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INNPEANCJJIOBUE

[aHHoe y4yebHOe Mmocobue MOCBSIEHO PACCMOTPEHUIO OCHOB
dunamu4eckoll Ouoxumuu, T.€. TOMY €€ pas3lneiy, KOTOpbIi u3yya-
€T BCIO COBOKYITHOCTh XMMUYECKMX TPEeBpalleHNII OpraHUIeCKUX
COEMHEHWI B TIpOIleCcCe KU3HEAeSITebHOCTU. B CBSI3M C TakKoi
crieliMayin3alneil aBTOphbl MMOYTH He 3aTParuBaloT MpOOJIEMBbI cma-
muueckoll buoxumuu, T.e. IPOOJIEMBI CTPOEHUST MPUPOAHBIX Opra-
HUYECKHUX BEIIECTB M UX OMOCUHTE3a, OTChIJIasi MHTEPECYIOITUXCS
K TMOJTHBIM KypcaM OMOXMMUU.

ITpu HammMcaHUM 3TOTO MTOCOOMST aBTOPHI HE CTAaBWJIM M HE MOT-
JIU CTaBUTbH 3alayy B Kakoi Obl TO HU ObLIO Mepe AyOaupoBaTh
CYIIECTBYIOIIE B HACTOSIILIEE BpeMs MPEKPACHbIE MHOTOTOMHBIE
YY4EOHUKU TI0 OMOXMMMU U MOJIEKYJIIPHOM OMOJIOTMU, MHOTHE U3
KOTOPBIX TIepeBeleHbl Ha PYCCKMI SI3bIK. [103TOMY MJIST M3JIOXKe-
HUS OBUTU BBIOPAHBI T€ pa3/esibl OMOXUMUU, KOTOPbIE, TT0 MHEHUIO
aBTOPOB, HEOOXOAUMBI I (HOPMUPOBAHUS OUOXMMHUYECKOTO
MBIIIUIEHUST Y YMTATENei, TTTaBHBIM O0Pa30M CTYIEHTOB M aclipaH-
TOB XUMUYECKHUX U MUKPOOHMOJIOTMYECKHUX BY30B, OCOOCHHO CITe-
LUATU3UPYIOIINXCS B 00JIACTH IKOJIOTUX U OUOTEXHOJIOTUN. DTUM,
B YaCTHOCTH, OOBSICHSIETCS OOJIBIION YIEeNbHBIM BeC MaTepuaioB
Y IPUMEPOB U3 00JIaCTH OMOXMMUY MUKPOOPTaHN3MOB, UTPAIOIIINX
OCHOBHYIO POJIb B OMOTEXHOJOTMYECKMX MPOLleccax.

HemanoBaxxHbIM (haKTOpOM MpPU BbIOOpE MaTepuasa U, 0COOeH-
HO, CTeTICHU JeTaIM3alluK €r0 U3JI0KEHMS TTOCTYXKWIN TPEICTaB-
JIEHWST aBTOPOB O TOM, B KaKUX pasieiax OMOXUMUU OHM CUMTAIOT
ce0s1 HanboJiee KOMITETEHTHBIMU.
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MartepuasioM Uil NTaHHOTO Y4eOHUKA MOCTYXXWIM, B YaCTHO-
CTH, JIEKIIUM TI0 O0IIIei OGMOXMMUM M SH3UMOJIOTMM, KOTOPBIE OMUH
13 aBTOPOB JUIMTEJbHOE BpeMs YMTal B MOCKOBCKOM XWMUKO-
TexHoJIornueckoM yHuBepcutete uM. JI.M. MeHneneeBa u Ha 61o-
JIoru4eckKoM ¢hakyabsTeTe MOCKOBCKOrO ToCylapCTBEHHOTO YHU-
BEpPCUTETA, TJIe MMEJI BO3MOXHOCTb KOHTPOJIMPOBATh YCBOSIEMOCTh
MaTrepuajia 1 BHOCUTb B TEKCT JICKLIMI HEOOXOMUMBIE YITyUIICHUS
Y TOTTOJTHEHYSI.



BBE/IEHUE

IIPEAMET U 3AIAYM BUOJIOTUYECKOM XUMUU

[IpenMeToM OMOXMMMU SIBJISTFOTCS JcUsble cucmemsl. 3agada 3Toi
HayKM, KaK CJIeJyeT U3 e¢ Ha3BaHUsI, — U3YICHUE XUMUUECKUX OCHO8
JHCU3HU, T.€. XUMHUUECKOIO COCTaBa U CTPYKTYPhl KOMIIOHEHTOB XK1~
BBIX CHCTEM, a TaKKe MPUPOIbI IIPOTEKAIOIINX B HUX XUMUYECKUX
peakiuuii. [l1TaBHas 11eb — BBISICHEHHE B3aMMOCBSI3M MOJIEKYJISIP-
HOM CTPYKTYpPBI M OMOIOTHUYECKOI (PYHKIIMH, a HE TTPOCTOE OIUca-
HHE XUMUIECKHUX IIPOIIECCOB B XXUBHIX CUCTEMAX.

O4YeBUIHO, YTO npedmem OUOXUMUU SBJISIETCS OOIINUM C PSIOM
IPYTUX XMMUYECKUX M OMOJOTMYECKUX HayK (OMOOpTraHMYeCKOit
XUMMUEH, MOJIEKYISIpHOI Onosiorueit, Gu3noaorueii u T.4.), u3yda-
IOIIMX XUBBIE CUCTEMbI, TOTA KaK 3adauu MepeKpPhIBAIOTCS JTUIIb
YaCTUYHO. [paHUIIBI MEXIy 3TUMU HayKaMU B HACTOSIIEe BpeMs
B HEKOTOPBIX OO0JIACTSIX ITOCTATOYHO YCJIOBHBI, M 3Ta YCIOBHOCTH
YCUJTMBAETCsl TIPUMEHEHUEM OOIIUX METOAOB UCCIeNoBaHuUs (Ha-
MIpUMeEpP, METOIOB FeHETUYECKOI MHXeHeprH ). bruoxumus cocraB-
JISIET hyHOameHm STUX HayK.

OCHOBHBIE 3TAIIBI PA3BUTHSI BUOXUMHUYECKUX 3HAHUIA

PazButue OuMOXMMUM OBLIO Obl HEBO3MOXHO 0€3 OTKPBITUS
[JIABHBIX 3aKOHOB NPUPOIBI JJIST HEXMBBIX CUCTEM W W3YYEHHUS
(dyHIaMEeHTATbHBIX OCHOB (DU3UKHW U XMMHU 3TUX cCTeM. B KoHIIe
XVIII B. A. JlaByasbe u I1. Jlamiac mokasajiu, 4TO OCHOBHBIE 3a-
KOHBI COXpaHEHHUS BEIeCTBA M SHEPTUHU CITPaBEUTUBEI U JIJIsT OMO-
JIOTMYECKMX OOBEKTOB. BhImeeHre 00IbII0ro KOJMIeCcTBa HOBBIX
WHAWBHUIYaJTBHBIX BEIIECTB W3 XUBHIX OPTaHM3MOB M YCTaHOBJIE-
HHUe TOro (akTa, YTO BCE OHU COAEPKAT YIVIEPOJ, ITOJOXMIO Ha-
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4aJio 0peaHUu4eckoi Xumuu, OCHOBaTeJIeM KOTOPOil MOXKHO CUMTATh
XK. Ieit-Jlroccaka, M3y4yMBILETO METOAOM CXXUTAHUS COCTaB MHOTUX
YIJIEBOIOB 1 OEJIKOB.

B 1824 . ®@. B€nep cuHTE3MpOBaJ 11aBeJieByI0 KUCIOTY, aB 1828 T.
MOYEBHMHY, OIPOBEPTHYB BUTAIMCTUYECKYIO TOUKY 3DEHMS, UTO
OpraHUYeCKHe BEIEeCTBA MOTYT OBITh IPOIYKTOM TOJBKO KMBBIX
opraau3moB. [IpaBma, @. XeHHETb CHHTE3UPOBAJT 3TAHOJ paHBIIIE,
yeM ®. Bénep maseneByo KUCIOTY 1 MOUYEBHHY, OMHAKO 00pa3yo-
LIMe 3TaHoa Apoxku 1o padot JI. [Tactepa He cUUTAIUCH XKMBBIMU
opraHU3MaMu.

B XIX B. M. bepuenuyc BriepBbie MCIIOIb30BaJI TEPMUH KAmManu-
3amop N cHOPMYIMPOBaJl OCHOBHBIC TIPUHITUIIBI KaTajau3a, Mocie
Yero CTaJIo SICHO, YTO NITUAIMH CJIIOHBI, TIETICKH XXeJIyI0YHOTIO COKa
1 aMuyIa3a CoJiofia SIBJISTIOTCS OMOJIOTMYECKUMHU KaTaanu3aTopaMu.

K xoniry XIX B. ObLI JOCTUTHYTHI OOJIBIIIME YCTIEXU B Pa3BUTUU
HEOpraHW4YeCKOM, OpraHMIeCcKOil 1 (PU3MUECKoi XUMUM, chopMy-
JINPOBaHbl 3aKOHBI TEPMOMWHAMUKU, TE€HETUYECKWE ITPUHIIMIIBI
HacieacTBeHHocTH (I. MeHnesnp) U nmosyduaa npu3HaHUe TOKTPU-
Ha sBomonmn (Y. Japsun). B Hauane XX B. B. ®umiep pazpadbo-
TaJl METOMIBI BBIICJICHUST MOHOMEPOB U3 OEJIKOB U MOJIMcCaxXapuIoB,
YCTAaHOBWJI CTPYKTYPY M ONTUYECKHE KOH(MUTypalud MHOTUX W3
HMX, TTPOJEMOHCTPUPOBAJ CIIELIM(MUIHOCTD NeHCTBUS (HEePMEHTOB
1, TAKMM 00pa30oM, TIOJIOKUJI Hayajlo MHOTMM HaIlpaBJICHUSIM O1O-
xumuu. CaM TepMUH ouoxumus 6611 BBeneH B 1903 1. K. Heitbeprom.
OnHako B NepBoii OJA0BUHE XX B. OMOXUMUKU YACISIN OCHOBHOE
BHMMaHVe MaJIbIM MOJIeKyJlaM (MOHOMepaM) U cocmagy OUOIon-
MEPOB, a QYHKYUOHUPOBaHUe OVOTIOMMEDPOB CTAJIO TIPEAMETOM WH-
TEHCUBHOTO M3YYEHMUS JIUIITb B CEpeAMHE U BTOPOI1 MoI0BrHE XX B.

B 70-e roapr XIX B. K.KioHe ObLI1 BBeieH TepMUH 3H3uUM (OT en
Zyme — B 3aKBacKe) 1JIsi 0003HAYeHUS KOMITOHEHTOB JIPOXKEBOM
KJIETKU, OCYIISCTBIISIIONIMX XMUMHMUYECKUE TpeBpalleHus cyocTpa-
TOB. Pepmenmamu B TO BPeMsT Ha3bIBaJIN KUBbIE MUKPOOPTaHU3MBI.
OnHaKo B pyCCKOSI3BIYHONM HAayYHOM JIMTepaType B HACTOSIIIEE Bpe-
MsI 111 0003HaYEHMST OETKOBBIX KaTaIM3aTOPOB B OCHOBHOM YIIO-
TPeOISIeTCS TEPMUH «(hePMEHT».

OKOHYATEeIbHO BOIPOC O TOM, YTO XMMHUYECKHE TpEeBpaIleHUs
CyOCTpaTOB KaTaJIM3UPYIOTCS OIpeNeIeHHBIMU BEIIECTBAMU, KOTO-
pbie MOTYT (PYHKIIMOHUPOBATh KaK BHYTPH KJIETOK («OpraHM30BaH-
Hble» hepMeHThI JI. [TacTtepa), Tak U BHE KJIETOK («HEOpraHU30BaH-
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Hble» hepMeHThl FO. JIubuxa u K. bepHapa), o611 perieH B 1897
I u B. byxHepamu, OCyIleCTBUBLIUMMU TIpoLiecC OPOXEHUs C TO-
MOIIIbIO 9KCTPAKTa U3 KJIETOK IPOXKKE.

upokoe uzyyeHune GUZMKO-XUMUYECKHUX CBOUCTB (hepMEHTOB
U MeXaHM3Ma X GYHKIIMOHUPOBAHUS CTAJIO BO3MOXKHBIM TOJBKO
rnocJjie pa3padboTK1 METOMOB UX MOTYYeHUS] B TOMOT€HHOM COCTOSI-
HuU. [1epBBIii MTHINBUIYATEHBIN KPUCTAJUTMIECKII epMeHT (ype-
aza) monydeH . CamuepoMm B 1926 1. Ilocnenyroliee BBIEICHIE
B MHIMBUIYAaTbHOM COCTOSTHUU Psifia APYTUX (pepMEHTOB MPUBEJIO
K hopMyIMpoBKe MpaBuja: «Bce (pepMEeHTH — OeIKU», KOTOpoe
OBbLIO OMPOBEPTrHYTO TOJBKO B 70-¢ roabl XX B. B pe3yjabrare OT-
kpbeiTUsl pepmeHTaTuBHBIX cBoicTB PHK (Hampumep, PHKa3zer P,
yuactBytoueit B npoueccunre (PHK) u JIHK. Takue dpepMeHTHI
MOJIYYWIN Ha3BaHUe pubosumslt U JIHK3umbl, COOTBETCTBEHHO.

[naBHBIE >Tambl pa3BUTUSI OMOXMMHUU CBSI3aHBI C MMEHa-
MM psia YYEHBIX, MHOTME M3 KOTOpbIX pabotanu B Poccuu:
A.H. baxa (mepekucHas Teopusi OMOJOTMUYECKOrO OKMCJICHMUS),
B.N. ITannaguHa (Teopus aeruapupoBaHusi), B.A. DHrenbrapara
(otkpeiTne AT®), A.M. Omnapuna (rumnore3a BO3HUKHOBE-
Hust xusHu), A.H. benoszepckoro (ucciaegoBaHue HYKJIEUHO-
BbIX KuciioT), K. dyHka (BUTaMUHBI, aBUTaMUHO3), [. DMOmeHa
u K. Meiteproga (MexaHusm riaukonusa), I. Kpebca (uukn Tpu-
KapOoHOBBLIX KUCIOT), A. CueHT-AbEpan (OCHOBBI OMOB3HEpre-
TuKM), A. JleHuHaxepa (OKMcIUTEIbHOE (ochopuImpoBaHue),
I1. Mutuena (XeMUOCMOTHYECKasI TEOPUSI) U MHOTUX APYTUX CO-
BPEMEHHBIX OMOXUMUKOB.

IIPyHITUIIBI KIACCUMUKALIMM CEMEIICTBA
BUOXNMHNYECKHX HAYK

OCHOBHBIM TIPUHIIUIIOM SIBJISIETCS KJTAaCCU(PUKALINS IO 005eK-
my WCCIIENOBAaHMsS, B PE3YJIETATe YErO BBHIICIISTIOT CICAYIOIINE BU-
ITBI OMOXUMUU: HCUBOMHBIX, PACMEHULI I MUKPOOpeaHu3mos. B cBoro
ouepenb, Kaxmass M3 3TUX HayK MOXET OBITh IOIBEPTHYyTa Ooliee
JIPOOHOMY TIOAPA3NCIICHUIO, HATIPUMEp Ha OMOXUMUH HACEKOMbIX,
eodopocaeli, epubos M T.0. UHOTIa 0OBEKTOM MOTYT OBITH OIIpee-
JICHHBIC KJIACCHl XMMHWUYECKMX COCAMHEHU, HAIIpUMEDP, OMOXIMUS
0enK06, OUOXUMMUSI 4eAnt0103bl U JIP.
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B kauecTBe TpuHIMIIA KJIacCU(MUKAIIMA MOXET TaKKe MpUMe-
HATbCSI HaMMEHOBaHME OO0JIACTH TPUMEHEHUS OMOXMMUYECKMX
MOIXOJ0B (C TIOSIBIEHUEM, HAlpUMeED, TEpPMUHA mexHu4eckas o6uo-
xumust). HakoHelr, mpu KiaccurKaly WHOTIA TTOAYePKUBACTCS
TOT WJIM WHOM acTeKT MPoOIeMbl, BKIIOYaeMbIil B chepy neicTBUS
JMIAHHOI 00J1aCcT! HayKWd. DTO MPUBOIUT K TMOSIBICHUIO TAKMX «TH-
OpuaoB», KaK gusuyeckas ouoxumusi. He BnaBasicb B TEpMUHOJIO-
TMYECKYI0 Ka3yWCTUKY, MBI JIUIIb KOHCTATUPYEM CIIOXKUBIIYIOCS
CUTYalIMIO, BEIPAXKAIOIIYIOCs, B YaCTHOCTH, B CYIIIECTBOBAaHUU MO-
HorpaduiecKoi JIUTepaTyphl ¢ yKa3aHHbIMU Ha3BaHUSIMMU.

B cBowo ouepenb, GMOXUMHUs BKIIIOYAeTCsS B 0ojiee IIUPOKHE
TOHATHUSI, HAMpUMeEp TaKoe, KaK @uauko-xumuueckas Ouonsoeus,
00beNMHSIONIee POACTBEHHBIE (DU3MUeCKre, XUMUYECKe U OHMo-
XUMUYECKHME pa3leibl COOTBETCTBYIOIIMX HayK: (DU3NKM, XUMHU
1 OMOJIOTHH.

3HAYEHUE BUOXUMIH /1711 BUOTEXHOJIOTUH

broxumuyeckue nporeccol JexaT B OCHOBE O4eHb MHOTHX TEX-
HOJIOTMYECKUX MPOU3BOJCTB MUIIEBONA, MEIUIIMHCKON U MUKPO-
OrOoN0rMYecKoi MPOMBIIUIEHHOCTU. B HacTosiee BpeMs TE€XHO-
JIOTUYECKUE TIPOLIECCHI, OCYIIECTBISIEMbIE C MOMOIIBIO KMUBBIX
OpPraHU3MOB WJIM WX KOMITOHEHTOB, HA3bIBAIOT OUOMeExHOA02Uell.
B 3TOM CcMBICTE OMOXUMUS COCTABISET (PYHIAMEHTATBHO-HAYYHYIO
OCHOBY OMOTEXHOJIOTHH, 3 OMOXUMUYECKHE 3HAHUS A0COTIOTHO He-
00XOIUMBI 17151 pa3pabOTKK PALIMOHAIBHON CXEMBI COOTBETCTBYIO-
1IEro MPOM3BOJICTBA.

B nocnegHee Bpemsi MOSIBUIIOCH HOBOE HampamieHue (a ToY-
Hee, HOBBI TEPMHUH), BKIIOYAIOIIEE MPAKTUYECKU BECh KOM-
IUIEKC TEXHUYECKMX U ECTECTBEHHBIX HAyK — HAHOMEXHOAO02US.
HaHoTrexHoMOrM4eckue moaxoAbl KUCTONb3YIOTCS B HAayKe OYEHb
naBHO. Benb mo6oii pepmeHT — 3T0 HaHOKaTanu3atop. HoBoe pas-
BUTHE YKA3aHHOTO HAMpaBJIC€HUS CBSI3aHO C COBEPILEHCTBOBAHU-
€M MOJIEKYJIPHO-OUOJOTUYECKUX U TEXHOJOTUYECKUX METOMOB
U MOXET OOeCTeYNTh 3HAYUTENbHBIA MTPOTPECC BO MHOTUX O0Ja-
cTsax 6uorexHonoruu. OaHaKo, MOJOOHO METONAM TeHETUYECKOMN
WHXEHEePUU, OHO TpeOyeT U TIIATEIbHOTO aHAJIn3a 0€30MMacHOCTH
HCTIOJIb3yEMBIX TIPUEMOB.



I'maBa 1

CTATUYECKRAA BUOXUMUA RJIETKHU

1.1. CTPOEHUE 1 COCTAB KUBOI KJIETKU

1.1.1. OBIIME CBEAEHUS

Bce xuBble OpraHU3Mbl COCTOSIT U3 KIJIETOK (O gupycax CM. Ja-
Jiee) U MOAPA3ACIIAIOTCS Ha 0OHOKAEeMO4YHble U MHO2OKACMOUHbLE.
[Monynsauusi ONHOKJIETOYHBIX OPraHM3MOB BKJIIOYAeT KJIETKU
OIHOTO THUIIA WJIX OJU3KUX TUIIOB, TOIMA KaK Y MHOTOKJIETOYHBIX
OPraHM3MOB KJIETKU CIICLIMAJIM3UPOBAHBI U BXOAST B COCTaB MKA-
Hell.

[To Tumny cTpoeHust KIeTKU MOTYT ObITh npokapuomuyeckumu (OT
pro — 1o u karyon — siipo, T.e. NOsIepHbIC) U SyKapuomuyeckumu (OT
eu — VCTUHHBIN, T.e. HacToslIMe saepHbie). [Ipokapuornyeckue
KJIETKU He coJepKaT o(pOpMIJIEHHOTO siapa (TeHeTUUeCKUil MaTepr-
aJl He OTIeJIeH MeMOPaHOIt OT BHYTPEHHETO COACPXKMMOTO KIIETKH),
a TakKKe U MHOIMX BHYTPUKJIETOUHBIX OpraHesUl: MUTOXOHIPUIA,
XJIOPOILIACTOB U Jp.

Bce keToYHbIE OpraHM3Mbl UMEIOT CXOAHBIA XUMUYECKUI CO-
CTaB U COJEpKaT TPU OCHOBHBIX THMAa MakpoMoJiekyn: JHK, PHK
U OeaKu, a TAKXe noaucaxapuoHsle N AunuoHbie KOMIIOHEHTH. Kpome
TOTO0, B KJIETKAaX MPUCYTCTBYIOT IIEPEMEHHbIE KOJIMYECTBa CyOCTpa-
TOB UM IPOAYKTOB SHEPreTUYECKMX Y KOHCTPYKTMBHBIX IIPOLIECCOB
(aMMHOKMCIIOT, CcaXxapoB, HYKJIECOTHUAOB U Op.), (OPMHUPYIOIINX
BHYTPUKJICTOYHBII pe3epB, WIKM My (OT aHIJL. pool), HU3KOMOJIE-
KYJISIpDHBIX BellecTB. B cpennem okoso 80% Ki1leTO4HOM Macchl CO-
CTaBJISIET BOJA.

CXxeMbl CTPOEHMS ITPOKAPUOTHYECKOMI U 3YKAPUOTUIECKUX KIIe-
TOK TIpeJcTaBiaeHbl Ha puc. 1.1 u 1.2.
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Puc. 1.1. CtpoeHre TUITMIHOU TTPOKAPUOTUUECKOU KIETKI ' :
a — o0uit BUI; 6 — BHYTPEHHEe CTPOeHUE

1 — nykseoun; 2 — puboCOMBI; 3 — KJIeTOUHasI CTeHKa; 4 — IIUToIIa3Ma-
TUYecKas MeMOpaHa; 5 — Me30coMa; 6 — ra30BbIe BE3UKYJIbI (a3POCOMBI);
7 — BHYTPUIIMUTOILIa3MaTUUECKIE JIaMeJISIpHbIe CTPYKTYPHI; 8§ — Mmoucaxa-
punbl; 9 — nmanoduHOBEIE TpaHyibl; 10 — momudocdarsr; 11 — monu-
OeTa-okcuMacisTHast KUCioTa; 12 — xupsr; 13 — cepa; 14 — KapOOKCUCOMBI,
15 — TpyOuUaThle TUIAKOMABL; 16 — IUIACTUHYATHIE TUIAKOMIBL, 17 — XJIOPOCOMEI,
18 —6azanbHble Tea; 19 — xryrtuku; 20 — mum; 21 — Karncysa

' Pucynox 1.1, a B3t u3 MUntepHeta (www.cellsalive.com), puc. 1.1, 6 u3 [2].
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Puc. 1.2. CtpoeHure 3yKapMOTUYECKUX KIIETOK:
a — XKVBOTHBIE; 0 — PACTCHHUSI:

1 — anmpo; 2 — aaphIKo; 3 — aaepHas MeMOpaHa; 4 — TJIaAKAi 9HI0TIIa3-
MaTUYECKUH PETUKYIYM; 5 — IIepOXOBAThIN SHIOTIa3MAaTUIECKUI PETH-
KYJIyM; 6 — JIu3ocoMa; 7 — MUTOXOHIPUST; 8§ — MUKPOTPYOOUKH; 9 — armapar
Tonbmxu; 10 — nuToruTasmaTudeckast MeMOpaHa; 11 — KileTouHast CTeHKa
(11a — nenmonosa, 116 — mekTrH); 12 — xsoporuiact; 13 — Bakyoss [22]

Pa3mepnbl 1 MacChl KJIETOK Pa3HbIX OPraHU3MOB B CpPaBHEHUH C Pa3-
MEPOM 1 MacCOii OpraHM4YeCKUX MOJIEKYJI IpUBEACHbBI B Ta0d. 1.1.

Tabnuua 1.1
Pa3mepbl M0JIEKY.T 10 CPABHEHHIO C PA3MEPOM KJIETOK
Pazmep Macca

Mouexyxa um KieTka (o nyMHe), HM JAJbTOHBI| TPaMMBbI
Bona 0,3 18 3101
AJTaHUH 0,5 89 15101
Imoxko3a 0,7 180 3010~
Pubonyxieasa 3,5 750 12510~
MewmOpaHa mpoKapuoT (TOJIILINHA), 10
Muo3uH 160 47-10* 81077
Pu6ocoma (70S) 18 252:10* 421077
Baktepuodar (fx174) 25 470-10* 781077
Bupyc Mo3anku tabaka 300 400-10° | 66,710
MUTOXOHAPYSI ITeYeHN 1500 6,6810-¢
Knetku npokapuor 250-250000 0,5—100
Knertka Chlorella 10000 10
XJoporuiacT pacTeHuit 8000 60
Knerka neuenu 20000 8000
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1.1.2. KJETOYHBIE CTEHKU U KJIETOYHBIE MEMBPAHBI

Kak mpaBuito, KJIeTKI OKPYKEHBI IBYMST O0OJIOUKAMU: K.Aemo4-
HOIl CMeHKOU U YUMONnAasmMamu4eckoii MemMopaHoil, KOTOPYyIo B CIIy-
yae 3yKapuoTUUYECKUX KJIETOK MPUHSITO HAa3bIBATh MAA3MANEMMOIl.

KrnetouHnass creHka oOecrneyrBaeT MEXaHWYECKYIO0 MPOYHOCThb
KJIETKH, TIpUIaBasl eif XKeCTKYIO (pUTUOHYIO) CTPYKTYpY. biaromapst
9TOI CTPYKTYpE KJIETKa BBIACPKMBACT BHICOKOE BHYTPEHHEE OCMO-
Tnueckoe gapiaeHue (5—20 MIla). Kpome Toro, KjieTouyHasi CTeHKa
MOXeT 00YCJIOBIMBAaTh HEKOTOPYIO CTeNeHb M30MpPaTeIbHOM TTpo-
HUIIAEMOCTH IJISI HU3KOMOJICKY/ISIPHEIX BEIIECTB, a TAKXKE CITOCO0-
HOCTb B3aMMOJIEMCTBOBATH C APYTUMHU KJIETKaMU, BUpycaMu U pu3u-
YeCKMMM TToBepXHOCTIMU. CTpoeHUE KIETOYHOI CTEHKU Y pa3HbIX
OpraHM3MOB OOHAPYXXUBAET CYIIECTBEHHBIE OCOOCHHOCTH.

Kietkn GOIbIIMHCTBA TKAHEH MHOTOKJICTOYHBIX SKMBOTHBIX HE
comepxKaT BbIpakeHHOM CTeHKH. HampoTuB, cTeHKa pacmumenbHbix
K/1emoK O4YeHb CJIOXHasl; OHa IOCTPOEHA U3 LIEJUIIONIO3HBIX MUKPO-
(uOpUILL, TOrpyKEHHBIX B MATPUKC (M3 TIEKTUHA Y TEMUILICJUTIONO03).

KieTouHble CTEHKM OPOXCKEeN M MUIICIHATbHBIX T'pHOOB CO-
CTOSIT M3 TOMO- U TeTepomnojMcaxapuaoB (TJTIOKAHOB, XWTHHA)
U MaHHaH-0EeJIKOBOIO KOMILJIEKCA, BBIMOJHSIONIETO aHTUTCHHYIO
poutb. TonmmHa 3TUX CJI0EB IOCTUTAET 1 MKM.

KieTouHsle CTeHKM OaKTepHWii XapaKTepU3YIOTCS CIIOCOOHO-
CTBIO MOCJIETHUX OKpalllnBaTbes 1Mo Ipamy. Y rpaMITogoXuTeNnb-
HBIX O0aKTepuii KJIeTOYHasi CTEHKa IMOCTPOEHAa B OCHOBHOM W3 Ie-
Teporojmcaxapuua MypenHa (TMenTUIOTIIMKaHa), COIepXKallero
AMMHOKMCIIOTHBIE «MOCTUKM». KpoMe TOro, B €€ COCTaB BXOAST
TaKXKe TeiXOoeBble KMCIOTHI (pUOUT- WIM TIULEPUHTEIXOEBHIE),
KOBAaJICHTHO CBSI3aHHbIE C MypaMOBOU KMCJIOTON MENTUIOIIMKA-
Ha. Y rpaMOTpUIIATeIbHBIX OaKTepHil CJI0i MypenHa HEBEJUK, HO
B KJIETOYHOI CTeHKE IIPUCYTCTBYET HapyKHast MeMOpaHa, ITOCTPO-
eHHas u3 pochoaunuIoB, OSKOB 1 JUITONOIMcaxapuaa, odecre-
YHBalolllasi HEKOTOPYIO CTeNeHb M30UpaTeIbHOM MPOHUIIAEMOCTU
(3a cuet OETKOB-TIOPUMHOB) U CoJiepKalliasl peLienTopbl ()aroB v aH-
TUreHbI. ToJIIMHA CTEHKU cocTaBigeT 15—80 HM.

CyliecTBYIOT 0OaKTepUH, TOJHOCTBIO JIUIIEHHBIE KJICTOYHOM
CTEHKU, MUKOILIa3Mbl. Y TpeAacTaButenell apxebaxmepuii (apxeit)
B KJIETOYHOI CTEHKE OTCYTCTBYET MyPEeWH (MHOT/Ia COMEPKUTCS OT-
JINYAFOIIUIACS TI0 COCTaBY IICEBIOMYPEHH), a OCMOIIPOTEKTOPHYIO
POJIb BBITIOJIHSIET CJIOU eaukonpomeuros (S-6eak08).
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CxeMa CTpOoeHMST KJIETOYHOM CTEHKH Y pa3HBIX OaKTepUid Ipe-
cTaBjieHa Ha puc.1.3.
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Puc. 1.3. CTpoeHure KIETOYHON CTEHKH Pa3IMYHbIX IPOKAPUOT:

a — TpaMIIoJIOXUTeNbHbIE 0akTepuu (1 — LMTOIIa3MaThYecKas MeMOpaHa,
2 — MenTUIOIIMKAH (MypeuH), 3 — IMMOTENX0eBbIe KUCIOThI, 4 — MOBEPX-
HOCTHBII cJIoi S-0e1KOB (He Y BceX MpeICTaBUTeNeit));

6 — rpaMoTpuIIaTesIbHbIe OakTepun (1 — IIUTOIUIa3MaTHYeCKas MeMOpaHa,
2 — MenTUIOIIMKaH (MyperH), 3 — Hapy:KHasi MeMOpaHa, 4 — nepuriazma-
TUYECKOE MIPOCTPAHCTBO, 5 — TpaHCMeMOpPaHHbIE OeJIKH, 6 — TUMOMPOTENHBI,
7 — OeJKU-TIOPUHBI (CTpOSHUE JIUTIOTIoNKMcaxapuaa), 8 — munua A, 9 — noau-
caxapujHag 4acTh, 10 — aHTurenHas (O — cnenmduyeckasi) 4acTb);

6 — apxe (1 — nuTOIITa3MaTHIECKass MeMOpaHa (y HEKOTOPBIX TIPEICTaBUTENel
HeTIpepbIBHAs, 2 — IICEBIOMYPEHH (He y BCeX IpeICcTaBuTeNIeil), 3 — moBepx-
HOCTHBIH CJ10i1 S-0e1K0oB, 4 — TpaHCMeMOpaHHbIe 6eKK) [2]

Lumonnazmamuueckas membpana, Kpome YMCTO MEXaHUYECKO-
IO OTHEJCHMST BHYTPUKIETOUYHOTO COACPKMMOIO OT OKpYKaloIIei
cpenbl, y4acTBYeT BO MHOXECTBE XM3HEHHBIX (DYHKIIWI KiIeT-
ku. Comepxamirecsi B Helf 0€JIKM OCYIIECTBIIAIOT TPAHCIIOPTHEIC
dynkuum (cM. HUXe). JIoKkaTM30BaHHbBIE B IUTOILIA3MATUYECKOM
MeMOpaHe (y MPOKapuoT), a Takxke B MeMOpaHaX MUTOXOHIApUI
U XJIOPOTLIACTOB (Y 9YKapuOT) MeTaboIMYeCKIe CUCTEMbI 0becTie-
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YUBAIOT KJIETKY SHEPTHEH (IBIXaTeIbHBIA M (DOTOCMHTETHYECKUIA
anmnapatbl). C LUTOIUIa3MaTUYECKOil MeMOpaHO MPOKAPUOT CBSI-
3aH anmnapat perummkanuu JJHK, KoTopslii y 3yKaproT J10KaaIn30-
BaH B sape. B MemMOpaHe pacmmojioXeHO TakKe yCTPONCTBO, 0b0e-
cIieunBaplee OBIKEHNE KIETOK (padoTy XKTYTUKOB, BOPCHMHOK
u T.1.). HakoHe1, MemOpaHa siBJIsIeTCs aKIIeTOPOM U TIpeodpaso-
BaTeJleM XUMUYCCKUX M (PU3MUECKNX CUTHAJIOB, ITOCTYHAIOIINX U3
BHEIIHEH Cpelibl.

uTonmasmaruueckass MeMOpaHa COCTOUT U3 OEJIKOB U JIU-
IMAI0B B COOTHOIIIECHUHU OT 1 : 4 (B MUeIMHE MEeMOpPaH HEPBHBIX
BOJIOKOH) 10 4 : 1 (B MeMOpaHax 6akTepuii). Bo MHOTHX MeMOpa-
HaX MPUCYTCTBYIOT HeGOIbIIME KOJUYECTBA YIJIeBOIOB (10 5%)
u ciaeabl PHK, a Takxke HeopraHuyeckue KaTUOHBI (B OCHOB-
HoM Ca’* u Mg?*). MembGpaHa obJiazaeT OJHOBPEMEHHO CBOI-
CTBaMM KaK CYIpPaMOJIEeKYJISIPHOro KOMILIEKCa, TaK U OpraHes-
Jel. CBSI3b MEXIY OCITKOBBHIMU U JIMIUIHBIMA KOMIIOHEHTaAMU
MeMOpaHBI ABIsIeTCS HeKoBalleHTHOM. CyIlecTBEHHYIO YacTh
MeMOpaH COCTaBJIsIeT BOjJa, yyacTBywollas B (opMUpPOBaHUU
2u0dpo@obHbiX (IHTPONMUNAHBIX) CBsA3eW MeXIY KOMIOHEHTaMU
MeMOpaHbl. DTU CBI3U OOYCIOBJIEHBI TEM, YTO MOJEKYJIbl BO-
Il IPEANIOUYTUTEIbHEE B3aMMOICHCTBYIOT APYT C IPYroM, 4YeM
C HETIOJISIPHBIMM YacTSIMHU OCJIKOB WM JHIIMIOB, IIpUYEM IIPO-
CTPAaHCTBEHHBIC TIPEISITCTBUSA IJIsI TAaKOTO B3aMMOACICTBUS,
co3faBaeMble HETIOJSIPHBIMU MOJIEKYJaMU, CHUXXAIOTCS, €CIU
MOCJIeAHUE TIEPEXOaIT U3 BOMHOM (ha3bl, IIe OHM HAXOASTCS
B IMCIIEPCHOM BUE, B arperupoBaHHOE COCTOsIHUE, HOPMUDPYS
MeMOpaHHYIO CTPYKTYPY.

