NMOJYYEHBI [IPH
uzydeHun ¢ara A, WM Mbl JIOJDKHBI TIPHUBJIEKAThL HOBble WjIeH?

Ilpn uzyvenuu ara A ObLIM BBISICHEHB! ABA OCHOBOIOJIATalo-
HIMX MOJIEKYJISIDHBIX MEXaHHM3Ma, 00eceyHBatoLX JedcTBUe Oel-
KOB —aKTUBATOPOB TpaHCKpUNuuu. [lepBbifi M3 HUX ONMKCBHIBACT
B3aUMOJAEUCTBUE peryssiTopHbIX Oesikos ¢ JIHK, Bropoii—akTuBa-
U0 TPAHCKPUNLMU TeHa NOJ JeWCTBHEM peryJsaTopHOro Oeska,
cesizadHoro ¢ JJHK. MbI yTBepxkaaeM, 4To 0o0a 3THX MEXaHM3Ma
NPHJIOKUMB! K DETYJALUN SKCHPECCUH TEHOB Y JPYTMX OpraHds3-
MOB, B TOM YHUCIE Y 3YKAPHUOT.

Bo-nepswix, perynaropHble: OeIKM y3HAIOT crienmduieckue 1o-
ciaepoBatenbHoct ocHoBauud B JIHK Gnaromapsi B3aumomeicT-
BHIO KOMIIJIEMEHTApHBIX MOBEPXHOCTEH. B Tex ciyyasix, KOTOpble
6pUIH TTOAPOOHO pacCMOTPEHBI B 3TOH KHHTE, OEJIKM CO/AEpXKaT
BBICTYIIAFOIUE (-CIIUPAJIA, KOTOPbIE PACHO/IAraroTcs B OONBIIOM
xenobke JIHK u o6pa3yroT cnerpdudeckue KOHTAKTBI ¢ 3KCIIOHH-
poBaHHbIMHM xumuueckuMu rpynnamu JJTHK. Ham um3BecTHO, Kak
y3aaeT JJHK emnte onun 6enok. B manHOM ciyyae peub HAET HE O
peryasitope TPaHCKPHUIIUMU, 2 O QepMeHTe, KOTOPhIA PaCIEIseT
JHK 1o crporo onpeaejieHHBIM TNOCHeTOBATEIBHOCTAM. ITOT
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baxrepuanbHbiil 0e10k Eco R1 comepxut BhicTYnAtoIMe a-crimpa-
JIH, KOTOPbIC YKJIAABLIBAFOTCS B OONBIIME XENOOKH MOJIEKYIIbI
JHK. B nerangax MexaHu3M y3HABAHHS OTJIMYAETCS OT OMUCAHHBIX
HaMH OPUMEPOB, HO, Kax B B ClIyYae A-penpeccopa, KOH(popManus
Oenka B 1€ 10M KOMIUUIEMEHTapHA KOHGOpMaldK OOBIMHON ABYXLIE-
noueynoit JIHK. Xots npu cBa3piBaHUU 3TOTO O€iika KOHpOpMA-
[Mst CIUPAIM HECKOJBKO HAPYIUAETCs, HUKAKUX pPaTuKaIbHBIX
W3MEHECHUN HE MPOUCKXO/IUT.

