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Mpepucnosue

HacroAmmuii yye6HMK NOCBAMEH PacCMOTPEHHIO OCHOB 9H3MMOJIOTHH,
T.€. NPUHUMNOB HYHKIMOHHPOBAHHA GEJNKOBLIX NOCPEAHHKOB GHOXMMH-
YeCKUX IIPoHeccoB — (PepMEHTOB M IPYrUuX KOMIOHEHTOB, OCYILECTRISAIO-
IMHMX KaTalu3 peakiuii, TpaHC/IoKalMIo M y3HaBaHWe cybeTpaToB.

[ToHATHE «3HIHMOJIOTUS» B HACTOAILEE BPEMsA pacllHpPEHO B CBA3H ¢
IBYMA OCHOBHBIMHM OGCTOATENLCTBaMH. Bo-IepBhIX, 3KCNEPHMEHTABHEIM
IIyTeM AOKa3aHo, YTO (GepMEeHTaTUBHBIMHU CBOMCTBAMH o0MafaloT He TONb-
Ko 0elKH, Ho ¥ pHOOHYKIIEMTHOBRIE KHCNOTH (TaK Ha3biBacMLIE pHOO3HME).
Bo-Bropbix, cpenn OelKOBHIX NMOCPEJHUKOB OHOXMMHUYECKUX IIPOLIECCOB
o0HapyXeHB He TONBKO depMeHTH (KaTaJH3aTOphH GHOXHMHYECKMX peak-
UMi), HO M KJIETOYHBIE KOMIIOHEHTH, «y3HaloLlMe» H <«TPaHCJIOLMPYIO-
Hes» (KOMIMOHEHTH CHCTEM TaKcHca, TPAHCIIOPTHHIX CHCTEM H T.QI.), Ko-
TOpPHIE NPAMO He KaTAH3HPYIOT HUKaKMX XHMH4ecKux peakuit. [Ipenme-
TOM 3H3HMOJIOTHH B HACTOAIEE BpeMs MOXHO cYHTaTh ofHcaHHE JIOOBIX
NocpeHUKOB GHOXHMMUYECKHX NIPOLECCOB, a B e¢ 3aja4y BXOAHT H3ayycHUe
tbu3IMYECKHX U XHMHYECKHX OCHOB QyHIZIMOHMPOBAHHA 3THX NOCPETHHKOB
H UX (HDH3HOTOIHUECKO polIM B XMUBOM OpPIaHH3ME.

ABTOp cTapaics H30eraTk RyONHpoBaHHUS IpeKpacHBIX MHOINOTOMHLIX
y4cOHHUKOB [0 O01meMy Kypcy OGHOXHMMHH, CYLIECTBYIOIIMX B HacTosliuee
BpeMsi, MHOTHE H3 KOTOpHIX MepeBeIcHb Ha pyccKHR A3LIK, W IS U3I0XKe-
HHA BHOpAT Te pa3gensl GHOXHMHH, KOTOpble, 110 €r0 MHEHHIO, HeobXo-
JMMBI 11 GOpMHUpOBaHUSA GHOXUMUYECKOTO MIHUICHMS y YMTATENCH, ITaB-
HLIM 06pa3oM, CTYNEHTOB XHMHYECKHX U MUKPOGHOIOrH4YeCKHX BY30B, clie-
HHATH3MpYIOIMXCSA B o0MacTH 3KOJOTHH M OHOTEXHONOTHHM. DTHM, B
YACTHOCTH, 00%ficHAeTCA GoNbnof yAeABHBIH Bec MaTepUanoB M MHOXE-
¢TBO NpHMEPOB U3 06JacTH GMOXMMHH MHKPOOPTaHH3MOB, HIPalQIIHX Oc-
HOBHYIO poJlb B OHOTEXHOJIOTHYIECKUX NPOLECCaX.

HeManopaxHBIA dakrop npH Bhiiope MaTepHana H, ocoBeHHO, CTENEHN
IeTAM3alHMK €r0 HIIOXEHUA — MpeJCTaBIeHNs aBTopa © TOM, B KaKHX pa3-
aesiax 6HOXHMHH OH CYHTaeT ceGs HaHboMee KOMITETEHTHBIM.

MarepHanoM AjiA DaHHOro yyeBHHMKa MOCHYXHUIH JeKUWH no oliiei
OMOXMMHH M 3H3HMOJIOTHH, KOTOpPLIE aBTOpP MIMTENBHOE BpeMsl UHMTAN B
MocKoBeKoi XMMMKO-TeXHoNormdeckoi akageMud M. JI. M. MeHaencesa u
Ha GuoNlorHIecKoM dakyibrete MoCKOBCKOro rocynapcTBEHHOro yHUBEp-
CHTETa, TI€ OH HMEN BO3MOXHOCTE KOHTPOIHPOBATh YCBOAEMOCTh MaTepH-
affa M BHOCHTH B TEKCT JleKuMil HeoOXOAMMEIe YIYIIICHHUA H JONOMHEHHA.



A

BeefieHue

IIpenmeT n 32124 GHONOIHMECKOH XHMHH. JH3UMOo10218 — 3TO 4aCTb
SHOXMMUM, NpeaAMeToM DUOXHMHM ABIISIIOTCA MCUSHE CUCINEMbI, 2 B €¢
3324y BXOAMT M3YUEHME XUMUHECKUX OCHOG MCu3nu, T.€. XMMHYEcKoro
COCTABA U CTPYKTYPEI KOMIOHEHTOB XMBBIX CHCTeM, a TAKKe [pHUpo-
LBl TIPOTEKAIOIINX B HUX XHMUYEeCKHX peakudi. TnapHoil uensio 61o-
XUMHH SIBJISIETCA He MPOCTO¢ OMWCAHME XHMUYECKHX MPOLECCOB B
XKUBBIX cHCTEMAX, 4 BBISICHCHHe B3AHMOCBA3IN MoJleKyJIApHoi cTPyK-
TYpEl H 61oNol HdecKoi QPYHKIHH.

OueBHaHO, 4To Hpedmem OHoXUMUH — B OfHOM pANY ¢ EPYTMMH
XMMHYeCKHMM U OuolormYeckuMu HaykaMu (OHoopraHudyeckod xu-
MHei, MOJICKYIPHOM GHoMoTHel, dManoNorHeR W T.E.), H3YYAIOLTUMH
XUBBIE CUCTEMBI, TOLIA KAK 3ada4it TIEPEKPbIBAKOTCA AMIIL YACTHYHO,

I'paHUIBEI MEXAY 3STHMH HAYKAMH B HACTOAIIEE BPEMS KOCTATOUHO
YCIOBHBI B HEKOTOpbIXx OONAcTsiX, YTO YCHJIMBAacTCA MpHUMEHEHHEM
O6MX METONOB HCC/ICHOBAHUA (HANPUMED, MCToaOB eHETHYECKOI
uHXeHepnu). BioxuMus coctanngeT ghyndamerm 3Tux HAyK (cM. puc. 1).

BUonorvA

" BROOPTANMOCKER XHMIA Mone:ynm Buenorus

JHIMMONOMA

GUIMHECKER XHMUA

Puc. 1. Cxema pPACNONOXKEHUA IHIUMONOTUM B8 CACTEME JIDYTHX HAYK



OcHOBHBIE ITAIILI Pa3sHTHA OHOXMMHYECKHX 3HanHi. PazsuTtue Guo-
XMMHUH ObUIO HeBO3MOXHO 0€3 OTKpHITHA I'MTaBHBIX 3AKOHOB IMPHUPOABI
IUTST HEXMBBIX CHCTEM U M3ydeHHA (PYHIAMEHTAIBHBIX OCHOB (DH3NKHK
H XHUMHH 3THX CHCTEM.

B xonue XVIII . A. Jlagyazse u I1. Jlariac nokasaiy, YTo OCHOB-
HEle 3aKoHBI COXpaHEHUS BeliecTBA M 3HEpTHH CMIPABENAUBLL U AJIS
OHoJloTHIe KX O0OBEKTOB.

BoigeneHue XUMHYECKMMH METORAMH GOJNbllIoro KollHYeCTBA HOBBIX
MHOXBHUIYATbHbBIX BEILECTE U2 XUBBIX OPrAaHN3MOB H YCTAHORIEHHUE TOIO
dakra, 4To Bce oHU CONCPXKAT YINEPO, [TONIOXWIo HAYAIO Opeanuveckoll
Xumuu, OCHOBaTeJieM KoTopoii MoxHo cuutats XK. [eii-Jlioccaka, uay-
YHBIIETO MeTOROM CXUTAHUSA COCTAB MHOIHX YINICBOIOB U OeJIKOB.

B 1824 r. @. Bénep cHHTe3UpoBAT HIABENEBYIO KUCAOTY, B 1828 r, —
MOYEBHHY, ONPOBEPIHYB BUTAIMCTIYECKYIO TOYKY 3PEHMS, YTO opra-
HHYeCKMe BelllecTBA MOTYT ObITh IIPOAYKTOM TOJIEKO XWBBIX OpraHWa-
MmoB. [IpaBna, ©. XeHHEIs cHHTE3RPOBAR 3TaHon fo orkpsITiil O. Béne-
pa, omHako, obpa3yomue TaHos apodcku go pabor J. Ilacmepa ne

" CYNTAIUCH KUBHIMH OPraHM3MaMH.

B XIX B. H. Bepueltnyc BriepBble HCMOAb30OBAL TEPMUH Kamaiusa-
mop ¥ chopMyIMPOBAT OCHOBHBIC MPHHIMMNBL KATANM3A, TIOC/E Yero
CTAIO ACHO, YTO NTHAINH CHIOHBI, NeNCHH XeAyROYHOIo COKA H AMH-
143a coliosa ABAAOTCA OMojlormdecKMMM KaTaiHaaTopaMHi. K KoHuy
XIX B. 6bLTH KOCTHIHYTHI OoNBIlIME YCIEXH B pA3BHTHH HEOPraHWdec-
KO, opraHu4eckoit 1 $uandecKoil XUMUH, chopPMYTHPOBAHBI 3aKO-
HBi TEPMOEHHAMMKY, reHeTHYecKHe MPHHUAIBI HACNEACTBEHHOCTH
(I'. MeHnens) ¥ modyywia npu3Hanie goxrpuda spomouuyd (Y. Hap-
puH). B Havane XX B. 3. ©@muep paspaboTan MeToasl BbIICACHHUS MOHO-
MepoB M3 OCIKOB M MMONMCAXApUIOOB, YCTAHOBHI CTPYKTYDY H ONTH-
YecKHe KoOHPUIYPALMK MHOTHX M3 HHX, NPOXEMOHCTPUPOBAI CTICIIH-
PHUYHOCTE AEHCTBHA (PePMEHTOB 1, TAKMM obpazoM, TTOJIOXKWI HAYAIO
MHOTMM HanpaBleHWAM Guoxumuu. CaM TepMUH Ouoxumus ObUI BBe-
med B 1903 r. K. Helibeprom.

OnHaxo B neproil nojiopude XX p. OHOXMMHKH YISAAIH TJABHOE
BHHMAHHE M&ILIM MoJICKYIaM {MOHOMepaMm) K cocmagy GHonoauMe-
poB, a gyrKyliorupogarue OMONONMMEDPOR CTAIO NPEIMETOM HHTEH-
CHBHOTO M3y4yeHWA JIUIIL B cepeaMHe M BTopoii rmoxoBuHe XX B.

TepMut ax3um OsU1 BBcaeH B 1870-¢ roprt K. KroHe (oT en zyme —
B 3aKBacke) Ui 0003HAYEHHUA KOMITOHEHTOB HPOXCKEBOHM KIIETKH,
OCYIIECTRIIIINX XMMHYCCKIE NPEeBPANICHYA cyOCTpaTos. Depmenmamit
B TO BPEMS Ha3BBAIMCh XUBBIC MUKPOOPraHM3MEL. OIHAKO B pyccKo-
A3BIMHON HayyHOH NUTepatype s obo3HadeHHS OCHIKOBBIX KATATH-
3aTOpPOB TepMHH (PEPMEHT SIBNsSIETCA Goliee ynoTpeOiieMbIM B HACTO-
Allee BPEMsi.



Bonpoc o ToM, 4to XMMHYECKHe peBpallicHHs cyGCTpaToB KATANK -
3HPYIOTCA ONpEAeEeHHBIMY BELeCTBAMM, KGTophle MOTYT (PYHKLIMOHH -
poBaTe KAK BHYTPH KJICTOK («oprand3oBaHHbIc» pepMenTsl JI.ITacTe-
pa), TaK ¥ BHE KJIeToK («HeopraHHiopaHHBIe» (epMeHTH HO.JInbuxa
u K.BepHapa), oxonvaresibHo Gell pelieH B 1897 r. I'. u D.byxuepamu,
OCYILICCTBHBLUMMH IMpoLece 6PoXKEeHNA ¢ NOMOIIBIO IKCTPAKTA M3 KIe-
TOK IPOXKei.

lupokoe nayueHue (PUIHKO-XUMUYECKHMX CBOWCTB (epMEHTOB H
MeXAHH3MA X QYHKUIHOHHPOBAHHS CTAN0 BOSMOXHBIM TONHKO [IOCHE
pa3paboTKH METOLOB MOMYYCHUA (GCPMCHTOB B TOMOFCHHOM COCTOfA-
HuH. [lepBbiii HHOIMBMAYATBHBIR KpHCTAUIMUECKUE ¢epMenT (ypea-
3a) monydeH J[.CaMuepoM B 1926 r.

Iocnenywomee BbLICTCHHE B WHIWBUAYAIbHOM COCTOSHUU PAda
apyrux depMeHTOB IpHBENC K opMyaHpoBKe Npaslia: «Bce dep-
MEHTRI — BENKU», KoTopoe BrlIo onpoBeprHyTO TOMEKC B 70-¢ Tomsl B
pesynbraTe oTkpeiTus depMeHTaTuBHBIX cBolicte PHK (Hanpumep,
PHKassr P, yuacreyrouseii B nponeccutre tPHK). Takue (pepMeHTbI
TOJYIWNH HA3BaHHUC puOOInMEL.

I'maBHBIC STANBI PA3BUTHS OMOXIMHYA CBS3AHEI ¢ MMEHAMH DA yie-
HeIX, MHOTHE M3 KoTopbX paGotanu B Poccun: A.H.Baxa (nepexiic-
Hasi Teopusi OuolormuecKoro okucnenus), B.M.IlamnagunHa (reopus
zeruppupoBanus), B.A Durensrapoa (orkperrie AT®), A M.OnapuHa
(rumoresa Bo3HMKHOBeHMA Xu3HM), A.H.Benosepckoro (mccaemoBa-
HHE HykneuHomuix Kuciaor), K. ®Oyuka (BUTAMMHBI, aBHTAMWHO3),
I'.Om6aena # K. Meiteproda (MexanuaM rinnkonusa), I. KpeGea (muxn
TPUKAPOOHOBRIX KHcHAoT), A.CueHT-Ir€pau (ocHOBBI OMOIHEPreTH-
kn), AJlenurmxepa (okucauTeNsHoe Pocdopunupopanue), [1.Mur-
YeJuta (XeMMOCMOTHYECKAs. TEOPHS) U MHOTHX IPYTHX COBPEMEHHBIX
GHOXUMHKOB. ‘

IpapAuAnb K1acCHAKAIMA CeMeficTBa GMOXHMHYeCKHX mayx. Oc-
HOBHBIM TIpUHLUHMOM SBISIETCA KiacCHUKANMA Io ofsexmy uccie-
IOBAaHWSA, B pPe3yabTare Yero BhUICAIOT OHOXHMHIO:

HCUBOMHDBIX,

pacmenuii,

MUKPOOPRARUIMOR.

B cBolo oYepenb, KaXKAAA H3 2THX HAYK MOXET BKIIIOYATE Honee
MENKHC MOAPA3LCIAbI, HANDHMED OHOXUMHIO HaceKOMbX, sodopocieli,
2puboe W T.x. MHorma B KauecTBe 0OBEKTOB paCCMATPUBAIOT K/IACChI
XHMHYECKHX CoeTUHCHUMN, BoIaCAsId OUMOXUMHIO GeaK08, 1eaalonozn
U ap.

Kax npuHIun knaccuPukayuy MOXHO BeIEIUTE o6J1acTh mpuMe-
HEHHA GHOXMMMYECKHX MOAX0A0B, HANMPUMEP cYIIECTBYET TEPMHH
mexuudecKas OHMOXMMUA.



Hioraa noauepkuBacTcad TOT MAH HHOM ACNEKT IPoDIeMEl, BKIHO-
qaeMslil B cepy aciicTBuA gaHHOH 06JIacTH HayKH. DTo NPHBOAMUT K
MOABIEHHUIO TAKHX «IHOPHROB», KaK gusuveckan ouoxumus. He snapa-
SICh B TePMHHONOTHYECKYIO KA3YHCTHKY, MBI JIXIIb KOHCTATUPYEM Clio-
XUBIUYIOCH CHUTYAUMIO, BRIPAXAIOWIYIOCH, B YaCTHOCTH, B CYLIECTBO-
BAHWH MOHOTPA(MUUECKON JMTCPATYPSI C YKA3AHHBIMU HA3BAHUSIMH.

B cBow ouepenb, 6HoxUMHKA BKIIOYaeTcs B Gollee 1IMPOKUE TTOHA-
TUA, HANPUMED, QuauKo-xumuveckas buoao2us, obbeIUHSIOMA POX-
CTBEHHbIE (pU3NIECKHC, XUMHYCCKHE U OHOXUMHYECKHE pa3dennl co-
OTBETCTBYIOIMX HAYK: (PU3MKH, XUMHH ¥ OHojoruu (puc. 1).

3uauenne GroxvMun A GHoTexHonomy. BruoxHMIriecKie nporecehl
JIEKAT B OCHOBE 04€Hb MHOTHX TeXHOJIOTHYECKHX MPOM3BOICTB TTHIHE-
BOif, MEIMIMHCKON M MUKpoOHONorHIccKoill npoMbliuleHHoeTH. B
HACTOAMICC BPEMsi TEXHOJOTHYECKHUE MPOLECCH, OCYILECTBISIEMBIE C
MOMOLBI0 XHBLIX OPraHU3MOB WIM UX KOMITOHCHTOB, Ha3HBaKwT Hli0-
mexnoaocueii. B 3ToM cMeIciie OHOXMMHA COCTABIAET (DYHIAMEHTAIb-
HO-HAYYHYIO OCHOBY OHOTEXHOJIOIrHMH, ¥ OHOXMMWYECKHE 3HAHUsA ab-
COJIIOTHO HeoOXomMMbl 1A paspaboTkid panMoHanbHOH# CXeMBI COOT-
BETCTBYIOIIETO MPOU3BOACTRA.



Inasa 1. CTpoeHue H COCTaB MMBOH KNETKH

Bce xnBble opraHnaMel COCTOAT U3 KNETOK W Noapasnenn-
IOTCA HA OQHOKIBTOYHBEIE N MHOFrOKAETOYHBIe, TIONYNALKnA oaHO-
KNETOMHLIX OPraHM3MOB BKNIOHAST KNETKW OAHOIO TUNAa WK He-
GonbWworo KonuuecTsa TWNOB, TOMAA KaK Y MHOTOKAETOUHbIX
OpPraHM3MoB KNeTKn cneuuannauposadsl. [1o TUnNy CTpoeHwus
KNeTKM NoAPasAensioTCA Ha NPOKapHOTUYECKNE N SYKapHoTHYec-
xne (puc. 2).

MNpokapuoTHYeCKan KNeTka JyKapUOTHYECKAA KneTka
Aapo
Hyxneowg p OHK
(AHK) — OBSonodka
flaephan
memipana

Puc, 2. YRpOWeHHaA cxema CTPOeHUA NPOKADMATUHECKOA
U IYKAPUATHYECKOH KNeTOK

Bce kneToyHbIe OPraHu3mbl UM 0T CXOAHLIR XMMUYECKWUA Co-
CTaB W COABPXAT TPU OCHOBHRIX TUNa Makpomonekyn: JHK, PHK v
fenkn, a TaioKe rnemcaxapuaHLIe N TNNnAHLIEe KOMNoHeHTbl. Kpo-
ME TOor0, B KJIETKAX NPUCYTCTBYIOT NEPeMeHHble KONUYECTBA HU3-
KOMONEKYNSPHLIX BELECTB — CYOCTPaToOB M NPOAYKTOB 3Hepre-
TUYECKMX M KOHCTPYKTUMBHBIX NPOUSCCOB (GMMHOKNCAOTH, caxapa,
HyKkneoTuas U 8P.). B cpeaHem okono 80% kneTo4Hoi Maccesl co-
CTaBnseT 8044,

1.1. KNeTo4Hble CTEHKH U KNETO4HbIE MeMbpanbl

Kak npaeusio, KIETKH OKPYXEHBI IBYMs O0O0JOYKAMI: KAEMOYHOU
emerkoldl U yumonaamamuMecKoll MeMGpanoldl, IS 3YKapHOTUMECKHX
KJIETOK MPUMEHSIOT HA3BAHWUE RAGIMOIEMMA.

Knemounan cmenxa obecriedrBaeT MeXaHHYECKYIO MPOYHOCTD KJCT-
KM, NPpURABasg cif XeCTKyo (pueuduyw) CTpyKTypy, Graromaps 4cMmy
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KJIETKA BRIIEPXKMBAET BLICOKOE BHYTPEHHEe OCMOTHYECKOE JaBleHHe
(5—20 MIla). KpomMe Toro, KieTo4Hast cTeHKa MOXeT oOyCJOBIHBaThL
HEKOTOPYIO CTENeHb U3GHpaTeAbHOH MMPOHMIIAEMOCTH AN HU3KOMOJe-
KYJSIDHBIX BelIeCTB, a TAKKe cnocOoOHOCTh B3aHMOAEHCTBOBATh ¢ APYTH-
MH KJIETKAMH, BUpycamM# H GHUIHYECKMMH MMOBepXHOCTIMH. CTpoeHHe
KJIETOYHOM CTEHKM ¥ PA3HEIX OpraHHU3MOB HMEeT CBOH OCODEHHOCTH.

KieTky GOABIIMHCTBA TKAHEH MHO2OKACMOUHEIX HCUGOMHBX HE CO-
JEpXAT BblpaXeHHOH KIeTOMHOH CTeHKH. Pacmumeibubie KiemKu, Ha-
[IpOTHB, UMEIOT OYEHb CIAOXKHYIO KIETOYHYH) CTEHKY, [OCTPOSHHYIO
H3 YeArIoR03HBIX MUKPpODubpIrt, TOTPYXKEHHEIX B MAaTpHKC (U3 nexmu-
HA U 2eMULEANIOA03).

Krerounsie creHKH dpoxcorceli U Muyeauanssix zpu6os COCTOST U3
FOMO- M T'eTEepOIIOTHCAXAPHAOB (210K AHOE, XUMUNA) U MAHHCH-Geako-
6020 KOMMAEKCd, BHITIONHAIONIETO AHTHTEHHYIO poib, TOMMIMHA 3THX
cnoeB JocTuraer 1 MKM.

OcobeHHoCTM KIETOYHBIX CTEHOK Oaxmepuil cBsI3aHbl CO CIIOCO6-
HOCTBIO DakTepHit oKpalmuparses Mo Ipamy. KierouHas creHka 2pam-
noaoxcumensHoix 6aKTepuil IOCTPOECHA B OCHOBHOM M3 retepollofivca-
XapHaa mypeuta (ENTUAOTTHKAHA), ColepXaero aMMHOKHCAOTHbIE
«MOCTHKH». B cOCTaB KJIETOYHOM CTEHKH BXO/SIT TAKKe melixoesbie Kic-
a0mbt (pHOWUT- UMM FAHIEPMHTCHXOEBBIE), KOBAIEHTHO CBA3AHHLIE C
MYpaMOBOii KUCIIOTOH [IeNTHAOTAHKAHA, Y zpamompliyamenbrsix baKre-
pHMH cloil MyperHa HEBelAHK, HO B KIETOYHOH CTEHKEe IpHCYTCTBYeT
HapyxcHaa Membpana, TIOCTPOEHHAR U3 gocgoaunudos, beakos W aunono-
aucaxapuda, obecriedyusaoniasi HeKOTOpylo cTelleHb u3bupareabHoi
[IPOHUIIAEMOCTH U COlEpXAlas perenTops! $aros U AHTUreHbl. ToMILH-
Ha KJIETOYHOM CTeHKH cocTapnseT oT 15 o 80 M. Cyuiecrsyior Hakre-
PHH, [IOJIHOCTBIO JIMILIEHHEIE KAETOMHOMH CTEHKH {(Mikonaazmsd). Y IpeicTa-
BUTENEH apxefaxmepuil (apxed) B KICTOYHOH CTEHKE OTCYTCTBYET My-
peHH (MHOrAA CONepXUTCH OTAHYAIOLEMIACS 0 COCTARY nceedoMypel),
4 OCMOIIPOTEKTOPHYIO POJb BLITONHACT CJI0OH 2auxonpomeunos (pPHC. 3).

N - ey > RN FrKKonpoTEMs:
SENFRNENRS  ioryx-an mewSpana — *

BN - Mo > RN Neovnawa NN
<+ LwTonnasmaruueckas —» ———-—.———:— « UMM -

MamGpana (LiNM)
TpamnonoXUTensHbie paMoTpHYaTenbHbe ApxeGarTepun
Gaxrapm Gaxrepum {apxen)

Pue. 3. Cxema CYPOEHUA KNETOYRON CTEHKH
y 6aKTepUiA pasHblX TaKCOHOB

Humonaasmamuueckana membpana cocrout U3 GenKoB U NUMUIOB B
cooTHolIeHuH OT 1 : 4 (B Muesune, MeMOpaHe HEpBHBIX BOJIOXOH) 10
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4 : 1 (B MeMOpaHax Oaxrtepuii). Bo MHOTHX MeMOpaHaX [IPUCYTCTBYIOT
HeGonblIMe KolauyecTsa yraesogos (o 5%) u cnegst PHK, a Takke
HeopraHMYyecKHe KaTHOHH (B ocHOBHOM Ca* u Mg?). CynmiecTpeH-
HYI0 4acTh MeMOpaH coCTaBIsAeT §00a — OHA Y4acTByeT B GOpMUpOBa-
HUH THApOPOOHBX (AHTPONMUMHAHBLIX) cBf3edl MeXIy KOMIIOHEeHTaMH
meMOpanbl. Eme 5 1930 r. [I. JlaHH3/UIH MpeLI0XKI MOFE/TE MEMOpaHbI
B BHIE ABOMHOTO AMIIMOHOTO C10S UAH Oucaos. PaspuTHeM 3THX Ipei-
CTaBAeHUH SBIAETCS NCUOKOCMHO-MO3auuHan modeas, TpeIOKEHHAS
C.J. Cunrepom v I'. HuxoaconoMm B 1972 1., cornacHo KOTopoil MeMO-
paHHble Oenky oApazneNsIoTcsa HA nepugbepuneckiie (Clabo CBA3AHHBIE
¢ MeMOpaHoH) U unmezpasbisie (IOKATM30BAHHEIE B AMITHOHOM GHCIOE).
IlocnenHue cBoOOMHO IUIABAKIT B <«IMITMIHOM MOpes, [EPEMENasch B
JaTepalbHOM HAIpaBleHHH (B IUIOCKOCTH MeMOpaHbl), HO HECIIOCOOHB!
«IPOHBIPHYTH» HA MPOTUROIONOXKHYIO ee CTOpoHY. TakuM 0bpaioM, MeM-
OpaHbl OKA3LIBAIOTCS acummempuunbiMi, 10 KpaiHe#d Mepe, B OTHOILEC-
HU# OEIKOBOrO cocTasd. ACHMMeTpa HabofaeTea M B PACIIONOXEHHH
JUITAIOB B MeMOpaHe, HO MeHee BelpaxeHa. Hexkoropble M3 HHTEPATb-
HBIX OeIKOB UMEIOT mpanHchemOPaHHyo OPMEHTAUMIO H BHITTOIHAIOT ByH-
KilMM TIEPEHOCYUKOB (Mparcaoxamopos) cyOCTpPaTOB MMM CHUIHANOB.
Cxema nomobHoli MeMGpaHEl IpeicTaRNIeHa Ha puc, 4.

@ Nepudepuueckre Genku
‘ WHTerpanthoie Genku

J Apofxon cnob {Gucnoit}
tpocponunuaos

Pue. 4. YNpolLigHHaR XUKOCTHO-MO3aUYHAA Mogenb
UMTONAAIMATAYECKOR Membpans)

1.2.CocTas MemOpanHbIX AHNKI08

OcHoBHas YacTh MeMOpaHHbIX JMIMIHAOB MpencraBieHa gocpoanu-
nudamu, B OCHOBE KOTOpPBIX JIEXHT 2auyepun-3-gocgham. Taxue doc-
doaunuas! HasbIBAOT gocgoayurzauyepunanit. B Mx MONeKyae ruapo-
KCHNbHbIE Ipynnsl mnnepdHa npu C U C, ateprpUUMpPOBAHBI XU P-
HBIMH KMCIOTaMHU, 2 ocTaToK docdopHoit Kucrorht aubo ocraercs
CBODOSTHLIM, KaK B duayureauyepun-3-pocghame (Wnv gocpamudnoii
Kucaome), AU60 3TepUdHIMPOBAH CIIMPTOBLIMH THIPOKCHIAMH ce-
PHHA, 3TaHOJAMHHA, XOJUHA, HHO3UTA, [IMIEpUHA WIH DIYIEPHHA
¥ AM3uHa. CooTBeTCTBEHHO OHM HA3BIBAIOTCA: Qocgamuduicepun, doc-
damuduramanosamun (kegarun), dochamuduaxoaun (reyumur), oc-
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gamudununosum, gochamudunrzauyepun, ausuapochamuduizauyepun.
O6benHenne MolekKyn docharHgHoH KHCAOTH H dochaTHIHITIH-
UepHHA HaeT dugpocghamudunzauyepun (Kapouonsunun), odnamaomuii
MMMYHOJOrH4eCKUMM CBOMCTBAMH (pHC. 5).

] 8]

CHZ-O-C"-R, R= -lfo-o-A A = H tochaTnaHan menota

CH-O-%R, A= -CH,CH,-N*{CH,), (OCT&TOK XONWHA) — NeUnTHH

CH,-OR R,R;—pasnble A= -CH,CH,NH," (0CTaTOK 3TaHORaMuHa) — kedanvH
anknnsl B 3aBu-

Fnauepwas CUMOCTA OT ApM- A= - CH,CH{OH)CH,0H {0cTaToK rnuepuHa) —
POALL KUPHBIX hoChaTUAUNTIMUSDUH)
KMEnoT A = (ocTarok tocdaTnannIniue puHa) —

AwoCHATHANAIMULEPHH (KapANOTMIINK)
P#e. 5. XUMHueCcKaa cTpyKTypa MeMBpanHbix thocgonunugos

YpaneHue ogHOH ¥3 AMALHEBIX IPYIH HPpHBOIUT K ausoocgoru-
nudam, Koropbie 061afaloT BHIpAXeHHHMH [MOBEPXHOCTHO-AKTHBHbI-
MH CBOWUCTBAMH WU MOTYT, HAIIDHMeD, CIIOCOGCTROBATL IMYAbIHpOBa-
HHUIO XHUPOB B KUILIEYHUKE (AU302ELUMIUN).

MeM6paHb! rpaMIToTOXKETE TbHBIX DaxTepuii collepXar Bce 3TH doc-
dorunune! (XpoMe TenUTHHA), TOLAA Kak Y TpaMOTpULATENbHEIX baK-
TEPUHA OCHOBHBIM, 4 TO M EOHHCTBEHHbLIM MEMOpPaHHBIM docdonunu-
JoM senAeTcd docdaTHIWTATAHONAMUTH.

CooTHollleHye pasTMYHLIX KiaccoB docdonMnugos B MeMOpane
CYILECTBEHHO 3aBUCHT OT YCJOBUA BHIpANIUBAHWSA opraHuaMa. Hampu-
Mep, Mpud cHUXeHWd pH cpeas! B MemOpaHax OakTepwii HauYMHAIOT
npeobaanaTh MOTOXUATEALHO 3apsokeHHbIe docdoannunsl (aMHUHOA-
muadocharuaunriduepuusi, docharuaMnsTaHoaMUH), HaIUIHE
KOTOpPBIX CyNIeCTBEHHO yMeHBIUAeT MpoHWIIAeMOCTh MeMOpPAaHH TS
npoToHoB. B GomslurHcTBE cirytaes GocoIMITHAB] MPeacTaBIIAIOT CO-
60 croxcrbie 3ghupsi TAULIEpHHA WM IPYTUX MHOIOAaTOMHBIX CITUPTOB
sn-1,2-xouguzypayuu, HO cyImecTBYIOT AHIMIL, B KOTOphIX onHa M3
CITUPTOBHX TIPYII [IHLEPHHA 00pa3yeT MpocTYI® 3QHpHYI CBSA3b ¢
ANMKWIAMH i ajkeHaMu. HeoObMHBe TUITHAB HalfiAeHE y Goabiloi
[pYIIBl [IPOKAPUOT, TAK Ha3blBaeMbIX apxebaxmepuii (Wnu apxei), B
KAYeCTBE npocmsix s(hupoé LIMIEePUHA (sn- 2, 3-KoHgueypayuu) v JUTMH-
HouenodeuHbX C-20, C-4(-zudpouzonpenoudnvix cnupmod (noaunpe-
HOA0G), TOuHEe, QupumaHurduzauLePUHOELX JU3uUPos UK Jubugu-
manuaduzauyepurossix mempas@upos (puc. 6).

Memb6paHa, ofpa3opaHHasA TeTpaddHpamH, yxe He MOXET pac-
CMaTpUBaThCA KaK NBOWHOHN JHMITHEHBIA CA0H B UCTHHHOM 3HAYEHUH
3TOTO [OHSTHA U He ITOJBEPTAETCA PACILETUIeHHI) 10 rMapodobHoit
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cH-0-& R, C|Hz-0-CH=CH—R.' CEH,-O-C-RI"
CH-O-C-R, CH-O-C-R;' CH-Q-C-R,"
| © | Yo °
CH,;-OR CH,-OR' CH,-OR"
Fanuepwas 1-3NKEHUNTIVLEPUHOBE 1-anKnrnpYEpUHOBLIe
APMpLI (MNA3IMANOTEHK) bupsl {PwS)
{HepEHAA TRaHL, MONIOCKK
aHaapobHule GakTepud)

CHy-O{ 'CH:CH:C[HCHz']!CHzCH:?HCHJ

CH, CH,
CH-O- [ CH,CH,{:HCH,-],CH,CH,}CHCH,

CH, CH,
CH,O0R

Awnacdup (2,3-Am-0-3,7,11,15-TeTpameTnnrexca-
Reumn)-sn-rnwgepuH) (apxeSakTepun: ranobakTe-
PUM, METBHOTEHb)

CH,OR

CH-O-(- CHzCHz?HCHz']'rCHzCH:(I:HCHz'O‘CH

CH, CH,
CH-O-[- CH,CH,(‘:HCH,-],CH,CH,‘CHCHTO- CH,

CH, CH,
CH,0R

Terpaapup (apxeSakTepuy; TEpMOaUMAOHHAL,
METBHOTEHbI)

Pue. 6. Xnmnygckan CTpykTypa hoconmningos, CONepHalLWx NPoCTYIo
3(OUPHYIO CBA3b B CPABHEHNN CO CNOXHOIGUPHLIMK TAMLEPNAIMN

cepIlieBHHE METOOM «3AMOPAKMBAHWI-CKATLIBAHMAY (freeze-fracture). OHa
Gonee ycTOHYHMBA K CTPECCOBBIM BO3LEMCTBHAM OKPYXKAOIUeH cpemsl,
YTO MO3BOSET MEUKPOOpPTaHH3MAM, HMEIOITHM TAKHE MeMOpPaHEI, Cylle-
CTBOBATH B 3KCTPEMaibHLIX YOIOBHX pH U TeMItepaTypsl (axcmpemodhii-
abl). Y 1epMOQHIOB NOMOJHHTEALHAA CTABHIM3AIIA NocTHraeTcsa (op-
MUpOBAHMEM B [IOAUIIPEHONBHOM 1eNd TSTTHAIEHHBIX [UKIIOB, YMEHb-
LIAFONIMX BPAIIATENBHYIO [TOIBYKHOCTE YIICBOAOPOIHBIX HeTieH.

Kpoume docdonumunos, noctpoeHHbBX Ha OCHOBE [IHMLEPHHA, B KIeT-
Kax 3y- ¥ TIPOKAPHOT BCTPEYAOTCA (QocGOMUITHABI, KOTOPblE SRISTIOTCA
[IpOU3BONHEIMM TUONOB: IMmuaenzauroan, 1,2- u 1,3-nponanduonos, 13-,
1,4- u 2,3-6ymanduonoe, a taxxe I,5-nenmanducsa. Cpeld OUORBHEIX
JIMITHMIOB BCTPEYAIOTCA MOHO- M AHAIUAILHbIE [IPOHIBOIHbIE — 3TO CJIOXK-
Hble 3PHUPbI Pa3THIHbIX XUpHBIX KUCJIOT; MPOCThIe HPHPLI, CMEIIAHHbIE
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ANKUIBHBIE (MAH AKeHUNbHEE) H AIUNbHBIE IPOU3BOIHLIE, THOABHbIE
aHanoru (ocaruauaxonuua, docharauisTaHoraMuHa M ap. O6bUHO
CONEpXAHWE MHONMBHBIX JUITHAOB COCTaBIfeT ToAbko 0,5—1,5% comep-
XAHUS [ULUEPHHOBLIX AMmUaos. Ho HEKOTOphle MOPCKHE MOJUTIOCKM U
UTAIOKOXKUE COMEPXAT B TKAHAX TIPHMEPHO PABHLIE KOMHIECTBA MIPOHU3-
BOFHBIX DAMIEPHHA U STWieHrnHKonsa. ConepXkaHye JHOALHBIX THITHIOR
yYMEHBIIAeTCH B TeYeHHE 3MMB, IOITOMY OHM IpeRloIGKUTEALHO MO~
YT MCIIOAB30BATHCS KAK 3aracHble BeniecTsa. 3aMedeHO TakKe MX yBeau-
YeHUE B [POLIECCce pereHepayli [eYeHy y KphiC.

JpyrumM xraccom «Ge3rnHLIEPMHOBRIXs JUIIMAOB SRISIOTCH Cuneo-
Aunudsl, OCHOBY KOTOPHIX COCTARNAST ATHGATHUESCKUI aMHHOCITUPT ChUH-
203un (WM Ouzudpocgunzosur) (puc. 7). TocTpoeHHble HA ero OCHOBE
Hepamuosl LIMpoKO pacTipocTpaHeHbl B TKAHAX pacTeHdH M XKHMBOTHBIX,
HO KOJUYECTBO MX He3HayuTeAbHo. OHM OOHApYKEHB! TAKKe B [MIISX
Escherichia coli. Chunzomueauns! BXOJAT B COCTAB HEPBHOM TKAHM, THITH-
IOB KpOBH Y HEKOTOPBIX APYTHX KOMIIOHEHTOB KIETOK XHUBOTHBIX.

CH;~{CH,},,-CH=CH-CHOH Ri.R; = H — cebunroany
H-C-NHR, R, = auun, R;=H — uepamna
CH,OR, R, = doctioxonnH, R, = agwn — CGIMHIOMMEnH

Pue. 7. XMMu4eCKad cTpyKTYpa chUHIoRMnMAce

B GosnbliIMHCTBe 6GMOAOTHIECKMX MeMOpaH coaepXaTcs TakxKe 2au-
koaunudst, B KIeTKax XHBOTHHIX OHU, KAK [TPpABHAC, ABISIOTCA [IpoH3-
BOIHBIMH CHHIO3MHA, ¥ KOTOPOTrO K IEpBHYHOMY FMAPOKCIULY NpH-
COEAMHEH OCTATOK caxapa MM oaurocaxapuaa. Ecnu caxapaMu ABRISIOT-
¢l DII0OKO34 WM TANT4KTO33, TAKHE MUl HAIBIBAIOTCA Uepefposudamu
(0cOoOeHHO MHOTO MX B TKAHAX Mo3ra). Eciau yrieBoHOH 4acThIO AB-
JsIeTcs OMUrocaxapus, peds LT O 2aH2auo3udax (BbileeHbl U3 raHT-
Ui, MO3ra ¥ psiia OpYrux Tkaxeit). Fanravosunbl HaiaeHbl Takxe B
MIUISAX HeKoTopbIx GakTepHit (Neisseria) v olpenesiOT MpUAHTIaHHE
3TUX [IaTONCHOB K ITOBEPXHOCTH KISTOK XHBOTHOIO OpraHu3Ma. ¥ npo-
KapHoT (B OCHOBHOM Y TpaMIIOJ0XHTENbHbIX DaKTepdii U uuaHobak-
TEPUii) TIUKOIMITHAB TaKXKe ColNepXaT CAKo3y, ranakrosy U MaH-
Ho3y. X koauvyecTBo B MeMOpaHax HeBeIMKO, HO IIpd TMMUTHpOBA-
HUU dochopoM MOXET BO3pAcTaTh, IPH FTOM IMMHUKOMIWIITUIEL,
OO-BYOMMOMY, 3aMen@loT ¢ocdonununsl. HakoHen, B MemGpaHax
GoNbLUIMHCTBA 3YKapHOT (a Takxke y Mycoplasma) coepXatcs crepo-
HIObI, B OCHOBHOM xosecmepuH (Y XHWBOTHBIX), 3pzocmepur (Y HpoX-
xeit) v cmuemacmepun (y pacrenuil). MuMxoIUiasMbl HeCITOCOOHH CHH-
TE3HPOBATh CTEpHHLI, HO TPeOYIOT MPUCYTCTBUA MX B cpelle Id cTa-
GunH3anuu KreTouyHoil MeMOpaHbL
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Tabnnya 1. NpAPOSA KUPHLIX KUCTIOT @ NUNURAX KITETOK XKNBOTHBIX

Tpynnw xucaom Kongpueypayus
Hacsuenune |C-16, manemH- |C-18, creapH- C-20, apaxu- C-22, 6ere- | C-24, aurHoue- [ C-12, 14 u C-26,
THHOBas HOBast HOBaf HoBag pPHHOBaA 28 B cneaoBHIX
KOIH4YeCTBaxX
MoHoHeHa- Kak npasumo, |C-18, omeuromas | Her Her Her Her
ChIINCHHBIE unckoHpHrypa- |(umc-9-oxrageueHo-
umsa C-16, nans- |pag)
MuETOTeHHoBas |C-18, saxucHosasg
(ume-9-rexca- (11-oxraggueronasn)
JeLeHoBast) TPaHC — ¥ XH-
BOTHBIX, OMC —
y bakTtepuit
TMonuueHach- |Kak mpasuno, |C-18, nuHomesast | C-20, apaxudo- Her Her Her
e HHBIE OUBHHMAMeTa~ | (UMC, LHC-9, Hosaf (5, 8, 11,

HOBas TPYIIH-
poBKa

12-okTameKanHe-
Homas C-18, mu-
HoneHogas (9,
12, 15-ckrame-
KATpHEHOBAA)

14-afiko3areTpae-
HOBad}
TpemuecTBeHHUK
MPCCTArMAHANHOS,
BCTpEYaeTCa TAKKe
y rpubos




1.3. NpMpoya 1 COCTAB XHPHBIX KKCNOT B MeMOpaHHbIX AMAKAAX

[Ipupoaa XUPHBIX KUCAOT B AMIHIAX MeMOpaH 3aBMCHMT KAK OT
BHAA OpFaHWU3Ma, TAK M OT YCJIOBHUH €ro cymiecrsoBaHuA. HauGonee
YACTO BCTpeYaronMecs XUpHBEe KUCIOTH AHIIHAOB XUBOTHBIX, pac-
THUTEJIbHBIX H IPOKADHOTHRIX KJIETOK NepeyuucieHsl B Tabn. 1, 2 u 3.

C yBeMUeHMeM YMCHA JBOMHBIN CBA3EH 3HAYHUTEJSLHO CHIDKAETCH
TeMITepaTypa IUIABIeHH XUPHBIX KHCIOT (a TAKKE COHNEDPXALINX 3TH
KMCJIOTH JTHIIHAOB) Y MOBBINIAETCS X pACTBOPHUMOCTL B HEMTOJSPHBIX
pacTsopureasax. [lockonbky GyHKIMOHAILHAR AKTHBHOCTD MeMOpaH-
HEIX 6eakoB peryaupyerca $a3oBLIM COCTOSIHHEM JMIHMIOB MeMOpa-
HBI {KaK IpaBWIO, B XUIKOM COCTOSHMM MX aKTHBHOCTD BBILIE), [IPH
CHUMCeHUU memnrepamypsl B MeMOpaHe JOMXHO MOSbilambca codepica-
Hue HeHacblieHHBX Kucaom. Braroaaps [MOCTOSHCTBY BHYTPEHHHX Y-
A0BMH (TOMeOCTasy) XUBOTHONO MAKpOOpraHM3Ma BIHSHUE TeMIle-
PATYPHl HAa XUPHOKUCAOTHLINA COCTAB THITHAOB OOBIMHO MPOSIBISAETCA
¢nabo, HO, HAIlpUMEp, B JTMIIHIAX HMXHHMX KOHEYHOCTEH MMHTBMHOB
[IOBLIHIEHO COMEPXAaHUe HeHACHIIMEeHHBX XUPHBIX KUCIOT.

Ta6nwya 2. TipupoJia XUPHLIX KUCNOT & AMAMAAX KNETOK PACTEHHA

Tpynnw xuciom Kongueypayus
HacwimeHHbre | C-16, nmanemu-| C-18, orcyrereyior C-12,14 1 C-26,
THHOB2g 28 B CIenOBRIX
KOMMYECTBAX
MoHoHeHacH-| HeT C-18, puuuHonepas —
HeHHbIG (12-okcH-uMc-9-oKTane e -

HOBAf), B KACTOPOBOM MAacCHe
C-18, xpenHHHHOBAS

(c TpoiiHo#t cBf3bI0}

¥ CIIOXKHOUBETHRIX

HonuHeHacw- | Het Kax npapuio, ¢ XOHBIOTH- | —
HIeHHEE POBAHHHIMM ABOHHLIMY CBS-~
asamu C-18, aneocreapuHoBas
(uHc-9,11,13-okranekaTpue-
Hopas) C-18, muHoneBass u
JHHOMEHO Basg

Ta6nuya 3. Mpupona XUPHLIX KACNOT B NUNKLAX KNETOK NPOKAPUOT

Tpynnw xucrom Kondhueypayun

HacrimeHHRe B ocHoBHoM C-16 — C-18, a Takke pa3BeTBICHHEIE,
LUUKACHPOHAHOBEIE, OKCH- M APYrHe KMCIOTEHI

MoHoHeHachmeHHEe | C-16, mansMmuToneHHoBad C-18, uHc-BaKLEHOBAS

HonmuHeHacoimeHubie | Tonbko y unaHoGakTepui
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B MeMOpaHax mpoKapHoT pasHOOOPa3ve XUPHBIX KHCJIOT JOBOJBHO
Bemuko. OcoGeHHOCTRIO GaKTepyit ABSETCS HAAMYHE pasgemeaichio U
KUICIONPONAHOEbIX KACIOT. Y HexOTOpbIX TPAMITON0XHTEIbHBIX 6aKTepuil
(Harmpumep, Micrococcus luteus) 90% XUpHBIX KHCIOT TUITHAOB COCTAB-
JITIOT pa3BeTBRACHHbIe KUCIOTHI, 2 HEHACHIEHHBIE KHCIOTH MPAKTH-
4ecKH OTCYTCTBYIOT. IpaMoTpuuarensHele 6aKTepHU COfepXaT CMech
HACHINIEHHBIX W HEHACBIEHHBIX KHCAOT ¢ npeobnaganuem C-16 u
C-18 xicnoT, a TakKe UUKIONpOIaHOBbIE KMCAOTH (HATIpUMED, AaK-
mobauuatogyro kucromy). [1yTd ux GHOCHHTE3a [MoKa3aHH Ha puc. 8.

CH, H CH;
S-an0HOIMIMETUOHUH | PR
«CH=CH- —— " -C.CH- L’ C——CH- Uuwnonponavosan
{B bochaTHaun- | | KMcnoTa
ITaHGNAMKHE) H H
H-»
CH, CH,
| HAQEH |
-C-CH;; ——— .CH-CH,- PajseraneHHan
KMcnoTa
CH,{CH,),CH{CH,),CO0OH TySepkynocTeapuHoBan KMcnoTa
CH,

CH,{CH,}JHC — CH{CH,);COOH flakroBaKkTepnHoBan kucnota
N/
CH,

Pue. 8. Cxema GMOCHHTE3A PAa3BETBNEHHBIX M LUMKNONPONAHOBLIX KWCNOT

HiameHeHye TeMIlepaTypsl cYIUeCTBEHHO BJIMAET Ha COOTHOIUEHHE
HACHIMIEHHHIX M HEHACHIEHHBIX XHMpHBIX KUCIOT B MeMOpaHax Mpoxa-
pHOT, MpH 3TOM CHWDKeHUE TeMIepaTyphl KyAbTUBHPOBAHUSL [IPHBOTHUT
K YBeJIMYEHHIO JOJAW HEHachlLUeHHAX KHCIOT. [lpeneabHbIMU CTydasiMH
SRJSIOTCS neioppochiasl, pacTyle NP TeMItepaTypax, Sauzkpx X 0°C, y
KOTOPBIX MPUCYTCTBYIOT IPAKTUMECKU TOMBKO HEHACBIieHHbIE XHPHbIE
KHCJIOTBI, 4 TAKXKE mepmoghiuin (IpUBLIMHAA TEMIIEPATYPHAS Cpefia BhIILe
60°C) — y HHX Bce XHDHBIE KMCJIOTbI JUIHAOB HACHIIEHHBE.

‘Tem He MeHee cocraB XUpHBIX KHCAOT (ocdonununos y Gakre-
pUH NpU KyISTUBHPOBAHHAM B CTAHAAPTHHIX YCJAOBUSX JOCTATOYHO [10-
CTOSIHEH, U €ro MOXHO MCITONb30BaTh KaK TAKCOHOMHYECKHH IMpH-
3HaK — B HHTEpecax KiaccuuKanuy WIH [IpH aHATU3Ee COCTABA MUK-
pobHLIX coobniecTs 6€3 M30IUPOBAHUA B YHCTHX KYJABTYPaX OTAeAbHBIX
[IPEACTABHATENEH.
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Tnasa 2. lloHATHe 0 KOMNapTMEHTaLUH
B XHBOH Knetke

Pacnpeaenesne BewecTs MAW NPOLLECCOB NO BHYTPUKNETOY-
HbEIM M3ONUPOBAHHLIM «OTGEKAM» HA3BIBAIOT KOMIapTMEHTaLMeH
(or anrn. compartment — ovcek). B knerTkax 3ykapuoT Takmx arce-
KOB, W30NMPOBAHHBLIX BHYTPUKNETOUHBIMW memOpanamn, — opra-
HENN MHOTQ, 4 Y NPOKAPNOT OHW BCTPEYAIOTCA CPABHWUTENLHO Pef -
k0. OAWH N3 NpUMeEpPoB — 1epunIasMaTHieckoe NpocTPaHCTBO
Mexay LMTonnasmarn4eckor n HapyXHOW membpanamu Y rpamoT-
pyuaTensHeix 6akTepwit (cm. puc, 3},

It M3ayyeHusl CTpYKTYpbl, cocTaBa U hyHKUMH opraHel1 Heob-
XOMMMO, KAK IPAaBHAC, HIOAUPOBATE MX M3 KIETKH B YHCTOM BHIE.
OB6BMHO 3T0 NOCTHrAeTCs METOROM Jugbpepenuuabrozo yenmpugyu-
POBAHUA TIOCJIE Pa3pYIUIeHUA KIETOK B MEXaHMYeCKHUX MM YJbTpa3By-
KOBbDX 20Mo2enu3amopax (1adn. 4).

Tabnuita 4. PacnpeseneHue KNETOYHBIX KOMNOHEHTOB NpH QU pepeHUManbHOM
LIeHTPAYrupoBaHAN FOMOreHATA MUBOTHLIX KNETOK

Ppaxyun Henmpobeucnoe | Bpema yenmpugy-| Depmenmamuenan
yeKopeHie, muc. £ | 2UPOGARUA, MUN aKMUeHoCmb
OBIOMKH KIETOK, 1-6 10 CHHTE3 HYKIEHHO-
Anpa BRIX KMCIOT
MuroxoHapun 10—15 20 BDHepreTHYECKHE
MpoLeCChl
JIusocoMer ¥ Ap. 15—20 30 TuopordTHyecKue M
Ip. e pMEeHTH
MuxkpocoMbt 100 60 Cunres Genxa
(3HOOTIA3MATHY.
PETHKYIYM)
Pacreopumasn — - T'nukonus, cbmeH
{cynmepHaTaHT) XHUPHEIX KHCJIOT M Ap.
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OCHOBHBIE pazTMUMs MeXIy KIeTKAMH MTpOoKApHOT H YKApHOT 10
COCTaRY U cnocabaM KOMIAapTMeHTAIMM o606ILMeHH B Taba. 5.