Takum obpaszom, ruapodoOHBIe B3aMMOIECTBUS Ype3BhIYaii-
HO BaXHBI UIST (popMUpPOBaHUA («CaMOCOOPKI») U CTAOMIM3ALINI
CTPYKTYPBI MeMOpaH. DTH B3aMMOICHCTBUS HAPYIIAIOTCSI B TIPU-
CYTCTBUY TTOBEPXHOCTHO-aKTUBHBIX BEIIECTB (IIETEPTeHTOB) U He-
KOTOPBIX PACTBOPUTEJIEH.

Ewe B 1930 r. /. lanusaau ipeayioxXun Moaesib MeMOpaHbI B BU-
JIe TBOMTHOTO JIUITUIHOTO CJIOsI, W bucaos. Pa3BuTreM aTHX mpe-
CTaBJICHUU SBJISICTCS HCUOKOCMHO-MO3AUHHAS MOOeAb, TIPEIIOKEH-
Hasa C./I. Cuneepomu I'. Huxoaconom B 1972 1. (puc. 1.4).
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Puc. 1.4. YnpollieHHas1 cxema XUIKOCTHO-MO3audHOM MoJeIu
LIUTOTIa3MaTUYECKOM MEMOpaHbI:

1 — nBoitHOI ciloit (poconUnUIoB; 2 — MHTETrpaIbHbIe TPAHCMEMOpPaHHbIE
0esiku; 3 — MHTErpajibHble <«IUIaBarolue» Oenku; 4 — nepudepuyeckuii
0€JI0K; 5 — IIMKONPOTEUHBI; 6 — YIIIeBOIHBIC LIETTH; 7— CTEPUHBI

Membpannvie 6eaxu, COTIACHO 3TOM MOICIIN, TIOAPA3ACIISIIOTCS Ha
JIBe OCHOBHBIE TPYIIIBL: nepughepuueckue, ciabo CBSI3aHHBIE C MEM-
OpaHOli, U uHmeepaibHule, COACPXKAIMECS B JUMUIHOM OuCOe.
IlepBble B3aUMOIEUCTBYIOT CO BTOPBIMM ITOCPEACTBOM 3JIEKTPO-
CTaTUYECKUX WJIM BOTOPOIHBIX CBsI3ell. MeMOpaHbl OKa3bIBaIOTCS
ACMMMETPUYHBIMHU B OTHOIIICHWH OEJIKOBOTO COCTaBa, IIPUIEM HE
TOJIBLKO B IOIIEPEYHOM HAIIPaBJICHUM, HO U B IIPOIOJILHOM (JIaTe-
paJIbHOM).

B manbHeliem 3Ta kiaccudukauusl ObLla JOMOJHEHA W YCO-
BepleHcTBoBaHa. OKa3aloch, UTO MHTETpajbHbIe OEJKU, B CBOIO
ouepenb, MOXHO IIOAPA3NCIMTh Ha psia KiaccoB. YacTb Takux
OEJIKOB MMeEET TIIOOYISIPHYIO CTPYKTYPY U «IlJIaBaeT» B MeMOpaHe,
B3aUMOJIECTBYS C HAPYXKHOW BOAHOM (pa30ii TUILIb OrpaHUYEHHBI-
MM yYacTKaMHM ITOBepXHOCTH. K HMM, HampuMmep, OTHOCSTCS He-
KOTOpBIE TIEPEHOCUYMKNA MEMOPAHHBIX TPAHCIIOPTHBIX CUCTEM (CM.
pas3n. 3.7). dpyras yacth 0eNKOB «3asgkopeHa» (anchored) B MeM-
OpaHe JUIIb C MOMOIIBIO HEOOJBLIOro IrMApPOodOOHOro ydyacTka,
a ocTaJbHBIEe OEJIKM JIOKAJIM30BaHBI B BOJHOI (a3e mo obe cTo-
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poHbl MeMOpaHbl. K mogoOHBIM 6eJIkaM OTHOCSTCSI, B YaCTHOCTH,
KOMITOHEHTbl UMMYHHOI CHUCTEMbl — PELENTOPhl BHEKJIETOYHBIX
MOJIEKYJI, @ TaKXe LIEHTPhI «y3HAaBaHUsI», MO3BOJISIONIUE KIIETKAM
OT/INYATh POACTBEHHBIC MM KIIETKHA OT YYXKCPOIHBIX M BHUPYCOB.
DyHKIMY 3TNX OEJIKOB, KaK MPaBUJIO, OMPEACISIOTCS SKCTpaMeM-
OpaHHON YacCTbIO MOJIEKYJIbI.

HakoHel, cyliecTBYIOT MHTeTpajibHbIe OEJIKU 3Ur3arooopa3Hoi
¢dopMbI, MHOTOKpaTHO Tepecekatoiie MeMopany. lIlupoko uzsecr-
HBII IIpUMeEpP TaKOro Oejika — b6akmepuopodoncuH, YIacTBYIOIIUIA
B 0e3XJIOpoPMILHOM (POTOCHMHTE3E Y SKCTPEMAJIBHO TaIO(UIBLHBIX
apxeit (cM. pasm. 3.4) 1 comepXalluii ceMb TPAaHCMEMOPaHHBIX CeT-
MEHTOB.

DTOT Xe THUIl JIOKAJIM3allUM XapaKTepeH W IS HEKOTOPBIX
ATPa3, crmocoOHBIX K TpaHCIOKALIMU OJHOBAJECHTHBIX KaTHOHOB.
ITpumepom moxet cinyxkuth K*-Na*-ATPa3a, cogepxaias gecarb
TpaHCMeMOpaHHBIX CeTMeHTOB. HekoTopbie TpaHCIIOPTHEIE TIepe-
HOCUMKM TaKxKe 00JIagaloT MHOXECTBEHHBIMU TpaHCMEMOpPaHHBI-
MM CeTMEHTaMHU.

K uHTEeTpaTbHBIM OTHOCSTCS U OeaKu-HOopUHbl, TOKATN30BaHHbIC
B Hapy>KHO MeMOpaHe rpaMOTpULIATENIbHBIX OaKTepuid. TUTTMYHBIA
npumep — masvmonoput (6e10Kk LamB). DTo TpUMEpHBI OEJIOK,
bopMUpYIOLINiT TOPbI JUAMETPOM OKOJIo 5 A, Kaxmast u3 cyob-
eIMHUII KOTOPOTO MMeeT KOH(MOPMAIIUIO TIFIOCKOTO JIMCTOUYKa. Yepes
STH TTOPHI IIPOHMKAIOT MAJIET03a M MAJIETOIEKCTPUHBL. Kpome Toro,
MaJILTOTIOPUH SIBJISIETCS pelienTopoM ¢ara A.

K 6enkam, ¢hopMUpYIOIIMM MOHHbIE KaHaJbl, OTHOCSTCS TaK-
Ke 8-9HIOTOKCHHBI, o0pasyembie Bacillus thuringiensis. DT 0enKu
CBSI3BIBAIOTCS] ¢ MEMOpaHAMM KJICTOK IHINEBAPUTEILHON CUCTEMBI
HEKOTOPBIX HACEKOMBIX 1 BBI3BIBAIOT UX THOEITb IyTeM ITOBBIIIICHUS
IMPOHUIIAEMOCTH MeMOpaH IIJIsI OMHOBAJICHTHBIX KATHOHOB.

Hexotopbie 3 MHTETrpaJIbHEIX OEJTKOB MOTYT KOBAaJIEHTHO (HO
00paTUMO) CBSI3BIBATLCS C JUMUIAMU MEMOpaHBI, T.€. «IKOpemM»
B MeMOpaHe Il TaKuX OEJKOB SIBJISSIOTCS JIUIIMAHBIE MOJIEKYJIBI.
Takoe oOpaTnmoe CBS3BIBaHUE ITO3BOJISIET WM3MEHSITh CPOICTBO
OeKka K MeMOpaHe W MTpacT BaXXHYIO pOJIb B KOHTPOJIE Mepeaadn
PETYJISITOPHBIX CUTHAJIOB.
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MemOpaHHbBIE JTUITUIBI TaKKe OOHAPYKUBAIOT MPOCTPAHCTBEH-
HYIO aCUMMETPHIO — HarpuMep, BXOISIINI B COCTaB HEKOTOPHIX
MeMOpaH ¢dochaTUANIXOJINH HEPABHOMEPHO pacmpeneiceH MexXIy
MOHOCJIOSIMU: B MEMOpaHax SpUTPOLUTOB 76% €ro J0Kaanu30BaHO
BO BHELIHEM MOHOCJIOE U 24% — BO BHYTpEHHEM. ACUMMETPUYHOE
pacnpeneneHre GochoIUMUAOB YCKOPSIETCS B MEMOpaHax CIelu-
aJlbHbIMU OelKkaMu — (aunazaMu, ¢ TpaHCMeMOpaHHOI OpUeH-
Taluen, akTUBHOCTh KOTOPbIX MOXeT ObITh ATP-3aBucuMoli (Ha-
npuMep, B aputpoumTtax). Daunaza TPaHCIIOPTUPYET JUTIMI U3
BHEITHETO JIUIMUAHOTO CJIOS BO BHYTPEHHU, a ¢hrona3a — B IPOTU-
BOTIOJIOXKHOM HampaBJIeHUMU.

CocraB MeMOpaHHBIX JUIUIOB MHOrooOpazeH. OCHOBHasT UX
yacTh NpeAcTaBiieHa (ochoaunuaaMu, B OCHOBE KOTOPBIX JIEKUT
rmepuH-3-docdart. Takue pochonunuasl Ha3biBaloT Gocdoa-
HWITTAIEpUHAMU. B X MoJleKysie TMAPOKCUIBLHBIE TPYIIITBI TN~
uepuHa npu C, u C, s1epuuumpoBaHbl XUPHBIMU KMCIOTAMMU,
a octaToK (pochopHOI KUCIOTHI IMOO OCTAETCsI CBOOOIHBIM, KakK
B duayuneauyepur-3-gocgpame (Mnu gpocchamuonoii kucaome), 160
9TepuGUIIMPOBaH CIMPTOBBIMU I'MAPOKCUIIAMU CEpUHA, STAaHOJIA-
MMHa, XOJIMHA, NHO3UTa, TJUlepUHA WIM TJIMLIEepUHA U JU3UHA.
Orcrona COOTBETCTBEHHO TMPOM3OILIM WX Ha3BaHUs: docdaTtu-
IWiIcepuH, docharuauiasTaHoiaMuH (kKedanuH), docdaTuani-
XOJUMH (JIEUUTHUH), pochaTUuaAUINHO3UT, PochaTuaUIrIULEePUH,
au3uia-pochatuauarauuepud. Ilpu oObeIMHEHUU MOJEKYI
dochaTuaHON KUCIOTHI ¢ ochaTUAUITINLIEPUHOM 00pa3yeTcs
augochaTUIUATIUMLEPUH (KapAUOJUIIMH), oOJIafaloluil 1uM-
MYHOTEHHBIMHM CBOMCTBaMU. DTHU B3aMMOOTHOIICHUS IOKa3aHbI
Ha puc. 1.5.

0 o]
CH,-O-(‘:'-R, R= -%O-A A=H docdatngHas kucnota
CH-O-%R, A = -CH,CH,-N*(CH,), (ocTaTok xonuHa) — neuuTuH
|

CHOR R, R,—pasnble A=-CH,CH,-NH,* (ocTaTok sTaHoOnamuHa) — kecanuH
ankurbl B 3aBu-
Mmuuepnasl cumoctu ot npu- A = -CH,CH(OH)CH,OH (octatok muueputa) —
POAbI XXUPHbIX dochaTnamnrnmuepuH
KUCNoT A = (ocTaTok chochaTmamnrnuuepuHa) —
andochatnannrnmuepuH (KapamonunuH)

Puc. 1.5. XuMmnyeckasi CTpyKTypa MeMOpaHHbIX (ochOoNUIuaoB
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MeMOpaHbI rpaMMIONI0OXUTEIbHBIX OaKTepuii coaepkaT Bce oc-
dommmuabl (KpoMe JISIIMTHHA), TOIJA KaK y TpaMOTPHUIIATEIbHBIX
OakTepuii OCHOBHBIM, a WHOTJA €IWHCTBEHHBIM MeMOpaHHBIM
dochomunumom sgBisgercd pochaTUINISTAHOIAMUH.

VYnaneHue omHOM M3 AlMJIBHBIX TPYIIT NMPUBOIUT K 00pa3o-
BaHUIO au30gocghosunudos, KOTOpble 00JamaloT BBIPAXKCHHBIMU
TTOBEPXHOCTHO-aKTUBHBIMM CBOMCTBAMU U MOTYT, HAIIPUMED, CIIO-
COOCTBOBATh 3MYJIBIMPOBAHMIO KUPOB B KUIICYHUKE (1uU304eUu-
mun). OnHaKO oOpa3oBaHUE JTU30JELIMTUHA B MeMOpaHe Tofd Aeii-
CTBHEM 5111a HEKOTOPHIX 3Mell (HampuMep, KOOPHI), COMEepKaIIETro
(docponunasy A,, TPUBOANT K JIM3UCY KIETOK U MOXET BHI3BATh
CMepTh YKYIIEHHOTO XXUBOTHOTO.

3aMeHa auWJIbHOM TpyImsl Tpu C-2 mMiieprHa Ha alleTHIIBHYIO
MIPUBOIUT K OOpa30BaHUIO ¢hakmopa akmueauuu mpomooyumos
(platelet activating factor — PAF), KoTopslii 3HauuTeNbHO OOJEe
pPacTBOPMM B BOJIE, YeM APYTUE JUMUIL, U (DYHKIIMOHMPYET KaK
TIEPEHOCYMK PETYJIATOPHBIX CUTHAJIOB, B YACTHOCTU MPH BOCTIasIe-
HUU, AJUICPTUYSCKUX PEAKIINIX 1 IITOKOBBIX COCTOSTHUSIX.

CoOTHOIIIEHHWE DPa3IUYHBIX KJIacCOB (hOCHONUIUIOB B MEM-
OpaHe CHJIPHO 3aBHCHUT OT YCJIOBMI BBIpalllMBAaHUS OpPraHM3MA.
Hanpumep, npu caukennu pH cpeasl B MeMOpaHax OakTepuit Ha-
YUHAIOT IIPe00JIagaTh MOJIOKUTEILHO 3apsKeHHBIE (POCHOTUTIIB
(amuHoauuadochaTUINMATIULEPUHBI, PochaTUANIITAHOJIAMUH),
HaJIMYME KOTOPBIX CYIIECTBEHHO YMEHBIIIACT IPOHUIIAEMOCTb MEM-
OpaHbI IJIST TPOTOHOB.

Kak yxxe oTMeuasoch BhIIIIe, B OOJIBITMHCTBE cirydaeB ochom-
MUIBI TPEACTABISIOT COOOM C00icHble Ighupbl TIULIEPUHA WU IPYTUX
MHOTOAaTOMHBIX CITMPTOB sn-1,2-koHpurypauun. OmHAKO Cyle-
CTBYIOT JIUTIMIBI, B KOTOPBIX OHA U3 CIIMPTOBBIX I'PYII TJIULIEPH-
Ha o0pa3yeT IPOCTyIO 3(PUPHYIO CBSI3b C aTKUIaMU VI aJIKEHAMMU.
HeoObruHble TUMMIBI HAIEHBI Y GOJIBIION TPYIIIBEI TPOKAPUOT —
TaK Ha3bIBaeMBIU apxebaxmepuii (U apxeil), TIe OHU SIBJISIOTCS
MPOCTHIMU 3UpamMu IIMLEeprHa (sn-2,3-KoHGbUTypalun) U JTUH-
HorernoyeyHbIx C-20,C-40-Tuapon30npeHOMIHBIX CITUPTOB (IO~
TIPEHOJIOB), @ UMEHHO MU(UTaHWIANTINIEPUHOBBIMU TU3(DUPAMK
WA THONDUTAHWITUTINIIEPUHOBEIMU TeTpasdupamu. [Ipumepsr
3TUX COCIMHEHUIT TPUBEACHBI Ha puc. 1.6.
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Q
cH,-0-6R, CH,-O-CH=CH-R,' CH,-D-C-R,"
|
CH R, CH-O-C-Ry CH-O-C-R;"
[ o® | o 0
CH,-OR CH,-OR' CH,-OR"
muuepuabl 1-ankeHunruuepuHoBbIe 1-ankunrnuuepuHoBsble
adupebl (Nna3manoreHsl) adupel (pbibbl)

(HepBHas TkaHb, MOMIOCKY,
aHaspobHble GakTepum)

CHAO{ 'Cﬂac["aﬁnmr]»m:wz?ﬂms

c}l) ¢
CH-O-[ .cn,m.mcn,_],cn,cn,izucu,
] CH,

CH,0R

Ouacbup (2, 3-an-0O-(3, 7, 11, 15-TeTpameTunrekca-
Aeuwnn)-sn-rnuuepuH) (apxebaktepun: ranobakrte-
pvn, METaHoreHbl)

CH,OR
CH,-O-[- CH,CH,CHCH,-},CH,CH,CHCH-O-CH

CH-O-[- cu,cu,tlmfm,-],cu,m,cuéu,-o- CH,
c", '3

CH,0R
TeTpasacup (apxebakrepum: Tepmoaunaoduns,
MeTaHoreHbl)

Puc. 1.6. Xumudeckas cTpykrypa pochoaumnumaos, coaepkaiimx mpocThie
3GbUpHbIE CBA3U, B CPABHEHUHU CO CJIOXXHO3(MDUPHBIMU TIULEPUAAMU

Memb6paHa, oOpa3oBaHHas TeTpadupaMu, yke He MOXET pac-
CMATpUBAThCS KaK IBOWHOM JIMIIMOHBINA CJIOM B UCTUHHOM 3Haye-
HUU 3TOTO MOHATHS U HE IOABEPraeTcs paclieruIeHUIO IO THIPO-
(obOHOI1 cepalieBUHE METONAOM «3aMOpaxKMBaHUSI — CKaJIbIBAaHMS»
(freeze — fracture). Takast MeMOpaHa 0oJjiee YCTOMUMBA K CTPECCOBBIM
BO3ICICTBUSIM OKPYKAIOIIEH CPelbl, 4TO 00JIeTIaeT MUKPOOPTaHU3-
MaM (3KcTpeMobuiaM), UMEIOIIMM TaKe MEMOpPAHBI, CYIIIeCTBOBA-
HHE B YCIIOBHSIX SKCTpeMaIbHEIX pH 1 TeMmepatyp. Y TepMoGHiIoB
JIOTIOJTHUTENIbHASL CTA0WIM3AIMs JTOCTUTaeTcsl (popMUpoOBaHUEM
B TIOJIMIIPEHOIBHOM IENU MATHWICHHBIX IINKIIOB, YMEHBIIIAIOIIIX
BpAIIATSIFHYIO ITOABIZKHOCTD YIJTIEBOMTOPOIHBIX IICTICHA.

Kpome dochomnmumoB, MOCTPOCHHBIX HAa OCHOBE TIIMIIEPH-
Ha, B KJIETKax 3y- M IPOKApMOT BCTpedaroTcss (HoCchOIUIUABI,
KOTOpBIE SIBJITIOTCS IIPOM3BOAHBIMM JIHOJIOB: STUJICHIIMKOJIS,
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1,2- u 1,3-nponanauonos, 1,3-, 1,4- u 2,3-0yTaHAKOJIOB, a TaKXKe
1,5-mreaTananona. Cpeny INOIbHBIX JIMITHIOB BCTPEIAIOTCS MOHO-
W IUALUIbHBIC TIPOM3BOIHBIC, IIPEACTABIISIONINE CO00Il CIIOKHBIC
3¢UpPBI pa3IMYHBIX XUPHBIX KUCJIOT, U IIPOCThIe 3(UPHI, CMEIIaH-
HbIe aJTKWJIbHBIC (MW aJIKeHWJIBHBIC) W allMIbHbIC TIPOU3BOIHEIC,
MHUOJIbHBIE aHaoru (dochaTuaUIXonuHa, GdhochaTuauIsTaHo -
MuHa U ap. OOBIYHO COAepKaHKUE TUOJbHBIX JIUIIUIOB COCTABISET
Tos1bKO 0,5—1,5% OT copepkaHUsI IMIE PUHOBBIX IUIIMIOB, OMHAKO
HEKOTOPbIE MOPCKKE MOJUTIOCKH M UTJIOKOXHE COMEPKAT IPUMEPHO
paBHBIC KOJMYECTBA IIPOU3BOAHEIX TIIUICPUHA W STHICHTIIUKOJIS.
Conep:kaHue TUOJIbHBIX JTUIIUIOB YMEHbIIIAETCS B TeYeHUE 3UMBI,
IO3TOMY MPEIIIOJIAraeTcsl, YTO OHU MOTYT MCITOJIb30BaThCs KaK 3a-
TacHbIe BelllecTBa. VX KOIMYeCTBO TaKKe MOBBIIIAETCS B ITPOIIecCe
pereHepanyy IIeYeHN Y KPBIC.

JpyruM Ki1accoM <«Oe3rTTUIIEPUHOBBIX» JIUITUAOB SIBJISIOTCS
cgpuHeoaunudsl, OCHOBY KOTOPBIX COCTABIISICT aIMaTUIECKUI aMU-
HOCTIUPT chuHeo3uH, UK dueudpocguneozun (puc.1.7).

CH,~(CH,),;-CH=CH-CHOH R,, R, = H — cchnHrosmn
H-C-NHR, R, = auun, R, = H - uepamup
CH,0R, R, = dpocchoxonuH, R, = aunn — cpuHrommenuH

Puc. 1.7. Xummnueckasi CTpyKTypa COUHTOTUTTUIOB

ITocTpoeHHbIE HAa €r0 OCHOBE yepamudsl, B KOTOPBIX KUPHBIE
KUCJIOTHI IPUCOEANHEHbI K CPUHTO3MHY AMUIHOM CBI3bIO, IIIMPOKO
pacIpocTpaHeHbl B TKAHSIX PACTEHUI M XXUBOTHBIX, HO KOJIMYECTBO
UX He3HauuTesbHO. OHM OOHaApyXeHbl TakxKe B nuasx Escherichia
coli. Cohuneomuenunv: BXOAAT B COCTaB HEPBHOM TKaHU, JUITMIOB
KPOBU U HEKOTOPBIX APYIMX KOMIIOHEHTOB KJIETOK XMBOTHBIX.

B GonbiinHcTBE OMOTOTMYECKUX MEMOpaH COmepXKaTcs TakKxKe
2aukoaunuobl. B Ki1eTkax XUBOTHBIX OHM, KaK IPaBUJIO, IPEICTaB-
JITIOT CO0Oi1 TPOU3BOIHBIE CPUHTO3MHA, Y KOTOPOTO K TIEPBUIHO-
MY THAPOKCIITY TIPUCOSINHEH OCTATOK MOHO- MJIM OJIMTOCaXapya.
Ecnu caxapaMu SIBJISIIOTCS TJII0KO3a WIM TajlakTo3a, TAKKE Wb
Ha3bIBaIOT Uepedpo3udsl (0COOEHHO MHOTO X B TKaHSIX Mo3ra). Eciu
YIJIEBOAHAS YAaCTh — OJIMTOCAaXapul, pedb UIET O eaHeauo3udax (Bbi-
JIeJIeHbl U3 TaHIJIMI, MO3ra U psiaa Apyrux TKaHei). [AHMIMo3uabl
HaliIeHbI TAKXXKe B IMWISIX HEKOTOPBIX OakTepuii (Neisseria) u ompe-
JIEJISIIOT TIPUJIMIIAHUE 3TUX ITaTOIeHOB K MOBEPXHOCTU KJIETOK XKH-
BOTHOT'O OpTaHM3Ma.
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Y npokapuoT (B OCHOBHOM Yy TPaMITOJIOKUTEIbHBIX OaKTepuid
U IMaHOOAKTEPpUl) TITMKOJUITUABI TAKXKe CoaepKaT IIII0KO3y, Ta-
JIAKTO3Y ¥ MaHHO3Y, KOJIMYECTBO KOTOPHIX B MEMOpaHax HeBeJIH-
KO, OTHAKO MPpU JUMUTHPOBAHUM (HOChHOPOM MOXKET BO3PACTaTh.
I[Mukoaumuabl Ipu 3TOM, MO-BUAUMOMY, 3aMellaloT ¢ochou-
TTUIEL.

Hakonen, B MeMmOpaHax OOJBIIMHCTBA B3YyKapuoT (a Takxe
y Mycoplasma) conepxarcsl CTepOuIbl, B OCHOBHOM Xo01ecmepuH
(Y XUBOTHBIX), 3peocmepun (y Ipoxkei) u cmuemacmepun (y pac-
TeHMi1). MUKOIIa3MBbl HE CIIOCOOHBI CUHTE3MPOBATh CTEPUHBI, HO
TPeOYIOT MPUCYTCTBUS UX B Cpele Uil CTaOMIM3alUK KIIETOYHOM
MeMOpaHbI

[Ipupona XUPHBIX KUCIOT B JIMIUAAX MeMOpaH 3aBUCHUT KakK
OT BUIAa OpraHM3Ma, TaK M OT YCJIOBUU €ro CyIIeCTBOBaHUSI.
BoJbIIMHCTBO BCTPEUYaIOIIUXCSI B XKUBBIX 00 bEKTaX KM PHBIX KACJIOT
UMEIOT YeTHOE YMCJI0 aTOMOB yriiepoaa (00b14yHO oT 14 1o 24), on-
HaKO HEKOTOPbIE MOPCKHME OPTraHM3MblI MOTYT COJEPKaTh KUPHBIC
KUCJIOTHI ¢ HEYETHBIM YMCJIOM YIJIEPOIHBIX aTOMOB. ZKUpPHBIE KHC-
JIOTBI MOTYT OBITb HacbiujerHbiMU (HE COOepKaTh IBOMHBIX YIJIEPOI-
YIJIEPOIHBIX CBsA3el) WU HexacviujeHHbvimu. Ecnym oHU comepxar
TOJIBKO OITHY TBOMHYIO CBS3b, UX HAa3bIBAIOT MOHOHEHACHIUCHHBIMU,
ecJiv 00JIbllie OAHOM (He 0oJiee YEThIPEX) — HOAUHEHACHIUEHHbIMU.

JIBOIHBIE CBS3M B XKUPHBIX KUCIIOTAX UMEIOT LIMC-KOH(UTYPALINIO,
YTO BBI3bIBACT M3TMOAHUE YIJIEPOMHOM 1IETTM U TIPUBOIUT K MEHee
IUTOTHOW YITaKOBKE JIMIIMIOB B JMUMUAHOM Oucioe. Takum oOpa-
30M, MeMOpaHa CTaHOBUTCS OoJiee «kKuUaKoit». Kpome Toro, ¢ yBe-
JIMYEHWEM 4HrCiia JBOMHBIX CBsA3el 3HAYMTEIbHO CHIKAETCS TeM-
repaTypa TUTaBJIeHUST XKUPHBIX KUCIOT (a TakKe ComepsKaliuX 3TH
KUCJIOTHI JINTTUIOB) Y TTOBHIIIACTCS MX PACTBOPUMOCTh B HETIOJISIP-
HBIX pacTBOpuUTeNiAX. [TOCKOIBKY (YyHKIMOHAIbHAS aKTMBHOCTh
MeMOpaHHBIX OETKOB peryiIupyeTcsl (ha30BbIM COCTOSTHUEM JIUITU-
OB MeMOpaHbI (KaK IpaBUjIo, aKTUBHOCTD BHIIIIE, KOTAA JIMITHIBI
HaXOIATCSI B XKUIKOM COCTOSTHUM), TIPU CHUMNCEHUU MeMNepamypbl
B MeMOpaHe JOJIKHO H08bIUAMbCS CO0ePIHCAHUe HeHACHIUEHHbIX KUC-
aom. biaaromapst TOCTOSTHCTBY BHYTPEHHMX YCJIOBUI (rOMeocTasy)
>KMBOTHOTO MaKpOOPTaHW3Ma BJIMSIHUE TeMITepaTypbl Ha XHPHO-
KUCJIOTHBIN COCTaB JIMITUAOB ITPOSIBIISIETCST CJ1ab0, XOTS €CTh CBEJIe-
HUS, YTO, HAIIPUMeEP, B JIMITUAAX HUXKHUX KOHEYHOCTEM TMHTBUHOB
TTOBBIIIIEHO COlepXKaHUEe HEHACHIIIIEHHBIX SKUPHBIX KUCJIOT.
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HexoTtopbie XupHBIe KACTOTHI HE CHHTE3UPYIOTCS B OpTaHU3ME
MJIEKOIUTAIOIIMX U JOJIKHBI IIOCTYIATh ¢ nuiieit. K HuM oTHOCAT-
Csl AUHONEBAS U NUHOACHO8ASI KUCTOTBI. OTHOM 13 BaXKHBIX QYHKIIMIA
MMOJTMHEHACHIIMEHHBIX XKUPHBIX KHCJIOT B OPTaHM3ME XUBOTHBIX
SIBJISIETCSI MCITOJIb30BAaHKE X B KAUECTBE MPEAIIECTBEHHUKOB KO-
3aHOU008, TAKNX KaK NpocmaeiaHduHsl, KOTOpble 001a1aloT TOPMO-
HOIIOAOOHBIM JEHCTBHUEM.

B MemOpaHax IpoKapuoT pa3HOOOpa3ue XUPHBIX KUCIOT HO-
BOJIBHO BeJINKO. OCOOCHHOCTBIO OaKTepHii SIBISICTCS HATMIHUE pa3-
6eMEACeHHBIX NI YUKAONPONAHOEbIX KUCIOT. Y HEKOTOPHIX TPaMIIOJIO-
KUTEIbHBIX OakTepuii (Harpumep, Micrococcus luteus) 90% XUpHBIX
KUCJIOT JIUIIMIOB COCTAB/ISIOT pa3BeTBJICHHbIE KMCIIOThI, a HEHACHI-
IIEeHHBIE KNCJIOTHI IPaKTHIEeCKH OTCYTCTBYIOT. [paMoTpHIIaTe IbHBIC
GakTepuu COAEPKAT CMECh HACHIIEHHBIX M HEHACBIIIIEHHbBIX KHC-
JIOT ¢ peobnamaneM kuciiot C-16 u C-18, a Takzke IUKJIOITPOIIa-
HOBBIE KHCJIOTHI (HarlpuMep, Lakmobayuiiosas kucioma). Iyt nx
OMOCHHTE3a MoKa3aHbl Ha puc.1.8.

CH, H‘ f‘ii1
S-aeHO3UNMETHNOHMH | ’
e —————F .o0H *‘*—' .c_cn LinknonponaHosast
(B chochaTnamn- | | Kucnora
3TaHonammHe) B H
H"
CH, CH,
HAO®H |

-C-CH ———— -CH-CHj Pa3BeTBneHHas
Kucnorta

CH,(CH,)CH(CH.,),CO0H Ty6epkynocteapuHoBasi kucnota
CH,
CH,(CH,)yHC ——CH(CH,)yCOOH ﬂaKTOGaKTepVIHOBaﬂ Kucnorta
\ I!
CH,
Puc. 1.8. Cxema 6uocuHTe3a Pa3BETBJICHHBIX U IUKJIOIIPOITIAHOBBIX KUCJIOT
Kaxk YK€ OTMCYAJIOCH BBLIIIEC, M3MCHCHHE TEMIICPATypbl CPCIAbI
MOXET BJIMATH Ha COOTHOIICHHNE HACBIIICHHBIX U HCHACBIIIECHHBIX
KUPHBIX KHUCJIOT B MeM6paHax IIPOKapuoT, IMpHU 3TOM CHMXKCHUC
TEMIICPATYPbl KYJIBTUBUPOBAHUWA HNPUBOOAUT K YBCIWMYCHUIO OOJIN
HCHACbIIICHHBIX KNCJIOT. HpCﬂ.CJlIJHbIMI/l ClIydyasMM ABJIAIOTCA ncux-

pouabl, pacTyllive npu Temreparypax, oau3kux K 0°C, y KOTOpbIX
MPUCYTCTBYIOT IIPAKTUUYECKHU TOJIbKO HEHACHIILIEHHBIEC KUPHBIE KIC-
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JIOTBI, a TaKKe mepmoguast, pacTyinue Beiie 60°C, y KOTOPBIX, KaK
MIPABUJIO, OOJIBIIMHCTBO KUPHBIX KUCJIOT JIMITAAOB — HACHIIIIEHHBIE,

Tem He MeHee cocTaB XXUPHBIX KUCTOT pocdoannuaoB y 6akTe-
pHit TIpH KYJIBTUBUPOBAHUN B CTAHIAPTHBIX YCIOBHSIX JOCTATOUYHO
IIOCTOSSHEH W €r0 MOXHO HCIOJIb30BaTh KaK TaKCOHOMMYECKMIA
MIpU3HaK B MHTepecax Kiaccu(prKaImy, a TaKKe IIPY aHaJIM3€e CO-
cTaBa MUKPOOHBIX COOOIIECTB 0€3 N30JIMPOBAHMS B YUCTBIX KYJIb-
Typax OTIEIbHBIX ITPEACTaBUTENICH.

B Tab6n. 1.2—1.4 npuBeaeHsl HauboJiee YacTO BCTpeYalolIecs
SKUPHBIE KUCJIOThI JIUITMIOB XXUBOTHBIX, PACTUTEIBHBIX U IIPOKAPH-
OTHBIX KJIETOK.