Hekotopble 3yKapHOTHYECKHE pEryjsiTOpHbie Oejikd, B TOM
yrcine GAL 4, yAaaock BBIIEUTL W NOKA3aTh, YTO OHU CBA3LIBA-
I0TCA In vitro co crenuduyeckuMu nocieaosateabgoctamu JJHK.
XOTsL y HAC HET IOJIHOTO TPEJACTABJICHAS O TOM, KAK JTH OeJikH
B3anmoaehcTByroT ¢ JJHK, HeT HUkakWX OCHOBaHHH HOJaraTh, 4TO
OHM HMCMOJIL3YIOT TIPH 3TOM Kakue-1Mbo Apyrue MpucrnocobseHus
TIOMHUMO CTPYKTYP, BBICTYIIAIOIINX U3 OETKOBOM TJIOOYJIBI U KOM-
ieMeHTaApHbIX 00braHOHN nBoiiHOMN crimpanu JIHK. B Tex cnyuasx,
KOrJd yAaJjioCh M3MEPHTH CPOJCTBO ITHX OEJIKOB K MX OHEpATOP-
HBIM Y4YaCTKaM, OHO OKa34J10Ch CPABHUMBIM CO CPOJACTBOM A-I10-
JIOOHBIX PETYISITOPHBIX OEIKOB K MX omnepatopaM. AMMHOKHCIOT-
Hble TOCIIENOBATEILHOCTH HEKOTOPBIX OETKOB (HO HE BCeX) MO3BO-
JIAIOT TPEMIONIOK|Th, 4TO NPH y3HABAHWM OHHU HCIOJIB3YIOT OH-
CIIUpaNbHBII 3JIEMEHT, NOJOOHBIA TakOBOMY B Oeskax dara A. B
OJHOM cJlydyae MpH CBS3BIBAHUU PETYISTOPHOrO 0Oejika reHoB
TEILUIOBOTO MI0KAa Drosophila OH KOOTEPATHBHC CBSI3BIBAETCH C
aBymst coceqanmu yuactkamu JHK. TTpu aToM sHepreTaxa cBA3BI-
BaHNS HA yAuBJIeHME OJIM3Ka K CBS3BIBAHUIO A-pernpeccopa ¢ Oxl 1
Og2, 4TO, NO-BUIAMOMY, SBJISIETCS NPOCTBIM COBraAcHWeM. Eire
OOWH cly4aill —aKTUBATOPHl TPAHCKPHIIIUH S5S-T€HOB, KOIMPYIO-
mmx Hebouwmyto PHK Xenopus laevis. 3neck Heckonbko OENKOB,
KQK/IBIA U3 KOTOPBIX 0OJIagaeT MPUMEPHO TAKUM Xe CPOJICTBOM K
JHK, xak n A-penpeccop, KOONEPATUBHO CBSI3BIBAIOTCS U 0Opa3y-
IOT KOMIUICKC, KOTOPBIH oOCTaeTcss CTAOHIBHBIM HPaKTHYSCKH
Jo 6eckoHeuHocTH (cM. padotel [1, 2, 5, 8,9, 12, 14, 15, 17, 19, 20,
21, 227).

Bo-emopwix, cBg3annple ¢ JJHK akTHBatopsl TpaHCKpHNIIUHA
BKJIFOYAIOT TE€H, COMpHUKacasch ¢ Apyrumu Oenkamu. Hampumep,
cesa3anbil ¢ JJHK A-penpeccop akTuBHMpyeT TPAHCKPHIILIUIO,
BcTynas B koHTakT ¢ PHK-nnonmmMepasoif u nomoras eil cBa3aTbes
C TIPUJETAIOUIAM IIPOMOTOPOM M HA4aTh TpaHCKpumuuo. MoxHO
IpeJICTaBUTh ce0e anbTePHATHBHBL MEXaHU3M, COIJIACHO KOTOPO-
My Oemok wm3meHseT crpyktypy JAHK B Mecre cBs3biBaHus U
BOJIM3M HETO.

Ecm OBl MEXaHM3M aKTUBALWYW 3aKJIOUYAETCS B H3IMEHCHUU
crpyktypel JHK, 310 u3MeHeHHe H0JDKHO ObUIO OBl KaKMM-TO
obpa3zoM pacmpoCTpaHsSThCS [0 Y4acTKAa Havajla TPAHCKPHUOIMU.
Takoe u3MeHeHHE CTPYKTYpbl o0JaCTH Havajia TPAHCKPHIIIUHK B
CBOIO ouepeds HeoOxomuMo st cesizbiBanusa PHK-ommMepassl u
Havaja TPaHCKPHILUA.
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Gat 4

I
[ { gmt |
TAS, 250 bp — ~
Brnwoyen
Lex A-Gal 4
{ Gal | ]
Lex A [
onepatop Brntouen >
_gﬁn 4(1-98)
— eall 1
UASg BoikntoyeH