Tatinuya 5. Pa3nuung Mexay KNeTKaMu 3yKapuoT W NpoKapuoT
M0 CTPOEHMIC M HANMYWIO OpraHenn

Cmpyxmypa Bykapuoms Hpoxapuome
UL KOMNORERM
Kusomnue Pacmenus

Snpo (HykneoTmnasMa) + + -
T'neToHB + + (+)
Muto3 i Mefios + + -
BrexpomocoMHas JTHK

B OpraHeJuiax + + -

B IUTa3MMNAX - +) +
DHOoMNA3MATHISC KA
PETHKYAYM H ammapar
Fonemxu + + -
MuroxoHapuu + + -
XiroponpacTsl + + -
JIuzocomut + + -
MHkpoTenbLa:

MePOKCHCOMBL + + -

[THOKCHCOMBI - + -

TNHKOCOMBE + - -
Baxyomu + + —
MukpoTpyGo4KN M MUKDO-
bHwaMeHTH + + (+)
Krymvku + + +
PecHuuku + (+) -
XHrocoMHl (v TpHGOB) - - -
KapBokcucombt - - (+
I'HaporeHocoMb (+) - -
HemmonocoMu - - (+)
A3DOCOMBI - B - (+)
ITunu, ¢uMBpuy, NPOCTEKH {+} {(+) +

Mpumeuanne. 3dak«+y 0IHAYAEST APUCYTCTBUG APUIHAKA Y MHOMWX NpeAcTasu-
Teneil; 3HaK «—» 03HAYAET OTCYTCTENE NPUIHAKA; 3HAK «{+)» 0IHAYAET PEAKYI0 BCTPEUae-
MOCTE NPU3HAKA.
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Kparko oxapakrepM3yeM OCHOBHEIE TTPOLECChl B OPFaHesUIhI (B a-
draBuTHOM TMOpHAKeE).

A3pocomb — OIHOCIOWHbBIE BE3KKY/IhI, MEMOPAHA KOTOPLIX ITOCT-
POeHa To/lbKO M3 belka. Crioco6CrBYIOT MOBEHIIIEHHIO TUIABYYECTH Kile-
TOK, TAK KAK B HKX COICPXUTCHA razosasd $aza, COBNAmAKLIAL 10 co-
CTABY C rasosoi (azoil okpyxawmuiei cpebl.

Bakyoau — memOpaHuble oGpazosaHHs, cayXalue M Mouaep-
XaHUA TYPFOPHOFO NARJIEHHS, 3aIACAHHA Pa3THYHbIX BEMISCTB, d TAKXKE
BBITOJMHAIOUIME JTHIOCOMHEIE (DYHKIHH.

Brexpomocomnan JHK. B MUTOXOHIPHAX M XJIOPOIUIACTAX COAED-
saitea JTHK, o6pasyiomas Hykneodn 6akTepManbHOTo THIIA. 3aKino-
YeHHAs B Hel reHernyeckasa MHGopManua He ny0nupyeTcs B saepHok
JHK u crioco6Ha Kk aBTOHOMHOMY BRIpaXEHHIO B 6€1KaxX IoCpeacTBOM
CoOCTBEHHBIX CHCTEM TPAHCKPUIIUKE U TPAHCIAUKH (BKIOYAIONIKX
pubocoMur 70 S GakrepuanbHOro THMA).

Y npokapsior BuexpoMocomuad JIHK opranu3osaHa B BHAE n1a3-
Mud, KOTOpEIE MOTYT CYHIECTBORATh M PEIUIMUKPOBATLCH ABTOHOMHO
WIH B HHTEIPKPOBAHHOM B XPOMOCOMY COCTOAHHHK (HATIPMMED, B BUIE
npoghaza).

Tudpozenocombi — OKpYXeHbl OJIHOCTONHOM MeMOpaHoU M comep-
KAT KOMIUIEKC MUPYBATHErMAPOreHas (y TPMXOMOHAL).

Tucmons — npeacTaBASTIOT COGOM MOMOXHMTENBHO 3apsDKeHHbIE (0c-
HOBHBIE) BENKH, BXOAALINE B cocTas xpomocom B KoMmiuiekee ¢ JTHK
(oOHapyxeHH TaKke y apxeGakTepuii).

Tauxocomm — OKpYXeHbI OHOCTONHON MEMOPAHOH M comepXar
depMenTRl rIHKOMM3A (Y HEKOTODBIX IIPOTO30HHBIX MHKPOOPTaHHK3-
MOB, B HACTHOCTH ¥ Bo20ymytesell cCOHHOM OONe3HH).

Diuoxcucomu — pa3sHOBHEHOCTH MMEPOKCHCOM — MECTO JIOKANM3a-
UMK PEepMEeHTOB IMHOKCANATHOTO LYHTA, YIACTBYIOWHMX B TIPEeBpale-
HMH 3AMACHBIX XHUPOB B yrIeBonbl. [loaroMy oHM TeCHO accollUUpoBa-
HbBl CO cghepocomamu, KUPOIANMACAONIMMH OPraHelLIaMi PacTUTENb-
HBIX KJIETOK.

Keymuku u pecrusku NpencTasaaioT coboif ammapar, olpenesir-
LA MOABHXKHOCTh KNETOK WAK MX cllocOOHOCTh CO31aBaTh IIOTOK OK-
PYXAXOIIEH cpeabl K OpraHaM IoriomeHMst DHIH. XKryTHKH 2yKapHoT
H IMPOKAPUOT CHALHO PAATHYAKOTCA 110 CTPOCHHIKD K COCTABY.

Kapboxcucomu — oKpyxXeHbl oMHOCNOHHONH MemOpaHoil u cogep-
XAT KIIOYeBhle (hepMEHTHI (PHKCAURE YINSKUCNIOTHI B HEKIe KanneH-
Ha (y PoTOTPOPHBIX H HEKOTOPLIX XeMOJIHTOTPOPHBIX IPOKAPUOT).

Juzocomnr — MeMOpaHHbBIE BE3WKYJBl, CONEpXallne THAPOIHTH-
yeckHe (pepMeHThI, YIACTBYIOUIKE B KPYroBopoTe GelKoB, MoNIHcaxa-
PUAOB, TUMIUAOB H HYKIEKHOBBIX KHcIoT. s MpemoTBpamieHust He-
OPFaHM30BaHHOrO Ne¥CTBUA 3THX PepMeHTOB OHHM 3aXJTI0YEH B B Oprd-
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HENTY, OKPYXKEHHYIO OTHOCTIOHRON MemOpanoil. Hekoropsle Hacnen-
CTBeHHbIE 6OJIe3HM CBH3AHLI C HEJOCTATOYHOCTEIO JHU30COMHbLIX (ep-
MEHTOB.

Muxpompybouku M muxpogiaamenmsi, 10-BUAUMOMY, UCIIONHAIOT
ponb yumockesema v GopMUpyIOTCa U3 beka mybyauna. OHE BXOIST B
COCTAR HeHmpuoael, HrpAIOIIKHX BAXHYIO POIb B JICACHHUH AIpa, a TaK-
Xe B COCTaB MC2YMUKOG W pechHivMex.

Mumoz — penenMe sjipa, COIPOBOXIAIOLISECS YOBOSHHEM YHCNA
XPOMOCOM; Melioz — aehneHUe siapa 0e3 ynBoeHHA YKCNa XpoMOCOM, B
pe3yabTaTe Yero obpasyiorcd cantoudnbie KNETKH.

Mumoxondpuu ABIAOTCA MECTOM OCYIIECTRISHIS OKHUCIHTENBHBIX
IPOLIeCCOB, B HUX JOKANH30BAHBI GepMeHTH LHKIA TPHUKApBOHOBLIX
KMCJIOT, ObXaTeabHas Lelh, CUCTEMA OKUCAKTENbHOro dhochopiin-
poBaHUA. B xieTkax copepXUTCH OT 1 10 HeCKOJBKMX THICHY MMTOXOH-
apuit. MuToxouapHu conepxat sHexpoMocoMuyio JIHK, criocoBHE K
CAMOBOCIIPOM3BENCHHIO K, BO3MOXHO, BEIYT CBOE HAYANO OT IIpOKa-
PHOTHYECKHX KIeTOK (sndocumbuomuyveckas eunomesq). QuHAKO YacTh
e IKOR DTHX OpraHe/ 1 KOTHDYeTCH sIepHEMU FeHAMH, [MO3TOMY OHHU
He KYJNLTHBHPYIOTCH ABTOHOMHO. ¥ MpOKAPKOT CXOMHLIE M0 GYHKIIH-
M CTPYKTYPBI, IIPOMCXOMSINIKE M3 LKTOILTA3MAaTHYeCKOH MeMOpaHEL,
HAILIBAIOT Me30COMaMU,

[lepoxcucomo: — opraHennbl, OKpY¥eHHbIe OJHOCHOHHOH MeMG6-
paHOM M cofepXaniyke psyl OKHCAHTENBHBIX (epMEHTOB, a TAKKe Ka-
TANA3Y, PAIPYLIAKIUIYK TIEpeKHCh BONOpoaa, o0pasyiouyiocs B mpo-
necce oxHciaeHus:, MoryT paccMartpiBathes Kak Gonee npeBHHE aHa-
JOFM MHTOXCHAPUE M MrpaloT BAXKHYIO poib B 00OMeHe JTHITUROB. ‘

HMuau, pumbpuu npencraBisior coG0H BRIPOCTH ITOBEPXHOCTH KITe-
TOK U ObIBAIOT MpocThie M MoioBbie. [IpocThle MK MOCTPOEHBI M3
GenKa niauna M UIparoT BAXHYIO pOJb B IPHKpeIUieHHH DaxTepunii K
cybcrpary. Ha noBepXHOCTH KIeTKH uX MoxeT 6bith S0—400 wryk. INono-
Bble TIJIH (1 Ha KJIETKY) HCIIOJIB3YIOTCA B IIPOLCCCe KOHBIOTALIMM. Bripo-
CTEl KNETOK, cOmepXamue UMTOIUIA3MY, HA3BLIBAIOT ApOCMeKdMu.

QHM CIIYKAT LIS yBeIMIeHMs MIOBEPXHOCTH KJIETOK, NMpPHUKpeIUie-
HMA K cyOCTpaTy WiH YYACTBYWT B ITOYKOBAKKM KIETOK.

Xumocombt — MeCTO JIOKaMM3AIUH XHIWHCKHTETa3kl, BCTPeualoT-
¢ Y rpu6oB. OcylllecTRIAIOT PYHKUHIO MepeHoca MuKpodUHOpHiLT
XUTHHA K KIeTOYHOH CTEHKE.

Xaoponaacmot cogepxaT XLI0pOPUILI M OCYILIECTBISIOT Mpolece $o-
TOCHHTE32 Y pacTeHHE. Kak W B MUTOXOHAPHMAX, B HUX COOEPXHUTCH
cobcreeHHaa JHK. AHanormuube Mo QYHKIMAM OakTepHaibHbIE
CTPYKTYPHL HA3BIBAIOT XpoMamogopamu, a TAKKE muiakoudamu U x10-
pocomamu. B otnnune or xioporuiacros ovu He conepxar JJHK u mpo-
HCXOIST M3 [MTOILIA3MATHYECKOH MeMOpaHbl.
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Henmonocomer — copepxar KOMIUIEKC ¢pepMeHTOB U Tuluaos, OI-
penessiioT NpHcoeAUHeHne OAKTePHA K LeNI0N03HBIM cybcTparaM U
WX paciielLIceHuHe.

Dndonnazmamuneckul pumukyaym — 3T0 BHYTPHKIETOYHAS CeTh
B3aMMOCBSA3aHHLIX, OrpaHKHYeHHbIX MeMOpaHo#i TpyDoueK W INy3bIph-
Kop. MemOpaHa sHaonIa3MaTHYecKoro peTHKYIyMa obpasyer efuHoe
11e10¢e ¢ sIepHoit MeMOpaHoii. Eciin Ha HApYXHOU IIOBEPXHOCTH 3H-
JNOMA43MATHYECKOI0 PETHKYIYMa ancopOupoBaHBl pHOOCOMBI, ero
HA3bIBAIOT LIEPOXOBATHIM, eclu HeT — rnagKuM. IllepoxoBarbl 9H-
HOTUIA3MATHYECKHI pPUTHKY/IYM — MECTO CUHTE3a CeKpeTHpYeMbIX 6el-
KOB, KOTOpPbIE IOIANAK0T BHYTPL €r0 KaHAIOoB, d 3areM ITOCTYNAloT B
«UKCTepHs» annapama Toavdxcu (Guxkmuocomw Yy pacreHHi), OTKyna
nepeHocATcd BHYTPH MeMOpaHHBIX Be3dKyNl MO0 B IUTa3ManeMMy,
aubo B MeMmOpaHy Bakyoleil (TOHOILIACT) M CEKpPETHPYIOTCA BHYTDB
BAKYolnel WIM B OKPYXAIOUIYIO cpeny (2K304umos3).

Hdpo (nyxaeonaaama) 3yKAPHOTHUECKHX KISTOK OKpPYXKEHO ABOH-
HOU MeMOpaHoil (niaimoremmoil), conepXanieif opsl (MopocoMsr). B
siipe TprcyrcrByer adpoiauko (Mecto cudresa PHK u cOopkn pHbo-
coM). B otnuyMe or 9apa nyxaeoud MpoKapHOTHYECKHX KJIETOK HE OT-

JelleH MeMOpPaHON OT LKTOIUIA3MbI B [IPEACTABLACT co00i KOMILIEKC
ITHK, PHK u Genkos.



nasa 3. PepmenTbl — KaTanH3aTopsl
GHOXMMHYECKMX peaKLHif

PeaxtiMi, NpoOTEKAIOLINE B KUBLIX OPraHM3Max, NOOQYUHAITCA
00LMM 3aKOHAM XMMWMW, OAHAKO OTNINHAIOTCH BHICOKOR cnetdny-
HOCTbIO M OTCYTCTBUEM NOGOYMHLIX NPoayKTeB, I1a 0cobeHHOCTL
onpeaenaeTCcA CBOUCTBaMN HENKOEBLIX NOCPEAHUKOB BNOXMMMUIec-
KVX PEaKUMA — (PepMEHTOS, BbINONHAIGLINX POfb KATaTM34TOPOR.
Anga noHuManna ponu GEpMEHTOB Kak BHMOIOrMyecKkux Karanusa-
TOpOB HeOoBX0AUMO OCTAHOBWTLCA Ha HEKOTOpbIX 06umMx 0Co6eH-
HOGTAX KaTANM3NPYeMbiX XMMUYECKUX DEAKLMA,

3.1. 06jne npepcTasneHus ¢ lepMEHTATHBHOM KaTanu3e

Kaxnas XMMUYecKas peakuMs XapaKTepH3YeTCH aNepeuel axmu-
sayuu (AG), T. e. ceobonHoli sHEPrHeii, KOTOPYIO HYXKHO TIpHAATH pe-
arUpYIOLIUM MOJIEKYNIaM, 4To0BI IIPOM3ONLT0 XKMHIECKOe IpeBpanie-
HHUe (TIpH CTOJIKHOBEHWH MOJEKYN ¢ HeIOCTaTOYHOI cBoGonHO 3Hep-
rHed XMMHuYecKas peakuist He rpoucXoduT). TaKHM obpa3oM, anepaus
GKMUBAUUU — MO 3HepzemivecKuii bapvep, Komopbili HYNCHO npeodo-
Aemp, ¥MolGbl NPOUIOWNG PeaKiUA.

B mporecce xMMUYeCKKX peakitui MOJIeKYNBl BCTYIIAIOT B T2K Ha-
3LIBAEMOR Mepexo0npe cocmoakue, XapaKTepu3yIoueecs MeHee YCTo-
YuBo#H cTPYKTYpoit H HauGoaklIel ceobogHoI 3Hepruei. KaTanusaro-
PBL crRuskalom ceobodHYio 3nepeulo TepexoqHoro COCTOAHHS M, CTabH-
JU3UPYA ero, o6lerialoT NMPoTeKAHKHE PeaKITHH.

OmnpeneneHne xamaauzamopa KaK BEUIECTBR, CHUMCAIOUE20 IHep-
2ure akmusayuu, HetoyHo, Ha caMoM pmene karanusarop BCTYIAET BO
B3aUMONEHCTBHe © pearvpyioLIMMM BellIeCTBAMH U Hanpaeisem peax-
NUIO NO HOGOMY Nymu C HU3Kol snepaueli axmueayuu (puc. 9).

ChenyeT yIUTBIBATE, YTO B 3HEPriH AKTHBALKHU IIPUCYTCTBYET HE
TONBKO HTanbnuiiHag (AH, Terosas} cocTaBAAwmAd, HO M 3HTPO-
MHifHasA (AS, Mepa YNOopaIoYeHHOCTK CHCTeMEI). Bhicokas sHTanbITMiA-
HAast COCTABNAIONIAA CBHACTENLCTBYET O TOM, YTo MIA GOPMUPOBAHMA
NEePEXOAHOTO COCTOAHMA HEeOOXOXHMO CYILIECTBEHHOE OCHAADNIEHHE X1~
MHYeCcKHX cBA3el. st MHOFHX XHMHYECKHX peaKlKil MeXaHH3M aKTH-
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KoopauHaTa peakuuu

Puc. 9. [lnarpaMma nepexofHOro cOCTOAHWA XHMHYECKOH peakLnn.

H, — 3HTANLNUA (TENSOBAS IHEPrUA) HCXOKHLIX CYGCTPATOB, H, — IHTANLNUA NPOAYKTOB PEAKUWH,
AH" = H,~ H,— 9H@DrnA aKTWBALMM HEKATANW3MPYEMOA peaKunu: AH = H,— H, — 10 e Ans Katanm-
ZUPYEMOR peakuiw, npudem AH > AH'?: AH = H,— H, —Tennoeoi addexT peakumi: ecnin AH >0 —
PEAKUMA IKIIPrOHMMECKEN (IKIOTEPMNYECKAR, NPOTEKAET CAMONPOMIEOALKO C BbIGENEHWEM TENNA),
ecnn AH < 0 — peaKyuA JHABProHKNECKaR {3HROTEPMHU4ECKAR, TPEGYET 3aTpaThl IHEPrKM)

BAlKH MONEKYN, To-BHAMMOMY, cXomeH, tak kak AH ana uux npak-
TUYeCKH COBIIANAeT K cocTapnser okono 50 k/Ix - Monw~!. Belcokas aH-
TpoIlHHAS COCTABIAIONTAA BCTPEUASTCH pexXe M O3HAYAeT, 4TO B Npo-
uecce GOPMUPOBAHUA IEPEeXONHOF0 COCTOSHHSA MONEKYJbl TOJDKHEI
IPUHATH CTPOFO OIIpelieleHHYK KoH(popMalKIo,

TaxuM obpazoM, MpaBUIbHOE OINpeneNcHHe IOHATHS Kamaausa-
mop MOXHO chopMYIHpOBATh CNEAYIOLUIHM 00pa3oM.

Kamanusamopom nazweaemcs eewjecmeo, yCKOPAIOWEe XUMUMECKYTO
peaxuurio, Ho camMo ¢ amotl pearyuu ne pacxodyoujeecs. Pynkyua Kama-
AUIAMOPA COCMOUM & MOM, YN0 OH PEQZUPYEm C UCXOOHBIMU GELeCmBaMU,
obpazya npomexcymouHoe coedunenue (Hoeoe nepexodHoe cOCMoOsHUe),
Komopoe nodeepeaemica oaisHeliemMy npegpaeHuio ¢ NOHUNCEHHOU sHep-
eueii axmuesauuu. B pesynsrate 0Opa3yioTcsa MPOAYKTH peaki(WH H pe-
reHepupyercd Karanu3arop.

Chenyer HAlOMHMTH, YTO KATUIMIATOD TOALKO ycKkopsem docmi-
HeeHue pagnogecus B XUMKUYSCKOH DeaKIMM, HO He M3IMeHSeT ero ho-
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Aoxcenus (1. ¢, COOTHOLUEHHA cyGCcTpata M Npoaykros). [lpucyrcreue
KATanH3aTopa He BEI3BIBACT TEPMONMHAMHUIECKH HeBO3IMOXHON peak-
IIMH ¥ He BIHSET HA BBHIXOX IIPOAYKTOB, ITOCKOJLKY KAaTANH3ATOpP HE
B3aUMONeCTBYET ¢ MPOAYKTAMHK DEAKIIMH:

Hexaranusupyeman At ___\__, B
peakiHsa

3,
[A]

Karanuanpyemas [ ] ,
peaKuua A+Cat(:4_—_> X*‘"'——> B+ Cat [A]

H3 1ux ypaeHeHMH caefyeT, YTo KoHCTaHTd PABHOBECHH peak-
uuk (K)) He 3aBMCHT OT HPHCYTCTBHA KaTaIM34TOpa, @ CIeNoBaTeNb
HO, HAMEHEHUIO KOHCTAHTHI CKOPOCTH NPIMOH pedKiiMM B IIDHCYT-
CTBHH KATANH3ATOpa BCErAd COIMYTCTBYET COOTBETCTBYIOIIEE M3MEHEe-
HHe KOHCTAHTHI CKOpoCTH 00paTHOM peaxiiuu. I1pu aToM cobmonaerca
MPHHIIUIT MUKDOCKONUMECKOU obpamumocmu, T.6, Mexanusm obpamot
xXumuneckoli peariyuu doasxcern 6oims cMpo2o O6PaMHBIM MEXAHUIMY NPA-
Mol peaxyuu, B oTHolleHuY (bepMEHTOR 3TO O3HAYAET, YTO MIPAMAST U
o0paTHas peakIIHH JOJKHLL IIPDOTEKATh B OMHOM H TOM X€ AKTHBHOM
nextpe dhepMeHTA.

3.2. CpaBHeHue XMMHIECKOro # (hepMeHTaTHBHOMD KaTanu3a

MexaHr3MEl XMMMYECKOTO B (EepMeHTATHBHOrO KaTIH3a IIPHH-
MIHANBHO He Pa3nMYaloTca. OnHAaKO NMPH HOPMANBHBIX «DU3HONOFH-
yecKHxX» yeiosusXx (pH W TeMmeparype) B BONHBIX pacrsopax dep-
MEHTHI 3HauYnTensHO Sonee 3bdeXTHBHBL (cusbnee chuxcarom ceobod-
HYIO IHEP2UI0 nepexodrno20 CocmoAnuA), YeM OOBIYHbLIE XHMHYECKHE
kataiuzatopsl. KpoMe Toro, ¢epMeHTEl, KaK MpAaBHIO, KaTANMIHPY-
10T TOJIBKO OOUH U3 8OIMONCHHX nymell npeepauienus cybcmpamos, Tor-
13 K4K B X0fi¢ 00BIYHLIX XMMHYECKHX peakiHii obpasyerca cMech IIpo-
IYKTOB.

Eme Gonee cyliecrBe HHBIM MOMEHTOM fIBJISIETCH TO, YTO (epMeEH-
Thl 0013Jal0T Ype3BnYalHO BLICOKOH cmepeocheluguyHocmeio, pas-
JKAYas, HAIIDUMED, ONTHYECKHE M30MEPhl M JaXe H3IOTOISI OIHOIO K
TOIO Xe IEMeHTd. DTO CBA3AHO ¢ OCOBEHHOCTAMH CTPYKTYPH aKTHB-
HbIX LIEHTpoB thepMeHToB H KOHPOPMALHOHHOH «FHOKOCTbIO» HX MOD-
nexyn. J. Kouuang copMyRIHpoBan KOHIEI WO UHOYKLPOBAHHO20 CO~
omeemcmeus, COrllACHO KOTOPOH IIpH CBA3HIBAHHH CIle {H(PHIECKOTO
cyGeTpara IPOKRCXONHT TAKOS U3MEHeHHe KoHgopmayuu gepmeHTa,
KOTopoe IepeMelldeT KATANHTHISCKHE I'PYNIEI B IT0JoXeHue, obec-
eqynpampiiiee 3pPEKTHBHDe MPOTEKaHKe PEaKiIHHA.
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JoKasarenscTBa KOHGOPMALHOHHBIX H3MEHEH Il B MOJeKyJle pep-
MEHT4 [MPH B3AUMOJIEHCTBHHE C CYOCTPATOM MONYYEHS] METONAMH Adep-
HO20 MUZHUMHG20 PE3OHAHCA K PEHR2EHOCMPYKmYPHo2o anatusa. HanmpH-
Mep, IIpH B3AWMONSHCTBHRK Kapbokcunenmudazel A C «ILTOXMMH» (OT-
MHYAIIIMMECA TIo XUMHYECKOM CTPYKTYpe) cYOCTpaTaMU IIPOMCXOIUT
MEpeMelIeHiHe OCTATKOB JBYX AMUHOKKCIOT: THPOIWHA M IIyTaMHHO-
BOH KHCHOTHI, KOTODbIE MpPenNoJOXHTENbHO YIACTBYIOT B KATATHTH-
yeckoM mpouecce, Ha 15 M 2A cooTsercTBEHHO. DTHX MepeMelneHK M
JIOCTATOMHO JUIA MPOABNEHHS MAKPOPH3IKWISCKUX H3IMEHeHHH: pacrpec-
KUBAHKSA KPHCTAILTOB (QepMeHTa NpK qo0aBeHuH cydcTpara.

Taxue KoHpopMAUKHOHHEIE H3MEHEHMS MOIYT OBITH MMMTHpPOBA-
HBEl BENIECTBOM, He ABISAIOIMUMCA cyOcTparoM HAHHOro epMeHTa.
OrTclona cTaHOBATCH MOHATHBIME (QAKTHl CTUMYMHPYIOWETo (MHIUOH-
pYIOUISro) BIHIHHA MOJEKYN, He YJACTBYIOIIUX HEMOCPeNCTEEHHO B
depMenraruBuHoil peakuuu. Hanpumep, gopmuam yckopsier nepeHoc
AMMHOTDYIIIIE C 44GHUHG HA 2-0KCO2AYymMapam C YIaCTHEM mpaHcami-
Ha3bi, TOTNA KAK [IPH MCITONL30BAHHH B KA4YECTBe 0HOPA aMUHOIpYH-
el 2aymamama GOPpMHUAT OKa3BBaeT OTPHIIATENIBHOS BO3IeHCcTBHE (CM.
cxeMmy Ha puc. 10).

Tnyramar AnaHuH dopmuar
"00C~CHNH;~CH,~CH,~C0O0 "O0C—CHNH,—CH, HCOO0 ™

TpaHcamuHasa

Puc. 10. Bnuanne hopmuata Ha AKTMBHOCTD TPAHCAMMHASLI
B monexyne thepmeHTa NPsENONAraeTca CyLLeCcTBOBaH e A8YX LEHTPOB CBA3bIBAMAR CyOCTpata (anA
UBMTTEPHOHHOA M AHWOHHOMW YacTed). KorGa cyOGcTpartoM CIYKUT aNaKuH, OSWH LEHTP OCTAeTCH CBO-
GoaKbIM, 3 hOpMMAT, CEA3LIBAACH C HUM, OGECNENNBAET ONTUMANLHYID KOHhOPMAUMID (HepMBHTA.
TnyTamar cam nepekpeisaet 06a UeHTPa, 3 hOPMWAET B 3TOM CY4ae KOHKYPMPYET 33 AHHOHHBIA UEHTP
C MNYTaMaTOM W CHUMAET AKTWBHOCTL (PepMeNTa

Hackonbko Benuka crienudyuHoCTh OedcTeis ¢pepMenTor? Pac-
CMOTPHM HEKOTODbIE IPUMEPEL.

1. ®epMeHT ypeasa o6manaeT NPaKTHYecKH aOCOMOTHOH creru-
PUIHOCTBIO K CBOEMY CyOCTPATy MoHeguHe; TONBKO MpH 3aMeHe OfjHO-
ro K3 aroMoB Bogopona B aMunorpynne va QH coxpaHsaerca wactiy-
Has AKTHBHOCTD:

/NHz /NHZ /NHOH

\NH, \NHOH \NHOH
AKTUBHEIH CnaboaKTHBHBIMH HeakTHBHEII
cyGeTpar cyberpar cyberpar
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2. ®epmenT cykuunamoezudpozenasq NOTIyCKAaeT 3AMEHY TONBKO OfI-
Horo atoma sofopona B CH,-rpynme na atoM Cl (no He npyruXx rajno-
uzos wiu OH).

3. BerpeuaceTesl epynnosan cheyugusiocms epMeHTOB, HAIPHMED
B OTHOWIeHWH cTepecu3oMepor. TaK, okcudazw- D-amunoxucaom Ma-
JOCTIeMPHYHbI B OTHOWIEHHH XHMMYECKON IPKPOALl AMHHOKHUCIO-
TBI, HO He JelcTBYIOT Ha uXx L-u3oMepbl

HapecTHhI MIpHMepH HEOOBUAHHO BLICOKOH creuuuIHOCTH.

4. QepMeHThl MOTYT «pa3THYaTh? GMOMb U30MoRoe OIHOIO U TOIo
Xe aleMeHTa, IpHYeM CKOpOCTh Peakliuu ¢uine B ciaydae Ooaee aer-
KHX u30TOIIOB. 31oT 2¢dekT 0cobeHHO 3aMeTHO NMPOABNISIETCH B CHy-
yae Gonee Tsokennx, yeM H, snemenTos (S, P). Ha atoM, B vacTHOCTH,
OCHOBAHO OIpeneneHye «OHOTeHHOro» WIH «a0uoreHHOro» IIPOKC-
XOXIeHHMS IIpOOYKTOB KpYIOBOpOTa yEaepona, cepsl, docgopa.

5. Hekoroprle depMeHTEI 001anal0T HACTONBKO BBICOKOM CTepeo-
CIIeUMDHYHOCTBIO, YTO MOTYT «pa3iM4aThs dge oduHaKosoie Zpynnsi 8
CUMMemplLuHOll Morexyae cyOCTpAaTa, A TAKKE KaxcOvill 13 amomos 80-
dopoda, exedawux 6 cocmas CH -epynne. Haripumep, peakuua ssak-
MOTIpeBPALLIEHHS Ma1dma W @ymapama IPOTeKAST TAKMM o00pa3oM,
YTO OTUIEIUIAETCA (WiM MpHucoenuHAeTcH) Tolbko aroM H, Haxoms-
uikkica B npo-R-nosoxcenuu, torna kak aroM H, naxonsuiuiica B npo-
S-noaoxmcenuu, He 3aTparuBaercs.

H CcOOo~ HO CcOoO” H CoO-
D,0 \ / \ /
C=C ——> H -~ cC—C ————> C=C + DZO
/ \ tHymapaza / "\ pywapasa / \ .
“00cC H “00C u D, “00C H
s

JlokazatenbcrBoM aGCONIOTHOM crepeociie IM(pHUUHOCTH PepMeHTa
CYKWT TIONIHOE yAaJIeHHe Aeiitepys H3 MOJISKYIbl MAJIATA B Ipollecce
ero IpeBpauIeHHA B HyMapar.

3.3. MeTozibl k3y4enus cneuuduyrocTH (epMeHTos

OBpMHO cTenenb cnelupuIHOCTY $HEPMEHTOR OLIEHHBAIOT Ha oc~
HOBAHHH HX CIIOCOOHOCTH KATANM3MPOBATH NPEBPANIEHHS GHAA0208
2aaeno20 cybempama. Ho npuMensieMble Holxonsl He BCErna MOXHO
[IPA3HATs KOPPEKTHBIMH, MoaToMmy a0coMTHo HeoOXomuMo codmo-
IATh CIeNyIoIKe YCIOBKS.

} 1. @epMeHT 10IKeH OBITL BEICOKOOYMIIIEH, OH HE MOXET CONEePXATh
JAXeEe cNefoB APYTUX PePMEHTOB, e CTBYIOIIMX Ha CXOIHbIe cyocTpa-
Tel. Mcntonn3oBats dhepMeHT clleayer B MUHHMAALHOH KOHLEHTPAIHH.
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2. CyGcTpaThl MAKCKMATBHOK YHCTOTE HE MOJKHBL CONePXKATh HpY-
I'MX Bel(ecTB, HAd KOTOpPbIe NeHCcTBYeT JaHHBIA depMenT. QnTrYecKHe
H30MEPEI HY:KHO MCCIENOBATE PA3ALILHO, TAaK KAK TPHCYTCTBUE OJHONO
M3 HAX MOXeT BJIKATH Ha MpeBpanieHue apyroro (Hanpumep, D-acna-
pParuH KOHKYPEHTHO MonapiseT fe3aMuHHposanke L-acnaparnya, xa-
TAUTM3APYEMOE acllaparHHa3oi).

3. Heo0xoqMMo HCIONB30BATE CEPHIO KOHUESHTPALKH KaXIoro cyo-
CTPATa ¥ BEIYHCIHTD KMHeTHYeckne napaMerpn (K n 'V ). B ciydae
cybCTPaTOB, CIIOCOOHBIX K MOHH3ALKH, CleIyeT ONMpeNenuTh 3ABUCH-
MOCTh KHHETHYECKMX mapameTpoB ot pH.

4. Ecnu B depMeHTATHBHOM peaklIMM YIacTByeT Ooliee oqHoro cyb-
cTpard (HanpuMep, HOHOP M dKUEeNTop), HeoOXOMHMO H3YYUTE CIie-
nudHuIHocTh ¢depMeHTa MO OTHOMEHHUIY K cy(cTpartaM KaxIoro u3
3THUX PSTIOB.

5. Ocolblit cay4aii Moxer OBITL 06YCTOBIEH HANHYKEM Y OMHOTO K
TOTC X€ (hepMeHTa OBYX WiK Dojee aKTHBHOCTEH B COOTBETCTBMH CO
CXeMOI:

A——B—>C um Ce——A——B.

3nech HeOOXOOHMO MOKA3aTh, UTO JNOIONHHMTENbHAas aKTUBHOCTH
He CBA3aHA C IPHCYTCIBHEM Apyroro depMerrta. Moxwo ucmonbio-
BaTh CleNyIOIMEe KPHTEPHHE:

— O3TM AKTHBHOCTE HE NOJKHBl pa3deNsThCA PA3HbiMU MeTONAMH
¢paKLIHOHHPOBAH Us;

— OONIXHO COXPAHATHCH MOCTOSHHOE KONKISCTBEHHOE COOTHO-
LIeHHe AKTHBHOCTElH B Ipouecce WHAKTHBauMuk (pepMenTta (nMyTeM
HarpesaHus, obnyvyeuns, usMenenus pH, neiicreus MHruOUTOpDOB
H T

— MNIpM 0JHOBpeMeHHOM Jo0aBleHUH cyOcTpaToB (B KOHIIEHT-
pauusax, OMH3KMX K HACHIIAKUIKM) 0ban ckopocms OONXHa OBITH
MeHblite cyMMBl CKOpocTel, M3MepeHHBIX Ui KaxAore cybcrtpara
OTAEALHO.

QueBUnHO, 4TO OBA MOCHEAHUX KPHTEPHS CIIPABEIIMBEI TONBKO
LI PEPMEHTOB, HMEIOUIMX 00muti Kamaiumuveckuli yenmp LIS K3y-
yaeMbIX cybeTparoB. [lpyw HATMYKH OBYX Pa3HBIX KATANHTHYESCKHUX LIEH-
TPOB HX CBOHCTBA MOTIYT HACTOJLKO Pa’THyaThC, YTO HMHMTHPYETCSH
peakuysa cMecH epMenToB. C ApyToil CTOPOHLI, PUIHKC-XHMKYECKHE
CBOMCTBA NBYX pa3HbIX ¢hePMEHTOB MOTYT 0KAa3aThCA HACTONBKO BIM3-
KHMHM, yTO HX He yHacTca pa3ieNHTh MeTomaMH PpakUEOHUPOBAHHSA.
IMosromy yGenHTeNbHLIM HOKA3aTENLCTBOM MOXET CIYXHTh TOJBKO
KOMIDUIEKCHOE KCCNenoOBaHKE,
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34. Mpupoga cBA3eR MeXay moRexynamu iepMenTa K cybeTpara

TIpu HaMHYHM B MOJIEKYNAX cYOCTPATOB 3APANCEHHLX Zpynn (Ha-
npuMep, ¥ AMUHOKHUCIOT} CBA3BIBAHME UX C PepMeHTaMu IpOHCXO-
IOUT IperMYILeCTBEHHO 3a cuer adekmpocmamuteckux cua. Ilpu stoMm
pacIpenieeHie 3apsjaoB B MoOJIeKy1ax cy6cTpaTd H (pepMeHTa JODKHO
GbITh KoMRAeMenmaphbiM (T. &. TTONOXUTENbHO 3APSLKeHHbIM YIACTKAM
drepMeHTa OMKHLI COOTBETCTBOBATS OTPHLUATETEHO 3APAXEHHEBIE Py~
el cybeTpaTa, U HaobopoT).

IIpK oTCYTCTBUH 33DSKEHHbIX I'DYTHI Y 2Udpogdhiinbhssx (TTONAPHBIX)
cyOCTpaTos (HallpHMep, caXapoB) B3aHMONEHCTBHE TOJKHO ObITh 00yC-
JIOBJIEHO B000DOOHBIMU CEAZAMU.

B cnydae HelapaxeHHbIX eudpoghobrbix (HETOMSIPHBIX) cyGCTPATOB
(HanmpuMep, comepXaniyx yrleBOJOPOMHEIS 1(eNH) B3aUMonelcTBre
nonxHo ObiTh obycnoBneHo zudpogobubimu (BAHNEPBAATLCOBLIMH)
CHNIAMK.

B cnyuae memasrogepmenmoe s3auMoneiicTere ¢ cyGeTpaTaMu Mo-
xeT ObITh 00YCIOBIEHO 00PAa30BAHUEM KOOPOUHAUUOKNBIX CaA3eld MEX-
Iy TUTaHIHLIMHU rpynmaMu cydcrpara i aTOMOM METaIa.

JlokasareIscTBOM MPUPOALI CBAIM cyOcTpard u (epMeHTd (KpoMme
bHsuyecKX U DUIHKO-XHMHYECKHX METONOB) MOXeT CIyXWThb Ilo-
nasneHue akTupHocTH depMenTa (cBA3BIBAHUA CyBcTpaTa)y clielMpH-
YecKVMK HHFHOHTOpaMH (KOMILIEKCOHAMHE, MONUBAJIEHTHEIMA MOHA-
MH, BENIECTBAMH, pa3pylUaOIKMH BOMOPOMHbIE WIH FUAPOhOOHEIE
CBA3H).

3.5. MprHLunb KNACCHANKALMM W HOMEHKNATYPbI (EPMEHTOB

Jna KoppeKTHOro omMcaHWs ¢epMeHTOB HeoOXOomMMO 3IHATL KX
obo3HaYeHUe 1o coBpeMeHHoi kimaccigukauuu. B cooTseTcrBUE ¢ pe-
ureHeM MeXIyHapoqHOM KOMHCCHE MU Kaxmaoro depMeHTa ycTa-
HOBJIEH KOJ, COCTOSILUMIA M3 YeThIpeX YHCces, pa3lieleHHbIX TOYKAMH.
TlepBoe YHCIO O3HAYAET, K KAKOMY M3 [IECTH OCHOBHBIX KJ1accoB OT-
HOCHTCA (epPMEHT; BTOpOE YKA3bIBaeT MOAKIAcC (KaK IIpaBHIo, MPH-
pony IoHopa); TpeThbe — Ioafiogkiace (Kak NpapWio, MpUpony ak-
UenTopa); YeTBepToe YHCIO — 3To MOPAIKOBbIA HOMep depMeHTa B
ero noanogxiacce. OCHOBHHIMH rpynnaMu ¢bepMeHTOB B HACTOAIIES
BpeMs MPHHATO CHUMTATL CASAYIOHIHE XIACChL.

1. Oxcudopedykmazsi, KaTanu3BupylOUine oKHCIKTENbHO-BOCCTAHO-
BHTENBHBIE peaKIMK. B HA3BaHHAX HCTIONB3YIOTCA TEPMHHBI decldpoze-
HG3G WIH pedyKmasd, a ecliM aKUENTOPOM SBJIHETCS MOMEKYASpHbIH
KHCJIOpON, TO OKcuoasda:
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1.1 — peficteytor Ha CHOH-rpyniny noHopos;

1.1.1 — akuenropamu cayxar NAD* unun NADP*.

Takum obpazoM, nepBbiif GepMeHT 3Toro Kiacca — AJKOroJbiae-
ruaporenasa obosHavaercs Tak: 1.1.1.1 Aaxoroan: NAD okcnpopenyk-
Tasa

Dranon + NAD* — aneranngernn + NADH.

2. Tpancghepasn, KaTaMH3UPYIOLUIME NTePeHOC TEX HJIH MHBIX TPYN,
HaIpUMep amurHomparcpepasur: 2.6,1.2 L-ananuH — oKCOITyTapaT aMH-
HOTpaHcgepasa

ATNaHMH + 2-OKcorNyTapaT —» TTHpYBaT + ITYTAMar.

3. Tudpoaasu, KaTamu3upyOHve NepeHoc TPYIIT Ha MOJIEKYY BOJIH,
HarpuMep 3.1.2.1 Auerun-CoA-runpona3a

Auerun-CoA + H,O — auerar + CoA.

4, Juazw, KaTanuzupywime obpazopaHue NBOHHEBIX cBAzel umu
[IpHCOEIMHEHHE IO ABOMHBIM CBA35AM, HampuMep: 4.1.3.1 Tpeo-D-u3o-
UMTPAT FIHOKCHAAT-A#a3a (M30IHTPAT/IHA3A)

H3ounTpaT - CYKIIMHAT + IIMOKCUJIAT.

5. H3omepassbi, KaTATH3UPYIOIHE H3MeHeHHe reOMeTpHYecKol Wi
NIPOCTPAHCTBEHHOM KOH(MUTYPaLHK MoJIeKy)l, HampuMep: 5.1.1.1 Axa-
HHHpaleMasa

4
L-ananua — D-anaHuH.

6. Juezassl, KATATU3UPYIONIHE COSAUHEHHE JBYX MOJEKY), CONMpo-
BoXJamweecsd THAPoAM3oM Ooratoil sHeprueil cBsA3iH, HANPUMeEp:
6.2.1.1 Auetat: CoA smrasza

Auerar + CoA + ATP — anerun-CoA + AMP + nupodrocdar.

HecMotps Ha oOuiellpyHATHIe TPeOOBaHMA K 00O3HAYEHHIO HAa-
asapuii ¢epMeHTOB B HAyYHOU JMTEpaType (B COOTBETCTBUM ¢ MeX-
IyHapoAHoH knaccudukaimeil), HepeAKo BCTpeYaloTcs M cTapole, 6o-
Jiee MPOCThie HA3BAHUA (QepMEHTOB.



Fnasa 4. Kuuetuka edcTeud depmenTos

KrHeTuyeckue yccneloBaHUA pepMEHTATUBHBIX peakLumi He-
ofixoAMMbI He TOMBKO A8 KOAUYECTBEHHOrO onpefenenus dep-
MEHTOB 1 CpaBHEH WA CKOPOCTEA MX (PYHKLIMOHUPOBAHKA, HO, B ewwe
fonewei cTeneH, AnA pacwudpoBKM MEXBHM3MOB (depMeHTa-
TYBHBIX peakukid. B aTux uenax npexae scero Heobxo0auMo ymeTs
KOPPEKTHO BLIYUCAATE KUHETUYECKWE NAapBMETPL (PepMeHTaTHB-
HbIX peakuWd, oLEeHUBBTE KOHKYPEHTHLIA UMM HEKOHKYPEeHTHLIR
XapakTep AeicTBUA MHrMbuTopoB. PaccMOTpUM OCHOBHbLIE YpaB-
HEeHUR, ONUChIBAWWE DEPMEHTATMBHYID KUHETUKY v Cnocobu
BerducneHuin. OCHOBHOE BHUMaHue Byaer yaeneHo He CTPorocTy
MATEMATHYECKOr O BLIBOOA YPABHEHWIA, a NpaBMABHOMY UX UCNONb-
30BAHNI0 09 NONYYEHUA AOCTOBEPHLIX Pe3yNnsTaTos.

ITpu BbIBOAE KHHETHYECKUX YPaBHEHHH (B YaCTHOCTH, ypaBHEHUS
Muxasnuca—MeHTeH) KONMYECTBEHHO XapakTepusyioumx depmen-
TATUBHYIO AKTHBHOCTL, 0OBIYHO ReAaloT CcNefyIlHe FolVHIEHHS.

1. @epMenT u cyberpar o6pa3yior depMeHT-CyBCTpaTHRIH KOMII-
JIeKC 3a CYET CUN Qusuyeckoi npupodui. 3 3ToTO KOMILIEKCA B HaJb-
HelIeM ocBoGoxnaloTcs depMeHT W npoaykT. TakuM o6pazoM, xu-
Muveckoll peaxyuell SBRACTCA TOARKO BTOpoi 3Tam — pacnan dep-
MEHT-CYOCTPaTHOFO KOMILIEKca:

E+Se EScis 4P, )

2. KoHueHrpanus cyberpata o6bIYHO 3HAYUTEABHO BhIILIE KOHIIEH-
Tpauuy depmerTa. IloaToMy IpK paccMOTPEHHH HAYAMLHBLX CKOPOC-
Tell peakuuHu, KOTAa KOHI[EHTPAUMS MpoAYKTa ovueHs Hu3ka ([P] = 0),
oOpaTUMOCTbIO BTOpOl CTanM MOXHo NpeHeGpeus. ClefoBaTeNbHoO,
[ES] = const., a ckopocTb 06pazoBaHMs NPOAYKTa paBHa (Imo ypasHe-
HUIO pEaKLUH MEpPBoro Hopgaka):

V=K, [ES]. @

3. KoHcCTaHTa JMCCOLMAIIMM ONIPEEIAeTCS COOTHOLIEH MEM:
« LS|
" [Es]
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[Mockonbky obuas xonueHrpauust depmenra [E;] pasHa cymme
KoHueHTpauuit csobonHoro depmenra [E) u depmeHTa, cBa3aHHoOro
B kommekc [ES], o

[E,] = [E] + [ES] wau [E] = [E;] — [ES]. “)
C mpyroil CTOpOHBI, U3 YpasHeHMA (3) clemyeT:

o

[oncrasnsis sHavenue {E} = [E) — [ES] ua (4), moayyaem:

_ _ _ [E]ls]
(ES] K, = (E,) [S] — [ES] [S) wn [ES] = 3¢~ - )
IToncrasus BhipaxeHHe (3) B ypaBHeHHe ckopocTH V = k., [ES],
NONYYHM:

V= k+2l EO][S]

K, +[s] ()

B ypasuenun (6) Boipaxenue k,, [E;] MoXHO paccMaTpusaTh KakK
MaKcumaaviyl0 CKOpPOCTh, JOCTHTaeMyIO, Korna KoHueHTpauus dep-
MEHT-CyGCTpaTHOre KOMIUIeKca MMCAeHHO paBHA O0IHed KOoHIEHTpa-
1MH depMeHTa (T. €. KOTOa Beck GepMEHT CBA3AH B KoMIekc). Clelo-
BATENbHO:

=VMIS| _ = Ve
v K§+[S] win, npupuMaa K, = K, V ——-—1+Km/[sl. )

BripaxeHue (7) ecTh HE 4TOo HHOE, KaK ypaBHeHHe Muxasnuca—
MenTeH L1t hpepMEHTATHBHON KHHETHKY, a BenuynHa K_ = K npen-
CTaBNAeT coboit Mepy cpodcmea epmenma k cybempamy. ucneHHo
OHA paBHA TAKOH KeHyewmpayuu cybcmpama, IPH KoTopoll Havyanb-
Has cCKOpoCTh (¢pMeHTAaTHBHOM PeakiU¥ COCTARISET MOACGUHY MAK-
cumansroli ckopocmu. YpasHeuue {7) rpadMuecKy BhIPAXKASTCA THITED-
Gomoit (puc. 11).

JLng mpakTHYeCKOro olNpeleieHUs] KHHETUYECKHX TapaMeTpPoR 3TOT
rpagMK HeymoGeH, K ToMy Xe TpeOyeT UCHMONb3cBAHUA KOHUEHTpa-
LHH cybCTparTa, «HAChILAMUX» GePMEHT, YTO He BCeraa JOCTHXKH-
MO IIPH OrpaHYMeHHOH pacTBOpUMOCTH cyGerpata. [lostoMy obBMHO
cTpeMsITcs IMpeobpa3opark YpaBHeHHe MHUXasanuca—MEHTEH B TaKYIO
dhopmy, uTo6BI rpaduuecKy OHO M3obpaxanoch NpsAMoit THHHUe . Yaure
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MNpy Viay = Vimaxz
S = Kn

Kem KoHyeHTpaumn cybetpatal S )

Pnc. 11. Tpathux Muxasnuca—MeHTeH

BCETo JUTS 3TOTO MCIoAbayloT MeTon JlalinyuBepa—bepka, npeacras-
nasl ypasHeHue Muxaannca—MeHTeH B BHAe YpABHEHUs NIpsMo# K-
HHMH (y = a + bx):

L.{. Km .._l.*-
S V.. Vo S

-1_=
Y

IMocnenHee BrpaxkeHHe HA3pIBAIOT YpasHeHHeM JlaitHynsepa—bep-
Ka U Jis pacyeTa KMHETHYEeCcKHA TApaMeTpoB HCHOMbL3YIOT Tpadmk,
MOCTPOeHHBIH B KoopaHHarTax: 1/V mpotus 1/5. B pesyaprare moayya-
eTcs NIPSIMas, OTCEKAIOMIaA HA OCH OpPIMHAT OTPE30K, paBHblit 1/V .
a Ha Mpoxo/UKeHHH ocH abcumce oTpesok, pasHblit —1/K_ (puc. 12).
OaHako clegyeT OTMETHTh, YTO NPH MCHONbL30BAHWHU rpadmka Jlai-
HyuBepa— bepka ToukH B oGacTH BHICOKHX KOHUEeHTpauuit cyberpa-
Ta PACNOJIATAIOTCS CIMIIKOM TYCTO, a MOJoXeHHE IpAMoil JIMHUH BO
MHOTOM 3aBHCHT OT TOMEK B 06/1aCTH HU3KHX KOHIEHTpalLnit cyberpa-
Ta, TAe olpeleieHue CKOPOCTH MeHee HalexHo, Kpome Toro, peais-

* B HayyHOI JIMTEDATYPe B Lie/IX YTIPOWEH!s, KOHLIEHTPALHH KOMIOHEHTOB NpH-
HATO 0603HAYATEL 6e3 KpaOpaTHEIX cKoBokK, T.e. {S] = §.

34



1N

1V rax

1/ 0 1/S

Pwuc. 12. Mpathuk Nakvyweepa—bepka

HBIE 3KCIEPUMEHTANbHbIE NAHHBIE He BCeraa ageKBaTHO ANIIPOKCH-
MHpPYIOTCSL B BUIE NpsMoil TUHUM.

ITo3ToMy NpemToXeHo eile HECKOJBKO IIPHEMOB IS ollpenelie-
HUA KUHETHYeCcKyX [apaMerpos. Meton 9au—XodcTH TakkKe OCHO-
BaH Ha Npeobpa3oBaHUM ypasHeHUA Muxasnuca—MeHTeH. YMHOXHB
ofe 4acTH ypaBHEHMS Ha V__ M Npeobpasosas, MONYYHM:

V—{‘;"——=l+% HIH Vm=V+Km% HiIH V=V,m—Km%-

I'pahuk 3Toro ypaBHeHHS B KoopauHaTtax V mpotus V/S npen-
cTaBiseT coboif NMpAMYIO THHMIO, OTCEKAIOIIYI0 HA OCIX OpPOIHHAT H
abcuuce otpe3kH, paBHble V. _u V /K coorsercTseHHO {puc. 13).

B HexoTOpBIX cayYasx (IpH CUIBHOM BApPBUPOBAHMM Pe3y/IbTATOB
ollpeae/ieHHsA CKOPOCTH (epMEHTATHBHOMN peaki[HH)} AJA BBIYHCIE-
HHUA KHHETHYECKHX MapaMeTpoB yaoOHee UCIIONb30BATE METOA DilacH~
tans ¥ Kophuin—DBoyneH, ocHoBaHHBIf Ha NpeoGpa3oBaHHOM ypas-
HeHun Muxasnuca—MeHTeH:

Vo =V + % K..
B aToM cayvae miasi Kaxiaoro 3HaYeHUA V ¥ S CTPOUTCA NMpAMas B KO-

opauHaTax V u S. Touka nepeceYeHUs BCEX 3THX NMPAMBIX HMeeT KOOpP-
ouHathl: V__ (opmuHata) u K (abcumcca) (puc. 14).
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Vimax

Ve Km VIS
Pue.13. Fpachuk Ipu—XodicTn

Puc. 14, Tpachuk InaenTana U KopHuw—boygae
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Inasa 5. MHrubuposanue depmenTos

WayyeHue NoAaBREeHWA aKTUBHOCTH (PEPMEHTOB CAYXXUT OAHUM
M3 CNOCcODO0B pactmnd POBKK MexaHu3Ma ux IeAcTeud. MNoaxoaom
K petueHuio nocneaHen 3a0adum ABNAETCA U3y4eHUe cnegupuiHo-
cTu aefcTenA depMeHTos. B ceolo oMepeab, ato Tpedyer koppek-
THOMO M3MEPEHNA KUHETUYECKMX NApaMeTpOB B NPUCYTCTBUN U3Y-
yaemoro aHanora cyberpara. PaccMoTpum cnocob onpegene-
HUA xapaKkTepa B3aMMOOTHOWeHMA CyGCTpaToB, X aHaNoroB u
MHrMONTOPOB PepMEHTATUBHOA aKTUBHOCTH NYTEM BblYMCREHMA
pRAA KUHETUYECKUX NapaMeTpoB.