1.1.3. OCMOTHYECKOE JABJIEHUE

Kaxnmas xuBasg KiIeTKa OKpy:KeHa IOJyIpOHULIAeMOi 000104~
KOIi, Yepe3 KOTOPYIO CBOOOIHO IIPOXOAMT BOJIA, HO KOTOpPasl SIBJISIETCS
MPENSTCTBUEM [UIsI OOJIBIIMHCTBA OPraHMYECKUX M HEOPraHUYEeCKIX
BelIeCTB (0 MeXaHM3Max TPaHCMEMOPAHHOIO TPAHCIOPTA CM. Pa3l.
3.7). TloaTomMy MeXIy BHYTPUKIETOUHON Cpedoil U cpeaoil, oKpy-
XaloMIel KIIETKY, CO3AaeTcsI TPaIieHT KOHLIEHTPAIIUK 3TUX BEILECTB,
TpyYeM KOHIIEHTpallus MHOTHX IPOIYKTOB MeTabOIM3Ma, a TakKkKe
MaKpOMOJIEKYJI BHYTPH KJIETKI OOBIYHO BEIIIIE, YeM B Cpefie. DTO BhI-
3bIBAET TIOCTYIUIEHUE B KJIETKY BOIbI, KOTOpAsl «CTPEMUTCS» pa3da-
BHUTh BHYTPUKIJIETOUHOE comep:kMoe. CaMOITpON3BOIBHBIN TIEPEXOT
BOJIbI (PACTBOPUTEISI) B PACTBOP, OTAEAEHHbII OT Hee IMOIYIIPOHMIIA-
€MOii MeMOpaHOi1, Ha3bIBAIOT ocMocom. OCcMOC OOYCIOBIEH TEM, YTO
KOHIIEHTpaLus (TepMOAMHAMMYECKASI aKTUBHOCTb) BOJABI B €IMHMU-
1Ie 00beMa OKPYKAOILEH KJIETKY Cpelbl BhIIIE, YeM BHYTPU KJIETKH
(rme Boga 4YaCTMYHO CBA3BIBAETCA APYTUMM MOJIEKYJIAMU X MOHAMM 34
CYeT UX TMApaTalMK), a TI0 TSPMOIAMHAMUYECKIM 3aKOHAM CHCTEMa
«Cpena — KJIeTKa» CTPEMUTCS K YpaBHUBaHMIO KOHIICHTPALIUK BOIBI.
IIpu mocTyIIeHNH BOIBI B KJIETKY MOBBIIIAETCS TYPrOPHOE JaBIeHUE
(HabyxaHue). DTO MOIJIO OBl BBI3BaTh Pa3phbIB KJIETOUHON MeMOpaHbI,
ecJIi OBl OTCYTCTBOBaJIa KjleTouHasi cTeHKa. [103ToMy CTpyKTypHBIe
00pa3oBaHMS, YAaCTMYHO WM TIOJTHOCTBIO JIMIICHHBIC KIIETOYHOM
CTeHKU (npomonaacmol, cgheponsacmoi, L-GOpMBI), CIIOCOOHBI CO-
XPaHSIThCS TOJIBKO B TIPUCYTCTBUY BEIIECTB, CHIKAIOIINX aKTUBHYIO
KOHIIEHTPALI1IO BOABI B cpefie (HampuMep, caxaposbl).

B xieTkax rpaMOTpUIIATEIbHBIX OAKTEPUI TYPrOPHOE JaBICHIE
cocrapisieT 5—6 at™ (0,5—0,6 MIla), Torga Kak B KJIeTKaX [paMIiO-
JIOXXUTENbHBIX 0akTepuii oHo gocturaet 20 at™ (2 MIla).
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BeposiTHO, 3Ta 0COOEHHOCTD ITOCIISTHUX SBIISIETCS CIISIICTBUEM TO-
r0, YTO paHHME 3Talbl UX SBOJIOLMY ITPOXOIUIN B Cpelie C OOJIbIIUM
BBICOKMM COIEPKaHUEM PAaCTBOPEHHBIX BEIECTB. B XKMBOTHBIX KIIET-
KaX Typrop He ObIBaeT BEICOKMM M3-3a OTCYTCTBHS Y HUX CTCHKHM (pa3-
HOCTh BHYTPEHHETO M BHEIIHETO TMAPOCTATUIECKOTO NABJICHUSI HE
npeBbllIaeT 1 at™M.). ¥ O0NbIIMHCTBA pacTeHUI TypropHoe AaBjlieHue
nocturaeT 10 aTM, a caMoe BbICOKOE OHO y rpu6oB — 10 100 aT™.

[MonaepxxaHue ornpeaeseHHOro TYPropHOTO AaBJICHUS SIBJISIETCS
KU3HEHHO HEOOXOIMMBIM CBOMCTBOM KJIETKM, B YaCTHOCTH, €TO
BEJIMYMHA OMIPEIeIsIeT CTPYKTYPY €€ CTCHKH. Y OaKTepHii IIpu CHU-
KEHUM TYPTOPHOTO JaBJICHMS YMEHBIIIACTCS CTEIIEHD ITOTIEPEUHBIX
CIIMBOK B TeNnTUaomMKaHe. [1o3ToMy B KJIETKE CYIIeCTBYET He-
CKOJIBKO MEXaHM3MOB JIJISI PETYJIMPOBAHUSI TYPTOPHOTO MaBJICHUS.
Hanpuwmep, xnetku E. coli, moMenieHHbIE B CPEY C MOBBILIEHHBIM
colep:KaHUeM PaCTBOPEHHBIX BEILIECTB, TEPSIOT BOMY, BCACACTBUE
Yero TypropHoe JaBJIcHHME CHIDKaeTcs. JIJIst ero mommepKaHus ak-
TUBUPYETCST cuctema nornonieHust uonos K* (TrkAEH-cucmema),
a ecii KOHIIeHTpalust noHoB K* B cpenie HM3Kast, TO TOTTOJTHUTEb-
HO uHAyuupyetcs: Kdp-cucmema, obnamaroinasi 6ojiee BBHICOKUM
cpoacTBOM K noHam K*.

BenuunHa TypropHoro naBJIeHUsI OIpPEIEIsieTCs] pPa3sHOCThIO
MEXIY OCMOTMYECKMM IaBJICHHEM BHYTPHM KJIETKHM M BO BHEKJIE-
TOYHOI cpene. B cBoIO ouepens, ocmomuueckoe dasnerue, mo Bant-
Toddy, uucrenno pasno momy eazosomy dasnenuro, Komopoe umeno oot
pacmeoperHoe geuecmaeo, ecau Obl, HAX005Chb 8 2a3000PA3HOM COCIMOS-
HUU, npu Mol Jce memnepamype OHo 3aHUMAN0 006eM, pasHblil 00seMy
pacmeopa. Takum 00pa3oM, IIPUMEHSIsI ypaBHEHUE COCTOSIHUS Ue-
aJIbHOTO Ta3a, IMoJyJacM:

nV=mRT,
rme m — OCMOTMYECKOe JaBjieHue, V) — o0beM pacTBopa;
m — KOJIMYECTBO BEIECTBA, MOJb; 1 — abCONIOTHASI TeMIIepaTy-
pa, K; R — yHuBepcayibHasl razoBasli moctosiHHasi, paBHas 0,082
J-atM-Tpan ! -MoJp .

VYuursiBas, yto BeipaxkeHnue m / V= C, T.e. MOJISIPHOI KOHILIEH-
TpalMU OCMOTUYECKU aKTUBHBIX YACTHUI], MOXKHO 3aIIMCaTh:

n = CRT.
Tak kak o6beM 1 Mons (1M) razoobGpa3HOro BelllecTBa paBeH

22,4 1, TO ocMoTHYecKoe aaBieHue 1 M pactBopa (MoJib/JT1) paBHO
22,4 atm (2,2 MIIa).
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CireiyeT OTMETUTD, UTO BCE 3T 3aKOHOMEPHOCTU CIIPABETMBbI
TOJIBKO JIJIsT pa30aBJIEHHBIX PACTBOPOB, B KOTOPHIX KOJIMYECTBO pac-
TBOPEHHOT'O BEIIECTBa HEBEJIUKO 110 CPAaBHEHUIO C KOJIMYECTBOM
DPacTBOPMTEJIS.

OcMoTHYecKoe HaBjieHue SBJsIeTcs (GyHKIMeil oOInero yucia
PACTBOPEHHBIX B €IWHMIE 00beMa YacTUIl (MOJIEKYJI VI MOHOB)
1 He 3aBHCUT OT UX IPUPObI. PacTBOpUMBIEC COTM TUCCOLIMUPYIOT
B PacTBOpE Ha JBa WM HECKOJHKO MOHOB, TaK YTO UX OCMOTHUYE-
CKasl KOHIIEHTpAIMs B COOTBETCTBYIOIIEE YMCIO Pa3 TPEBBIIIAET
MOJISIDHYIO KOHIIEHTpaluio. [103ToMy OCMOTHYECKYIO KOHIICHTpa-
LIMIO MHOTAA BBIPAXKAalOT HE B MOJISIX, 8 B OCMOMOJISIX (MJIM OCMO-
Jsx) (OcM, Osm). DTO 0COOEHHO yOOOHO B Cllydyae CMECH CO-
Jiel; HanpuMep, pacTBop ¢ KoHueHTpauueir 100 MM NaHCO, +
+50 MM Na,CO, OygeT MMeTb OCMOTHYECKYIO KOHLIEHTPALHIO,
paBHy10 100 %X 2 + 50 x 3 = 350 MOcM. CBsI3aHHbBIE MOHBI HE CO3/a-
IOT OCMOTHUYECKOTO JaBJICHUSI.

PacTBOpHBI, B KOTOPBIX OCMOTUYECKOE JaBJIEHUE OMMHAKOBO, Ha-
3BIBAIOTCS UB0MOHUMECKUMU.

JoCTymTHOCTb BOMIBI [Tl KUBBIX OPTaHU3MOB OTIPENEIISIETCST aK-
muenocmoio 600bi (a,), KOTOpas paBHA OTHOLIEHUIO JaBIEHUs Tapa
pacTBopa K JaBJIEHUIO Tlapa YUCToil Boabl. OcMOTUYECKOE AaBiie-
HUE U aKTUBHOCTb BOJIBI CBSI3aHBI COOTHOIIIEHUEM

n=(RT/V)na,,
rae ¥V, — o6beM 1 MOJIst BOMIBL.

KuBble OpraHM3MEI CIIOCOOHBI CYIIECTBOBATh B AMAMa30HE aK-
TUBHOCTH BOAbI 0T 0,6 1o 0,998. [l OONBIIMHCTBA OPraHU3MOB
HeoOXoomMa aKTHMBHOCTh BONBI, IpeBBIMAIIas BeamanHy 0,98.
lTanmodunbHBIE OAKTEPUU PACTYT IPU aKTUBHOCTH BOIBI, PaBHOI
0,75, a HekoTopsble rpudsl — ripu 0,6—0,7.

1.1.4. Burycol u ®Arn

Bupychel u paru He SBASIOTCS MPEAMETOM PaCCMOTPEHUS B JaH-
HOI KHUTE, MO3TOMY OTpaHUYMMCS JIMIIb UX KPAaTKON XapaKTepu-
CTUKOM.

Bupycet — 3T0 cynpaMosieKyIsipHble KOMILIEKChI, coaepxXKallne
HykjaenHoBblie KucaoTsl (JIHK nnu PHK), 3akiioueHHbIe B 6€J1KO-
BBIA YEXOJI.
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Hexkotopeie BUpYyChl OKpPy>Xe€Hbl MeMOpPaHOIOA00HOI 000710Y-
Koit (puc. 1.9).

ALEHOBUPYC

Bupyc (Bupyc OP3)

KOPOBLER
DEMEl

"y

PuHoBKpyC

]

b
Aapye MonMOBMRYC
repneca

rpunna

| |
500 Hm !

Bupyc
3fona <

Puc. 1.9. CpaBHeHME pa3MepOB U CTPOSHUS pa3HbIX TUIIOB BUPYCOB
(cM. uctouHuK http://www.college.ru/biology/course/content/
chapterl /sectionl/paragraphl/theory.html ¢ usBMeHeHUsIMU)

TepMuH «BUpYCHI» SBJISIETCSI OOLIMM JJISI ONMCAHUS TTOJOOHBIX
00BEKTOB, 0COOEHHO KOT/a XO35IMH BUpYca — XXUBOTHOE WJIU pac-
TeHue. 1 BUpycoB OaKTEpuii Yallle UCTIOIb3YIOT TEPMUH «OaKTe-
puodarm» (WM Ipocto «darm»).

DakTruecky BUPYCHI MPEACTABISIIOT CO00I He XKMBbIE OPraHU3MBbI
BO BCEH MOJIHOTE 3TOTO TIOHSITUS, 2 PA3HOBUIHOCTh MOOMJIBHBIX 3J1e-
MEHTOB, HECYILIUX TeHeTUUeCKY10 MHGpopMaLuio. benkoBast o6onouka
BHUPYCOB B OCHOBHOM BBITIOJTHSIET 3aIIIMTHYIO POJIb, a TAKXKe DYHKIIUN
y3HaBaHUS cielMUIeCKOro X035MHA M CPEACTBA JOCTABKY HYKJIeU-
HOBOI1 KMCJIOTBI, KOTOpasl TIOCTYMAeT BHYTPh KJIETOK XO3sIMHA, 00ec-
TeYnBasi BOCTIPOM3BENIeHE BUPYCa U JIM3UC KJIETOK. TakuM oOpa3om,
BHUPYCHI MOXKHO PacCMaTpuBaTh Kak KJIETOUHbBIE TTapa3uThI.

B HEKOTOPBIX CiTydasix reHETUIECKUE 3IEMEHTBI BUPDYCOB MOTYT WH-
TErpPUPOBATHCS B XPOMOCOMY XO3sIMHA M CYILIECTBOBATH TaM B CKPBITOM
COCTOSTHUM, KOTOPOE Ha3bIBAIOT TM30TeHHBIM. HeKOTOpbIE BUPYCHI BbI-
3BIBAIOT TPAHC(HOPMAIIUIO 3IOPOBBIX KJIIETOK C BOBHUKHOBEHHMEM KJIe-
TOK OITyXOJIN, CIOCOOHBIX K HEPETYTMPYEMOMY KJIIETOUHOMY J€JIEHUIO.
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Bupychl yacTto ciayxkarT yaoOHBIM OOBEKTOM MOJIEKYISIPHO-
FeHEeTUYECKMX MCCAeIOBaHUI, O 4eM MoApoOHee OydeT cKa3aHOo
Bpasn. 4.1 u4.2.

1.2. IIOHSTHUE O KOMIIAPTMEHTAIIWM.
OCHOBHBIE KJETOUHBIE OPTAHEJLJIBI

Pacnipenenenuie BeiiecTB MM TMPOLIECCOB MO BHYTPUKIIETOU-
HBIM U30JIMPOBAHHBIM «OTCEKaM» HA3BIBAIOT KOMAAPMMeHmAauuell
(oT aHTI. compartment — 0TCeK). B kieTkax ayKapmoT TaKUX OTCe-
KOB, U30JIMPOBAHHBIX BHYTPUKJIETOUHBIMY MeMOpaHAMU OpeaHe,
MHOTO, a Y MPOKapyoOT OHU BCTPEYAIOTCS CPABHUTEIBHO PENKO.
OnviH U3 IPUMEPOB — HePUNIAZMAmMuU4ecKoe nPoCMpancmeo MeXILy
LMATOIJIA3MaTUYECKO U HapyXKHOK MeMOpaHaMu y rpaMOTpUlia-
TeJIbHBIX OakTepuit (cM. puc. 1.3).

JI1s m3y4eHus CTPYKTYpPHI, cocTaBa U (PyHKIIMM OpraHeT He00-
XONMO, KaK MPaBUIO, U30JIMPOBATH UX OT KIETKW B YUCTOM BUIIE.
OOBIYHO 3TO TOCTUTACTCS METOIOM OJupeperHutarbHo2o yeHmpu-
@yeuposarus iocyie pa3pyleHUs KJIETOK B MEXaHUYECKUX UITU YITb-
TPa3BYKOBBIX coMoeenuzamopax (Tadim. 1.5).

Ta6auua 1.5

DpakuMOHNPOBAHNE TOMOTEHATA JKMBOTHBIX KJIETOK
MeToAO0M U depeHIuaIbHOro eHTPUpYrupoBaHus

IlentpodGexnoe | Bpems nentpu-| ®epmMeHTATHBHASA
®pakuys YCKOpeHue, ¢yrupoBanus, AKTHBHOCTh
TBIC. 2" MHH B 0CajKe
CuHre3
O06JI0MKH
1-6 10 HYKJIEMHOBBIX
KJIETOK, SIApa
KUCJIOT
MurtoxoHapuu 10— 15 20 DHepreTuyeckue
JIM30COMBI U JIp. IIPOLIECCHI
MuKpOCOMBI,
BaKyOJISIDHBIE
yoIip 50 — 100 120 CuHres Geska
KOMIIOHEHTHI,
MeMOpaHbI
PactBopumast Iukomm3s, muKi
dpaxums TPUKAPOOHOBBIX
(cymepHaTaHT) KMCJIOT U AIp.

* g — ycKopeHue cBOGOJHOTO MaaeHus.
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J1st 6o1ee TOHKOTo (hpakKLMOHUPOBAHUSI BHYTPUKJIETOUHbBIX OP-
raHeJIJT UCTIOJIb3YIOT LIEHTPU(YTMPOBaHUE B epaduerme NAOMHOCHU
caxaposbl.

OxapakTepn3yeM KpaTKO OCHOBHBIE BHYTPUKJICTOYHBIE Opra-
HEJIJTBI ¥ CTPYKTYPHI (B TOM TOpPSIIKE, B KOTOPOM OHH PaCIIOIOXKe-
HBI B Ta0I. 1.6.

Tabsmra 1.6
OcHoBHbIE pPa3IM4INst MEXKIY KJIETKAMH POKAPHOT M 3YKAPHOT

DYKapHOTbI
XKusornbie | Pacrenus
Pasmep kiieTok > 2 MKM > 2 MKM 0,2—2 MKM
SAnpo (Hykaeoun) + + —
Tucronbt + + +
Buesnepnas JTHK:

B OpraHeJsujiax +
B TUIa3MUIaxX —
MutoxoHapuu
XJ1oponiacThl —
Anmnapar [oabmku
OHoMIa3MaTUYeCKU I
PETUKYITYM
Bakyonu
la3oBbIe Bakyonu
(a3pOCOMBI)
JIuzocombl + + —
MuxkpoTtpybouku
W MUKPO(HIaMEHTHI
Mukpotenblia:
TIEPOKCUCOMBI
TJIMOKCHCOMBI
[JIMKOCOMBI
KTYTUKU
PECHUYKU
KapOOKCHUCOMBI
TUIPOT€HOCOMBI
LIEJUTIOJIOCOMBI — — +
XUTOCOMBI
(TOJIBKO Y TPHOOB)
[Mwnu, bumbpuu,
TIPOCTEKH

CrpyKTypa WM KOMIIOHEHT IIpokapuoTst

+

+| o+ |||
|

+ o+ |+

-+

+
+
|

|
+
|

+ |+

|+ |+
H |+
|

|
|
H+

H+
|
|

I+
I+
+
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IIpodonsicenue maba. 1.6

CrpyKTypa WM KOMIIOHEHT

DyKapuoThbl

KuoTHble

TIpokapuoTtsl
Pacrenus poxap

3armacHble BELIECTBA:
oM -B-0KcubyTUpar
Kpaxmal

Kinerounas crenka:
HaJIM4yue LeJUTI0N03bI
HaJImyye MyperuHa

HaJIM4Ire IPyrux
reTepoIonucaxapyuioB

-+

OHA0CHOPbI

Oco0EeHHOCTH Pa3MHOXCHMUS:
MUTO3
Meno3

+

+ ()

+

+ _

MonekyasipHO-0MoI0rn4ecKme
CBOWCTBa:
YUCIJIO XPOMOCOM
XPOMOCOMBI KOJIBLICBBIE
XPOMOCOMBI JIMHEWHBIE
pubocomser 70 S
pudocomsl 80 S

OOBIYHO
oonbie 1

OOBIYHO OOBIYHO
oouiblie 1 paBHo 1

- +

+

+ _

- +

CocraB MeMOpaH:
CTEepOJIBI
MMOJIMHEHACHIIIICHHBIE
KUPHBIE KUCIIOTHI
pa3BeTBJIEHHbBIE
Y LUKJIONIPOITaHOBbIE
JKUPHBIE KUCIIOTHI

+
-+

I+

I+
+

Jlokanuzanyst IbIXaTeIbHOM

1 (POTOCHMHTETUYECKOI LICTIH:
B IIUTOTUIA3MaTHYECKOI
MeMOpaHe 1 TPOU3BOIHBIX
CTPYKTypax

OcobeHHOCTU (hepMEHTOB:
CYITEPOKCHIT TUCMYyTa3a
Cu-Zn-Tumna
CYIIEPOKCH]I IUCMYTa3a
Mn u/umm Fe-tuna
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Oxonuanue maon. 1.6

DYKaproThI
KuBoTHBIE Pacrtenus

CTpyKTypa WM KOMIIOHEHT IIpokapuoTh

Oco0eHHOCTH META00IM3MA:
XEMOJIMTOABTOTPOMHBIN
TUTT
(ukcauus azota - -
AHOKCUTECHHBIN
dorocuHTE3
METaHOTeHe3 — —
JUCCUMUISILTUIOHHOE
BOCCTaHOBJIEHHE HUTPATOB — -
JI0 3aKKMCH a30Ta UJIM a30Ta
3aracHoe BELECTBO —
oJIi--0OKCUOYyTUpaT

YyBCTBUTEILHOCTD

K aHTUOMOTUKAM:
MEeHULIWIIUH,
CTPEeNTOMULIMH
U Ipyrue, cnetnuduyuHble
U151 TPOKApUOT
LIMKJIOTEKCUMM]T
U IpyTHe, crieliuduIHbie + + —
JUISI 9YKapUOT

-+

|
|
H+

H+

-+

Paznuuns B MmeTabonnueckux npoueccax OyayT ONMKCcaHbl B MO-
CJIEAYIOLIUX [JIaBaXx.

Slopo (nykaeonaazma) SyKapUOTUYECKUX KIIETOK — OKPYXXKEHO
JIBOMHON MeMOpaHoOUl (naasmosemmoii), coaepxalileid mopnl (1mo-
pocoMebl). B sape mpucytctByeT sdpbiuiko (Mecto cuHTe3a PHK
u cbopku pubocom). B otimume ot siapa Hykaeoud IpoKapuoTyie-
CKHUX KJIETOK HE OTAeJIeH MeMOPaHOIl OT LIMTOTUIA3Mbl U MIPEICTaB-
qset coooit komruieke JIHK, PHK u 6enkoB.

Tucmonst — 3TO MOJOXKUTENBHO 3apsiKeHHbIE (OCHOBHBIE ) OEJTKH,
BXOJs11IME B cocTaB xpoMocoM B koMruiekce ¢ JIHK (o6HapyxeHbI
TakXKe y apxebakTepuii).

Bresidepnas /[HK. B MUTOXOHIpUSIX U XJIOPOTUIACTaX COJIEp-
xutcst JHK, oOpasywoiias Hykiaeoua OaKTepUabHOTO THIIA.
3akToueHHas1 B Heil reHeTndeckasi MHpopMaius He qyonmpyercs
B aaepHoit JIHK 1 cnocobHa K aBBTOHOMHOMY BBIPaXKEHUIO B OeJIKax
MOCPEACTBOM COOCTBEHHBIX CUCTEM TPAHCKPUIILIMUA U TPAHCISILIUU
(Bxmouatomux pudbocomsr 70 S GakTepuanbHOTO TUMA). Y TPOKa-
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puot BHexpomocoMmHas JJHK opranuzoBaHa B BUIEe naa3mud, KO-
TOpPBIE MOTYT CYIIIECTBOBATh U PEIIMIIMPOBATHCS aBTOHOMHO WJIU
B MHTETPUPOBAHHOM B XPOMOCOMY COCTOSTHUM.

MumoxonOpuu SIBISTIOTCSI MECTOM, TI€ OCYIIECTBIISTIOTCSI OKMC-
JIUTETbHBIE TIpoliecchl. B HUX oKanm3oBaHbBI (hepMEHTHI IMKIIA
TPUKapOOHOBBIX KUCJIOT, IbIXaTeIbHAas 1IeTTh, CUCTEMa OKHUCIUTEb-
Horo ¢ochopunrpoBaHusi. B KieTkax comepXuTcs OT OZHOW 10
HECKOJIBKUX THICSIY MUTOXOHAPWii. MUTOXOHAPUM COmepXKaT BHe-
xpomocoMHyto JIHK, criocoOHbBI K caMOBOCIIPOU3BEAEHUIO 1, BO3-
MOXHO, BEAYT CBO€ Hayajo OT MPOKApUOTUYECKUX KIETOK (3HJO0-
cumbuomuveckas eunomesa). OAHaKO 4acTb OEJIKOB 3TUX OpraHesI
KOIUpPYeTCs siIepHBIMU TeHaMM, TI0O3TOMY OHUM HE KYJIBTUBHMPYIOT-
Cs1 aBTOHOMHO. Y TIPOKapyOT CXOIHBIE MO (DYHKIIUSIM CTPYKTYPHI,
KOTOpPBIE MPOVCXOAIT U3 IIUTOIUIa3MaTUIeCKO MeMOpaHbl U y4Ja-
CTBYIOT B 9HEPTETUYECKOM METaboJIM3Me, Ha3bIBAIOT Me30COMaMU.
Hpyroii BaxkHO (hyHKIIMEH ME30COM SIBJISIETCSI ydacTUE B JeJCHUU
OaKkTepUaTbHON KJIETKU.

Xnoponaacmet coaepxat XJ0podUII U OCYIIECTBISIOT MTPOLECC
(dorocuHTesa y pacrenuit. Kak 1 B MUTOXOHIPUSX, B HUX COJIEP-
xurcsg cooctBeHHasa JJHK. AHanornunsie mo ¢pyHKIUSIM OaKTepu-
aJIbHbIE CTPYKTYPBI Ha3bIBAIOT XpOMamoghopol, a TaKKe muaaKoudst
U xa0pocombi. B oTanune oT xjoporiactoB oHU He coaepxaTt JHK
Y TIPOMCXOISIT U3 IIUTOTUIa3MaTUIeCKOM MEMOPaHBI.

Annapam [oav0xcu u 3HOONAG3IMAMUMECKUL PEeMUKYAYM — 3TO
BHYTPUKJICTOYHASI CETh B3aMMOCBSI3aHHBIX, OTPAaHUYEHHBIX MEM-
OpaHoIt TpyOOUeK U My3bIpbKOB. MeMOpaHa 3HI0MIa3MaTUYEeCKOTO
peTUKyJyMa odpasyeT eAMHOE 1ieJIoe C siaepHoi MeMOpaHoii. Eciu
Ha HapyXXHON TOBEPXHOCTH 3HIOTUIA3MaTUYECKOTO DPETUKYIyMa
aacopOMpoBaHbl pUOOCOMBI, €r0 Ha3bIBAIOT LIEPOXOBATHIM, €CJIU
HeT — TnankuM. lllepoxoBaThlii 3HIOIUIA3MATUYCCKHMIT PETUKY-
JIYM — MECTO CUHTE3a CEKPETUPYEMBbIX OEJIKOB, KOTOPBIE TTOTAIai0T
BHYTPb €ro KaHaJIOB, a 3aTe€M TOCTYITal0T B «IIMCTEPHBI» aIlliapaTa
Tonbmxu (duxkmuocomsr y paCTeHUI), OTKYya TIEPEHOCSITCS BHYTPpU
MeMOpaHHbBIX Be3MKYJ J1M00 B IIa3MaieMMy, 100 B MeMOpaHy
BaKyoJiell (TOHOIUIACT) M CEKPETUPYIOTCS BHYTPb BaKyoJiel Wu
B OKPYXaIolyto cpeay (3K30uumo3).

Baxyoau — memOpaHHbBIe 00pa3oBaHusl, ClIyXKallue IJ1s oaIep-
>XKaHMSI TYPrOpHOTO HaBJICHWs, 3allaCaHUsl Pa3JIMYHBIX BEIIECTB,
a TaK>Ke BBITTOJIHSTIONINE JIM30COMHBIE (DYHKIIVN.
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[a306ble 6e3uUKyAbl, VI A3POCOMbI — OTHOCIOWHBIC BE3UKYJIHI,
MeMOpaHa KOTOPBIX IOCTpOeHa TOJbKO M3 Oenka. OHU crocob-
CTBYIOT TOBBIIIEHHIO TIIABYYECTH KJIETOK, TaK KaK B HUX COJIEp-
XUTCS Ta3oBas ¢haza, COBMamalias Mo cocTaBy ¢ ra3oBoit dazoit
OKpYKaloIIel Cpejibl.

Jluzocombr — MeMOpaHHbBIC BE3UKYJIbI, COIepKaIie TUAPOIUTH -
yeckure GepMEeHTBI, yJaCTBYIOIIME B KPYTOBOPOTE OEJIKOB, TIOJIHCA-
XapuIOB, JTUIUIOB M HYKJIEMHOBBIX KUCJIOT. [1J1s1 IpeaoTBpalieHust
HEOPTraHM30BaHHOTO JNEHCTBUS 3TUX (DEPMEHTOB OHU 3aKITIOYCHBI
B OpraHeJsLIy, OKPY>KeHHYI0 OJHOCI0HOI MeMbpaHoii. HekoTopbie
HacJIeICTBEHHbIe OOJIE3HU CBSI3aHBI C HENOCTATOYHOCTBIO JIM30-
COMHBIX (hepPMEHTOB.

Mukpompybouku u Mukpoguiamenmel, NO-BUIUMOMY, UCITOJTHSI-
10T pOJib yumockeaema u GOpMUPYIOTCS U3 0enka mybyauna. OHU
BXOJISIT B COCTaB yeHmpuoaeil, UTPAIIINX BaXKHYIO POJIb B IeJICHUN
Aapa, a TAKKe B COCTAB HC2YMUKO8 VI PeCHUYEK.

Muxpomenvya — nepoxcucomvl N eauokcucomsl. Ilepoxcucombr —
OpraHeJUTbl, OKPYKEHHBIE OHOCIOMHOM MEMOPaHOIi U comepKaliue
PSII OKUCIIMTENIbHBIX (PepMEHTOB, a TAKKE KaTaiasy, pa3pylalolyio
TePEeKMCh BOIOPOa, 00pa3yoIylocs B OKUCIUTEIbHBIX TTpolieccax.
OHM UTparoT BaXXHYIO poJib B OOMeHE TUMUIOB. [1uokcucomst (pa3HO-
BUIHOCTb IMEPOKCHUCOM) — MECTO JIOKaM3auu (hepMEHTOB TJIMOK-
CaJIaTHOTO IITYHTA, YYaCTBYIOIIMX B TIPEBPAIICHUN 3aITaCHBIX XKUPOB
B ymieBOAbl. [103TOMY OHM TECHO acCOLMUPOBAHBI CO cghepocoma-
MU — XAPpOo3aTiacaroiMMy OpraHe/UIaMH PACTUTEIbHBIX KIIETOK.

Irukocombl OKPYKEHBI OMHOCJIOWHONK MeMOpaHOU M coaepxar
bepMeHTHI TIIMKONMM3a (Y HEKOTOPHIX ITPOTO30MHBIX MUKpPOOpPIa-
HU3MOB, B YaCTHOCTHU Y BO30YyIUTEeil COHHOI OOJIE3HU).

2Keymuku u pechuyku TIpEACTaBIISTIOT COOOM aImapart, orpeesis-
IOIINI MOABMKHOCTH KJIETOK MM MX CIIOCOOHOCTh CO31aBaTh IO-
TOK OKpYXKaloIIeil cpellbl K opraHaM MOTIOeHHS M. 2KTyTUKI
9YKapuoT M MPOKAPHOT CHJIBHO Pa3InYaloTcs 110 CTPOEHUIO U CO-
CTaBYy.

Kapboxcucombr OKpYXeHBbI OJHOCIOMHOW MeMOpaHOl U CcO-
JIepKaT KIodeBble (GepMEeHThl (PUKcAIllMKd YIJIEKUCIOTH B ITUKIIE
KanbBuHa (y GOTOTpOGHBIX U HEKOTOPBIX XEMOJIUTOTPOMHBIX ITPO-
KapuorT).

lTuodpoeenocomvl OKpYXeHbI OTHOCIONHON MeMOpaHOU U colmep-
3KaT KOMIUIEKC TTMpyBaTAeruaporeHas (y TpUXOMOHa).
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1leantonocombr copepxar KOMILIEKC (DEPMEHTOB W JIMITUOB,
ONPEIEISIIOT MPUCOEANHEHNE OAKTEPUI K LIEJUTIOJIO3HBIM CyOCcTpa-
TaM M UX paculeruieHue.

Xumocombl — MECTO JTIOKAJIM3ALIMU XUTUHCUHTETa3bl, BCTpEYaloT-
cs1 'y rpr60oB. OCylIeCTBISAIOT (YHKIMIO TTepeHoca MUKPODUOPUILIT
XUTUHA K KJIETOYHOI CTEHKE.

Tuau, ¢pumbpuu NpencTaBiasioT coO0M BBIPOCTHI MOBEPXHOCTHU
KJIETOK M OBIBAIOT IPOCTHIE U MoJioBbIe. [T1iu mocTpoeHsbl U3 OeJika
MWIKMHA ¥ UTPAIOT BaXKHYIO POJIb B MIPUKPEIIEHUU OaKTepuil K cyo-
ctparty. Ha noBepxHocTH KieTku MoxeT ObITh 50—400 mpoCThIX My~
neit. [TomoBeie MUy (oaHA HA KJIETKY) MCITOJIB3YIOTCS B Tpoliecce
KOHbIOTallMU. BBIPOCTBI KJIETOK, coaep:Kalllhe LMTOIUIa3My, Ha-
3bIBAIOT npocmexamu. OHU CIyXat [JIs1 YBEIUYEHUST TOBEPXHOCTH
KJIETOK, MIPUKPEIJIEHUS K CyOCTpaTy UM yYacTBYIOT B IOYKOBAaHUU
KJIETOK.

3anacuvle sewjecmsa. noau-bema-oxcubymupam W €ro aHajJoru
BCTPEYaIOTCs TOJBKO Y MTPOKapuoT. B KiteTkax )KUBOTHBIX U pacTe-
HUI aHAJIOTMYHYIO POJIb BBIMOJHSIOT 21ukoeeH (OOHApYXEH U 'y He-
KOTOPBIX MPOKAPUOT) U Kpaxman. B KileTkax Iposxkeit u bakrepuit
BayKHYIO POJIb UTPAIOT TaAKXKE noaugocgamot.

Mumo3s — neneHue sapa, COMPOBOXIAIONIEECS YIBOCHUEM YKC/Ia
XpoMocoM. Meiioz — nejieHue siapa 0€3 yIBOSHUST YMC/Ia XpPOMOCOM,
B pe3yJIbTaTe Yero o0pa3yroTcsl eaniouoHble KIeTKH.