Puc A 2. TpH 3KCHEpPHMCHTA MO U3YYCHHIO PETYIALMU [€HOB Y IPOXKell Bgepxy
6etok GAL 4, ceasbiBasick ¢ yuacTkoM UASq, BKIIOMAET TPAHCKPHUIIHE) TEHA
GALI1, xotopas HayuHaetcs 3a 250 bp jo Hero. Ilpeanonaraercs, uyro 6enox GAL4
COCTOUT 3 ABYX JOMECHOB, OAMH K3 KOTOPHIX, N-KOHIIeBOMH, konTaktupyet ¢ JHK.
B cepedune peiictBue rubpunnoro Genka, cogepxkailero B kavectse C-KOHLEBOIO
nomeHa bentox GAL4 u N-koHueBoro - 6akrepuanbhbil peripeccop LexA. Takoit
6eiok, LexA-GAL4, cpsizpiBaeTCs ¢ onepaTopoM Jex A, BCTPOCHHLIM TIEped POXK-
KEBLIM I'€HOM, M BKIIOYAET JTOT reH. Buuzy N-xonueroil nomen GAL4 Toxe
CrocofeH CBA3LIBATHCS € yHaCTKOM UAS , HO HE MOXKET BKJIF04ATh TPAHCKPHIILHMIO.
PHCYHOK CyIIECTBEHHO YNpOWaeT CUTYALHIO: 3/1eCh He yuTeHO, uTo UAS cocTouT
U3 YeThIpEX YHaCTKOB CBS3bIRAHUA (JAL4. Ceasniraercst mu GAL4 B Bune aumepa
U COCTOHT JIH OH TOJIBKO H3 JIByX JAOMCHOB, HCH3BECTHO.

OaHako MBl yKe TOBOPWIM O TOM, 4TO TNPU CBA3LIBAHUN
penpeccopa ¢ [IHK He nmpoucxoauT HUKAKHX palvKaJibHbIX U3ME-
HEHWI ee CTPYKTYyphl. bojee Toro, Myrauuu, B pe3yjabTaTe KOTO-
PBIX HM3MEHSIOTCS aMHHOKHCJOTHI Ha COOTBETCTBYIOIIEH MOBEpX-
HOCTH perpeccopa U IHOJABJISETCA €ro CTUMYJIMpYROIas daKTHB-
HOCTH (TaK HA3LIBAEMBIE pCc-MYTAlMK), HE OKA3bIBAIOT HUKAKOTO
jgeiictBus Ha cBaspiBaHue ¢ JIHK. CymiecTBoBaHWe TakMX pc-My-
TAHTOB MOJTBEPXKAAET, UTO caMo 1o cebe CBA3BIBAHHE peripeccopa
¢ AIHK HepoctaToyHO /i aKTHBAUUH [EHA.

HenaBHO MBI TpoOBENH SKCHEPUMEHTHI (MX HIUIIOCTPUPYET
puc. A.2), mokaszapime, 4TO, Kak W A-penpeccop, Genok GAL4
BBIIIOJIHAET JBE pa3Hble Qyukuun: cBsasbiBaerca ¢ JJHK # ocy-
LIECTBJIIECT O3UTUBHYIO peryisunto. bojee Toro, B 3ToM nocnen-
HEM CJIydae WX MOXHO pPa3srpaHU4YUTD.

® benok GAL 4 6611 MogudunuposaH: ero N-KOHIIEBBIE OCTAT-
ki Obutn 3aMeHeHbl N-KOHIEBBIM JOMEHOM OaKTepuasbHOrO
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penpeccopa Lex A. B obmmx ueprax Oesiok Lex A HanomuHaer
A-peripeccop, ¥ ero N-KOHIEBOHM JOMEH B3aMMOJEWHCTBYET C
lex A-onepaTtopoM. 'nbprpHbii 6€10K, KOTOPBIA MOXHO CHHTE3H-
pPOBaTh B JPOXIKEBBIX KJIETKAX, CBA3BIBAETCS C ONEPATOPOM lex A,
HO He ¢ UAS;. Ecan BcTpouTs lex A-onepatop neped xakuM-mnbo
JIPOAOKEBLIM TEHOM, OEJIOK CBSDKETCA C HUM H BKJIFOYMT TpaHC-
KpHIIMIo 3Toro reHa. Hemomuduimposauusiif penpeccop Lex A,
KOTOPBI TOXE MOXHO CHHTEIMPOBATE B JIPOXOKEBHIX KJETKaX,
TAKOTO JCHCTBUS HE OKA3bIBACT.