Huzubumopot bepMEHTOB MOXHO pa3AeiIuTh Ha JBe OCHOBHEIE [PYII-
nel: ofpamumsie U Heofipamuumbie. [locne ynaneHus (HalrpuMep, yTeM
OUANTK32) UHTHOUTOPA [epBOro THIA AKTHBHOCTEH (epMeHTa BOCCTa-
HABJTWBAETCA, BO BTOPOM CJIyuae MHIUOMTOP YZAJMTDL He YIAeTcs WIH
aKTHBHOCTH (pepMeHTA He BOCCTAHABIMBASTCHA JAXKE ITOCHEe yaaJleHHs
MHrubuTopa (HacTynaeT geHaTypauua ¢epMeHTHoro 6enka). Heobpa-
THMOE€ WMHIMOMpOBAaHME NOCTMIaeT MaKCHUMYMa, KoTIa Bechb ¢depMeHT
cBs3aH ¢ WHrubuTopoM. OGpaTHMoe MHTMGHPOBAHHME JOCTHIAeT CO-
CTOSTHHUSL PABHOBECHS, ITOJOXEHUE KOTOPOTO OTPEnesiCTCS KOHCMAaH-
moi uneubupoeanus (K), xapakrepusyioumei cpoactso depMeHTa K
HHrHOHTOpY. CxeMa obpaTuMoro HHIHOHpoBaHHA IIPHBeacHA HIDKE:

E+S - ES> E + P I — wuHrHGUTOD
+ + El — xommnekc: depMeHT—
I I HHruGHTOp
N N EIS— xowmrurekc: depMeHT—
El+ § 2 EIs MHTHGHTOp—CyGeTpar

IIpu 3ToM, eclM KOHCTAHTA auccouMauun KoMmekea K = K
paBHa:

m

Ej[S
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TO KOHCTAHTA HHTHOHpOBaHUH ONpeachaAcTCHA CAEOYIIOIIHM COOTHOLIES-
HHEM:

« [EI
[EL}

TIpn KOHKYPEHTHOM HHTHOHpPOBAHUM CYOCTpAaT H HHITHOMTOP CBf-
3BIBAIOTCH ¢ OFHWM H TEM XK€ AKTMBHBIM LeHTpoM depmMenTa. B npu-
CYTCTBUM MHTHOMTOpPA CHMXAETCH CPOACTBC (repMeHTa K cyGeTpary
(mosbiuraercs BeauunHa K . Beanuuna V, | He M3MeHsieTCs, TaK Kak
[IpH «HAchlIHawuie» KOHUEHTPAIHH CYOCTPaT BBITECHAST HHIHOHTOD
U3 KoMIuieKea ¢ ¢epMEHTOM.

Ilpu Hexonxypenmuom unzubuposanuu cyoeTpaT ¥ MHTHOHTOD CBA-
3pIBAIOTCA C pa3HBIMH leHTpaMH depmenTa. Ilpu 3ToM BenHunHa K |
He M3MeHseTCsH, 2 BeIMYKHA V_  CHHXAETCA.

Bo3MOXHBI TaKXKe NPOMEXYTOYHbIE HIIH &;ibTEPHATHBHEIE CIIyuaH,
HallpUMep, KOTIAa HHTHOHTOP CBAabiBaeTcA He ¢ dhepMeHTOM, a ¢ dep-
MeHT-CyHCTPAaTHBIM KOMILIEKCOM, KAK B Cllyyae OecKoHKypeHmH0eo HH-
rHOMpPOBAaHHUA, IIPH KOTOPOM H3MEHSIOTCA 062 KMHEeTHYecKHMX Mmapa-
MeTpa.

JLns oNpeneleHusa THIA HHr'MOUPpoBaHUS 0ObIYHO MCIIOIB3YIOT IPa-
dux Jlafinyusepa-~Bbepxa, momydyeHHbIH 117 faHHOIO cyOCTpaTa B OT-
CYTCTBHE M B IIPHCYTCTBHM HMHTHGHTOpA.

IMpy KOHKYPEHTHOM WHTHOUpOBAHMM, €CIIY ONpPElEeNeHa BeTHYH-
Ha K_ B npucyrcTeuH mHruburopa (o6o3nayuM ee K ), MoxHo pac-
CYMTaTh KOHCTaHTY MHTHOupoBaHua (K)) mo crenyromeit ¢popMmyie:

I K I
Kml =Km(l+i]; OTCHOAA Ki =K:nlr_nKm .

IIpy HeKOHKYpPeHTHOM HMHTMOGMPOBAHHH C IOMOLIbIO ollpere/e-
HHS M3MEHeHHoi# BeMuMHbl V__ (V_ ) MoXHo paccuuTarh K, mo
cnenywiei gopmyne:

vV v,

— . max AN mlxlI

= _max 1. K =—mx_
max] K‘] + I oTcraa i Vm“ N le



Tnasa 6. MPHHLMNLI GHOIHEPreTHKM

Bce BuoxmMuyeckne Npoueccel B KNeTke B3aMMOCBA3AHE W
B3AMMO3ABUCHMMbI, TEM HE MEHEEe YaCTb M3 HUX NPEeUMYLLECTBeH-
HO BEINOAHAET PYHKLUMIO NOCTPOEHHMA KIETOYHOrO Marepuana, a
YacTh ~— CHaBXEeHUA UCTOYHUKAMU IHEPIMU STUX «CTPOUTENbHBIX
paGor». MoaToMy NPUHATO pa3aenaTe bUOXUMMYECKue Nnpoueccel
Ha [BA OCHOBHBLIX TUNA: aCCUMUNALNOHHLIE (KOHCTDYKTUBHBIE),
Ha3biBaeMble aHaboMMIMOM, BKNIYAKLLNM CUHTE3 HU3KOMOnEeKy-
NAPHLIX NPeaWeCcTBEHHUKOB M NOCTPOEHUA U3 HUX MoNekyn Guo-
NoMMMEPOB, 1 AUCCUMWASIUMOHHSLIE (HepreTMYeckue ), Ha3oiBae-
Mule Karaboin3MoM, COCToAWMM B ofecnedeHne MCTOYHUKA IHep-
UK, «3HepPreTU4ecKoro NpMeEoAa», NPMBOAAWErO B ABMKEHUe
aHaGonusm.

PaccMoTpuM OCHOBHBIE ME@XaHW3aMeI NPoLEeCCoB TpaHchopMaLmm
3HEpruM B KNeTke, T. . MEXaHU3MbI KaTaGonMyecKux NpoLIeCCoB.

6.1. llyTv « MexaHu3mMbl NPe06Pa3oBaHKa JHEPIHM B KMBBIX CHCTEMAX

T'naBHaA 3amava swHepzemuvweckozo MemafoausMa — aKKyMyJIAUHs
SHEPTHH, MONYYEeHHOH B PE3Yy/IbTaTe OKHC/IMUTEIbHO-BOCCTAHOBUTENb
HBIX NpeBpanieHuit cybeTparoB B TaKYH0 dopMy, KoTopas MoXeT 6BITh
HCIIOIb20BAHA JUIA POCTA KJIETOK H OCYLIECTRISHHSA BeeX HX (yHKIIH L.

OcHoBHBIMY QOPMAMM AKKYMYNAIIUM SHEPTHH B KIETKAX ARTAIOT-
CS mpaHCMEMOpPanian PAIHOCME JMEKMPOXUMURECKUX NOMERYUGA08 UOHOE
(B ocHoBHOM HoHOB H* ¥ Na*), a Takxke «MaxpoapzuvecKiies xumuwec-
Kue coedurenua (TMaBHBIM o0pazoM, HyKJIeosuarpudocdarsl, docdoe-
HOAIMHUPYBAT, amwrgocdartsl, HeopraHudeckKuit mupodocdar u ap.).

B xJIeTkax, Kak M B HEXXHBBIX CHCTEMAX, CAMOIPOU3BOJIBHO IIPOTE-
KA10T TOABKO Té XUMHUYECKHE [TPOIHECCHI, KOTOpRIE [TIPUBOIAT K YMEHDE-
werlo cenbodnoll anepzuyu CUCTEMBI, T. €. Toil Jonu obileil sHepruu,
KOoTOpas MoXeT GbITh npeBpameHa B pabory (AG < 0). Takue peak-
U¥H HashlBAOT 3k3speoHudecicumi. Hamporus, ecnu AG>0, to peak-
L[S HE MOXeT NMPOTEKAaTh CAMONPOU3BONBHO, TaK Kak TpebyeT mpHTo-
Ka JHEPTUH (3HO3peoHUeCKUe PEAKLIHH).

KpaTko paccMOTPHM OCHOBHBIE YPABHEHMS XMMHYECKOit TepMO-
AHUHAMHKH.
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YpasHeaue I'm6GGca omMCeIBagT B3AMMOCBAZE Mexny cBobomHoit
SHeprueii, sHTaANBIREH ¥ 3HTpOmMEil;
AG = AH — TAS,
rne AH — ud3MeHeHME SHTaNbIINH;
AS — H3MeHEHUE SHTPOIIUM.
[Ipu peaxyusx é pacmeopax vzsMeHeHHe CBOGOXHOI HepTUH OIl-
pelieAeTcA yPAaBHEHUEM:

AG = AG” + 2,303 RT 12K, s

rie R — rasoeas nocrosnnas (1,987 kan/moib . K);
T — afcomorHas temneparypa ("K);
K,, — KoOHcTanTa paBHOBECHS XHMHYECKOM peaklivH.

Ipu emandapmuuix ycaosusx (naBneHue ! at™, TeMmeparypa 25°C
wnu 298°K u pH 7,0) kaxnas XuMydecKas peakius XapakTepuayeTcs
cboGoldHoH >Heprueli, BeHcaseMeil mo ¢dopMysie (B COocTOAHHH pas-
Hosecust AG = 0):

AG" = -2,303 RT IgK__ vnu AG® = —1,363 IgK_ kxan/mons™ op 25°C.

Ilpy oxuctumerbHo-60CCMGHOBUIMEABHBIX PEAKKUAX U3MEHEHHE CBO-
GogHOM 3HEpPIUH ONpeneisieTcs YpaBHeHHeM:

AG” =4AG*  — AG” ,=nF (E;, — E; ).

TAEC N — KojgHYECTRO NEpeHeCEHHBIX JNCKTROHOR!
F — uucio Papanes: aapsin olHOTO MOJSA 3NEKTPO-
Hop (23062 xan.monn™ - B7Y);
E, — craHAapTHBI/i OKHC/IHTENBEHO-BOCCTAHOBHTEILHEIH MOTEHUIMAN
{pH 7,0) aga OKMcAWTE)Is M BOCCTAHOBHTEs, B.
BTH ypaBHeHUs ynobHo npuMeHATh npl pacyerax. HanpuMep, Mox-
HO MOJCYNUTATh, CKOABKO 3HEPIHH BHIAENSETCA B Pe3y/IbTaTe NbIXaHHA
(KOTOpOe YCIOBHO MOXHO paccCMaTpuBaTE xak okucieHHe NADH yxuc-
IOPOIOM):
E, . ans cucremst NAD*/NADH pagen —0,32 B;
E,,, ann cuctemu O,/ H O pasen + 0,815 B;
n=2,
TakuM o6pasoM,
AG =12+23 062 Kan-moap' - B[0,815 — (—0,32)] B = 52351 kan/monb.

6.2. Knaccuduxatus anepreTu4eckux npoyeccos

YuepreTHyecKue mpouecchl B HeoToTpodHEIX opranuiMax no-
pasnendioTcA Ha a3pofHuie M anaipolHble B 3ABHCHMOCTH OT yWaCTUs
WK HE YYaCTHS B HHX MOJIEKYJIAPHOTO KHCIOPOIA.
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Aazpobroe dbixarue — 3HepreTHMeCKUH TIpoliece, IPH KOTOPOM KO-
HeYHEIM AKLENTOPOM 3JeKTPOHOB OKHC/eMoro cybcrpaTd, Niepena-
IOIIHXCA MO 3JIeKTPOH-TPAaHCIIOPTHOH LENH, SBIACTCH MOACKYAAPHbIL
Kucaopoo.

B anaspotnom dvixanuu KOHeYHRIMH AKUETITOPAMM 3JIEKTPOHOR CTa-
HOBATCA OPYrue OKUCTHTENIM: HUTpAaT-, cyAbbar-aHUOHBI, KaTHOHBI
METAJUIOB, OpraHHYecKue BellleCTBa.

bpoocenue — sHepreTHYeckKit Npouecc, NpH KOTOpPOM 3JIEKTpo-
HEI MTEpenalTeH HellOCPENCTBEHHO OT NoHODa K akUelTopy Ge3 yuac-
MUA 3AEKMPOH-MPAHCNOPmMHOIl Henu: TTTHKOIIN3, MOJIOYHOKHUCNOoe Opo-
XeHWe U 1p.

flepeyricneHHBIE poHECcCH MOXHO KiIacCHGUIHPOBATE HA OCHO-
Be Mexanuama obpazosanus ATP, ssnsiollerocss 0CHOBHBIM MaKpo3p-
THYECKMM COeZHHEHHEM, 3aMacaillEM SHEprUi0 B CBOMX XMMHYec-
Kux cBs13sx. Paznuyalor obpasosaHue ATP B pesy/bTate nepeHoca aJlek-
TPOHOB MO OpIXaTeJbHON LENH — okuCaiumenblioe pocghopuiuposaniie,
a taxxe obpasopanre ATP B mpoueccax, He CB3aHHBIX ¢ IEPEHOCOM
3NIEKTPOHOB Mo uenH (OpoxeHus u mp.) — cybempamuoe gocghopunu-
poeanue. B Hacroslliee BpeMsi NIepBuIif THII IPOLECCOB (T. €. OKMCIH-
TenpHoe (ochopunupoBaHUe) npaBu/ibHee Ha3bpIBaTh 00pa3oeanuem
ATP 3a cuem mpancopmayuu snep2uy MpancmemOpannezo INeKmpox-
Muveckozo nomenyuata (1T31T) WU cokpalueHHO — MemOpannusim goc-
gopuaupoeanuem.

Y pomompogrex opraHuamoB (pacTeHuil, POTOCHHTEIUPYIOIIHX
OaxTepuil) oCHOBHBIM cHocoOOM 3aMACaHMA IHEPTMH ABISETCH Po-
mogocopunuposanue, 1. e. obpazopaHue ATP 3a cueT tpaHcdopMariu
sHeprud TOI1, ¢opMHpyeMoro myreM YTHIH3ALMH CBEeTOBOH 3Hep-
THH.

6.3. Ponb ATP ¥ TII1 B 3anacanuu JHEPriu

ATP 6but otkpuT B 1929 r. K. ®ucke u H. Cy66apoy, a B 1930 r.
B. BHrenprapa nokasan Bo3MOXHOCTE ero obpa3oBaHMA B Mporecce
nepeHoca 3JeXTPOHOB No ablxaTensHol wenw. B 1941 r. @. Jlunmau
BEIABUHYJ KOHUEMIHIO, paccMaTpuBalolyio ATP Kak «KOHBEpPTHpY-
eMVYI0 SHePreTUYEeCKYlO BAKOTY».

IMouyeMy B npoliecce 3BOMIOUMHY MMeHHO ATP Boinana takas pelip?
Jns aroro ecTh HECKONBKO NMPUYHKH, OGyCJIOBIIeHHI:IX CBOHCTBAMM JIaH-
HOrc coeIHHeHHH.

1. H3menenue c60600H0U 3nepeuy NPH THAPOIH3E (boctboaﬂrm[p;{n—
HBIX CBa3eif noBoMRHO BeMUKo — okono 10 kkan/mone. Korna Heobxo-
OMMa SHEPTUs Menbitan WK paenas 10 KKan/Mojb, THAPONH3 HAET 1O
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peakyuu A. Ecni HeoOxXomuma sHeprHs HeHaMHOro 6Goaswias, ueM
10 kkan/mone — no peaxyuu b. [pH HeobXOXMMOCTH HEPTHH, 3HA-
YHTEJILHO NpeBoIlatoei 10 Kkay/MCeIb, HCNOAB3YETCS HECKOALKO MO~
nexya ATP B onHoM nipouecce. MHorma NomonMHUTeIpHAS SHEPTHSA Bbi-
Jensiercst npu copbyuu ATP na dbepmeHTe.
Funponus

0 O O

I I
AnenuH-pubo3a—P—O0~P—-0~P-0~

| | 6) ATP + H,O—>AMP + PP,

a) ATP + H O > ADP + P,

o O O
| AMP

, ADP \

. ATP ,

2. Ckopocrp HedepmeHTaTBHOro rugpoiusa ATP mana, T. e. Mo-
JIeKyJla xumuveckil cmabuasia, U 3aNACEHHAA B Heil 3HeprMA He pacce-
MBAETCH B BHIE TEIUIA IpU CIICHTAHHOM FMuponu3e. OgHako 3aMeHa P
Ha As pe3ko moBpllUaeT NabHARHOCTR. DTHM o6CTOATEILCTBOM O0BsIC-
HsieTcst HHTMOuTOpPHOE AejfcTBUe apceHara (As(O,’”) Ha >HepreTudec-
KuH meTtabonuaM: KOHKYpHpys ¢ oprodoctaToM, oH BKIIOYAaeTCH
BMecTo Hero B ATP, a oGpa3oBapureecs coeuHeHHe TIONBEPraeTcs
CIICHTAHHOMY THIpPOMH3Y.

3. Maawie pazmepu Monexynsl ATP nossomstior eit ceobonHo mnpo-
HHK2TH B pasiuqHble YIaCTKU KJIeTKH, B TO Xe¢ BpeMS [IUTOIUIA3MATH-
4yeckasd MeMOpaHa ONA Hee HenpoHuyaema, CleOBATE]IbHO, «yTEuKd»
ATP He npoucxomuT.

4. «Boibop» ATP kak uykaeomuda GbU1 BBI3BaH, TNO-BHAHMOMY,
Heo0XomMMOCTBIO 63aumodeticmeus ¢ Deaxamu, TaK Kak B3aHMoIei-
cTBHe DENKOB ¢ MOHO- U IIOJHHYKAeOTUIAMH JeXHT B oCHOBE XH3He-
HNEATEeILHOCTH.

5. «Buibop» B KauectBe nypurogoil 4acTH MOJIEKYNbl aeHO3UHA,
BEpOATHO, 00YCAOBIEH €ro NpOMeXYTOYHBIMH 34eKMPOHHOOOHODHBIMI
U aKuenmoprbiMu ceolicmeamu, 4ro obeclieuuBaeT B3apMoneHcTBHE C
WHPOKUM KpyroM mapTHepob. KpoMe Toro, cpelid a30TUCTHIX OCHOBA-
HU# ageHUH HavboMee YCTOIYMB K neifCTBHIO yIpTpadMoneTa, 4To Mor-
JIo HMeTh 3Ha4eHHe HAa PAHHHMX 3Tanax GOpMUPOBAHMA KHBBIX CHCTEM.

IMpu onHcaHMH MexaHu3ama obpaszoBanusa ATP nyrem memOpaH-
Horo ¢ochoprmupoBaHus B HacToxiee BpeMs oblLenpuHATON SBIA-
eTCH XEMUOCMOMUYECKAR MeoPUs CORPANCEHUA oKucrenun u Qocpopuau-
posanua, npepnoxeHaad [1. MuryennomM B 1961 r. CornacHo 3Toit Teo-
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PHH B «COTPATAIONIMX» MeMOpaHax JOKanH30BaHBl NBA THIIA CHCTEM
{«HACOCOB», pumMps), CroCODHBIX K TPAHCIOKALMHY NPOTOHOB: 34eKm-
pon-mpancnopmuan yens u H*-ATPasa, xoopnuHHpoBaHHasA pabora
KOTOpBIX TPUBOAMT K hOpMHPOBRHUIO MPAHCMEMOPAHHOU PASHOCIU SAeKm-
poxumuseckozo nomenyuaia npomonoeé (TSI, protonmotiv force), — a
sateM ATP. TakuM o6pa3oM, nepsuyHON hopMoil 3alracaHMs sHep-
THH Tipy Jbixanuu sensercs TOIT (puc. 135).

H « H*
BryTpun f
ATPasa
DeixarencHas yens I ADP+P {—+ ATP F|
MembEpana AH e+H +0, 5 H,0 F,
Bre H* >H*

Puc. 15, Gxema Lupkynaudu NPOTOHOB
B NPOUBCES ALIXAHWA NPOTOHL OKMERABMOTD CYECTPATa BuiGpactiBalOTLR 13 MeMGPaKE! C TOWMOULLY
NPOTOHHBIX HACOCOR ALIXATENbHOH LENK BO BHEWNIOI CPBdY (WAW NepunAaaMy) B CRy4ae NPoKapHoT,
4 B CNY428 FYKAPHOT ~— B MEXMEMBDAHNOE NPOCTPAHCTBO MUTOXOREPHA. MoCKonLKy Membpana
HENPOHMLAEMA AN1A MpoTOHOE, WX BOJBPAT B KIETKY BOZMOMKEH TONLKO Hepas kauan ATPaaul (w apyrue
TPaHCROPTHIE KAWANLI), NP 3TOM ATPasa TpancopMupyeT anapruio T3N & ATP (wnu snepraa TIN
HENOCPEACTEEHNO WCNORL3YETCA ANA 05BCNEYBHMA APYTHX IHAIPTOHMHBCKNX NPOUBCCOR; TPAHCNOPTA,
ABWKEHUA W Ap.)

Koauuecrneo snepeuu, 3anaceHHoi B popme TOIT (Ap,,), npsMo npo-
[MOPI{UCHANBHO KOIHYECTBY TPAHCIOLHPOBAHHBIX IPOTOHOB! AG = nAy, ,
H cKJiafbIBaeTcs M3 ABYX COCTARASIOIINX: XUMHUYecKoif (TpaguenTa pH,
ApH) 1 anekrpuyeckoif (pa3sHOCTH 3AeKTPHYECKUY, IOTEHIHATIOB, AQ):

An,./ F = ap = Ap— 2,3(RT/ F)ApH (MB),

rae 2,3RT/ F = Z = 59 MB npu 25°C;

Ap — poTOHABMXYILAA ciia (pmf);

ApH =pH_ —pH, <0

Jns obpasopanua ATP HeobxoguMa AG okono 250 MB (mepeHoc

IBYX npoTonoB). [IpumepHo Takas BenHyHHa TOIT U cos3gaeTcs Ha
mMeMOpaHax MUTOXOHAPHIT H HPOKAPHOTHYECKHX KJIETOK, XOTH BKJIan
KaXIoH U3 cocraBasiomux pasnudeH. Hanpumep, vy amunodbuneHex
Hakrepuit TDIT npakTHYecKH HOMHOCTRIO cocTouT U3 ApH, a y anka-
nodunoB — U3 A (u3-3a Toro, 4To BHyTpHKnerounsiii pH nocrosHen
U He O4YeHb CUJIpHOC OTKIOHSAETCH OT 7).
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Baxuo oTMeTHTD, 4T0 AT Pasubiii Komnaeke MoXeT He TOILbKO ymu-
ausuposams TOI1 ¢ obpasoBanuem ATP, HO H gopmuposams ero sa
cuet ruaponu3a ATP, ocyiiecTrisaa Takum obpasoM B3auMHOE Ipe-
BpallieHHe 3THX IBYX GOpM 3HepruH.

6.4. MepH4nbie H BTOPH4HbIE reneparops! TIM

Hepeumnbie reHepaTopl HCHOAB3YIOT IHEP2UN CAEMA UITH XUMUYeC-
Kux ceszeti cybcTparos and dopmuposanusa TOI1. ATP B stux nponec-
cax He ygacteyer. K nepBuYHbM reHeparepaM TOIT oTHocsrCsH:

Obixamenvras yens, conepXxaias or | 1o 3 NpoTOHHBIX HACOCOB;

Pomocunmemuveckas yens, cogepxaniasi | —2 npoTOHHEIX HACOCA,

Gaxmepupodoncin TanodUNEHBIX apXebakTepuii (apxeif);

cucmeMbl IKCKpeyuu Kucabix npodykmos 6poxcenua y dakrepuid (Ha-
npuMep, J1aKTara) B HeHoHU3MpoBaHHOH dopme.

Bmopuunbie TeHeparopsl MCHOAB3YIOT anepauio ATP (Wi aHamo-
r¥YHOro MaKpO3pruyeckoro coenHHeHus) i bopMHpopaHua TOIT.
OHH npencraBnsior coboit H*-AT@aze, ocHOBHOH GyHKuMeH Koro-
phIX ABNsSETCH He cuHTe3, a ruaponu3 ATP, Takue ATPa3ser xapakrep-
Hpl IS UTOIUIA3MaTHIECKoiH MeMOpaHsl aHapoOHLIX DakTepui, mias-
MaJleMMnl KJIETOK 3YKapuoT, MeMOpaHel BaKyoleil (ToHOIUTacTa) pa-
CTeHHH U 'puboB.

Takum 0Gpa3oM, OCHOBHBIE YT TpaHCHOPMaIIHH HEPIHH B KNeT-
K€ MOXHO CYMMHPOBATh B BHAe cXeMsl {puc. 16).

Ceer Oxncnsembie Cxucnsembie cybctpatel
cyGcrparthl
]

T
DoTocUHTeTHYECKHE W CyBcrpatHoe
AblXaTernbHble CUCTEMb doctopunuposanne

¥

MembGpanHoe cochopunuposaHie
Ap,. -_— > ATP
Mwaponus ATP 3a cueT ATPa3

[ — |
3anacaHue aHepruu —» TpaHcnopT BellecTs <—  buocuHTeTUYeCkue
e ATP, PP,, o0patHelii [ [lBmxeHune <—<_| NpoLEeccsl
nepeHoc anekTpoOHOB — O6pa3losanue TeNa

CBeveRnune

Puc, 16. Cxema TpaHcGOopmaLun aHepruu B XKNBOR KNeTxe
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6.5. JuepreTudeckui 3apag u 3HepreTHYecKan 3 exTHBHOCTH POCTa

Kenuuecrse ATP, cbpazyolerccs B pa3HbiX MeTaboMuYecKHX
NYTIX, Pa3IHYaeTcs BO MHOIO pa3. Tak, npu kamaboausme enioxo3w
M0 IMHKOJHMTHYECKCMY NYTH C NOCHAENYOIMMM BKIIOYeHHEeM [[HKIA
TPpUKApOOHOBBIX KMCIOT M JBIXAHHA {C TPEMS IIYHKTAMH CONPAXKeHHS
okucneHus M ¢ochopunupoBaHus) obpasyercs 38 moas ATP na moas
21H0KO3bL.

Y HekoTopeix Oaktepuil (tvna Escherichia coli) B ppixaTensHo#t
HENH CYLIECTBYET MIIIb IBAa MYHKTAa CONPSTKeHHMS H KOJIH4ecTBO 00pa3so-
BaHHoro ATP cocrasur 26 moas na moab 2mwokesw. CaM no cebe 2auko-
Au3 B aHa3pOoOHbBIX YC/ICBHAX MPHBOIHT K 0Opa30BaHUIO ML 2 Moael
ATP Ha moab 2nwkess (HAIpUMEp, Y MOAOYHOKHKCBIX OaKTepHii).

He Tonpko obiiee Konu4yecTBo cHHTe3upoBaHHOro ATP, Ho U pac-
xon ATP Ha obpaszoBanue enHHMLBl OHOMAaccEl CIIBHO 3aBHCHT OT
THna Metabonuama. Tak, Hanpumep, TTpU BrIpaliMBaHHH OakrepHil Ha
cpene ¢ rmoko3oi I mats ATP obecneduBaer obpazosakue 27 2 Guomac-
cw, Torna Kak Ha cpene ¢ CO, (B Kadecrse efHHCTBEHHOIO MCTOYHMKZ
yrnepona) I moas ATP — tonbko 5 2 6uomacest. TIpH pa3nHqHBIX THRAX
anapobrbrx Gpocicenuii BbIxen DMOMACCHI Ha MOJIb cHHTe3uposaHHoro ATP
BCe Xe JOCTadTOYHO NMOCTOSHEH M COCTABNAeT oKojo 10. DToTt MoKaza-
TeJIb NOMyYu o003Ha4eHHe Y, , U HCHONB3YETCH AN XapaKTepUCTHKH
pOCTAa HAPSKY C 3KOHOMUMecKUM Ko3dhuytienmom (OTHOLIEHHEM MACChI
oOpazoBaBUIMXCA KJIEeTOK K Macce HCIONB30BAHHOrC cybeTpara).

OnpepgeneHHas YacTh KISTOYHOH SHepruM 3aTpaviMBaeTcA Ha Npo-
Ueccel, He CBA3aHHbIE HeNlocpeACTBeHHO ¢ pocToM. M HaswiBalor npo-
yeccamu noddepxcaHus xcusHedeamensHocmu {ocMorddeckas pabora,
[OOBHXHOCTb, OOHOBNEHHE KJIETOYHOTO MAarepHasa M T.x.). 3arpaThl
Ha no/lepXaHue XKu3HegesTeabyocTH cocrarmsior 10—20% Bcex sHep-
reTHYeCKHUX pacxoncs.

BaxHoe 3HayeHHEe MMeet He TolbKo abcolorHoe KonuyecTeo ATP
B KIetke, HO U COOMHOUIEHUE KOMNOHEHMOE AOCHUAAMHOU CUCIeMb,
tak KaKk ATP, ADP u AMP 4BnsioTcs MOLIHEIMH pETYIATOpAMH Me-
Tabonuyeckux npoueccos. . ATKHHCOH BBeJ TIOHATHE 3Hep2emuHecKo-
20 3apada (B3), KAK Mephl «3aII0THeHHA» aneHUNATHOM CHCTeMbI MaK-
pOBpraMu:

IATP+ADP ATP+0,5ADP

3= = .
° 1/2ATP+ADP-|'-AMP ATP + ADP + AMP

Teoperudecku 93 MoxeT BappHpoBaTs oT 0 1o 1, onHake pearnHO
B 3KCNOHEHUAIbHO pacmyiux Kaemkax oH cocTasiisier (0,8—0,9, a npu
CHIDXEHHH ero seavdHHnl go 0,5 Kietka morubaer.
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6.6. OCHOBHbIE THIBI CONPAKEHHA IHEPreTHHECKHX
A KOHCTPYKTHBHLIX NPOLECCOs

INMepsoHayanpHo OHONOTH HoApa3AeNald Bce XHWBLIE OPraHH3MBL
1o THITy NHTAHMA HA [gBe TPYNNEL aemompoghoe (THIHIHBIH NpuMep —
pacTeHHsI, KoTophle oGXomArcsa Oe3 opraHMdeckoif NHIM) H 2eme-
pompodoe (KUBOTHEIE, HYXXTalomuecsd B Hel).

B Hacrodlllee BpeMda NpuMeHseTcs 6onee geranpHasA Knaccuduka-
LMA, OCHOBAHHAA HA YKA3AHHH Npupoobl UCMOYHUKA IHepeuu W npupo-
Obt ucmounura yeaepoda. CoorBeTCTBEHHO, B HA3BAHMHM THNA MUTAHHS
OPraHu3Ma HCHONb3YI0TCH clleAylolue o003HaYeHHs:

Bup aHepruu JloHop 3JIEKTPOHOB Hcrounux yriepona
XHMUMECKAS — Xemo- Opranuyeckue OpraHuyecxkue
CseroBas — doro- BELIECTBA — OPraqo- BELIECTBA — IeTepoTpodg

Heopraundeckue Heopranuyeckue
BELECTBA — JAMTO- BELIECTBA — ABTOTPod

Takum obpasoM, no 3Toil KilaccubHKaUMH pacTeHEA clegyeT oT-
HectH K ghomo-aumo-aemompopam, a XKHBOTHBIX — K XeMO-0p2aHO-
zemepompogham. Becero Xe npH codeTaHHH 3THX XapakTepHCTHK Bo3-
MOXHBI BOCEMb GCHOBHBIX THITOB COOTHOLIEHHI! MexXny 3HepreTHYeC-
KHMH M KOHCTPYKTHBHBIMH MporeccaM# (Tabi. 6).

HexoTtophle opraHU3MEI cIOCOOHBI OCYIUECTBIATE TOLBKC OJHH U3
NepeyYHCNeHHBIX THIIOB THTAHHS (HATIpHMep, pacTeHHA M XHBOTHEIE),

TaGnuga 6. OCHOBHBIE TUMbI NUTAHWA

Hemounux Honop | Hemoy- Tun numanun Opzanuzmu-
3Hepaun 3rexmpo-| Hux yaie- npedcmagument
Ho® poda
Heopra- |CO, Xemonutoasro- | [IpoxapuoTel (Boaopox-
HHYeCKHE TpodHs Hble, HUTpHHUUUPYIONHE
BeLIECTBA u Ip. Gaxrepun)
Opranuy. | Xemonurorere- | [[pokaproThl (Bodopon-
BeIECTBA | poTpodHA Hbi€, MECTAHOBHE H Jp.
XuMHYecKHe GaKTepuu)
peaKkHu Opranu- | CO, XeMopraHoasto-| [TpoxapHoThl (MeTHIO-
YecKHe Tpodus Tpodbl, OKHCASKOMIHE
BCLIECTBA ¢dopMHar)

Opranuy. | XeMoopraHore- | XXUBOTHHE H MHOTHE
BeUIECTBA | TEpoTpodUA [IPOKAPHOTEL
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Oxonuanue maba. 6

Hemounux | Hdonop Hemou- Tun numanun Opzanuzmpi-
Snepeuu | aaexmpo- | yux yene- npedcmasument
Hoe poda
Heopra- |CO, Qotoauroasro- | PacTeHus, nuaHoGakre-
HMYECKHE Tpohus pMH, AypIlyPHBIe H 3eHe-
BELECTBA Hbie DakTepHH
Opranud. | @oronurorere- | TIpoKapHOTEI (HEKOTOPHE
BelllecTsa | poTpodhus LMAHODAKTEPHH, NYPIYp-
Ceer HWE H 3eNeHbBIE GaKTepHu)
Opranu- | CO, Motoopranoas- | [IpokapuoThl (HEKOTOpHE
qecKue ToTpotdus [IypIlypHEE DaxTepHH}
BelL[ECTRA
Opranuy. | QoroopraHore- | [IpokapuoTsl (ramobak-
BelllecTha | TepOTPopHT TEPMH, 1HAHODAKTEPHH,

TypIYDHBE M 3eJIEHEE
GaxTepuu)

TOTHA K4K ApPYTHe MOIYT MEepeKIiovyaTecH ¢ OJHOIO THHA NHraHMA HA
npyro#t {axrepun). [TocnegHue opraHu3Mbl HA3BIBAIOT (haKyALIMAMUE-
Hoimu (HampUMep, HeKoTopble [HAHOOaXTepHHu cHOCODHB! CyIECTBC-
BaTh KaK GOTONKTOABTOTPodHO, TAK H XeMoopraHoreTepoTpodHe).



(nasa 7. Aapobuble snepreTHdeckue npoLecco

Mo CTHOWEHKID K MONEKYNARPHOMY KUCOPOAY OpraHU3Mel Noa-
pas3fenfanTca Ha aspobos (ANA KOTOPLIX KUGNOPOoA HeoOXoanMMm) U
arHasapobos (ANA KOTOPbIX KUCNOpog, 6e3pa3iMyeH UK TOKCUYEH).
B ceoK ovepens, Aapobnt M aHaapo bt NCAPA3AENAITCA Ha OG-
rarHoie (o6A3aTenbHble} U pakynbraTusHbie (ne oba3aTensHhLie)
(cM. cxemy, puc. 17}, HekoTopule obnuratHoie 2apolbt MOryT gy-
LecTBOBaTL NPU CoaepXaHuK KUCNopoaa, PaBHoM ero cogepxa-
HUIO B atMmocdepe (21%) wnn npesbiualowem 3ty sennuuty (1o
50%), HO BCTPE4AIOTCA Te, KOTOPblie He NePeHOCHAT YPOBEHbL KUC-

Aapobul Anaspobil
v - Vo | v
ObGruratHbie DaKyrnbTaTMBHLIE O6rnuratHbie
MukpoaapoduneHile AspoTonepaHTHLIe

Pue. 17, Knaccudukaums opraHd3moB no cTeneHd a3pofHOCTH M aHA3POSHOCT

nopoAaa, NPeBLILUAKLLMA HECKONBbKO MPOLIEHTOB (MuUKkpoaspogdu-
s}, B cBOI0 0yepenb, HekoTopbie aHa9pobbl, XOTH U He UCNONL3Y-
KT KUCNOpoa, HO NePEeHOCAT ero BuICOKUE KOHLIEHTPAUVM B OKpY-
Xalouel cpene (asporonepanTst}). PRa MUKpDOORraHM3MoB MoXeT
Pe3Ko MEHATL YYBCTBUTENLHOCTL K KUCNOROAY B 3BBUCVMOCTH OT
TUNa NUTaHUA, HANPUMEP BOLACPOAHBIE Bakreput NPy Buipawm-
BaHViM B F&TEPOTPODhHLIX YCIOBUAX 43p0TONEpaHTHL, @ B ABTO-
TPOHLIX — MUKDOa3POGOUNBHEL

1.1. AapoGuoe abixanme. [ibixatenbkas Lenb

INpu aspobuom dbixanuu B KaYecTBe KOHEYHOTO aKIENTOPA IJIEKT-
POHOB UCIIOJIB3YETCH MOAEKyARpHbL Khcaopod {cM. § 6.2). AspoGHoe
DbIXaHHE XAPAKTEPHO WA OOJbIMIMHCTBA XHBOTHBEIX M pacTeHu# u
WHPOKo PaclpocTpaHeHo B MHpe npoxapuor. Ha nepsoM ero stane
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cyOCTparhl [TOABEPTAIOTCH Je2udpuUpoearntiio C MOMOIBIO ceqHbHYeC-
KHX (epMEHTOB — deeudpozenas. O0pasylolliuecsi B pe3ynbTaTe Herii-
pupoBaHMs BoccraHoBaeHHpie NADH unu FAD (FMN) Berynawr B
doixamensuyio yens (puc. 18).

H, Oxncnaembtin CyKkumHar
(—420 mB) cyGetpar
NAD NADH
(-320 MB) (neruaporesadtd)
v
FP FMN, FeS FAD
(—80 MB) (NADH-gemaporexaa) (CyrumHaTaemmoporenasa)
Y
CoQ Co(Q
(+50 MB) ‘L
Lat.b
{LUMTOXPOM-C-DEAYKTB3R)
v
Hur.c Hut.c
(+250 MB) ¢
Iut.a Hur.(a +a;)
(+290 MB) (LuroxpomoNcHAssa)
o, ) 0,
{+820 MB)

Puc. 18. YapouyeHHan CxXema AbIXaTenbHOR LN
I0Ka3aHd A\bIXaTENLHAR LENb, XAPAKTEPHAA ANA MUTCXCHAPHA W HEKOTOpLIX GaKTepMid,
B TaKoi UenK «NpOTOHHLIMY Hacocamu», Co3Aa0wwMn TATN, senawTcA NAD- u cykunHaTaerng-
POreHa3bl, LKTOXPOM-C-PEAYKTd3a M UMTOXPOMOKCHAA3A:
NAD — HWKOTHHAMMUA-2feHMHANHYKE0THA, FP — chnaponpoTennt, copepxaume FMN (dna-
BUHMOHOHYKNBOTHA) Wik FAD (chnasuH-afeHNHANHYKNROTUA) K FeS (Mene3o-cepHbie UeHTpLI);
CoQ — kothepment Q (yGHXUHOH); LIMT.8,C,2 — COOTBETCTBYIOWNE YHTOXPOMBI

OcHOBHOM cyOCcTpaT OpIXaHHA — @occmanogrennwiti NAD — obpa-
ayercsi B pe3ynbrare KarabolH3Ma caxapoB, opraHHYecKHX KHUCJIOT,
AMHHOKMCIIOT H IPYTHX cyOcTpaTol B Nponecce GyHKUHMOHUpOBAHUSA
MeTaboMYecKUX MyTei, KOTOpHE NIPAMO HE 3aBUCAT OT NPUCYTCTBHS
KHCJIOpOJia K MOTYT OCYLUECTBAATHCHA B AHA3pOoOHBIX yenoBusX. K HEUM
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OTHOCATCH 2AUKO0AL3 Y IPYTHE ITYTH MeTaboMM3Ma caxapoB, yuki mpu-
KGPOOHOBLIX KUCAOM, CUCIEeMbl OKucreHUA ycuphbix kucaom u op. Ilomy-
yeHHBIA B pe3yJipTare neruapHpoBalusa cybcrparoB NADH uacthato
HMCHOJNIL3YETCA B KGHCMPYKmuensix npoyeccax (B ToM 4Hclie — IMocie
nepenauu Bogopoga Ha NADP nyrem mpanczudpozenasuoti peakyuu),
4 B OCHOBHOM OKHC/ISIETCH Yepe3 NRIXaTelbHYIO [IENb.

IIpupody Komnonermoe IbIXaTenbHOM LENTH U ROPACOK UX pacnoao-
JHCerUA OTIPENe/sUTH XUMKYecKUMY, GU3HKO-XHMUYECKUMHE H OHoxu-
MHYECKMMH METOIAMH, CPEIH KOTOPBIX BAXKHOE MECTO 3AHHMAIOT oug-
dhepenyuanvnas cnexmpoghomomempus ¥ unzubumopnsiti anasu3. Ux co-
YeTaHHE MNO3BONAET ONPele/JHTh, KAKHE HMEeHHO KOMIIOHeHTH
YY4acTBYIOT B OKHMCHeHHH JaHHore cy0cTpaTa M KakKoBad Ioclienopa-
TeJILHOCTh MX paclONOXeHHS B IbIXATeNbHOH 1EITH.

CrenMduiecKUMHU uHzubumopamu doixaHus CIYXAT CIEAyIolle Be-
LecTBa:

HHrHOHTOpE NADH-dezudpozenasw: 6apbumypame: (IpUMEDP — aMH-
Tl — S5-3TUN-5-u3oaMunbGapbutypar HaTpus, oObIYHO HCIIONB3ye-
Mas KoHueHTpapusa 10 M); '

pomenon (MHCEXTUIIMA, NOJYYaeMbIH H3 pacTHTENBHOTO CHIPBA,
10~¢ M);

HHTHOUTOD yumoxpom-c-pedykmasvi: awmumiaqun A (1078 — 1077 M),

HHTHOHTOpB! yumoxpomokcudazw: HCN (1072 M), CO (50% B razo-
Boi ¢ase).

OnHako cyllecTByeT M LMAHHI-Pe3UCTEHTHOE ObIXaHHE.

BrokupoBaHue mepeHOCA 3MeKTPOHOB MHTHOMTOPOM NIPHBOTHT K
TOMY, 4TO IepeHOCYHKH, HAXOMMAIIMECH HA YYACTKe, hpedilecmeyio-
tyem UHTHOHUpYEeMOMY, TIEDEXOHSIT B 60CCMAHO8AeHHOe cocmosnue (B
pe3yJibTate NPomO/KAIOUIETC NPHTOKA BOHXOPONA H/HUITH BJeKTPOHOB
OT TIPEIUIECTBYIOLUX KOMIOHEHTOB JbIXate/IbHOM Ienu), Torma Kak
nepeHoCUMKU, HaXo[dlllHecsi nocte HHrHOMpYyeMOIo yyacTKa, mnepe-
XOIOAT B OKUCaeHHoe cOcmoArue (B CBA3H C OTTOKOM 3JIeKTPOHOB HA
KHcIopon (KpoMe caMore KOHeMHOTO MYHKTA LEIH).

B oTnMyue 0T MUTOXOHAPHIA, COCTaB HpIXaTeJbHOH LieNH y TIpoKa-
PUOT 44aCTC 3aBHCHT HE TOJNBKC OT BHOAa MHKpOOPTRHH3Ma, HO H OT
TANA er0 NHTaHMA, 4 TAKKe OT cofepXaHus KUCIopoda B ra3zcBoH
daze. [TpuMepoM MoOXeT CIYXHTb OwnixarelnHad 1ene Escherichia coli
{puc. 19a).

1.2. 06partHbli NepeHoC INEKTPOHOB

B Tex cryuasix, Korga okuc/eMsle cyOcTpaTel — HOHODPBI 3JEKTPO-
HCE M MpCTOHOB HMEIOT @biCOKUL OKUCITHTEIBHO-BOCCTAHOBH T bHBIH

50



CykuuHar

|

FeS (FP,)
l ! Hur.o— O,

NADH ——» FeS(FP,) — CoQ — Lur.5-2> Lurd-s O,
Qyuspar + 2H
‘—l)tbp“(
-
Cyxumnar

4 ]
> HP —> NO,

a)

NAD = CoQ «—Fe* Fe* -» lurata; —» O,

Ap,,
6)

Pue. 19. Cxembi:
2a) AvixatensHoi yenw Escherichia coll. 0603akavenun, Kak Ha puc. 18, MyTu 1 peanuayeTca b

23p0BHLIX yenoBuax. MyTe 2 CyLIECTBYET B MMKPOAIPOSHLIX YCAOBAAX (NPYW HKIKOM CONBPKAHMK

kncnopoaa). Myvn 3 u 4 DYHKUMOHPYIOT B aHA3POGHLIX YCNOBNAX € HCNONL3IOBAHHEM B Kave-
CTBE KOHBYHLIX AKUBNTOPOB ANEKTROHOE (M NPOTOHOB) dpymapara (PP — dymaparpenykTasa)
WAKM HuTpata (HP — HuTpatpepykrasa).

6) 06paTHOrD NBpEHOCA SAEKTPOHOB { HA IPUMEDE AbXaTeNLHOA ueny Thiobacilius ferrooxidans,
€ YNPOLIBHAAMY)

noreHuHan (Hanpumep, Fe ¥, +420 MB), oHM BKIIOUAIOTCH B ObiXa-

TEJBHYIO LIeflk Ha YPOBHE 1ITHTOXPOMHOIO 3BEHA (B OTaHHOM ClIydae —
LHMTOXPOMOKCHAA3BL). DTO MIPUBOIHT K TOMY, YTO, BO-1IEPBERIX, B AbI-

XaTeJBHOW werlH OCTAeTCH TONBKO ONHMH IYHKT CONpsoKEHNs, U 1A

obecrieueHHs 3He preTHIECKHX NoTpeOHOCTeH KNeTKH oHa Ho/DKHa yH-
KIHOHHPOBATH C BBICOKOI CKOPOCTHIO (CKopocTh abixaHust Thiobacillus
Jferroxidans B nepecuere ua 1 Mr DeNika B ceMb pa3 BhIllE, YEM Y MHTO-
XOHApHUI). Bo-BTOpEIX, AJs BOCCTAHOBNEHHS NADP ucrions3yeTcs
obpamubiil neperoc 3aexmponos 3a cuet TIII, coszgapaemoro Ha LH-
TOXPOMOKCHAA3HOM y4yacTKe (pHc. 196).
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1.3, Isoniouua nytek aapobxoro metabonusma

CHcTeMBl JbIXaHHMS COBPEMEHHBIX OPTaHM3MOB SIBISIIOTCH TTPONYK-
TOM JJIMTEABLHON 3BONIIOUHN XHU3HH OT GHAIPOOHBIX K a3pobHuM YCIIO-
BrsiM. TIpHHATO CYMTaTh, YTO MepBUYHAA aTMocdepa 3eMiM Hocuia
BOCCTaHOBHUTEIbHLIN XapaKTep M fpakKTHYecKH He comepxXana KUcTo-
pona. B Hee sxonuny takue rasu kak CO,, CH,, N,, NH,, H, u Heko-
TOpHIE OIpyrHe — B MEHBIIMX KoiHdecTBaX. IloaTomy nepsole XKUBbIE
OPTaHHU3MEI, CKopee Bcero, OBUIH anaapobamis,

OcHosHag macca KMcaopona obpa3oBajiack, IO-BUAMMOMY, B pe-
3yJAbTaTe XH3HEACATECNILHOCTH GOMOCUHMEIUPYIOWUX OpeaHuzmMos (T10-
nobusi uuaHobakTepuii, a 3aTeM pacredHut). [lepsnle a3pobHbe MUK~
POOPraHH3MB MOLTH IOABHTRCH Ha 3eMie okKolo 2 MIPIO JET Ha3ang B

 COOTBETCTBHMH C NOC/IENOBATENIbHOCTBIO, OTPAKEHHOM HA CXEMe:

AHaspobel — doToTpodh ~» AIPOTONEPAHTH — aA3pobBl — A3POGHI,

(baxynb- (obmurar-
TATHEHBIE) HbIE)

Ha HayastpHBIX 3Tarlax 5BOJIICLMH OpraHH3MEBl BRIHYKIEHBI ObUIH
3auuwamsca OT OKHCIMTENBHOTO AEHCTBHA KUCIopoJa W, BEPOSITHO,
He ob1amasiH criocoOHOCTRIO 3anacanms IHEPTUIO, BBLICHIIOLIYIOCH 1pH
OKHMCHACHHH CYOCTpaToOB ¢ Y4acTHEM KUcropoja. 3allyTa Moria ocy-
HIECTBILITRCS OBYMA OCHOBHBIMH I1IYTAMH: naccueHbim, T, €. IEPEXOIOM
B 3KOAOTHYECKUE HUIIH, A€ KIUCTOPON OTCYTCTBYET, U QKMUBHOIM —
JeTokcHKanueH xucnopond. CHCTEMBl IETOKCHUKALMH COXPAHWIHCE W
¥ COBpEMEHHEIX OPTaHU3MOB. ‘

OOoHHM U3 caMbIX TOKCHYHBIX NPOAYKTOB BOCCTAHOBIEHHS KUCIO-
pona sIBNAETCS cynepoxcudnbii anuoH-paduxas, obpasyloIUHcs MpH
ONHOSMEKTPOHHON peakumH:

0,+e¢ -0,

Takue aHUOH-pagHKAJBl MOTYT BO3HHMKATh B Pe3yJIbTaTe MHOIMX
MeTaboNMYECKHX peaxkitHii: NMpH B3aHMOIEHCTBHH C KHC/IOPOIOM KOM-
IIOHEHTOB ABIXaTEABHOH M (OTOCHHTETHUYECKOH Lierneil (BocCTaHOR-
JIeHHBIX (1aBHHOB, XMHOHOB, THOJIOB, Xee30CepHbIX DeIKOB U Ip.),
a Takxke abuoreHHo B pe3ynsTare OTO- H INMCKTPOXUMHYECKHX TIPO-
LIECCOB B BOAHOI cpene. BpeMs XHM3HHW CYHEpOKCHAHBIX aHHOHOB OT-
HOCHTEIRHO BENHKO, OHH MOTYT IIpOHUKATh B KIETKH K IpeBpallaTh-
Csl B Opyrue TOKCHYHBIE TIPONYKTBL ZUOPOKCUAbHBIE PACUKAAN U CUNHZ-
AemHbtd KUCI0pod:

‘0, +H,0,+H "+ hv>'0,+ OH + HO.
Pagukan OH' oGpaayeTcsl Taroke NMpH pafMalMOHHOM pa3Ioke-
HHH BOJIBI U ABIACTCA CAMBIM CHIBHBIM H3 BCEX H3BeCTHBIX OKHUCTUTE-
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neit. OTHOCHTENBHO CHHIJIETHOrO KHclopona ('0,) HyXHO OTMETHUTD,
4YTO B HODME 37EKTPOHHEIE 0DOJIOUKH aToMa KUCTHOPONd HAXOMSTCH B
cTabwicHOM (TPHIIIETHOM) COCTOSHHH, OZHAKO IPH BO30YXKIcHHH
(HanpuMep, NpPH 1OTJIOEHNH KBAaHTa CBETa) aTOM KHCIOpOAA MO-
XET MEePEeXONUTs B CHHIJIETHOE COCTOSHME ¢ ITOBBIUEHHOM peakiiuoH-
HOH crecoOHOCTHIO, KOTOPOS BO3HHKAET M TpPH JUCMYTALIHM CyLiE-
POKCHIHOTO aHHOHA:

20, + 2H* > "0, + H,0,

Takum o6pa3om, KIETKE H B COBpeMEHHBIX YC/IOBHSIX HeoOXomu-
MEL 3AIIUTHEIE MEXAHU3MBI AT HETOKCHUKALIMY KaK CYTTepOKCHA~aHH-
OHa, Tak ¥ npyrux bopm «aKTHBHOTO» KHCIOpOIA.