I'nmasa 2

OCHOBbBbI 9OH3MMOJIOTHUH

2.1. ®EPMEHTDI - KATAJIN3ATOPDI
BUOXVUMUYECKHUX PEAKITHIA

2.1.1. OBIIME NPEACTABJEHUS O ®EPMEHTATUBHOM KATAJIN3E

Peakiium, mpoTekaroliye B XXMBBIX OpraHM3MaXx, IMOTIMHSIOTCS
O0IIIMM 3aKOHAM XMIMHUHU, OTHAKO OTJINYAIOTCS BBICOKOM CKOPOCTBIO,
a TaKkKe Crel(pUIHOCThIO, KOTOpask UCKIIIoUaeT 00pa3oBaHUE T10-
OOYHBIX MPOAYKTOB. Takue peaklMU MPOTEKAlOT B MATKUX «(Pu-
3UOJIOTUYECKUX» YCIIOBUIX, @ MX CKOPOCTh MOXKET PEryJIUpOBaTh-
cg B IIMPOKUX mpenesiax. Bce a3Tn 0coGEHHOCTH OMOXMMUYECKUX
peaKkinii OMmpeaesIIoTCs CBOMCTBaMU UX (KaK MPaBUIIO) OSIKOBBIX
MMOCPETHUKOB — (DePMEHTOB, BHITIOTHSIOIIMX POJIb KaTaIu3aTOPOB.
OpnHako AJIs1 TOHMMaHUs poiu (epMEHTOB KaK OU0102UHeCKUX K-
manuzamopoé HeOOXOAUMO OCTAHOBUTHCS Ha HEKOTOPBIX OOIIUX
0COOEHHOCTSIX KaTaIU3UPYyEMBIX XUMUIECKUX PEaKIIUiA.

Kaxxmas xuMmaeckast peakiius XapaKTepUu3yeTcsl sHepeueil aKmu-
eauuu (AG), T.e. CBOOOTHOI dHEPIUeil, KOTOPYIO HYXXHO IpUIATh
pearupyrommuM MOoJIeKyJIaM, YTOObI MPOU30LILI0 XMMUYECKOe TIpe-
BpaleHue (IMpU CTOJIKHOBEHMM MOJIEKYJ C HEZOCTaTOYHOM CBO-
0OIHOI 3Heprueil XuMmIeckask peakiusl He IpoucxomuT). Takum
00pa3oM, IHepeuss akmusauuy — Mo IHepeemu4eckuil bapvep, KOmo-
Dbl HYICHO npeodonemsb, 4mobbl RPOU30UIAA PeaKyusl.

B mporecce XuMHU4YeCcKUX peakidii MOJIEKYJIbl BCTYIIAlOT B TaK
Ha3bIBAEMOE Mepexo0Hoe COCMOsHUe, XapaKTepU3ylolleecss MeHee
YCTOMYMBOI CTPYKTYpOoii M HauOOJbllIeil CBOOOTHON 3HEpTUEHA.
Kamanuzamoput cHuxcarom c80600HY0 SHepeUr0 nepexoOH020 COCMOs -
HUs Y, CTa0MJIN3UPYS €ro, 00JIeTYaroT MPOTeKaHUe PeaKIInu.
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OHpeneneHHe IIOHATHUA Kamaauzamopa KakK BECIICCTBA, CHUMCAr0-
uieco sHepeurw akmueayuu, HETOYHO. Ha camowm nene KaTrajansaTop
BCTYIIac€T BO B3aUMOJICUCTBUE C pearnpyromunumMun BECCTBaAaM U HA -
npaejasiem peaxKkuyuro no Hoeomy nymu ¢ HU3KOUL 3Hepeue12 akmusauuu

(puc. 2.1).
A

H -

2

om CeofpgHan 3Heprus S

>
KoopawuHata peakuna

Puc.3.1. Inarpamma repexoJHOro COCTOSIHUSI XMMUUECKOM peaKLvu:

H —>sHTanbnus (TerIoBast SHEPTHs) MCXOMHBIX CYyOCTPaToB; H| —3HTaNbIUs
NPOAYKTOB peakuuu; H, — H — 5Heprus akTUBALUU HEKATaTU3UPyeMOii
peakuny; H, — H — 5Heprus akTMBaUUM KaTaJM3UPYeMOM peaklMu,
AH = H — H — temnoBoi a¢hdekr peakuuu: ecmn AH < 0, peakuus
9K33proHMYECKasi (IK30TepMHUUeCcKast), T.e. MPOTEeKaeT CaMOMPOU3BOJbHO
C BblIeJeHUEeM Teruta, eciu AH > 0, To peakumsi 3HIIPrOHMYECKas
(3HI0TEpMUYECKast), T.¢ TPeOYyeT 3aTpaThl IHEPTUN

Crenyer y4yuTbiBaTb, UTO B DHEPruu aKTUBALUU MPUCYTCTBY-
eT He TOJbKO 2HTalbnuiiHasa (AH, TerjioBasi) cocTaBisionas, HO
U 9HTponuitHas (AS, Mepa ymopsiioueHHOCTU cUcTeMbl). Beicokast
SHTAJIbIIMIHAS COCTaBJISIIOIIAS CBUIETEJILCTBYET O TOM, YTO IS
(opMuUpoOBaHUS TEPEXOTHOTO COCTOSTHUS HEOOXOIUMO CYIIIECTBEH-
Hoe ocyablieHre XUMUUYeCKUX CBs3eil. It MHOTMX XMMMWYECKUX
peakiii MEXaHW3M aKTUBALlMW MOJIEKYJ, TO-BUAUMOMY, CXOJEH,
Tak Kak AH 111 HUX MPaKTUYECKU COBIAIAET U COCTABIISIET OKOJIO
50 xIxx-Mob~'. BeICOKast SHTpOIMITHAST COCTABIISIONIAs BCTpeda-
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€TCsl pexXe M 03HAYaeT, UTo B Mpoliecce GopMUpPOBaHUS MEPEXOTHO-
IO COCTOSTHUS MOJIEKYJIbI JOJIXKHbBI IPUHATH CTPOTrO OIPEAETIEHHYIO
KOHdOpMaLHIo.

Takum 00pa3oM, MpaBUJIbHOE ONpeJeIeHUEe TTOHSITUS «KaTalu-
3aTOP» MOXHO C(hOPMYJIMPOBATH CJIEIYIOLIMM 00pPa3oM.

Kamanauzamop — amo eeujecmeo, yckopsroujee XumMu4ecKyo peax-
Yuto, HO Camo 6 3moil peakyuu He pacxooyroweecs. Jeiicmeue kama-
AU3AMOPA COCMOUM 8 MOM, MO OH pedzupyem ¢ UCXOOHbIMU Belje-
cmeamu, o0pasys npomedcymoyHoe coeduHeHue (H08oe nepexooHoe
cocmosiHue), Komopoe nodeepeaemcs OanbHelulemMy npespauieHuro
C NOHUMCeHHOU >Hepeueil akmueayuu. B pesynbrate obpa3yroTcs
MPOAYKTHI peaKIIM1 U PETEHEPUPYETCH KaTaInu3aTop.

CrenyeT HalOMHUTB, UTO KaTajau3aTop TOJbKO yckopsem 0o-
cmudiceHue pagHogecus B XUMUYECKOW PEAKUUU, HO HE U3MEHSI-
€T ero noaodcexus (T.e. COOTHOIIECHUE CyOCTpaTa M IIPOMYKTOB).
ITpucyTcTBUe KaTaau3aTopa HE BbI3bIBAET TEPMOAMHAMMUYECKU HE-
BO3MOXKHYIO PEAKIIMIO U HE BJIULET Ha BBIXOM IIPOAYKTOB, ITIOCKOJIb-
Ky KaTaJan3aTop HE B3aUMOJIEICTBYET C MPOAYKTAMU PEAKIIUU.

ky [B]
Hexkaranusupyemast peakuusi A TT) B, K = ﬁ

Karanusupyemas peakuusa A + Cat % X T“; B+ Cat, K »= % s
4 6
rae A — cyoerpart, B — mpoaykr, Kp — KOHCTaHTa paBHOBECUSI.

W3 3Tux ypaBHEHUI ClEAyeT, YTO KOHCTAHTa PaBHOBECUS peakK-
10707 (Kﬁ) HE 3aBUCUT OT MPUCYTCTBMS KaTajauzaTopa (cat), a cie-
JIOBATEJIbHO, U3BMEHEHWIO KOHCTAHTBI CKOPOCTH TPAMOM peakluu
B MPUCYTCTBUU KaTaJIM3aToOpa BCEI[a COIYTCTBYET COOTBETCTBYIO-
1ee M3MEHEHWE KOHCTAHThl CKOPOCTU 0oOpaTHOU peakuuu. [lpu
5TOM COOJIOAAETCS MNPUHIIUIT MUKPOCKONUYECKOU 00pamumocmu,
T.€. MEXAHU3M 00PaMHOU XUMUHECKOU peakyuu 004%ceH Obimb CMpoeo
00pamubiM Mexaruamy npamoil peakyuu. B oTHomleHNM pepMeHTOB
5TO O3HAYAET, YTO MpgAMag U o0paTHas peaklMU TOJKHBI IIPOTe-
KaTh B OTHOM M TOM K€ aKTUBHOM LIEHTpe hepMeHTa.

2.1.2. CPABHEHUE XUMHUYECKOTO 1 ®EPMEHTATIBHOTO KATAJIU3A

MexaHU3MBI XUMIYIECKOTO U (PEpMEHTATUBHOTO KaTaJIM30B ITPUH-
LIMIHUAJIbHO He pa3nnyaroTcs. OmHaKo MpY HOPMaIbHbBIX (hU3HOJIOTH-
yeckux yciaoBusax (pH u Temmepatype) B BOTHBIX pacTBOpax hepMeH-
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Thl 3HAUUTETBHO Oosiee 3PPEKTUBHEI (CULbHEE CHUNCAIOM CBO000HYIO
SHepeuio nepexooH020 COCMOSAHUS), YeM OOBIYHBIC XUMIIEeCKIE KaTau-
3atopbl. KpoMe Toro, hhepMeHTHI, KaK PaBUIIO, KAaTATU3UPYIOT MOAbKO
00UH U3 B03MOJICHBIX NYymMell npeepauleHls CyoCcTpaToB, TOrIAa KaK B XOIe
OOBIYHBIX XUMUIECKHX peaKIInii 00pa3yeTcsi CMeCh IPOIYKTOB.

Eie 6ojiee cylecTBEHHbIM MOMEHTOM SIBJISIETCS TO, 4TO (dep-
MEHTbl 00JIaJaloT Ype3BblYAiHO BBICOKON cmepeocheyupuuro-
cmbio, pa3Inyasi, HalpuMep, ONTUYECKUEe M30MEpHhl U HaXe M30-
TOITBI OJTHOTO U TOTO e 3JIeMEHTa. DTO CBS3aHO C OCOOEHHOCTIMU
CTPYKTYPBI aKTUBHEIX IIECHTPOB (DepMEHTOB M KOH(MOPMAIIMOHHOM
«TMOKOCTEIO» MX MoJieKya1. Eciin B. ®@uiep, pa3pabaThiBast TEOPUIO
cneuUYHOCTU (hepMEHTOB, paccMaTpuBal cydocTpaT U (pepMeHT
KaK «KJII0Y 1 3aMOK», To JI. Konutana chopMyanpoBai KOHLETIAIO
UHOYUUPOBAHHO20 COOMBEMCMEUsl, COTJIACHO KOTOPOW MTPY CBSA3bIBa-
HUU crienuUIecKOro cyocTpaTa MPOMCXOANT TaKoe U3MEHEHME
KoHdopMalnu pepMeHTa, KOTOpPOoe MepeMelaeT KaTaTuTUIeCKIe
TPYIIBI B TTOJIOKeHUE, obecrieunBaoliee 3(hGheKTUBHOE MpoTeKa-
Hue peakuuu. Kpome Toro, cuibl copoumu cyocTpara Ha (pepMeHTe
obecreurBaoT AehopMaIuio MOJIEKYJT pearupyommux KOMIIOHEH-
TOB, CITOCOOCTBYIOIIYIO PEAKIINH.

B oO1eM Bume cyTh COBPEMEHHBIX TPEACTABICHUII O B3aUMO-
JeCTBUM cyOcTpata M hepMeHTa MOXHO CchOpMYJIUPOBaTh Cle-
JIYIOLIUM 00pa3oM: sHepeus ceéa3vleanus (copbuyuu) cybcmpama Ha
gepmenme obecneuusaem noHudCeHUe Oapbvepa c60000HOU SHepeuu
aKkmusayuu npomexarouell Xumu4eckoil peaKyuu.

Hoxka3zaTtesbcTBa KOH(POPMAIIMOHHBIX U3MEHEHMI B MOJIEKYJIe
(bepMeHTa TIpU B3aMMOIEHCTBUM C CYOCTPATOM TMOJYYEHBI METO-
NaMU S0epH020 MACHUMHO20 DE30HAHCA VI PeHMeeHOCMPYKMYPHO20
ananuza. Hanpumep, TIpy B3aUMOACMCTBUY KapOOKCUTIETITUAA3HI A
C «IUIOXUMM» (OTIMIAIOIIUMUCS 110 XUMIUIECKON CTPYKTYype) Cyo-
CTpaTaMM TIPOMCXOIUT TIEpEeMEIleHUEe OCTaTKOB IBYX aMUHOKWC-
JIOT: TUPO3WHA Y TJTyTAMWHOBOI KHUCJIOTHI, KOTOPBIE, KaK IOJIaralor,
Y4aCTBYIOT B KATAIMTUYECKOM ITpolLiecce Ha 15 u 2 A cooTBercTBeH-
HO. DTHX TTepeMeIIeHUI JOCTaTOYHO ISl TIPOSIBICHUST MaKpohu-
3MYECKUX WM3MEHEHWI: pacTpEeCKMBaHUSI KPUCTALIOB (epMmeHTa
TpY T0OaBJIEHUN CyOCcTpara.

Takne KoH(pOpPMalIMOHHBIE U3MEHEHUS MOTYT OBITH BBI3BAHBI
BEIECTBOM, HeE SIBJISIIOIIMMCS CyOCTpaTOM JaHHOTO (epMeHTa.
OTcrofia CTAHOBSATCST TOHATHBIMY (PAaKThI CTUMYJIMPYIOIIEro (MHTH-
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OUPYIOLLETO) BIUSHUS MOJIEKYJI, HE y4aCTBYIOLIUX HETTOCPEACTBEH-
HO B ¢epMeHTaTUBHON peakuuu. Hanpumep, gopmuam ycxopsiet
MEepeHOC aMUHOTPYIINbI C A1aHUHA HA 2-0Kco2aymapam C y9acTUeM
mpancamuHassl, TOTAA Kak Py NCIOJIb30BaHUM B KaYeCTBE IOHOpa
AMUHOTPYMIIBI erymamama GhopMUAT OKa3blBaeT OTpUIATEIbHOE
Bo3aericTBUe (puc.2.2).

nyramat AnaHuH ®dopmuar
"OOC—CHNH;~CH,~CH,-CO0Q "~ "DOC-CHNH,—CH, HCOO™
TpaHcamuHasa

Puc. 2.2. Bnussaue ¢hopMuaTa Ha aKkTUBHOCTb TpaHCAMUHa3bI

B Monekyne (epMeHTa IMpeanosaraeTcsl CyleCTBOBAHUE ABYX
LIEHTPOB CBSI3bIBaHUS CyOcTpaTa (M1l LIBUTTEPUOHHON M aHUOH-
HOI yacTeil ryramara). Korma cybcTpaToM CIyKUT ajlaHUH, OOUH
LIEHTP OCTaeTcst CBOOOMHBIM, a (DOPMUAT, CBI3BIBASICh C HUM, 00e-
CIIEYMBAET ONTUMAJIBHYIO KOH(POPMALIMIO U aKTUBHOCTH (hepMeH-
Ta. B cityuae riyramata, mepekphiBaoilero oba meHTpa, opmMuar
KOHKYPUPYET 3a AHUOHHBII LIEHTP C IIyTAMATOM 1 CHUXKAeT aKTUB-
HOCTb (pepMeHTa.

Hackonbko Benuka crelu(pUIHOCTb AEUCTBUSI (hepMEHTOB?
PaccMoTpuM HEKOTOpBIE IIPUMEDBI.

1. ®epMeHT ypeasza o0IIamacT MPAKTHIECCKH aOCOTIOTHOM CITe-
LM(UYHOCTBIO K CBOEMY CYOCTPATy MouesuHe: IIPU 3aMeHE TOJbKO
OIHOIO U3 aTOMOB Bojopoaa B amuHorpymne Ha OH coxpaHsieTcs
JIAILIB YaCTUYHASI AKTUBHOCTD:

NH, NH, NHOH
O==C O==C O==C

\ \ \

NH, NHOH NHOH

AKTHUBHBII cybcTpar CrnaboakTUBHEIN cyocTpaT HeakTuBHBINM cyOCTpaT

2. ®epMeHT cykyuramoeeudpoeena3a TOMYCKaeT 3aMeHY TOJIBKO
oxHoro aroma Bopopona B CH,-rpynme Ha atom Cl (Ho He Apyrux
rajounoB uiau OH).

3. Bcrpeuaercsi epynnosas cneyuguunocms (GEpMEHTOB,
HallpUMep B OTHOIIEHUM CTepeou3oMepoB. Tak, okcudazvi-
D-amunokucaom wmanocneludUIHbBI B OTHOLIEHUM XUMMU-
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YeCKOM MPUPOIAbl aMUHOKMCJIOTHI, HO HE IEMCTBYIOT Ha HX
L-u3omephl.

M3BecTHBI TpyMepbl HEOObIUATHO BHICOKOM CIIeIM(PUUHOCTH.

4. depMeHTHI MOT'YT «pa3InyaTh» amombi U30MoN0e OLHOIO U TOIO
K€ 3JIeMEHTa, MPUYEeM CKOPOCTh peaKLIMU BhILIE B cyyae Oosiee Jier-
KHUX 130TOIOB. OCOOEHHO 3aMETHO 3TOT 3((HEKT MPOSBISIETCS B CITy-
yae 0oJiee TsKenblx, ueM H, anemenTos (S, P). Ha atom, BuyacTHOCTH,
OCHOBAHO OIIpeNeieHue «OMOTeHHOIO» WU «aOMOT€HHOI0» IPOMC-
XOXIEeHUS MPOAYKTOB KPYroBOpOTa yrjiepoa, cepbl, pocdopa.

5. HekoTopnie (pepMeHTHI 00/1a1al0T HACTOJIBKO BBICOKOI CTe-
peocnenPUIHOCTIO, YTO MOIYT «pa3jinyarb» ABE OJUHAKOBBIE
IPYIIbI BCUMMETPUYHOM MOJIEKYJIe CyOCcTpaTa, a TaKXKe KaXKIbIi 13
aToMOB Bofopoza, Bxoasamux B coctaB CH -rpynmel. Hanpumep,
peaxiivs B3aMOIpeBpallleH!sl MajlaTa U (pymapara IpoTeKaeT Ta-
KHM 00pa3oM, YTO OTHICILISIeTCS (WJIM MPUCOEAUHSIETCS) TOJbKO
aroMm H, Haxonmswwmiicss B mpo-R-moyioxkeHuu, torma kak atom H,
HaXOAAIIUICS B IIPO-S-TIOJIOXKEHUHN, HE 3aTparuBaeTcs.

H COO HO COO H COO
\ /DO \. o/
=G "H O »C=C+D,0
dymapasa dymapasa
oo¢ H oot H'TUOOC H

Jloka3aTenbCTBOM aOCOMIOTHOI cTepeocnelnpUIHOCTH dep-
MEHTa CJIYXWT IOJHOE yIaJeHUue NCUTEepUs U3 MOJICKYJIbl MajiaTa
B IIPOILIECCE €ro MpeBpalleHus B pymapar.

2.1.3. METOIBI N3VUYEHUS CHEMUOUYHOCTA ®EPMEHTOB

OOBIYHO CTeIeHb CIeIU(PUIHOCTH (DEPMEHTOB OLICHUBAIOT Ha
OCHOBAHMU UX CIIOCOOHOCTU KaTaJIM3WUPOBaTh IPEBpAICHUS aHd-
10208 enaenoeo cyocmpama. OOHAKO IIPUMEHSEMbIC TOIXOOBI HE
BCErJa MOXHO MPU3HATh KOPPEKTHBIMU, TOATOMY aOCOJIOTHO He-
00X0IMMO COOII0IATh CAEAYIOIIEe YCIOBUSI.

1. PepMeHT TOKEeH OBITh BEICOKOOUMIIICH M HE COIEPXKaTh TaXe
clen0B Apyrux GepMeHTOB, IEWCTBYIOLIMX HA CXOIHBIE CYOCTpaThI.
Hcronb3oBaTh (hepMEHT ClieayeT B MUHAMAJIBHOM KOHIICHTPAIINH.

2. CyOcTpaThl TakXke IOJKHBI ObITh MAaKCHMMAaJIbHOM YHCTOTHI
1 HE comepKaTh OIPYTMX BEIIECTB, Ha KOTOPhIC ACHCTBYeT TaHHBII
depmenT. OnTHYECKUE NU30MEPHI HY>KHO HMCCICI0BATh Pa3laeiIbHO,
TaK KakK MPUCYTCTBUE OJHOTO U3 M30MEPOB MOXET BJIMSTh Ha Mpe-
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BpallleHue Apyroro usomMepa (Hampumep, D-acmapariH KOHKY-
PEHTHO TONABJISIET Ne3aMUHUpOBaHMe L-acmaparmHa, KaTaJiu3u-
pyeMoe acraparnHason).

3. HeobxoauMo McHoJib30BaTh CEPUI0 KOHILIEHTpALUi KaXXa0To
cyOcTpata M BBIYMCINTH KMHETHYECKUME mapaMeTpsl (K u V).
B caydae cybGcTparoB, MOIBEpTalONIMXCS WOHMU3ALUM, CICIYeT
OIpEeIe/INTh 3aBUCUMOCTb KWHETMYECKUX TTapaMeTpoB oT pH.

4. Ecnu B (hepMeHTAaTUBHOI peakliM y4acTBYyeT 0oJjiee OTHOro
cybcTpaTa (Hanmpumep, JOHOP U aKLENTop), HeOOXOMUMO U3YYUTh
crreliMUIHOCTD (hepMEeHTA IO OTHOLIEHMIO K CyOCTpaTaM KaXKI0To
W3 9THX PSIIOB.

5. OcoOpblif citydait MOXKET ObITh 00YCTIOBIEH HATMYMEM Y OTHOTO
1 TOTO Xe (hepMeHTa IBYX WIM 00Jiee aKTUBHOCTEN B COOTBETCTBUM
CO CXeMOM

A——B—Cum C—A——B

B 3TOM cityyae HeoOX0AMMO OKa3aTh, YTO AOTIOJHUTEIbHASI aK-
TUBHOCTb HE CBSI3aHa C MIPUCYTCTBUEM Apyroro pepmeHta. MoxHO
HCIIOJIb30BAaTh CIEAYIOIINE KPUTEPUH:

a) aKTUBHOCTU HE HOJDKHBI pa3lesaThCcsl pasHbIMU METOIAMU
pakuOHUPOBaHUS;

0) KOJMYECTBEHHOE COOTHOIIEHUWE aKTHMBHOCTEH B IIpollecce
WHaKTUBaUMU pepMeHTa (IyTeM HarpeBaHUs, OOJy4YeHUs, U3Me-
HeHus pH, aeficTBUSI MHTMOUTOPOB U T.1.) JOJIKHO COXPaHSTHCS
MOCTOSTHHBIM;

B) 00I1Iast CKOPOCTb IPU OJHOBPEMEHHOM A00aBJIeHNM CyOCTpa-
TOB (B KOHLIEHTpALUAX, OJU3KUX K HACBIIIAIOIIMM) JOKHA OBITh
MEHbIIIE CYMMBbI CKOPOCTEl, U3MEPEHHBIX [IJIsI KaXIOro cyocTpara
OTIEJIbHO.

O4YeBUIHO, YTO ABa IMOCAECAHUX KPUTEPUST CIPaBEIIUBbI TOJb-
KO 1UIs1 DepMEHTOB, UMEIOLIMX OOIIMI KaTaTUTUYECKUM LIEHTP IS
U3y4yaeMbIX cyocTpatoB. [Ipy HamuuuuM OBYX pasHbIX KaTaJIUTUYE-
CKUX ILIEHTPOB MX CBOMCTBAa MOTYT HACTOJbKO pPa3auyaThCsl, 4TO
UMUTUPYETCS peakuusi cMecu pepMeHTOB. B To ke BpeMst pu3nKo-
XUMMUYECKHME CBOMCTBA ABYX pa3HbIX (PEpPMEHTOB MOTYT OKa3aThCs
HACTOJIbKO OJIM3KMMU, YTO MX HE YIACTCS pa3dejuThb METOJaMu
dpakuronupoBaHus. IloaToMy yoequTeIbHBIM A0Ka3aTEIbLCTBOM
MOXKET CJIY>KUTh TOJIbKO KOMILIEKCHOE MCCIIeIOBaHUE.
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2.1.4. IIpUPOIA OGEPMEHTOB.
KO®EPMEHTBI 1 IPOCTETUYECKUE TPYIIIIbI

DepMeHTBI MOTYT TIPEACTABIISITE COOOI npocmuie Geaku, He COmep-
Kalye ApYTuX KOMITOHEHTOB, KpOME ITOJTMTIENTUAHBIX 1ieTieit. OmHako
CYIIECTBYIOT TaKXKe C/A0JCHble Oeaku, IS TIPOSIBIIEHUST KaTaTuThde-
CKOM aKTMBHOCTU KOTOPBIX HEOOXOMUMBI HEOETKOBbIE KOMITOHEH-
Tbl, Ha3bIBAEMbIE KogepmeHmamu, WA npocmemu4eckumu epynnamu.
[MonmpasymeBaeTtcst, 4To KOPEPMEHTHI B OTJIMUME OT MPOCTETUIECKUX
rpy1 6oJiee TaOMIbHO CBSI3aHbI C OETKOBOM YacThIO (hepMEHTA.

Pubozumvt u ab3umot. 10 cpaBHUTETBHO HEIAaBHETO BpeMEHU OHO-
XUMUKHU ObUTA YBEPEHBI, YTO BCe (DEPMEHTHI MPENCTaBISIOT COOOM
6enku. OTHAKO BBISIBIISIETCS BCE OOJIBIIIE IPUMEPOB, KOTIa KATATMTH-
yeckue pyHkumu ocymectissioT PHK, cBodonHbie oT 6eika (a Tak-
xe NHK). Takue PHK nonyuunu HasBaHue pubosums: (ribozimes)
10 aHAJIOTUU C TTIOHSITHEM 3H3UMbI. PUO03MMBI 00J1a1a10T CBOMCTBA-
MU, XapaKTepHBIMU JUT OEJTKOBBIX (DepMEHTOB: OHM YCKOPSIIOT XU-
MUYEeCKHEe peaKIui, OCBOOOXIAsICh B HEM3MEHEHHOM BUJIE, a TAKKE
0OHapYXMBAIOT CYOCTPaTHYIO CIIelIM(UIHOCTb. [1epBBIM TIprMepoM
pubosumoB okazanack PHKa3za P, ocyiecTsisiolas mpouece «co-
3peBanus» TPHK. BHyTpu KiieTku 3TOT pubO3UM HyXXIaeTcs B aK-
TUBUPYIOLIEM ACUCTBUY OEIKOBOI CYyOBeIUHULIBI, OIHAKO A VifFo OH
aKTWBEH M B OTCYTCTBMe Oejika. Hambosee spkuM puMepoM SIBJISI-
eTcs pubo3uMHast aktuBHocTh 23S PHK B nmenTuauaTpancdepas-
HOW peakiInM B TIpoliecce TpaH K. B mocnenHee Bpems osryaeH
CUHTETUYECKUI OIMTOHYKJICOTHIHBINA prbo3uM, comepxkainuii 196
OCHOBAHUI, CTIOCOOHBIN KaTaJIM3UPOBaTh TaHHYIO PEaKIINIO.

TeM He MeHee CBOICTBA pOO3MMOB CYIIIECTBEHHO OTJIMYAIOTCS OT
CBOMCTB O€JIKOBBIX (PEPMEHTOB, MOCKOJbKY MEPBbIE 3a4aCTyIO 3(h-
(beKTUBHO KaTaIM3UPYIOT TOJIBKO COOCTBEHHYIO TpaHChOpMaIio,
Kak, Halpumep, B Tpollecce criiaiicuHra (splicing) mpu co3peBa-
Huu pudbocomuoii PHK y Tefrahymena. Pubo3umsl, Kak mpaBuiio,
HYXIAIOTCSl B aKTUBUPYIOIIEM EWCTBUU OETKOBBIX KOMITOHEHTOB.
TeM He MeHee OTKpPBITHE pUO03MMOB 0Ka3aJIo CYIIECTBEHHYIO TTO/I-
JepkKy B3DIsiAaM Ha nepsuuHyio poib PHK (a He JHK u 6e1KoB)
B OMOXMMUYECKOU BOTIOLINU.

Hpyrum kinaccoM (hepMEeHTOB, NeTaIbHOE M3YyYeHHME KOTOPOTO
HayajaoCh CpaBHUTEJIbHO HEAABHO, SBISIIOTCS ad3umbt (abzymes, OT
aHrJ. antibody v enzymes wnu catmab (0T aHrA. catalytic monoclonal
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antibody), ipeacTaBasonie codol aHTUTeNa, obIajalolme KaTa-
JINTUYECKOM aKTUBHOCTBIO, MCITONB3YIONINE TIPU KaTalu3e dHep-
TUIO CAaUT-CITeM(PUIECKOTO CBI3BIBAHUS C MOJIEKYJIO -MUIIIEHBIO.

[IpeunmyniecTBo a03MMOB OCHOBBIBACTCS Ha YPE3BBIYAITHOM pa3-
HOOOpa3uu aHTUTEN (IVIaBHBIM 00pa3oM, MMMYHOIIOOYJIMHOB),
BBIpAa0OATBIBAEMBIX WMMYHHOM CHCTEMOM, ITOCKOJIBKY aHTHTEla
«KOHCTPYUPYIOTCSI» M3 CTAaHIAPTHOM YaCTH MOJIEKYJBI M YacTH,
KOMILIEMEHTAPHOU aHTUTEHY. AO3MM IOKEH OBITh KOMIUIEMEH-
TapeH <«IIePEeXOTHOMY COCTOSTHUIO» KaTAIM3NPYEMON UM peakKIuKi
(cM. pasn. 3.1).

HaxoHen, B camoe TiocienHee BpeMsl OOHapy:XeH eIlle OIuH
KJIacC OMOJIOTUYECKUX KaTaJlu3aTOPOB, MPEACTABICHHBII MOJIEKY-
gamu JHK — IHK3ume:. OHY KaTanu3upyroT canT-crieiupuyHoe
pacieruienne PHK, B ToM umcne onpeaeneHHbix PHK-matpui,
YTO MOKET CITY>KUATh JJTSI 3aIIATHI KJIETKU OT 3apakeHUsI BUPYCaMH.

IIpupooa ceszeii mexcdy moaekyramu gepmenma u cyocmpama.
[Ipn HanmIUM B MOJIEKYJIax CYOCTPATOB 3apsceHHbix epynn (Ha-
MIpUMeEpP, Y aMUHOKUCJIOT) CBI3BIBAaHME UX C (hepMEHTaMHU TIPOUC-
XOIUT TIPEUMYIIECTBEHHO 3a CUeT dnekmpocmamuyeckux cua. Ipn
3TOM paclipeneieHre 3apsiIoB B MOJIEKyJIax cyocTparta v hepMeHTa
JIOJDKHO OBITh Komnaemenmaphsim (T.e. TIOJOXUTEIIBHO 3apsiKeH-
HBIM yJacTKaM (pepMeHTa JOJKHBI COOTBETCTBOBATH OTPUIIATEILHO
3apsKEHHBIE TPYIIIIBI CYOCTpaTa, 1 Ha000poT).

IIpu OTCYTCTBUM 3apsiKEHHBIX TpyIH y eudpoguavHuix (I1MO-
JISIPHBIX) CyOCTpaToB (HampuMep, caxapoB) B3aMMOIEHCTBUE UX
¢ (pepMeHTAMU NOJIXKHO OBITH 00YCIOBIEHO 8000POOHbIMU CEA3AMU.
B cinyyae HezapsiKeHHBIX eudpogobHbix (HEMOMSIPHBIX) CyOCTpa-
TOB (HampuMep, CoaepKalluX YIIeBOMOPOIHbBIC 1IEM1) B3aUMO-
JIeiCTBUE NOJDKHO OBITh OOYCIOBJIEHO 2udpogobHbvimu (BaHAEP-
BaaJIbCOBBIMU) cuilaMu. BaaumoneiicTBue memairtopepmenmos
¢ cyOcTpaTaMu MOXET OBITh OOYCJIOBJIEHO OOpa30BaHUEM KOOp-
OUHAYUOHHBIX C85A3ell MEXIY JUTAaHIHBIMMU TPYIIaMU CyOcTpara
1 aTOMOM MeTaJlia.

JlokazaTe1bCTBOM MPUPOABI CBA3U cyOcTpaTa U pepMeHTa (Kpo-
Me PU3NIECKUX U (PU3NKO-XUMIIECKIX METOIOB) MOXKET CITYKUTh
MojJaBjieHue aKTUBHOCTU (epMeHTa (CBsSI3bIBaHUSI cyOcTpaTa)
crienupUIeCKUMA HWHTUOMTOpaMU (KOMIUIEKCOHAMHM, ITOJIMBa-
JICHTHBIMM MOHAMM, BEIIeCTBAMH, pa3pyllaloIINMU BOZOPOTHEIC
WY TUAPO(GOOHBIE CBSI3U.
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Ilpunyuner kaaccugukayuu u Homernkaamypol gepmermos. s
KOPPEKTHOTO OoNMucaHus (PepMEHTOB HEOOXOAMMO 3HAaTh 00O3HA-
yeHHe (PepMEHTOB IO UX COBpPEMEHHOM Kiaccudpukanmm — KP
(aHrnosi3piuHOEe obo3HaueHue — EC). B cooTBeTCTBUM C pellieHU -
eM MexayHapoaHOH KOMUCCUM JJIsT KaxKAoTo (hepMeHTa YyCTaHOB-
JIEH KOJI, COCTOSIIIINIA M3 YEeThIPEeX YMCes, Pa3ieIeHHBIX TOUYKAMMU.
ITepBoe uKciIo yKa3bIBaeT, K KAKOMY U3 ILIECTH OCHOBHBIX KJIACCOB
OTHOCHUTCS (hepMEHT; BTOpPOe — MoJKIacc (KaK MpaBujo, MpUpoOaLy
JIOHOpA); TpeThe — MOAMNOAKIIACC (KaK MpaBUIO, MPUPOAY aKlel-
TOpa); YeTBEPTOE — TOPSIAKOBBIN HOMEP (hepMEHTA B €r0 MOAIOA-
kiacce. OCHOBHBIMM TpyImaMu (epMEHTOB B HACTOSIIIEE BpeMs
MPUHSATO CYMTATh CIICAYIOIINE X KJIACChI.