@ bui1 ckoHCTpyHpoBaH 6esiok —pou3Boansiii GAL 4, anamno-
THYHBIH pc-MyTaHTHBIM QopMaMm A-penpeccopa. OH cocTouT
mpocto u3 98 N-xounessix amunokucior GAL 4 u cBA3LIBaeTCS C
4eThIpbMs ydacTkamu UAS mnmBolt o 17 nap ocHOBaHMi, HO He
CrocobeH akKTHBUPOBAThL TpaHCKpunuuio. U 3sech, kKak u B ciiyuae
A-penpeccopa, omHoro cBsi3piBanus ¢ JAHK Hemocratouno s
aKTHBaIMH TeHa.

Hamwu sxcnepuMenTsl ¢ GAL 4 1ioka3biBaroT, 9TO, CBA3LIBASCH
¢ THK, oH, o00HO A-penpeccopy, MHHIMHUPYET TPAHCKPHUTIIIHIO,
CONpHKacasich C KAaKOH-TO IPYroil MOJIEKYJIOW, MO-BUAMMOMY C
apyrum Genkom. Kakum ke obpazom GAL 4, ceazannsiii ¢ UAS,
MOJET aKTHBHPOBATH MPOIECC, KOTOPBIH HAYMHAETCS HA PACCTOS-
HUU HECKOJIBKHUX COTEH map ocHoBaHmil? Bosmoxuo, GAL 4 nomo-
raer KakoMy-to Oenky cCBA3aTLCA PSAIAOM ¢ coOoif. DTOT Oenok
MoxeT packpyumsath JJHK, n takum obpazom obsnactes BOIM3M
Havana reHa cTaHOBUTCA OoJiee TOCTYNHOU Uit CBSI3LIBAHUS APY-
rux OeJIKOB ¥ HONMMEPA3bl. AJIbTepHATHBHAS BO3MOXHOCTh COCTO-
AT B TOM, 4TO 3TOT 6ej0K CBA3bIBaeTCA psaaoM ¢ GAL4, a 3ateMm
KaKHM-TO 00pa3oM nepeMelIaeTcsl BAOJIb CIIMPAJIM HO Hanpapiie-
HUIO K Havany TeHa, IJe OH caM Ha4YHHaeT TPAHCKPUIIIHIO WIIH
MIOMOTAaEeT CBA3BLIBAHWIO NOJIMMEpPA3hi.

51 npunepxuBatock apyroi Touku 3peuus. CyTh €e B TOM, 4TO
GAL 4, cBazannblif ¢ UAS;, BCTynaeT B HENOCPEICTBEHHBIH KOH-
TaKT ¢ ApYruM OesKkoM, CBS3aHHBIM C 00JAacThIO Hadvaja TpaHC-
KPUITUAH, U TakuMm obpa3omM nomoraetr PHK-nosinmepaze ca3ats-
¢ H Hauarh TpaHckpunimio. CornacHo a3toi runorese, JHK
Mmexny UAS; u HauamoM reHa oOpa3syeT NeT/o, BO3MOXHO
3aMoJIHeHAYIO ApyruMHu 6enkamu. st atoro JHK momkHa ObiTh
JIOCTaTOYHO rHOKOM, 4TOOBI CONMPUKOCHOBEHHUE YIAIEHHBIX APYT OT
Jpyra OenxoB He TpebGoBasio DOJBIIMX PHEPTETHYECKUX 3aTpart.

OnuH W3 BApUAHTOB MpeJIaraeMoil MOJIENU COCTOHT B TOM,
yTO BO B3aumopeilcTBuu Mexny GAL4 um BcmomMoraTtesibHbIM
pEryJISTOPHBIM O€JIKOM, CBS3aHHBIM BOJIM3M Hayana TPAHCKPHII-
AN, YIACTBYIOT OJIMH WJIM OOJjiee JMOTONHUTENbHLIX OenkoB. bia-
roxaps 3tomy JHK moxer n3rubatbcs B MEHbIICH CTENEHH.