OCHOBHBIMH 3ALIWTHEIME (pepPMEHTAMH SBISIOTCS Cynepoxcudolc-
mymasza, Kamaagia W Nepoxcudaza (IBa MoclegHHMX depMeHTa paapy-
LIAIOT riepeEKUCh BONOpONa, NpenoTepaliiasi obpazoBaHMe THAPOKCHI-
papukana). CynepokCHIIHCMyTa3a KaTafu3HpyeT peakiluio ¢ obpaso-
BAHHEM HeBO3OYXIEHHOTO, TPHILIETHOIC KHMCIopoza:

20,7 + 2H* - 0,+ H,0,

HexoTopele KieToYHbIE THIMEHTH (HANPUMED, KGPOMUKOUIb!) TaK-
XK€ HIpaloT 3aLIHTHYIO POJib, «IEPEXBAThIBAS» CUHIMIETHBIN KUCAOPO/.

Tonpko mociie BeIpabOTKN CHCTEM 3¢uilimsl IBONEOLINS MOTA IIPH-
CTYTIHTb K CO3A@HUIO CHCTEM, KOTODEIE TMO3BoiwiH Obl ymuauzupo-
6amb 3HEPTHIO, TTONYYEHHYIO IIpH OKHCIEHHH cyOCcTpaTos ¢ y4acTHeM
KHcnopona. Pe3ynbTaToM TaKok 3B010LHH H ABIAIOTCS COBPEMEHHBIE
deixamenbrble CUCTIEMBL.



[nasa 8. AHaapo6HbIe JHepreTHYecKue npoLecehl

HawbBonee pacnpocTpaHeHHbIM cNnocoGoM NoNny4eHus sHeprum
B aHa3poGHbIX YCNOBUAX ABNAIOTCA PasfnyHole BUAL GpoxeHui.
B cny4yae XWUBOTHLIX U pACTUTENLHLIX KINETOK 3TO F/IMKO/IM3, Y NPO-
KapnoT T!nsl GpoXeHuiA 3Ha4YuTeNnsHo pasdHoobpasqee.

M rnukonuns, v Hekoropsle Ipyrve aHaspobHble npoluecckt Iuc-
CHUMWUIIALWK SBNRIOTCA JIMWE NOArOTOBMTE/IbHBIMIW 3TANaMu ang
noclefylowmx azpobHbix NpoUeCcCOB NONYYEHNA 3HEPTUN, W, KaK
NpaBUio, XUBOTHLIC U PACTUTENLHBIE KNETKW He MOTYT pacTy TO/b-
KO 33 cYeT aHaapobHbix npoueccos kataGonn3ama (3a NCKRIoHeHN-
&M HeKOTOpLIX Napa3nTudecknx popm}. Cpeav NpokapuoT, Hanpo-
THB, CYWECTBYET MHOXECTBO 06NUraTHoO aHaspobHbix GopM, cno-
coGHbIX pACcTU TONLKO 32 cHeT aHaspobHbix CNOcoB0B NoNyvyeHUN
adeprun. Met nocneaoBaTensHo paccMOTPWUM MNABHLIE TUNbI aHa -
apobHbIX 3HePre TMHECKMX NPOLECCOB: anaspobHoe Awxarnne, 6ec-
KUC/IOPOAHBIA POTOCHHTE3 U PasHie sl BDOXeHW,

8.1. AHaspo6Hoe JibIxaHue

MexaHu3M 3TOro npouecca cxoneH ¢ a3poOHBIM ABIXAHHEM U TaK-
ke MCIONb3YeT LENb MepeHoca 31eKTponos. ONHAKO KOHEUYHBIM aK-
LENTOPOM 3JEKTPOHOB CIYXHMT He KHUCTOpON, a APYTrHe HeopraHuye-
CKHE HIH OpraHHYecKUe BEIecTBd. B 3aBHCHMOCTH OT 1IpHpOIBI KO-
HEYHOI'0 aKUENTOpa Pa3atu4aloT HimpamHuoe, cyavamroe, KapborHamHoe,
@ymapamnoe TUIIBL ObIXaHUS H IOp.

HuatpaTtHoe apixanne. OT HUTPATHOIO ABIXaHUS CACIYET OTAHUYATH
GCCUMUAAYUOHHYIO HUMPGMPedyKyuio, KOTOpasi MOXKET IPONCXOIHUTh KaK
B a9po0HBIX, TAK U B aHapoOHBIX YCTOBUAX K CAYXMT L TMOJIYIeHHS
QMMOKUIHOU (opmbl azoma, UCHOAb3yeMOH B KOHCTPYKTHBHBIX Mpo-
Heccax. 3TOT NIpOece OCYLIECTRBAAETCA «pacTBOPUMBIMU» epMeH-
TaMH: Kumpampedykmasoli v numpumpedyxma3oli U He CBA3AH C 3a-
racaHueM HepruH. B nmpouecce acCHMUIALMOHHON HHTpaTpeayK-
UMK He 00pasyeTcs NETYYMX NPOAYKTOB (MOJIEKYNSIDHOrO 230Ta HAM
€ro OKHMCJIOB):

NO; NADPH, deppeaoxcun > NO;

wpaTpeyiraza B » (NH,0H) — NH,

HHTPHTPey XTa3a
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Humpamnom dvixanuem, Wi denumpuguxayuell, HaspIBaeTCH duc-
CUMUARKUONHAR Humpampedykyus, MPUBOIAILAA K OOPa3oBaHHIO MO-
AEKY/ISIPHOTO A30Ta ¢ YYaCTHEM Keni NEPeRoCa 3AeKMPOHOE U CoIlpo-
BOXIAIOLIAACA 3anacaniiem axepeiis. B aToM ciryuae de pMEHTHI AOKATH-
30BaHbBI B MeMbpaHe;

NO; —proo it s NO; ——> NO —3 N,0 —— N, .

IMoAHOCTBIO 2TOT NMpOLECC NPOTEKAET Y Gaxmepuii-denumpugura-
mopoe (Bonee 70 pomos), Torna kak y Escherichia coli ¥ HexoTOpBIX
Opyrux OakTepHii ocyIIecTBASETCH TOJBKO HEpBAd CTANUS OHHHMT-
pudHKaUHU, [IPUBOIALIAL K HAKOIVIEHHIO B ¢pelle HHTPHTOB. Mle-
HHTpHPUKATOPEI, KaK NMpaBHAO, ABIAIOTCH PaKyAbTaTHBHEIMHA aHa3-
pobaMH, M KHcAOpON rONABIAeT THCCHMIASALHOHHYIO HHTPATPELYK-
LIHIO (B OTJTMYHE OT acCHMIUTALMOHHOI). JIeHUTpHGUKAIUS IPUBOIUT
K GoNblIEM 1TOTEPAM A30THHIX YOOOpeHHi M3 MOYBHI, MOITOMY A
noJapieHust NEHUTpUGHUKAIKHH TOYBY HeoOXOOMMO PHDUIMTH (1IOBBI-
HIEHHE AIpalIHH).

CynntatHoe ApixanHe. Kax ¥ B cliyyae HHTPATPEOYKIIMH CYLIE-
CTBYET ACCUMUAAUNUOHHAA CYyasghampedyKyusa, TIDH KOTOpO# cpasgham
BOCCTAHABIUBAETCH OO Cyabguda ¢ nocledyIONMM HCITOb30BaHHEM B
KOHCTPYKTHBHBIX Tpolieccax (s GMOCHHTE32 cepocoaepXalix aMu-
HokucHoT H ap.). Ilepsoii cranuel sBisercs axmusayua cyrsgama:

SOY + ATP — KTy AeHo3i-5-pocpocynsdar + PP,
IMonyyeHHwld ageHO3UH-5 -docdocynndar (arenvnuicynbdar,
APS) noBropHo axtuBMpyetcsa ATP:

APS + ATP —pr——> 3'-hocoanenosun-5 -ocdocyandar + ADP
— PP 505 —» 8"

HABaxnpl «aKTHBUPOBaHHBIN» 3’ -dochoaneHO3HH-5 " -dochocynb-
dar (PAPS) monsepraercss BOCCTAHOBAEHHIO CHayana Ko cytsghuma, a
3aTeM OO cyabguda. Takoll NyTh BOCCTAHOBIEHHSt CYIbPaTa MIPHCYLI
LIMPOKOMY KpPYI'Y OpraHH3MOB.

TIpu duccumurayuonroii cyavihampedyryuu WK cyabpamuom obixa-
Huu Ha TIepBOM 2Tarle Takxke odpasyerca APS, KOTOpBIf NpsSMo Boc-
CTAHAB/TMBAETCH N0 CYTb(HTA, a 3aTeM Y pa3HbIX OopraHU3IMOB IIPOKC-
XOOHT MubO OgHOCTYIIEHYaToe, THOO TPEXCTYIEeHYaTOe BOCCTAHORBIE-
Hue cyapduTa no cynbbuna (puc. 20).
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SO}F —

> Qlre—
CyneduTpenyrrasa Tuocynedurpeayxrasa

APS . SO + AMP

APS-penyxTasa [
8206™ —> 5,0,

CynuihvpegyxTaza TpHTUCHATDEOY KTAIA

SO’Z— —_
Puc. 20. MNyTy ANCCUMUNAUMOHHON cynbaTpeayKuun

O6HapyxeHbl TpU THMA cyaspumpedykmas (Oecyavposupudun —
3eJIeHOTO LBeTa, decyabdopybudun — KpacHoro u P-582 — KopUYHEBO-
ro), conepxailx ocoOblii TeM — cupozem. Jpyrue CyabGuTPERyKTasbl
conepXaT UMTOXPOMEI rpynnt ¢ Wik b. TIpH HCIo630BaHHH B Ka4eCTBe
IOHOpa TEKTPOHOB MOAEKYAAPHO20 8000poda, a IUISI KOHCTPYKTHBHBIX
TIPOLIECCOR — Op2aHUMeckUX eewecme CYNb(HaTBOCCTAHABIHBAIOIIKE
GaKTepHH pacTyT KakK Xemoaumozemepompodu ¢ 00pa3oBaHHEM Ha
1 moae cyavghama 3 moaeii ATP, 4acTh KOTOPRIX PACXOAYETCA HA aKTH-
Banuio cyibdara. KH3HeoeATeNLHOCTh TAKMX OaKTEPHHA B NIpUPOAHBIX
YCIOBMAX NPHUBOAMT K HAKOIUIEHHIO 3HAYHTEIBHBIX KOJHYECTB CEpO-
pogopona (B BOLOEMAX), KOTOpBIH MOXET OKUCAATLCA, 06pasys oTio-
XKeHust cephl. ITH OaxTepUH BEI3RIBAIOT TAKKE aHA3POOHYIO KOPPO3HIO
META/IOB.

Kapbonatnoe mprxanse. [IpH xapboramuom ObxGHuu B KauecTBe
KOHEYHOI0 axIileNTopa 3JIeKTPOHOB Hcroas3yetes CO,:

4H, + CO, - CH, + 2H,0.

Kak nokasaHo onbITaMH ¢ paguousoronamu, CO, akuentupyer ot
BOJIOPOMIA TOJIBKO 34€KMpOHb, TaK Kak 6odopod METaHa MPOHUCXOIHMT
u3 odei. TIpouecc BOCCTAHOBIEHHS IPOTEKAET CTYTIEHYATO ¢ HCIIOJIb20-
BAHHEM yenu MepeHoca 34eKmporos, BKMIOYAIOIEH IeruIporeHashi,
PEAYKTA3kl M TIEPEHOCYMKH 3JIEKTPOHOB, CONEPXKALIUE LIATOXPOMBI € U &

CO, —» X-COOH — X'-CHO — X"-CH,0H —» X"-CH; — CH,-5-CoM - CH, ,
)
ATP

rae CoM — kodepment M (HS-CH,-CH,-SO,H, 2-MepKarrtostaHcylbdo-
KHCITOTa).
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Kap6ouaTHoe ObIXaHWe XapaKTepHO HIH MemaHoeux baxmepuii
(METaHOTeHOB), OTHOCAIIMXCH K apxeGakrepusM (apxesM). MHorue
H3 HHUX MoryT ucnongs3oBate CO,B KayecTse eNHHCTBEHHOIO HCTOY-
HHKa YTIepona, T. €. CYIECTBOBATD Xemoaumoasmompoprno. OHH SBIS-
10TCSL 06auzamuoimu cmpozumu akaspobamy. TlokaszanHo obpazoBaHHe
ATP B npouecce BoccranoBneHu CO,no0 MeTaHa (MHCUGUTOPHBIN
aHaIM3), HO CTEXHOMETPHS ITpolIecca He H3BecTHA. B NpHpPOMHBIX Yc-
JOBHAX MeTAaHOBRIE DAKTEpHH 00pa3yIoT METaH B BOJOEMax U GonoTax
(«DONOTHEINA ras»), MpHYeM B HEKOTODBIX MONAPHBIX MODAX HMEKTCA
OTJIOXEHHUS METAHA B BHAE KpHUCTa/LtorHapata. MeraHoBbe HakTepun —
OIIMH H3 DIaBHBIX KOMITOHEHTOB CHCTEM OYHMCTKHM CTOYHBIX Bol. OHH
0o0HTaIOT TaKKe B pyOLE XBaYHBIX XHBOTHBIX,

8.2. bpoxexna

bpowcenus — 310 TaKoil THN SHEPreTHYECKHX INPOLIECCOB, IIDH
KOTOpOM BeLIECTBAa, ITOABEPraloniHecs] XUMUYECKUM IIpeBpalie HUAM
(Kax 1paBHio, OpraHHYECcKHe), CAMH cayXaT JOHOpaMH M aKUelTo-
paMH 3JeKTpoHOB. MoneKynspHbIi KMCIOPON B 3THX HpOLECCaX HE
yyacteyet. OTciona repeoe omnpeneneHue OpoXeHHi, TaHHOE H3BeCT-
HbeiM bpaHuy3ckuM MHKpobuonoroM JI. TTactepom: «BpoxeHue — 3To
XM3HE Oe3 Boagyxa».

3anacadue SHepryH MpH GPoXEeHUX MPOUCXOOUT Jnbo ryTeM cyb-
cmpamiozo pochopurupoeuria ¢ obpasoBaHHEM MaKpOIPTHYECKHX
coenuHeHHii (ATP, PEP), nubo nyrem dopmupoBanusi TIII 3a cuer
9KCKpPELHH HEeOpraHM4YecKuX MOHOB MNM KHUCRBIX NMpoOyKToB Opoxe-
HuA. Hecmotps Ha Gonasiloe pa3zHooOpasHe THTIOB GpoXeHHid, KOTo-
pbie 00bIYHO MONYYAKOT HA3BAHHE 110 TIABHOMY KOHEYHOMY NMPOAYKTY
(cnupmoeoe, MOAOHHOKUCAOE, MACAAROKUCAOE, NPONUOHOBOKUCAOE, Mypa-
GLUHOKUCAOE, auemoro-fymuiceoe M T.0.), cybetpatHoe docdopmmm-
pOBaHUKE OCYILIECTBIAETCA B OTPAaHHYEHHOM KO/THYECTBE THHOBbIX pPe-
axkuuii (puc. 21).

Hapsany ¢ cybcrpatHeiM dochopuauposaHieM 3amacaiue sHep-
THH B Npoueccax OpokeHHI MOXET OCYIIECTBAATRCH TyTeM (popMHPO-
saHug TBI1. Tak, HekoTopble 00IMraTHO aHaspobHEIE DaKTEpHH, OCY-
mecTRIAoWMe 6poxeHust ¢ obpazoBaHuem memuamarorin- CoA, crio-
cobusl dhopMHpoBaTh IpagHeHT MOHoB Na' (ApNa) B npouecce
dexapboxcuauposanis 3Toro coelHHeHust B nponuonua-CoA (puc. 22).

JpyruM mpuMepoM cIyxuT dopMHposaHue rpagderta H* (ApH)
B Ipollecce HKCKPELMH KHCABX NPOLYKTOB GpoxeHHS (YKCYCHOM,
MacIsHO, MOJIOYHOM KHUCROT) (pHUC. 23). BMecTe ¢ aHHOHOM JlaKTaTa
yepe3 MeMOpaHy TPaHCJIOLHMPYOTCHA IBa IpOTOHA (TAK HA3BIBAEMBI
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PeekuMn oxuCNeHns:

a) Caxapa
NAD® P,
r nuqepanbnemncpocd)arlli 1,3-andocthornuuepar 3-docdornvuepar
NADH
ADP
MNupysar« / thochoeHonnNupyeat «———2-hoccornvuepat
/ Ninpysancnaza Inonase

ATP

6) Fupysar %, auetun-CoA %) aueTUndocar Liauam
CO, + 2H'

Peaxunn pacllennetns, conpmkexHbie ¢ thocopunuposaHmuem:;

CoA

ﬂMPyBaT-AA;) aueTwn-CoA %) ausTundochat Aiaue'rat
1,

GopMuar

Puc. 21. OcHOBHLIE peakuny cYGeTpaTHOrO chocthopUNKPOBAHMA B 6POKEHHAX

BHyTPU MemGpana CHapy*m
CoA-C-CH,-CH, < @= =@
== . Cco,
CoA-C-CH-COO™ o= . T
il L | e S ———— J
O CH; Hexapbokcunaza {ApNa)
I U S |
2Na* o= =8 l
o= =8 2Na*
o= =8
o= =8
®== =9

Pug. 22. Dopmupoeanve ApNa za cyeT gekap6oKCUNNpOBAHKA
(Ha npuMepe NpONKOROBOKNCLX GakTepwd Praplonibacterium modestum)
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Buyrpu MembEpara CHapyxm
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Puc. 23, PopMuNOBaHUE ADH 32 CHET IKCKPELMM OPraHMYECKuUX KUCnoT
{Ha npumepe Mono4HOKKUCHEIX GakTepuil Streptococcls cremotis)

«cHuMTIopT» ). TlpoLecc MOXET TTPONOIXAThCH O TeX Mop, Moka KOoH-
LEHTpAaUHH TaKTaTa B CpEAE U B KIeTKe He cpaBHAIOTCA. B peayasTare
cosgaercs TOII, KoTophulil B qanpHEHLIEM MOXET UCITONL3OBATLCH Ha
SHepreTHYECKUe HYXIB KJIETKH.



[nasa 9. otocuHTe3

B0 Cux nop mbl paccMaTpyMBani Opradu3mbl, KOTOpbLIE AR
obecne4eHnn KOHCTPYKTUBHDBIX NPOLECCOB NCNONL3YIOT IHEPruIo
XUMWHECKUX CBAZE N OPraH MMeCKuX W Heoprad MecKuX BeLecrs.
Apyraa Gonswas rpynna opraHuamos cnocobra obecneyusars
KOHCTPYKTHUBHGII MeTaBonuamM 3a cHeT CBETOBOW 3Hepruun B Nnpo-
yecce, KOTOpbEA NONyYun HaasaHwe gorocKyres. Utak, porocur-
T€3 — 3TO NPOLECC MCNONL3OBAHWA IHEPIM CBETOBOMO U3Jyde-
HWA AN NOCTPOEHNS XWBOro BewwecTtea. O6pa3osadue ATP B Nnpo-
uecce hoToCHHTE3A HA3LIBAIOT PO TOPOCHOPHINDOBAHNEM.

9.1. OcHOBHbIE NPOLECChI (POTOCHHTESA, OHOPbI JNEKTPOHOB

H

) >\ PN
T

Co2

X ATP ADP
ﬁi
Pj

{ NurmeHTHan cuctema le—— 3Heprun ceera

!

JoHop anexTpoHos

Puc. 24, Gxema thOTOGHHTETMYECKNX NPOLECCOB:
X X~ — KOMNOHEHTbI UENH NEPEHOCA ANBKTPOHOR, CAYKALME BOCCTAHOBUTENAMM NpK DUKCALAK
COZ; P, — neoprannyeckuii oprothocepat. Npupoaa AcHOPa INEKTPOHOB JABMCHT OT BUAA GPranuama

OxXMCITHTETEHO-BOCCTAHOBHTEbHEINA MOTEHLIHAT cLCMeMb 80CCHa-
nosumenell Gomocunmemuueckoli yenu (X-/X) nonxeH OblTb HHXe
—400 MB (1. e. norennuana cucreme! CO,/CH,0 (CH,O — o6061men-
Hag ¢opMyNia OPraHUYECKUX BELIeCTB — MEepBHUHBIX NpoayXToB o-
TocHHTe3a). OOBMHEIE JOHOPH SNEKTPOHOB, HCIOJB3YEMBIE B POTOCHH-
Tese, HE OONAnAIOT CTONbL HU3KUM TIOTEHUMANOM, TIO3TOMY AN BOCCTa-
HOBJNEHHS X HEOOXOOUM 06pamHmii NePeHoc INeKMPOHOE OT MOACKYAN



niuemerma (X1opodunna u p.) 3@ CYET IHSPruM cBeTd. JJoHOp 3/MekT-
POHOB 33aTEM BOCIOJHAET X AedHLUUT B MojeKylie TurMeHta. Jpyroit
Y4acTOK, Ha KOTOPOM 3aTpayMBaeTCs SHEPrUsl cBeTa, — pecutmes ATP,
PACXOIYyEMOTO Il «aKTHBUPOBAHMs» npodyxmoe purcayuu CO,.

B canyvae estcuiux pacmenuii M yuanoBaxmepuli [OHOPOM BJEKTpPO-
HOB SBJISIETCA 800a, B pe3yNbTATe YET0O U3 Hee 0CcBOoBOXKAAETCA KHUCIO-
pOX, T. €. HOTOCHHTES B 3TOM clIydae SIBIAETCS KUCAOPOOHBIM, WIH OK-
cuzennoim. OCHOBHBIMU THIIAMU MeTabOMUIMA 3M1ECh ABAAIOTCA oTo-
JiMToaBTOTpodHsA (¥ pacTeHH H HEKOTOPHIX uMaHOOaKTepuil) Wil
tdoronurtorerepoTpodus (y Apyrux nuatHobaxTepuii):

CO, + 2H,0 - (CH,0) + H,0 + O,

B ciiyuae papa dotorpodHBIX NIPOKapHOT (3EMEHBIX M TYPIYPHBIX
cepHbIX GakTepuif) KOHOpaMM 3JIEKTPOHOB SIBJIAIOTCA cepogodopod
UNnH cepa. Torna doTocunTes ABAAETCI OecKuUCAOPOOHMM UTH AHOK-
CUEHHbIM

CO,+ 2H,S ——, (CH,0) + H,0 + 25;

3CO, + 2S + SH,0 ———, 3(CH,0) + 2H,SO,.

HexoTopbie cepHbie u HecepHbie nypnypHsie Gaxmepuu MOTYT HC-
MOJIB30BATh B KAYECTBE JOHOPOB 3MEKTPOHOB MOACKVAAPHBIL 6000P0O0:

Cper
CO, + 2H, — (CH,0) + H,0.

HakoHew, Heceprbie nypnypsie baxmepuu UCTIONB3YIOT B KAYecTBe
OHOPA EKTPOHOB Opeanuyeckue sewecméa. B 3ToM ciiydae oCHOBHbI-
MM THIIAMH MeTaboiH3Ma ABJIAI0TCA (PoToopraHoapTOoTpodHUsa U do-
TooplaHoreTepoTpogHs:

Caer )
CO, + 2CH,CHOHCH, — (CH,0) + H,0 + 2CH,COCH,.

TakuM obpazoM, GOTOCUHTES pacmumenbHo2o U Baxmepuaibiozo
THUHA pa3nuiaertcs no: (1) Mpupose MUIMEHTOR (XIopodULT U BaKTe-
pUoxIopodMLIbl); (2) UCIMONE30BAHUIO AOHOPOB 3MIEKTPOHOB, (3) cro-
CcOOHOCTH K BBUIENEHUIO KMCIOPOLA.

9.2. Myt yrnepona 8 thorocuute3e. Liukn Kanoeuna

Bxomogerne CO, B KOHCTPYKTUBHBIA MeTabonusm y ¢oroTpodoB
OCYILIECTBIIAETCS B MoCAeMoBATeIbHOCTH peakuuii. OHa Ha3BIBACTCSA HuK-
A0M asmompoguoll Qurcayuu yaaexucaomsi, win yuraom Kanvsuna,
KOTOPBIA CXOAeH C neHmosogocamubiM yuxiom KaTabomu3Ma caxa-
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poB ¥ XeMoopraHorereporpodgos. [IpupeaeM cymmapHoe YPaBHEHHE
3THUX peaKLHil:

6CO, + 18 ATP + 12 NADPH + 12H' — CH,,0, + 18ADP +
+ 18P, + 12NADP*.

JIns cHHTe3a omHOM MOJEKYNbI [JIIOKO3bI 31ech TpebyeTes 6 «obo-
portop» uuKia (pukcausa 6 Morekyn CO,). B uuxne Kanbsuna, mo
CpaBHEHHUIO ¢ NMeHTo30-HocATHRIM HHKIOM, IS pereHepauun ax-
uentopa CO, HeoOXoNUMBbI [ABE KOTOTHUTENbHBIE PEAKIIUH:

Pubyozo-5-docpar + ATP ————— Pubynoso-1,5-gudocdar + ADP;
QochopubyrortHaa

Pubynoso-1,5-gudocdar + CO, + H,0 ——— Imanepannaerna-3-pocgar.
PuSynozonn-
docdar-

kapboxcHnaaa

HanpHeilllasg NocIe OBATENLHOCTh pEAaKUMH HpegcTaBaseT coboil
«oDpalleHUe» DIMKOIU3A, M€ B Ka4eCTBE BOCCTAHOBHTEJA MCHOIb3Y-
etcst NADPH, 4To npuBogUT K 06pa30BaHHIO TJIHOKO3bL.

Ananoruynpii uukn ¢ukcauun CO, GyHKUMOHUDYET y Xemoau-
moasmompo@recx GakTepuit (y orxenbubix 6akrepuit puxcauus CO,
HIET Mo «obpameHHoMy> LUKy TPHKapOOHOBBIX KHMCIIOT, TAK Ha3bi-
BAEMOMY yukay Aprona).

Y pacmenuii Hasanbabie GepMeHTH HKMKIEZ KalbBUHA TOKATH3IOBA-
Hbl B xroponiacmax. B xineTkax gpoomompoduoix Saxmepuii pubynosoqn-
docdaTkapbokcHIaza HaHICHA B kapboxcucomax, XoTd HE UCKIIOYe-
HO, YTO TdM OHa IIpeOBIBAET B JIATEHTHOM COCTOSIHMH.

B nponecce ¢yHxuMoHUpopaHUsa MK Kanppuua mofgpepraercsd
cTporoif MeTabouyecKoi perynsiuui. OcobeHHO TOHKO pery/upyercs
AKTUBHOCTE @ocopulyroxunaisl, B 4a4CTHOCTH, YyBCTBHTEIBHONW K
IHEpzemueckoMy 3apa0y KNETKU {aKTUBHOCTE ¢(pepMEHTA IOAaBNsAETCS
na0eTKoM AMP) U X creneHu BoccraHoBnennoctd NAD (¢depMenT
aktusupyercss NADH). [ukn paGoraeT 3¢ dheKTUBHO TOJIBKO B YCIIO-
BUSX HOPMAITbHOTO CHAOXCHHA 3HEPrUEH U BOCCTAHOBMTENAMH.

9.3. becxnopodknbHbIK OTOCHHTES

OcoOplii T ¢GoToCHHTE3d — Oe3 y4acTHUs XIopodHIbHBIX IMHT-
MEHTOB — OGHADYXKEH Y IKCIMpeMaabHo eatoduabinix apxebaxmepuil.
310 egUHCTBEHHbIH TUN (OTOCUHTE3A, He BKIIOYAIOIUA 3TEKTPoH-
TPAHCIOPTHYIO 1ens. Knetky rarobakrepuit cogepxar ocobrlil Gemok —
b6akmepuopodoncur (CXOIHBIA CO 3PUTENBHBIM POJOTICHHOM XKHBOT-
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HbIX), BKJTIOUAIOIIAN KAPpOTHHOUR — pemunans (BUTaMuH A). CoBMec-
THO ¢ (pocoMHITUIAMH HAKTEPHOPOJOTICHH POPMHPYET TaK HA3LIBA-
eMble guoaemogsie MemOpans:, KOTOpble B BUAE «OIALUIEK» MOKPHIBAIOT
go 50% mopepxnoctu kieTok. [log meiicTBueM cBeTa BakTe pUOPOKOII-
CHH TPAHCIOUMPYET MPOTOHBI M3 LUTOILIA3MBI B OKPYXAIOLILYIO Cpe-
ny, cosaasas npotouublid TOI1, xoTopslil nocpeacteoM H*-ATPcun-
TeTa3sl npeobpasyerca 8 ATP (puc. 25).

CBET
}r ﬁ\ H+ $Hme1'o-u= menbipanu
| 1 IT—:
Knetka H* H*
ranoBbaxkrepuit
H* ADP +P, - ATP
H*—ATI’ Ta3s

H’ ——->H+ _— H*

Puc. 25. Cxema «BecxnopoduneHoro» (hoTocHHTE3a B KNETKAX ranoGakrepui
(noxasans «Gnawku» HRONETOBLIX MEMEPAH, COASPXALLNX GEKTBRAOPOADNCHH, KOTODLIH ABNABTCA
CBETOZABUCHMOH NPOTORHOM «NOMNOI»)

Cucrema asrorpodnoi dukcamm CO,y ramobakrepuii He obHapy-
XKEHA, TMO-BUIUMOMY, OHU CYLIECTBYIOT KaK QOmoopeaHozemepompoghbi.

9.4. GoTopeyenyus

B omuume or ¢doTocHHTE3a B NMpouecee gomopeyenyuy SHeprus
CBETA 3aIMACaETCsA HE B BHIE MAKPO3PrHIECKHX coeuHeHUH wiu TSI,
a B BUIE un@opmayll, BHIPAKAIOIIENCT B XUMUMECKUX NPEGPAUEHUAX
gomopeyenmopa. Jlanee 3T UIMEHEHHA MpeobpaayioTesa JUGo B HEpB-
HBIM UMITYJIBC (B MpoLeccax 3pexus), mubo B TOT WIH HHOH BHUJ cue-
Haag {HalpUMep, BBIIBIBAIOIIMY MOABICHUE MHAYKTOPA WIH pellpec-
COpa, KOTOPbIE PeryJMpYIOT aKTUBHOCTh reHoMa). Yaile Bcero ¢oTo-
peLeNnTopaMU ABIIOTCS Kapomunoudsi (B 3pUTEbHOM POIOIICHHE U B
BAKTEPUOPOZOIICUHE) WIH mempanuppoabi (GUTOXPOM pacTeHHH U 1p.).
WHorma ua 3Ty pofib MPETEHAYIOT uasuns (PeAKuHsA HA CHHME CBET
pacrenuii ¥ rpubos). Baxreplopofioficuy M HeKoTophle (hepMEHTHI-
¢oTopenenTopbl UCHONBIYIOTCA B TAK Ha3bIBaeMol «BeccepebGpsHoil»
dotorpadun, rge U30OpaxKeHHE MPOSABIAETCS 34 CYET XHUMHYECKHX
H3MEHEHMIT doTopeuenITopa NMpH Bo3NeHCTEMM CBETA.
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Inasa 10, lipouecchb! KOHCTPYKTHBHOIO METabonHU3Ma

B npeabIoymMX raBax HaMu PaceMoTPeHsbl ¢Nocobbl U Mexa-
HU3MBbi aKKYMYNALWUK U TRaHCHOPMaLLMY SHEePIMK B KneTke, Tenepe
KpaTKO OCTAHOBMMCS HA OCHOBHBIX MYTAX NOCTPOEHWA BELIECTBA
K1ETOK, BKAIDHAKLLEND KAK HU3KOMONEKYNAPHBIE, TaK M BbICOKOMO-
NekynApHele NPoaykTel. B hyHaaAMeHTaNbHbIX Kypcax GroXuMun
NoApoGHO M3NAralTCA CXeMbl MeTaBoNNYECKNX NyTel, NOSTOMY
Mbl PACCMOTPUM NKLLB HEKOTOPBIE NPUHLMNWANBHBIE 3aKOHOMEP-
HOCTW OPraHU3aUuu KOHCTRYKTMBHLIX MPOLECCOoB, Ha3blBaeMble
TAKKe DOAKLIMAMM aHab0IMaMa.

10.1. B3akMOCBA3b SHEPreTHYECKHX
K KOHCTPYKTKBHbIX NPOLECCOS 8 KNETKE

Bsaumocesab Mexay peakuMAMHM, B Pe3yIbTATE KOTOPHIX SHEPTHS
BbIAEAAETCS U MOXET ObITh 3amaceHa B KIIETKE, M TEMH, B KOTOPBIX
OH& 3aTpa4MB&ETCS H& IIOCTPOECHHE BEUIECTB KIIETKH, YIOOHEE BCETO
PACCMOTPETD HA [IPUMepe MeTabDOMM3Ma MTIOKO3BI (M JPYTHX CaXapoB),
Yallle BCEro BLICTYIIAIOIMX B KAa4YECTBe «3HEProfaloluXs cyOCcTpaToes.
[Mpu 310M HYXHO UMeTH B BUOY ABa obcTosaTenscTBa. [lepBoe: B KIeTKe
Ha CAMOM fe/I€ HE CYLIECTBYET PEIKOrO pasrpaHUYeHUS SHEPTeTUYEC-
KHMX U KOHCTDYKTHBHEIX NporeccoB. Kak mpasuno, B pe3yirTare peak-
uril katabonuaMa oOpalyloTeAd Takue MPOMEXYTOUHBIE MPOAYKTHI,
KOTOpbIE MOTYT <«IIOAXBATHIBATHCA» ¢hepMeHTaMH aHaboMaIMa W Hc-
MOMIb30BATLCH NS NMOCTPOEHHUS BELLECTB KieTKu., Bropoe: B kubofl
KIETKE IIMPOKO [IPUMEHSETCA MPUHITUIT OpTaHU3ALHY OUOXUMUHEC-
KHX TMPOILECCOB B BHAE Memaloauueckux YuKA06, KOTAA HCXOAHHA H
KOHEYHbBIA KOMIIOHEHTHI B PEAKIIHK MOSCHTHYHE M HUKITB MOI'yT ¢QyH-
KIIHOHUPOBATE HEOMNPEENEHHO IVTHTEIHOE BpeMs NIPU YCJIOBUH HpU-
moxa cyGempamog U ommoxa npodyKmos.

PaccMoTpuM npuMep, KOTHA OCHOBHBIM MCTOYHMKOM 3HEPTHH M
yIfiEpoAd CIYKHT IMIOKO3d WIH COAEPXKAIUE TTIOKO3Y MoMCcaXapHibl
(cy4yail TUNMWYHBIA JUIA MHOrHMX npokapuoT). IlociexoBaTe bHOCTD
MPOTEKAKIIMX peakiid u3o6paxena Ha puc. 26.

VTunuiagus noaucaxapuiob HaYMHAETCA ¢ UX rupposusa (1). Fux-
POJIH3 C YyYaCTUEM amieas NPHBOAUT K o0pasoBAHUIO 01U20CAXAPUOOS
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Puc. 26. CxeMa B3aMMOCBA3M 3HEPTreTUHECKKX M KOHCTPYKTUBHAIX NPOLECCos

¥ cBOOOJHEBIX ¢aXapog, KOTophE ¢ MoMOLIEID docdoprial Ipeppaia-
10Tca B pocdophble 3¢Uphl caxapob. B ciayyae DIioko3kl 3T0 Yane Bcero
2a1oK030-6-gocgpam. I'unponus ¢ yyactueM gocghopuras cpasy npugo-
IUT K obpazosanuio drocdocaxapos (nogpobnee — B rrase 13). 06-
PATHAasl peakUUsi — CUHMe3 noaucaxapudod — TUMHUYHBIH aHabomyec-
KU Mpouecc, NPOTEKAIOIIMNI ¢ 34TPATON 3HEPIHH, CMBICT KOTOPOIo
Jubo B 00paloBaHHMU 3anAcHbIX gelyecme, TUOO B CUHTE3e cmpykmyp-
Huix noaucaxapudos (HanpuMep, KOMIIOHEHTOB KNeTo4Ho# cTeHku). B
STUX CJy4asx MpoMeXYTouHo oDpa3yIOTCA MpoM3BOLHLIE CaXapoB H
HYKJIEOTHIOB (HaNpUMep, ypudundugochamaaoxosza). Pocdopunupe-
BaHHMe cBoDogHOH IMIOKO3H KATAIU3IUPYeETCs 2excokunasol (2). Dot
Mpoliecc — MepBhIH 3Tan 2auxoauza (3), TAe B peayapTaTe Uepes MpoMe-
XKYTouHbIH cHHTe3 TpUosodocdaros 0OpasyeTca nupyeam. OH Xe moy-
yaeTcd U MpU GYHKUMOHMPOBAHKMU nermozogocgameoeo yurkaa (4), WM
nermosogocamnozo uiyrma, GHCCHHTETHYECKOE 3HAYEHUE KOTOPOro
COCTOMT, B YaCTHOCTH, B CHHTe3e newmos (5). JanpHeillllde Mpespa-
[IEHWS MUPYBATA MPUBOXAT b0 K CUHTe3y aranuna (6, aucTo GHo-
CHHTETHYECKUIl mpouecc), JUOo K obpalopanuio ayemia-CoAd, «u-
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TAOWIETO» yuka mpuxapbonoguix xucaom (IITK) (7), 3naueHune Koto-
poro paccMoTpuM mNogpolHee yyTh nosxe. [IpM HaTHYIKH TMOTOBOLO
aJIAHWHA U3 HEro fof ACHCTBHEM COOTBETCTBYIOLLEH de3aMunasbi BHOBD
oOpasyeTcs MUpyBaT, BCTYIIAIOMMIA B KaTaGoTMyecKue mpouecchl. Alle-
THI-CoA MOXET BCTYIIATh Ha IYTh CHHTE3a MCUpHbIX Kuctom (8), ipH-
BOAALIMIA, B KOHEYHOM cueTe, K o6pa3oBaHHI0 aunudee. B cBolo oye-
penb, KaTaboM3M TUITHA0B COMPOBOXAAETCS UX THAPOTHUIOM C OCBO-
GoXIeHWEeM XHUpPHBIX KHCJIOT, KOTOphIE AaJice XETPAAUPYIOT KO
aunetHa-CoA. TaxuM obpasoM, aeTi-CoA HaXogHTCA B HEHTPE KakK
KaTaboJU4ecKMX, TaK ¥ aHabonuyecKux IIpeBpalIeHUR MHOTUX cyb-
CTP4TOB, B YAaCTHOCTU YIVIEBOJOB W JUIMUNOB (KUPHLIX KUCIOT). JEina
3aBEpUIEHMS TpPoLECcca OKMCAEeHUA XHUpHBIX KucaoT (xo CO, u H,0)
aUEeTWIBHBIE OCTATKH, 0DpasyIoIHecs B Peayibrare UX B-oxucieHH (9),
HeoBXoQUMO TAKKe OKHUCIUTh. D70 ocylecTrasercsa B xoge [ITK.

INpeacTarneHnn o yukae mpuxapdorosux Kiciom ChopMyITHPOBA-
ubl X. KpebcoM B 1937 r. (apyroe HaaBaHUe npouecca — yuka Kpebea).
IITK BeInoNHsET OBe BAXHEE 3ala4d; 1) [MoJHoe oKHCIEHUE MHOTHX
cyOCTpaToB (B TOM YHCHAE YIJIEBOLOB M XHMPHBIX KUCAOT, TOKA3aHHBIX
Ha cxeMe), YTo obecleYnBaeT KIETKY IHEpruei, u 2) obecneueHue
NMpoMeXYTOYHEIX MPOAYKTOB IS CHHTEAA PSIA KIETOYHbBIX KOMIIOHEH-
TOB, B YaCTHOCTH AMHHOKHCJIOT — AaCMaparuHoBOl U IMTYTAMHUHOBOI
KUCNOT, TMojlydyaeMbiX MpsIMbIM AMUHUPOBAHHEM KETOKMCIOT: OKCa-
JoateTaTa ¥ 2-okcornyrapata (10 u 11 Ha cxeMe). Ma nux (u ananu-
HA) IMYTeM IepeaAMUHMPOBAHMS MOIYT OBITh IOJYYEHBI MHOIHE [py-
THe aMUHOKMCJIOTBI, U B KOHEYHOM cueTe — Oesiku.

BosBpamasck K HEBO3MOXHOCTH CTPOTOTO pas3fne/IEHHA KOHCTPYK-
TUBHBIX ¥ 3HEPreTHYeCKHMX IMPOIECCOB, OTMETUM, YTO OTHOCUTEb-
HEBle BKIanbl TMKoTU3a U 1[TK B 3HepreTUKy M GMOCUHTEIb! 3ABHCAT
OT CKOPOCTH pocTd opraHu3Ma. MaoTonHeie UCCeoBaHUA TOKA3anH,
YTo MIPH BRICOKOH cKopocTu pocta Escherichia coli na cpese ¢ rimoko-
30 I{TK obecneuyrpaeT 6UOCHHTESBI, TOTHA KAK [JIMKOJMU3 BERITIONHS-
eT YUCTO SHEPreTUIECKYH0 potk, IIpH 3aMeIEHUH CKOPOCTH POCTA UX
PO MEHSIIOTCS: OCHOBHASL SHepreTHueckasd GdYHKIUA MPHHATICKUT
HTK, a riMKoAu3 HCMoMB3YeTes A TIHKoreHe3a, obecrneYHBas cuH-
T€3 U 3allacaHue MOJUCAXapuaoB B KAeTKe. Takue Myt MeTabonama,
UIPAKIINE KaK FIHEPIETUYECKYIO, TAK U KOHCTPYKTUBHYIO POJib, NPH-
HSITO HA3BIBATbH am@ubosuecKumu.

3apeplilas pacCMOTPEHHUE CXEMBI Ha pHC. 26, otMeTuM, uto I[TK
BHOCHT BKJTa] B CHHTe3 BCeX BAXHeHINMX OHOMOMUMEpPOB KIETKH, B
TOM YHCJE B CHHTE3 HYKIEHHOBBIX KHCJIOT, Yepea obpazoBaHUe ITHPH-
MUAYHOB (12) ¥ nmypuHoB. CHHTE3 IYDHHOB OCYIIECTBIACTCA IIpH
YY4CTHH ME€HTo30¢oCdaTHOro LIYHTA ([IPEXLUECTBEHHUK puboso-5-
@ocgam), HO YACTh ATOMOB YIJIEPOLAHOTO CKENMETA IIYPHHOB NMpoHCcXo-



OUT M3 aMHHOKHCOT: acnaparmioBoll ¥ rioyraMuHOBOM KMCTOT, a
Takxke dbopmuara. CaxapHas YaCTh HYKIEOTHIAOB IIPOUCXOAMT U3 MEH-
To3 (13), TaxxKe obpasywiuHxcs B MenrosodocdarnoM ukie. MMupu-
MHAMHE MOI'YT IIPUMEHSATECH UM B DHePre THYECKHX Ipolleccax, X Ka-
TabolU3M MpoTeKaeT 4eped oHPa’oBaHUe MeTHIMANOHHI-CoA, B
KOHEYHOM cyere BKmovawiuerocs B LITK (14).

Iyt CUHTE3a 3THX W APYTUX KOMIIOHEHTOB KIETKH IOAPOBHO
H3T0XeHbl B QyHIAMEHTANbHBIX Kypcax 6MoxMMUU. Ha HeKoTophIX 3a-
KOHOMEPHOCTSIX CUHTE3a HHOIOIUMEPOB MU MeXaHU3MAX PETYASIIMH 3THX
IIPOLECCOB MBI OCTAHOBUMCS B IIOCHEIYIOHIMX TJaBax, a 34eCh pac-
CMOTPUM HMEWIIUN YpeiBblyaliHO BA)XHOE IUISI KOHCTPYKTHMBHOIO
MeTabonuaMa 3HAYCHUE MPOUECC a30MPUKCONLL.

10.2. Asordhuxcaimus

A30T oTHOCHTCA K 4YeThlpeM 3lemedTaM (C, H, O, N) cocraens-
IOIIUMM OCHOBY XHBOIO BEILLECTBA (B KOJUHECTBEHHOM OTHOLUIEHHH).
OnHako nofaBIAIOIAd MACCa 430Ta B OHocdepe NMpeiCTABIEHA XMMU-
4eCKM MHEPTHBIM MoJIe KYAAPHBIM azoToM atMocdeprl. [lepesog ero B
¢opMy, TOCTYIHYIO AN XKWBBIX OpPraHW3MOB, BO3MOXKEH TpeMS oc-
HOBHBIMU ITYTSIMH.

1. Ofpazosanue oxucaoe a30ma Mo Bo3RECTBHEM 3TEKTPHYECKHX
paspsagoB B aTMocdepe (B0 BpeMS Fpo3bl) — TPYAHO NMOATAETCA KOJTH-
YeCTBEHHOMY YY€TY, HO BPAH JIM UIPaeT CYLIECTBEHHYK PoJib B COBpe-
MEHHEBIX YCIOBHAX.

2. Obpaszosanue aMmMuaKa ¥ OKHUCIOB 430Ta B XUMHUYECKHMX pEaKLH-
$iX B PE3y/AbTaTe TEXHOINeHHEIX IIPOIIECCOB, OCYLIECTBIAEMBIX YEIOBe-
KOM U JTeXXalllUX B OCHOBE IPOM3BOACTEA a30THHIX yroGperuii. [1o pas-
HbIM OLIEHKAM JOCTUTAETCHA CBA3BIBAHME oKoJo 4+ 107 T a3oTa B rof.

3. Qurcayua asoma KnetkaMu 6aKTepuii, xotopad, KaK HHM YIUBH-
TEABHO, IPHMEPHO HA TIOPAKOK IpeBLILIAET pe3ynTaThl, JOCTUTHY-
THIE YEN0BEKOM B CAMBIX COBCPIICHHEBIX XMMHYECKHX TIPOMABOACTBAX —
2+ 10% T azora B rog. TaxuM oGpasoM, COBMECTHAS AESTENBHOCTD MUKPO-
OPraHM3MOB IIPUBOAKT K CBA3LIBAHMIO exXeroaHo Jo 300 KT a30Ta HA rek-
TapP MOYBHL

Asomepurxcayus Sakrepusimu otkperra C.H. Budorpanckum B 1883 r.
Ha IIpUMepe BELIEMCHHBIX U3 [TO4UBLL 6aKkTepHil, HA3BAHHBIX UM B 4€CTh
JI. TTacrepa Clostridium pasteurianum.

@UKCUPOBATh 430T, T. €. IPEBPAILATH MOTEKYISIPHBIA 430T B AMMO-
HUHAHBIN, CIIOCODHBI TOMBKO HPOKAPUOMSL, W CPEAH HHX 3TO CBOHCTBO
pacrpocTpaHeHo JoBOJEHO LMpoxo. [Ipouece ypeasprdaiiio sHepro-
eMOK: Juisi BoccTaHoBneHHSA [ mosexyas: N, HeoOX0f¥MO 3aTPaTUTS
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12 monexys ATP, unade ropopsi, AAs accUMUWISAuHK I M2 asoma
Clostridium nepepabaTeiBaeT 500 Mz eatioKo3bi.

A30ThHKCALHS OCYIIECTRIAETCS ¢ IOMOIUBIO (epMEHTa Humpoze-
Ha3bi, KOTOpas COCTOMT M3 ABYX KOMHOHEHToB: Maloro (Fe-S-6enka,
azoeppedoxcuna, Ype3BHYAWHO YYBCTBUTETHHOIO K KUCJIOPOLY) U
bonbioro (Fe-Mo-6enka, moautdogepedorxcuna). Hekotopslie HUTpo-
reHasbl BMECTO WIIM HAPSIY ¢ MOJMOJEHOM COHEepPXAT BAHAIHH.

st pyHKUMOHUPOBAHUA HUTpPoreHa3bl HeobxogUMBl ATP, Mokl
Mg?* 1 ¥ BOCCTAHOBUTEND ¢ HH3IKUM OKUCTUTETbHO-BOCCTAHOBUTEb-
HBIM noTeHiManoM (beppegokcud win NADH) (puc. 27).

Mg'ADP + Pi
4

Qepperokcun - - Fe-S-6enok- = Mo-Fe-6enok < = N
{moccTanomne L) {oxmcneHnmif) {BOCCTAHOBNCHHLEA)

N

Deppenoxcuy < La-Fe-S-Genox < = Mo-Fe-6enok < b= 2NH;
(oameneHniit) {noccTaxonnewil) {oxHeneHHBIH)

Mg-ATP

Puc. 27. CTpoeHNe HATPOTEHa3bl W NPOLECE a30ThuKcalnm:
KOMNOHERTH) HUTPOTEHAa3h — Manuiii (Fe-S-68nox) n 6oNbWOR (Mo-Fe-6enox);
P,— neoprasuveckwia oprocpocar

IInsA BOCCTAHOBIEHHS MOJTEKY/IBL a30Ta HEOOX0AHM MepeHoc uec-
mu 37eKTPOHOB, HO 3d OIUH LMK He MoXeT ObITh NepeHeceHo Dosee
JdgYx 3NEKTPOHOB, O3TOMY IIPOLIECC IPOTEKAET HE MEHEE YEM B mpex
nocredogamenbHbiX CTATHAX:

N=N—¥-— HN=NH —*— H,N-NH, ——» 2NH, .

IIpw OeIcTpOilt OCTAHOBKE peaKyUH H3 HHKyOa1lMOHHOM cMecH yiaa-
J0Ch BRIAETHTD THApa3rH. [To-BHaMMoMYy, MpoMeXyTOUHBIE MIPOIYKTEHI
OCTAIOTCA MIPOYHO CBSI3AHHLIMU ¢ HUTpPoleHAa30#, KoTopas CilocobHa
BOCCTAH4BJIMBaTb U PSR APYTUX COSAMHEHUIA:

Asnp N,- + 4H* + 2e- - N, + NH%
Huaaun CN- + 8H* + 6e- —» CH, + NH_*;
IMporonn 2H* + 2e- —» H,;

Anerunes HC = CH + 2H* + 2e- » H,C = CH,.
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CnocobHOCTh HUTPOreHa3hl BOCCTAHABIUBATh ALETIIEH B 3THIEH
MO3BOJMAA Pa3paloTaTe MpocTod METOA OMNMpene/icHUS HUTPOTEHA3-
HOHM AKTMBHOCTH, BECEMA YYBCTBUTENBHOM K KUCJIOpPOAY, 34 CYET YeTo
a3oTdHKcAL M TpoUcXogHT JUG0 y o0aHuraTHO M GaKyTbTATHBHO aHa-
3po6nbix baxrepuit (Clostridium, Klebsiella), mu6o B anaspoOHEIX y4ya-
CTKaX KJIETKM a3po6HbIX Baxrepuil (Azotobacter, Rhizobium). Y Rhizobium
a30THUKCAIHA ITIPOUCXOMUT B KITyOeHbKaxX, 06pasyIoIIMXcs Ha KOPHIX
6060BBIX pacTeHHI Moce «3apaKeHHA» PACTEHNH STHMU DAKTepHAMH.
Ipu sTOM KieTKH BaKTEPUi CHIBHO BUAOM3IMEHIIOTCA, MIPEBPAII@ACch
B TaK HasblBaeMble GakTepouIbl, & PACTEHUs HAYMHAIOT CHHTE3UpO-
BaTbh 0Co0bIi reMonToOuH (1e2zeMoerobun), KOTOPOMY ITPUITUCHIBAETCS
CriocoDHOCT 3AIMMINATE HUTPOTEHA3Y OT MaOBITKA KUchopoda. Uasec-
TEH TakKKe CMMOHO3 MOKPHITOCEMEHHBIX PACTEHHH ¢ a30TPUKCUPYIO-
MMM AKTUHOMMLETAMHM, a TOJOCEMEHHbBIX M MAMOPOTHHUKOB — C
HUAHOBAKTEPHAMU. YPOXKaHHOCTh 3MAKOBBIX 3aMETHO IIOBBIIIAETCH B
accouManuu ¢ 6aKTepusamu-asoTdUKcaTOpaMu posa Azospirillum. AzoT-
¢ukcupyolue rraMmel Klebsiella oGnapyXeHbl B KHIIEUHUKE XKHTE-
neil Hoeoit 'sunen.



Inasa 11. Perynsiuus 6uocuHTe3a Genxos
Ha 3Tane TPaHCKPUNLHK

MNpo6nemsl, CBR3aHHLIE € perynauuei meTabonuveckux npo-
LeCcCcoB — BaxHefiune B cucTeMe BHOXUMWIECKUX 3HAHWA, N 08~
naTcA Ha aBa Gonbluvx Knacca:

1. MpeacTaBneHun o MOASKYAAPHLIX MEXaH13mMax NpPoueccoB
perynsiuvn, KoTopble ABNKIOTCA, CKopee, NPesMeToM MOAeKYAsp -
HOA BHONOrMK N, HACTUYHO, MOJIEKYASDHOW FreHETHKM (CM. CXeMy
Ha puc, 1). ‘

2. QeHOMEHONOrMYECKoe BhipaXeHne nocnelcTBUA peryna-
TOPHLIX COBBITUA, onpeaensioWee HanpasneHKue NPOTEKaHUa
61 OXMMHUYECKMX NPOLIECCOB, 4TO, COBCTBEHHO, 1 ABNAETCA Npeame-
TOM BroxitMIKM. IMeHHo NoCliegHWi acnekT npobnembl GyaeT nexats
B OCHOBE NPeACTaBNeHHOro MaTepuana, Ho, yuMThiBan Hebonuwoh
o6beM NOCoBHA, OMPAHNYUMMCH NULLE HEKOTOPLIMW KIOHEBbIMK
sonpocamu. Jna Gonee geTanbHOro 03HAKOMEHWA ¢ NpoGnemMoit
cnepyeT 0GpaTnTbes K hyHOAMEHTanNbHLIM TRYAAM (CM. CNNCOK
nuTepaTypni).