1. Okcudopedyxkmassi, KaTaM3UpyIOLIUE OKUCIUTENbHO-BOCCTAHO-
BUTEJIbHBIC peakliMi. B HazBaHUSIX MCIIOIB3YIOTCS TEPMUHBI deeli-
dpoeenasa VA pedyKmasa, a €CJIU aKLENTOPOM SIBJISIETCS MOJIEKY-
JISIPHBII KUCIOPO[, TO oKcudasa:

K® 1.1 — neiicteytor Ha CHOH-rpymny 1oHOpoB;

K® 1.1.1— akuentopamu ciyxatr NAD* v NADP*.

Takum o6pa3om, TiepBbIii (hepMEHT 3TOro Kjiaacca 0003HaYaeTcst
tak: K@ 1.1.1.1 Aakoeonv: NAD okcudopedyxmasa:

Oranoin + NAD* — Aueransaerng + NADH

2. Tpancghepaswbi, KaTaNU3UPYIOIIUE MEPEHOC TEX WIM UHBIX TPYIIII,
Hanpumep amunompancgepasvl: 2.6.1.2 L-Anranun: 2-okcoenymapam-
amuHompaucghepasa:

AnaHuH + 2-okcoriayrapatr — [Tupysat + [tyramar

3. Tudpoaa3swl, KaTaau3upylolye MepeHoc Irpyrmn Ha MOJEKYIy
Boabl, HarmpuMep 3. 1.2. I Ayemun-CoA-eudpona3a:

Aunetun-CoA + H,0 — Auerar + CoA

4. JIna3pl, KaTaau3upylole oopa3oBaHue IBOMHBIX CBA3EH WU
MPUCOSAUHEHUE TI0 IBOMHBIM CBs3sIM, Hampumep 4.1.3.1 Tpeo-D-
M30LIMTPAT: TJIMOKCUJIAT-T1a3a (M301IUTpaT/INa3a):

Hzomurpat — CykuuHat + [ITnokcmmar

5. H3omepa3sl, KaTanu3upyolme N3MEHEHNE TeOMETPUUYECKOM
WM TIPOCTPAHCTBEHHOW KOHMUTYpalluu MOJIEKYJ, HaIpuMep
ANaHUHpayemasa:

L-Ananun — D-AnanuH



30 I'masa 2. OcHOBbI 9H3MMOJIOTUT

6. Jlueaswvl, KaTamu3upylolme COeMHEHNE JBYX MOJEKYJ, CO-
MPOBOXKAalolleecs TMAPOJIU30M OOraToi SHEPruel CBsI3U, Halpu-
Mep: 6.2.1.1 Ayemam:CoA aueasa:

Auerat + CoA + ATP — Auetun-CoA + AMP + TMupodocdar

HecMotpst Ha oOmenpuHsIThie TpeOOBaHUSI K O00O3HAYECHUIO
Ha3BaHMIT (hepMEHTOB B HAyJYHOI IJIMTEpaType B COOTBETCTBUU
C MEXIYHapoAHO Kiaccudukalyeir, HEpeaKO BCTPeYatoTCs Tak-
XKe pabouue Ha3zBaHUSI (ePMEHTOB, KOTOPBIC CKIIAIBIBAIOTCS M3 Ha-
3BaHMS CyOcTpara, TMIa peaklii U OKOHYaHUs «-a3a». Hanpumep,
depment KO 1.1.1.1 ankorons: NAD okcunopenyKkra3y Ha3bIBalOT
IIPOCTO anK020AbOe2UOpoceHasd.

2.2. KHHETHUKA JEVCTBUSI ®EPMEHTOB

2.2.1. OCHOBHBIE YPABHEHUSI ®EPMEHTATUBHO! KNHETUKU
¥ UX UCIIOJIb30BAHUE JIJISI BBIYMCJIEHUSI KUHETUYECKUX
IIAPAMETPOB

Kunetnueckne wucciemoBaHus (EepMEHTATUBHBIX pPEaKIIUi
HEOOXOOMMBI HE TOJBKO IUISI KOJMYECTBEHHOTO OINpeAcIeHUS
¢epMeHTOB U CpaBHEHUS CKOpOCTeil MX (PYHKIIMOHUPOBAHUS,
HO B ele OOJIbIIei CcTemeHM IS pacIM(PpPOBKA MEXaHU3MOB
¢depMeHTAaTUBHBIX peakluii. B aTux mensax, mpexae Bcero, He00-
XOJIMMO YMETb KOPPEKTHO BEIYMCIISITE KHHETUYECKIE TTapaMeTPhI
(epMeHTAaTUBHBIX peaKIINii, OLICHUBATh KOHKYPEHTHBIN MJIN HE-
KOHKYPEHTHBIM XapaKTep AeCTBUSI MHTUOUTOPOB. PaccmoTpum
OCHOBHBIC YPaBHEHMUSI, ONIMCHIBAOIIEe DEPMEHTATUBHYIO KHE-
TUKY ¥ CTTOCOOBI BEIYMCIeHU. OCHOBHOE BHUMaHUE OyaeM ye-
JISITh HE CTPOTOCTH MaTeMaTUUYECKOIO BBIBOJA ypaBHEHMI (UTO,
Ha caMOM JeJjie, HEBO3MOXHO 10 BIIOJIHE OOBEKTUBHBIM TTPUIM-
HaM, KaK OyZeT SICHO U3 JaJIbHEeHIIeTO U3JI0XKEHMS), a IIPaBUJIb-
HOMY MX MCHIOJIb30BAaHUIO IIJISI TTIOJIYICHUS JOCTOBEPHBIX PE3YJIb-
TaToOB.

[1pu BBIBOJE KWNHETUYECKNX YpaBHEHUH (B YaCTHOCTH, YpaBHeE-
Huss Muxasnuca—MeHTeH), KOJIMYECTBEHHO XapaKTepU3YIOIINX
(epMEeHTAaTUBHYI0O aKTMBHOCTh, OOBIYHO HEIAIOT PSO HOMYIIe-
HUA.



2.2. Kunetuxa jieiictBust (hepMeHTOB o

1. ®epment (E) u cyoerpat (S) 00pas3yoT pepMeHT-CyOCTpaTHBII
komIieke (ES) 3a cueT cun pusnueckoit npuponasl. U3 aToro kom-
IJIeKca B JajJbHEeMIeM ocBoOOXIaoTcs pepMeHT U mpoaykT (P).
Takum ob6pa3oM, XUMUUECKOI peakUMeil SIBASIETCSI TOJIbKO BTOPOI
aTan — pacnajn ¢hepMeHT-CyOCTPaTHOIO KOMILIEKCa:

EtSet o ps e pyp. (1)
kg koo

2. KoHuieHTpalus cyocrpara 00bIYHO 3HAYUTEIbHO BBIIIIE KOH-
LeHTpauuu GepMeHTa. IToaToMy Ipu pacCMOTPEHUM HadalbHbIX
CKOPOCTei1 peakliiu, KOIaa KOHLIEHTpalMsl POAYyKTa OYeHb HU3Ka
([P] = 0), oOpaTUMOCTBIO BTOPOIi CTAIUM MOXKHO MPEeHEOPEUb.

CnenoBatenbHo, [ES] = const, a ckopocTh 00pa3oBaHUS MTPO-
nIykTa (110 ypaBHEHHUIO peaKlMu IIePBOTo MopsaKa)

V=k,[ES]. (2)
3. KoHcTaHTa A¥cCcolaly ONPeAEIaeTCsl COOTHOLUEHUEM

[E]s]
K, = ——~. 3
= es] (3)
IMockonbKy obmas KoHueHTpaius ¢pepmenTa ([E ]) paBHa cym-
Me KOHIleHTpaluii ceobogHoro ¢pepmeHTa ([E]) u depmenTta, cBs-
3aHHOTO B KoMIutekc ([ES]), To

[E)] = [E] + [ES] wou [E] = [ E] — [ES]. (4)
B T0 e Bpemst u3 ypaBHeHUs (3) clieayeT, 4To

[Es] = m

KS

[Moncrasnas sHavyenue [E] = [E] — [ES] u3 (4), nony4yaem:
K+ S

IMoncrasuB BeIpaxeHue (5) B ypaBHeHUe ckopocTu V= k_, [ES],
TTOJTYYUM:

[ES] K, = [E,] [S] — [ES] S wm [ES]

_ k+2[Eo][S] (6)
K,+S
B ypasuennu (6) Bbipaxenue k., [E;] MoxHO paccmarpuBath
KaK MaKCUMAAbHYH CKOPOCTb, JOCTUTAEMYIO MPHU KOHLEHTPALUWN
(epMeHT-CcyOCTpaTHOTO KOMILIEKCa, YMCIEHHO PaBHOTO OOIIei
KOHIIeHTpaluu hepMeHTa (T.e. Korna Bech (pepMEHT CBSI3aH B KOM-
TIEKC).
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CrenoBaTesibHO,
Vmax [S] Vmax
V—W,I/IHI/I,HPI/IHMMEIHKS—KM,v—m. (7)

Bripaxenue (7) ecTb He 9YTO MHOE, KaK ypaBHeHHe Muxasanca—
Menten i pepMeHTaTMBHON KMHETUKHM, a BenmnunHa K = K
MpeACTaBIsIeT COOOM Mepy cpodcmea ¢hepmenma K cyocmpamy.
YuciieHHO oHa paBHA TaKOW KOHLEHTpaluU cyocTpaTa, Ipy KOTO-
poii HayayibHasI CKOPOCTh (hepMEHTATUBHOI peaKIIMM COCTaBIISICT
ITOJIOBUHY MAaKCHMAaJIbHOM CKOpOCTH. YpaBHeHMe (7) Tpadpmyecku

BBIpaxaeTcs runepoosoil (puc. 2.3).
HauankHas ckopocTs V.

Hay

L S S ———
Ipu §—~ ©2
/2 ===
' |
P/
T : le/l VHa'—l = I/max / 2
|
l S=K,
T J L T T T L T ' T . T T T ' T T T
K, KoHuyeHTpauus cyberpaTa S

Puc. 2.3. Tpapuk Muxasnuca—MeHTeH

OmHako ISt TPaKTUIECKOTO OIpeneIcHISI KHNHeTHIECKUX ITapa-
METPOB TpaduK TUMEPOOIBI, KOTOPEIM M300paXaeTcsl ypaBHEHUE
Muxasnuca—MeHTeH, HeyTo0eH, a KpOMe TOro TpeOyeT NCHOJIb30-
BaHWMs KOHLEHTpALINi CyOCTpaTa, «HaCBIIIAIOIINX» (DEPMEHT, 4TO He
BCeTIa TOCTYDKMMO IIPY OTPaHMYEeHHON pacTBOPUMOCTH CYyOCTpaTa.

[TosToMy OOBIYHO CTpeMSITCA IIpeoOpa3oBaTh ypaBHCHME
Muxasnrca—MeHTeH B TaKyio (hopMy, YTOOHI TpapIecKI OHO M30-
Opaxasoch IpsIMO JTUHUEH. Yalme BCero I 3TOTO UCIOIB3YIOT
Meton JlaitnymBepa—bepka, TipeacTasisis ypaBHeHHe Muxasuca—
MeHTeH B Bujie ypaBHEHUS TIpsIMOit iuHWHU (Y = a + bx):

VTVv.S V. STV STV Vo S

max max
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[MocnenHee BeIpaxkeHUe Ha3bIBAIOT ypaBHeHUeM JlaitHynBe pa—
Bepka, u mis pacueTa KUHETUYECKUX MTapaMeTPOB UCITOIb3YIOT
rpacduk, MMOCTPOEHHBIN B KoopauHatax: 1/V u 1/S. B pesynbra-
Te ToJIyJaeTcs IpsiMasi, oTCeKalolasi Ha OCM OpAMHAT OTPe30K,
paBHbIiA 1/, a Ha NIPOJOIIXKEHMH OCH a0CIUCC — OTPE3OK, PaB-
Hblil — 1/K (puc. 2.4).

/v

/v

max

-

~1/K, 0 /s

Puc. 2.4. Tpadpuk Jlaitnyusepa—bepka

CiemyeT OTMETUTh, UYTO TIpM WCIOJB30BaHUM Trpaduka
JlaitnymBepa—bepka TOYKM B 00JaCTH BBEICOKMX KOHIICHTPAIIWi
cybcTpaTa pacItoararoTcs CJIMIITKOM TYCTO, a TOJIOKEHHE TIPSIMOI
JIMTHUY BO MHOTOM 3aBUCUT OT TOYEK B 00JIACTM HU3KUX KOHIICH-
TpalMii cyOCcTparta, Iie oIpenejicHrue CKOPOCTH MeHee HaleXHO.
Kpome Toro, peajbHBIE 3KCIIEpUMEHTAIbHBIC JaHHBIE HE BCeTHa
afeKBaTHO aIlMPOKCUMUPYIOTCS B BUIE MPAMON TUHUK. [TosaToMy
MPEUIOKEHO eIlle HECKOJIBKO IMMPUEMOB IS OTIpeIe/ICHIST KITHETH-
YeCKHUX ITapaMeTpPOB.

Meton Omu—XodcTh TakkKe OCHOBAaH Ha Mpeodpa3oBaHUU
ypaBHeHUsI Muxasnuca—MeHTeH. YMHOXUB 00€ 4acTHU ypaBHEHMUSI
Ha VW TpeoOpa3oBas ero, MoJyYuM:

Vi K
%: 1-‘rTmI/IJ'[I/IVmaX:V+KmKI/IHI/IVZVmaX—Km%.

Ipaduk sToro ypaBHeHus1 B KoopauHatax V u V/S npeacrasiser
co00il MpsIMYIO JTMHUIO, OTCEKAIOIIYI0 Ha OCSIX OpAMHAT M abclumcc
oTpe3ku, pasHele V. u V. /K cooTBeTcTBEHHO (pUC. 2.5).

max max
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Vol K, V5
Puc.2.5. Ipapuk Daau—Xodcru

HMHorga (mpu CUIbHOM BapbMpPOBAaHUU PE3YJIbTAaTOB OMNpeaesie-
HUSI CKOPOCTU (pepMEHTATUBHOI peakLMu) IJis BIYUCIEHUS KU-
HETUUYECKUX ITapaMeTpoB yA0OHee NCITOIb30BaTh METO DA3EHTAIS
u KopHuin—boyneH, ocCHOBaHHBII Ha MpeoOpa3oBaHHOM YpaBHE-
HuM Muxasnuca—MeHTeH:

_ V
vmax =V+ EKm'
B manHoM ciydae mist Kaxkmoro 3HaueHus1 V' u S ctpoutcs nps-
Mas B KoopauHartax V' u S. Touka nmepecedeHUs BCeX ITUX MPSIMBIX

uMeeT KoopanHatel: V, (opauHara) u K (abcuucca) (puc. 2.6).
1
4

max

=0 + K S
Puc.2.6. Ipadpuk Ditzenrans u Kopuum—boynex



2.3. nrubuposanue GpepmMeHToB 35

2.3. UYHTUBUPOBAHUNE ®EPMEHTOB

2.3.1. OCHOBHBIE CBEJEHUS

N3zyyeHue ronaBiieHUsI aKTUBHOCTU (DEPMEHTOB CIIY>KUT OTHUM
U3 coco0oB paciimGpoBKU MexaHu3Ma ux aeiictBus. [Togxogom
K PeILEeHUIO MOCIeIHEH 3a1aul SIBISIETCS U3yYeHUe CIIeLIMpDUIHO-
cTU aeiictBus hepMeHTOB. B cBoI0 04epens 3To TpedyeT KOPPEKTHO-
IO U3MEPEHUSI KUHETUYECKUX TTapaMeTPOB B IIPUCYTCTBUU U3y4dae-
MOro aHajiora cyocrpara. B Hacrosiieli rjiaBe OyayT pacCMOTPEHBI
CITIOCOOBI OIpeie/IeHUs XapaKTepa B3aMMOOTHOILICHUI CyOCTpaToB,
MX aHAJIOTOB U MHTMOMTOPOB (PEPMEHTATUBHOM aKTUBHOCTH C IO-
MOIIbIO BBIUMCICHMS Dsiia KMHETUYSCKMX IapaMmeTpoB. bojee
MOAPOOHO MEXaHU3MbI PETy/IsALMU (DEPMEHTATUBHOM aKTUBHOCTH
IyTeM KOHKYPEHTHOIO WIM HEKOHKYPEHTHOIO B3aUMOICICTBUS
3 PeKTOpOB ¢ hepMeHTaMU OyIyT paCCMOTPEHBI B pa3n 4.3.

2.3.2. XAPAKTEPUCTUKA TUIIA THTUBUPOBAHUS

Hueubumopo: hepMEeHTOB MOXHO pa3lIe/JUTh Ha JBe OCHOBHbBIE
IPYIbL: o6pamumbsie U HeoOpamumbie. Tlocne ynaneHus: (Hampu-
Mep, IMajn30M) MHTMOUTOpa IMepBOro TUIAa aKTUBHOCTh (hepMeHTa
BOCCTaHABJIMBAETCSI; MHTMOUTOP BTOPOIO TUIA YAAJWUTh HE ydaeT-
Cs WIM aKTMBHOCTb (DepMEHTa He BOCCTAHABJIMBAETCS JaXKe IOCe
yhoajJieHus] UHTuOuTopa (HacTyraeT aeHartypaius (hepMEHTHOIO
Oenka).

Heob6patumMoe MHrMOMpOBaHMWE JOCTUTAeT MaKCHUMyMa, KOraa
BeChb (hepMEHT CBSI3aH ¢ MHruburopoM. OOpaTHUMOEe WHIUOMPO-
BaHUE MOCTMTaeT COCTOSIHUSI PaBHOBECHSI, MOJIOXEHHE KOTOPOTO
OTIPENENAETCS KoHcmanmou uneuduposanus (K), Xapaktepusyromen
cponcTBO hepMeHTa K MHIMOUTOpY. Cxema 00paTuMOro MHrMoMpo-
BaHUSI UMEET CJIEAYIOIIMI BUII:

F+S—ES—FE+P

+ +
1 1
T ™

EI+ S EIS
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3neck I — uHruburop, EI — KoMruiekc «hbepMeHT-UHTUOUTOP»,
EIS — xommekc «pepMeHT-UHTUOUTOP-cyoCcTpakT». [1pu 3TOM ec-
JIM KOHCTAaHTa JUCCOLMAlIMY KOMILIEKCa

_ [E]s]

- [Bs]

m bl

TO KOHCTaHTa I/IH]"I/I6I/IpOBaHI/IH

_ [E]1]
e

[Ipu konkypenmuom uneubuposarnuu CyocTpatr U ”HTUOUTOP CBSI-
3BIBAIOTCS C O0HUM U MeM dce AKTUBHBIM LIeHTpoM depmeHTa. B mpu-
CYTCTBUU MHITMOMTOPA CHUKAETCS CPOACTBO (hepMeHTa K CyOCTpaTy
(moBbiaercs BenuurHa K ). Benuuuba V- He M3MEHsAETCs, Tak
KakK IPU «HACHIIIAIOIIei» KOHLEHTPALUKX CyOCTpaT BEITECHSIET UH-
TMOUTOP U3 KOMILIEKCa C (DEPMEHTOM.

Ipu Hexonkypenmuom uneubuposanuu cyocTpaT U WHIHOUTOP
CBSI3BIBAIOTCSI C pa3HbIMM LieHTpamu epmenTa. [1pu 3TOM BeTUyu-
Ha K He U3MEHsIETCs, a BeIMYnHa V CHUXaeTcs.

B03MOXHBI Tak:Ke MPOMEXYTOYHBIE MU aJIbTePHATUBHBIC CITY-
yay, HaIlp¥Mep KOrga MHIMOUTOP CBS3BIBAETCS HE C (PepMEHTOM,
a ¢ (pepMeHT-cyOCTpaTHBIM KoMILIeKcoM. Hampumep, ciayyaii bec-
KOHKYpeHmHo20 UHTHOUPOBAHUS, TP KOTOPOM U3MEHSIOTCS 00a
KUHETUYECKHUX apaMeTpa.

B3auMooTHOLIEHUS MeXK1y KOHCTAHTaMU (pepMEHTaTUBHOM KU~
HETUKU IIPU 3TUX TUIIaX UHTMOMPOBaHUs IIPUBEICHBI Ha puc. 2.7.

Jnsa onpeneneHus: TUIIA UHTMOUPOBAHUS OOBIYHO HMCIIOIB3YIOT
rpacuk Jlainyueepa— bepka, TOMydeHHBIN VTSI JAHHOTO CyOCTpara
0e3 UHTMOUTOpa U C HUM.

[Ip1 KOHKYpEeHTHOM MHTMOMPOBAHUM, €CJIM OIpeaesieHa BeJlv-
yuHa K B MPUCYTCTBUM MHTMOUTOpPA (0603HaUMM €€ K ), MOXHO
paccuurTaTh KOHCTaHTy MHTMOUpoBaHus (K) 1o cienyrouieii pop-
MyJIe:

i

K, I
k=% =%
ml m
IIpr HEKOHKYPEHTHOM MHTUOWPOBAHWM, OTNPENETUB U3MEHEH-

Hyto BenmmunHy V. (V. ), MOXHO paccuutath K 1o popmye:

max max]
V.

muxl[

Viax — Vo

max max 1

K; =
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1/VA ]=2
[I]=1
[/]=0
% } max — CONSt
\ 0 1/[S]>
- /Kmm:z
_I/Kmu]:l
_1/Kmm:a a)
1V, [71=2 1/V, A 1=2
[7]1=1 [1=1
[/]=0
[/]=0
1/K,, = const //
0 4 S 0 o US|

Puc.2.7. Bung rpaduka Jlaitnynsepa—bepka
TP Pa3HBIX TUTIAX UHTUOUPOBAHMSI:

a — KOHKYPEHTHOE; 6 — HEKOHKYPEHTHOE; 8 — 0ECKOHKYPEHTHOE



I'naBa 3

OPTrAHU3AIIUA ITPOLIECCOB
METABOJIM3MA

3.1. IPUHITUIIBI BUOSHEPI'ETUKU
3.1.1. OBUIME CBEAEHUSA

XKuBble CHCTEMBI XapaKTepHU3YIOTCS ITOCTOSTHHBIM ITOTOKOM
SHEPTUU M CTPOUTEILHBIX MaTepHaIOB, HapyIIAIOIINX UX PaBHO-
BecHe C OKpYXarollleil cpenoii, KOTOpoe HACcTyMmaeT TOJbKO ITOCIe
cMmepty opraHmsMa. CocTosTHHE TaK Ha3bIBA€MOTO YCTOMYMBOTO
paBHOBecus (steady-state) >KMBOro opraHusma B JIEUCTBUTEJb-
HOCTH SIBJISIETCS TUHAMHWUYECKUM COCTOSTHUEM, B pPe3yJIbTaTe 4ero
XKU3Hb IIPOTUBOACHCTBYET ITOBBIIICHUIO SHTPOITHH, COITPOBOKIA-
JOIIEMY TIPOLIECCHI, TIPOUCXONIIIINE B HEXXMWBON IMPUpOAE, KOTO-
pble B KOHEYHOM CUETe MOTJIM OBI IPUBECTH K «T€TUIOBOM CMEpPTH»
BceneHHoii.

COBOKYITHOCTh BCEX OMOXMMHYECKMX IIPOIECCOB B KIETKAX,
MIPUBOIAIINX K 00pa30BaHUIO XXMBOTO BEIIECTBA M3 «ITUTATEITHLHBIX
BEIECTB» CPEAbl WU BHYTPUKIICTOUHBIX ITPOMEKYTOUHBIX TTPOIYK-
TOB, 00ECIIEUNBAIOIINX TTOAIEePKaHNEe aKTUBHOCTH XXMBBIX KJIETOK,
Ha3bIBAIOT Memaboauzmom (OT rped. petafoin [metabole] — usme-
HEHHe, epeMeHa, TIpeBpalieHne). DTH TPOolecChl B KIIETKE B3an-
MOCBSI3aHbI ¥ B3aMO3aBUCHMBI, TeM He MEeHee JacTh U3 HUX Ipe-
AMYIIECTBEHHO BHITTOTHSICT PYHKIIUIO ITOCTPOSCHUST KOMIIOHEHTOB
KJIETKH, a YaCTh — CHAOXEeHWSI ICTOYHUKAMM SHEPTUU 3THUX «CTPO-
WATEJTBHBIX paboT». [1o3TOMY TIpUHATO pa3naeisTh OMOXUMUYECKIE
MPOILIeCCHl Ha ABa OCHOBHBIX THTIA!
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1) accumunsayuonuslii (KOHCMPYKMuUGHwLil), Ha3bIBaeMbI aHa-
004u3MOM, BKITIOUAIOIINN CUHTE3 HU3KOMOJEKYJISIPHBIX ITpEIIe-
CTBEHHUKOB 1 TIOCTPOCHUS U3 HUX MOJICKYJI OMOTIOJIMMEPOB;

2) Ouccumunsayuounsiii (3Hepeemuueckuil), Ha3blBaeMblil Kama-
004u3MOM, 3aKITIOYAIOIINICA B 00SCTIeYeHMN MCTOYHUKA SHEPTUU
(«9HEPreTMIECKOTO TTPUBOJIA» ), IIPUBOASIIETO B IBIDKEHIE aHA00-
JIA3M.

PaccMoTpyM OCHOBHBIE MEXaHM3MEI ITPOIIECCOB TpaHCHOpMALIN
SHEPTUH B KJIETKE, T.€. MEXaHN3MBI KaTab0OIMIECKIX IIPOIIECCOB.

3.1.2. IIyTH 1 MEXAHU3MBI IPEOBPA3OBAHUS S9HEPTUU
B KUBBIX CUCTEMAX

I[naBHag 3amavya suepeemuueckoeo memaboausma — aKKyMy-
JIAIUs  SHEPrMH, TIOJYYeHHOM B pe3yjbraTe OKMCIUTEIbHO-
BOCCTAaHOBUTEJILHBIX TIPEeBPAILIEHU CyOCTpaToB, B Takoi ¢opme,
KOTOpasi MOXET OBITh UCITOJIb30BaHa JIJIsI POCTa KJIETOK M OCYIIIECT-
BJIEHUS BCeX UX DYHKIIUIA.

OcHOBHBIMM (hOpMaMU aKKYMYJISILIUY SHEPTUU B KJI€TKaX SIBJISI-
I0TCSI MPAHCMEMOPAHHASL PA3HOCIb 2AeKMPOXUMUYECKUX NOMEHYUA-
/106 UIOHOB (B OCHOBHOM KatuoHOB H* 1 Na™) u«makpospeuueckue»
Xumuueckue coedurerUs, TIIaBHbIM 00pa3oM, HyKJieo3uarpudocha-
Tl (ATP, GTP, UTP), pochoeHonnupysar (PEP), atundocdars
(auetungocdar), HeopraHudeckuii mupodocdar u ap.

B kxneTkax, Kak M B HEXHUBBIX CHUCTEMaX, CaMOIIPOU3BOJILHO
MPOTEKAIOT TOJIBKO T€ XMUMHWYECKUE TPOIECCHI, KOTOPbIe MPUBO-
JAT K YMEHBIIIEHUIO CBOOOTHOW 3HEPTUU CUCTEMBI, T. €. TOM M0-
JIA O0IIIeill 2HEprur, KOTopasi MOXeT OBbITh TIpeBpalleHa B paboTy
(AG < 0). Takue peakuMy Ha3bIBAIOTCS IK39peonuteckumuy. HanpoTtus,
ecii AG > 0, To peakiyst He MOXET MPOTeKaTh CAMOIIPOM3BOJILHO,
MOCKOJIbKY TPeOyeTCsl IPUTOK SHEPTUU (IHOIPEOHUUYeCKUe PeaKLIUN).
151 KOJTMYIeCTBEHHOTO OMMCAaHUSI 3TUX CJTy4aeB KPaTKo HATIOMHUM
OCHOBHBIE 3aKOHOMEPHOCTY XMMUIECKON TEPMOIMHAMUKH.

VYpaBHeHue [MO0Oca onuchIBaeT B3aMMOCBSI3b MEXIy CBOOOIHO
SHEPIrueu, SHTAIbNNENH U SHTPOITUECIA:

AG=AH— TAS,
rme AH — nm3MeHeHue SHTAIBNUK; AS — U3MEHEHHME SHTPOIINH;
T — abcomntoTHas TeMmrneparypa, K.
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IIpu peakiysix B pacTBopax M3MeHEHHUE CBOOOMHOM 3HEPTUM

OIIpeneIIsieTCS ypaBHEHUEM

AG=AG’+2,303 RT IgK_,
rae R — rasosas nocrostHHas (1,987 kan-monbs ' K); K. o — KOHCTaH-
Ta paBHOBECUST XUMHUYECKON peakunu; AG ? — craHmapTHOE U3Me-
HeHMe CBOOOTHOI SHEPTUM.

IIpu craHmapTHBIX yclIOBUSIX (maBjieHUWe 1 aTMm, TemIepaTypa
25 °C wm 298 K u pH = 7,0) kaxnast XuMudecKasl peakiims xa-
pakTepu3yeTcsi CBOOOIHON 3HEPrueii, BBIYUCIsIEMO TI0 hopMyJie
(B cocTosiHuM paBHOBecus AG = 0)

AG'=—-2303 RTIgK, wm AG'=—1,363 ngquKaI['MOJ'Ib_l ripu 25 °C.

[Tpu OKUCINTETBHO-BOCCTAHOBHUTEIBHBIX PEAKLIMSIX U3MEHEHIE

CBOOOIHOI 3HEPTUHU OIPeAeIIIeTCS YypaBHEHUEM
AG'=AG’ —AG°  =nF(E —E ),

IJe n — KOJWYECTBO IIEPECHECEHHBIX 3JICKTPOHOB; F — 4mc-
o Dapanes: 3apsn 1 M snekrtponoB (23062 xam-mons!'B7!);
E; — cranmapTHbI#A OKUCIUTEIbHO-BOCCTAHOBUTEIbHBII TOTEH M-
an (mpu pH = 7,0) nast okucauTtesst 1 BoccTaHoBUTeNS, B.

[IpuBeneHHBIC ypaBHEHUS UCIIOAB3YIOT IPU KOJIUYECTBEHHBIX
pacuetax. HampuMep, MOXXHO ITOACUMTATh, CKOJIBKO SHEPTUU BhI-
JeJIsieTcsl B pe3ysbrare AbIXaHUs (KOTOpOoe MOXKHO YCJIOBHO paccMa-
TpuBaTh Kak okuciaeHue NADH kucinoponom):

ansa cucrembl NAD*/NADH  E| = —0,32 B;

na cucrembl O,/H,0 E,. . =10,815B;n=2.
Takum obpasom,

AG=2-23-62xanmoms*B~'[0,815 — (-0,32)] B = 52351 kai-monms",

3.1.3. KJIACCUDUKAINS SHEPTETUYECKUX ITPOIIECCOB

DHepreTu4eckue Ipolecchl B HeMDOTOTPOGHBIX OpraHu3Max
TIOIPA3IENSIIOTCS Ha aspobHbie N aHaspoOHble B 3aBUCUMOCTU OT
Y4aCTUSI WJIM HEYYacTUsl B HUX MOJIEKY/ISIPHOTO KHUCJI0pO/a.

AspobHoe Ovixanue — PHEPTETUICCKUNA TIpOLIeCC, TP KOTOPOM
KOHEYHBIM aKIIENITOPOM 3JIEKTPOHOB OKMCJISIEMOIo CcyoOcTpara,
MepeIaloIInXCs 10 JIEKTPOH-TPAHCIIOPTHON LIETH, SIBISIETCS MO-
AeKYAAPHbLIL Kucaopod (cM. pasa. 3.2).
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AHaapobHOe ObixaHue — TIPOLIECC, B KOTOPOM KOHEYHBIMU aK-
LIETITOPaMU 3JIEKTPOHOB SIBJISIIOTCST APYTUE OKUCTUTEIN: CYIb(har-,
HUTpAT- WJIX HUTPUT- aHUOHBI, KATUOHBI METAJUIOB, OPTAHUYECKHE
BellecTBa (CM. pasa. 3.2).

Bposcenue — sHepreTmyecKuii mpoliecc, Mpu KOTOPOM 3JIEKTPO-
HBI TIepenalTCss HEMOCPEACTBEHHO OT MOHOpa K aklenropy 0e3
Y4acTHSI 3JIEKTPOH-TPAHCIIOPTHOM HETIN: TIIMKOJIU3 U APYTUe BUIbI
opoxkeHwuii (cM. pasa. 3.3).

[lepeuncieHHble MpPOLIECCHl MOXHO KiIacCU(pUIIMPOBaTh Ha
OCHOBe MmexaHnuzma obpazoBaHust ATP, sBisionierocss OoCHOBHBIM
MaKpO3pPIrMYeCKUM COEAMHEHHEM B KJIETKE, 3aracaroliuM >Hep-
TMI0 B XUMUYECKUX CBSI3IX CBOeil MojeKyabl. Paznmuyaiot oopaso-
BaHue ATP B pesynsraTe rmepeHoca 3JIEKTPOHOB IO JBIXaTeIbHOM
LEeNU — oKucaumenvHoe gocghopuruposarue, a Takxke odpazoBaHue
ATP B mpoueccax, He CBSI3aHHBIX C IEPEHOCOM 3JIEKTPOHOB I10
uenu (OpoxeHue), — cyocmpammuoe ocgopuruposanue. B HacTos1-
1ee BpeMsl IIEPBbII TUIT MPOIIECCOB (T. €. OKUCIUTeNbHOE (hocdo-
PWIMpPOBaHUE) MpaBUJIbHEE Ha3bIBaThb ob6pazogaruem ATP 3a cuem
mparncgopmayuu dHepeul MmpaHcmMemMopaHHo20 INeKmMpoXUMU1EcK020
epaduenma (TII) uonos, NN CoOKpalleHHO — MeMOpanHbim gocgho-
DPUAUPOBAHUEM.

Y gpomompogubix opraHN3MOB (pacTeHU I, POTOCUHTEZUPYIOLIUX
OakTepuit) OCHOBHBIM CITOCOOOM 3amacaHusl SHEPTUU SBJsIETCS ¢o-
mogocghopuauposanue, 1.e. oopazoBanue ATP nyrem TpaHcdopma-
1y sHeprun TOI mpoToHOB, OpMHUPYEeMOro 3a CUeT YTUIU3aLuU
CBETOBOW HEPTUM.

3.1.4. Poab ATP u TIATI B 3ATIACAHUY DHEPTUU

ATP o6t oTKpHIT B 1929 1. K. @ucke u Y. Cy66apoy, a B 1930 .
B. DHrenbrapar mokasaa BO3MOXHOCTb €r0 00pa3oBaHUs B MPO-
liecce TepeHoca 3JEKTPOHOB 1O JAbIxaTesbHOUM 1ermm. B 1941
®. JIuriMaH BBIIBUHYJ KOHIIETIIINIO, paccMarpuBaolnyio ATP kak
«KOHBEPTUPYEMYIO SHEPTETUUECKYIO BATIOTY».