W3BecTeH pax npUMEpoB OaKTepHAJILHBIX PEryiasTOpPHBIX Oeil-
KoB, w3rnbaromux ABoiHyro crpains JHK. B stux cioygsasx JJTHK
4aCTUYHO HAMATBHIBAETCS HAa 3TH O¢nku. Mul mpeanonaraeM, 4to
A-penipeccop HW3rHbaeT MABOWHYIO CIHpabL APYTAM CIOCOOOM.
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Puc. A.3. IposBreare koonepaTuBHOTO 30dekta Ha paccrosHuu. Jdumepst A-pe-

npeccopa cBsas3biBatorcs ¢ AByMs ydactkaMu JIHK, xoTopbie pasjefieHbl IHECTBIO

BUTKaMH jABoiHOIN crupanu. Monekyna JJHK miaBuo u3rubaetcs, u C-KOHUEBBIC
JOMEHBI PENPEeCCOPOB MPUXOAAT B CONPHAKOCHOBECHHE.

[IpencTaBuM cebe jBa OrMepaTOPHBIX Y4acTKa, OJMH H3 KOTOPBIX
00J1afaeT MEHBIIUM CPOACTBOM K perpeccopy, 4eM apyroit (Ha-
npumep, Og 1 1 Oy 2), 1 pa3eseHHbIX UATHIO WIIH HIECTHIO BUTKAMHU
cnupanu (MMeeTcs B BUY PACCTOSHHE MEXKAY LEHTpPaMH onepa-
TOPHBIX y44CTKOB). Penpeccop koonepaTHuBHO CBA3BIBAETCS C ITH-
MH Yy4acTKAMH—TOYHO TaK Xe, KaKk W B CllyYae, KOrga OHH
Haxo/sTcss Ha OOBIYHOM paccrossHUM B jaBa BUTKa. [dpyramum
CJIOBAMH, CPOJICTBO K YYacTKy cJ1a00To CBA3bIBAHUS YBEJIMYHBACT-
cd, ecam B coctaBe Tod xe JAHK umeeTcs y4acTok CUABHOIO
cBs3biBaHus. Kak ¥ B ciydae, Koria y4acTKu CONMKEeHbI, BHIIEIICH-
Hble N-KOHIEBbIE JOMEHBI CBA3BIBAIOTCS HEKOOMEPATUBHO.

DKCHEPUMEHTBI € A-PEIPECCOPOM IO3BOJISIOT HPEANIOTIOKHUTE,
4TO JUMEpHI CBSI3BIBAIOTCS KOOHNEPATHUBHO C JIBYMS YHAJICHHBIMH
apyr or apyra ydacrkamu, JHK wm3rubaercs u C-xoHOeBbie
JIoMeHb! coimkarotes (puc. A.3). KapruHa Hykjiea3HOro pacllier-
sieanst AHK Mexay AByMsi ydacTkaMul OpH CBS3LIBAHHM PEIIPECCO-
pPOB YKa3blBaeT, 4TO MOJIEKyja NPUOOPETAET IUIABHBIA U3rHUO.
Peripeccopnr He MOTYT B3aMMOACHCTBOBATH, €CJIH OHU PACIIOJIOXE-
HbI Ha IPOTHBOMOJIONKHBIX CTOPOHAX CIIMPaJId, HAapuMep pasjeJie-
ubl 4,5 v 5,5 Butkamu. [1o HammeMy MHEHHIO, 3TO CBI3AaHO C TEM,
4YTO 3HEprus, Heobxogumas s usrubanus JJHK no conmpukocHo-
BEHHUs JIMMEPOB, B 3TOM CJly¥ae CJHIIKOM BEJIMKa.