11.1. OcHoBHbIe ONpefeneHMa

Pezyaayueil memafoausma HAIBIBACTCS yYOpaBACHUE CKOPOCTHIO
SHOXHMMUYECKMX TIPOIECCOB IMYTEM OoOpaTUMoro U3MEHEHHS KoaiMe-
cmea DEJIKOBBIX MOCPEAHUKOB, YYACTBYIOIUMX B 3THX IIpoLeccax, WK
UX GKMUGHOCMU.

Bearoesiii nocpednux — Bostee oOIUN U ToyHEIA TEPMUH, YEM Tep-
MUH ¢hepmerm. XOTs Bo MHOTHX BMOXUMHUYECKHX TIpolieccax GemKoBble
MOCPEJHHUKH IIPEACTABAAIOT cob0i MMeHHO ¢epMeHTHl — KaTaau3a-
ToPhl XMMHYECKHX [IPEBpallleHHI CYOCTPATOB, HO, HANIPUMED, B TPAHC-
opre CyOCTpaToB Yepea GuoNorMiecKkue MeMOpaHbl NMepeHoC ofloc-
pelyeTcs OeiKaMe, He SABIAIIMUMUCT GEPMEHTAMH, TaK KaK OHH HE
KaTATM3UPYIOT KAKHUX-Tu00 XMMMYECKHX peakiuii, a obecneyuBalor
Y3HaéaHue U MPAHCAOKayuro cyOCTpaTOB.

B oTgensHBIX cydagx polis TOCPEJHUKA BRITOMHAIOT He DENKHU, a
puboHyKineonporerabl wiu caMa PHK, Ho aTo, ckopee, uckiiove-
HHE.
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11.2. YpoBHY perynauuu

B coOTBETCTBHH C IPUBEXEHHBIM OIIpeseIeHHEM ClelyeT BhIIe-
JISITh IB3 OCHOBHBIX YPOBHSA pecyARiflii:

buocunmesa BeJIKOBBIX MOCPEHUKOB;

UX aKmueHocmiL.

O6Ga YpoBHS XH3HEHHO HeOGXOOHMBI U OPraHU3Ma, M MYTAHTHI
C HapyllleHHeM XOT#A OBl 0fHOro, KAK IPAaBHJIO, BRITECHAIOTCA M3 TO-
MY HH.

11.3. Perynauusa 6uocunTesa 6enkos

buocunmes feakoe cKknagrBaeTcA M3 TIPOLIECCOB HEITOCpeICTBeH-
HOFO IOCTpOoeHHMA U MomMdMKaum GellKoBOH MONEKYNHl (TpaHCIA-
LIMH U TOCTTPAHCAAIUOHHON MoaKGHKAIHK), a TAKXKe U3 «ITOATOTO-
BUTEJIBHEIX»> [IPOLIECCOB. periuKxaiyiy TeHeTHIeCKOIo MaTeplaia U ero
MPAHCKPUNILIL.

Penpuxayua JHK nionpobHo paccMaTpHBaeTcA B KypcaX MoONeEKy-
IApHo#i GHoNorMM M dyHIaMeHTAIBHBX YUeOHHKAX OHMOXUMHUU. Mel
OCTAHOBUMCS JIMIIb HA HEKOTOPHIX IIPHHILMIHATBHBIX BOIIPOCAX, HMe-
OIKMX 3HaYeHHe A peryasaluy GHocHHTe3a Geska.

HeobxogMo OTMETHTh, YTO TEPMHUH XpoMocoma XKAaK MecTo JIOKa-
nu3anuu JHK npumeHuM ToneKo K KieTKaM JyKapuont, TOLAAZ Kak -
43CTO HCIOMb3YeMblH TEpMUH OaxmepuansHas XpoMocoma HETOUEH U
Jyqiie FOBODHTE O 2eHO@ope WIH HyKAeoude, TIOGPA3YMERAS IO 3THMH
TepmunamM JJTHK-PHK-GenkoBrlit KOMILIEKC.

Enie TouHee TepMHH 2eroMubil sxeusasenm, Tak xaxk 9acts JJHK B
GakTepuabHOM KIETKe NMPHUCYTCTBYET B HECKOJBKHMX KONHAX (XOTA
IPOKAPUOTH 2anA0UORY, T.¢. BCe KoUK JToKycoB B JTHK HIeHTUUHE).
Ecnu B 6aKkTepHaRbHYHO KIETKY [TOCTYIIAET Aonoantimensubii ipazmernm
JHK, HecyllUH Hossle ardeau TeX Xe NOKYCOB (B IIPOLIECCAX KoHBIOA-
yuu, mparcgopmayuy Win mpanedykiyliu), To BO3HMKAeT TaK Ha3bIBae-
MBI Mepoduntoud (JacTUNHBIA THILTOKK).

11.4. OcabeniocTd nporecca pennnkaLuu

Kak u B cmygae 6uocHHTE3A KPYrUX OMOIIOIKMMEPOB, IIPOLIece pemn-
nukamn AHK sBKIOUaeT Tpu 3Tana: uHuyuauio, A0H2aulin U mep-
Munayuro. JUist peIUTHKAITHHM XapaKTepHEI clefylolne ocoO6eHHOCTH:

L. OHa oCyIECTBIASTCA 110 NOAVKOHCEPEAMUGHOMY MeXanuzmy {T. e.
OJ{Ha U3 Lellel cITyAMT MaTpuLeit Mt cObopku apyroii), IpudeM ek
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JHK autunapamiensHsl {3'KoHell couepXHT ocraTtok oprodocdara —
P, a 5' xonery — OH) H mocneayome#l TPAHCKPHUITIIMK TOABEPIaeTCs
TONBKO OHA [eNb:

2. CuHTe3s, NMo-BHEUMOMY, IpoTeKaeT npepwisucmo (¢ obpaszosa-
HUEM @pazmenmos Oxa3aku) U B HarpaBleHUH 5 — 3’

3. Kaxpaa vens naumsaercs ¢ PHK-3atpasxu (o-PHK), dpar-
MeHTH obnwexutsiorca JHK-nurasoit ¢ seenniennem PHK.

4. CucreMa pelUTUKALMY SBISETCH MyAbmupepMeHmHol, B Hee BXO-
aar 2—3 JHK-nonumepassl, JHK-1uraza, tormousomepa3ssl, HeobG-
xomguMsle Uit pacraetanus uereid JHK v mocnexyomed UX cBepx-
cnupanusauui. Beero mopsanka 15 reHeTHuecKuX NoKycoB (oBo3Hayae-
Meix dnaA, dnaB, dnaC u T.1.}) KOXHPYIOT TOT MM WHOH MOJUITEIITHL,
HeoOXOMUMBIH IS pelUTHKAIHHN.

5. CyllecTBYIOT YeTplpe OCHOBHBIX THIIA: CHHTe3 (hparMeHTOB, pell-
AUKALMA TUTa3MUA (Y IpOKAPHOT), peKoMGHHAIIMOHHbIH cuHTes JHK,
penmapauronsbiit ciHTes JJHK. B Kaxmom u3 HMX Y4aCTBYIOT KaK 06-
iye, Tak u crenudHyeckie KOMITOHEHTHI.

6. HatusHas cuctema perprukanui JHK sensetca membpannoi n
MHAaKTUBHpYeTCA IIpM paspyllieHHH MeMbpan. IMosroMy mus Momeau-
POBAHMA Npoliecca PETUIMKAIIHK UCIIONB3YIOTC, KaK NPaBiio, Yipo-
HIeHHBIE CHCTEMEI, MMOAYYEHHHBE M3 QAKTEPUANBHBIX «YCIOBHBIX» My~
TAHTOB (HATIPUMED, TEMITePATYPOUYBCTBUTENBHBIX) WIH N3 ¢MATEHBb-
kux» (tiny) daros ($X174, G4, M13 u 1p.). i

Pezynayua npouecca pentuxayuu JHK nanbonee ctporo ocyiie-
CTBAACTCH Ha 3Talle Upuuauuu. PBI’UIHK&L{I«{H HaxonUTca Mox noao-
JHCUMEABHBIM Y OMPULAMERLHBIM KOHTPOJIEM, TpUYeM 062 oHM CKOOp-
JMHHPOBAHB ¢ KIETOYMBIM JeNeHHEM.

B 06miux YepTax IPUHIIUI TaKO# pelVIAUMU MOXHO chopMyIHpo-
BaTh cnexyiomuM oGpazoM. Ylpu nosomcumensrom xormpone npoucxo-
IHUT HAKOIUIeHHME aKmueamopa PeIUTHKAINK a0 [OpOFOBOrO, HOCTa-
TOYHOFO A MHUI[HALMH HOBOTO [[MKMAA pelutukaiiy yposHs. Flopo-
FOBRIl ypOBeHB JOCTHrAaeTCA INpPH YEBOSHUM KAETOYHOH MACCHI
(He3zazolro go HAeleHHd KIETKH) TaK, 4ToGbl BO BHOBBR OOpPa30B4B-
LIMXCA KNeTKaX [Mpolece perKaMu BbUT Obl YiKe 3aVIUeH 4 yeren
3aBEPLIMTHCS K MOMEHTY HOBOTIO pefteHus. Ilpu ompuyameavrom kon-
mpoAe MPOHCXOAUT HAKOTUIeHUWe uHewOumopa VHULMAIMM PErIMKa-
LIMH, KOTOPBIH JONKEH CHHTE3MPOBATHCA JIUINEL B OrPAHHISHHOM KO-
JMYeCTBe BCKODE Toc/le Hadana npedudyiyezo uuicaa perUukaiu. Ta-
KOM MHry6buTop MoXer ORITH HpPOXYKTOM IeHa, JIOKANH30BAHHOFO
BOJIIM3M OT TOYKM HAYaNa pellIHKAIIMH, TPAHCKPHIIIHUS KOTOpPOro ocy-
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lecTBIsAeTCA TOMABKO B nepuod pentuxayuu dawnozo ydacmka JHK. B
MpoLiecce pocTa KJIETKH MHIHUGUTOD «palbaBnseTcA», 3 K MOMEHTY
VEBOEHHMS Macchl KJIeTKH VPOBeHb er0 MajaeT HMKe KpUTHYEeCKoro,
YTO [TO3BOJIAET KIETKE WHHI[HHPOBATE HOBRIM [TMKA pelnuKaruy, Baa-
HMoOeCTBUE 3THX ABYX MeXaHU3MOB U JOJIKHO KOOPIXMHUPOBATh IIpo-
neccel permukanun THK u genenus xmeTku.

PeanbHble MEXaHU3MBI PETYIAIMM PEIUTHKALIMM €HIE He pacuiud-
POBAaHBL. Y 3YKapHOT ONpeAeeHHYIO PONb B PETVAALUM PeTUTMKAIIMH,
MO-BHAUMOMY, UTPAIOT ZUCIMOHUL.

11.5. TpauckpUnLMUs reHeTHYECKOH HHGOpMALUM

3TOT 9Tan GHOCHHTE3E DENKOB COCTOMT B <«IepelINChIBAHHU» UH-
dopmanun, 3akoxpoanHoi B JJHK, Ha oNMMroHyKIeOTHAHYIO IOC-
nepopatenbHocTh MHGopManmonroit PHK (WPHK) u ocymecrensier-
cst PHK-nopumepaszot (PHKIT). Crpoenpe 3100 depMeHTa TVYILE BCEro
u3ydero y 6axrepuit Escherichia coli. 3to coxHplil O€N10K ¢ MOTEKYSIpP-
Hoit Maccolt 450 k[la. Ero cepaueBuna {core) BKIIOYaeT IBe HASHTHIHEIE
a-CyOBeNVHUIBI M JIBE pauIMYHbIE B-cybremuuuubl (B H ). B cocras
«rtonHoro» ¢epmeHTa (holoenzyme) BXOTHT TaKKe o-CyOBEIMHHIA, OT-
BeTCTBEHHAS 3a MMPOLIECC Y3HABAHWUSA NMPOMOTOPA M HHHUI[HALIMIO TpaHC-
kpuriuu. Hakosern, cyiiecrsyet ere oguH GeJIKOBEIA KOMITOHEHT, 060~
3HayaeMelid p-(aAKTOp, KOTOPBI OTBETCTBEHEH 33 NMPABHWILHYIO mepmi-
rayuro tpaickpunuuu. TaxuM obpasom, PHKII Escherichia coli v psina
JPYTHX TPAMOTPHLIATENLHBIX GaKTEpUI BBITISOUT CAeAYIOUMM oGpazoM:

T Holoenzyme -1
{[«.pB]0}p
T Core =T

Y epamnoaowcumensuoix 6aktepuil PHKIT yeTpoena eme cioXHee.
Hanpumep, B ciydae Bacillus subtilis o1a MoXet colepXaTh HECKOJIBKO
o-daxropos, a y psana apxebakrepuit PHKII cocroutr u3 9—10 xoMno-
HEHTOB, NMpUOMXKAasCh ITo cioXHocTk ctpoenust K PHKII sykapuor.

B knetkax syxapuom oBHApyXeHO ITo KpaitHeid Mepe Tpu THa PHKIT.
MonuMepasa [ (Ui A) HaxomUTCS B SAPHIILKE M TPAHCKpUOHpyeT
rednl GonbuinHcTBa pubocoMurx PHK (pPHK); monumepasza IT (unu
B) — B HyKieomlna3Me K TPaHCKPUGHpYeT GOJBIUYIO YaCTh APYTHX
renos; nonumepasa III (unu C) — reusl tpancnoprueix PHK (TPHK)
u oxxolt u3 pPHK (58 pPHK). KpomMme Toro, B MUTOXOHAPUSAX U X10-
poILIacTax 3yKapHoT IMPUCYTCTBYIOT coberBernnie PHKIT.
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Mexny TeM cOOCTBEHHO MOJMMepa3Hasd pPeaKI[Mst MOXKET OCylle-
CTRIAThCA Fopasno Gonee nmpocTeiMu epMenTamu, Taxk, PHKIT «xe-
yeTHbIX» T3 u T7 daros Escherichia coli cOCTOUT U3 eMMHCTBEHHOIO
ITONMUIIENITHAA ¢ MoNeKynapHoi Maccoit 110 k/la, a MUTOXOHIpHATE-
Hasg PHKII npeactasnsier cofoil MOMUIENITHI, ¢ MONEKYAAPHOH Mac-
coif 64 kla.

IMo-BHAMMOMY, CIOXHOE yCTpOHCTBO 6aKTepUansHON M, ocobeH-
Ho, sykapHotudeckux PHKII, ¢ oxHO# cTopoHEl, 00ycaoBlIeHo Heob-
XOOHMOCThIO «y3HABaTh» GOJbIIOE YUCIO [IPOMOTOPOB, 4 C EPYrof —
[TO3BOAET OCYILECTRIATE MHOFOOOPA3HYIO peTyAALHI0 TPAHCKDHUITIIMK
B nporjecce PYHKIMOHUPOBAHMS 3Toro depMeHTA.

11.5. Perynauus npoyecca TpaHcKpHLKK

HMcxogs vz BO3MOXHOCTH YIPABAeHHSA CHHTE30M OellKOBBIX IO-
CPeIHMHKOB Ha 3Talle TPAHCKPHUIILUMH, UX MOXHO pasfeNUTh HA TPH
OCHOBHEIE TPYIIIIbL

1) konemumymuenbie beaxu, CUHTE3 KOTODRIX HE 3aBMCUT OT Ha-
TaHs (YpoBHA) cybGCTpaToB U MPOXYKTOB,

2) undyyubeaviie feaku — UX CHHTE3 YCKOPSETCA B NIPHCYTCTBHH
cybeTpaToB (MUIKH cyOCTPaTHBIX AHAIOIOB);

3) penpeccubeathuie Geaxu, CUHTe3 KOTOpPBIX MONABIAETCSH W3OBIT-
KOM KOHEYHOro [pOXYKTA AAHHOIO MeTaboJMYeCKOro ITYTH.

Perynsmpa Ha 3Tane HEMUMAIHH Tpanckpammy. B 1960-e roxe: ©. XKa-
Kob u K. MoHO ycTaHOBHIIM, 9TO B SBACHHAX UHOYKyUU W penpeccuu
NMPUHHMAIOT YYacTHe GeNKOoBble (AKTOPBhl — penpeccophd, TPOXYKTH
CTIELMATLHBIX TeHeTUYECKHX 2MeMeHToB — zenog-peyaamopoe (I-ze-
#08), cImocoOHBIE B ONpeXelleHHBIX YCIOBHAX MOopMosumb TPOLECC
TPAHCKPHUITLIMM HA 3Tare WHMI[WALMH, ITO3ToMY o6a 3THX THIIA pery-
JISILMH OTHOCHT K He2amugHbiM.

B undyyupyemom onepore rei-perynsaTop KOJUDPYeT aKmueHbli pen-
pececop (okoyio 10 MoNeKyn Ha KIeTKy), KOTOpbil GrokupyeT TpaHc-
KPHMITLIHMIO, B3aUMoNeicTBya ¢ onepamopueim yiactkoM JTHK u mpe-
nmarcreys npoapwxenuto PHKIL. Hudykmop, npencrasnsarolimii coboi
. MICXORHBIH cyDcTpaTr JaHHOro MeTaboNHYecKoro IyTH MIM GMHU3Koe K
HeMy coeuHeHMe (Hampumep, aJUIONAKTO33d B CNydae /ac-OlEpoHa),
Coco6eH B3aUMONEHCTBOBATD C PENPECCOPOM U UHAKMUGUPOEAMD ETO,
ocBoBoXIag TaKMM 00pa3oM onepaTopHblil yuactok JIHK. B pesynera-
te PHKII HauuHaeT TPAHCKPHUITIIHIO JaH HOTO ONMEPOHA. DTH COORITHsA
OTPaXeHHI B cxeMe (pHc. 28a).

B penpeccupyemom onepone rer-peryasrop KORUDPYET HeakmusHbIl
penpeccop, KOTOPHIA MOXeT IEPEXCAUTDL B aKTUBHOE cocTogHHe U B1o-
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Ten-perynatop  {lpomotop Onepartop CTPYKTYPHbIE reHbl
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5)

Puc. 28. Cxembl
MHAYUMPYEMOT O ONEpOHa W NpoUBCCa MHAYKUMK (a)
W PenpeccupyeMore ONepoHa M npoyecca penpeccun (6)

KHPOBA4Th TPAHCKPHITLMIO, COETHHAACH C OMEPATOPOM, TOJIBKO IIOCTE
B3AUMONEHCTBUA ¢ M3OBITKOM KOHEeYHOIO NMpoxyKTa (Kopenpeccopa)
JauHHoro Metabonuyeckoro nyt (B ciydae OGHOCMHTETHYECKHX ITyTe#
TaKKUM KOpeIlpECCOPOM MOXET GhIThb, HAITpUMep, aMUHOKHcI0Ta). [po-
l[ecC OTPaXEeH B CxeMe, MpeACTaBIeHHON Ha puc. 286.

Bonplyio poNs B perylIsudi TPAHCKpHUIILMH UIpaeT TaK HalbiBae-
Mas xamaboaumnaa penpeccus (CTapoe Ha3BaHHe <«DIIOKO3HBIA 3¢-
dekr»), KOTOpas NMpOABNAETCA B duayxcuu B NMpoliecce pocTa fakre~
puit. PeHoMeH nUAYKCHH OOHApYXMBAaeTcsA, KO[AA B cpejie NpUCYT-
CTBYIOT IBa cyfcTpara (HAllpUMep, JaKTo3a M TNIOK03a), NMpHYEM
(EpPMEHTH, OCYLIECTRIMIOWHE KATabONN3M OAHOIO M3 HHUX (JaKTo-
3bl), MHAYHHGENbHB, a GEePMEHTH], OCYIECTBAAIOINE KaTaboIH3M
ApYroro (IIIOKO3bI), KOHCTHTYTHBHEL B 3ToM ciaydae cHagana motped-
JISeTCS TONBKO DTIOKO032, TOFNA KAK MHAYKLIMA TAKTO3HHX (epMeHTOB
(B-ranakro3ugassl) He IIPOMCXOIMT JO TeX Iop, MoKa He GyaeT Io-
TpebiieHa OCHOBHAS 4acTh LIIOKO3B. DTO OTPaXaeTCs BO BPEMEHHOM
sameTeHUHM (MIpeKpallieHUH) pocTa KyIbTYpHl Ha TOT MepHOd, KOTo-
phlll HeoBGXOmMM ANt HHAYKIIMM M CHHTe3a B-ralakroaumassl. Takum
o6pazoM, HeCMOTPS Ha NPHUCYTCTBUE B cpele MHIYKTOpa (TaKTo3n1},
anBTepHATHBHBIH cyOCTpar (DMIOK032) NPENATCTBYET MHAYKIIHM.
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MexaHU3M ABIeHHs KaTa6oUTHOM PerTpecCUH COCTOMUT B CERYIO-
meM. JUIA UHAYKUKMH HEKOTOPBIX «C/abhlX» OMEPOHOB, B TOM 4HCIE
lgc-onepoHa, HENOCTATOYHO WHAKTHBAIMK OTPULIATENIBHOrO PETYNs-
Topa — penpeccopa. HeoBxonuMo M yYacTHe 2040dKCHMEALHO20 pe2y-
Aamopa, TMpelCTaBIAIomere cobol KoMIUIeKe clelUafbHOro aKTHBU-
pytowiero 6enka ¢ uMKiInueckoit AMP (cAMP). Stor Genok, akTHUBH-
PYIOIIMH TPAHCKPUIIIIUIO, MONYYiI HasBaHue BAK-Genka unm «6enka,
AKTHBMPYIOILETO KaTabONUTHBIE reHbl» (aHruiickiit sxsupatent — CAP-
protein, «catabolite gene activating protein»). BAK-6enok npegcrapmsier
coboit AuMep ¢ MonekynspHoi Maccoii 45 k/la. Flon neficrBuem cAMP
OH MOABEPracTc KOHGMOPMAIIMOHHEIM M3MeHeHUAM K NMpuobpeTaeT Ifo-
BBILIEHHYIO CIIOCOGHOCTh CBA3BIBATHCA ¢ MpoMoTopoM. Ilonaraxor, yto
npucoexureHre koMIUtekca cAMP-BAK k THK ocnabnsier ciapuBaHie
I'-LI-ocHoBaHUHA, cTOCOOCTBYET 4aCTHYHOMY pasfeferuo ciimpaneit JJHK
u obnerdyaer GOPMUPOBAHHE WHUIIMMPYIOIETO TPAHCKPHITIIHIO KOMII-
nexca PHKII ¢ IHK. Ypopers cAMP B KleTke 00paTtHO NIpOTopuHOHa-
NeH ypoBHIO ATP, H B IPUCYTCTBHH JIErKo MeTaboaM3upyeMbIX cybeTpa-
TOB (TMHOKO3bI), CMOCOGCTBYIOLUMX ITOBbItteHUIO YpoBHs ATP, cAMP
«He XBaTaet» IUI obpa3zoBaHusA Komrptekca ¢ bAK.

ToHKHEe MEXaHM3MHE PETYNALMU YPOBHA CAMP cBsa3aH®l ¢ hyHK-
LIMOHUPOBaHUEM gocgomparcdhepasnoli cucmems TPAHCIIOPTA CaXapoB
K OYayT paccMOTpPEHH B FNaBe, IOCBALIEHHON PeTYIAIIMM [POLECCOB
MeMOpaHHOTO TpaHCIIopTa.

HeobxoEHMO OTMETHUTB, YTO Yy pAna OAKTepHA pONb LIIOKO3LI B
KaTabonHTHOMH penpeccui MOTYT BEIMONIHATH ApYTHE HCTOYHUKH SHep-
UM (HAaNpHMep, OpraHMYecKHe KHUCIIOTHl ¥ IICEBIOMOHAL, BOXOPOL Y
BOIIOPOAHBIX GaKkTepuii U T.[.), KOTOPhIE B 3TOM CIy4ae TOPMO3ST Ka-:
TabOJIM3M [JIIOKO3H.

B nuayuubenbHbIX onepoHax (perylioHax, ocrefHHH TepMHH ITpH-
MeHSeTCH K NI00MY cOueTaHUIO FeHOB, YIIPaBAsSeMbIX OOIIHM TeHOM-
PETYJIATOPOM) BO3MOXHB M JPYTHE THIIBl HOAONCUMEAbHOU peryis-
IHH, He3asHCUMoH or cAMP. Hampumep, B apaburnosnom onepoHe
Escherichia coli apaGunosza (WHAYKTOpP) He NPOCTO HHAKTUBUPYET Perl-
peccop, HO IIPEBPALIAET ET0 B HOAGHCUMEAbH peeyramop. AHANOTHY -
HOe fIBIeHHe 06HAPYXeHO B clydae OIepOHOB TAIAKTO3bl K PAMHO3BIL.

B dugeepzernmubix pezyaoHax TPAHCKPUIILMS MTPOTEKAET B PA3HBIX Ha-
[IpaB/IeHHAX M MOXET ObITh HEKOOPETUHHPOBAHHOM, T. €. OCYIIECTBISTLCS
¢ pa3Ho¥t ckopocTeio. IlpH 370M BO3MOXHO CYUTBIBAHUE C pPA3HBIX
ueneii JHK. pumMepoM coyxur apeununoswil onepow; B ero 4acTH,
BKIodarome 4 reda u3 9, tpaHckpumuusa Tpex reHos (C, B, H)
OCYIIECTBAAETCH B OXHOM HANpaBIeHWH, & TPAHCKPHIILIMA XPYTOro
reHa — B IMPOTUROITONOXHOM:

£ 3.
€ >
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Elife onHUM DDUMEPOM HOACKHCUMEALHOU pe2yatyul TIpollecea TPaHC-
KPUIILIU K ABASETCS PErYIALINSA C YUACTUEM 2eH08-«3HXaHCepos» {OT AHIIL.
enhance — ycuinsate). PaHee cuMTany, YyTO 3TOT THI PETY/IIUMM Xa-
DAaKTEPEH TONBKO JUnt 9yKapuoT. Ho B mocnexHee BpeMs dopMaisHo
CXORHBle MEXAHM3MBI OOHApYXKeHE! M ¥ IpokapHotT (Tabnr. 7).

TaGnuua 7. Perynauna TpaHCKpUNUMK Y GakTeprid
€ NOMOLLBIC NPOAYKTOB ¢HOB-<3IHXAHCRPOB»

Muxpoopzanuzm Beaox-axmusamop Axmugupyemuie 2envl
Escherichia coli AppY CTpyKTypHBI# reH KHcnoi docgarass
% MalT TeHBI MaIBTO3HOTG OMEPOHA
« MetR Tensl mMyTH ¢CHHTE32 METHOHHMHA
« NarL T'eHBl HUTPATPEIYKITHE
« OmpR T'eHbl GeKoB HapyXHoH MeMOpaHL
“ PhoB CTpYKTYpHRLT reH LieNouHol
tbocaTasul
Pseudomonas aeruginosa ViG T'eHwl 6enXOB BUPYNEHTHOCTH
Rhizobium meliloti FixG FeHBI cHcTEME! a30TGHHKCALMK
Salmonella typhimurium NtrC T'eHbt 230THoro MetaGonysmMa
Bacillus subtilis DegU CTpYKTYPHEIE TeHAI 3K30(DEPMEHTOR

OcobeHHOCTh reHOB-«3HXAHCEPOB» B TOM, YTO OHHM IIPOSBIAIOT
CBOIO CTUMYIHPYIOUIYIO AKTHBHOCTh HE33aBHCHMO OT OPHEHTAUMH H
PACITONIOXEHHS OTHOCUTENBHO AKTHBHPYEMOLO MeHa: MOT'YT HAXOAUTLCS
Iepe; TeHoM, 33 HUM M JaXe BHYTPH Hero.

FlponykTaMH re HOB-«3HXaHCEpOB» SBAAOTCA OeIKM C MONeKYJIsp-
Ho¥ maccoit 25--30 k/la, crmocoOHble CBABIBATHCA ¢ IPOMOTOPHOHR
obnacTeio. Kak nmpaBuio, 1aKas CHCTEMA ABYXKOMIIOHEHTHA W BEKIIO-
4aeT «CHPHANBHBI» OelOK (Fo HAa3BIBAIOT TAKXKE CEeHCOPHBIM), CIIO-
CcOBOHBIA «YYBCTBOBATH» H3IMEHEHHE YCIOBHI oKpyXalollel cpeabl (mo-
ARTEHHe CYOCTpATOB WIH NIPORYKTOB, H3MeHeHHe (PU3IUKO-XUMHYEC-
KHX YCAOBUH) U CTHMYIWPOBATE CUHTES JAPYIoro Oellka — «aKkmueamopa»,
KOTOPBIA H 3aIlyCKAeT TPAHCKPHILMIO UCKOMOro BelKoBOro Ifocpen-
ruka. CkasaHHoe noAcHseT pHc. 29, rie H3oOpaxeHa cxeMa peryis-
LAY omepoHa wearounol gocdhamase Escherichia coli.

IMepeyncneHHple MEXAHU3MBI PETYISIIHA TPAHCKPHIILIMK HA CTa-
JUU UNuyuauui focTatoqyHo GBICTPO pearpyloT Ha H3MeHeHHe BHe-
IMHUX YCIIOBHH, OXHAKO YIPABAAIOT paboToit ofiHoro MiIH HebonbiIo-
IO YMca OMEPOHOB B KAKIABIH MOMEHT BpeMeHH.
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Hapany ¢ HMMH CYILECTBYIOT MeXaHU3IMBI CHCMeMHOH peayasyuu,
CBS3aHHBIE ¢ U3MeHe HHeM QYHKITHOHHPOBaH s OXHOBpeMEHHO 60JIb-
oIOro Yucia OIIepOHOB.

phoR B wieTKax 3yxapmor 310

IocTUraercs IyreM KOH-

+P, yL -P, ¢pOpMALIMOHHBIX TEPECTPO-

PhoR* «—— PhoR ————> PhoR* eK XpOoMaTHUHa (aKTUBHBIN
XpOMAaTUH 3aMEeTHO MeHee

l KOMITAKTeH, 9eM HEeaKTHB-

Fory e s o yrpae:
h e -
L:ﬁu_‘::;_l LphoB HUSA MparncAaiued 1nyTeM
T_ PhoB I GopMUpOBAMVA TAK HA3bI-
BaeMBIX unpopmocom (T.e.

Pwc, 29. CxeMa perynsuum TpaHCKpUnUmm uPHK, Tpancisums Koto-
CTPYKTYPHOTO TeHa WENDUHOH PBIX «OTIOXEHa» O HEOG-
thocdarazn (phoA) Escherichia call: XOXHMOIc MOMEHTA ITYTEM

phoR - cencopHbii red; phoB — red-«3nxancep»; PhoR u ANeHWIMpPOBAHUS U (GOPMU-
PhoB - 6eRK0BbIe NPORYKT P~

DT asackol oprococpar. B npucyrcra weoprany. PO HYKIEOTIDOTEHHO-
4acKoro optothocgara Genok PhoR nepaxoguT B GopMmy BOTO_KOMILIEKCa),

penpeccopa, NOAABNMOEro TPaHCKpHNLMO feHa phoA; B Knerkax npokapuor
8 OTCYTCTBME HBOPraHuMEcKoro aprodocgara Genok PhoR CUCTEMHASA PCTY/HALMA OCy-
NBPEXOANT B (IOPMY, CTHMYNHPYIOWYIO TPAHCKPHALMID TOHA {ECTBIASTCA IIYTEM MOJH-
“3HXaHCEpar, nponyx: n:;or:‘?om,;r:m AKTWBHpYET TPaHC- UKAUMK CleLbUIHOCTH

pATHE P paGorel PHKII mocpen-

CTBOM M3MEHEHHA €e KOMNOHermHo20 cocmaea (4 TAKXKe TIOCPEXCTBOM
H3MeHeHHs! KOHGOPMAUHH WIH CTPYKTYphI Matpuuil — THK, o yeM cm.
Jlajiee 1o TEKCTY). DTH MEXaHM3Mbl BCTYTIAIOT B IeHCTBUE, KOLNA HYXKHO
aKTHBUpOBaTh OAHOBPEMEHHO OONbIlIOe YHCIO HOBHIX IIPOMOTODOB
(cTpeccoBble BO3NEHCTRUA, KneTouHas auddbepeHIIMPOBKA) MK cMe-
HHTB MaTpUILy (pasMHoxeHue ¢aros). Flocnenmuil crydail u3ydeH HaH-
fonee moapobHo Ha mpuMepe darop Escherichia coli v Bacillus subtilis.

B reHoMe baxTepuodaros MpUCYTCTBYIOT TPHU THITA MEHOB: pauHue,
cpedriue u nosdHue, KnaccuHIMpyeMble Ha OCHOBAHHH ITOpAAKA HX TPaHC-
KpHUITLHH B Xoae pa3BUTUA dara. PaHHNMe el Beerna TpaHCKPUEHpYIoT-
cs PHKII wieTky-x031MHa, 4 B ClTydae TPAKCKPUIILHK CPEMHMX U ITO-
30HHMX reHOB BO3MOXHO HECKONBKO BapUAHTOB:

1) cpenu nponyKToB paHHHX [eHOB IIPHCYTCTBYeT COOCTBEHHAS
daropag PHKII, a taxke Senku-uuruoHTopsl PHKIT xoasmmia. Takum
obpa3oM, IPOUCXONHT cvera PHKIT («Hevetnvies darn T3, T7 Escherichia
coli); :

2) cpeny NPOTYKTOBR PaHHUX IeHOB IIPUCYTCTBYIOT HOGbe G-(ax-
mopst, B3aUMoneHCTBYIOmME ¢ «cepanesuHoii» PHKII xo3suna u obec-
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[IeYMBAKOIIHE TPAHCKPUITLIMIO cpeiHUX reHoB. Cpe/il IPOYKTOB CPeji-
HHUX FEHOB, B CBOIO OovYepelb, IIPHCYTCTBYIOT GenKH ¢ QYHKIHAMU o-
(haKTOpOB, KOTOPhIE 0GECTIeYMBAIOT TPAHCKPHIILIMIO [TO3AHMX reHoB, Ta-
KUM 00pa3zoM, IPOMCXORUT cMera o-axmopos {dar sPO1 Bacillus
subtilis);

3) cpelH IpONYKTOB «PAHHMX» FEHOB IIPUCYTCTBYIOT GelKH, Mo-
mudunupyonme «cepaueskuy» PHKII xo3fanna, Torna Kak o-dgax-
TOp XO3dHHa coxpaHsercs («ieTHBle» daru T2, T4 Escherichia coli).

Perynauus TpaHCKpHMOUUM MYTeM o6pa3oBaHMs cieuuduye-
ckux ¢-GbakTopoB LIMPOKO pacHpocTpaHeHa H B GAKTEpHANBHAIX CH-
cTeMax.

Ocobblit 6-akTop (6%, Yucao B HHAeKce OObMHO 0003HAYAET MO-
NEKYNAPHYIO Maccy B kJ1a) KOHTPONMPYET TPAHCKPUITIHIO psila TreHOB
a3oTHoOro MeTaGonuiaMa (B TOM 9YHCHAE reHa IIYTAMHHCUHTETA3bl, O
PETYIISAIMY aKTHBHOCTH KOTOpoH OyneT HATH peYhb B CAedyIOLIe rina-
Be). Hakofierl, cymecTBYIOT ITpOMOTOPH!, AKTHBHPYIOIMHMECA TONBKO
npu 50°, B MX TPaHCKPUNIMKM yyacTByeT dakTop of.

FlpuMepoM CUCTEMHOM peryisLMH SBAAETCH M PEryisuHsA IIpo-
ecca cropoodpasoBaHud y 6aul. B 31oT nporece BOBMEKAIOTCS COTHH
JIOKYCOB, OpraHH30BaHHbBIE B CIIELIHAIBHEIE CTPYKTYPH («CIIOPYJIOHBI»)
M pasbpocainbie 1fo Beeit Monekyne THK. OmuuM u3 ciocoboB nepe-
KIIOYeHHS pocTa Ha crnopoofpasoBapue cay#uT H3MeneHue PHKII
H, B MepPBYIO ovepesh, ee ¢-¢akTopa (BMeCTO o*’ CHHTe3MpyeTcst 6°7).
Takag PHKII npeumymecTseHHO TpaHCKpUGHpDYET «paHHHEe» I'€HBI
CIIopocGpa3oBaHus, BEXKHYK) pOllb B KOTOPOM HIPAaeT TalcKe peryid-
LM% HA YPOBHe TPAHCIAUMMH.

Jlpyroit mpuMep CHCTEMHOH peryJsl[MM V IIPOKapuoT. IIpH BO3-
JEWCTBUH HA MHUKDOOPraHU3MBl HATPEeBAHUSA 0 CYNPAoONTHMANbHOMN
temnepaTypsl (st Eschericha coli — 42°) uwactymaer menaosgoli wok,
BBI3BIBAIOIMH KOOPEUHHUPOBAHHYIO HHAYKIIHIO «DEIKOB TEIJIOBOFLO
LI0Ka». TPAHCKPHITIHA MX TOKYCOB M 06pa3oBaHHe IIABHOIO (aKTopa
o™ ocyiecTBisieTcs 1Mol KOHTpoJdeM MHHOpHOIO ¢dakropa ¢ (mpo-
AyKTa resa rpeH). Cpenu «GelKOB TeIDIOBOrQ LICKA» IMPUCYTCTBYIOT
6enxu GroEL u GroES, urparoomnpe KIIOYEBYIO polb B 3aIIUTE TTPOTHB
LIIOKOBOIC BO3AeHCTBHA HarpeBaHHs, NO-BHAMMOMY, IIYTEM KOHTpO-
JIs 33 (POPMUPOBAH MeM M MONAEPXAHUEM BHICOKOYITOPSIOYEHHOH KOH~
dopManuH apyrux 6enkoB. A 6enku DnaK, Dnal, DnaE yyacteyior B
cBopKe M CTaOMAM3AIMK AIIMApATa PeIUTHKAL[HHN.

Hamenenue crrernduaHocTd «y3HaBanus» PHKII nokycos TpaHc-
KPHITUMH MOXeT JOCTHUIAThcA TAkoKe ITyTeM B3aUMOACHCTBUA peryJf-
TopHbix GenkoB He ¢ JIHK, a ¢ camoit PHKII. Kpome Toro, crenn-
dvurocts PHKII MoxeT MaMeHATECA O KSHCTBHEM HM3KOMOJIEKY-
nsapHbix GakTopoB THIA zyano3unnoaugochamos (pdIdg).
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BTOT MeXxaHH3M obeclieYrBaeT KOOPAHHALMIO NPOIeCCoB TPaHC-
KPHNIUMH M TPAHCIALMU U NolpoCHee GymeT obCyxXIaThCH NMpH pac-
CMOTPeHHH cIOcOGOB YIpaplieHUst CKOPOCTBIO POCTa KIeTOK.

Peryaamus Ha atane tepmuHanud tpaHckpumumid. PHKIT moxer
«y3HapaTb» clliellHuueckye mocneposarentHoct JHK, curHanusu-
pyoimHe 06 OKOHYaHHHA TPAHCKPHIIIMH. DTa €€ CIIOCOBHOCTh YCHIIH-
BaeTcs wid MogudHUpyeTcs IO BIUSHHEM 0cODOro MONMMENTHAA —
p-thakropa, obGecleYnBaOIEre HOPMANBHYIO TEPMUHALIHIO.

Hapsiny ¢ 3TUM B cOcTaBe pslla peTyloHOB OGHADYXeHEl T4K Ha-
3plBaeMbIe ammenioamopb (OT AHTNL. attenuation — ocnabrexnue), T. e.
yuactku JHK, Bu3bBalouine npexcoegpemernyio TEpMUHALMIO, TaK-
XKe p-3aBUCHMYIO. B3TH FeHeTUIECKHEe JIEMeHTHl PACIIONAralTCHd MeX-
NIy ONEpATOpPOM M IEpBHIM CTPYKTYPHBIM [EHOM B PEIyMIOHAX, KOHT-
PONMPYIOIUX GUOCHHTE? PANA AaMHHOKHCIOT ($heHHIanaHuHa, TPUII-
TodarHa, PTUCTHOHHA, H3oJeHIIMHa, BATMHA). Bece aMHMHOKMCIOTHBIE
DeTyIOHHI, YNpaBisdeMble ¢ IIOMOIIBIO ATTEHIOAIIMM, XapaKTepU3yIoT-
c ofveawenuen yiactka HPHK, cooTBeTcTBYIOMIErO pPACCTOAHHIO AO
arTeHtoatopa (T.e. «wimaepHoi» win -PHK) komoHaMu Toit amMuHO-
KHCJIOTHI, KOTOpAasi CIyXMT OTPHLATENbHEIM 3ddeKTopoM (HAmpUMep,
B Tpunrodraroroit I-PHK 2 koxona tpunrodana Noapsn, B THCTHRU-
HOoBo# -PHK — 7 Koa0OHOB rEcThAWHA M T.1.).

Pervasuus nyTeM aTreHi0ailiy OCHOBAHA HA TECHOM COIIPSUXKEHHH
¥ TIPOKAPUOT TPAHCKPUNMUUK H TPAHCAALHMM, KOTOPBIE, KaK IIpaBHJIO,
[IPOTEKAIOT OAHOBPeMeHHO. B mpollecce TpaHCAALIMH CHHTE3HpYeMO
uPHK pub6ocoma, skpaHupywoiag okono 10 HYKIEOTHIOB, MOXET
cylllecTBeHHO BIMATh Ha KoH@opMmanuio TpaucnupyeMoil HPHK, a
T4, B CBOIO o4epeb, Ha nponeixeue PHKII mo matpuue JHK. Hpu
topMupoBaHu «kpUTHYecKoi» KoHdopMmannn HPHK («repmuum-
pyoiuei memin») HactymaeT guccoudanusa PHKII or THK (npex-
JeBpeMeHHasl TEpMHHaLU, 3aBHcUMas oT p-dakTopa.

Tipu u3bwmie Odannod amuroKucaomu TPAHCIALUA «THAEPHOIO»
yiacrka UPHK moeT ¢ HopmanbHo#l CKOpOCTRIO, M B MOMEHT IIpO-
xoxaenna PHKII atresioaropa dopMHpyeTCs «TEpMHHHPYIOIWAS TTET-
aa» WPHK, 4To mpHBOZUT K npexaeBpeMeHHON TepMUHAIIMY M THC-
counaruu PHKIT ot Matpuusl IHK. Ypu wedocmamxe dannoi amu-
HoKxucAombl TpAHCIHILHA wingepHoro» y4actka HPHK TopMozuTtes, u
pudbocoma «3acTpeBaeT» Ha cadiTe, oboralleHHOM KOJOHAMH JAaHHOM
AMHHOKUCHOTHI, NMPeNaTcTBYA JOpMHPOBRHHIO «TepMHHUpPYIOmIEH
netnu». flostomy PHKII ycmeBaeT «IIpocKOYMTE» ATTEHIOATOPHBI
Y4YacTOK M ITPOJOJKAET TPAHCKPHUITLHIO CTPYKTYPHBIX T€HOB.

Takum oGpazoM, eclu AAHHBIA PETYIOH YIIPARNSeTCA myTeM aTTe-
HIOALHK, TO B fIpollecce CYHTHBaHUA HHpopManuH ¢ JJHK obpasyior-
Cfl B THITA TPAHCKPHUITOB: HOPMAIBLHEIH, BKITIOYAICIIUIA CTPYKTYp-
Hble I'€HBI, M YKOPOYEHHBIiH, cocToamuil Tonsko U3 -PHK (puc. 30).
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P @) A CrpyKTypHBIE reHBI

L 1 1 Ll J

5'—= 3 [.PHK
5 > 3' yPHK
Puc. 30. Cxema perynaummn TPAHCKpUNLMK NTYTEM aTTEHIOAUMH:

P — npomotop; O — onepatrop; A — aTTeniaTop; (-PHK — yKopo4YeHHbIH TRAHTKpANT,
WPHK — HOpManbHbIA TpaHekpunT

Tpunmodhariossii onepor y Escherichia coli perynupyercst ofHOBpe-
MEHHO JBYMsl HEraTHBHBIMM MeXaHW3IMaMu: pelipeccHeil W aTTeHIoa-
upeit. [lpu wabuitke TpunTodaHa OHU ACHCTBYIOT aIAHTHBHO, MpakK-
TUYECKH HOMHOCTBIO HONABIAA TpaHcKpunumio. Ho naxe B oTcyTcTBHE
penpeccuu (Y MYTaHTOB ¢ nedeKTOM reHa-peryjisiTopa) aTTeHIoauus
CHWXaeT CKOpOCTb TpaHckpunluu Ha 90% (puc. 31).

THCTHIUHOBRI OIEPOH PerylIMpyeTcs TOIBKO NOCPEICTBOM ATTE-
HIOANHK. AHATOrMYHAd pelryIIUHsA XapakKTepHa A CHHTE3d HEKOTO-

Puliocoma

#PHK

PO tpL A tpED,CB,A t
]

0 140 )

a) 3

6)

Puc. 31. CxeMa TpURTO(AH0E0T0 ONBpOHA W CTPYKTYPA TPAHCKDUNTA €r0 <IMQepHOro»
yuactka y Escherichia coil (no Mandeistam et al.,1982): a) Ha4anbHbId OTPBIOK Irp-onepo-
Ha; 6) TPAHCKPUNT <NgEpHOro» y4acTKa (ot 50 go 140 HykneoTHAa),

trp £, D, C, B, A — CTpyKTypHbIe TeHbI; trpl — «MuABPHeE» YIACTOK, LM PaMM YKA3AHH MECTE
NOTEHUMANBHOMD OPMMPOBAKAR BHYTPUMDAEKYAADHLIX BOROPORHLIX CBAZEH.

Ha «nupepHomM» y4acTke WPHK BO3MOXHO 06pas0BanMe TpeX THRoe netens: 1-2, 2-3, u 34,
Cagnano NpeANONONEHHE, 4TO TONLKO 0OPa3OBAHKE CTPYKTYPLI 3-4 cnywut g PHKIN curvanom tep-
MHUHALWY ¥ OB PBIBABT TPAKCKPHNUAK. B Npouecce TPAHCARLMM PACTYILEH UenK «TMABPHOTD» y4ACTKA
#PHK pnGocoMa NepaKpeieast OKON0 10 HYKNEOTHAOB W, TAKUM 05pPa30M, ONPSABNABT, KAKAA UMEHHO
13 ETOPHYHBIX CTRYKTYD MPHK pOanu3yeTca B MOMEHT NPOXON(IEHHS aTTeHvaropa. fpu OTCYTCTEMM @
cpeae TpunTogdana pubocoma «3acTpaeasT» Ha y4acTke 1, rae pacnoONOMeHel JB2 TPUNTOAHOBLIX
KOGOHA, CNOCOGGTRYS hOpMRPOBAHAIO NeTnn 2-3. B peaynurate TapMuHauMa npagoTepataetes. Mpw
HANKHMA M3GLITKA TPMNTODAKA PUEOCOMA RPOXOANT A0 YHACTKA 2, rAe NOKANH30BaH TEpMUHUPYIOLLHA
KOZOH «AMABPHOTO NENTHEA, NN 3TOM NeTns 2-3 06pa30BaTLCA YK He MOXET, M (DOPMHPYRTCA NeTNA
34, onpeaensvILan TEPMHHALMIO
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poix aMuHoauun-TPHK-cunTeTas (APCa3z) 1, BO3MOXHO, pgaa 3K30-
¢$hepMeHTOB. ATTEHIOATOP IIPUCYTCTBYET TAKXe B reHoMe dara A. B stom
ciydae 3¢deKT aTTeHIoaTOpa MoXKeT 6HTh HEWTPANKM3OBaH CIELHATb-
HBIM DETYJISITOPHBIM GenkoM gnmumepmupnamopom. llonydenb maH-
HHe 0 ToM, YTe KoMIuieke Genka BAK ¢ cAMP takxke MOXeT BbINOJ-
HATH QYHKUHIO aHTHTEPMUHATOpA, HanpUMep B gal-ollepoHe, W, Ta-
KHMM 00pa3oM, He TONBKO CTHMYJTHPOBATh KHMUMALMIO TPAHCKPHITIHH,
HO i HPENOTBPANaTh IpeXIeBPeEMEHHYIO TepMHHALIKIO,

Perynsiuns TpaHCKPHINIMH HyTeM HIMEHEHHS KOJMYECTBA aKTHBHOI
PHKII. PHKII MOXeT cITYXUTD 0MpUUAMEAbHbM Pe2yASmopom CBOEIo
cobcTBEHHOTO OMOCHHTE3a, H TIPH OTHOCHTEIbHOM HM30BITKE B XJIETKE
ee ganbHeilllee obpasoBaHHe TOPMO3UTCA. KOOpAMHHPOBAHHO pery-
nupyercs obpa3dgeaHue P-cyOpeAuHull, Torma Kak ofpazoBaHUE o-
cyobeauHul 1 o-dakropa perympyercsa HeszaBucumo. [1oaTomy B ki1eT-
K€ MOXET CYIIecTBOBaTh U3OHITOK TeX Wi uHbIX cyopenuaut PHKII.

BoamoxHa ummobusuzayus PHKII na marpuue JHK (BeposatHo,
B MOMEHT TepMuHauuu tpaHckpunume PHKII He auccoumupyeT oT
Matpulibl) ¢ MEpeXOaoM ee B aamenmHuoe (cKpBITOe) cocTosHue. B
OnpedceHHLX YCHOBHAX (HANpUMep, IIpH NepeHoce Ha Gorartyio cpe-
nay) narentHass PHKII akTusupyeTcs, BHI3bIBas MOBHIEHKEe cKOpPOC-
Tu tpaHckpunuHdi. [lo HexoTopHM NaHHKIM, Takasn nateHTHas PHKII
MOXeT cocTaBiaThb A0 50% Beeit PHKIT knerxu.

Perynamma TPAHCKPHIIIMH OyTEM HIMEHEHHs KOHQOPMALMH HIH CTPYK-
Typu JAHK. OpHuM 13 cnocoBoB cucmemuoil peeyasyuy TPaHCKPUII-
UHH CIYXUT H3MeHeHHe cTeneHU ceepxcnuparuzayuu JHK. B stom
Ipoliecce YYacTBYeT Ocobblil Kiace hepMEHTOB — MOEROU3OMEPA3HI.

Penaxcupyrowue monousomepase (Hanpumep, o-6enoxk Escherichia
coli) HOHMXAIOT CTEMeHb CBepXcnupanuiapui 6e3 3arpaThl SHEPTHU
M IPUMHHMAIOT YYacTue B HHUIMALlMK perutukaliui. 11o coBpeMenHO
Kiacu@UKAIHK HX HA3BIBAIOT monousomepassl 1.

Benku, noestaiowiie creneHb ceepxcriupamu3atiun JTHK (mpu-
Mep — JJHK-rupasa Escherichia coli), saBucaT ot ATP u y4acTByioT B
permukaunu JHK, a Takke HeoOXOmuMBbl U1 OCYLUECTBIEHMSA pe-
KOMOUHAUHH M KOHBIOTATUBHON! Mepefadu NeHETHILCKOro MaTepMaia.
Hx Ha3eIBaioT monousomepazvt 11

KocBeHHBIM yKa3aHHeM Ha BO3MOXHOCTb M3MeHeHHs crieUuugud-
HOCTH TPAHCKPUINUMH NPH M3MEHeHuM CTerieHH CBePXCTIHpanu3aluH
JHK cayxuT ot ¢akr, 410 8 npucytcTeud #HruGutopos JTHK-rupa-
3bI (AHTHOMOTHKOB: HANHIHKCOBO# KMCIOTHI, HOBOGHOLMHA, KOYMEPMM-
U[HHA) U3MEHSAETCH CIIEKTP CHHTE3UPYEMBIX GEKOB, XOTH CAMH IO cefe
3TH MHFHOHTOPHI HE BIKAIOT Ha npoUecchl TPAHCKPUTIUHH MK TPAHC-
nauuu. Hanpumep, vy Escherichia coli cuixaetcs1 cuvres oxomno 20 6er-
KOB (B TOM 4ucCJle 1eouHoii docdatasbl), HO OTHOBPEMEHHO CTHMYII-
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pyeTcsi CMHTe3 ApyrdX (HanpHMep, penpeccopa lac-omepoHa), a obpa-
30BaHME HEKOTOPBIX OeyIKOB (0-aMIUTA3bI) OCTACTCA Ha TIPEXHEM YPOBHE.