ITouemy B mpouecce 3BomonMu MMeHHO ATP Beimana Takas
posb? {7151 3TOTO €CTh HECKOIBKO TPUINH, O0YCIIOBICHHBIX XMMU-
YECKUMU U (HU3NKO-XUMUUECKUMU CBONCTBAMU NAHHOTO COEIM-
HEHUSI.
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Ha puc. 3.1 npeacrasieHo ctpoeHue MoJiekyibl ATP.
Mvoponua
(] 0 0
I [ | ATP +H,0 —» ADP +P, (1)
AneHuH-pnbosa—P—Q~P—0~P—-0" )
| | | ATP + H,0 ,AMP +PP, (2)

O O O
L AMP i
L AL_DE ]
ATP

Puc. 3.1. Cxema ctpoeHust ATP

B Heil comepXWTCST HYKJICO3WI aleHO3WH, B KOTOPOM OCTaT-
KJ ITypUHOBOTO OCHOBAHMS aJeHWHA M caXapa pHOO3bI CBSI3aHBI
N(9)-C(1)-rnmuko3uaHoit ¢Bs3blo. B cBoto ouepennr 5-OH-rpymnna
aJeHO3MHA CBSI3aHa C LEMOYKON U3 Tpex (ochOpUIbHBIX TPYIIIT
npocToit pochoapupHoii cBA3b0. Tpu pochopuIbHBIE TPYIMITHI
COCIMHEHBI MEXIy c000il JaOWIbHBIMU (PocHOoaHTUAPUIHBIMU
CBSI3SIMM.

1. U3meHeHue cBOOOAHOI 3HEPrUM TpU TUapou3se GochoaH-
TUAPHUIHBIX CBS3€i JTOBOJBHO BEJIMKO — OKOo 10 KKajx-Momb',
Ecau HeoOxomuma 3Heprusi, MeHblas uin pasHas 10 Kkai-Moab~,
ruapoau3 unet no peakuuu (1) (puc 3.1). Ecniu HeoOxommMa 3Hep-
rusi HeHaMHOro 0oJiblias, yeM 10 Kkan-Moib~', — 1o peakuuu (2).
IIpy HEOOXOOUMOCTH 3HAYUTEIHLHO OOJBIIEIO KOJUYECTBa 3HEP-
TMU UCIIOJIb3YeTCsl HECKOJbKO MoJjiekysl ATP B ogHoM mpolecce.
JloTmoTHUTETbHAS SHEPTUST MOXET TaKXKe BBIICIATHCS TIPU copoyuu
ATP Ha (pepMeHTe, KaK yIOMSIHYTO BBILIE.

CkopocTh HedepMeHTaTUBHOIro Truaponu3a ATP mama, T.e.
MOJIEKYJIa XUMHUYECKH CTaOMJIbHA, W 3allaceHHAas] B HEM SHEPTUs
HE paccemBaeTcs B BHAC TellJla IIpM CIIOHTAHHOM THUAPOJIHM3E.
OnHako 3aMeHa pocdopa Ha MBIIIBSIK PE3KO MOBbIIIAET a0 UIIb-
HOCTb. OTUM OOCTOSITEILCTBOM OOBSICHSIETCSI WHTUOUTOPHOE
neiictBue apceHara (AsO,*”) Ha 3HEPreTMYECKUi MeTabOIM3M:
KOHKYpUpySd ¢ opTodocdaToM, OH BKIIOYaeTCs BMECTO HETro
B ATP, a o6pa3oBaBiieecsl cCoeAMHEHUE TTOABEPTAeTCS CIIOHTAH-
HOMY THIPOJIN3Y.
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2. Manbie pazmepbl MosiekyJibl ATP mo3BossiioT el cBoOOTHO
TPOHUKATh B Pa3IWYHbIE YYaCTKU KJIETKU, B TO XK€ BpPeMS IIUTO-
TJIa3MaTuyeckast MeMOpaHa JIJIsl Hee HeTpOHUIlaeMa, CJIeI0BaTe b~
HO, «yTeuku» ATP He npoucxoaur.

3. Beibop ATP kak HykieoTuaa ObUT BbI3BaH, IO-BUAVMOMY,
HEoOXOAMMOCTbIO B3aMMOJAEHCTBUS ¢ OeJIKaMU, B3aUMOJEUCTBUE
KOTOPBIX C MOHO- 1 TIOJIMHYKJICOTUIAMM JICKUT B OCHOBE XKM3HE-
JIESATETHHOCTH KJIETKH (HarlpuMep, B Mpolieccax CMHTe3a OMOIOIH -
MEPOB).

4. Bp10op B KauecTBe ITypHMHOBOM YaCTH MOJICKYJIbI afcHO3MHa,
BEPOSATHO, OOYCJIOBJICH €r0 IIPOMEXYTOUHBIMU 31eKMPOHOOOHOD-
HbIMU U 91eKMPOHOAKUENMOPHbIMU CEOUCMBAMU, YTO obecrieunBa-
eT B3aumopeiicteue ATP ¢ mmpokuM Kpyrom napTHepoB. Kpome
TOTO, CPeIu a30TUCTBIX OCHOBAaHMI alieHWH HauboJjiee YCTONYMB
K IEeHCTBUIO YIBTpadHoieTa, YTO MOIJIO MMETh BaXKHOE 3HAUYCHUE
Ha paHHHUX 3Tanax OPMHUPOBAHUS XKUBBIX CUCTEM.

Jng obobsicHeHMs1 MexaHu3Mma oOpasoBaHust ATP myrem mem-
6panHoro ¢ochopwinposanust I1. Mutuyemsiom B 1961 1. ipenso-
>XeHa XeMUooCMOmu4ecKas meopusi COnpsaiceHuss OKucaeHus u gocgo-
puauposanus. B HacTosiee BpeMs oHa o0llenIpu3HaHHa, a €e aBTop
HarpaxneH HobGeneBckoll mpemueil.

CoriacHO 3TOM TEOPUU B «COIPSATAIONINX» MeMOpaHax (1Iu-
ToIJIa3MaTHueckas MeMOpaHa y IIpOKapuoT, MeMOpaHa MHU-
TOXOHAPUN MM XJOPOIUIACTOB y B3YKapuOT) JIOKAJIM30BaHO
HECKOJBKO THUIIOB CUCTEeM («HACOCOB», pumps), CIIOCOOHBIX
K TpaHcaokaluuu (TpaHCcMeMOpaHHOMY II€pPEHOCY) HWOHOB.
B ciydae mpOTOHOB 3TO 2.1eKmpoH-mpancnopmuasn (Ovixamenb-
Has) uenv 1 H-ATPa3za (ATP-cunmasa), KOOpAWMHUPOBAHHAS
paboTa KOTOPBIX MPUBOAUT K (DOPMUPOBAHUIO MPAHCMEMOPAH-
HoIl pazHocmu Inekmpoxumuyeckoeo epaduenma (TIT) npomonos
(«IpOTOH-ABUXYILEW CUIbl», proton motive force, pmf, Ap).
DHeprus, mojaydaemas NpU TepeHOCe IJTEKTPOHOB IO JbIXa-
TeJIbHOM IIeTIH, aKKYMYJHMPYETCsS B BHUIE CBOOOOHOM SHEPTHU
TOBI' mpoToHOB, KOTOpHIM (GopMHUpyeTCsS 3a CUYeT IIepeHoca
IIPOTOHOB M3 LIMTOIJIa3Mbl Ha HAPYXHYIO CTOPOHY MEMOpPaHBHI.
Cunre3 ATP ocymectBasiercss ATP-cuHTasoit npu o6paTHOM
TepeHoCe TPOTOHOB B IIMTOILIA3MYy C MCITOJb30BaHUEM CBOOO/I -
Holi sHepruu TOI mpoToHOB.
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Takum obpaszoM, nepeuunoil ghopmoil 3anacanus 3Hepeul B TPO-
1ecce apixaHus spasercs TOI mpoToHOB (puc 3.2).
H* H*

BHyTpmn 4
ATPasa
[ObixaTensHas Lerb IADP P _m
Mem6paHa AH e'+H' +0,,HO0 F,
BHe H* >H*

Puc. 3.2. CxeMa UMPKYJISILIMU IPOTOHOB

B mpouecce nprxaHus MPOTOHBI OKUCISIEMOTO CybcTpaTa BbI-
OpachIBalOTCSI M3 MEMOpaHBl C TIOMOIIBIO MPOTOHHBIX HACOCOB
JIbIXaTeJIbHOW 1IeMY BO BHEUIHIOI cpely (WIv MepUuruiasMy B CITy-
yae MpoOKapuoT U B MEXMEMOpPaHHOE MPOCTPAHCTBO MUTOXOHIPUIA
B ciy4yae sykapuoT. IlTockonbKky mMeMOpaHa TMPakTUYECKU HEIMpO-
HUIIa€Ma MJIs TIPOTOHOB, WX BO3BpaT B KJIETKY BO3MOXEH TOJIBKO
yepe3 kKaHat ATPa3sbl (4 apyrue TpaHCIIOPTHBIE KaHAJbI), TPU 3TOM
ATPa3za tpancdopmupyet sHepruto TOII B ATP (unu sneprus TOIT
HEMOCPEACTBEHHO UCTIONb3YeTCS AJI1 O0ECIIeYeHUS IPYTUX IHAIPTo-
HUYECKHUX MTPOLIECCOB: TPAHCIIOPTA, IBVXKEHUS U T.A., CM. pUc. 3.3).

KomnnuecTso snepruu, 3anacenHoi B popme TOI (Ap, "), mpsamo
MPOMOPIMOHATIBHO KOJWYECTBY TPAHCIOLMPOBAHHBIX MPOTOHOB
(AG = nAp,") ¥ CKIanbIBaeTCS U3 IBYX COCTABIIAIOIINX: XUMUYE-
ckoii (rpaguenta pH, ApH) u anexrpuyeckori (pa3HOCTH 3NEKTPU-
YECKUX MOTEHIINANIOB, AQ):

An,*/ F=Ap=A¢ — 2,3 (RT/F) ApH, MB.

3necs 2,3 RT/F= Z= 59 mB ipu 25 °C; Ap — IpOTOH-ABVKYIIIAST
cuna; ApH=pH__—pH_ <0, e pH — pH cHapyxu uuroruas-
Marudyeckon MemOpansel, pH_ — pH BHyTpu KiieTku.

st oopazoBanus ATP Heooxonumbl AG= 250 MB 1 mepeHoc nByx
npotoHoB. [IpuMepHo Takas BeanunHa TOI TpoTOHOB U co3maeTcs
Ha MeMOpaHax MUTOXOHIPUM U MPOKAPUOTUIECKUX KIIETOK, XOTS
BKJIAI KaXXIOW M3 COCTaBJSTIONIMX pasaudyeH. Hampumep, y aum-
JoduibHbIX 6akTepuit TOI mpakTUYecKM MOTHOCTBIO COCTOUT U3
ApH, ay ankanoduios — u3 A (13-3a TOT0, YTO BHYTPUKIIETOUHBIH
pH mommepxuBaeTcst TOBOJIBHO MTOCTOSIHHBIM (0KO0JIO 7 — 8) M TIpu
BapbUPOBaHMHU BHeEITHero pH n3MeHsieTcss He3HaYUTEIbHO.
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Baxno ormetutb, yTo ATPa3HbIli KOMITJIEKC MOXET HE TOJbKO
ymuauzuposams TOI ¢ obpazoBanuem ATP, HO u gopmuposams eTo
3a cuet runposuza ATP (o6pazoBaHHOTO, HATIPUMED, TTyTEM CYO-
crpaTHOTO (hochopmIMpoBaHmsI), OCYIICCTBISISI TaKUM 00pa3oM
B3aMMHOE IIpeBpallleHue 3TUX ABYX (opM aKKyMyJIMpOBaHHOM
SHEPIUM.

Bosiee mo3gHUM TOMOJTHEHUEM K TEOPUU XEMHUOCMOTUYECKOTO
comnpspkerust 1. Mutdesia siBisieTcsl KOHUEIIIMS TaK Ha3bIBae-
MO Hampuesoil 6uosxHepeemukxu, T. €. BOSMOXHOCTU CYIIECTBO-
BaHus Na*-3aBucuMbix ATPa3, MCIonb3ylommx Il 3amacaHus
sHepruu B popme ATP TpaHcMeMOpaHHBIN 3JIEKTPOXUMUYECKU
rpagueHT MoHoB Na® BMecTO rpagdeHTa IMPOTOHOB. YCIIOBUS,
cnocoOcTByOIEe (OPMUPOBAHUI0O U (PYHKIIMOHUPOBAHUIO CHU-
CTE€M HATPUEBOU OMOHEPreTUKU, CO3JAI0TCS MIPU IIEJTOYHOI pe-
aKIUM cpedbl, KOTaa BHEIIHSAS KOHIIEHTPAIXsS IPOTOHOB OYEHB
HeBenukKa M co3gath TOI mpotoHoB misa cuHTe3a ATP mpakTu-
YeCKM HEBO3MOXHO. B Takux yCJIOBUSIX CYIIECTBYIOT, HAIIpUMED,
MUMKPOOpPTaHU3MbI-ajiKagoduibl, ontumMyM pH mis pocta KoTo-
DBIX JIeXUT B oomactu 9 —10.

OpHako rpagueHT noHOB Na* MoxXeT (popMUpoBaThCs U Ipu 60-
Jee HU3KUX pH 3a cueT GyHKIMOHMPOBAHUS IPYTUX (HE AbIXaTeIIb-
HBIX) MEXaHU3MOB. Tak, HaIIpuMep, y TOMOAILIETOTeHHBIX OaKTepuid
Acetobacterium woodii TOT” xatnonoB Na* popmupyercs B pe3yib-
TaTe (PYHKIIMOHUPOBAHUS 3JIEKTPOTE€HHOTO «HACOCa», COMPSIKEH-
Horo ¢ HukJjoM Byna-Jltonrnana (cm. pasa. 3.3), BEIOpachIiBaIOIIEToO
B OKpYKalOIylo cpeny KaTMoHbl Na*. DTOT TpalueHT MOXET He-
IMOCPEACTBEHHO HMCITOIb30BaThCS UIST SHEPIeTHIECKOro odecrede-
HHS BpallleHUs XTYTUKOB WX IIpeBpamarbess B ATP ¢ momortibio
Na*-ATPa3zbl.

Eme onuH MexaHusM ¢dopmupoBaHus TOI katuoHoB Nat 00-
Hapy>XeH Yy HEKOTOPBIX aHA?POOHBIX OaKTepuii, 00JagalommX ae-
KapOOKCcWIazaMH, TEUCTBYIOIIMMHU Kak MepBUYHbIe Na*-HacoCHI.
Hanpuwmep, y Klebsiella pneumoniae TOT katnonoB Na* co3naercs
B mpo1iecce GYHKIIMOHUPOBAHUS OKCaIoalleTaT-IeKapOOKCHIa3Hl.
CxonHble MeXaHU3MBI GYHKLIMOHUPYIOTY Propionigenium modestum,
dopmupytomero TOI' katnoHoB Na* ¢ MOMOILbIO METUIMATOHUII-
KoA-nexap6okcunassl. [lanee mocpeactBoMm Nat-ATPasbl sHeprust
TOT katuonoB Na* mpeobpasyercs B ATP.
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3.1.5. IIEPBUYHBIE 1 BTOPUYHBIE TEHEPATOPBI TIT

[lepsuunsie cenepamopusi ICTIONb3YIOT SHEPTUIO CBETA WJIM XMUMUYE-
CKUX CBsi3eil cyocTpaToB st opmupoBanus TOI. B atux mporiec-
cax ATP ne yuactByet. K nepBuuHbIM reHepatopam TOI oTHoCATCS:

o IbIXaTeJIbHas 1LIeTb, colepKalliasi OT OJHOIO J0 TPeX MPOTOH-
HBIX HACOCOB;

« hoTOCUHTETHYECKAS 1IeTb, colepkKanlas OIWH WIW JBa MpO-
TOHHBIX HACOCA;

« 0aKTepUOPOAOIICHH rajiodaKTepuii (apxeit);

o CUCTEMBI 3KCKPELIMU KMCJBIX MTPOAYKTOB OpOXeHUs (Hampu-
Mep, JaKTaTa) Wi UIOHOB HATPUS.

Bmopuunsie eenepamopsr NCTIONB3YIOT 3Hepeuto ATP (wam aHa-
JIOTUYHOTO MaKpO3PIUYeCKOro COeIUHEHUs) Ml (hopMUpOBaHUS
TOTI. Onu npencrasisaoT coboit H*-ATPa3bl, ocHOBHOI yHKIIM-
el KOTOPHBIX SABJsIETCS He CUHTe3, a Tuapoanu3 ATP. Takue ATPa3bl
XapaKTEepPHBI IS IUTOILIa3MaTUICCKON MeMOpaHBI aHa3POOHBIX
OakTepuii, riazMageMMbl KJIETOK 3yKapuoT, MeMOpaHbl BaKyoJei
(TOHOIIACTa) pacTeHUI U TpUOOB.

TakuM 06pa3oM, OCHOBHBIE ITyTH TpaHC(HOPMALIUU SHEPTUU B KJIET-
Ke MOXXHO CyMMMPOBATh B BUIE CXeMbI, IIPUBEICHHOM Ha puc. 3.3.

Ceet Okucnsiemble Okucnsiemble cy6CcTpaKkTbl
l cy6CcTpaKkTh
®doToCcHMHTETUYECKUE U Cy6cTaTHoe
AbiXaTenbHble CUCTEMbI cocchopunupoBaHme
¥ ¥
Mem6paHHoe chocchopunupoBaHue
M'maponus ATP 3a cuet ATPa3
v =t
3anacaHue aHeprum |5 TpaHCNOpT BelecTB «— DWOCUHTeTUYeCKMe
B ATP, PP, o6paTHbiil |5 [lBukeHne npouecchbl
NepeHoC ANeKTPOHOB L. 0gpazoBaHme Tenna<— i

CBeyeHue
Puc. 3.3. Cxema TpaHchoOpMalluu 3HEPTUM B XKUBOI KJIETKE

Ananornynyio ATPazam ponb BTOpMuyHOTO TeHepartopa TOI
urpamT nupodocdarasbl, mpeodpasylolie 3Hepruo nupodoc-
datHoIi cBs3u B TOT MpoTOHOB WK (KaK YCTAHOBJEHO B MOC/EA-
Hee BpeMsI IUT psifa OaKTepuii M apxeil, a uMeHHo: Methanosarcina
magzeithermophile, Moorella thermoacetica 1 TunIepTePMOMIIHPHON
oaktepuu Thermotoga maritima) B TOI' katnoHoB Na*.
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Duepeemuneckuil 3apad u 3nepzemuveckasn I@gexmuenocmo
pocma. KonnuectBo ATP, obOpasyiomerocsi B pa3HbIX MeTaOOJIM-
YeCKHUX ITyTSIX, pa3IndacTcss BO MHOTO pa3. Tak, mpu xamaboauszme
210K 030! TI0 TTUKOJIUTHYECKOMY ITYTH C TOCIICAYIOIINM BKITIOYCHU-
€M IUKJIa TPUKapOOHOBBIX KMCIIOT U AbIXaHMS (C TpeMsI ITyHKTaMU
CONpPSDKeHUST OKUceHus u (ocdopunmrpoBaHust) obpasyercs 38
moJieit ATP Ha 1 MOJIb UCTTOJIb30BAHHOM TJTIOKO3bI.

VY HexkoTopex bakTepuit (tumnia Escherichia coli) B npIxaTeIbHOMR
LIETY CYIIECTBYIOT JIMIIb JABA IIYHKTA COIPSDKCHUSI, M KOJTUYECTBO
ob6pasoBanHoro ATP cocrasisieT 26 MoJieit Ha MOJIb IJTI0KO3bI. CaM
o cede IIUKOJIU3 B aHA9POOHBIX YCJIOBUSIX TIPUBOAUT K 00pa3oBa-
Huto JUIIb 2 Moseit ATP Ha 1 MoJIb INTI0OKO3bI (HaIIpuMep, Y MOJIOY-
HOKMCJIBIX OaKTepuit).

He Tonbko obiiee KonnuecTBo cuHTe3upoBaHHOro ATP, Ho u 3a-
tpathl ATP Ha oOpa3oBaHMe eTMHUIIBI OMOMACCHI CUJIBHO 3aBUCST
OT TUIla MeTabonu3ma. Tak, Harmpumep, IIpU BbIpalliIuBaHUU OaKTe-
puit Ha cpene ¢ Tmoko30ii 1 Mmonb ATP obecnieunBaeT odpazoBaHue
27 r 6uomaccel, Toraa Kak Ha cpene ¢ CO, (B KauecTBe eAMHCTBEH-
HOTO MCTOYHMKA yriiepona) 1 moab ATP maet TorbpKo 5 r 6moMacchl.
IIpu paznuuHbBIX TUIIAX aHA3POOHBIX OPOXKEHUN BbIXOA OMOMACCHI
(B rpaMMax) B pacueTe Ha MOJb cuHTe3mpoBaHHOTo ATP Bce ke
JIOCTATOYHO ITOCTOSTHEH U COCTaBiIsieT okoo 10. DToT moka3areib
noJTyqus1 0003HaYeHue Y, , U UCIIOIB3YETCS IS XapaKTePUCTUKU
pocTa HapsAy C 5)KOHOMMUYECKUM KO3(DUIIMEHTOM (paBHBIM OTHO-
IIEHUIO0 MacChl 00Pa30BaBIINXCS KJIETOK K Macce MCITOIb30BaHHO-
ro cyocTpara).

OrmpeneneHHast 9aCTh SHEPTUU B KJIIETKE 3aTpauyrBacTCs Ha IIPO-
LIECCHI, HE CBSI3aHHBIC HETIOCPEICTBEHHO C POCTOM. X Ha3bpIBaIOT
npoyeccamu noddepicanus JHcusnedesmeavHocmu (OCMOTUIECKAST pa-
00Ta, MOABIKHOCTh, OOHOBJICHHWE KJICTOUHOTO MaTepuaja 1 T..I.).
3aTpaTelHAIIOAAEPXKAHNE KM3HEAEATETbHOCTH cOoCcTaBIIsIoT 10—20%
BCEX DHEPreTUYECKUX PAcXOd0B, HO MOTYT CYIIECTBEHHO BO3pac-
TaTh B YCIIOBUSIX CTpEcca.

BaxHoe 3HaueHUE MMEET HE TOJIBKO aOCOJIOTHOE KOJIUYECTBO
ATP B KJIeTKe, HO U COOTHOIIIEHHE KOMIIOHEHTOB aJeHUJIaTHOM
cuctembl (ATP, ADP nu AMP), Tak Kak OHU SIBJITIOTCS MOIIHBIMU
pEeryJasIiTOpaMu MeTaOOJNYeCKUX IIpoleccoB. . ATKMHCOH BBell
TIOHSITHE SHepeemuteckoeo 3apsda (B3) KaK Mepbl «3arloJIHCHUS»
aIeHWJIATHOM CUCTEMBI MaKpO3pTraMy (KOHIIECHTPALIMU B MOJISIX):
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D3 =1/2 2ATP + ADP _ _ ATP + 0,5ADP
ATP + ADP + AMP  ATP + ADP + AMP

Teopetnyecku D3 MoxeT BapbrpoBaTh oT 0 10 1, OIHAKO peab-
HO B 9KCIMOHEHLIMAbHO PacTyIIMX KjieTKax oH coctasisier 0,8—0,9,
a TIpY CHIDKEHUM eT0 BeJIMIMHEI 10 0,5 KJIeTKa Mornoacr.

3.1.6. OCHOBHBIE TUIIBI COIPSI;KEHUSI DHEPTETYECKUX
1 KOHCTPYKTHUBHBIX ITPOIIECCOB

IlepBoHayanbHO OMOJIOTM MOAPA3NCSIIM BCE KUBbIE OpraHu3-
MBI 10 TUIIY IIMTAHUSI HA JIBE TPYIIIbL: a8mompogos, OPraHN3MOB,
CTPOSIIINX BEIIECTBA CBOMUX KJICTOK M3 YITIEKWCIOTH (TUITMIHBIN
MIpUMEpP — PacTeHUsI, KOTOPEIE 0OXOmATCS 6e3 OpraHMIeCKOM ITH-
1K), U 2emepompoghos, TPeOYIOIINX OPraHUYECKUX BEILECTB IS
CBOEH XKU3HU (3(KUBOTHbIE, TPUOBI U OONBIIMHCTBO OAKTEPUIA).

B nHacrogiee BpeMs npuMeHsieTcs 0oJjiee AeTaabHas Kiiaccudu-
Kallsi, OCHOBaHHAsl Ha yKa3aHWH IIPUPONBI MCTOYHUKOB SHEPTUU
u yraepona. CooTBETCTBEHHO, B Ha3BaHWHU TUIIA ITUTAHUST OpraHN3Ma
HUCMOJIb3YIOTCS ClIeAyIolIe 0003HaUeHMs, TpUBeAeHHbIE B Ta01. 3.1.

Tabmuna 3.1

3aBHCHMMOCTD THIIA TUTAHKUS OT BHIA aKKyMlel/lpyeMOﬂ JQHEPrum,
NpUpoabl JOHOPA 3JIEKTPOHOB U HICTOYHHUKA YIJIEpPOJa

Bun sneprun JloHop 2;iekTpoHoB | VcTOYHMK yriepoaa

XumMuyeckast — XeMo- Opranuyeckue Oprannyeckue

BEIECTBA — OPraHo  [BEINECTBA — reTepoTpod

CaetoBast — GoTo- Heoprannyeckue Heoprannyeckue

BelIeCTBA — JINTO- | BEeIECTBA — aBTOTPOd

Takum o6pa3om, corsiacHoO 3TO KiaccuUKallMKU pacTeHUs clie-
JIyeT OTHECTU K (homo-aumo-asmompopam, a XKUBOTHBIX — K XeMO-
opearo-eemepompodam.

Bcero xe mpu coyeTaHMU 3TUX XapaKTePUCTUK BO3MOXHEI BO-
CEMb OCHOBHBIX THUIIOB COOTHOIIIEHUWI MEXIy dHEPTreTMUYEeCKUMM
U KOHCTPYKTHMBHBIMMU MpolieccaMu (Taou. 3.2).
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Tabnuua 3.2
OcHOBHBIE THITBI TUTAHUA
Hcrounuk Jonop |McToynuk OpraHu3msbi-
Tun nuranus
3HEPrMM | 3JIEKTPOHOB | yrjepoaa NpeaCTaBUTEIN
Heopranu- (CO, XeMoIuTo- TTpokapuoTsl (Bomo-
YecKue aprotpoust  |poaHble, HUTPUDULK-
BellecTBa pyloluie u ap. 6akre-
pun)
Opranu- | XeMoJauTO- IMpokapuoThl (BOIO-
XUMIeCKIe yecKue retepoTpodust |poaHbIe, METAHOBBIE
BelllecTBa U Ap. 6akTepun)
peakuuu
OpraHu- Co, Xemoprano- |[Ipokapuotsl (MeTH-
yecKue aBroTpousi  |T0TPOGbI, OKKCIISIO-
BellleCTBa mue opmuar)
Opranu- |XemopraHo- |2KuMBOTHBIC U MHOTHE
YecKue reTepoTpodust |IIPOKAPUOTHI
BellecTBa
Heopranu- |CO, dotonuto- PacteHusi, imaHo-
yecKue aBroTpoust  |0aKTEpHH, IypITypHbIE
BellecTBa M 3eJIeHbIe OAKTepUK
Opranu- |®ortoauto- IIpokapuoTsl (HEKO-
yecKue rerepoTpodust |Topbie LIMaHOGAKTE-
BellecTBa pyH, ypITypHbIe U
3eJIeHble OaKTepuu)
Caer
OpraHu- Co, ®otooprano- |[IpokapuoThl (HeKO-
yecKue aBTOTpO(Ust  |TOpBIE MypITypHbBIE
BellecTBa DaKTepUn)
Opranu- |®ortoopraHo- |[IpokapuoTsl (Tano-
JyecKkue rerepoTrpodusi |6akTepun, ITMaHObaK-
BellecTBa TEepUM, MypIypHbIE U
3eJIeHble OAKTEpUHN)

HeKOTOpHC OpraHM3MbI CITOCOOHBI OCYHICCTBJIATL TOJIBKO OAWH

13 MePEYUCICHHbBIX TUTIOB METa00IM3Ma (HAaIIpUMED, PACTEHMUS, TPU-
OBl 1 XKMBOTHbIE), TOTJA KaK IPYTre MOTYT MEePEKITIoYaThCs C OMHOTO
TWIA MUTaHUs Ha apyroii (bakTepuu). [TocieaHue opraHu3Mbl Ha3bl-
BaIOT ¢hakysbmamueHbimy (HATIpUMEp, HEKOTOPblE LIMAaHOOAKTEPUN
CITOCOOHBI CYIIIECTBOBATh KaK (hOTOIMTOABTOTPOGHO, TaK U XeMOOP-
ra”HoretepoTpodHo). Bo3M0OXXHO TakXke CyllleCTBOBAHUE MUKCOMPOP-
H020 TUIIA TIUTAHUs, KOTJa OMHOBPEMEHHO UCIOJIB3YIOTCS JBa BUIA
SHEpPreTUYEeCKUX IPOILIECCOB WIM JBa BUIA WCTOYHUKOB IMMTaHUS
(HarpuMep, CylIbGbUI U OpraHWMYeCKre JOHOPHI 3JIEKTPOHOB B Kaye-
CTBE OKUCIISIEMBIX CYOCTPATOB, a TAKXKE YIJIEKUCIIOTA M OPTaHUYECKUE
BELIECTBA B KAYECTBE UICTOUHHUKOB YIJIEPOAA).
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3.1.7. IIpuHITUNBI BBIFOPA KOHEYHOTO AKLIENITOPA
9JIEKTPOHOB B ITPOIECCE AbIXAHUA

B mpupomHBIX 3KOTOIAaX I MUKPOOpPraHW3Ma OOBIYHO JIO-
CTYNEeH psAI KOHEYHBIX aKIEeNTOpOB 3JeKTPOHOB. I[loCKOJBKY
SKOHOMWYECKN BBITOMHO CHUHTE3MPOBATh OTPAaHWYECHHBIM Ha-
0Op TIEPEHOCYMKOB 3JICKTPOHOB, (DOPMUPYIOUINX IbIXaTCIHEHYIO
LIeTTb, BO3HMKAET HEOOXOAMMOCTh BBEIOOpAa KOHEUYHOTO aKIIenTopa
W3 TIPUCYTCTBYIOIINX B OKpYyXaromiei cpene. EcrecTBeHHOE TIpe-
MMOYTCHNE OTHAETCS aKILEeNTOopaM, IPHCYTCTBYIOIIMM B OOJBIINX
KOJIMYEeCTBaX M WMEIONINM HambOojiee BBICOKMI OKHCIUTEITBHO-
BOCCTaHOBUTEJIBHBIN ITOTCHITNAJ, YTO 00eCTIeUMBaeT HAMOOIBIIIIA
BBIXOM HepIruu. UMeHHO Mo3TOMY (haKyJIETaTUBHBIE aHAPOOKI TP
MMPOYMX PABHBIX YCIOBUSX MPEAITOYNTAIOT MOJICKYJISIPHBIN KMCIO0-
poxn. Ipn mepumrte KUCIOPOIa 3TH MUKPOOPTaHU3MEI HAUMHAIOT
HCIIONIh30BaTh B KAUEeCTBE KOHEUHBIX aKIICIITOPOB 3JCKTPOHOB HU-
TpaT, TPEXBaJICHTHOE XeJie30, (hyMapaT, TpUMETHIaMUH- N-OKCH]T
WA TUMETHICYIb(GOKCHI. AKIIETITOPEI C MEHEE TTOJIOXKUTEIBHBIM
OKUCITUTEIILHO-BOCCTAHOBUTEILHBIM ITOTEHIINAIOM (CYITb(aTH IBY-
OKUCH yIJIepoJia) UCITONB3YIOTCSI OOBIYHO TOJIBKO TEMU aHa3poda-
MM, KOTOPBIE HECITOCOOHBI UCITOIb30BaTh KHCIIOPO]I.

CrnenyeT, OoQHAKO, YYUTBIBATb, YTO CIOCOOHOCTb HCIIOJIb30-
BaTh T¢ W WHBIE aKIIETITOPHI 3JICKTPOHOB 3aBUCUT HE TOJIBKO OT
TePMOJIMHAMUYECKUX COOOPAXKEHUI, HO TAKXKE OT OCOOEHHOCTEN
SBOJIIOLIMA MUKPOOPTraHM3Ma B CHCHM(PUUIESCKUX IKOJIOTUIECKUX
ycnoBusx. Hanpumep, npeacrasutenu pona Wolinella npennoyu-
TaloT MCIOJb30BaTh B KaUeCTBE KOHEYHOTO aKIIeIITOpa 3JIEKTPO-
HOB 3JIEMCHTHYIO Cepy, a He HUTPAT, XOTS IMOCIeTHUIN UMeeT 3Ha-
YUTENIbHO 00Jice BBICOKMI OKUCIMTEILHO-BOCCTAHOBUTEIHHBIN
MMOTEHIINAIT.

3.2. ASDPOBHBIE OQOHEPTETUYECKMUE ITPOIIECCBHI
3.2.1. OBUIUE CBEJEHUS
I[To OTHOIIEHUIO K MOJIEKYJISIPHOMY KHCIOPOLY OPTaHU3MBI

noaApasacIArTCA Ha 03p0608, JJIA KOTOPBIX KUCJIOPO H606XOI[I/IM,
n aHa3p0603, JJId KOTOPbLIX KMCJIOPOJ TOKCHUYCH.
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B cBolo ouepenb aspoObl M aHA3POOBI MOAPA3AEISIOTC Ha 00-
Aueamuvle (00s13aTEIbHBIE) U PakysvmamugHbie (HEO0S3aTeIbHBIC)
(puc.3.4).

A3pob6bI AHa3po6bl
| “L
O6nuratHble ®daKynsTaTUBHbIE O6nuraTtHble
MukpoaspodunbHbie A3poTonepaHTHble

Puc. 3.4. Knaccudukauusi MUKpOOpraH1u3MoOB
10 CTeNeHU a3POOHOCTU Y aHA3POOHOCTHU

Hexkotopeie obiMraTHBIC a3pOOBI MOTYT CYIIECTBOBATH IIPH CO-
JepXXKaHUM KKMCJIOPOIa, paBHOM €ro cojepxkaHuto B atmocdepe (21%)
WIM Jaxe IpeBbIlIaioleM 3Ty BeauuuHy (10 50%), Ho BCTpedaloTcs
U TaKWe, KOTOphle He MepeHOCAT YPOBEHb KMCIOPOAA, IIPEBHIIIAI0-
1M HECKOJIBKO MPOLEHTOB (Mukpoaspoguasl). B T0 Xe BpeMsl He-
KOTOpPbIE aHA3POOBI, XOTS M HE UCIIOJIb3YIOT KUCIOPO/, HO MEPEHOCIT
€T0 TOBOJILHO BBICOKVIE KOHIICHTPALINMK B OKPYXalolleh cpeae (aspo-
moneparmot). Ps1 MUKpOOPraHM3MOB MOXET PE3KO MEHSITh YyBCTBU-
TEeJIbHOCTh K KUCJIOPOAY B 3aBUCUMOCTH OT TUIIA IUTAHMSI, HATIPUMEP
BOIOPOIHBIC OAKTEPUH IIPH BEIPAIIMBAHIH B TeTEPOTPODHBIX YCIIOBH-
sIX a9POTOJIEPAHTHBI, @ B aBTOTPOMHBIX — MUKpoaspodmibHbL. boree
MOAPOOHO PEryJIsTOpHasl poJib KICIOPOAa pacCMOTPEHa B pasa. 5.2.