Kax Hi cTpaHHO, W3BECTHO TPH Ciiydasi, Korjaa OakrepHaibHble
peryasiTopHble OeJIKM KOONIEPATHBHO CBA3BIBAFOTC il VIVO € y4acT-
KaMHd, Pa3/eICHHBIMH HECKOJIbLKAMH COTHSMHM Hap OCHOBaHHUI,
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DKCNepUMEHTBI, B KOTOPBIX H3MEHSJIH pacCTOSHHE MEXY y4acT-
KaMH, TI0Ka3alld, 4TO CBA3bIBAHUE OCJKOB HA OHHOH M TOH Xe
CTOPOHE ABOWHOH cnMpasid 0J1aronpHsTCTBYET B3aUMOJICHCTBUIO,
0COOEHHO €CITH YYaCTKH CBSI3BIBAHUS PACIOJIOKEHBI CPABHUTEIBHO
Osmm3ko Apyr k apyry. Kaxercs BecbMa NPHUBJIEKATENILHBIM TIPEJI-
MOJIOKEHHE O TOM, YTO ITH [BA SBJICHUS —KOONEPATHBHOCTH IPH
CBSI3LIBAHMM YJ/IAJICHHBIX APYT OT Jpyra OakTepHajibHBIX peryJis-
TOpHBIX OENKOB in VIiVO H KOOMEPATHBHOCTHL MEXIY MOJIEKYJIaMH
A-penpeccopa in Vvitro-uUMeroT OOIHi MeXaHu3M. B3aumoneicT-
BUsl, KoTOpbIe 3aBUCAT oT rmbOkoctu JJHK, moka Mano u3ydeHsbl.
Takue B3auMoOAcHCTBUS, OCOOEHHO Ha OOJBUIMX PACCTOSIHUSIX,
MoxeT obneruath cBepxcuupaiuzanms JAHK, nockonbky AHK
MpU 3TOM 3aKpy4eHa caMa Ha cebs (cM. pabotwi {3, 4, 6, 7, 10, 11,
13, 16, 18]).

B3anMoaeicTBHe yAaJeHHbBIX APYT OT APYTa OeJIKOB MO3BOJISET
MHOTUM OeJikaM, cesizpiBarormmmest ¢ JIHK, BiuaTh Ha TpaHcKkpHi-
U0 OJTHOTO reHa. JTO BecbMa TrHOKas cHcTeMa: B3aUMOIEHCTBYIO-
e PEryJaTOpHbIE OenKM He 0053aTeJbHO JOJIKHBLI 3aHMMATh
CTPOTO ONPEAETIEHHOE MOJIOKEHUE APYT OTHOCHTEJILHO JPyra MK
OTHOCHTEJIBHO Hayazna peryampyemoro reHa. Kpome Ttoro, no-
CKOJILKY TIOBEPXHOCTB PEryJIATOpHOTO OeJika, KoTopas B3auMoaei-
CTBYET C APYTMMH OeJIKaMH, OT/IMYHA OT MOBEPXHOCTH, KOHTAKTH-
pytouteit ¢ IHK, MoryT cymecrBoBaTs 6eky ¢ pa3Hoi crienmduy-
HOCTBIO CBa3bIBaHud ¢ JJHK, HO ¢ 0aAMHaKOBBIMEI MOBEPXHOCTSIMH,
YYaCTBYIOIIMMH B Oentok-0esIKOBBbIX B3aumMoeicTBusx. C aApyroi
CTOPOHBI, MOXET OKa3aTbCs, YTO €CTh OCJIKH, KOTOpPBIC CBA3BLIBA-
OTCS ¢ OAHUMH B TeMH xe yyacTkamu Ha JAHK, HO moBepxrOCTH,
YUACTBYIOLLIME BO B3aUMOJICHCTBUM ¢ JIPYTHUMHU OejTkaMul, Yy HHX
pa3HYaroTCs.

Koneuno, kak u B cimyvae dara A, pernpeccop Mor Obl 3aHUMATh
Hekuid BaxHbIM y4yactok JIHK u mpensaTcTBOBAaTH CBS3BIBAHMIO
npyroro 6enka. TakoMy CBA3bIBAHHIO B CBOIO O4YEPE/lb MOXET
CocoOCTBOBATL B3aMMOIECHCTBHE C JAPYTHM PENPECCOPOM, pacHo-
JIOXEHHBIM BOJIM3H OT TIEPBOr0 MJIM HA HEKOTOPOM PACCTOSHUU OT
Hero. B ApyroM ciyvae cBsi3aHHBIH Ha PACCTOSIHUN PENPECCOpP MOT
Obl B3aUMO/IEHCTBOBATH C NOTEHINAIBHBIM aKTHBATOPOM, TPEMSAT-
CTBYsl TAKHM 0OpazoM ero NpPOAYKTHBHOMY B3aWMOJEHUCTBUIO C
ele oJHAM OeTkoM, HeoOXoauMbIM JjIs aKTHBanuu reHa. Hako-
Hell, perpeccop Mor Obl IPENnsiTCTBOBATH B3aWMOJEHCTBHIO JIBYX
npyrux cBasbiBaromuxca ¢ JIHK 6Genkos, pacnonarasch mexy
HHMH,
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