IMepecTpoiika TPaHCKPUITLKM [IDH U3MEHEHHMH CTEHEHH CBEPXCIIH-
paguzanud JHK obnscHaerca no kpaliHeil Mepe NRyMS TIpUYHMHAMH.
Bo-nepEbIX, MOXeT U3MEHATECS CRELUDUNHOCME YIHABAHUR NPOMOMO-
pos PHKnonumMepasoit. Bo-BTopbix, #3MeHEHHE CBEPXCITHPANH30BaH-
HOCTH JIOJKHO TIPHBOJAMTD K H3MEHEHKIO ciabd aadimodeticmeun c THK
pPerynaTopHbix 6elJKOB (HanpuMep, NMPHCOENHHEHHe [@c-penpeccopa
K cBepxcnupanusosadHol JIHK sxepreTHdyecku Gonee BHIFOAHO, YeM
BlauMoJieiicTBue ¢ penakcupoBaHHoi JTHK).

IMockonsky ATP sBmsieTcsl HeOOXOMUMbBIM KOMIOHEHTOM IS pa-
6otet THK-rupaspl, 10o/kHa cyuiecTBOBAaTh CBA3b cTelleHH CBEPXCIIM-
panusaupu JJHK c suepeemusteckum 3apadom KIETKH, YTO OTKPBIBAET
€LIE OIHY BO3MOXHOCTb VISl peryissiui TPAHCKPHIIITHH.,

IpuHUMNKHANBHO MHO# crnoco® peryasiuMH MoxeT GbITh OCylle-
CTBJIEH ITyTeM oOpaTUMOTO u3aMeHeHHMs cTpykTyph: JTHK 3a cuer BHI-
IEIVIEHWA OABHXHBIX TeHETHYSCKHMX 2IeMEHTOB (HA3bIBAEMBIX [5-ate-
MeHmami i mpancno3oHamil), a 3aTeM BCTPAaHBAHMSA UX B IpYTHe MecTa
reHoma. [Tpu 3TOM MOXET MEHATBCA XapaKTep peryasiiuy TPaHCKPHII-
LMH KAK FeHeTHYECKMX JIOKYCOB, BXOASUIHX B COCTAR NepeMenIaeMbiX
YJacTKOB, TAK M COCEIHMX ¢ HUMMU JIOKycoB. BoaMoXHO Takxke BcTpa-
HBAHME TeHEeTHYECKOro 3yeMeHTa B ToT Xe yyacTok JHK, oTkyna oH
6blm BRINEIUIEH, HO B MHBEPTUPOBAHHOM BHMIE («33aJIOM Hamepens).
Takasd HHBEpCHA KCIIOJb3YETCH MHOrIA KAk CIOcOO peryasuuu pas-
eutua daros (para Mu Escherichia coli), a Taxoke oBpazoBaHUA XKIy-
THKOBBIX aHTMFeHOB Y canbMOHeLT {puc. 32).

P, hin
L hl Iolpl 1 hi ] h2 ] ,_L_> JIHK-uunepraza
(O -
Penpeccop hin P,

Gnarennyn H1 $narenniy H2

Puc. 32. Cxema perynayun cuhtesa dnarennunos y Salmonelia typhimurium
(no XecuHy 1985, ¢ naMenennamu):

h,, h, — Céxel, KORNpYIOWWE DNArBNNNHLI H1 u H2 cooTeetcTBERKO; rhl — reH-perynsTop; hin —
TeH, KogupyIowui SHK-unBeprady, P, — NpOMOTOpP ARA reHOB h, 4 rhi.

Koraa npomotop P, HAXOAATCA B 6naronpuATHOR OpWenTauun ARA TpaHcKpunuww h, rhi, obpasyer-
¢ chnarennuH H2, a cuntes gonarennnna H1 Gnokupyetca penpeccopom. MNpn 0OPaTHOR OPUEHTALHH He
06pa3yeTca HY chnarennuua H2, Wi pENPeCCOPa, @ TpAHCKPUNLKA NoXyCa dhnarenniia H1 ocywecTsna-
€TCA € COOCTEEHHOro NPOMOTOPa. NSMEHEHHE DpHEeHTAURA P, npon3aoanTeA [HK-UHBEPTA30N, KORNEY-
€MOW reHOM hin, aKTHBHOCTL KOTOPOTO HE JABACUT OT NOACXKEHUA P,
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Inaga 12. Perynsiuus 6uocuxTe3a 6enkos
Ha 3Tane TPaHCAALHM

J0 HepaBHero BpeMeHH CYUTANOCH, 4TO PErynauLva Ha YpOBHe
TPAHCHALMA XaPAKTEPHA NOYTH UCKNIDYUTENBHO BNS SyKApUOT, rae
CYUIeCTBYRT BPpeMEHHOE W NPOoCTpaHCcTBeHHOE pa3obuleHne
TPAHCKPUNLWKA ¥ TPAHCAALMW B CBA3Y C Hanu4veM 0B0novKu agpa
¥ (OPMWPOBAHWEM LOAMOKMUBYLLWX, «3AWMLLEHHBIX» Benkamm
WPHK srgpopmocom, OTKpbiThiX A.C. CnvpuHbIM.

KOCBEHHBIM YKa3aHWEM HA CYLLECTBOBAHWE Perynsuvu TpaHc-
NALWY Y NPOKAPUOT ABNAETCH pasnudue 8 CKOpocTu 06pasoBaHus
HEKOTOpbiX GENKOB, KOOUPYEMBIX OOHUM U TEM XE& PerynoHoMm 1
TpaHchupyeMbixX C 06 LLEN TOIMLMCTHOHHON MaTprLs (WPHK}, kak,
Hanpumep, B cnyyae cybvepauHuy, PHKM v HekoTopbix pubocom-
Hbix Genkos,

CyllecTByeT NOTEHUMANBHAS BO3MOXHOCTE Peryisuun CKopo-
CTW TPAHCHALMKW HAa OBYX 3Tanax: Ha aTane GyMocuHTe3a B CO60pKN
KOMMOHEHTOB annapaTa TPaHCAALWKUW U Ha 3Tane Ux QyHKLHWOHY-
pPOBaHMA,

12.1. Perynauua #a 3rane 6MOCHHTE3A H COOPKH KOMMOHEHTOB
annapara TPaHCARLMH

OCHOBHHMM BHCOKOMONEKYIAPHbIMK KOMNOOHEHTAMH aIiapara
TpadcnauuH aeaaoTea amuHoauun-TPHK-cuHTeTas («Kooa3bls,
APCazni), tpancnoptHeie PHK (TPHK), pu6ocomunie PHK (pPHK),
uHbopMauuoHupie PHK (WPHK), pu6ocoMuble 6enku u GenkoBhie
daxTops TpaHCHSLMH.

AMuHoani-TPHK -cuHTeTa3bl npencrasisior coboi HOBOJBHO
kpynuule (40—400 x[la) Genku, vanie Beero MyJIbTUMeEpHBIe (COCTOs-
wue u3 cyGpeaunHul). Yucao ux BUIOB paBHO YUCTY NPHPOIHBIX AMH-
HOKMCJIOT. YpOBeHb BeeX Wil bonblirHeTBa APCa3s peryIupyeTcs: Ko-
OPIHHUPOBAHHO 1 NPOIIOPIHOHANEH cKOpocTH pocTa. M36biToK aMu-
HOKHMCJIOT He OKA3BIBAeT Ha cuHTe3 APCa3 npsMoro pelrpeccHpyOILEro
nedictBug. 3HaduTenbHas 4acTb APCas 9yKapuoT accollMHMpOBaHA ¢
nonupubocoMaMu M OPraHH30BaHA B HOAUGEDMEHITHbE KOMNACKCH.
IToaToMy B OTHOLIEHHH MX NEHCTBYIOT PETVJSTOPHBIE MEXAHH3MEI,
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XapakTepHble I YIpaBleHWA aKTHBHOCTBIO (epMEHTHBIX aHcamb-
Jeit (eM. . 13).

Tpancnopmusie PHK coctapnsior okono 10—15% Bceil KietodHoit
PHK u kopupyrorcs 50—60 reHeTHYecKMMM JIOKyCAMHK. BMOCHHTE3
TPHK npoxonur npoMexyrouHoe oSpa3oBaHue IpeAlllecTBEHHHKOB,
KOTOpble 3aTeM YKOPaYWBAIOTCH H MONUGUIUUPYIOTCH — SRIEHUE,
Ha3bIBAEMOE Hpoyeccitheom, WK «co3peBanueM» TPHK. Hanpumep,
npellllecTBeHHHK THPO3HHOBO# TpaHcmoptHoit PHK (TPHK™?) y
Escherichia coli conepxvt 129 HYKIeOTHIORE, 3T0 Ha 44 HyKineoTHIa 60Mb-
I1e, YeM «3peiag» dopma. Takoii npenilecTReHHIK MOXHO BBAETUHTD
U3 TeMIlepaTypOYyBCTBUTENbHOro (ts) myraHta ¢ gedexroM PHKas.
OH noaBepraerca npoueccHHry ¢ yuacTueM aByx PHKas: P u PIII
(puc. 33a). Heobxonumo otmetuthb, yto PHKaza P coctout w3 PHK
(100—400 HykreoTnaor) u 6enka, npudyem PHK cama mo ceGe Moxer
BbIOJIHATD GYHKIIMK (hepMeHTa, KaTAMH3IHPYS MPOIIECCHHT, TOFAA KaK
6eN0K TONBKO CTUMYJMpYET €€ aKTHBHOCTR. TakuM obGpasoM, PHKaza P
SIBJISIeTCS TOKa He OYeHb MHOTOYMCIEHHBIM IIPHMEPOM puboauma, T. .
¢epmenTa, npencrapasomero coboil He Genok, a PHK.

CreayronmM aTanoM nporeccudra MHorux TPHK asasetca modu-
durauus ocroeéaruii, KOTOPas OCYMIECTRIAETCS NPH MIOMOLIH GONbIIO-
ro KonudecTsa ¢epMeHTOB (Gonee 60), IOCKONBKY AaXe OMHA i T4 XKe
MOIMGUKAIHA OCHOBAaHHSA, HAXONAUIErocd B pa3sHBIX YIaCTKAX MOJe-
kynsl TPHK, MoXeT ocyliecTBAATECE pasHBIMH GepMeHTaMu. Croco-
Obl MoAudUKALHK HA IpUMepe Ypalllula IIpuBeIeHEl Ha puc. 336,

Baxio OTMETUTH, 4TO B Ipoiecce IBONIONKH (IIPH BO3HHKHOBe-
HHu GoJiee BBICOKOOPFaHM3OBAHHBIX OpIraHW3MOB) KOJHYECTBO MOAK-
¢uupposaHHbix koMnoHeHToB B TPHK BO3pacTano. 3ro ykasbieaeT Ha
BAXHYIO PEryJISTOPHYIO pOib MOJUGUIIMPOBAHHBIX M30aKILENITOPHLIX
TPHK. Tanee paccMOTPHM THITOTE3B, KACAIOLIHECS BO3MOXHBIX MeXa-
HM3MOB PErysiluH TPAHCISIUHH, OCHOBAHHBIX HAa MCIIOJIB30OBAHMM
usoakuentopysix TPHK.

Pubocomnsie PHK y 3yKapHOT NpeACTABIEHH 4YeThIpeMsi THIIAMH:
285, 188, 5,85 u 58, y npokapuoT tpemsi: 238, 168 u 55. Kpome Toro,
B MUTOXOHJpHMAX K XJOPOIIACTAX IYKAPKOT COAEPKATCA pUGOCOMBI,
OMu3kKe 1o cocTaBy K npoKapHoTHieckuM. ['enoM Escherichia coli co-
IepXnT 6—7 onepoHEB, BKITIOYACIINX IoKycH BeeX Tpex pPHK, a Takke
pa3soe yucno nokycoB TPHK. B npouecce tparckpuniiuu cHHTE3k-
pyetes: 061K TPAHCKPUIIT, NOABEPraoIUKHcs NpoueccrHry (puc. 33B),
KOTOPBIH OCYL(eCTBIsAETCA B XOJE TPAHCKPHIIUMH, TaK 4YTO OOuIMii
TPaHCKPUNT JiuHo# 5600 HYKIEOTHIOB MOXeT 6HITH BBLOEIEH TONBKO
B cUCTEMe in vifro WIH Y MYTaHTOB ¢ aedextom PHKas. PHKaza ITI
(PHNOHYKTea3a) «y3HaeT» ABYHHTEBbIE YIacTKu («iepelllKK IETEMbs ),
COOTBETCTBYIOLME FPAHHIUAM JIOKYCOB TpaHckpubupyembx PHK. ITocie
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PHKamn P PHKasa PIIl

TPHK™ a

Putosa ._l Puboza
6)

| Joxyc 165 PHK ;,  Jloxyc TPHK | Jloxye233 PHK ,  Jlokyc 55 PHK

—_—
PHKIT

168 PHK

PHKasa IIT
B)

Puc. 33. Cxema NpoueccuHra TMp03nHoeon TPHK

Ha nepeom atane ¢ XOHUA 5'yaanaeTCA 41-4yKneaTMAHLIA hPaTMERT NyTeM PactlenfeHiA TONLKD-
OAHOR CBA3M 3HADHYKNBA30# (PHKasoh P). 3atem ¢ kOHUA 3 yaanaeTcs 3-HyxneoTHAHbIR ¢hparMeHT ¢
NOMOWLI0 eWwe OAHOR JKAOHYKNea3wl (PHKaawl PIit ). OTwenneHubig hparMeHThI paspylianTcA Apyri-
MM HYK@a3aMu (a).

BoamoxHeie crocober MOAKGKKaUMK ypuauta B TPHK (6):

1 — 3aMeHa kucnopoAd Ka cepy ¢ 06pa3oBaHMeM THOYPUAMHA,

2 — MeTANNpoBaHKE C 06PAI0BARNEM PNEOTUMHANHE;

3 — rMAPMpOBaHNE SBOWHON CBA3W C 0OpPa30BAHNEM BRMMAPCYPHAVHA;

4 — WzoMepuaaumn ¢ 06pa3nBaHUeM NcesioypHanHa.

CxeMa npoyeccuidra B XOAe Tpanckpunymi NOKyCoB pPHK (B). PHKa3a Plil pacwennser o6wui
Tpanckpunt, 0Gpazyemuid PHKM, HenoCpeACTEEHHT B XOAS8 NPOLECCa Cpady ROCNE 3ABEDWAHWA TPAHC-
KpMNUKK 048POAHOTD NOKYCa

neiicteust PHKaswl 11 o6pasyrotes He «3penbier monexyabl PHK, a
HX npeflilecTEeHHUKH, KOTOpPbIe IOABEPraloTCs JaNbHERIIeMY Npo-
neccuHry. B cryqae pPHK oH MoxeT cocTOATh, HapUMED, B MemiLiu-



POBAHUU, KOTOpOe OOBIMHO OcYILecTBIAeTca nocie Toro, Kak pPHK
BKJIIOYEHA B COCTAB cyOdacTHIbI PHOOCOMBEI.

Y HekoTopbix syKapuoT npouecciHr 288 PHK coctouT B ynaseHuu
WTHUIHEro» (PparMeHTa (urmpoHa) TOCPEACTBOM aymocrialictn2a (OT aHrl.
splice — cpaluuBadue KOHUEB), IIpu KoropoM PHK BbinosHser poib
<ncesiodepMeHTas (eule ONuH BpHMep pHBo3uMa), KAaTATM3UPYIOUIETO
CoOCTBEHHBI MpoUecCHHE B OTCYTCTBHE GeKOB-(epMeHTOB.

CTyneHYaThlif IPOUECCHHT NTO3BOMAET OCYILECTBETD PEry/IauKIo Ha
KaXKA0M 13 31anioB OuocHHTe3a H cOOpKH, a yKasaHHas opTaHH3aliHs
nokycos obecnieyuBaeT ofpazoBaHue Becex pPHK B paBHBIX cooTHO-
IIeHUAX.

Cunres pPHK 1 pu6ocoMHBIX GeIKOB perylupyeTcs koopduniupoean-
HO W OnpelensieTcsl aggexmusHocmpio paGomet aNMapaTa TPAHCIAIME:
HanpHMep, NIpH ASPUIHTE aMHHOKUCIOT TPAHCKPHITHA JOKYCOB, KO-
nupyiomx pPHK u pubocoMHbie Gekit, HOAABIAETCA ONHOBPEMEHHO
{curHanoM cIyxuT ryaHo3uH Terpadocdar). ITonpobHee o6 atoM GyneT
pacckasaHo B INaBe, NOCBAIEHHOH peryiIdiMi CKOPOCTH POCTA.

Hugpopmayuonnan (mampuunas) PHK y mpoxapuor, KaK npasuio,
TTOJIHITHCTPOHHA, 4 Y 3YKapioT — MOHO#HCTpoHHA. IlporieccHHr y ayka-
PHOT COCTOMT B BBIPE3AHHH UHMPOH08 (HEKOMUPYIOIMX MOCTENOBATE b
HOCTeid) 1 B cINaificHHIe 9K30408 (KOJUPYIOLIHMX NOCAENOBATEILHOCTEN ).
3areM IPOMCXOMUT METWIMpOBAaHKEe ocHOBaHUE (B cpenmHeM HPHK co-
IEPXKUT QMHH OCTATOK METIWIMPOBAHHOIC afleHHHA HA 4YeThIpecTa OCTaT-
KOB HEMETWIHPOBaHHOIO afeHnHa), Ha xonne §' nocrpansaercs cremy-
¢bHyecKas TPYIINHPOBKA, TAK HA3bIBAEMBIN «Kdm» (cap), a Ha KOHue 3
MOCNEA0BATEIbHOCTL U3 OCTATKOB AN€HHJIOBOM KMCJIOTHI, BKIIOYAIOIIASA
o 100—400 HykneoTHACE. Posb 2TOH MocieNORATERHOCTH OCTaeTCsa He-
sicHolt. ITocTynusias B muromasMy kPHK cyiiectByer B BiMe HyKine-
ONPOTEHITHOTO KOMIUIEKCA — UHhopmOocom H B TAKOM BHIE MOXET COXpa-
HSITBCS JTHTEIBHOE BPEMA A0 HACTYTUIEHMS TPAHCIIALIMH,

s npoxkapuor npoueccuHr uPHK e xapakTepeH, XOTA B HEKOTO-
pox uPHK apxeGaxrepuii Taicke oGHapYyXeHbl HHTPOHH, a Y Escherichia
coli TOMUUMCTPOHHBIE TPAHCKPHIIT JIOKYCa, BKIIOYAIOUIETO NeHel pHGo-
coMHeIx Genkos L1, L7, L12 u rennt B, B’-cyowenunun PHKII, noggep-
raercs nNpoleccHHIyY, B PE3ynbTare KOTOporo oOpa3yioTcs pa3lesihHBIe
uPHK jns pubocomubx 6enkos i cydbemuHun PHKII.

Y MHOrHUX NpoKapuoT OGHApYXeHBl Takke ITOIHANEHMIAPOBAH-
Hole uPHK (Escherichia coli, Bacillus subtilis, Bacillus brevis,
Rhodopseudomouas capsulata, Rhodospirillum rubrum, Methanococcus
vannielii, Caulobacter cresceutus u jnp.), cofepxawme or 5 1o 180 oc-
TATKOB af€HWIOBOI KKCIOTHI (1S 3TOr0 MCHOAB30OBANKM MYTAHTHI, Jie-
¢unutHeie o PHKa3am). HokasaHo, ¥1o ody HauGollee XapakTepHbl
JUIsI ceKpeTHpyeMBIX GelKoB.
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INpakTuiecky OTCYTCTBYIOT CBeJeHHA O Pervisuuu ofpazoBaHHs
benkogsix axmopoe mpancasyuy. Y IpoKapHOT 3T0 QaKTOpbl MHKIK -
anuu (IF-1, IF-2, IF-3), sanonranuu (EF-Tu, EF-Ts, EF-G), Tep-
muHauu (RF-1, RF-2, RF-3). V aykapuor ux 6osbllie, OHM CIOXHee
[IC CTPOCHHIO: TOAbKO (aKTOpOB HHMIMALMH HACYMTHIBAETCS CBBIIIE
BOCEMH, 3310 (aKTOp TepPMUHALKK BCEro ONMH.

HO NMOJY4YEHHBIM 34 IOoCIeaHee BpeMAa CBEISHUAM, HCKOTOPHC 13
3TUX (HaKTOpOB cHOCOOHBI MOTMMUKPOBATECA: HANpPHMeEp, Y 3YKa-
PHOT MOXeT MpoMcXoduTh GochopunupoBaHue GakTopa HHHIMAIIMM
elF-2 u ¢dakropa anourauuu EF-1, a Taxke ADP-pufosmnuposaHue
¢dakropa EF-2, 4yT0, HECOMHEHHO, BiIMAeT Ha CKOpPOCTh Ipoligcca
TpaHcHANMK. B caydae npokapuoT o6HapyxeHo MeTIIHPOBaHie (ak-
Topa anoHrauuu EF-Tu Escherichia coli, ofHaKO perynsiTopHoe 3Ha-
YeHHe 2TOIC Npoliecca HEH3BECTHO.

12.2. Perysasis Ha atane yHku#OHMpOBaNuA
annapara TpanCARLMM

Perynauusa MoXeT OCYlIeCTBIATECA Kak Ha DTalle uruyuayui, Tak
H 3Tarie 3A0H2ayulL.

1. Peryssinsd MHMUMAIMKM, Y OPOKApHOT Peryasands MHRIUalK
TPAHCIAUKM OCYIHECTRIBIETCA TYTeM crenidHIecKoro CBA3LIBAHUA
perynaTopHeIX GelKOB ¢ uHMUHATOpHbIM patioHoM uPHK, B pesyns-
TaTe Yero TpaHCIAnUA nogassieTca. Takas perylIsiius cylllecTByeT IpH
pasButuu para MS2, B nmpoliecce KoToporo Genok o6omoYKu pery-
JHpyeT TpaHoaamuio Matpunbl PHK-penukaisl, AHAnOFHIHLIR Me-
XaHU3M JHeHCTBYeT NpH PEeryJIsuMH TPAaHCAALHH pHOOCOMHEBIX 6el-
koB Escherichia coli. I'enbl 52 pu6ocoMHbix 6eIKOB OpTaHM30BaHbl B
16 omepoHOB, B psijie clydaeB OHu O6BbedHHEHBI C JOKYCAMH KOM-
noHeHToB PHKII u ¢daxTopoB TpaHenauuu, M AAA MOQIepKaHUS
HX HE3aBHCHUMOIO U KOOPIHHUPOBAHHOTO CHHTEe3d HeoOXomuM Me-
XaHU3M «O0paTHOH CBSA3H», B PeayabTare QYHKUMOHMPOBAHMS KO-
Toporo u3GeITOK pubocoMmHbly Genkos (L1, L10 u np.) noxaenget
cobcTBeHHYIO TpaHcnAuuilo. MHoraa puGocoMa ofHapyxuBaer pa3-
HOE cpOACTBO K MHHIMATOPHBIM yd9acTKaM pasHueX uPHK, 6xaro-
Japsa 9TOMY HHHUMAUMU MOXeT TaKXe pelryJHpOBaThbCs CaMOl pM-
6ocoMoit. BTa ocofeHHOCTh ObIBaeT NOCTOAHHONK MM peryaupyeTcs
crellranbHeiMu GaKkTopaMu, B pedynpTaTe ObGecrieumBaeTcsa mudrbe-
PEHIKANbHAS CKOPOCTh TPAHCIAUMHE Pa3sHBIX JIOKYCOB MOJIKLIMCTPOH-
Hoi Marpunbl HPHK.

B HeKOTOPBIX cHeHHANM3IUPOBAHHBIX AYKAPHOTHYECKUX KIIETKAX
neyxnenodyedyhad PHK (Hanpumep, BUPYCHOIO NpOMCXOXIEHHA)



MHTHOMpYET TDAHCHAAIMIO, Bhi3bIBasi aKTHBALHIO MPOTEHHKHHA3MI,
docdopumipyomeit ¢pakrop uHuumauuu elF-1.

OnmrcaHa TAKXe BO3MOXHOCTb GIOKHPOBAHMS TPAHCISIIUM ¥ IIPO-
KAPHOT I1yTeM NpHcOemMHEHMA K HHuIHaTopHoMy yyactky uPHK
ocoboil koMInemenTapHoit peryasitopHoit PHK (mic-PHK).

HakoHeu, cymecTByeT moTeHUHANbHAA BOSMOXHOCTD YI1paBIeHUA
CKOpOCTBIO TPAHCIAIMM Y MPOKAPHOT Ha 3Tane HHUIHAOUM 33 CHET
U3MeHeHHMS NOCTYITHOCTH (KOJMuYecTBa) HHIHaTopHoi TPHK™ ko-
TOpas ABAfAeTcA 0Osi3aTeNbHON N9 MHMUIHATHH.

2. Peryaspws snoHraniiu. Co3zZaercs BeyaTIe HHE, 4T0 B OHOCHH-
Te3e GMONONMMEpPOB ONpeneNsoweil cTaaueil ABIsSeTCH MHHUHAIUA,
4 37an WIOHFraUMH peryluMpyercsl B MeHbllleli cTelieHH HIH COBCEM He
peryaupyeTcst (TIPH HATHIUK BCEX HEOOXOAHUMBIX TIpeIleCTBEHHHKOB
H kKotdakTopos), TeM He MeHee CYIllecTBYET HECKOABKO NMOTeHIIHANb-
HbIX BO3MOXHOCTEH pery/isiijid 3Tarna 3JMIOHFalMM B HPOLEcce TDAHC-
Jsuud. OnHa K3 TAKHX BO3MOMHOCTeH COCTOHT B HSOHpaTeNbHOH TpaHC-
nauuu Matpuusl MPHK 3a cyer cneuuduueckore Habopa nioakilen-
topHbx TPHK.

Hng 20 DpHpoIHBIX AMHHOKHMCIOT CyLIeCTBYeT 61 3Havaiiuii KoJZoH.
o npaBuny «HeoXHO3HAYHOTO cOOTBeTCcTBUs» Kpuka, AN ux TpaHe-
JUPOBAHUA HOCTATOYHO oK0JAC 30 aHTHKOAOHOB. OIHAKO B KIETKAX
3HayntesbHO Gonbite TPHK (19 HeKOTOpBIX aMHHOKHCIOT Mo 3—
6 Tunnoe TPHK), HekoTophie u3 Hux crneuu$uIHB TONBKO K OXHOMY
M3 KonoHoB. Ecu JaHHas aMHHOKHCIOTA B JAHHOM Oeike KOnupyeT-
Cft UMEHHO TaKHM KOJIOHOM, TC HAaNHM4YHe MJM OTCYTCTBHE COOTBET-
cTByowel cneungudeckoit TPHK 6yner onmpenensTh BOIMOXHOCTD
TPAHCASALMH JaHHOI Matpuubi. B cpolo odepenb, B KiIeTke Habop H30-
axkuenTopHeix TPHK Moxer oueHb TOHKO perylHpoeaTbesl. [lokasaHo,
HallpuMep, YTO Ha pa3HbIX (a3ax pocta Escherichia coli vnu nmpu nepexo-
e orT xeMorpodHore k dororpodHoMy THITY nuTaHHsa ¥ Rhodobacter
sphaeroides natnonaercd peskoe uiMeHenue HaGopa TPHK. Takum
06pa3oM, JaHHBH cocob peryIsuKni MOXHO paccMaTpPHBATE KaK elle
OIUH NPUMEp CUCMEeMHOH pezyasyuu.

Hpyroii mpuMep OTHOCHTCA K Pa3BHTHIO (Haros, B IPOIECCE KOTO-
pore Hapsigy ¢ M3MeHeHHeM MpoLecca TpaHCKPHILMHK (cM. . 11)
onokupyvercsa tparcaAuus KPHK opranusma-xoasuna. B HekoTopbix
cnydanx (v Escherichia coli) 310 cBsizaHO ¢ mogudrakanueit pubocom,
nepecraomux «y3HapaTb» PHK Xo3sHa (1. e. 6M0KMpyeTesa HHKIIHA-
LM TPAHCALMH ), ONHAKO Y 3YKAPHOT 3TO obycIOBNeHO MoxugurKa-
uMeit GakTopoB 3OHralluM, VIS Yero UMEIOTCA chenuanbHbie dep-
MeHTBbI, ocymecTBusiomre Gochopunuporanue (B cnydae ¢akTopa
EF-1) wiu ADP-puSoanwiuposatue (B ciyyae dakropa EF-2), uro
PE3KO YMEHbIIIAET cpOACTBO JAHHBIX OeNKOB K pHHOCOMAM.



qTO KacacTcs mepMuHauuu TPaHCIALHHKH, TO crieqUuajibHbie MeXd-
HU3MBI PETYTAUHK B 3TOM clydae He OOHapyXeHbI (€C/IH He CYHTAThb
ofnuraTHO# 3aBucumMocTu nponecca ot GTP). OmHake HeobxonuMo
OTMETHTDb BO3MOXHOCTD «[IPOCKAKMBAHMA» PHOOCOMBI Yepe3 HeKOTO-
pHe «cinabbie» TepMHHHPYIOWHMe KOOOHB (Hanpumep, UGA), uto, ¢
OIHOI CTOPOHBI, NI03BO/IAET PHOOCOME TPAHCIHPOBATh IOMHLIMCTPOH-
Hble MaTpHUbl 6e3 nuccoumaumu or uPHK, a ¢ apyroit — ofecnedu-
BaeT oOpa3oBaHue HeboblIOro KomudecTBa Gosnee MIMHHBX I10IH-
MEeNTUI0B, MOTYLIMX BRIICJHATL BAXHYIO QYHKIIMOHANBHYIKO pONb (Ha-
npuMep, npu cbopke c¢ara Qp).

12.3. Perynauus Guocunte3a Genkos nyrem
NOCTTPAHEAAYMOHHOA MOAHIMKALMH

Hocmmpancaayuonnaa modughuxayua (NpolecCHHr) BENKOB MeHee
pacripocTpadeHa, yem IponecciHr PHK. Tem He McHee H3BeCTHH
CJIy4YaH, KOTOa TpH pa3BHTHHM HEKOTOPBIX BHPYCOB TPAHCIISIILHA [OJTH-
LHCTPOHHOM MATPHUBI NpUBOILHIA K 00pa3zoBaHKIO obuell nonunen-
THIHOH I{EIM, pa3pe3aeMoOil B JanbHelIlleM Ha HHIUBHIYaAbHbIe GejI-
KH cnepuduieckuMu MpoTeuHazaMu. KpoMe Toro, IMUPOKO M3BECTEH
MpoleccHHr psAfa GepMeHTOB (MMIeBAPUTEIbHBIX, HHCYIHHA H Ap.),
NMpeBpallAIoNHH UX HeaKTHBHBIE QOpMBI B AKTHBHEIE.

Y npokapHoT Haubonee pacnpocTpaHeHHBIM BHIOM HPOI[ECCHHIa
6eIKOB SBAAETCA YIANEHUE «CUZHAALHOZ0» HEenmuod U3 Moaexya cexpe-
mupyemsix beaxos. Taxue Genxku u depMeHTH (3KIOFHOPOIa3bl, GeNKH
HapyXHoH MeMOpaHsl u 1p.) conepxaT Ha NH, -koHue ruapodotHaif
nernTid 13 15—30 aMHHOKHMCIOT, KOTOPbid HeOOXONUM IUIA TpaHCIOKA-
HH Geska Yepe3 LMTOILNA3MATHIECKYIO MeMOpaHy B IPOLECCe ero CHH-
tesa. Ilocie 3aBepllieHUs TPAHCIOKALIHH «CHIHAbHBIHY NEenTHI, YIANS-
€TcA crnelMANbHOi «cMrHanbHOM» nenTumazoi (IoapobHee 06 3K30-
depMeHTaX — B [1aBe, NMOCBAIIEHHON MponeccaM SKCKPeUyu),

K rpynme npoueccoB MNOCTTPAHCISLHOHHON MOIMPHKALMH MOX-
HO OTHecTH ¢epMeHTaTHBHOE NpHcoenuHeHue KodepMeHTOB (6HOTH-
Ha, ¢uaBHMHOB, TeMa u Ap.) K TOToBOH Monekyle anodepMeHTa, a
TaKXKe, ¢ HEKOTOpPOH noseil YCIOBHOCTH, U (HOPMHEPOBAHUE MYJNBTH-
MepHBIX GEJIKOB M3 HECKOJbKHMX MOJTHIENTHAHBIX Leneid ¢ ydyacTHeM
Bearoe-uaneporos (cTpecc-GelIKOB, GeJKOB «TeIUIOBOTO IIIOKA»).

12.4. Perynsiyus kpyroopoTa Genkos nyTem #36HpaTenbHOro NPOTeoH3a

KonuuecTBeHHB#H H KadecTBeHHHR cocTaB OEJIKOB B KIETKE MO-
JKeT pelyJMpOBATbLCA He TOJBKO Ha 3Tame MX OMOcHMHTE3a, HO ¥ Ha
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aTane Aerpagauiy. B HopManbHO paCTYIMX KIeTKAaX GAKTepuil 3a Kie-
TOYHBI WK pachamaeTrcd HeCKONMbKO NPOUEHTOB CYLIECTBYIOIMX
Genkos. Bonee BbICOKAsA CKOpOCTE KPYTOBOPOTA 6elKa XapaKTepHa I
TepMoGhIIBHBIX OpraHM3MOoB. B yCIIOBHSIX rofiofaHus CKOPOCTh pacnala
BO3pacTaeT B HeCKOAbKo pas. [IpoTeonys KietouHbiX GelKoB BHITION-
HAET ABe BaXHble byHkiMu. Bo-NlepBhIX, pacmieIUIRIOTCA HeHYXHEIE B
OAHHBI MOMEHT (epMeHTh, GYHKIHOHUPOBAHIE KOTOPBIX MOITIO 61
BbI3BATh nUicOanaHc meTaboMM3Ma, M BOCIONHAETCA PeCYpC aMHHO-
Kucnot. Bo-BTophIX, MUKRUAMPYIOTC «olliMBouHbler GenkH, BO3HM-
Kawe B pe3ynsraTte cbosi B OHOCHHTeTHYECKHX TIpoueccax WiIK 34
cyeT MyTaymil,

[Iporeonuns urpaer ocobeHHO BAXHYW POIb B Ipoueccax KAeTod-
Holt muddpepeHUMPOBKH, © eM, HATIpUMeP, CBHAETEIBCTBYET yTpaTa
criocoOHOCTH K clopoobpasoBaHMIO IIPH JedeKTe CHHTe3a IPOTeHHAS.
Bo3sMoXHBI 182 OCHOBHBIX TUIIA (TpoTeoansa: A TP-nezasucumuii i ATP-
3asucumbiii. [TepBblif aKTHBMpYETCS B YCIIOBHSX FoJiogaq¥isi 1 He Tpeby-
€T 3aTpaThl 3HepriuH; BTopoii TecTBYET [TOCTOAHHO 1 Becbma H36Hpa-
TeNbHO. B 3TH cUCTeMBbl, BeposiTHO, BIJIIOMAIOTCH pasHble GepMeHTEHL,
TaK KaK HeKOTopble HHTHOHTOPE! IPOTeHHAS MOIARIAIOT MepBEIH Ipo-
Hece X He BAMAIOT Ha BTopoif. ATP-3aBHcHMbIil TPOTEONM3, TIO-BHAN-
MOMY, BKAIOYAeT CTaXHI0 «y3HABAHMS» aHOMAaNbHOTo Gesika M Baele-
HHUE B HETO METKM, KOTOPOH ARMsSeTCd ClleIHANBHEIH G6eNMKOBBIH areHT —
yOuxumun, Toclle Yero MedeHbId Oefiok NogBepraeTcs Aerpamxayuu
[IPOTEHHA3AMH.

MexaHn3m «y3HaBaHHg» AHOMANBHBIX WIM HedYHKUNOHAIBHBIX
OenKoB HeW3aBeCTeH, CKOpPee BCEro, BAKHYIO po/ib B HEM MIPAKOT 0CO-
GeHHOCTH TPETHYHOI CTPYKTYPHI GeNIKOB, M 3aMeHa Jaxe ogHOM aMH-
HOKHCJIOTBI CHJIBHO CHIXKAET YCTOHYMUBOCTh Genka K BHYTPUKIETOU-
Homy npoteonusy. [locieaHee o6CTOATENBCTBO MOXET CYIIECTBEHHO
MelllaTh TIONYYSHUK) MUKDPOOP2aHUIMOE-CaepXnpodylienmos, ¥ KOTOPHIX
NOBBIIEHHOe 00pa3oBaHHe UENeBOIo NMpOAYKTa OGYCIOBJISHO MYyTa-
UHMAMH [0 COOTBETCTBYHOIIMM depmeHTaM. Takue depmeHTHl GyayT
BOCHpWHHUMATLCA CUCTEMOM y3HaBAHWS KAK aHOMAalbHBlE M IOABED-
raTbeA NPOTEONIN3Y, YTO TOPMOZHT OMOCHHTeTHYeCKHME MpoUeScChl, a
MHOTIA M pocT MEKpoopraHuama. Cnepndnsteckuii (ATP-3asucuMBIit)
HPOTEOAN3 MOXET JOMOMHATE pelyIauuio 1o MeXaHU3My KaTabouT-
Holi penpeccid. Haripumep, vy HEKOTOPEIX ApoXoKeH TMOKo3a He TONBKO
penpeccupyem curnmes olipeae/leHHBIX depMeHTOB (MaTaTaerHAporeHa-
3ul, DEIT-kapGokcuwiasbl), HO M CTUMYNIMPYET UX HPOMEOAUMUNECKYIO
dezpadayito, MO-BUIUMOMY, 3a CIeT UHIYKUMH HIM aKTHBALHWHM COOT-~
BETCTBYIOHIEH MpoTeMHaskl. Perainyo poss HrpaeT npoTeo/in3 B TaK
HaabBaemoit SOS-pezyasyuu, T. e. akTupauuu SOS-perynoHa, BKIOYa-
1opero okono 20 reHoB, KOTOpble MHIYIIMPYIOTCS B OTBET HA HEKOTO-
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peie mospexaenus JHK ¢ oGpasyoT nponyKThl, y4acTBYIOUWIUE B ee
penapayui. CpellM 3THX NPOIYKTOB MPHCYTCTBYeT Genok Recd, yua-
CTBYIOUIKH B pAjle KASTOUHEIX NpolleccoB (peKoMOMHAMH, pacmien-
ey ATP u nponykros Aerpagauiu JHK nmoasepraer npoteonut-
qecKoMy pacuieieHno 6enok LexA, penpeccop SOS-onepoHa. Ta-
KHM 06pa3oM, IpH NosBleHUHU B KACTKe NMpolykTos Terparayus JHEK
AKTHBHPYIOTCA NPOUECCH €e penapanuu.



Inasa 13. Perynauua aKTHBHOCTH 6ENKOBbIX
NOCPEAHHKOB GHOXMMH4ECKHX NPOLIECCOB

Perynauma akTmeHocTH roToBbix Genkoebix NocpeaHnkos (dep-
MEHTOB} nanaeTcA Gonee «BLICTPOAEUCTBYIGLLMM» MEXRHU3MOM W
paHbile OTKNWKAETCH HE W3MEHEHWE BHELUHWX YCRORWA, YeM pery-
NAUMA BHOCHHTE3a 3TVX NOCPEaHNKoB. OAHAKD, KaK Mbl YKE OTME-
yanu, oba ypoBHA perynaumMmn HeobxoammMel ANA KOOPAWHWNPOBAHHO-
roynpasnexHns HBUoOXMMUYECKUMW NPpoLBCCamMi B KNeTke. B ceoi oye-
peib, NPoUEecch Peryniuvm akTURHOCTW BENKORLIX NOCPEAHWKOB
MOXHO PAa3feNvTe Ha Age HONLLUWE MPYNNEL PECYIAUAA @KTUBHOCTH
ayrem obpaTiMoi KOBANEHTHOH MORMpMKaLM NOCPeRHMKa y pe-
ryRfiLWA aKTMBHOCTWY 83 KOBA/TeHTHOM MOAUpMKaLm1 TOCPEAHNIKA.

13.1. Perynaumsa aKTBROCTH 6EAKOBLIX OCPEARHKOB AYTEM
HX KOBANEHTHOH MOZHGIUKALWM

OTnuuKe 3Tore MeXaHW3Ma PeryisuHH OT HOCMIMPAHCAAUUOHHOU
Moduguxayuyx (Ha ypoBHe OBMOCHHTE3a GeJIKOB) COCTOUT B 06PAMUMO-
cmu TPouEcca ¥ OTCYTCTBUM M3MEHEHMS OAlHb nOAUnenmuoHol yenu.
Kpowme Toro, u 310 0cofeHHo BAXHO OTMETHTH, 06e gopm — modu-
puyuposannas N HemoOOUPUUUPOBANKAR — aKMUEHbB, XOTA U pas3iHya-
10TCA M0 BeAUYHHE aKTHBHOCTU H/HIIH 110 peryjJaTopHbIM CBOUCTBAM.

Y 3yKapMoT caMbIM paclipocTpaHeHHEBIM criocotoM MoTubHKAuHH
sapigeTca gocgopuatpocanie. OIKHH U3 Haubo/ee HIYISHHBIX TIPHMe-
pOB — Ipouecc CHHTE3a U pacnana aauxozeha (puc. 34).

dochopuwinpopatie ¢epMEeHTOB, YYACTBYIOMRIMX B CHHTE3e K pac-
naje TKKOTeHa, OCYLIEeCTRIANeTCS KMHA3aMM, KOTopble CaMH aKTHBM-
pyotcs cAMP. Kak yXe orMevartock, koHuentpauud cCAMP B Kietke
obpaTHo mpomopnWoHajgbHa KoHueHTpauuu ATP. CnemopartensHo,
nompebrocms & snepeuu (Hakorienne cAMP) npusonur x docdopu-
JTUPOBAHKIO YKA3AHHBIX (DEPMEHTOB, T. €. K CIUMYAAYUY 2UGPOAL3A TTTH-
KOTEHA U MOpMONcerUre e20 cunmesd. JJonofHUTENbHAS CTHMYISUHA
THOpOANA3a JOCTUTAeTCs 3& c4eT aKTUBKMpywmero addexra AMP, ko-
TOpBIiT HAKAIUTHBAETCA TIpY CHIDKEHWH 3HEPreTHIECKOIO 3apala KIeTKH
(nepuumre sHepruy). HanpoTus, NMpH HakoreHMyH rawoko3o-6-doc-
daTa, YTO CBUASTENBCYBYET 00 AKTHMBHOM NpPOTEKAHMH 3HepreTHue-
CKMX IpoleccoB (IMHKoNKU3a), THAPOIN3 IMKKOTeHa TOPMO3UTCH.
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l7 AKTHRHPOBAHHE
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)
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Hurnbuposanue
AMP «ATP «€— Imiokozo-6-dochar

AKTHEHPORAKHE

Puc. 34. Cxema CuHTR32 W Pacnafa rMUKOreHa.

Hemogudmunpoesarnan qpocthopunasa b ManoakTMena n aKTuenpysTca AMP (r.e. npu pacxonosa-
Huw 3uepruu), Ee chocdropunuposanHan thopma, hocgopunasa 2, HaNPOTHE, BLICOKOAKTHEHA W HHIM-
OMpYATCA MIOKOI0-6-choCcdaTom (1.8, Npu M30sITKe 3Heprun). HemoaUbHUMPOBAHHAA IMUKOrEHCHHTE-
Ta3a J BLICOKDAKTMBHA, TOF/A KaK 68 MOANNUMPOBAHHARA (POpMA, TIUKOreHCHHTETA3A [, MaR0aKTHEHA
W aKTUBNPYETCRA MMioKo30-6-thoccpaTom

Y npokapMoT, KaK MOKa3aHo B NocneaHee BpeMsA, ModudHKanus
Genkos myreM KX dochopINpoBaHHS TAKXKe PACTPOCTPaHEHA FOCTA -
TouHo wuMpoko. Tak, B Tpouecce HHUUWANKH cropoobpa3zosanua y 6a-
UMJUT AKTHBUpPYETCH TPRHCKPHMIUMS pdafa MeHoB, KOTHPYOLMX Oen-
KM, YacTh KOTOPBIX ABIAETCA NMPOTEHHKMHA3AMH (MPOIYKTH JIOKyca
spoll)), a yacTe — akuenropamu dbocdata (IpoAYKTH Nokyca spoOA).
OpyH K3 DocnefHUX GenkoB cliocobey ceaspiBaThes ¢ JHK 1, no-
BUIMMOMY, SIRIASTCH peryasTopoeM TpaHckpunurn. Pocdopuwinposa-
HHMe BJIHAET Ha er0 peryIATOpHBIe cBOHCTBA. PTOT Xe Geflok HeobXxo-
IWAM s passutus v KietokK Bacillus subtilis cocTroanusn xomnemenm-
Hocmu (T.e. cIoCOOHOCTH MOTNIONIATh U3 cpeabl yyxeponHyo JTHK).
Tlyrem dochopUnnpoBaHNA peryliMpyeTcd TaKkKe aKTHBHOCTb HEKO-
TOpBIX 6eNKoB Y Rhizobium, yqacTBylomMX B gukcayuu azoma, a TAKxe
B mpancnopme IA-W TPUKApOGOHOBBIX KUCNOT. Perynauus TpaHcnopra
caxapos myTeM dhochopWINpOBaHKA KOMIIOHEHTOB ocghompancgepas-
Holl cucmemu: ob6Hapyxena y Escherichia coli. Boobuie Xe y sToit 6ak-
TepHH HaltneHo okono 170 6enkoB, ¢cnocoOHEX GOChHOPWINPOBATECS.

OpHako HauGonee M3yYeHHBIM TPHMEpPOM PEerylsudM NMyTeM Ko-
BaneHTHOI MogudbHUKaUMK ARNAETCS adeHuuposarue W ypuduaupoea-
Hie HePMEHTOR B CUCTEME PeryjIIMy aKTHBHOCTH ITIyTAMUHCUHTETA-
3bl (I'C) (puc. 35).

¥YkazaHHasa perymsauus aktHsHocTH I'C gononHsieTcsa peryngumeit
Ha ypoBHe GHocHHTe3a depMeHTa: HeMofHbuuMposaHHbli Oenok PII
9epe3 MoCcpeICTRO JPYTHX CHeuNabHBIX GeNKOB NoJaRIseT TDAHCKPUII-
umw nokyecos I'C. B cBolo ovyepenp, 3TH GelIKOBBIe PErysSTOPB MOTYT
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Tayramatnernaporenasa (CA)

/ \ NH,*
NADP NADPH
Buicokan
ATP ADFP+P ronne
Layramar + NH.* nyraman 2-Oxkcornyrapat ——
1 TyTamuneunteraae (I'C) L
|<_ Cranymposaiine 3 [py koK HEWCHN-
Crumyauposasue NH4+
PII
ATP i PP UMP UTP
AT
T HO PP
ADP P
PI-UMP
Cruuyauposaiine
NADP NADPH

TyTaMun: 2-oxcornyTapar-aMunorpancgepasas (FOCAT)

Puc. 35. Cxema perynaumu rayTaMMHCUHTETa3bl

AKTWBHOCTb [MYTAMUHCHHTETE3b), COCTOAWIEH M3 12 CYOheAvHIMY, PEryNnpYETCA AREHWANPORAHH-
eM {npucoemHen em 12 AMP) U 4oafeHUNKPOBAKMEM, KATAM3MDYEMbIM ANeHMNKNTpanChepa3od (AT}.
B afleHMNUPOBAHHOR (hOpMa [0 MOHEE AKTUEHA K 338ucHT 0T Mn?, 2 ne ot Mg™. B ceow ovepess,
aKTHBHOGTs AT perynupyerch Genkam Pli, KOTOpsIA MOXET HAXOAWTLCA B YRUTNINPOBAHHOW UNK ZeypH-
ARNKPORAMHDA (POpMB. WX 06pa3nBanve KATANWIARYETCA YPUARIMNTpancEhepasod (YT). Ypuannupo-
B8aiue Pll CTUMYNUpYSTCA 2-OKCOrMYTARATOM (HAKZNAMBAGWMMEA NP HEAOCTATKE A30THOO NHTaNHWA),
B peayneTate 4ero [C akTueupyarcs, Tax kak PU-UMP crumynupyat 06pasosanine akTuBHOW, HAMOAW-
uunpoBakHoi dropmel TG, HANPOTHE, NpK M3BLITKE 230THOTO NKTAHKA HAKANNUBABTCH FNYTAMUH, KO-
TOPbIA CTMMYNMpYET NapexoA P! 8 HemoaupbvuMpoBaHHyie opMy, CTHMYNHPYICLLYIO AAGHANHPDBAHNE
'C, 4TO CHXABT AKTWEBHOCTE NOCNBAHER

dochoprmpopatbea ¢ yyacTHeM crieurbHYecKHX NPOTEHHKAHA3 H
U3MeHATh CBOIO PerynaTOPHYIO aKTHBHOCTD.

Bce 3TH cobblTH — SPKUil IpUMep Kackadnou pezyaayuu — Hau-
Gonee 3(hbeKTMBHOTO MeXaHU3Ma peryIAuMH CIoXHBIX MeTabomuaec-
KUX TYTeil, KAKMM M SIBISIeTCA, B YacTHOCTH, a3OTHHRIH MeTabomu3M.

13.2. Perynsyua akTHBHOCTH GENIKOBLIX NOCPEAHNKOB TYTEM
HEKOBANEHTHOro B3aKMOJIERCTBHA C I exTopamu

1. BaaumogeitcTsye ¢ cyberpatami. GepMenTh!, AKTHBHOCTE KOTO~
DBIX perynupyeTcs cy6CcTpaToM, NOMKHBI MMeTh HeCKOMBKO aKTHBHBIX



UEHTPOB, CXOIHBIX 110 BPHpPOLe U B3aUMoIe HCTBYIONMX MEXIY coboil
(20MOmponnaa Koonepamuerocms). 31ech BO3MOXKHBL [Ba cllyyas:

a) npucoeTHHene NEePBOIl MONEKYNBI cybcTpaTa obaezvaem TpH-
coeIUHeHHe NOCAeAYIONIMX MONEKY/I, H CKOPOCTDh PeaKi Uy pacTer Io
AKCIIOHEHHATBHOMY 33KOHY (noaoxcumensHan koonepamuerocms). I'pa-
(GUK 33BUCHMOCTH HadanbHOM CKOpOCTH pPeakuMK oT KOHIECHTpalHH
cy6ecrpaTta umeeT S-o6pasHyio GopMy;

6) mpucoelyHeHde Neppoil Monexkylsl cybcTpata 3aTpyoHseT MpH-
CcoeaUHEeHUE NOCNeRYIOIMX MOTEKYI (0mpuyamensias KoonepamuaHocmbs).

AHATOTHYIHBE MEXAaHU3MBL pPery/ISiINK ZSHCTBYIOT IpH TPaHCMeM-
OpaHHOM TpaHcIiopre HeKoTopbIX cyGerpaTos (MofpobGHee 06 3ToM B
INMase, MOCBAUIEHHOH TpaHCIIOPTY CyOCTpPATOB).

2. BaaumogeiicTeUe ¢ NpodyKTaMu ¥ IPYTHMH adbexTopamu, oT-
JUYHBIMU 0T cy6cTpaToB. @epMeHTHI, aKTHBHOCTD KOTOPBIX PErynupy-
eTCH IO 3TOMY MeXaHH3aMy, JOJCKHB UMETh Paziudaouuecs o npupo-
d¢ aKTHUBHREIE IEHTPBL: Kamarumuveckuli (I B3aMMoIeicTBUA ¢ cy0-
CTpaTOM) u pezyasmoptsdti (I B3auMoneicTus ¢ 3 dekTopom). DTH
UEHTPH] 0OBIYHO pa3MenrieHbl Ha pasHbIx CyOReIMHMIAX gepMeHTa (KM
B obnieM ciydae — aatocmepuyeckozo Oeaka), IpU4eM CBA3BIBaHUE
a¢rpexTopa ¢ PeryJigTOPHBIM UEHTPOM BIHAeT Ha KOHGopMAaLIWIo Ka-
TANMUTHYECKOIO eHTPA M M3MeHseT CpoldcTBO K cybCcTpary, KoTopoe,
KaK TIpaBHIIC, CHHXAETCA (eemepomponHas xoonepamuenocms). [1pu
3TOM BO3MOXHBI paszHble oBcTOATENbCTRA:

a) B anabosuveckux (KOHCTPYKTHBHBIX) NponeccaXx KOHe4YHbIA
mpoIyKT MeTabommyeckoro myTH, HakaruIMBasich BBIIe ollpemelieH-
HOro YpPOBHA, NOJABIACT cBOH GHMOCHHTe3, UHIMOHPYA AKTUBHOCTb
Mepsoro (WIA COIHOro H3 MepsbiX) (pepMeHTa TaHHOTO MyTH («peTpo-
WHTUOHpOBaHHWe» WU feed-back inhibition) (puc. 36a);

§) B kamaboauxeckux (3HEPreTHIeCKHUX) MYTAX MeTaGonH3Ma om-
Puyamensuomit 3cpdeKTOpaMH 9aCTO CayXaT CoeIHHEHHMA, SIBIAONIN-
eca akkymyaamopamu 3nepeuu (ATP, OEIl n 1.1.), a apyrie Komno-
HeHmut adenuaamuoi cucmemur (ADP, AMP) MoryTt BelCTYNATE B Ka-
YeCTBE nosodcumeasibix addexrtopos (puc. 366). Takum obpazoM,
AKTHBHOCTL JaHHBIX QepMeHTOB 3aBUCHUT OT «3HEepreTHYeCKOro 3aps-
Ja» KNeTKU,

B) amubosueckue hepmermul (YJacTBYIOMHE KaK B KOHCTPYK-
THBHBIX, TAK Y B 3HepreTHUYecKHX MponeccaX) MoryT peryiupoBaTbCs
C MOMOILB0 06OMX MEXaHN3MOB (pHC. 368);

r) B pazsemenennpix OuocuHmemu+eckux MyTIX NMolJabieHUe oMHNM
M3 KOHEYHBIX NMPOIYKTOB aKTHBHOCTH (repMeHTa, KaTamH3MpPYyROIero
Havla/bHbIe 3TAMHI ITponecca, NpHBOIHIC OBl K RedUUNATY 1pYIHMX IIpO-
JyKToB gaHHoro nytH. [loaroMy meoOxoauma ocodas opraHusapysd
PelyIATOpHLIX ipoueccoB. CyIIeCTBYIOT ABe OCHOBHBIE BO3MOXHOCTH.