3.2.2. ASPOBHOE JIBIXAHUE. JIPIXATEJIbHASI IIEIIb

IIpy a’poOHOM ABIXaHWM B KadeCTBE KOHEYHOIO AaKIIenTopa
9JIEKTPOHOB HMCHOJb3YeTCS MOJEKYJISIPHBI KHUCIOpond. A3poOHOe
IBIXaHWE XapaKTepHO IJIT OOJBIIMHCTBA KMBOTHBIX M PaCTCHMIA
U TIMPOKO PacipoCTpaHeHO B MUpe MpokapuoT. Ha mepBom ero
9Tare CyocTpaThl MOIBEPIraroTCsl decudpuposanuro C ydacTueM CIie-
IGUIECKUX HEPMEHTOB — decudpoeeras. OOPa3yIOIIUECs B Pe3yilb-
Tare AeruapupoBaHusi BocctaHoBieHHble NAD unu FAD (FMN),
coorserctBeHHO NADH, FAD, (FMN_ ), BCTymaior B [bixa-
TeJIbHYIO 1IeTb (puc. 3.5).

BOCCT



72 I'masa 3. Opranusanys IpoIeccoB MeTaboIM3Ma

H
(~420°mB) | Oxucnsembiit CyKumHar
cybcTpar
NAD NADH +H*
(—320 MB) (AernpporeHassbl)
FP FMN, FeS FAD
(_80 MB) (NADH-pernpporeHasa) (cykumHaTaernaporeHasa)
+ /
CoQ coQ
(+50 mMB) i
Uur. b
(uMTOXpPOM-C-peayKTasa)
Uur. ¢ Ll,wi cFeS
(+250 mMB) :
LUurt. a Uur. (a + a,)
(+290 mB) (umToxpomokcmaasa)
o ol
(+820°mB) ¥ 2

Puc. 3.5. YnpollleHHasi cxeMa IbIXaTeJAbHOM LENu, XapakTepHas s
MUTOXOHIPUI M HEKOTOPBhIX OakTepuii. B Takoil uenu NpoTOHHBIMU
«HacocaMmm», cozpaommu TOI, apasiorcss NAD- u cykKuMHaTaeruapo-
reHasbl, IIMTOXPOM-C-peayKTa3a 1 IuToxpoMokcuaaza NAD — HUKOTUH-
amua-ageHuHauHykieotun;, FP — ¢naBonporennsl, cogepxamme FMN
(dbnaBuHMoHOHYKIIeoTUn) Ui FAD (dbaaBuH-aneHUHIMHYyKIeoTua) u FeS
(kesne30-cepHble LIEHTPHI); CoQ — kodepmeHT Q (youxuHoH); Llut. b, ¢, a —
COOTBETCTBYIOIINE IIUTOXPOMBI

OcHOBHOI cyOcTpaT IbIXaHUsl — goccmarosrenHblil NAD — obpa-
3yeTcs B pe3ysbTaTe KaTaboau3ma caxapoB, OpraHUYECKUX KUCIIOT,
AMUHOKUCJIOT U APYTUX CYOCTPaTOB B META0OJIUUECKUX ITYTSIX, KOTO-
pble IPSIMO He 3aBUCAT OT MPUCYTCTBUS KUCJIOPOAA U MOTYT (PYHK-
LIMOHMPOBATh B aHA3POOHBIX YCIOBUSIX. K HUM OTHOCSTCS auKkoau3
U IpyTrue MyTHU MeTabor3Ma CaxapoB, YUK MPUKAPOOHOBLIX KUCAOM,
cucmembl OKUCAeHUS Hcuprbix Kucaom U np. TlorydeHHBIN B pe3yib-
Tare aeruapupoBaHus cyocrpatoB NADH yacTuyHO MCIOIB3YyeTCs
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B KOHCTPYKTMBHBIX IIpoLieccax (B TOM YHUCIIe MOCIe nepeaayu mpo-
ToHOB Ha NADP mniyrem mpanceudpoeenasmoii peaxkyuu), a B OCHOB-
HOM OKHCJISIETCS Yepe3 AbIXaTeJbHYIO 1IETIb.

ITpupoay KOMIIOHEHTOB ABIXaTEIbHOM 1IENU U MOPSIIOK UX pac-
MOJIOXKEHUST OmNpenessiii (GU3NKO-XUMUUECKUMU U OUMOXHMUYE-
CKHMU METOJaMU, CPear KOTOPBIX BakHOE MECTO 3aHUMAIOT Jug-
gepenyuanvias cnexmpogomomempus N uHeubumopnolii anasuz. Ix
CcoueTaHue ITO3BOJISIET OINPENEIUTh, KaKie MMEHHO KOMITOHEHTBI
YYacTBYIOT B OKMCJIEHUM JAaHHOTO CyOCTpaTa U KaKoBa IMOCjIea0Ba-
TEJIbHOCTD X PACIIOJIOXKEHMS B IbIXaTeIbHOM Lier. OKOHYATEIbHOE
JI0Ka3aTeIbCTBO MOXKHO TOJYYMTh IyTEM PEKOHCTPYKIIMU KOHKPET-
HOT'O YYacTKa JbIXaTeJIbHOM LM B MCKYCCTBEHHBIX MU MPUPOJI-
HBIX MeMOpaHaXx ¢ IPUMEHEHUEM 30 IMPOBAHHBIX KOMIIOHEHTOB.

B kayecTBe KJlacCUYECKUX CHeyu@u4eckux uHeubumopos oblxa-
MeAbHOU Yenu NCTIONb3YIOT CJISIYyIOIIKe BEleCTBa:

« uaruoutopsl NADH-neruaporeHasbl: 0apoOMTypatThl (Harpumep,
aMuTal —5-3TUI-5-u30aMUI0apOUTYpaT HATpUsl, OObIYHAST KOH-
ueHtpauus —10-3 M); pomeron (MHCEKTULIU, MOJTydaeMbIii U3 pac-
TUTEIBHOTO ChIpbs, 10° M);

« UHTMOUTOP LIUTOXPOM-C-PeayKTasbl: aHTUMUALH A (10-¢ — 107 M);

» uHrHOKTOPBI LIMTOXpoMOoKchaasbl: KCN (10-° M); NaN, (10 M);
CO (50% B raszoBoii ase).

IIpu npeBbIIEHUU YKa3aHHBIX KOHLIEHTPALUii BO3MOXHBI 110-
00YHbIe 3(P(PEKTHI U3-32 OrpaHUUEHHOM CNIELIM(UIHOCTU AeHCTBUS
JAHHBIX UHTMOUTOPOB. KpoMe TOro, HEeKOTOphIe U3 3TUX MHTUOM-
TOPOB (HampuMep, aHTUMUIIUH A) MOTYT JIMILb B HE3HAYUTETbHOM
CTENEHU MPOHUKATh Yepe3 KICTOYHBIC 000JIOYKU OIpeaeIeHHbIX
OpraHu3MoOB (HalpuMep, rpaMOTpULATEIbHBIX OaKTepuii), Mo-
3TOMY NMpPaKTUYECKU HE BIMSIOT Ha UX abixaHue. HakoHel, cyiie-
CTBYIOT aJIETEpPHATHBHBIC LIMTOXPOMOKCHUAA3bI, HE MOAABISIEMbIC
LIMAHUIOM U IPYTMMHU KJIACCUYECKUMU MHITMOUTOpaMU (TaK Ha3bl-
BaeMoe yuaHudpe3ucmeHmHuoe obixauue).

Kpome Toro, cyiiecTByeT OCOOBbINi KJIacC MHTUOUTOPOB — pa-
300wumeneil oKucAUmMenbHo20 @ocGopurUposanus, KOTOpbIe IO-
napisiioT opmupoBaHus TOIT MpoToHOB, He BAUSS CYILIECTBEH-
HO Ha BOCCTaHOBJIEHME Kuciopona. Kiaccmyeckum mnpumMepom
TAaKoro pasobuuTens sBiasgercsa 2,4-nuHutpodeHon (1073 M).
bonee 3ddekTUBHBIM pazoOlIuTENEM SBISIETCS, HAMpPUMED,
KapOOHWILHMaHUI-M-X1opdeHunruapasoH (10-° M), a Takxe aHTH-
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ouoTnk MoHeHcHH (10-¢ M), KoTopblii «paspsikaer» TOI kak mpo-
TOHOB, TaK M KATUOHOB HATPMSI.

CiieiyeT yYuThIBaTh, YTO B OTIMYKME OT MUTOXOHAPHIA, COCTAB
JIbIXaTeJIbHOM LIeTH Y MPOKApPHOT MOXKET 3aBUCETh HE TOJILKO OT BH-
Jla MUKPOOPIraHM3Ma, HO M OT TUIIA €ro IMUTaHUsI, a TAKXKE OT COIEP-
KaHMs KUCJIOpoJa B ra3oBoii ¢aze. [IpuMep — AbixaTesabHas Lielb
Escherichia coli (puc. 3.6).

CyKkumHaTt

!

FeS(FP,)
i —-—-l-rum'. o— O,

NADH—=FeS(FP,)———= CoQ —Ljur. bib LUut. d=> o,

3 P ®ymapar + 2H
————=OP

CyKuuHat

4 P — NO,

Puc. 3.6. Cxema npixarenpHoli ien Escherichia coli.
(0bo3HAUYeHNsI, KaK Ha puc. 3.5)
[Myte 1 peanusyeTcs B a9poOHBIX yCIOBUsX. [1yTh 2 CyliecTBYeT B MUKPO-
adpOOHBIX YCIOBUSIX (TIpU HU3KOM cofepXaHuu kucioponaa). [lyru 3 u 4
(DYHKITMOHUPYIOT B aHAPOOHBIX YCIOBUSIX C UCITOJIL30BAHNEM B KAUeCTBE
KOHEUYHBIX aKIeNMTOPOB 3JIEKTPOHOB (U MpoTOoHOB) ymapara (DOP—
(ymapart-penykrasa) uinu Hutpata (HP — Hutpatpenykrasa)

Obpammubtil nepeHoc 34€KMPOHOE B [IbIXaTEJBHON LIEMUA KC-
MOJIb3yeTcsl ISl oOpa3oBaHusl BoccTaHOBIeHHBIX NAD B Tex
CIyJasix, KOrga OKHCJsSIeMBbIid cyOCcTpar (Hampumep, THOCYIb(har
i Fe?) mmeer Oosee BBICOKMIA pPaBHOBECHBIN OKMUCIUTEIBHO-
BOCCTaHOBUTEbHBIN oTeHLIMAI, yeM cucteMa NAD*/NADH.

ITpuMepoM MOTYT CIYKUTh IpeAcTaBuTean ponoB Thiobacillus
(puc. 3.7, a) u Nitrobacter (puc. 3.7, 6).

IMocneguunii MUKpPOOPraHU3M CIIOCOOEH PacTU XeMOJIUTOABTO-
TpoHO U KCIIOJIb30BaTh 3JEKTPOHbI HUTPUTA JJII BOCCTAHOBIIE-
Husg NAD(P), Heobxonumoro wist pukcaunu CO, v mocneayommx
OMOCHMHTETUYECKUX IIPOLECCOB. DTa peaklusi CUIbHO SHAIPIO-
HUYECKasi, ITOCKOJBbKY OKMCIMTEIbHO-BOCCTAHOBUTEIbHBIN IO-
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TeHIUAJT JOHOpPA (HUTpHUTA) MpeBbiiiaeT Ha 0,74 B oKMCAUTENBHO-
BOCCTAHOBUTENbHBII moTeHuuan akierntopa NAD(P). Heobxo-
THUMYIO 9Hepruio nocrapisgeT TOI MPOTOHOB € yyacTheM KOMIIO-
HEHTOB AbIXaTeAbHOM Lienu. TakuMm oopazom, TOI mpoToHOB, reHe-
PUPYEMBIii 32 CUeT a39pOOHOTO IbIXaHUsI C HUTPUTOM, O0eCIieuyrBaeT
kak cuHTe3 ATP, Tak 1 BocctaHoBieHrue NAD(P). Ob6a npouecca
MOJABJISIOTCS Pa300IIUTENSIMU OKUCIUTENBbHOTO (hochopuimpo-
BaHUS.

NAD =—— CoQ =—Fe* Fe*—> Uut. ata, — O,

Al a)
NO,- + NAD(P) + H,0 W NO,- + NAD(P)H + H*
Ho+ Hin+ 5)

Puc. 3.7. CxeMbl 00paTHOTO NepeHOCca JIEKTPOHOB:
a — B npixarenbHolt uenu Thiobacillus ferrooxidans (C ynpoleHUSIMU);
6 — B ApIXaTebHOM Lenu Nitrobacter sp.

[MpyHIMIIMATIPHO CXONHBIN MEXaHM3M OOpaTHOTO IIepeHoca
BJIEKTPOHOB cyiectByeT y Thiobacillus ferrooxidans, vicionp3yio-
el KaThoHbl Fe?™ B KauecTBe MOHOpa 3JIEKTPOHOB MJIsI a3po0-
Horo npixaHus. [TockonbKy npu (pyHKIIMOHMPOBAHUN OOPaTHOTO
TepeHoca 3JIEKTPOHOB B ABIXaTEJIBHOM IETTH OCTACTCS TOJIBKO OIMH
IyHKT, Tae cuaTe3upyercss ATP, miis ymoBieTBOpeHHST CBOMX 3HEP-
TeTUIECKNX MOTPEOHOCTEM KIETKM MOJKHBI (byHKIIMOHUPOBATH
C TIOBBIIIEHHOM CKOPOCTHIO. [103TOMY CKOPOCTh OBIXaHMSI 3TOTO
MHMKpPOOpPraHMW3Ma B mepecuere Ha 1 MT Oeska B 7 pa3 BHINIE, YeM
Y MUTOXOHIPUIA.

3.2.3. IBOJIIOIMA ADPOBHBIX KATABOJIMYECKHX ITPOIIECCOB

CucreMbl a3pO0OHOTO IbIXaHUsI COBPEMEHHBIX OPTaHU3MOB SIB-
JISIIOTCSI TIPOAYKTOM JTUTETbHOM 3BOJTIOLIMY XKU3HU OT aHA3POOHBIX
K a3pOOHBIM YCJIOBUSIM. [IpUHATO CYUTATh, YTO IIEPBUYHAST aTMOC-
depa 3eMan HocuIa BOCCTAHOBUTEIBHBINM XapaKTep U MpaKTUde-
CKHU He cofiepxXayia Kuciaopoaa. B Hee B OCHOBHOM BXOIMJIM TaKue



76 I'masa 3. Opranusanys IpoIeccoB MeTaboIM3Ma

rasel, kak CO,, CH,, N,, NH,, H, u HekoTOpbIE Apyrie — B MEHb-
muX KojmduectBax. [103TOMy IepBEIe JKMBBIE OPTraHU3MEBI, CKOpee
BCEro, ObLIY aHa’pobaMu.

OcHoBHast Macca K1copoia 00pa3oBajiach, o-BUAMMOMY, B pe-
3yJIBTaTe KU3HENEATETbHOCTY (DOTOCUHTE3MPYIOIINX OPraHU3MOB
(uuaHOOAKTEpUil M, 3HAYUTEJIbHO To3aHee, pacTeHuit). Mckonae-
MBbI€ OCTaTKW CBUACTEILCTBYIOT, YTO XXM3Hb Ha 3eMJIe CYIIeCTBYET
okoJi0 3,8 mipa JieT (Ha OCHOBAaHUU WU3MEPEHUs] COOTHOLIEHUS
nzoromnoB yriaeponaa *C/"2C), Torma Kak rnepBble MUKpPOaspOOHBIe
MMKPOOPTaHU3MbI MOTJIM TMOSIBUTHCS Ha 3eMJIe OKOJIO 2 MIIPI JIeT
HazaJ (1pu KoHlleHTpauuu Kucioposa 0,2%). OcHoBHasi xe Macca
adpOOHBIX ITPOKAPUOT BO3HUKIA II03XE, KOTIa KOHIIEHTPAIUs
Kuciiopoga B atMocdepe mocturia 2% (okono 400 MIIH JIeT ToMy
Ha3zan). [Ipeamonaraemasi BOJIOLMS OT aHA’POOHOCTU K a3pOOHO-
CTH BBITJISIINT TaK:

AHa3pobsl — PoToTpodbl — A3pOTONEPaHTBl — A3pOObI —> A3pPOOEI
(cbakysbraTuBHBIE) (0OIMIaTHBIE)

DTa cxeMa COOTBETCTBYET MIPEICTABICHUSIM O TOCIIeIOBATEIbHO-
CTH 3BOJIIOIIMOHHEIX COOBITUI, TIOJYYeHHBIX HA OCHOBAHUU CXOJ-
CTBa TeHOB M3ydyaeMbIX opraHnu3moB 16S pPHK (puc. 3.8).

#__ OCHOBHO® pacxoxzeHue
Copepxatve O, 2% —* > nuii aapgﬁHblxw:l

HasemHble GakTepuit

«KpacHble noxa»

=y
T

Conepxatne 0,0,2% — | /" [>>Mosenexne aspobHbix GakTepuit

[/ ]PacnpoctpaHexue unaHobakTepuii

N
I

2+ _
O [ > MosiBneHue Fe? -okucnsioLwmx CbOTOTpOdeNB
SpHaHeHI/Iﬂ [358]_' [~ T=>TNosenenue cynbatpenyumpyowmx Gaktepui

w

Feonoruyeckoe Bpemsi, Mnpa. net

Xenesucteble cnoun TpULaTEnbHbLIE T it
lepBOe cBMAETENbCTBO Gronormyeckoin cmkcauum CO,
e O CH (C
B Mopckux OCaFlKaX4 3HaveHwst [*S] Pa3ageneHune LapcTB (NMMHWI) BakTepuin 1 apxen 2

<]  Pa3nenenue nomeros y

L |
60 70 80 90 100
CreneHb cxoacTtBa 16S-pAHK, %

Puc. 3.8. TlocnenoBaTeIbHOCTD MOSIBIEHUSI OCHOBHBIX
(U3MOJIOrMYECKUX TPYITT OAaKTEPHUii B MpoLecce dBOIIOLNY 8]

Ha HavyanbHBIX 3Tamax 3BOJIOLUAU OpPraHM3Mbl BbLIHYX/ICHBI
ObUIM 3alIMIIATBCS OT OKUCIUTEIbHOIO AEHCTBUS Kucjiopoga M,
BEPOATHO, HE o0aganu CrocOOHOCTBIO 3amacaThb OHCPIruio, BbI-
JCTIAIONIYIOCA TP OKMCJICHUN CY6CTpaTOB C yqyaCTUCM KUCJI10poaa.
3amura Moria OCYHICCTBJIATBCA ABYMA OCHOBHBLIMMU ITYyTAMMU: I1aC-
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CHUBHBIM, T.€. TIEPEXOIOM B 3KOJIOTMYECKUE HUIIU, TAEC KUCIOPOL,
OTCYTCTBYET, U aKTUBHBIM — JeTOKCUKaIei Kuciaopoaa. CucteMbl
JIETOKCUKALIMU COXPAaHUJIMCh Uy COBPEMEHHBIX OPraHU3MOB.

OnHUM U3 CaMbIX TOKCUYHBIX ITPOTYKTOB BOCCTAHOBJICHUS KHC-
Jlopofa SIBJISIETCSI CYnepoKCUOHbLI AHUOH-PAOUKAA, OOPA3YIOLLIUIACS
TIPY OJTHOBJIEKTPOHHOM peaKIINu:

0,+e "> 0;

Takne aHMOH-pagnKaIbl MOTYT BOSHUKATh B pe3yIbTaTe MHOTUX
METa0OIMICCKIX PEeaKIINii: IIpY B3aMMONEHCTBUM C KHUCIOPOIOM
KOMITOHCHTOB JIBIXaTEeJIbHON M (POTOCHMHTETUUCCKOM IIeTeil (Boc-
CTAHOBJICHHBIX (hJTABUHOB, XUHOHOB, THOJIOB, XKeJIE30CEPHEBIX OCII-
KOB U Ip.), a TAK:Ke aOMOTeHHO B pe3yiIbraTe (POTO- 1 3JICKTPOXUMHU-
YeCKHUX IIPOIIECCOB B BOMHOM cpeme. BpeMst K13HM CyIIepOKCHIHBIX
AHMOHOB OTHOCHUTEJBHO BEJTMKO, OHM MOTYT IIPOHUKATH B KIIETKU
U TIPeBpalaThcsl B IPYTME TOKCUYHBIC TIPOMYKTHI: eUOPOKCUAbHbLE
padukanst (OH") u cunenemnuoiii kucaopoo (*0,) :

'O, +H,0,+H"+hv—"0,+OH" + H,0

Pamukan OH® o6Opasyercd Takke IpU pagudallMOHHOM pas-
JIOKEHWU BOJIBI U SBJISIETCS CaMbIM CWJIBHBIM M3 BCEX M3BECTHBIX
okucauresaeit. OTHOCUTEIBHO CUHIJIETHOTO KMCIOPOIa HY»KHO OT-
METUTh, YTO B HOPME 3JICKTPOHHBIE 000JOUYKM aToMa KUCJIOpoIa
HaXOISITCS B CTAOWJIBHOM (TPUILJIETHOM) COCTOSIHUM, OJHAKO TP
BO30YXIeHUM (HaTrlpuMep, MpU MOTJIOLIEHUM KBaHTa CBeTa) aTOM
KHCJIOPOJa MOXKET MEePeXOIUTh B CUHIJIETHOE COCTOSIHUE C ITOBBI-
LIEHHOM peaKIIMOHHON CIIOCOOHOCThIO, KOTOPOE BOZHUKAET U MPHU
TUCMYTAllMU CYTIEPOKCHUIHOTO aHMOHA;

2°0;+2H"— "0,+H,0

TakumM oOpa3oM, KJIETKE U B COBPEMEHHBIX YCIOBUSIX HEOOXOIM -
MBI 3aIMTHBIE MEXaHU3MBI [UISl JETOKCUKAIIMA KaK CyIepOKCHUII-
aHMOHa, TaK M APYTUX aKTUBHBIX hopM Kuciopoaa (ADPK).

OCHOBHBIMM 3aIIUTHBIMU (DePMEHTAMM SIBJISIIOTCST  CYITEPOK-
CHUITMCMYTa3a, Karajasa 1 Iepokcuaasa (JBa mocjaeaHux hepMeH-
Ta pa3pymialoT MepeKrch BOIOPOA, TPenoTBpalias odpa3oBaHue
runpokcui-pagukaina). CyrnepoKCHIIMcMyTa3a KaTalu3upyeT pe-
aKkIMi ¢ 00pa3oBaHMEM HEBO3OYXIEHHOTO TPUILIETHOTO KUCIIO-
pona:

2°0;+2H* - 0,+H,0,
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Hekotophble KJIeTOUHbIE MUTMEHTHI (HarmpuMep, KapOTUHOUIbI)
TaKXKe WIPaoT 3alIUTHYIO POJib, <«IIepeXBaThiBasi» CHUHIJICTHBIN
KUCJIOPO/I.

Tonbko 1OC/Ie BBIPAOOTKM CHCTEM 3alllUThl SBOJIOLIMSI MOTIJIA
MOWTH B HAIpaBJICHUU CO3MaHUSI CHUCTEM, KOTOPBIE ITO3BOJISIIOT
YTUJIM3UPOBATh SHEPIUIO, MOJy4aeMylo TP OKUCICHUM CyOCcTpa-
TOB C y4acTUEM KUCI0poaa. Pe3yasraToM Takoid 9BOJIIOLIMY U SIBJISI-
IOTCSI COBPEMEHHBIE CUCTEMBI a3POOHOTO AbIXaHUSI.

3.3. AHASPOBHBIE OHEPTETUYECKMUE ITPOIIECCBI
3.3.1. OBUIUE CBEAEHUSA

OnHuM U3 HanboJiee pacIpoCTPaHEHHBIX CIIOCOOOB TOJYIeHUS
SHEPruy B aHA3POOHBIX YCIIOBUSIX SIBIISIIOTCS pa3TIMIHbIE BUIBI OpPO-
>XKeHUi. B cirydae XXMBOTHBIX M PACTUTEIBHBIX KJIETOK 3TO 2AUKOAU3,
y TIPOKapUOT TUITBI OPOKEHUI 3HAYMTEIbHO pa3HooOpa3Hee.

W rmkonus, u HEKOTophIe Apyrue aHa3pOOHbIE TIPOLIECCHI TMC-
CUMWISILIM YacCTO SIBJISIIOTCS JIIITh TOATOTOBUTEILHBIMU 3TallaMK
JUTSL TIOCTIEMYIOIIMX a3POOHBIX MPOLIECCOB MOJYYeHUST SHEPTUH, U,
KakK TPaBWIO, XXUBOTHBIE W PACTUTEJbHbIE KJIETKU HE MOTYT Cy-
IIECTBOBATh TOJIBKO 33 CYET aHA3POOHBIX MTPOIIECCOB KaTaboIM3Ma
(MCKIJTIOUEHHMEM SIBJISIIOTCST HEKOTOpBIE TMapa3uTHUECKue (HOPMBI).
Cpenu poKapyoT, HaIPOTUB, CYIIIECTBYET MHOXECTBO OOJIUTAaTHO
aHa’pOOHBIX (hOPM, CITOCOOHBIX PACTH TOJBKO 3a CUET aHA’POO-
HBIX CTIOCOOOB TIOJyYEHUST 9HEPTUM. MBI MMOCJIeI0BaTeIbHO pac-
CMOTPWM TJIaBHBIE TUITHI aHAPOOHBIX SHEPIeTUYECKMX ITPOIIECCOB:
anaspobHoe dvixanue, 6ecKuUcA0poOOHbLil homocunme3 N pa3Hble BUIbI
OpooiceHull.

3.3.2. AHADPOBHOE JIBIXAHUE

MexaH13M 3TOTO TIpoIiecca CXOMIEH C a3POOHBIM IBIXaHUEM, TTO0-
CKOJIbKY B HEM, KaK MIPaBUJIO, UCTIONB3YETCS 1IeTTh MepeHoca dIeK-
TPOHOB, a BHEPrusl MepBUYHO 3amacaercs B Buae 1Ol kaTnoHOB
(TTpOoTOHOB WM MOHOB HaTpusi). OMHAKO KOHEYHBIM aKIIETITOPOM
9JIEKTPOHOB CIIY>KUT HE KUCJIOPOJ, a IPYrue HeOpraHWIecKue WiIn
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OopraHMYecKue BellecTBa. B 3aBUCMMOCTH OT MpHMPOABl KOHEYHO-
TO aKIIeNTopa pa3invaioT cyabthaTHOE, HUTpaTHOE, KapOOHATHOE,
(bymapaTtHOe U Ipyryie TUIIBI IBIXaHMSI.

Cyavghammnoe dvixanue. Hapsiny ¢ sHepreTHUECKUM MPOLIECCOM
CyTb(MATHOTO ABIXaHUSI CYIIECTBYET ACCUMUAAUUOHHAS CYAbpham-
pedykyus, obecrieyrBalollasi BKJIIOYEHUE Cepbl B OpTaHWYEeCKUe
BellleCcTBa KJIeTKW. B 3ToM mpoliecce KpoMme cyiibdaTa MOTYT yda-
CTBOBaThb CYJIbMUT U THOCYJIbdAaT, KOTOPHIE MCITOIb3YIOTCS OaKTe-
pUSIMU Y PAaCTEHUSIMM B Ka4eCTBE MCTOYHUKOB cepbl. Ha mepBom
aTare 3TU BelIeCTBA TPAHCIIOPTUPYIOTCS B KIIETKY CIIELIMOUIHOMN
TPAHCIIOPTHOM CUCTEMOM, KaK MpPaBUJIO, OOIIEN 111 BCeX TPpeX Cy0-
cTtpatoB. Takas cuctema y E. coli BKJIlouaeT nepuniazmamuqeckuil
cesazvieaowuil besox (cM. pasa. 3.7.) U dHEPrU3yeTcsl TUAPOIU3OM
ATP (1ATP/SO}), onHako 3Ta 3aTpaTa 3HEPIUU He NPeJICTaBIseT-
CsI paCTOYUTETHHOM, ITOCKOJIBKY B OPTaHMYECKOM BEIIECTBE KIIETKH
comepxurcs He 6osee 1% (1o Becy) BOCCTAaHOBIIEHHOM CEPHI.

ACCUMUIISIIIMOHHOE BOCCTAHOBJIEHHME CYyJibdaTa MPOXOAWT He-
CKOJIbKO 3TanoB. [1epBoii cTamueli ABsIeTCS akmueayus cyrsgpama,
TakK KakK MpsMoe BOCCTaHOBJIEHHUE cybdara o cyabduTa sHepre-
THYecKH HeBbIroaHo (i SO/SOE' = — 516 MB):

SO} + ATP AnenosuH-5'-bochocyabdar + PP

JaHHast peakuusi SHAIPTOHUYECKAs, U JBUXKYIIEH CUJIOW ISt

Hee aBisieTcs Tuaponamn3 mpodocdara (B crydae E. coli TToka3zaHO
takke ygactue GTP):

PP, +H,0 ————>)p

nupodocdopunaza H

—_—
ATP-cynbbypunaza

ITonyyeHHBIN ageHO3UH-5'-pochocynbdaT (aneHUIUICYIbPaT,
APS) noBropHo akTuBupyeTcss ATP:

APS + ATP 3'-pocpoaneHo3nH-5' -pochocynbdar + ADP
O6pazoBaBuiicsa nanee 3'-dbochoaneHo3uH-S' -dbochocyabdar
(PAPS) BocctaHaBnuBaeTcsl 10 CyjabduTta ¢ 00Opa3oBaHUEM
3'-pocdoaneHo3uH-5"-pocdara:
PAPS + 2[H] m3’—®oc®o—AMP + HSO;

DTa peakiysi IIPOTEKAET B IBa 3Tara ¢ IIPOMEXYTOYHBIM 00pa3o-
BaHUEM THOCYIb(aTHOro 3dupa ¢ 6eJIKOM-aKLEIITOPOM, HAIIPUMED
THOPEIOKCUHOM (110 cxeme: akuenTop-S-SO; ). BoccraHoBneHue
3TOT0 COEAMHEHUs IIPUBOAUT K OCBOOOXICHUIO CYIb(hUTAa U 00-
pa3oBaHMIO TUCYIbOUAHON popMbl akienTopa. CyabpUT BoccTa-

—_—
APS-kuHaza
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HaBJIMBAeTCs Hajiee M0 Cyabduma ¢ yyacTueM CyJb(pUTpeayKTassbl,
rocJie 4ero cyiabdun cBs3biBaeTcsi ¢ O-alleTUICEpUHOM, 00pasys
nucTenH. Takoi TyTh BOCCTAHOBJIEHUS CyJibdaTa MPUCYIIL ITUPO-
KOMY KPyTY MUKPOOPTaHM3MOB, OTHAKO HEKOTOPHIe OaKTEpHH, IO-
BUAVMMOMY, BoccTaHaBnuBawoT He PAPS, a APS, mogo6Ho ToMy, Kak
9TO NIPOUCXOAUT MPU OUCCUMUAAYUOHHOI CYabhampedyKuuu (CM. J1a-
see). Tuocynbgatr BKIOUAETCS B ACCUMUIISILIMOHHBIN MYyTh 3a CUET
obpaszoBaHUs S-CyJab(hOHATHOTO MPOM3BOAHOro O-aleTUIceprHa,
KOTOPOE 3aTeM BOCCTaHABJIMBACTCS B IIUCTEHH.

Bce epMeHTBI, KaTaTu3upyoIIre peakiiny aCCUMILTSIIIMOHHOM
Cyab(daTpeIyKLNK, IBISIOTCS «PAaCTBOPUMBIMU» (HE CBSI3aHHBIMK
¢ MeMOpaHaMmu), 1 UX 00pa30BaHUE PEIPECCUPYETCS HIMCTEHHOM.
M30BITOK IIMCTEHA CITOCOOEH TaKKe TOAaBIIATh aKTUBHOCTD (hep-
MEHTa CepMHTpaHCalleTHIa3bl, 00ECIeYnBaIOIIero oOpa3oBaHME
O-aleTruiicepuHa.

CnocoGHOCTb K TUCCUMWISIIIMOHHON CYIbGhaTpeayKIIuu, WIK
CyIb(haTHOMY JBIXaHMIO, OOHApYyKeHa Yy YeThIpeX HePOICTBEHHBIX
IPYIINT MMKpOOpraHu3moB. [lepBast, HanbOoee MHOTOYMCICHHAs
TpYIINa, OTHOCSIIASCS K 3-TOAKIIACCY MPOTe00aKTepuid, IPeICcTaB-
JIeHa HECKOJIbKMMU POIaMu ¢ o011eit mpucTaBkoii Desulfo-, a uMeH-
Ho: Desulfovibrio, Desulfobulbus, Desulfomicrobium, Desulfobacter,
Desulfobacterium, Desulfosarcina, Desulfococcus, Desulfonemia.
Cioma xe BXOAST NPeICTaBUTENN &-TTOAKIIacca IPoTe0daKTepuil —
Desulfurella v Sulfurospirillum. Bropas rpymnria BKJIIO4aeT MpeacTa-
BUTEJIE T'paMIIOJOKUTENbHBIX OakTepuil poaa Desulfotomaculum
(POICTBEHHOTO KJIOCTPUAMSM), B TPETHIO TPYIITYy BXOIAT TpaM-
OoTpULIaTeIbHbIE TPpeacTaBUTeNU poaa Thermodesulfobacteriumu, Ha-
KOHeIl, YeTBEPTYIO IPYIIITY COCTABJISIOT apxeu pona Archaeoglobus.