96



TpeoHHH sw———————dp O-OKCOOYTHPAT — — — HIONERLMH
-

TpeoHMHACIHIDATASY
A
HnrubnposaHne
a)
Cridymwposaue
Opykro3o-6-pocdar + ATP _V...._) Opykroszo-1,6-audocdar + ADP
DochodpykToimnsma *
A
v
DEIL
HurmSuposasne
6)
CrmynuporaHse Hurubsponasme
Haounrparacriaporeasa
Hurpar —3 Haoumrpar Iy 2-Oxcormyrapar = [iaytamar

"V
vapy — —» ATP - ADP

NAD |

Crumyanposanne
B)
Anszonaisd
3putpo3o-4-pochar + OEIT —wg 3-Jlesokcn-7-pochoapabinorenTynocoHar
A e l
P - Jrj
e > Tupo3un
= Tprnrodan
QenunanaHin
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Pue. 36. Perynaumua H30NEAUMHOM £BOBro BUOCUHTESA NO MEXAHUIMY OTPULATENLHON
06paTHOI cBA3M (2), FANKOINTHYBCKOTO NYTH OTPULIATENLHBIMM U NONOXKUTENBHBIMU
adbektopamu (6), amcuBOAMYECKOre BPMEHTA, H3OUMTRATASIMADOrEHa3bLL,

No THRY 2Ha60NM4ECKIX hepMEBHTOS (TRYTAMATOM) W KaTaboanyeckux depmeHTos ADP
(B) W Pa3BETBAEHHOTO NYTH NO MEXAHAIMY PAIABNLHOTO UHTUGKPOBAHUA N3ODhEPMEHTOB
{anbA0Na3) KaXALIM K3 KOHBYMBIX NPOAYKTOB (1)
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Bo-nepBBIX, o6pazoBaHue usogepmenmos («M303MMOB»), KATATHIH-
PYIOUIMX HadaNbHYIC CTAAMIO ITYTH, aKTMBHOCTE KAXAOTC M3 KOTOPBIX
H30UpaTeNbHO NoABIgeTCHd TONBKC OOHUM M3 KOHEeYHBIX POOYKTOB.
ITpHMepoM MoOXeT cyXUTh GMOCHHTE3 apOMaTHIECKUX AMHHOKUCIOT
y Escherichia coli, B KoTopoM KoHe4YHBble IPOIYKTBl — THPO3KH, TPHI-
TothaH ¥ deHWIaATaHWUH — TOJABJISAIOT KaXAblii AKTUBHOCTh ONHOH W3
ANBIO/A3, KATATM3MPYIONMX MepBYO peakynio myTH (puc. 36r). Bo-
BTOpBIX, UCMIONIB30BAaHKE (hepMeHTOB, HMEIONIMX HECKONBLKO B3aNMO-~
NeHCTRYIO X PeryiaTOPHBIX UeHTPOB, KaXIEIil M3 KOTOPBIX CHELIH-
¢eH TonbKo 4t onHore 13 adbdekropos. [lo oTaensHOCTH OHM HE
OKa3b[BAIOT CYILECTEEHHOro BIMSHMSA Ha aKTuBHOCTh hepMeHTa, a IIpH
MX COBMECTHOM JeH{CTBUU AKTUBHOCTD NOJABIASTCS. JTO TaK Ha3blBa-
eMOE C02AaC08aHHOe, WIU Myabmueatedmuoe nHrnoHposauue. Hanpu-
Mep, akKTUBHOCTb acnapmamiunasw y Escherichia coli nogaBnserca
TONBKO cOYeTaHHeM NMM3NHA, METHOHHMHA M NeluHa (HM3oNeinHa).
Ans eaymamurcinmemass oGHapyXeHO BOCEMb KyMYTATUBHEIX ahdeK-
TOpOB: aNaHWH, TNMHUHH, TUCTHAWH, TpunrodaH, TP, AMP, xap-
Samomidocdar, rmokosaMHH-6-bocdar.

13.3. Perynayvs aKTHBHOCTH GENKOBLIX NOCPEAHWKOB RYTEM
APOCTPANCTEEHHOT0 Pa306LLEHHA W B3AHMOJCHCTBHA & MEMOpaHamMu

MexaHK3MB! TiepBoOro THNA (TaK Ha3blBaeMas KOMIIapTMeHTALHS)
Gonee pacnpocTpaHeHEL ¥ 9YKapHuoT (CM. TT1, 2) B CBS3H ¢ NoKaIA3auH-
el dbepMeHTOB B CYOKIETOUHBIX OPraHeNnax: MHTOXORAPHAX, TH30C0~
Max ¥ T.m. OFHaKo M B KNeTKAaX IPoKapHoT BO3MOXHBI ONpelelleHHbIE
BUIBI KOMIAPTMEHTALMH:

a) yacTe epMeHTHOrO anllapaTa NPOoKApHeT JNOKANK3OBAHA B e~
punaazmamuHeciomM TpocTpaHcTBe (MeXIY UHTOIUIA3MaTHYeCKOMH MEM~
OpaHoii ¥ KTeTouHo# cTeHKoil) (cM. mI. 1). TakuM ofipaseM, co3maeTca
BO3MOXHOCTE Perylauii aKTHBHOCTH QepMeHTOB YTEM YIIpaBleHMS
CKOpPOCTBIO TIPOHWKHOBEHHMHA B «OTCcEK» CYOCTpaToB WIM BhIXoma M3
Hero MpoIyKTOB,

0) depMeHTBI, KaTaMU3UPYIOMME CEPHI0 TOCTEIOBATENIbHBIX pe-
akuuii, MoryT ¢GopMUpOBaThk «aHCaMONb», JOKAJIM3OBAHHBI NHOO B
LUHTOIUIa3Me (JeTHAPOreHAa3bl ¢-KeTOKUCIOT), MO0 B IMTOILTA3MATH~
JecKoil MeMOpaHe ((epMeHTBI mbIXaTeMbHOH M POTOCHHTETHYECKOH
uetneit). TlpoxyKTe, oGpasyemble Ha TpeIbIAYIHE# CTAIUM, «IToIXBa~
THIBAOTCHA» TOCHenyolUM depMeHTOM 063 ocBoDoXIeHHs B cpely.
st peryastopHoro QeiiCTBUA KOHEMHOrO MpOIYKTa JOCTYIIeH TONbKO
TocegHHi (pepMeHT, HO OH MOXeT IepedaBaTh 3¢ dexT Ha npenplLy-
ue depMeHTBI 3a cdeT KooNepaTHBHBIX B3aUMoeiicTBUi (B mucco-



LMMPOBAHHOM COCTOSIHMM 3TH (pePMEHTHl OKA3BIBAIOTCH HEeUyBCTBH-
TeNbHBIMU K 3ddexTopy). CyluecTBYeT IpencTaBleHNe o «MeTaboMo-
He», T.e. KOMIUIeKce (epMeHTOB, 3aKpeIUTeHHBIX Ha «IMoMIoXKe» (Ha-
NpUMep, Ha CTPYKTYpHoM Genke). KarannTuueckre csoiicTBa B 3Tom
clyqae NPOKBIAIOTCE BHYTPU aHCaMOns, a INONTOXKaA pealHpyeT Ha
peryasTopHoe OeiicTBUe adpekropos. HanpuMep, HU oauB U3 dep-
MeHTOB MOXeT He pealHpoOBaTh Ha JaHHLIH addekTop, HO B aHcaMG-
ne, 34 cyeT KoHGMOpManMOHWBIX M3MeHeHRil TOMIOXKM, OHH cTaHo-
BATCA K HeMy YYBCTBUTENBHBIMH.

BaxHYIO pollb B peryJIsaUiH aKTHBHOCTH (ePMEHTOB MOXET UIpaTh
WX g3aumodelicmeue ¢ MeMGpanamy. B MemOGpaHHO-CBA3aHHOM COCTOsR -
HUH (DU3MKO-XMMHYIeCKHe CBOICTBA depMeHTOB (HaIlpMMep, OKHC-
NUTENbHO-BOCCTAHOBUTENBHBIM TTOTEH WA, YYBCTBUTEILHOCTL K Ka-
THOHaM M [p.) M3MEHROTCA. D10 ABJMeHWe Ha3BIBASTCH ALIOMORLUA.
IMippodobHble B3aHMOIeHCTBHA MeMOpPaHHBIX THIIHIOB K HENKOB MO-
IYT NepPeBOIMTE NIoCAeIHHe B HeAKTHBHOE (JIATEHTHOE) COCTOAHHE, a
3NleKTpocTaTUdecKHe B3aMMOIeiiCTBUs, HaNlpOTHB, BbI3BIBATh aKTHUBA-
uM1o 6enkoB. B crolo ouepens, ciila NIeKTpOCTaTHYSCKOIO B3aUMOeii-
CTBMA JTUIUIOB ¥ GeNKOB 3ABUCHT OT BHYTPHKISTOUHOM KOHUESHTPAIHA
3MEKTPONNTOB, a CNeJoBaTeIEHO, OT COCTaBa Cpelkl, oKpyXawmei
KAeTKy, ¥ oT (H3MoIorHIecKoere craryca mocfiegHeil. Takum olpa-
30M, IS peryaauMy hepMeHToB IIC 3TOMY MEXAHW3MY CYLIECTBYIOT
HIUPOKHE BO3IMOXHOCTH, XOTH KOHKPeTHbIE MeXaHU3MBL B CHIY TPYA-
HO TIPEORONMMBIX METOOUYECKHX MpPelITCTBHI NoKa U3yyeHBl MaJlo.

CyMMHpyeM paccMoTpeHHBIE PEryIATOpHBIE MeXaHH3MEI (Tabm. 8).

Ta6nuya 8. OCHOBHbIB CNOCAGEI PErYNAUMMK NPOULCCOB METa60NM3MA
U npupoaa 3dpexTopos

Tun Buocunmes benxoe Axmuenocms Oeaxoe

npoyecca | Hudykyus | Penpeccusy Kamab. | Ammenio- |Tomompon.| Temepomp.
penpeccus |  ayus | xoonepam.{ xoonepam.

Buepretu- |Ha, cyber- Ha, Gonee Ja, cyber-| Ha, ATP (-)
yeckuit  |par, ama- Her purogd. | Her patu {+), | AMP, ADP
mor {+) cyberpar ) (+)
Koncrpyk- Ja, KoHed Ja,KoHed- HJa, xoney-
TUBHEIA Her nme npo- |Her HEe npo- |Her HHIC Npo-
AYKTH (~) OYKTH (=) EYKTH (=)
Amdpubo- Ja, cyber-| Ja, koney-

muyeckutlt |HMnorma Hrorna Huorpa Huorpa paTH, aHa- HEE Npo-
noru (+) |mykra (=)
ATP (—)

ADP (+)

INNpumevanue: (+) — akThpHpoBanne; (~) — HHrHOHpOBAHME




[nasa 14. Tpacnopt cy6cTpaToB W npoAyKToB

C knevodHolk MeMBPaHoi CBAZaH LENbIA PAA, BAKHEALLWX Me-
TaboMMYECKMX NPOLECCOB. BOT rnagHLie U3 HUX:

1) pennnkauwna AHK;

2) BuocunTes Benkop, NMNWAOBE, KOMMOHEHTOB KNETOYHOMN
CTeHKH;

3) Abxarue, hoTOCUHTES;

4) KNeTOYHOE DENEHNE;

5) MeMOparHbIi TPDAHCNOPT, KOTOPbLIA M ByAET NpeaAMeTOoM pac-
CMOTPEHWA & NAHHON rnase,

MembpanHbim TParchopToM Bydem Ha3kIBATE TRAHCNOKALWIO
BeecTB yepes Huonornyeckne membpaHsl ¢ 06R3aTeMbHBIM Y4a-
CTUEM MONEKYN-NOCPEAHMKOB: «NOABUXHBIX NEPEHOCYMKOE» UAN
«kaHanoobpasyiowmx» KOMNOHEHTOB.

14.1. MexaHn3Mbl KNETOYHOH NPORHLLAGMOLTH

CnenyeT pasIHYarb Haccuenoe TIPOHUKHOBEHHe BeHIecTB Yepes
MeMOpaHy 6e3 yyacTus nocpenHMKoB (gusueckas duggysus) v ak-
muenoe MPOHMKHOBEHHE BEueCTB Yepe3 MeMOpaHy C y4acTHeM I10-
CpeIHVKOB — coGCTBeHHo mpaHcnopm (IIOCKONBKY JNaTMHCKoe
transportare, KoTopoe B [lepeRole O3HAUAST «IIEPEBO3IUTL», «IepeHO-
CHTb», TIOOpa3yMeBaeT YYACTHe NOCPeIHHMKA: NepeBo3uYUKa WIH nepe-
HOCYHKA).

Haccusnan nponuyaemocms mMeMOpaHbl — 3TC NPOHHKHOBEHHE
depe3 Hee BEILECTB 3a CMeT TeIUIOBOTo ABMKeHMA Molekyn. KoHew-
HEIM HTOIOM TaKOIro Nponecca ABRIAETCH YPABHWUBAHUE GHEKAEMOHHOU
(5,) n enympuwaemounoi (S,) xoHueHTpaumnit semecrsa. HaganbHas
ckopocTk pusndeckol nvddy3nH 3aBUCHT oT BHelllHeil KoHueHTpa-
UMM BEIIECTBA (TOUHee — OT rpaiyeHTa KoHHeHTpaunu AS =S — §,),
a MaMeHeHHe TeMIepaTypbl (B NMpenenax GH3MoNoTHYECKOH HOPMBI)
MaJIO BAKSIET HA CKOPOCTH Nipoueccea (MMOCKONBKY OH 3aBUCHT oT a0co-
JIOTHOM TeMIeparypsl, K°).

s GonpluyHeTBa rUAPeGUWIBHBIX TPUPOIHEIX cyBCTpaToB (caxa-
pOB, aMUHOKHCIOT, OpraHUTIeCKHX KHCOT B JHMCCOIIHMPOBAHHOM CO-
cTOAHUM M Ap.) Ko3dbdunueHt nuddy3un vepes TBOHHON TUIHIHbIH
cloif MeMOpaHBL MeeT 09eHE HU3KYI0 BeNIMYUHY, MTOATOMY CKOpPOCTh
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¥x Auddy3HH HegocTaTouHa 1A obecnedeHHsa HOPMATIBEHOFO MPOTE-
KAHUST METabONUIECKHMX IIPOLIECCOB.

3a cuer ¢puanygeckoit gudPy3IUH ocylecTBAAETCA MpOHUKHOBE-
HHE B KICTKU MOJIEKYT 6006, HeKOMOPbIX 20306 {KUCIOPO/A, BOIOPO-
Ja, a30Td, HO He YINMEKHCIOTBI), a4 TAKXKe yzaaesodopodos (Memana u
220 2omoa0208) U eudpogobnex Keenobuomikos {HEKOTOPLIX AHTHBHO-
THKOB, HOHO(OPOB H AP.).

B HEKOTOpEIX CNy4assx HCTHHHOTO TPaMeIlopTa TAK Xe, KaK U npH
busuyeckor puddy3un, NpoUCXOIHT JUIIP YPABHUBAHKE BHEIIHEH
M BHYTPEHHel KOHIEHTpaMi BellecTBa. TakHe TPOUECCH HOCAT Ha-
3BAHHUE obaezvennoll Oupgysuu. OHU OCYLIECTBIAIOTCA ¢ YYacTHEM
fenkor (MepeHOCUIMKOB WIH KaHaloobpa3osaTeNei), H CKOPOCTh MX
HOCTaToOYHO BEMMKa. THIIMYHBIM MpPHMEpPOM SBIseTCA IPOHUKHOBE-
HHE BEILECTB Y€pe3 HMapyXHY© MeMOpaHy IPaMOTpULATENBHBIX O4AK-
TEPHH C Y9aCTHEM HeAK06-NOPUHOG.

3HauUTeNBHO JalIe TPAHCIIOPT MPUBOEUT K 3AMETHOMY KOHYeHM-
PUpOBaKuIO TPAHCIIOPTUPYEMBIX BEIIECTB B KJIETKE, TaK 4To S, >> S .
Taxoii TpaHCTIOPT HpeAcTaBAsAeT coboi TepMOAMHAMHYECKYIO paboTy
M Tpebyer 3aTparbl 3MEpTHHU. Ero Ha3bIBAIOT KoHyenmpupyrouwum Wi
(MeHee HpPaBHMABHO) AKMUGHBIM TPAHCIIOPTOM {B INEUCTBHTENBHOCTH
JIo00# TpaHCIIOPT aKTHBEH).

OcoDeHHOCTBIO TPAHCHOPTHBIX MIPOLIECCOB, B OTIHYIUE oT alddy-
3UH, ABAAETCA TAKXKE UX cmepeocneyuduvnocms, B PE3YILTATE KOTO-
poil OMHU3KHE 110 XUMHYIECKO CTPYKTYPE BELIECTBA KOHKYPUPYIOT ITPH
TpaHCIIopTe 3a ODUIMH NMepeHoCcYUK (KaHan). OrpaHnHYeHHoEe KONHYE-
CTBO MOJIEKYNl MEepeHoCYMKa B MeMOpaHe MpUBOTHUT K TOMY, 4YTO 3a-
BUCHMOCTE Ha4aAbHOU CKOpocmi TPAHCIIOPTA OT KOHUermpauyuu cy6-
cmpama OIHUCHIBAETCA YpaBHEHHeM rNepbosibl, hopMaJibHO CXOAHEIM
¢ ypaBHeHHeM Muxasnmuca—MeEHTeH, ONMUCHIBAOMUM pepMEHTaTHB-
HYI0 KHHETUKY C aHANTOTHYHBIMU mapametpami (K_u 'V ) (¢M. 1. 4):

A/

V= i
1+K_/S,’

rae V — HadaibHas CKOpOCTk TPAHCTIOPTa; V  ~— MaKCUMaIbHAs CKO-
pocTh MPH HACHILAKNIEH KOHLIEHTpalMH cybeTpara (S ), K — KoH-
LeHTpalud cybcTpara, NpH KOTOpoi CKopOCTh TpaHcHopTa paBHa
MIOIOBUME MAKCHMAIBHOW. B 3TOM Ciydae ropopsiT, 9T0 TpaHCIOPT-
HbIA TIpoece MOFYUHACTCH «KMHETHKE HACBILIEHUH».

INMapamerper K_ 1V, Ha3BIBAIOT napamempamis mpancnopmuol cuc-
membi: K xapakTepuayer ¢podcmeo TPaHCIIOPTHOIO HOCpEAHHKA K CyH-
cTpaty, a V__ TpONOPLHMOHANbHA Koalecmey MOCpeIHUKa B MeMOpa-
HE H cxopocmu ero GyHKIHOHUpOBaHUs. [1ag BEIUCISHUS 3THUX apa-
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METPOB, KaK 4 B (PepMEHTATUBHOH KMHETHKE, HCIIONb3YIOT rpaduKu
NMUHEHHBIX annmpoKcUMaT ypasueHus Muxasnuca—MenrteH (MeTox
Hajinyusepa—Bepka U ip. ¢ TEMH Xe OrpaHUYEeHUSAMH).

14.2, Oprann3auma TPAHCROPTHLIX CHCTEM

OnHojl M3 NepBbiX MOAENEH TPaHCIOKalMK CyGCTpaToB Yepe3 BHo-
JNOTHYECKHE MEMOPAHBI ObLIA MOAEIE «IIOABUXHOIO» MEPEHOCYMKA, B
KOTOpOH MpeAno/araioch IpUCYTCTBUE HHTErpAIbHOrO MeMOpaHHoro
KOMIIOHEHTA, CIIoCoOHOro K 06pa3oBaHUI0 I'MApo¢oOHOro KOMILIEK-
ca ¢ rUApodHABHBIM CYOCTPATOM, 3KPAHMPYIOUIEro MOCHEIHHI OT
ruapodobHoit BHYTpUMeMbpannoit cpeabl. Ipeanonaraiocs, 4ro o6-
pa3oBaHHbIL KoMILieKe AU PYHIHpYET HA BHYTPEHHIOW NOBEPXHOCTE
MeMOpaHbl M TaM OCBODOXIAeT CYOCTpaT Bo BHYTPHKIETOIHYIO CPEY.
ITo 3ToMy THITy IeHCTBUTENBHO OCYIIECTBIAETCS MEPEHOC HOHOB HEKO-
TOpbIMH HOHOGOPEMH (BATMHOMHIIAHOM, MOHEHCHHOM H Ip.) (PHC. 372).
Onnako MogoOHBIH MeXaHW3M, KaK npabBuiio, HEe obecleYuBaeT KOH-
LIeHTpHpoBaHKe cybcTpaTta B KIeTKe. Bropas Mogene Opeanonaraet
HAIHYHE B MeMbpaHe 2udpoduasHoeo Karasa, U€pe3 KOTOPBIA MOryT
npoHuKaTh cyGerpathl. B omivude of mMajtocTieHUMpWIHEBIX KAHAIOB,
obpasyeMbIX IopHHAMH, OH JOJKEH oGNnajarb BBICOKOH cllennguy-
HOCTBIO 3d CYeT «3CTadeTHO» MepeRadu cyOCTpaTa oT OAHOIO LHEHTPa
CBSI3BIBAHMS K ApyroMy. Takoii KAaHAJI MOXET CTaThb aCUMMETPHUIHBIM
(HanpHmep, NMpH HanoxeHud THIT) U oOECIEUUTH KOHLEHTPHPOBa-
HHeE cyGeTpara B Kietke (puc. 376).

CHapyxH Membpana Buytpx
SO Sin

2 @ ::..:o: = @& Sh=5

6)@\7\1\,—7@

Puc. 37. Cxema JBYX OCHOBHBIX cnocO6OB TpaHchoKaumu cybeTpares:
MOfIENb <fI0BMKHOTO» NIEPEHOCHUKA (3) W TPaHCMembpaHHoro «KaHana» (6)
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PeanbHble TPaHCIIOPTHBIE CHCTEMBI YacTO BKIIOYAIOT Hoee OJHO-
ro GeNKOBOIO KOMITOHMEHTA, 4 MHTErpajbHble MEMOpaHHEIE OEIKH-
<«[EPEHOCYHKM» MHOTOKPATHO II€peceKajor MeMOpaHy, obpasys B HEH
CNOXHYI THIPO(DWIBHYIO CTPYKTYpPY. MonekynsipHbie MexXaHH3MbI
TPAHCAOKALHY cyOCcTpara yepes TaKMe CTPYKTYPbI OCTAIOTCS 0 KOHIIA
He paciiMGpPoBaHHBIMH.

ITo TNy MoNeKysipHofl OpPraHM3alHH TPAHCIIOPTHHIE CHCTEMBI
MOXHO pa3ienuTbh Ha JBa GONbUIMX KJIACCA.

1. TpaHCHIOPTHBIE CHCTEMBbl, BKIIOYAIOLINE NEPURAAIMamiMeckue
ceA3baarouiie feaki, KOTOpbie 00ECIIEUMBAOT «y3HAaBAHUE® U <«I0C-
TaBKY» cyOCTpaTa K MeMOpaHHOMY MepeHOCUHKY. Takue CUCTEMbI YyB-
CTBUTENBHB K OCMOTHYECKOMY IIOKY H 3aBHCAT oTf 3Hepruun ATP. K
HHUM OTHOCATCH CHCTEMB! TPAHCIIOPTA HEKOTOPBIX AMUHOKHCIOT {(TY-
TAMHMHA), CaXapoB (apabMHO3H), HeopraHMyeckKMX KaTHoHoB {K*).

2. TpaHCIIOPTHBIE CHCTEMBI, BKIIOYAIOLIAE TONBKO LxmezpatsHote
MeMBpannbie KOMNOHeHMb! {«MeMBPaHHO-CBA3aHHBIE» CUCTEMB). TaKue
CUCTEMBI, KaK IIpABUIIO, OCYIUECTBIASIOT OGHHOBPEMEHHLIH TMEpEeHOC
{cumnopm) cyOCTpara M OJHOBAJICHTHHIX HEOPraHMIECKHX KATHOHOB
{H* w1 Na*) u 3asucar ot sveprud TATL. K HUM oTHOCATCS crcTe-
Mbl TPaHCIIOPTA GONBIIMHCTBA AMMHOKHCIIOT, CaXapoB {J1aKTo3b1), opra-
HHYECKHX KHCIOT H IIp.

14.3. Cnocobbl CONPAXEHKA TPAHCNOpTA C JHEPTHER METAGOIMIMA

15 KOHILEHTpHUpOBAHUA BELIECTB BHYTPH KIIETOK HeoGXoXMMO
MpeBpallieHUE paBHOBECHOIO MpoHecca «obnerdyennoit» guddysuu B
OIHOBEKTOpPHBIH MPOLIECC «aKTHBHOIG» TpaHcnopra. s storo Heob-
XOJHMa 3aTPara IHEPTHH, T. €. CO3JaHHE CBOETO POIA «PHEPIeTHYECKO-
ro mMpHBOAA» VIS TpaHCIIOPTA.

ConpsixeHue TpaHCIOKalMK ¢ybeTpara ¢ aHeprHei MeTabonyaMa
OCYIIECTBIIAETCA ABYMS OCHOBHBIMH ITYTSIMH.

1. DHEPIHMS MOXET 3aTPauMBaTLCH Ha TAKYIO XUMIUMECKYIo modudu-
Kauuro cybempama, KOTopasi IelaeT €ro HecnmocoOHBIM B3auMonei-
CTBOBATH C MEPEHOCYHKOM HA BHYTPEHHEH IOBEPXHOCTH MeMOpPaHEI,
a Takcke NMPOHKKATh Yepe3 MeMOpaHy 9ucro gud¢dy3HOHHBIM MyTeM,
YTO NPEAOTBPALIAET €0 «YTEUKY» U3 KIETKH.

2. DHEprus MOXET 3aTpaYMBaTBCH Ha TAKYI0 Modudukayuio nepe-
HocHuKa, KOTopas JAENaeT €ro HecnocoOHBIM B3aMMojeHCTBOBATL C
cyGeTpaToM Ha BHYTPEHHEHR MTOBEPXHOCTH MeMGpaHbl, YTO TAKXKE IIpe-
JOTBPALIAET «yTeIKy» CcyGcTpara U3 KIeTKH.

CucreMbl epBoro THNA GaKTHYECKH OCYIECTRAAIOT IIEPBBI (WIH
OOHH U3 TIEpPBbIX) 3TalloB METaboNU3Ma 3THX CyBGCTpPaToB H IO3TOMY
HAa3bIBAIOTCS CHCTEMAMH BEKTOPHOIG MeTaGonusMa HAH peakiiMsaMH

103



nepedoca panukanoB. K HUM, HanpuMep, oTHocUTCd gocompanche-
PA3nas CUCTEMa TPAMCIOpTa CaXxapoB M CAXApOCMHpPTOB {MCTOMHUK
sueprud — PEP), wasbisaemast Taxoke cHcTeMoil BekTopHoro ¢rocdopH-
JIUpOBadKsI, W HeKoTophie Ipyrme cucreMbl. Dochorpancdepasnas
CHUCTEMA OfOCPENYET CIEAYIOLLYIO LEMb peakuui (pHuc. 38).

Mg®
PEP + HPr — > HPr-P + IHpysar
El

HPr-P + ©axap __ . caxap-6-P + yp,

(cHapywn} EN, ENN (ByTpn)

PEP + ¢aXxap —> caxap-6-P + nupysar
(cHapynn) (Biryrpu)

Puc. 38. locnefoBatenbHOCTL peakudi BeKTopHOro docdoprAMpOBaHIA
B (hocoTpaHcthepasHon CNCTEmE:
PEP — docthoeHonnnpyear; E | — thepment 1{kofnpyeTca renom pist); HPr — HU3KOMONeKynApHeli
nonunenTMA (kogmpyetca reHom pisH) onepoua pts Escherichia coll, E 1 | — thepmenT 2, RenmeTca
CaXapOCNBUHIHYNAIM «YIHIIOLIMM» XOMACHEHTOM, HHTBIDAbHBIM MBMEQAHHLIM BENKkoM, OCYWeCTs-
NAVIWAM TPAHCACKALMI Caxapa 4epe3 MeMGpaHy, CORPOBOKAAMLYIOCA (rOCHOPUNUPOBAHIEM C NO-
MOWBK Neputhepryecxoro Genka E1 11, Take cneyuu4HOro K caxapam

CHcTeMEBI BTOPOro THIA, B CBOKO OYe€peAb, MOAPA3IE/AIOTCH Ha
CHUCTEMBI «IIEpBUYHOrO» aKTMBHOIO TPaHCHOPTA, 2enepupyroijue TIHIT
(mbIxaTenedas M QOTOCHHTETHYECKAA LIEITH, Aekapbokcunasby, HY-ATPa-
36l U IIp.) M CHUCTEMBI «BTOPUYHOrO» AXTHBHOIO TPAHCIOPTA, HCHO1b-
syrougiie TDIT nns TpancHopTa opraHM4eckKUX M HEOPraHMIECKHX CyD-
cTparob. B HEKOTOPBIX Cydadx, HAIPUMEDP B CHCTEMAX CO «CBA3BIBAIO-
HUMU» BenKamMu, SHeprusi ATP HemocpeJCTBEHMHO HCMONb3YeTCs B
TpaHCMopTe CyBCTpaToB. CHCTEMBI «BTOPHYHOIO» AKTHBHOIO TPAaHC-
MOPTa PaCHpPOCTPAHEH b Gollee NIHPOKO U MOrYT ¢pyHKIIHOHHpOBATh B
COOTBETCTBHUH ¢ TpeMS OCHOBHBIMHM MeXaHU3MaMH (puc. 39).

Kamuows: TpaHCIOLMPYIOTCA B KJIETKY 110 IPagMEHTY 3MeKTpUYECc-
KOrO TIOTeHIMAIA MMYTEM CBoE€obpasHOro 31eKTpodopesa (TaK Ha3bi-
BaeMBIH ynunopm no Muruemnny).

Hesapaowcennvte coedunenus TPaHCIOMUPYIOTCS B KJIIETKY COBMECT-
Ho ¢ katHonwaMi H* unu Na* (rak HazpiBaeMbIil cumnopm),

AHuonbn TaKOKE MOTYT TPaHC/IOLMpOBaTLCA B KIETKY NMYTEM CHM-
MopTa, NMPUCOSAUHSA TAKOE KONHYECTBO KaTHOHOB, KOTOPOTo JOCTa-
TOYHO [ IIepeBoAa KOMILIEK A cybeTpaTa ¢ MepeHOCYMKOM B oo~
XHTENBHO 3apKeHHYI0 GopMy. Kpome Toro, aHMOHBI BHEUIMEH cpeabl
MoOI'YT OOMEHHBATHCA HA BHYTPUKJIETOYHBIE aHHOHbBI (TAK HA3bIBAE-
MbIH arwmunopm). ITo MEXaHH3MY aHTUHOPTA MOTYT TPAHCIOLUPOBATh-
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CHapyxu Membpana BuytpH

S — s —_— 5, Vaunopr
S5, + ¥ —) S-© —> 5§, + B Cumnepr
§,+2H" — s S§-2H* ————> §7, + 2H" Cumnopr
S—“ - S-in

AnTHOOPT
A—o - A‘in

Prc. 39, Tpyu GCHOBHBIX THNZ CONpAXEHHOro TPAHCNOPTa YBpe3 GUONOTUYECKHE MEMOpaHbI

¢ U KaTUOHbBI, HATIPHMEP ¥ IIPOKapHOT IIMPOKO pPachpOCTpaHeHa cH-
crema antunopta H* u Na*, a y aykapuor — cucrema aHturnoprta K*
u Na* (K*, Na*-ATPa3ml).

14.4. Perynsuma TpaHcnopTHLIX NPOLECCOB

Kak u peryasauus Ipoleccos BHYTPHKIETOYHOTO MeTabonusma,
OHA OCYHIECTBIAETCS Ha ABYX YPOBHSX: Ha YPOBHe Guocurmesq Genxo-
BBIX TIOCPEIHHKOR (IIEPEeHOCYUKOB) U HA YPOBHE PYHKYUOHUPOSAHUA
FOTOBHIX MOCPETHHKOB.

(OCHOBHBIMH MEXaHH3MaMH pery/sHU OUOCHHTE3d IMEPEHOCYU-
KOB TPAHCIIOPTHBIX CUCTEM ARIAIOTCSH UHOYKWUA, penpeccus U Kamabo-
aumnan penpeccus {cM. 1. 11).

Kak u B ciydae dpepMeHTOB, II0 THITY MHIYKIIHH H KaTaboTHTHOMH
penpeccuM perymupyercs GHOCHHTE3 KOMIOHEHTOB TEX TPAHCIIOPT-
HBIX CUCTEM, cyGCTpaThl KOTOPHIX YYACTBYIOT B npoyeccax xamabonus-
Mma (T1aBHBIM 06pa3cM caxapos U op2anuveckux kucaom). [lo THIY pen-
pecCHHM K3GBITKOM CYOCTpaTa perylupyeTcsl [NIaBHBIM obpa3zoM Go-
CHHTE3 AMUHOKUCAOMHBX MPAHCNOPMHBIX CUCMEM.

OcoBGeHHOCTE PETYASIMH HEKOTODLIX TPAHMCIOPTHBIX MpOLIECCOB
COCTOUT B TOM, YTO MHAYKIIHUS OCYIUECTBASETCS He BHYTPHUKJIETOY-
HBIM cyBcTparoM (KaK B KIaCCHYECKMX CIyYagX, B KOTOPBIX HHIYKTOD
HMHAKTHBUpPYET BHYTPHKJIETOUHBIH PEIIPECCOD), 4 GHEKACIROYHBIM CYO-
cmpamom, Takaa WHAYKIMS HasBIBACTCH Ik302eHHol N TPEOYET HAIU-
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qUst TMPOMEXYTOYHOTO PEryJIATGPHONC WHTEIPAIBHOIo MeMOpaHHOIo
6enKa, NMepeaarollero CHTHAI MHIYKTopa Ha pelipeccop (puc. 40). IMo-
HODHBIA THII HHAYKHHU XapakrepeH, HAllpUMED, IUIS TPaHCIOPTHOHN
cHcTeMbr TeKco3otocdaros, docorniuepara, HEKOTOPLIX TPHKAap-
GOHOBBIX KHCIIOT, 4 TAKXE KoMIloHeHTOB ¢ochoTpancdepasnoit cHe-
TEMEL.

BuyTpH
Cen-perynarop : Ilpouomp[ Oneparop
v
Penpeccop /

Tpancaembpatnui

MemGpana perynTopHil Genok
-

CHapyxs Heaperop

Puc. 49, Cxema «3K30raHHOM» MHEYKUMM (Cp. ¢ puc. 28)

B FaHHOM Cny4ae MHAYKTOD, haxOARWMACA BHE KNETKM, CBS3bIBAGTCA HE C PENpeccopom, a ¢ AO-
NONHATENbHLIM PETYNATOPHBIM KOMNOHEHTOM — TpAaKCMEMGPaHHBIM GENKOM, NOCNE BIANMOAEACTBUR
© MHEYKTOPOM NPHOGHETAK UM CNOCOSHOCTL CBRILIBATD W WHAKTHBHPOBATL PENPBLCOP, 33NYCKAA TPAHC-
KOHNLMIO

Kapruva peryisidd ocROXHAETCS TEM, YTO Y MHOTHX OpraHH3-.
MOB LTSI OHOTO ¥ TOT'O Xe CyGcTpara JacTo UCIIONB3YETCS HECKOMBKO
TPAHCTIOPTHBIX CUCTEM, OTMHYAOLIHXCA O cleuUPUINOCTH M BEIH-
YHHe KMHETHYECKUX napaMeTpoB. CyIecTBYIOT CHCTEMB C Y3Kol cneyl-
drunocmero, TIpeAHA3HAYEHHbIE TONBKO A OFHOro MM HeGONMbLIGTO
YHEIAa CXOIHEIX CYOCTPATOB, H ¢ wiupokol cneyuguurocmsw. Hanpumep,
y Escherichia coli cyinecTBYIOT YeThipe CHCTEMB! [N TPAHCHOPTA Gpo-
Mamieckux amunokucaom (peHUnaTaHUya, THpO3HHA U TpHOToda-
Ha): TpH U3 HUX clieUHIHB! TONBKO ISt OXHOM U3 3TUX aMUHOKUC-
JOT, a YeTBePTas ABASETCA obuei Ana BeeX.

Perynauua axmusHocmyu GENKOBBIX MOCPESHUKOB TPAHCIIOPTHBIX
CHCTEM MOXET OCYILISCTBAATRCH cIlocoBoM ofpamumoid xeeaieHmHol
Modudurayuu (Hanpumep, gocgopuriuposanuem peryiupyercs aKTUB-
HocTh dochoTpancdepasHoit cHcTeMbr, a Takke K'Y, Na*-ATPa3wr)
WIN [TyTEM HEKO8aaeRmHnoz0 aaaumodelicmeun ¢ sggpexmopamu. B noc-
NexHeM cay4ae, ecld »>ddekTop B3aHMOACHCTBYET ¢ TpPaHCHOPTHOM
CHCTEMOM, HAXOIACH HA TOH Xe cTopoHe MeMOpaHH, 4To M cyOCTpar,
rOBOpAT o Yuc-pezyasyuu. Hampumep, oTpHIaTeNbHasA 1[UC-KooMepa-
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TUBHOCTb 0OHapyXuBaercs IIpH TpaHcliopte npoauna 'y Escherichia coli:
H3GLITOK cyGCTpaTa TOPMO3UT CBOM COOCTBEHHBIH TpaHCOOPT U3 Cpe-
Obl. Y rajobakTepuit, HapsAdy ¢ OGBIMHBIMH 9ETHIPbMS TPaHCIIOPTHHI-
MH CUCTEMAMH ISt apOMaTHIECKUX AMHHOKHCIOT, CYIIECTBYET BHICO-
kocneuiranas — [ THpO3HMHA, oDNazarolIasi CIEHb BHICOKUM CPOI-
CTBOM K CYOCTpaTy, akTHMBHOCTb KOTODOH MogaBiasieTci H3GBLITKOM
THPO3HHA [To GECKOHKYpEHTHOMY THUIY.

Ecmu adypextop B3aMMogeHCTBYET ¢ TPAHCIIOPTHONW CHUCTEMOIN,
HAXOIACH MO PasHbIE CTOPOHBI MEMOPaHb! OTHOCHUTENBHO cyBcTpara,
TOBOPAT 0 mpanc-pezyaayuu Tpancropta. Hanpumep, HekoTophbie aMH-
HOKHUCIOTHI, B 9aCTHOCTH ApOMaTHYECKHE, HAXOHACH BHYTPH KIETKH,
TOPMO3AT CBOIl COGCTBEHHEIM TPaHCIIOPT U3 CPEADL.

CoOBITHS, CBI3aHHBIE ¢ PEryISIMeil TPaHCIMOPTHBIX HpPOLECCOB,
HHOTAA OKAa3bIBAIOT CYLIECTBEHHOE BIUAHHE HA TpOLEcchl MeTabo-
nu3Ma B HenoM. pKHUM MpUMepoM ABIAETCA ydacTue dochorpancde-
pa3Hoil CHCTeMBI B PEry/IslMM GHOCHHTe3a OElIKOB 1o THIY Katabo-
JuTHOl penpeccun. OKazaloch, 9To yposenb CAMP y Escherichia coli
OONHIATHO 3aBUCUT OT (PyHKHMoHUpoBaHMA docdoTpancdepasHoi
CHUCTEMBI, TIPUYEM [IABHYIO PONb B 3TOM CBA3M Urpaer creruguec-
kit g rmokosst kommonedt E 111 (puc. 41).

B oTCYTCTBHE ITIOKO3HI BCE KOMIIOHEHTBI CHCTEMBI, B TOM YUCIE U
E I I 1, Haxogmared B gochopurupoeariom COCTOSHUU 33 CUET pe3epaa
PEP. Dochopunvposanusrii E 11 I, B3auMoneiictsya ¢ aderusamyur-
Aa30ii, IEPEBONUT €€ B AaKTHBHOE COCTOSIHHE, B Pe3yJbTaTe Yero BHYT-
PUKJIETOYHBIH ypoBeHE CAMP MoBBIIaeTCA M AKTHBUPYETCA TPAHCK-
PHUMLUA «cabbiX» ONEpOHOB, B TOM YHClIe CHCTEM TpaHCcIopTra M
MeTabonHu3Ma pyrux caxaposb (T. e. CHUMAeTcsd KaTabDolUTHAs pell-
peccHs).

HanpoTuB, B NPHUCYTCTBHM TNIOKO3bI CTeNMeHb ¢ocdopHinposa-
Hug E 1 I | cuuxaercs B ¢Bs3M ¢ nepeHocoM dochopHABHOIO OCTAT-
Ka Ha [MIIOKO3Y B IIPOLIecCce €& TpaHclopra. B pe3ynbrare yMeHbLIAETCH
aKTUBHOCTb aNeHUNATIHKIIA3bl, CHUXaeTcs yposeHb cAMP u 6roku-
pYeTCs TPAHCKPHUIILUA DANA «CaXapHBIX» OMEPOHOB {T. €. HACTYMAeT
KarabonuTHas pelpeccus).

Crnenyer pobaButh, uto Hedochopunposannas dopma E 11 1,
MO-BUAUMOMY, MOXET HHAKTUBUPOBATD TPAHCMOPTHBIE CUCTEMEI ipY-
THX CaXapoB, MPEAOTBPAIIass HOCTYIUIEHHE IIOCIEIHHMX B KJIETKY, 4TO
eme Dollee YCHIUBAET KaraboMUTHYIO PETIPECCHIO.

KakoB xe MexaHM3M KarabolUTHOH perepecCHH B clydae, Korna
MojasAsercsd CHHTe3 (epMEHTOB, OTBETCTBEHHBIX 38 KaraboausM ca-
MOM TTIOKO3HI, 4 B Ka4eCTBe ©0Jiee BBINOJHBIX B 3HEPreTHYECKOM CMEIC-
ne cybcrparos BBICTYNAIOT, HATIPDUMED, OPraHMYeCKHe KHUCIOTbI HIH
sogopoa? Bexs Torma yuactue docdoTtpaHcdepaznoil CUCTEMB He-
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Buytps MemGpanra CHapyxu

| [epueara Hulmuaul

EITT
Hpyrue caxapa [lepmeasa AKTABHEA | Jpyrue caxapa
(snyTPH) I (cnapyxH)
I'moxo0-6-Gocear
(auryrpn)
ﬂﬂpymj El )(Hh’ )( EIll
El1l — Imoxasa
PEF Lem’ HPr- P ELl1-P (cHapyua)
El11.P ™
(HeaxTHaHIN)
ATP ¢
ASCHRNATUMKNAR
{aKtuanan)

SAMP Mepueaza cAMP ——3 cAMP
(aeryrpm) (chapyn)

Puc. 41. Pornb chocthoTpaHcdepasHodl CUCTEMBbI B KATRGONUTHON PEnpeccuu:

El, HPr, E1l, EY 11, — GenKoBLI® KOMTIOHEHTH! CKCTEMI, KOTOPbIE MOTYT AKLENTUpoeaTs Bocdo-
PUNLHBIA 0CTATOK (P); E |  HPr — «pacTsopumbie» HecnsunchuyHble KomnoneHTsl, ELIu E 111 caxapoc-
NeyMgHHbL, NpHYeM E || BLINONHART pONk TPAHCNOPTHOTD «NepeHOCHUKE».

B npoyecce TPAHCNCRTA caxap (rKo3a) pocqopunupyeaTCA M HAKANAMBABTCA BHYTpM KNeTkh, Poc-
thopunuposanHan topma E 1 11— P, ofipasywwanca 3a c4eT ghocchoeronnmupyeara (PEP) B oTCYTCTEME
FAKKO3BL, AKTMBUPYET AfleHuNaTywKnasy, csoboanan copma E il 1, HAKARNKBA LAACA B NPUCYTCTBHM
FAOKO3L), NOAIENAET AKTHBHOCTL THAHCNOPTHLIX CUETEM RpYTUX CaXapoe

Bo3MoXHo. YToOb! MOHITE MEXaHH3M ABAEHHA, HEODX0JMMO 00paTHTE
BHMMaqHe Ha HHXHIO 4acTh pHc. 41, e n3o0paxeHa cUcTeMa K-
kpeudd cAMP. 3uavyeHHe PTHX CHCTEM Ui peryIsliuUd MeTabonruamMa
MBI paCCMOTPHM HoJdpoOHee B CNeIyICLIeM Maparpade, 4 3mech oTMe-
THM TOMBKO, 9TO OgHHMM H3 cilocobob CHMXEHHH ypoBHS cAMP Mo-
XET CILYXHWTh AKTHEUpPOBAHHE €ro BEIGpoca M3 KJIETKH, HATIpUMEp HAa-
NloXkeHHeM Ha MeMGpaHy TBII, T.e. IMyreM «aHepru3al{H» MeMOpaHEL,
CTelleHb KOTOPOM, €CTECTBEeHHO, OYIET BHILIEC BCerdd, KOTHA MCIIONB3Y-
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ercs Donee BHTOgHbIA B SHEPIeTHYECKOM OTHOLLEHHH cybcrpaT. TakuM
00pa3oM, €cim cyberpar ofecredHBacT SHEpreTHYECKHE MoTpebHocTi
KJIETKM U CO3TACT HEOOXOAMMYIO CTETIEHb «3HEpru3alui» MeMOpaHbl,
OH MOXET {IIOTEHIMANLHO) BHI3bIBATE TIONABIEHHE UCMIONB30BAHUS IPY-
FHX CyGCTpaToB, OT KOTOpbEX 3ABUCHT ypokeHb cAMP B KneTke (4ro U
fipuBeAeT K 3thdeKry, cXxooHoMy ¢ KaTaGoMHMTHoH penpeccHelt).

14.5. Tpancnopr BELWECTB K3 KNETKK B CPELY: CEXPELMSA K IKCKPELUA

Jo cHx mop Mbl pacCMaTpUBaIH TTPOLIECCHI MOCTYIUIEHHSA BELIECTE
BHYTPb KJIeToK. OnHako odeHb OONbLICE 3HAYEHIE UMEIOT H o0paTHbie
IIpOILIECCH — @bideaerite npodyKkmos U3 KJIEToK.

PaccMoTpuM cHavaia MpoLeCChl cexpeyi, T. €. BhIIENEHHUE U3 KIEeT-
KU beliKoB {(pepMEHTOR).

CexpeTrpyeMbie Genku {Ix3oghepmermsl) CUHTEIUPYIOTCSI B BHAC
Gonee WIHHHBIX TPEAIIECTBEHHUKOB, KOTOPhIE [OIBEPraioTcsd Ipo-
LECCHHTY, KakK [IpaBHjo, Ha 3Talie TPAHCIOKAIUK depe3 MeMOpaHy.
Onu comepxar Ha NH,-koHIle Tak HAsbIBAEMBIH cuzHanbHbill nenmud
13 15—30 amuHokucraor (NpeUMYILIECTBEHHO HOpodoOHbIX), KoTo-
PhBIC YAASIOTCA CNEHHANBHON cltenanbholl nenmuda3oid, TOKATH30BaH -
Hoit B MeMOpaue. TpaHcaokanus 6enka yepes Membpany ofbitHo IIpo-
TeKaeT OJHOBPEMEHHO C TPAHCHALIHMEH (KOMPAHCARUUOHHAR MPAHCAO~
Kayua), XOTHA M3BECTHb! CNYYAH ROCMMPAHCAAYUOHKOU MPAHCAOKQUUL
{puc. 42). IToce obpa30BaHUA CHTHANBHOTO TIENTHAA TPAHCIALMA Bpe-
MEHHO MIPEKpALaeTCA B pe3ybrare IMPUCOEIUHEHUA K pHOOCOME HYK-
NeonpoTeMIHOro MHrUGUTOpa {1) (eure olMH Cllocod peryasiuH
TPaHCIALUN HA CTanUH 2JIOHTAalHU') M MOJHUCOMHBIM KOMIUIEKC ITe-
pemelaeres K MeMOpaHe, [i€ TOKAIU30BAH anhapam cexpeytiu, BKINO-
qajoruil peyenmops: pubocoMbr M CHrHAJIBHOTO nenTHaa. [Tpoucxomur
¢ropMUpoBaHHe TpaHCMEMOpaHHOit «TTopbl» (2). CHrHANBHBIH TEITTHI
3aKpelLteTcs Ha CBOEM DELIENITOpPE, U TPaHCIALUA BO30OHOBAIETCH,
NIpHYEM PAaCTYLUASA TENTHAHAS LENb <«MPOTAIKHBAETCA» depe3 MeMO-
pany (3). CUrHATBHBIA DENMTH OTHICIUIAETCS CHIHAJNBHOH NMenTuaa-
30#, H «3pellasi» MonekyNa pepMeHTa OTAeaAeTCA oT pHbOocoMEr (4).
ITocne 3aBepiieHHs TPaHCASAHMKM PUOOCOMHEBI KOMINIEKC ITOKHIAET
MeMBPaHy H FUCCOLHMPYET HA cyOUacTUHEI JUig HOATOTOBKH HOBOTO
LUUKJIA TPAaHCHAIHH (5).

CXOHBITE MEXAHH3M MCHONB3YeTCA MpH obpa3oBaHuH Ge/IKOB Ha-
pYXHoIl MeMOpaHe! [PaMOTPHLUATEIbHBIX GaKTepuit. Takoit benok co-
AEepXHUT rugpodobHYIC «IKOpHYIO» IIOCIEACBATENbHOCTD, KOTOpas
[103BOJISIET €MY 3aKpPEITATECA B MEMOPAHE, MPOLIECe ero CeKPEllHi YaCTOo
HAa3BIBAKOT IKCNODMOM.
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Puc. 42. CxeMa KOTPAHCAALMOHHOR CEKpELMK 3K30chepmenTa

Y ayKapHoT pelaioniee 3HaIEHHE B POLIECCe CEKPELMH (PepMEHTOB
MMEIOT SHIOoILIa3MaTHIECKHIl peTHKYIyM 1 anmnapar Fonboxku {cM. . 2).

JLnd oncaHus IpoLiecca BHIOEJEHUS U3 KIETOK HUIKOMOACKYARP-
HWX geiecme UCIONb3YIOT TEpMUH K cKkpeyta. OHa MOXET BBINONHAT
TPH GCHOBHBIE (PUIHOJOTHUYLCKHE (PYHKIMH:

a) ydasexue uneubumopa — TOKCHIHMOTO IS KJIETKHU BEIIECTBA,
MpPONYUHPYEMOro SHICIeHHO MIH MOCTYHAKOUIET0 M3 OKpYXaIomei
cpeabl {HampUMep, aHTUOHOTHKA);

6) ydasenue 3ghghexmopa, U3GBITOK KOTOPOrO HapylIAeT HOPMAJIb-
Hbie (BH3HOMOTHIECKHE TMPOLECCH B KIETKE (HanpnMep, HHIYKTOpa
HIH KOopernpeccopa);

B) ydaneHue KoHewHO20 npodyKkma memaboauzma ¢ HeNb1o «copoci»
OKUCIIUTENBHO-BOCCTAHOBUTENIBHBIX 3KBHBAICHTOB, COIAHMA B Cpe-
e pesepbBa HCTOYHHUKOB ITHTAHMH HAM 3allaCaHMA PHeplHHA B BUAE
TBIT (HampuMep, aMUHOKHKCIIOT, ¢aXapoB, OPrAHMYECKHUX KHUCIOT).

JononuutenbHble GYHKIIHH CEKPEIIHM MOTYT COCTOATH B BbIOEIE-
HHH XHMHIECKHX «CHTHANOB», PETYIUPYIOHUX (PHIHONOIHIECKOE CO~
CTOSIHHE MOIY/SLHH,

Xopolio W3YYEHHBIMU NPUMEPAMH 3KCKPELUH HEPEe20 mina SB-
AAI0TCA TPaHCIIOPTHBIE CUCTEMBY, KOMHPYEMbIE ILU1a3MUJaMH U oIToC-
DPENYIOLIUE DHEPro3aBUCHMOE YHAIEHHEe AHTHOMOTUKOB-TETpaIyKIM -
HOB, a TaKXke aHMOHOB apcenara U Karowos Cd?* U3 KieToK ycToH-
YUBBIX K 3TUM MHTUOHUTOpDaM MHKpPOGOpPTraHM3MOB.

[IpuMep 3KCKpeLIHH emopozo ming — TaK HAa3bIBAEMBI BBHIOPOC
HHIYKTOpa B CHCTeMe MeTabolM3Ma NaKTe3bl {KogupyeMoll lac-ore-
pPOHOM) Moy aeiCTBHEM IMIOKO3bI, a TaKke »KcKpeuus cAMP B pe-
aynbrate noeellieHus TBII. O6a sty addekra MpencrapagIoT coboit
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JOMOMHUTEIbHbIE TIPOABIEHHS PETYIALNN MeTAOOTH3MA IO MEXAHH3-
My KaTaboNUTHOH penpeccHH.

HaxkoHel, npuMepoM 3KCKPELIMH mpembeco muna MOXET CITyXUTb
BhIIGIEHHE JAKTAT4 B IIpollecce MOJOYHOKHCIONO OpPOXeHHS, B pe-
3YJIBTATE YEro MPOUCXOIMT «COpOC» BOCCTAHOBUTEILHBIX SKBMBAJICH-
ToB H hopmupopanue TDTI (cM. 1. 8).

BaxHoe ¢uanoIorMyeckKoe 3HaAYEeHHe PeryasilMM BHYTDHKIETOY-
HOTO YPOBHS HU3KOMOJEKYISAPHBIX BEILECTB [IYTeM HX 9KCKPELMH M3
KJIETKH MO3BONISAET PACCMATPUBATL 3TH MEXaHHM3aMbl KaK ocoObId ypo-
BeHb perynsALMH MeraGonM3Ma, KOTOpbId MBl Npe/iaraéM HaiblBaTh
Membpanrol peeyasyuel.



Tnasa 15. Perynsiinst KNETONHOrO ACNEHMA
W CKOPOCTM POCTa KNeToK

CylLecTBYeT NOHATUE O KASTOHHOM LiKAe — NochenoBaTent-
HOCTH COBLITWI OT OQHOTO OENBHWA KNETKW A0 apyroro. Knetou-
Hbil LMK NPOKAPUOTUMECKONW U AYKAPUOTHMYECKOR KNETOK pasnu-
4aeTCcs BecbMa cyllecTBeHHO. YunTeieaa GONbWIYI0 CNOXHOCTL
OpTraHKu3auuK KNeTOK 3YKapwuoT, NPolle HaYaTe G PACCMOTPEHUA
MEXAHW3MOB PEeryniuMm NpoLECCoB KNETOYHOIo AENEeHHA U pocTa
KNETOK NpOKaproT, TeMm Bonee 4yTo B BUOTEXHONOrMYECKUX NpoLec-
cax Bce Honelee paCNPOCTPAHEHWE NONYYABT KyNbTUBUPOBAHKE
AYKAPUOTAYECKWX KNETOK (AaKe pACTUTENEHbIX U XKWBOTHbIX) C UC-
NOALIOBAHKE NOAXOAO0B, MPUMEHAEMBIX AR KYNLTUBUPOBAHWUA
OOHOKNETOYHLIX NPOKAPUOT.

15.1. MocneoBaTensHOCTb COOLITHI B NPOLECCe ACNEHHA KNETKH

Ipouece ktemoyxo2o deseria y NpokapuoT (a4 B 3HAYMTETBHOR
CTelleHH U Yy 3YKApWoT) BKIIOYAeT cielywiude coObITHSA B Ompefe-
JIEHHOH oYepeJHOCTH:

1) maKkonneHHe «KpHTHYECKOM» KIeTOYHOH Macchl (00nema);

2) pennukauus JHK reHoma;

3) mocTpoeHue HoBoil KieToyHON 060MOYKYM (KIETOYHOH CTeHKH
M [IMTOMAA3IMATHYECKOW MeMOpaHbl);

4) nocTpoeHHe KIETOYHOM MeperopoakKu (MepeTsXKH);

5) pacxoxieHue NOYSPHHX KIETOK.

Hexoropble H3 3THX COOBITHH NPOTEKAKT 0JHOBPeMEeHHO, IpyrHe
CTporo IocAeAOBATENRHO MM BooOllle MOTYT OTCYTCTBOBATE (K2K,
WANlpUMEp, MOCTPOeHHME KNeTOYHOoM CTeRKH Yy MHKOIUIA3M WiK pac-
XOXJeHNe KMAeTOK Y CApLMH U CTPeNTOKOKKOB).

Perymduua KierodHoro JeleHnd CKIANBIBASTCA M3 PEryJIaAlNH
KaXIOro U3 3THX COBRITU M OPTAaHH3AINK WX e3gumodeticmausn, IIpU
KOTOpPOM B KJeTOYHOM flefleHUH YCTAHABRIKUBAeTCH IOCHefOBaTe/Nb-
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HOCTb IIpoleccoB (Hanpumep, B HopMe perutkanua JHK gomkna
3ABEPIUUTLCA [0 MMOCTPOEeHUA KIeTOYHOW MeperopoAku} U BeIpada-
THIBAKOTCS CHeHAAN OIS HHULMANKKY CNeRYIOero fno nopsiky npo-
uecca.

15.2. Haxonnesue KpUTUYECKOM KNETOYHOMH Macchi M pennukativa IHK

D10 HeoGXOmMMEIE NMOATOTOBMTEABHLIE ITANB COGCTBEHHO Kie-
ToyHOro JedeHusA. Caenyer OTMETUTE, YTO pa3Mep KIETOK KAXIOro
MUKpOOpraHiaMa, pacTyiero cGalaHcUpoBaHHO B CTAHAAPTHBIX yC-
JIOBMSAX, ABNAETCA JOCTATOYHO JIOCTOSAHHON BENHYHHON, YTOOM CiIy-
XKHTb OTHMM H3 TAKCOHOMHYECKHX IpHaHakos. B.JI. JoHaim gaxe sBen
MOHATHE INIeMeHTApHOM IJIETKH, T. €, HAMMeHbuIe’, BO3MOXHOM A1
JAHHOTO MUKpoOpraHuamMa. Takum oOpa3zoM, CYUIECTBYIOT MeXaHH3-
MBI, BKIKMAKOINE NpoLecc OeNeHusa KIeTKU NpM HakoILIeHUH ee
noporosoi macchl. Hamuume Takoit cBA3M ([IOMOXHTENEHOIO H OTPH-
LIATETEHOTO KOHTPONA) MH YXKe ofCyXIANy IIpH pacCMOTPEHUH pery-
JISIUUH pelLTMKanku B UL 11.

15.3. MocTpoexue HOBOH KNETO4HOH 0GONOUKH

HeobxoouMo pasingarth aposughepayuio HUTOMIAZMATHYECKOR
MeMOpaHHl 1 Kiero4Ho# CTEHKH (T. e. AMHAMHKY HAKOTUIEeHUS B HUX
HOBOTI'O MaTepHana Ha MPOTAXEHHM KJAeTO4HOro LUKNA) W ceepeza-
4uio TTOBEPXHOCTHBIX CTPYKTYP (T. €. cmocob BKAKYEHUA HOBOIO Ma-
TEpHANIa B HpeJcylIecTBYOIHEe CTPYKTYDPH, & HMEHHO, NOoKAIM3a-
LHMIO COOTBETCTBYHIIUX LEHTPOB, MAU calimoé BKIKYEHHMS HOBBIX
dparmeHTOR).

Ipu uayuenuu nponudepanuu MCMoOaB3YIOT, KAK MPABHIO, CUHX-
DORHbE KYAbmyps MUKPOOPTAHHM3MOB KM M3Y4AIOT BIUIKOYEHHe MEdYeH-
HBIX DAHOH30TONAMH COeTUHeHHH (s MeMGpaHHEIX Be1KoB — aMHHO-
KMCJIOT, ANA MEMOPAHHBIX THITHAOB — MIHUEPUHA, U1 MyKonefITHAA
KJIETOYHOM CTeHKH -— N-aleTINTKKO3aMHHA, THAMHHOIUMENHHO-
RO KMCJIOTH MAH JTH3MHA M T.0.) OYTEM paBHOBECHOIo (B TedeHue
ANKTEIBHOrO CpOKa) WIH MMIYIBCHOIO (KpaTKOBpEeMeHHOro) BBeje-
HVA 3THX CoeJMHEeHHIA.

TaxuM ImyTeM yCTAHOBJIEHO, YTO BKIWYeHHe GeJKOB B UHTOILiA3-
MaTHyeckylo MeMOpaHy Escherichia coli w Bacilluy subtilis cnenyer ciox-
HOH KHHeTHMKe, CBHHCTENBCTBYIOEH O 3amacaHHM IpedoGpa3oBaH-
HBIX GeJIKOB B L[HTONNA3ME, B [IEPHOI A0dzomoeki KIeTOYHOro Jesie-
HMS ¥ GBICTpOI HX Moblau3ayuU — B IIpoLiecce MOCTPOeHHS KIeTOUU oM
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neperopoliky. B mepHol AeneHHs Bo3pacTaeT aKTHBHOCTE HEKOTOPBIX
JTuTHYECKHX depMeHTOB (B YACTHOCTH, Mypeurzudposas), YIacTBYH)-
IUHX B 06pasoBaHMM «Opelel» B MPEACYIIECTBYIOIIEM KapKace xie-
TOYHOM CTeHKM, HeoOXOMUMBIX [UIS BICIIOMeHHUs] HOBBIX ee (parMeH-
ToB. TakUM o0pa3oM, peryfasids aKTUBHOCTH 3THX (epMEHTOB ocy-
LeCTRIAeTCA yTEM BpeMeHHOro epepo/ia MX B CKPBITOE (1aTeHTHOE)
COCTOSTHME C ITocaenyweii MoSHmM3anrei B HeOOXONUMBIM MOMEHT.
To4HBIX JAHHBIX O MEXaHU3MaxX TakKol perynduMM HeT, HO MOXHO
[ONarath, 3Mech UMeeT MecTo BlauMoJeHcTsHe (PEepMEHTOB ¢ MeMG-
PaHaMH (cM. cOOTBETCTBYIOILIM$E pasnen B 1. 13).

TIpH H3yYeHMH cespezayiii TOBEPXHOCTHBIX CI0eB TAKXKe UCIONb-
IVIOT BEEAEHME B 3TH CTPYKTYPHL MEYeHBIX IIpeulec TBE HHUKOB C [Ipo-
ClexuBaHHeM UX cyIbOBI Yepes HecKo/MbKO NeHepalui [Toce epeHo-
ca KIeTOK Ha cpelly, HE ColepXamyio MeTKH (Tak HasblBaeMble 3KC-
nepHMeHTBI pulse-chase). HabmoneHust o0bMNHO OCYILIECTRIIIOT METONOM
3NeKTPOHHO-MHKPOCKOIMYeCKoi panmoasrorpadiu, roe B KadecTse
MeTKH Hclionbayercsa Tputuit (H?), koTopslit B cuy HeGosblloit 3Hep-
MM $-dacTui JaeT Ha paauoasTorpadax KopoTkHe Tpekd, yaobHble
AN oNpefeeHUs MeCT IOKANU3ALHMY METKH.

Jdpyroit nomxon — HabntoneHre 3a oOpa3oBanieM U paclpemee-
HUEM MapKepos CTPYKTYPHBIX KOMIIOHEHTOB 00ONOYKH B T€UEHHE He-
CKOJNLKHX FeHepauuil mocie ux urdykyuu. B 3ToM ciaydae ynoSHO uc-
MoJNb30BaTh cnelududecke MApKephst KIeTOYHOH CTEHKU (peLelTophl
¢aros, KOMMUMHOB, 3 TAKCKE «MATPHUKCHBIEY OEAKM) WIH LIUTOIUIA3MA-
THYecKol MemBpaHbl (MHTerpanbHble MeMOpaHHble depMeHTH), WIH,
HakoHer, Takve of1He Mapkepbl, KaK XKIYTHKH.

MoxXHO NpelcT4BUTh cebe TP OCHOBHEIX crocoba NOKANTUIALMH
CaiiTOB BKIOYeHHA MpeAllecTBe HHEKOB: KoHcepeamuenbili (puc. 43a),
nosyxorcepeamueHuii (puc. 436) U ducnepcusnbii (puc. 431). B neprom
cnydae nocje BTOpOH leHepanHu JHIIL YeTBEPTh KIETOK CONeDKMT
Mapkephl, BO BTOPOM cly4ae — IIONOBUHA KIETOK, a B TPETbEM — BCe
KIIeTKH.

Bonpoc o MexaHH3aMe cerperaliM ITOBEPXHOCTHBIX CJI0EB MOXHO
cuuTars Gonee WK MeHee GAHO3HAYHO pelleHHbIM JUIIb AN KOKKO-
BHAHBIX hopM GaKTEPHId B CITYYae, EClIM OHM XapaKTEPH3YHTCA MOHOMOp-
HBIM KIEeTOYHBIM [MICIOM M gellATcd B OOHOH TUTocKOCTH (Hampu-
Mep, CTpelrroKOKKH). ILna 3Tux dopM pasHbie KCNepUMeHTAIBHBE
HOOXOJB! JAIOT CXOMHYIO KAPTHHY, YKA3BIBAICIUYK) HA #OAYKGHCEpaa-
muensil crioco® cerperauuu. Jnd namouxosuiHBIX Gopm GakTepuit
CBeleHUs o cnocobe cerperauMM NPOTUBOPEYHBEL

OnHo3HaYHOoe YCTAHOBIEHHE JOKATU3AIMMY MECT BIJTICYEHHUS MeM-
6paHHBIX KOMIIOHEHTOR 3aTPYIHASTCA KX 3HAYMTENBHOM NaTepanbHokM
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Puc. 43. Tpu 0CHOBHLIX CNOCOGA CATPErauny KOMROHEHTOB 060n04KK:
a) KOHCBPBATMBHBIA, B) NCNYKOHCEPBATKBHLIA; B) AMCNEPCHBHLIN, 3B03A04KAMM NOKAZAHE MAPKAPLI

(B MAOCKOCTH MeMBpaHBI) MOJABHXHOCTEK (3a cyer OHBPy3nu), co-
CTarngoNed, HarpUMep, LIS JTHIONOIUCcAXapuia HapyXHoH MeM6-
pannl Escherichia coli oxono 1 MM 3a 25 ¢. Kpome Toro, cnoco® cer-
peramuu MOXeT ONpeAeNsAThCs CKOPOCTBIO POCcTd MMKPOOPTaHH3Ma: Y
MEANEeHHO pacTYIIUX KnetoK Escherichia coli o GIM30K K GUIOLSpD-
HOMY, a4 ¥ 6BICTPO PACTYILMX CTAHOBHTCHA THCIEPCHBHBIM.
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15.4. NocTpoekue KNETO4HOH NeperopoaKu

B H3y4yeHHH MEXaHH3IMOB perymsuUM JaHHOTO 3Tana KJIETOYHOI'O
LHMKIA BAXKHYIO POJb CHIrpaiu creluduYecKMe MYTAHTH, ocobeHHO
myrautsl Escherichia coli v Bacillus subtilis, o6paayiomue munuxiemiu
(min-vyTaHTBl). MHHUEIETKM BO3HUKAKT HAa NOJIOCAX HOPMATBHBIX
KIeTOK, MMeloT HeGOMbUIHE pa3Mepbl M He COHEepXKAT XpOMOCOMHOM
JHK. OgHaxo y HHX HOpMAILHBIA annapar TPAHCKPHIHK K TPaHC-
JIIMH, TIO3TOMY OHH MOIYT GbITh HCIONB30BAKEL A1 H3ydeHUA GyH-
KIMOHUPOBAHMS 3aXBAYEHHBIX M3 MATEPHMHCKOH KIETKM IUIa3MHf, a
TaKXKe BBefeHHBIX M3BHe MCKYCCTBEHHBIX MEHeTHYecKHX 3/1eMeHTOR,
ITOJTy4eHHBIX METONAMH FeHeTHYecKoi HHkeHepH. HMeHHo cyiuecTBO-
BaHHEe min-MyT4HTOR IO3BOJWIO CHENAThH BHIEOX, 4TC CaiT, OTBET-
CTBEHHEIH 33 o0pasoBaHKe reperopogku H JOKATHIYIOIMIACA B IIPO-
uecce JefeHusl B IKBATOPUAIBHOM 30He KIETKH, coXpaHseTcsl Ha 10—
Jirocax foYepHUX KIETOK. B HopMme 3TH oAsApHbIE caitThl BBIKIOYAIOTCH
M MoryT GYyHKUMOHHUPOBATh HApsAAY ¢ BHOBb (OPMUPYICIMMHCA K-
6aMOpUANTLHLMU CAITTAMM TUIUD ¥V min-MyTaHTOB.

B ;06oit M3 KIIeTOK min-MyTaHT4 OTHOBPEMEHHO CYILECTBYIOT JBa
(YHKUMOHANBHO AKTHUBHBIX CAHTA NMOCTPOGHHWS MMEPeropoikKH, HO B
KIIeTOYHOM M KJIe cpabaTbiBaeT JIMIUE OAMH M3 HUX (pHC. 44).

Cf“w? ujri' . Hnlu? cafit " Muyn-
¥
Hoxogruift cafir Nonaprsail caitt
L}

(KBETOPHANLHIMH) - —— JHK
S'MW“ mﬂ( M
o JHK JHK

{Heaosmonmo!)

Pyc. 44. Cxema aneTepHAaTUBHOTG BbISOpA CAATA NOCTPOBHUA KNBTOMHOW NeperopofKu

Okazanoch HeBO3MOXHBIM 06pa3oBaHHe OIHOBPEMEHHO TpeX Kie-
TOK: IBYX HOPMAIBHBIX M OHOMH MHHHU. [To3ToMY cleaH BBIBOI O CY-
IIECTBOBAHMU ONpeAeIeHHOro KOMIIOHEHTA — aKkmueamopa CHOpPKU
KNeToYHOoi neperopoaxi. [Mo-suauMMoMy, Ha IPOTSIKEHWH KIETOYHO-
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ro uMkna obpasyercs ozpanuuerHoe kotuvecmeo (KBAHT) 3TOTO aKTH-
BaTOpa, MOCTAaTOYHOE AN (PYHKUHOHHUPOBAHMS NHIUL odHoro cawira,
H OHO IOJHOCTBIO PACXOMyeTC B 3TOM IIpoLiECce.

OOHapYXUTb CyllleCTBOBAHHE TAKOTO KBAHTA B HOPMAJIBHBIX KAeT-
Kax HEBO3MOXHO, TAK KaK KOJHYECTBO KBAHTOB aKTHBATOPA H KOJH-
4eCTBO PYHKIHOHUPYIOIIMX CANTOB Y HUX COBITANAET, 4 Y min-MyTaH-
TOB 3TO KOJIMYECTBO IIpeBbNIAeT YHCIO KBAHTOB aKTUBATODA.

15.5. XapaKTep B3aHMOCBA3M NPOUECCOB KNETOUHOrO iENeHMs

Mexny npoleccoM HAKOIUIEHHMH KPHTHYECKOH MACCHEl KIETKH,
perutvkanueii JIHK v noctpoeHmeM KIeTOYHOM MeperopoakH He ob-
HapyxeHo OOCNMraTHo-peUMNpOKHON CBA3U, NPH KOTOpO# NoIaBlie-
HUE CIHOIO M3 NpoLeccos TopMo3uio Ovl IpyTHe U HaoGopot. Hanpu-
Mep, B caydae Bacillus subtilis BO3IMOXHO MOCTPOEHHEe NEPeropoikKy U
dopMHpoBaide KIeTOK HOPMAJAbHOIO pasMepa Nocie IogasleHUs
pertnkaumi JHK Hamunukcopoil xucnotoi. B peayasrare onHa U3
jgovyepHux Kietok He conepxur JHK. Kcerat, Takue xnerkm (kax u
MUHHMKIETKH), He coaepxaniie JJHK, HedyrcTsHTEbHEl K ITE HHI[HAT~
JIVHY, BBIZBIBAICIEMY JIM3MC TOJNBKO aKTHBHO pacTyLIUX KIeToK, Io-
3TOMY JAHHEBIHM aHTHOMOTHK MOXHO WCIONB3CRATD ANA MTOJYYeHH UX
yucroil monysiuud 6es JHK mna maipHe AUIMX MccIeqoBaHUil.

MoxHO MoNY9IuTEs W 00paTHYIO KApTHHY, eCaH MHrHOMpoBaThL Io-
CTPOEHME KIeTOYHON TMeperopolKM HU3KMMH KOHIEHTpAUMAMU Iie-
numwuiMHa G (v Escherichia coli caiiT ocTpoenusi neperopoiku 6o-
Jee YyBCTBHUTENEH K 3TOMY aHTUOMOTHKY, YeM caiiTbi, OTBETCTBEH-
Hble 33 NpoJuGEepaAlUIo KIETOYHOW CTEHKH). AHATOTHYHO AeicTByeT
TMOBHIIIEHUE TEMIIEPaTypPEL B CIYYae HEKOTOPBIX £5-MyTaHTOB. [IpH 3T0M
pocT xaetku M pertdkauus JHK moryr npogoimxarteed, npusoas K
BOIHUKHOBEHUIO «MHOTOHYKIEOHAHBIX» HUTeH (PUIaMeHT), KOTOpEIE
nocne yaaneHHs HHTHGMTOpa GParMeHTHPYKITCA HA COOTBETCTBYIO-
1Ilee YHCJIO HOPMATBHBIX KIETOK,

3ameueHo, YTo KIeTOYHbIH MK IpOKApHOT, TAKUX Kak Escherichia
coli, npu pocTe Ha MUHepalbHOW cpele ¢ II0KO30i (BpeMA reHepa-
MU OKoJo 60 MHH.) MOXHO ITOAPA3Ne/NTh HA [BA OCHOBHBIX ITEpHUO-
ja. Ouu noayyunn obo3Hadesms nepuonos Cu D. HHorna s nepuolie
D srunemsnor eme nepuof 7 — BpeMs OT [OABNeHUA MEPBBIX MPU3HA-
KOB KJIETOYHOH MeperopoiKH (IEepeTsKKM) JO 3aBeplIeHMS KIeTo4-
HOTO JieleHus1 (pHc. 45a).

Mepuon C B HopMe 3aHMMAeT okoyio 40 MuH., daKTUUECK npen-
craslisisi coBoil BpeMs NMOJHOH penhHKauuu renoma Escherichia coli,
KOTOPOE MAMO 3aBUCHT OT CKOPOCTH POCTa (IaKe ec/Tv BpeMsl TeHepalH
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Menbiue 40 MuH.). B nocnenHem cryyae HHMLMAUMA HOBOI'O LMKIIA perl-
gnkauud JHK npoucxofHT Mo 32BeplieHUs] KIETOYHOTC NEAEHHS, U
JoyepHHe KIETKM NOJYYaloT yXe 4aCTUYHO perunumMpoBaHHyo JTHK,
TaK 910 K MOMEHTY AeTeHHs PenMKAlMA yCIeBaeT 3apeplIMThCA.

TMepuon D aanumaet okono 20 MHH. — MeXIy MOMEHTOM 3aBep-
UeHMsl pelUIMKANMK M MOMEHTOM OKOHYATeJIbHOI'D (popMHUpPOBAHMA
KJIeTOYHoM meperopogku (Bap. 1 Ha puc. 43a).

st HopMaIbHOTO NMPOTEKAHHS KIeTOYHOro LMKIa HeobXodumo,
yro6ul B nepuoa C NpoucXoanna He Tonbko perumukauus JHK, Ho u
cuHres Genka u PHK, Tak Kak MHIrUGUTOPEI TPaHCKPHUITIMU (prdam-
DHIKH) H TpAaHCAAUHH (JIEBOMHLIETHH), BBEIEHHBIE B TeUeHHUE IepH-
ona C, TopMO3AT KIeTo4HOoe Je/ieHHe M YBeIMYMBAIOT BpeMs reHepa-
uuM. Ecimu xe BBecTH 3TH MHrHOMTOpHI HA epHoN, He NPEeBbILAKINUI
15 MHH., feleHUe KIIeTKH 3aBepiliaeTcs BoBpeMd (Bap. 2 Ha puc. 45a).
Oy4erHNHO, YTO MUHMMANBHAS JUTHTEIbHOCTE Meproga [ Moxet GuITE
paBsHa nepuony 7, T. e. BpeMeHH, HeoGXogUMoMY U cOopKH Iepero-
POIKM. DTH BHBOJEBI [IOATBEPXKAANOTCA (AKTOM, YTO JAHHBIE MHTHOK-
TOphbl, BBeleHHble B Mepuoln [, He TOPMO3AT KIETOYHOE JAEJIeHHE.
ClegoBaTeabHo, MpeslleCTBEHHMKH, HeoOX0MUMBIE IS MOCTPoeHHSs
KJIETOYHOI MeperopolkH, U ApyrHe benky, paxHbe JUII 3aBeplueH s

C D
V T
1 ) [ IR |
40 muu 20 mun
C
v vy
2) L J |
535 M 5 MuH
a)
v Penmuxage JTHK T Cerperauns THK e
—_—
1 2

6)

Puc. 45. OCHOBHBIE NeprOALI KNeTo4YHOTro uukna Escherichia coll. NoacHeHNs B TexcTe
{ no Mandelstam et al.1582) (a); npasuno «BeTO» ANA KNETOYHOTO AENEHUA (6):

1 -— nocne okoH4aHks penankaumn OHK cerperayva He 3aBeplIaHa,  KNBTO4HOB JENSHKE «3anpeule-
HOw; 2 ~ cerperagus AHK 3asepwieHd, NOCTPORHWE NBPArOPOAKK W KNETO4HOE JONEHHE «DA3PBLIGHDI»
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JiefleHHsl KIIETKH, CHHTe3UpyIOTCA B Ieprol C M XpaHATCA B pesepse
Jio Hayanma cOOpKH MeperopolKM (YTO COOTBETCTBYET CYILIECTBYIOIUM
NpelcTaBleHMsIM 0 TMHAMHKe Tipoakdepalii o00Mo4YKH, PHUBEIeH-
HEIM B § 15.3).

IleHTpainHoe MecTo B pobieMe peryasUMy KIeTO4HOTo AeleHus
3aHHMaeT BOIPOC O MpHpole CHUrHaNa, HeoOXoIUMOro ANl 3aIycka
npouecca CGOpKM KieTOYHOHN Neperopolku. JTurensHoe BpeMsa CYM-
TaJIOCh, YTO 3TUM CUTHAJIOM fABNsAeTCd TepMUHanua perikkauu JHK,
OIHAKO pACCMOTPEHHBIE HAMM CBHIETENBCTBA, YKA3BIBAIOILKE HA OT-
CYTcTBME OOMIMraTHoM CBA3M MEXIY 3THMH [poLEcCaMM, AeTaloT Io-
IoOHOe 3aKITI0YeHHe COMHHMTENbHBIM.

Hepasno ycraHoBieHo, YTO NOHABNeHHE cezpeayuu (pacxoxie-
HMA) BHOBb cHHTeanposaHHBIX Uened JIHK, nocturaemMoro s nepuon D
3a cyeT cOopxu KieToYHoi 0DOMOYKM U3 [MPeeCTBEHHHKOB, Iipe-
MHATCTBYET 3apepleHHI KIeToYHOoro nMKia. Flo3ToMy MOXHO Iona-
raTh, YTO A/l HOPMATLHOTO IOCTPOSHHUA KIETOYHOM NepPeropoiKH oT
JHK nonmxeH 6BiTh ocBoboxOeH caiiT, OTBeTCTBEHHLIH 3a cOopky
[EPETOpOIKH, JOKATU30BAHHBIA B 3KBATOPHATLHOR 4acTH KJETKH U
sanATeii JIHK cpaay nmocne 3aseplieHus ee perinkauuu (pHuc. 456).
OTcI00a BLIBOM: PETYIATOPHOE B3aWMONEWCTBHE MEXIY periuKaiueit
JHK u noctpoeHMeM KNeTOYHOI MEPEropoiky COCTOMT B cBoeobpas-
HOM Ipasune «seTo» co croponel JJHK. Ecau HapymeH npolecc Hop-
MaibHoli cerperauvi perimuMpoBaHHoii THK w cooreercTaymomee
MECTO B 3KBATOPHANLHOM oGnacTu KIeTkd 3aHsTO, To c6opka Kieto4-
HoH MMeperopoffKH He MoxeT ObITh ocylllecTBIeHa 1 KIeTo4Hoe Jeje-
HHe TopMmo3urcad. PopManbHC B 3TOM Ciydyae HabmwJaercs 3aBUCH-
MoCTh Mexny peiinkauueii JJHK 1 neneHueM KIeTKH.

15.6. B3aumopeicTRBHE PErYNSTOPHBIX MEXAHHIMOB
NP YNPaBNEHUK CKOPOCTLIO POCTA MUKPODPraHMIMOB

OnmuH M3 y3TOBBIX BONIPOCOR, CBSA32HHBIX C VIIPABIeHUEM CKOPOCTRIO
pocTa MUKPOOPraHM3MOB — O MEXAHW3IMAX IepecTPoitkKi MeTabommiMa
MUKpoOHO# KIeTKH NpH M3MEHEHUH COCTABA NMUTATENLHOM Cpeibi.

B xeMocTaTHOH KyJbType peryiHpoBalHe cocTaBa cpelnl (CMeHa
< THMHTHPYIOIETO» CYOCTpaTa) MO3BOJAET MOJNYIHTE KIETKH oNpene-
JIEHHOro XMMHYECKOro ¢oCTaBa a HHOIMA M ¢ 3apaHee 3alaHHBIMH
cBoiictBamMn. Hanpumep, B COOTBETCTBHU ¢ JaHHBIMH Tabn. 9 and no-
JY4eHHS KIEeTOK, o0orameHHBX GeJIKoM, HO Co CHHKeHHEBIM coaep-
XaHHMeM HYKJIeHHOBBIX KMCIOT (4TO BAXHO Iis KOPMOBBIX U MUIIEBRIX
Leseit) HeaecoobpasHO HCIOAB3CBATE AMMUTHpOBaHHe o docdopy.
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[Ipu cforameHuu cpefbl, JOMYCTHM, NyTeM HobOaBlIeHMs HOIMOM-
HHTEJIBHEIX MUTATENEHBIX Be1LUeCTs (AMUHOKHCIOT), 4 B XEMOCTATHOM
KYJAbTYPe MYTEM YBEJIHYEHHS MPOTOKA CPEIbl, CKOPOCTL POCTA YBENIU-
YHBAETCH JO HOBOrO 3HAYEHMS, KOTOpOE, KaK NpaBIo, He ABisieTcs
MaKCHMAILHO BO3MOXHBIM B CHIY HEMOMHOU pealnsaiuH MOTeHIIHANA
KAeTKH. DTo MPOUCXOAUT M3-3a HAUTUIHA TAK HA3IBBAEMEIX Y3KHX MECT,
T. . GHOXHMHYECKHX PeaKIHii, OrpaH HIMBAIIHAX CKOPOCTE BCEro Impo-
[ecca, a BHABNAA MX, MOXHO NOMYYHTbh MAKCHMANbHBIA BBIXOA, 6HO-
MacCel M peHHRIX IS YefoBeKa Npopykros Meralonu3Ma (B ciaydae
HCIIONIB30BAHMA MUKPOOPTaHN3MOB B OHOTEXHOMOIMYECKHX [IPOLIECCAX).

Tabpuya 9. Bnnsinue paznuyHbIx suA08 NUMUTHDOBAHUA
Ha COCTAB KNBTOK MMKPOOPranuama (Tuna Escherichia coli)

. Cocmas xaemok

Humumupyemolii

LCmoRNIK beaox Hyxaeunogwe Hunudu Sanachne

Kucromu gelyecmea

Yraepon He Bruger He Bnrser CHikaeT CHipxkaer

Azot CHuxaer CHpxaer MoBuaer Moppiaer

Docgop He piuser CHuxaer ChuXaer Mosmuzaet

HIH TIOBBILIAET
Mk He pauser CHuxaer He pmuser He pnuser

PaccMoTpuM 3HadeHMe PA3HBIX YPOBHeil peryifuuH, Mpencras-
JIEHHBIX Ha cxeme (puc. 46), nnsi yrpasie Kud o6ie cKopocThio pocTa
OPraHH3Ma.

QO6pI4HO cicopocms mpakchtopma cybcmpamoe (7) Gonee WK MeHee
TOYHOo cBGanalHCHpoBaHA cO CKOPOCTBKY MX MertabonusMa {(nis Golb-
WHHCTBA caxapos U OpralHYecKMX KMCIOT), @ HHOIIA MPeBRIIIaeT ee
(s aMMBoKuCaoT). B mocaeqHem cnyyae B xetke dhopMUupyeTcs pe-
3epB (yn) cybCeTpaTos, crnocoOHbIl 0KA3BIBATL pa3Hoobpa3Hoe, B TOM
Yyyche TopMoe3fiee, AeicTBHe Ha MeTaloan3M KIeTKH, eClH OTCYT-
CTBYeT TPAHC-PEeryisATOpHOe MHIHOMpoBaHMe TPAHCIOPTA 3TUX CYO-
CTPATOR M3 CPelbl MX BHYTPHKIETOUHEIM nyaoM. [IpHM HeKOTophIxX ye-
JIOBHSX TPAHCIIOPT OKA3bIBAETCHA THMUTHPYIOIIHM 3TAIIOM MeTabOoMH3~
Md, HallpuMep NpH AedHuuTe B cpelle HeoDXOOHMBIX cyOcTpaTos U
KothakKTopoB, 0COGEHHO B CIyYde OPraHH3MOB, He CIIOCOGHBIX K CHH-
Te3y NaHHbIX BeNIeCTB (ayKcompogoes) NIH OCYILECTRASKOIIMX 3TH [Tpo-
LIECCHL ¢ MOHMXeHHOH ckopoctbi (fpadumpoghoe). AHATOTMYHAS CH-
Tyauus coaqaerca NpM HejnoctaTouHoi 3¢beKTMBHOCTH TpaHCIOpT-
HBIX CHCTEM (Kpunmuweckue Mymanmui), Jaxe eciu B cpene u3bbIToK
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cyBcrpaTa. DTan esidesexia npodykmoe (8) MoxeT THMHTHPOBATE POCT,
ec/i NpoAyKT obanaeT HHTUGUTOPHBIM MIH OTPHLATEIbHBIM pery-
JISITOPHBIM geHcTBHeM Ha MeTAGOMM3M. B KieTke MpH 3TOM MOXeT BbI-
DabATRIBATHCA CHeIHANBHBIA MeXaHH3M (MeMOpaHHBIH TpaHCIOPTHERIN
KaHam) 11 aKTUBHOTC ylaleHHsA TAKHX BelllecTB.

B Tex cmyvasx, korpa TpaHCIOPTHBEA Mpouecc cTaHOBUTCSA Y3KUM
MECTOM, JIMMHUTHPYIOIIHM OOLIYI0 cKOpocTh MeTabonusMa, Bosmeii-
CTBKE, AKTHUBHpYIOUlee TPAHCIOPT WIK MOBBILAKOIIEe HIOKpaTelb-
HYI0 NMPOHHUAEMOCTh KIETOYHOH OGOM0YKH, MOXET MOJIOXUTEIBHO

JHK
poommmeee =l *1
A JHK + JHK
E l2
- —— T EEE P | oo -
! | : B it -
| b b PHK .
: ; 5i
H TP pP 9PHK '
) E —————————————————— -i
v A B 4 Fall
| Benok-npeAieCTReHAEK
| i3
b eeeaas o DENOK-NIOCPEOAMK o __________ 3
E X L EA 3 E
: Cy6erpar » [IpogykT
| (mRyTpK) (=ryTpM)
78 T7 sl
K
bo---- Cy6orpar Tpoxyxr
(cHapymn) (eHmpynm)

PHe. 46. Cxema OCHOBHBIX GHOXMMUYECKKX NPOLUECCOB K CNOCOG0B WX PerynALUK:

1-5 — ypoBoHL GMOCHHTE3A GENKOBLIX NOCPEAHUKOB; OCHOBHLIE NPOUBCCH: 1 — pennukayms, 2 —
TPaHCKPUAUMA, 3 — cOOpPKE aNNapata TPAHCAALMHK, 4 — TPAHCNAUMA, 5 — NOCTTPAHCAAYMOHHAR MOANDA-
KALNA; OCHOBHLIE CMOCOOBI PEryNALMM: A — YNacThe TPAHCKDMNUWM B pannukaysw (PHK-3aTpassxa), b —
BAMAHUE TPAHCNAMA HA TPAHCKPUNLUMIO (ATTEHIOZLMA, «CTPOrMR» KONTPONL), B — uuaykums, [ — pen-
peccus, [l — IK30TeHHaR HHAYKIWA; 6-8 — ypoBEHb YHKUMOHMPOBAHUA GENKOBLIX NOCPBAHKMKOS; OC-
HOBHbIG NPOLACCHI: 6 — (HEPMBHTATHEHAR 3KTHBHOCTS, 7 — TPaHCNOPT CYGCTPATOB, 8 — JKCKPBUWA
NPOAYKTOB; OCHOBHEG CROCOGH PEryNALMK: £ — 06PATHM3A KOBANGHTHAA MOQUGIMKAUMA, K — BIMS-
HHE CYGCTPATa Ha aKTMBHOCTe PEPMEHTA, 3 ~— BAMAHKE NPOAYKYA HA AKTHBHOCTL (hepMeHTa, M —Tpanc-
PErynALMA TPaHCNOPTa, K —— YNC-PETYNALMA TpaKcnopTa

CRNOWHbIMK NHHWAMMK NOKA32Kbl OCHOBHEIE NYTH CUHTEAA M (YHKUHOKMPOBAHWA GBAKOBBIX NO-
CPEAHMKOR, T PHXOBEIMA NHHUAMM — OCKOBHLIG MBXAHU3MbI parynayun. Ha cxeme He 0603HaYEHO, HO
NOAPAYMeBaETCA y4aCTHe GenkoBblx NOCHEAHMKOR B NPOLBCTAX PENNUKaLNN, TPAHCKPUIUMA, TPAHCNA-
¥ W TpaHcnopTa
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BAMATE HA CKOPOCTh POCTA OpraHMaMa. DTar @yHKYUOHUPosanun dep-
Mermoe {6) MOXET OKa3aThbCHd POCT-IKMHTHPYIOIIMM 3BEHOM MeTabo-
JNU3IMA JIKINB OPH OTCYTCTBMM B KAETKE HeoOGXOqMMOIC KOJIHYECTBa
dbepMenTa (160 y nedeKTHBIX MYTAHTOB, HMEIOLIKX MaJTOAaXTHBHBIH
dbepmenT). IIpH 3TOM GBICTPO BKIIOYATCA KOMIIEHCHPYIOILME MeXa-
HHM3MBI: HACTYNAaeT MHAYKUHS (epMeHTa HIM cHHUMAETCH pelpeccus
ero cuHte3a. JUId KOHCTMTYTHBHBIX (PepMeHTOB BO3MOXHA CTHMYJISA-
LA Ha YpoBHe TpaHcIsauMH. TonsKo npu HemocTatodHo# ddrdeKTHB-
HOCTH BCeX 3THX pery/JfATOpPHEX MeXaHH3MOB KONMYecTBO (epMeHTA
MOXET OKa3aThCS HeadlleKBATHBIM YCJIOBHAM POCTA.

Bo MHorHX cnyqasx HecGalaHCHPOBAaHHOTO pocTa HanbGollee Bepo-
ATHBRIMM HpeTeHAcHTAMH Ha pPONTb «Y3KHX MecT» MeraboMaMa ABJg-
10TCA npoyeccsl cupmesa Makpomonexya, ocobende PHK u 6eaxa. Dran
penauayuu (1) peako BRICTYMAeT B KayecTBe Y3KOro Mecra MeTabo-
JIX3Ma, XOTS cKopocTs 3MoHraiun JHK — BeandynHa JOCTATOYHO 110~
CcTOSIHHAA, cocTapmsiowas v Escherichia coli okono 2000 map nyxreo-
THAOB B CeKYHAY, H MaJIO 3aBHCHT OT YCJOBHH BRIpaIMBAHHSA (B ONTH-
MaJIbHOI 00NIACTH CHaGXeHHs NMpeAllieCTBeHHUKaMH). 310 oObAcCHAeTCs
clleliaIbHOM OpraHM3aiMel pery/STOpHBIX MEXaHHIMOB, HACTPOEH-
HBIX TAKHM 06pa3oM, 4TO NMPH yayYlieHHH YCIOBHIl IMTAHUS MOBHI-
HiaeTc Hacmoma uHuyualuy HOBBIX MKIOB perundkauun JJTHK. TTo-
3TOMY, ec/IH BpeMs reHepalln MeHbliie, YeM nepron pervtHkaimu JJHK
(v Escherichia coli 35—40 MHH.), TO HOBble LIMK/ABI PEIUIHKALMK KHULIK-
HPYIOTCSL 10 3aBeplileHMs CTApBIX M B GblcTpe pactyimx kierkax JHK
MPUCYTCTBYET B BUAe CHIBHO pa3sBeTBIEHHOM CTPYKTYPEI, COOTBETCTBY-
owel mo Macce 3—8 akpuBaneHTaM redodopa. Ilpu 210M, OYeBHAHO,
JICKYCOB, pacloloXeHHbIX BOH3H OT TOYKM HaYaIa PEILUTMKALIMH, B KJIeT-
Ke 3HauYMTeNIbHO OoNblile, YeM PaciioNoxeHHBIX Onike K TOYKe TEPMH-
HallUH, YTO MOXeT BBHI3HIBATE MMOBHIIeHHe CHHTE3Ad HEKOTOPhIX OeNKoB
(addexT o3nI reHa). OgHako vaire Bcero agpekT o3kl I'eHa He MpPOosSB-
JBIETCA M3-3a peryisiiiiv Ha YpoBHe TPAHCKPHAIMH H TPAHC/ILIMH.

Memnee onpeneneHHON OKA3BIBACTCS CHTYAITHA ¢ mpaHcKpunyueii (2).
HIiTeNnbHOe BpeMsl CYMTANOCH, YTO CKOPOCTh SJIOHFALKK B TpaHc-
KPHUITLMH SABJsIeTCS TaKoH Xe MOCTOSHHOM BelIHYHHOH, Kak ¥ B pell-
nukauvu. Ho mosiBsieres Bee Gonblie cBefleHHU © TOM, YTO B TPaHC-
KPHIIIIHH OHA MOXeT BapbHpPOBATh.

CylecTByeT TecHoe conpaixeHKe Mexay anonrauieit PHK B npo-
LHecce TPAaHCKPHITLMH U 3JIOHTrallHed MOMHITEITTHAHOA MOIeKyNbl B Ipo-
uecce mpancasyuu (4), M BHIpAXAeTCH OHO He TONBKO B MPOCTPAH-
CTBEHHOM COMpPSKEeHHH MpoleccoB, KaK 3T0 HMeeT MECTO MpH aTTe-
HIOAIHH, HC H B PeryJfATOCPHOM BO3AeHCTBHM 4Yepe3 MOJNeKYJbI
apdekropoB. TopMoXeHHE NOHTAUNN TPAHCISKH MPHBOAMT K CHH-
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Te3y cnedMgmueckoro adexTopa eyanosunmempagocgama (ppGpp),
KOTOpRIA CYHIECTBEHHO BAuseT Ha NMpoiiece TPAHCKPRKITKHK (pHc. 47).

et sHeprun (ATP) Takke TOPMO3KT TUAponus ppGpp, Tak
KaK aKTHBHOCTB MHpodocgarruaporassl ATP-3apucuMa (TouHee, oHA
3aBUcHT oT TOTII). Taxum o6paizoM, MpK AMMHOKKCIOTHOM [OIOAA-
HHH He TOJNBKO CTUMYNIHpyeTcs CHHTe3 ppGpp, HO M TOPMO3KTCA ero
THOPOJIHA.

KpoMe 3Toro MexaHu3ma, MO-BUAHMOMY, CYIIIECTBYET ellle ORUH
nyTh cuHtesa ppGpp, Tak KakK npu aeduuuTe MICTOYHUKOB 3HEPTHK
OH HaKaIUTMBaeTcsd AaxXe B KneTKax MyTanta Escherichia coli (Rel). Y
HeKOTODPBIX GauM/T ¥ CTPeNTOMMILETOB YeTaHoBIeH dakrop (oboaHa-
yeHHBH RelX), HeaaBUCHMELH OT puGOCOM, KaTAMU3MPYIOIIMA CHH-
te3 ppGpp npu cHuxeHuu ypoeHsa ATP B knetke. Hakonnenue ppGpp
B KJIETKaX MPHBOOUT K pe3xomy mopmoxcenuro oOpa3oBaHHs cTaGHIb-
ueix ¢popM PHK (TPHK u pPHK (cM. puc. 46 (3)) 1, cooTBeTCTBEH-

HurnGuposatye
ATP AMP
i
Gppp \ } » ppGppp
Inpodocdarrpancepasa (refA}

?

S‘ /_ HO
2

4
v .

PPm H20
N

Ihpodocdurriaponass (speT)

ADPF

|
ppGpp

Gpp -

Puc. 47. Cxema 06pa30BaHKA 1 pacnaga ryadosuHtetpachocdrata {ppGpp)

O6paaceanne ppGPP MHILUMMPYETCA MDA AMAHOKMCIIOTHOM FONQAHMM W KaTaNM3UPYETCA NKpO-
thocaTTpancehepason (NpoaykTom rena refA) (peakuwa 1). Korpa Npu fecrnunte aMWHOKMCNOT B 8K-
LENTOPHSIH YHACTOK PHGOCOMS! NONBRAST «HeZApAKEBHHAA> PHK ¢ KOAOHOM, KOMNNEMEHTAPHLIM KOAO-
Hy MaTpuLbl, WPHK, yKasaHbiil (hePMEHT, HAXOAWBWWACA B NATBHTHOM, CBA3AHHOM C pMBOCOMOI cO-
CTOAHMA, aKTUBMPYBTCA M KATANUIMPYET CHHTE3 FyaHoauHnentacgpocdata (ppGppp). koTophIl
NONBEPraeTCs GLICTROMY MHAPOMUIY ¢ YMACTHEM S-HYKREOTURA3L! (MPpOLYNTa reka gog) (peakuus 2). B
PEIYNILTATE HAKANNMBABTCA HCTUHHLIA 3dheKTOp — ryanoauMTeTpachocdar (ppGpp). Yposens ppGpp
B KJ8THE CTPOFO KOHTPOMIMPYBTCA HE YONLKO CKOPOCTEI0 06pal0BaHNA, anNOCTOPUHBCKH perynupyeMon
camum ppGpp, HO W CKOPOCTLIO PECRBAA NOA ABACTBMEM 3-NupodocdaTrnAponasel (NPOAYKTA FeHA
spoT) {peakums 3). 3T0T EpMEKT, NO-BHAMMOMY, TOXE CBR3EH C pHOOCOMAMH, PUYEM BI0 GKTHBHOCTL
NOAZBARETEA «Ho3apAxEHHOR» TPHK
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HO, K TOpMOXeHHic POpMHpOBaHHS armapara TpaHCIAIMH, HU30bI-
TOYHOE KOJINYecTBO KOTOPOTo B YCAOBHAX MOTOOARKS CTAHOBHTCH M3-
JIMIIHKM # JaXe BpegHbIM. DTO M ecThb TAK HAa3bIBAEMBIH cMpPo2uil KoH-
mpoab. OMHOBpeMeHHO IonasisieTcsl TPaHCKPHIiusA JOKYycOB pubo-
COMHBIX GeliKoB H (paxkTopoB aJoHTaMK TpaHeasuul. Ondako ppGpp
OKa3bIBaeT M MOAONCUMEAbHOE dericmeue Ha MPaHCKPUnyuo: OH CTHMY-
JMpPYET TPpAHCKPHUIIHI0 HEKOTOPHIX aMHUHOKMCIOTHBIX PETYIOHOB
{TpunTO(haHOBOTC, THCTUAHHOBOIO), 3 TAKKE PEeryloHOB a30THOTO Mée-
TabOAHIMA.

KpoMe BausHHA Ha TpaHCKPHIHUIO ppGpp peryiMpyeT gxmue-
Hocmb PAAA KIOYEeBbIX (epMeHTOB MeTabONMH3Ma, YJACTBVIOLIHX B
obpa3oBaHHK HYKJIeoTHOOB, ¢ochoNMNIHAOB, MeNTHUAOTAMKaHA, B
TpaHCHOpTE A30THCTHIX OCHOBaHMA K T.1. Hakonew, ppGpp axmusu-
pyem HEKOTOPble MPOTECINTHYECKHE CHCTEMEL KIIETKH, YCKOPAS BHYT-
PHKJIETOYHBIA [IPOTEONH3.

Bce HanoxeHHoe nenaer NOHATHON HeoOxXoaBMOCTE TOHKO# pery-
JsiuMHE ypoBHA ppGpp B KIeTKe.

HeobxoauMo OTMETHTH, YTe IyaHosHHmogudocdaTs aHATOMMY~
HOTO HMJIM HHOTO CTpoeHHs oOHapyXeHB B KieTKax MHOIMX OpO- U
IYKApPHOT, THe OHH BEIMOMHAKT Pa3JIHYHBIE PerVASTOpHbIe PYHKIIHH
(Mo-BUAMMOMY, Hapsay ¢ aleHo3HHNonH(ochaTaMH).

Takum 0Dpa3zoM, conpaxycenHuili RPoYecc MpaHCKpunyuu-mpaHcin-
YUy OKAa3pIBaeTCHA BC MHOTHX CIyYasxX pelUalolKM 3TaloM IMpHCHo-~
coOneHus KIETKHA K YoloBMsAM TOJONaHHA, HanpHMep Ipu tepeHOCe
Ha 6eAHYI0 cpeny (Tak Ha3niBaeMelil shift-down).

TIpHu obpatHoil cuTyanum — TiepeHoCE KleTOK HAa DOTATYIO cpeay
(shift-up) MMeHHO Mpolecchl COMpSIKEHHOM TpaHCKPHIIIIMH-TPaHC-
IAuHHK (ocobGeHHO Ha aTane GHOCHHTe3a K cOOPKH annapara TPaHCIA-
HHH) ABAAIOTCA Hambollee y3kKMM MecToM MeTaDONM3Ma, JTHMHTHDPY-
OIKHM OGHIVIO CKOPOCTh POCTa TIONYISi{UH.

IHoche oborameHus cpensl MPOUCXOAUT «BCHbIIKA» CHHTE3A OellKa
(32 cyeT MOOMAHIAIHM BHYTPEHHUX PECYPCOB, B YaCTHOCTH nyiia pubo-
coMHbIX cybuyactHl), TPHK nepexomur B «3apsiKeHHOE» COCTOSHHE, B
pesyneTaTe peako cHUXAeTen obpazoBaHMe ppGpp U 3amyckaercs ObIC-
Tpbii cHHTe3 ctabunsHpX dopM PHK (tTPHK u pPHK), yeMy criocob-
CTBYeT MHOXECTBCHHAR pepeccHs paHee GYHKIMOHUPOBABIIUX Ofepo-
HOB (B CBS13M ¢ HANHYMeM B Goratoli cpelie rOTOBBIX KOHEYHBIX NpOAYK-
TOB: AMUHOKHKCIIOT, 230THCTRIX OCHOBAHMUI M ADP.). B urore cydres Genka
I CKOPOCTB POCTA YBENYUHMBAIOTCH, TOKA ITO3BONSAET CONMpsiKeHHOe HyH-
KIIHOHHPOBAHNE FIPOIIECCOB FPAHCKPUHLMH-TDaHCSIIHH.

M3 Bcero mManmoXeHHoTo clenyeT NpaKTHYeCKHI BBIBOJ, Kacalo-
UrHifca ceneKiMM M KOHCTPYHPOBaHUA IHTAMMOB-NPOAYLIEHTOB, CIo-
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cOBHBIX K «CBepXCHHTE3Y» LEHHBIX HpopykroB. Hampuumep, nna cmu-
Myasyuu cunmesa amuHoxuciom obpasoBaHHe ppGpp oKasblBaeTcH
TOJIE3HBIM, ITOATOMY Gojlee NepcneKTHBHBIMH IIPOAYLIEHTAMH MOTYT OKa-
3aThes WTaMMbL Rel*. HanpoTus, KOHCTPYHPOBAHUE HITAMMOB, 06pasy-
OWHX feaxogme npodyxmet (0COGEHHO «UyKepoaHEIC» OENKH, HATPUMED
MHCYJIMH MM MHTep(hepOoH y GaKkTepHid), [IpearnoaraerT HeoOXogHMOCTE
MOIaBJIe HUA BHYTPHKIETOYHOTO MMPOTEONK3a, YTo TpebyeT ucnonniopa-
HUA IWTaMMOB Rel” WM APYTHX yCA10BHH, MOAABIMIONHX oOpajoBaHKue
ppGpp.
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