IlepBbIM 3TanoM MeTaboaM3Ma cyjbgara SIBASIETCS ero TpaHC-
TOPT B KJIETKY, IMOCKOJIbKY BCE€ HEoOXOmMMbIe (hepMEHTHI JIOKa-
JIN30BaHbl B IUTOILIa3Me. B ciaydyae mpecHOBOAHBIX OakTepuit
(HampuMep, HEKOTOpBIX TIpeAcTaBuTeneit poaoB Desulfovibrio
u Desulfobulbus) cynbdaT TpaHCHOPTUPYETCS B CUMIIOPTE C IMPO-
TOHAMM. Y YMEPEHHO TajJoWIbHBIX MpeACTaBUTeNell (HarpuMmep,
y npeacTtaButesel pona Desulfococcus) B Tipoliecce CUMITOPTa UC-
nojb3ytorcss MoHsl Na*. Ilpu oueHb HUBKUX (MUKPOMOJISIPHBIX)
KOHIIEHTpalMsIX cyJabdara B cpele WM3MEHSETCS CTeXMOMETPUs
TPaHCIIOPTa: TPAHCIIOPT OIHOTO CYJIb(MaT-aHWMOHA OCYIIECTBIISICT-
cs B cuMnoprte ¢ TpeMs katuoHamu (H* miu Na™), uro mo3Bossier
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KOHIICHTPUPOBaTh CybdaT B KieTke B 103—10* pa3 mo cpaBHEHHIO
C OKpyXarolleil cpeaoii. DTo obierdyaeT mocjeayoliee ero Boccra-
HOBJICHHUE.

Ha nanHOM 3Talie BOCCTAaHOBJIEHUSI, TAK Xe KaK 1 IIPU aCCUMU-
JISITMOHHOM CYTb(aTpeAyKIINH, IIPOUCXOIUT AKTUBUPOBAHUE CYJIb-
data myrem ob6pazoBanus APS. lanee APS BoccTaHaBiuBaeTcs 10
cynbduTa ¢ moMolblo APS-penykras3, KOTOpbIE Y BCEX M3YYEHHBIX
OPraHU3MOB TIPEACTABISAIOT CO0O0M (DIAaBOMPOTEUHBI, COAEpKaIIe
2KeJIe30CePHbIE LICHTPBI.

[Ipeanonaraercst CylieCTBOBaHME ABYX MEXaHU3MOB IajibHEM-
IIET0 BOCCTAHOBJICHUS CYIb(MUTA. B COOTBETCTBUM ¢ OMHUM 13 HUX
CyTb(MUT BOCCTAHABIMBAETCS B OAHY CTaJMIO IyTeM IPUCOEI-
HEHUS IIECTU 3JIEKTPOHOB M 0e3 00pa30BaHUS MPOMEXYTOYHBIX
npoaykToB. ITo BTopoMy MeXxaHU3MY MPOMCXOAMT MO3ITAITHOE BOC-
CTaHOBJICHUE CY/Ib(hUTA C IPOMEKYTOYHBIM 00pa30BaHUEM TPUTH-
OHaTa 1 THOCY/Ib(daTa. DTN MeXaHU3MEBI IIPEICTaBIICHBI Ha puc.3.9.

SO,> —
e y
|CynbduTtpeaykTasa Tuocynbdatpeaykrasa
APS 5 SO02> +AMP
APS-pep[yKTaaa 3
= 82062_ > 32032_
CynbduTpeaykrasa TpuTuoHaTpeaykTasa
2=
SO,

Puc. 3.9. TlyTn IMCCUMWISIITMOHHOM CyTh(haTpeayKIINT

OOHapyXeHbI YeThIpe THUIA CYIbPUTPEAYKTa3, OTIMYAIOIIMXCS
T10 CTIEKTPaJIbHBIM CBOMCTBaM: IeCYTh(hOBUPUANH (3€JICHOTO IIBETA),
JecyabdopydeprH (KpacHOro LiBeTa), AecyibdodycunanH (Kopud-
HEeBOro 11BeTa), a Takke P-582 (aHanor uuroxpomMa P). Bee oHm co-
JIepXaT cuporeM (Kee30TeTparuapornop@upuH TUIA U300aKTepH-
OXJIOpYHA, IIPOM3BOIHOE YPOIOP(MUPUHA) U XKeJIE30CEPHbIE LIEHTPDL.

Croco0bl 3aracaHus SHEPrUK CyjibhaTpe yupyOLIMyI OaKTe-
PYSIMU 10 KOHIIA He YCTaHOBJIEHHI. [1peronaraeTcs, 9To B CBSI3H C I -
POKOIT BCTPEe4aeMOCTEIO Y HIX KOMIIOHEHTOB CTAHIAPTHOM (MUTOXOH-
JpUAJTbHOI) JbIXaTeIbHOM LIEMM — MEHAXMHOHOB U ITUTOXPOMOB —
BOCCTaHOBJIEHUE CyIb(puTa cornpsikeHo ¢ cuHTe3oM ATP rmocpeactsom
tpancdopmarimu TOI nporoHos ¢ yuactreM F F — ATPcunTasbl.
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Kapbonammnoe dvixanue. DToT TUI IBIXaHUST OOHAPYKEH Y IBYX
TPYIIN TPOKAPUOT: MemaHoeeH08 (BCTPEUYAIONINXCs TOJBKO Cpenu
apxeil) u auemoeenog. B Hacrosiiee BpeMsi METAHOTEHHBIE apXeu
MOAPA3EISIOT Ha TPU IOPSIIKa, BKIIOYAIOLIME IIEeCTh CEMENCTB,
B KOTOpPHIX orrcaHo 19 ponoB u 6osee 50 BUIOB.

Peakiiun oOpaszoBaHus MeTaHa MOXKHO TOApa3Ae/iuTh Ha TpU
rpynnbl. Bo-mepBbix, BoccraHoBieHne C -COENMHEHMI MOJIEKY-
JIIPHBIM BOIOPOJOM WJIM CIUPTaMH, cojepxamumu 2 u Oosee
YIJIEpOOHBIX aTOMOB, HaIIpyUMep:

CO, + 4H, = CH, + 2H,0 (AG" = — 131 k[lx/moms CH,),
CO, +2C,H.OH = CH, + 2 CH,COOH (AG" = — 111 kJlx/mois CH,).

Bo-Bropeix, aucnponopunonuposanue C,-coenMHEHMH, Tpu
KOTOPOM 3TH COSAMHEHMSI CIyXKAaT KaK JOHOPaMM, TaK U aKIeITO-
paMu 3JIEKTPOHOB, HAITpUMED:

4HCOOH = CH, + 3CO, + 2H,0 (AG" = — 144 kJIx/mons CH,),

4CO + 2H,0 = CH, + 3CO, (AG" = — 448 k]lx/mons CH,).

W, HakoHel, B-TPeThbUX, AEKApOOKCUIMPOBAHUE (OUCTPOINOP-
LIMOHUPOBAHNUE) arleTara:

CH,COOH = CH, + CO, (AG" = — 36 /Ix/monb CH,).

Bce MeTanorensl crocoOHbl 06pasoBbiBath MeTaH 13 CO, n H,,
HO OCHOBHYIO YaCTbh PUPOJHOTO METaHA O0Pa3yIoT IPeACTABUTEN
IIBYX ponoB: Methanosarcinau i Methanotrix B pe3ynbTate TUCIIpO-
nopuuoHupoBaHud auerarta (puc. 3.10).

CH,

CH40H
corrinaid “"""“r“"‘“"“
protain 430
o
Ll HS-HTP
GH ,CO0H —#CH,CO-5-CoA Methy-CoM
26
H MPT
®© wen
HS-CoM
Famyl-H MPT
Mathyl-H MPT
Ee')\ HzO

Mathylane-H ;MPT @ Mathanyl-H MPT

L Faznien

Puc. 3.10. O60011€HHAas1 cXeMa MeTaHOTeHe3a
Hcemounuk: Rouviére et al., 1988 ¢ nasmeneHusIMI
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IMpouecc Boccranosnenust CO, B METaH CKIAAbIBAETCA U3 CEMU
9TaIloB, HEe CYNTAas BOCCTAHOBJIEHUSI OKMCIEHHBIX KODEPMEHTOB M-
IporeHazamu. B aTHX mpolieccax yaacTBYeT CeMb HOBBIX KODepMeH-
TOB, BCTPEUAOIINXCS TOJIBKO Y apxeii: MeraHodypan (MFR), rerpa-
ruapomeranonteput (H,MPT), kopepment F,,, (F,, ), kodbepment
M (CoM), xodpepment B (HTP), 5-rugpoxkcubeH3nMumasoJ-
TUAPOKCUKOOAMMUI (BXOASAIIUI B KOPPUHOUIHBINM 0€JI0K) U Kodep-
ment F,,  (F,,)). N3 nux toneko tpu (H,MPT, F, 1 xoppuHownn)
CXOIHEI TI0 CTPOCHMIO C COOTBETCTBYIOIINMM KOohepMeHTaMM 0aK-
TEPUN U SYKAPUOT.

3amacaHue SHEPIUU B IIPOIleCcCe METaHOTeHe3a OCYIIECCTBIIS-
ercsd nyteM TpaHcopmanuu TOI nmporoHoB (hopMupyroLIerocs,
MO-BUAMMOMY, Ha 3Talie BOCCTAHOBJICHUST AUCYIb(MUIHON CBI3H
CoM-S-S-HTP), a takke 3a cueT TOI' noHOB HaTpusl (BO3HUKAIO-
IIETo B Ipoliecce NTeKapOOKCHUIMPOBAHMS alleTaTa U IIpBpallalole-
rocst B TOI' mporoHoB mocpencTBoM cucteMbl Na*/H* anTumopra)
B ATP ¢ momompsio H* Tpancnonupytomeit AT Pa3bl.

TepmuH auemoeenvt (2omoauemoeenvl) WCHONB3YIOT AJIs 000-
3HAYCHUST (PU3MOJOTUYECKONW TPYIIIBI OOJMTaTHO aHa3pPOOHBIX
OakTepuii, UCIOIb3YIOIINX MEXaHU3M BOCCTAHOBUTEJIBHOTO CUH-
te3a anetun-CoA no nytu Byna—JIstonrnana (puc. 3.11) u3 aByx
C,-dparmeHToB, yalie Bcero u3 aByx Mosieky1 CO,. Jlpyrumu rpe-
IIECTBEHHUKAMM MOTYT CJTY>KUTh METaHOJI M OKMCh yIJIepoa:

2CO, +4H, - CH,COOH + 2H,0 (AG" = — 95 xJIx/Mob aLieTaTa),
4CH,OH + 2CO, — 3CH,COOH + 2H,0 (AG" = — 70 x[Ix/Moib),
4CO +2H,0 — CH,COOH + 2CO, (AG" = — 175 xJIx/Mob ).

Psin arieroreHOB MOTYT MCITOIB30BaTh M MHOTOYTJIEPOIHBIEC COE-
JTWHEHUS (caxapa v Jaxe MPOAYKTHI JeTpaIalliv JIMTHUHA), pacIlier-
JISIS X IO OJTHOYTJIEPOAHBIX MPENIIeCTBEHHUKOB alleTaTa

K anieToreHaM oTHOCHUTCSI BeChMa TeTepOreHHasI IpyIina B OCHOB-
HOM I'paMIIOJIOKUTETbHBIX 0aKTepUil, B YaCTHOCTH, TIPEICTABUTEIN
ponoB: Acetobacterium, Butyrobacterium, Clostridium, Eubacterium,
Moorella, Peptostreptococcus, Ruminococcus, Sporomusa, Syntropho-
coccus v Jip.

[Ipu craHAapTHBIX YCIOBUSX 0Opa3oBaHUE alleTaTa U3 JABYOKU-
cU yriiepoaa U Bomopona obecrieunBaeT Bbixoa 1 moab ATP/Monb
arerara.
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MeTH/IbHAA 9aCTh OYTH KapOoHHIbHAS 9aCTh NYTH

COy COy

H,O

[CH] -THF

4—28’

¥
[CH] — THF
3amacaEne
kﬁ 2e
3gepraa T3T
[CHs] — THF

|
{

[CHz] — [Cor — enzyme] [CO]

HSCoA

'y k4

e | CHyCO-SCoA | —

CH;COOH anepo,u‘;me'rm

KataGonmim Amabomman

Puc.3.11. Cxema aneToreHe3sa o nytu Byna—JIplonroana

MeTtunbHast 4yacTb MyTH, BKJIOYaloas (pojiaT-3aBUCUMbIiII META00JIN3M
OIHOYIJIEPOIHBIX COeMHEHMI, BCTpeYaeTCsl Y MHOTMX OPraHM3MOB (OT
GaKkTepHUii 10 SKUBOTHBIX) M BOCIIPOM3BOIUTCS TAKKE Y METAHOIEHOB (HO
C yJ4acTHeM MeTaHONTepMHOB). KapOoHUIbHAS YaCTh IyTH SBISIETCS YHU-
KaJIbHOM JIJIS1 alleTOT€HOB, MeTaHOTeHOB U cyibdarpeaykTopo; THF — tetpa-

ruapodonat, Cor-enzyme — KoppuHouaHbiit pepmeHTt, HSCoA — kodep-
MEHT A.
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OnHako B TIPUPOTHBIX YCIOBUSX KOHIIEHTPAIMST MOJIEKYJISIPHOTO
BOIIOPOJIa HEIOCTATOYHA JIJIST 00eCTIeYeHHSI SHEPTETUIECKUX TIOTPe0-
HOCTE# KIIETKH, TTO3TOMY OCHOBHBIM CITOCOOOM 3aracaHust SHEPTUU
sBJIeTCSl aHaspoOHoe nbixaHue. ATP obpasyeTcst myTeM TpaHchOop-
Mauyu TOT MpoTOHOB MM MIOHOB HATPUSI C y4ACTUEM BJIEKTPOHTPAH-
CITOPTHOM 11T, BKITIOYAIOIIEH IIUTOXPOMBI ThTia b. [Tpu Hammanm
B Cpelle HUTPATOB MHOTHE alleTOTEHHBIC OaKTepHH IIEPEKITIOUAIOTCS
Ha 0oJiee SHePreTUYECKY BHITOJHOE HUTPATHOE AbIXaHUE.

Humpamnoe odvixanue. CyiecTByeT ABa IMyTU 3TOTO IbIXaHMSI,
B KOTOPBIX HUCIOJIB3YeTCSI ONVH U TOT K€ MCXOOHBIA CyOCTpaT, HO
00pa3yoTCs pa3HbIe KOHCYHBIC ITPOITYKTHI.

[lepBblit MyTh, MOJYYUBIINI HA3BAHUE AMMOHUDUKaYUs, TIPUBO-
JIMT K BOCCTAHOBJICHUIO HUTpaTa 10 aMMOHMS C y4acTHUEM BOCCTa-
HoBjieHHoro NAD(P)H .

CrenyeT pa3nnyath aMMOHUMUKAIIAIO QUCCUMUAAYUOHHYIO (Obl-
xamenvHyto) (COOCTBEHHO HUTpaTHOE NbIXaHUE) W aCCUMUAAUU-
OHHYI0, TIOCJIE KOTOPOWM aMMOHUI WCITOJIb3yeTCsl I OMOCUHTE3a
a30TCONEPKAIMX BellecTB KieTkr. DepMeHThI aCCUMILTSIITMOHHOM
aMMOHU(UKAIINH JIOKAIM30BaHbI B IINTOILIa3Me, TOTIA KaK JUCCH-
MWISILIMOHHAST OCYIIECTBIISIETCS C yyacTueM (hepMEHTOB, CBSI3aH-
HBIX C IIUTOIUIa3MaTUIeCKO MeMOpaHOW WJIM COCPEIOTOUYEHHBIX
B TIepuIIa3Me. Y TTPOKAapUOT BCTpedyaloTcss 00a TUTa aMMOHU Y-
Kallu, a CPeIr 3YKapruOT K aCCUMUISIIIMOHHONM aMMOHUDUKAIINT
CIOCOOHBI TOJIBKO PaCTeHUS U TPUOLI.

[Mpu muccuMuIsIIMOHHON aMMoHUdUKau (HarpuMep, y H-
Tepobakrepuil u ctadpunokokkoB) NADH, obpasyromuiics B mpo-
1ecce IIMKOJIN3a, BOCCTAHABIMBACT HUTPAT B HUTPUT C YIACTHEM
MeMOpaHHOM peayKTas3bl, IIPM 3TOM TE€HEPUPYETCS BHEprus II0
XEeMUOCMOTUYECKOMY MeXaHU3My (3a cueT TpaHchopmanuu TOT
MPOTOHOB):

Tokosa + 12 NO; — 6 CO, + 12NO, + 6 H,0 (AG" = — 1926 kJIx/Morb).

BoccraHoBneHIIe HUTPUTA 10 AMMOHMS HE TIPUBOIUT K TEHEPUPO-
BaHUIO SHEPIUM, €CIIN HUCIIOIb3YeTCs [MUTOIDIa3MaTIeCKass HUTPH-
Tpemykraza. OqHako y HeKOTopbIX 0akTepuit (Wolinella succinogenes)
3TOT MPOLIECC KaTaIM3UpyeTcss MeMOpaHHBIM (PepMEHTOM W BHOCUT
BKJIaJ1 B 3aracaHue 3Hepruu myreM TpaHcdopmanyu TOI mpoToHOB.

' B oTeuecTBEHHOH JHTepaType aMMOHM(UKALMEl YacTO HAa3bIBaIOT

TpoI1iecc BHICBOOOXICHUSI aMMUaKa M3 COCTaBa OPTaHMUYECKMX COeMMHE-
HUIi, HanpuMep OEJIKOB.
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Bropoii myTb, Ha3blBaeMblil OdeHumpugukayus, OOBIYHO 3a-
BepIaeTcsl oOpa3oBaHMEeM ra3oobOpa3Horo azora. Ha HayajibHOM
aTare 000MX IPOIECCOB HUTPAT BOCCTAHABIMBAETCS 10 HUTPUTA.
OO6pasyouiics ra3oo0pa3Hbiil a30T B AaJbHEHIIEM MOXET (UK-
CHUpOBaThCS azomuicamopamu ¢ oOpa30BaHUEM aMMOHMUS, a TO-
CJICITHUI CHOBA IpeBpaIlaThCs B HUTPAT MO ICUCTBUEM HUMpu@pu-
yupyrowux 6axmepuii. TakuM 06pa3oM OCYIIECTBIISIETCS KPYTOBOPOT
azora (puc. 3.12).

NO,

i

\ﬁ
N, > NH,

Y

Evomacca KneTku

Puc.3.12. Cxema KpyroBopoTa azora: 1 — neHUTpruduKaIms;
2 — aMmMoHubuKauus; 3 — HUTpudukauus; 4 — azorpuxkcauus

K neHuTpudukanmumy cnocoOHsbI, IJIaBHLIM 00pa3oM, TPOKapHo-
THI (KaK I'paMITOJIOXUTEIbHBIE M TPaMOTPUIIATEIbHbIE OaKTepUH,
Tak U apxeu). XOTs JUIs HEKOTOPBIX TPUOOB OMrcaHa ClIOCOOHOCTh
BOCCTaHABIMBATh HUTPAT JO OKKMCH a30Ta, 3HAYEHUE STOTO Mpoliec-
ca i1 pocTa yOeAUTEIbHO HEe TOKa3aHo.

[Monasnsioniee OOTBITMHCTBO ACHUTPUGUKATOPOB CIIOCOOHBI
Takke K a9poOHOMY bIXaHUIO, MPUYEM KHMCJIOPO. (ECIU ero ypo-
BEHb HE JIMMUTUPOBAH) SIBJISIETCS TIPEAITOYTUTEIbHBIM KOHEYHBIM
aKIIENITOPOM 3JIEKTPOHOB IO CPAaBHEHUIO C HUTPATOM.

Henutpudukanyuss — 3TO MHOTOCTaIMAHBIN Tpollecc, B KO-
TOPOM YYaCTBYIOT YeThipe THUIla (hepMEHTOB: HUTpaTpeayKTasa
(Nar), nutputpenykraza (Nir), peaykraza okucu azota (Nor)
U peaykTasa 3akucu azora (Nos) (puc. 3.13).
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Cu-6enok

\Q/t cunn

3 2 NADH + H* — NAD*
Puc. 3.13. O60061IcHHAS CXeMa CUCTeMbI IEHUTPUDUKAIIN

[lepBbIit aTa BOCCTAHOBJICHUSI HUTpPaTa B HUTPUT ITyTeM IIepe-
HoOca 2 3JIEKTPOHOB OCYIIECTBIISICTCSI HUumpampedykmasoii. B HacTo-
gIIee BpeMsl U3BECTHHI 10 KpaifHeil Mepe TpY BUIa HUTPATPEAyK-
Ta3: UATOIUIa3MaTHYeCKasi, MeMOpaHHas U TMepuIlIa3MaTudecKasl.
HutpaTHoe nbixaHue OCYIIECTBSETCS, KaK MPaBWiIo, ¢ y4acTUEeM
MeMOpaHHOro ¢hepMeHTa, TOrIa KaK IIUTOIIa3MaTUYeCKO HUTpaT-
penyKrase MPUIIMCHIBAIOT aCCUMUJISITOPHBIC (DYHKIIMHU, T.€. BOC-
CTaHOBJICHME HUTpaTa 10 aMMOHUS C TOCIICAYIOINM BKIIOUCHIEM
ITOCJICAHETO B CMHTETHUYECKME Ipollecchl. [lepurmasMaTnaecKoi
HUTpaTpeayKTa3e IPUITHACHIBAIOT (YHKLIMIO «COpoca» WM30BITKA
BOCCTaHOBUTEJbHBIX SKBUBAJIEHTOB. Bce 3TM HUTpaTpeayKTasbl
colmepxXar B KauyecTBe KodepMeHTa MOJMOIONTEPpUH-TYaHUH V-
HYKJICOTHI, XOTS B IOCJIEIHEEe BpeMs TOSIBUIMCHh JaHHBIE O CYy-
IIECTBOBAaHMM HUTpaTpedyKTa3, He CcoIepXalluX MOJHUOAcHA.
IMocnenytomme Tpy 3Taria BOCCTAHOBJICHNS HUTPUTA, OKUCH- 1 3a-
KHACU a30Ta KaTaau3upyloTrcs dhepMeHTaMM, coaepxamumu 1,3-
NMop(GUPUHANOH U MEb.

B 1990-¢ romsl ObLT OMMCaH ellle OOUH BUA aHa3POOHOTO MbI-
XaHUS, IIPY KOTOPOM aKIIEIITOPOM 2JICKTPOHOB SIBJISIETCS] HUTPUT,
a JIOHOPOM — aMMOHMIA. DTOT npouecc 66u1 Ha3BaH AHAMMOKC
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(oranrin. ANAMMOX —anaerobic ammonium oxidation). bazoBbsim
ypaBHEHUEM ITpoliecca SIBJIIeTCs Ceaylolee:
NH,"+NO, —N,+2H,0.

MonsipHoe OTHOIIEHME HUTPUTA U aMMOHMUS cocTaBiser 1:1,
HO, YIUTBIBAS MMOTPEOHOCTh MUKPOOPTAHNU3MOB B (DMKCALINHU YTJIE-
poaa, obllee CTEXMOMETPMUYECKOE YpaBHEHHUE IIpoliecca MMeEeT
BUI;

NH,*+ 1,32NO; + 0,066HCO,” + 0,13H* —

— 1,02N,+ 0,26NO, +0,066CH,0, N, . + 2,03H,0.

2705 70,15

Bakrepuu, npoBogsiiue npouecc AHAMMOKC, otHocaTcst
K niopsiaky Planctomycetales. DTo rpaMoTpuuaTe/ibHble OaKTepUUn
yeThipex ponoB: Candidatus «Brocadia», Candidatus «Kuenenia»,
Candidatus «Scalindua», a taxxe Candidatus «Anammoxoglobus».

ANAMMOX-06akTepun, Kak 00JbIIMHCTBO OakTepuil Planctomy-
cetes, HE CONEPXKAT MENTUIOTIIMKAHA Y UMEIOT KJIETOUYHYIO CTEHKY,
COCTOSIIIYIO U3 OeJIKa.

Krnerka mmeeT clioXHYI0 KoMmnapTMeHTanuzauuio (puc. 3.14
u 3.15).

i

Koo o
» 1- - X .‘
» e 4 Paryplggla_qu_-
Puc. 3.14. DnexTpoHHast MUKpodoTorpadust 6akTepun
Candidatus Brocadia anammoxidans
HUcemounuk: Konig, E., Schlesner, H. & Hirsch, P. Cell wall studies on budding

bacteria ofthe Planctomyces // Pasteuria group and on a Prosthecomicrobium
sp. Archives of Microbiology. 1984. Vol. 138. P. 200—205.
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KnerouHast creHka
Hurornasmaruyeckass MeMOpaHa
IMepudoriazma
NHTpauuroruiasmaTruyeckas MeMopaHa
Puborurazma

MembpaHa aHAMMOKCO30MbI
AHaMMOKco30Ma

Hykneorun

Puc. 3.15. Cxema ctpoeHust kietku ANAMMOX-6akrepun
Hcmounuk: Lindsay, M.R., Webb, R., Strous et al. Cell compartimentalisation
in planctomycetes: novel types of structural organisation for the bacterial cell //
Archives of Microbiology. 2001. Vol. 175. 413—429.

HMHTpanuToriazMatuyeckass MeMOpaHa OKpYXXaeT OCHOBHYIO
yacThb KieTku. KieTouHast cTeHKa TaHHBIX OaKTepuil, B OTIUYUE OT
JIPYTUX rpaMOTpULIATEIbHBIX OaKTEPHUii, Y KOTOPHIX OHA OKPY>XeHa
OIHOI MeMOpaHOIi ¢ BHENITHEU W 0AHOI MeMOpaHOil C BHYTpEHHEMH
CTOPOHBI, UMEET IBE MEMOpPaHbI C BHYTPEHHE! CTOPOHBI M HU OHOM
C BHeIlIHel cTopoHbl. OHA U3 3TUX MeMOpaH OJIM3KO MPUMbIKAET
K 0EJIKOBOM KJIETOUHOI CTeHKe. DTa MeMOpaHa Ha3bIBaeTCs 1IMTO-
I1a3MaTuueckoit — u3-3a ooHapyxkeHuss PHK B «nepudomniazma-
TUYECKOM» OTJIeJIe, HaXOAAIIeMCsl HUXe JaHHON MeMOpaHBbI.

Crenyoiass MmeMOpaHa, pacrnojoXeHHasi TJyoxke, Ha3bIBaeTCs
WHTpaluTora3mMaTuuyeckoit. Takum obpasoM, nepudoruiazma —
9TO YacTb KJETKM, OTHEJIeHHas LUTOIIa3MaTUYEeCKOH MemOpa-
HOM ¢ OHOM CTOPOHBI U MHTPALIMTOIIa3MAaTUYECKON — C APYTOM.
B ANAMMOX-06aktepusix 4acTb KJIE€TKU, OKPYKEHHas1 UHTpalU-
TOIJIa3MaTUYECKO MEMOpPaHOI, CONEPKUT e1lle OAUH OTAEN, OKPY-
>KEHHBIA OMHOMW MBYXCJIOWHONW MeMOpaHOW. DTOT OTAEN KIETKHA
Ha3bIBa€TCS aHAMMOKCO30Ma, U UMEHHO 3[1eCh MTPOXOIST peaKIuu
KaTabom3Ma. AHaMMOKCO30Ma 3aHUMaceT oT 1/3 mo 2/3 obbema
KJIETKMU.

Takum oOpazom, HUTOIUIa3Ma OAKTEpUU paslesieHa Ha TPU OT-
nena, pasiesieHHble OAWHAPHBIMU NBYXCIOMHBIMU MEeMOpaHaMM:
1) BHELIHUI OTHEeN, Uiy nepudoruia3Ma, onpeneaseMast Kak Kpae-
BOE KOJIbIIO, OTPAHUYEHHOE C BHEIITHE I CTOPOHBI LIMTOIIa3MaTUIe-
CKOI1 MeMOpaHoIi 1 KJIETOUHOI CTEHKOI, a C BHYyTPeHHENW — MHTpa-
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LIMTOILIa3MaTUYeCKO MeMOpaHoli; 2) puboria3dma, coiaepxKaiiast
HYKJIeOU; 3) BHYTPEHHSIS 4acTh, HE colepKallasi pudocom, OKpy-
>KE€HHasl crenMabHOIK MEMOpPaHOl — aHAMMOKCO30Ma.

ANAMMOX-6akTepun coaepxXaT Oo0JbIIoe KOJIWYECTBO He-
OOBIYHBIX MEMOPAHHBIX JIMITMIOB, B COCTaBe KOTOPHIX OBUIM OOHA-
pPYXXEeHBI YHUKaJIbHbIE XUMUYECKHEe CTPYKTYphl. OHM coiepKar Ofi-
Hy, IBe WX 00€ pa3IMuHbIe KOJIbIEBbIE CTPYKTYPHI, TTOTYYHBIINE
HasBaHue X u Y (puc. 3.16).

i I

Puc. 3.16. Xummdeckasi CTpyKTypa MEMOpaHHBIX
munuaoB ANAMMOX-6akrepuii:

I —conepxxailiye XXUPHYIO KUCIOTY KOJIblieBble CTPYKTYphbl Y; Il —MoHO-
aJIKIWI TIMLEPoJ 3¢upcomepXKalime Kojablesble cTpykKTypbl X; III — co-
nepxaiiue 06e KoJibLieBble CTPYKTYPhl X U Y

Hcmounuk: Linearly concatenated cyclobutane lipids form a dense bacterial
membrane / Sinninghe Damsté, J.S., Strous, M., Rijpstra, W.I.C., et al. //
Nature. 2002. Vol. 419. P. 708—712.

JlaHHbIe YHUKAJIbHbIE JTUITAIbI COCTABISAIOT 0K0J10 30% OT 00111e-
ro coiepkKaHus JIUMUAOB B KieTke 6bakrepun Candidatus Brocadia
anammoxidans. Kpome xknetok ANAMMOX-6akrepuii, JaHHbIE
JIMTIAABI HUTOE B MIPUPOAC HE HAMIECHBI, B CBSI3U C YeM BO3HHUKAET
BOIIpoC 00 uX (PYHKIIMOHAIBLHOM 3HauyeHUU. Bo3aMoOXXHO, OHU T10-
MoraioT (GopMUpPOBaTh OYECHb TOHKYIO MEMOpPaHy /IS 3aIllUThI 1~
TOILJIa3MbI OT TOKCUYECKUX ITPOMEXKYTOUHBIX ITPOIYKTOB PEaKIIMii,
MPOTEKAIOINX B aHaMMOKcocoMme. HuTpuUT BoccTraHaBIMBaeTCS
MOCPEICTBOM HUTPUTPEIYLUPYIOIIETo (epMeHTa N0 TUIPOKCHU-
JlaMuHa. [MapoKcmiaMyH ¢ ITOMOIIBI0 HEM3BECTHOIO IToKa dep-
MEHTa — THUAPA3UHTUAPOIA3bl — pearupyeT ¢ JOHOPOM 3JIEKTPO-
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HOB — aMMOHMEM, YTO MPUBOIUT K 00pa30BaHUIO ra3000pa3HOTo
azota. Bce kimoueBbie (hepMEHTHI Mpoliecca JIOKAIM30BaHbl BHYTPHU
aHaAMMOKCOCOMBI — CIeIMaJIM3MPOBAHHOIO MHTpaLMTOILIa3Ma-
TUYECKOro KOMITapTMEHTa, OKPY>KEHHOro MeMOpaHOii, comepxka-
el nagaepaHoBble («JIECTHUYHbBIC») JIMITUABI C LIUKJIOOYTaHOBOM
CTPYKTypoii. DTa MeMOpaHa cjabo TpoHHUIaeMa IJisi MPOTOHOB
U TIPOMEXYTOUYHBIX MPOIYKTOB JTaHHOTO Ipolecca, YTo obJieryaer
3aracaHye SHepryuu B BUIIe TPOTOHHOIO I'pagveHTa U IpeaoXpaHsi-
€T OCTaJIbHYIO YacTh KJETKU OT TOKCUYHBIX BElleCTB (Hampumep,
TUApa3vHa).
Cxema OMOXMMMYECKUX peaKUuii IpuBeaeHa Ha puc. 3.17.

NO,-
NH,OH 5H*
Uuronnasma . e
BIAGREIRE | HH Wi de- i R
130K . , x %X
A i i
HaMMoOKocoma '/V N2H4 _ HZO
4H*
NH; N,

Puc. 3.17. MexaHn3M aHApPOOHOTO OKMCIICHUST aMMOHMSI:

NR — HUTpUT-BOCCTaHABIMBAIOIINN (epMEHT (IpenrosaraeMblii po-
nykt — NH20H); HH — depmenT (rumpasuHrunposiasa), oopasyonuii
TMIPa3uH U3 aMMOHUS U runpokcuiamuia; HZO — dbepmenT, okuchusiio-
Uit TUApa3vH (BO3MOXHO, 9KBUBAJIEHTEH TMIPOKCHIAMUHOKCUIOPEIYK-
Tase)

Hcemounuk: http://www.nioz.nl/nioz_nl/fb7bc8c70b02a22a459dee41c83645¢cc.php,
C U3MEHEHMSIMU.

Oco0bIiT MHTEpEC TIPEACTABISCT y4acThe MAaHHBIX (hepMEHTOB
B pacIIeIUIeHNU THIpa3sMHa — BBICOKOTOKCMYHOTO KOMITOHEHTA
PaKEeTHOTO TOTUIMBA.

CormacHO maHHOW OMOXMMHMYECKOM MOIEIM B peakIluu
ANAMMOX ycTaHaBIMBaeTcsl IPOTOHHBIN IpaIeHT Ha MeMOpa-
He, pa3IesIonieil 1Ba KOMIIapTMEHTa KJIIETOK OaKTepuii — pubo-
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IUTa3My Y BHYTpEeHHEEe ITPOCTPAaHCTBO aHAMMOKCOCOMEI, TIe W Ha-
KaIUTUBAIOTCS TIPOTOHEI. Pe3ysIbTaToM JeiiCTBHST 3TOTO MEeXaHU3Ma
SIBJISIETCS 00pa30BaHUE 3JIEKTPOXUMUIECKOTO MIPOTOHHOTO TpaIn-
€HTa, HalpaBJIeHHOTO M3 aHAMMOKCOCOMBI B pUOOTUIa3MYy.

Ponb ykazaHHOTO Mpoliecca B IJ100aTbHOM LIMKJIE a30Ta J0CTa-
TOYHO BejiMKa. HampuMep, B MUPOBOM OKeaHe TaKWUM ITyTeM 00-
pasyetcs 1o 50% MomeKyasipHoro a3oTa (puc. 3.18).

AapobHo
NH, —* NO,—=NO;

B

N,— Org.N

NO;
AxaapobHo

NHy— O —

AHammOKC

Puc. 3.18. KpyroBopot a3oTa B MUPOBOM OKeaHe (C BKJIIOUEHUEM
aHa’pPOOHOI0 «CTOKa» aHAMMOKC)
Hcemounui: http://www.nioz.nl/nioz_nl/fb7bc8c70b02a22a459dee4 1c83645cc.php
C U3MEHEHUSIMMU.

B pesynbrate B aHa3pOOHBIX 30HAX OKeaHa HaKaIlJIMBaeTCs To-
pa3no MEHbIIE aMMOHUSA, YEM 3TO CJIEAYET U3 CTEXUOMETPUM peaK-
LM TeTepoTpodHOM AeHUTPUGDUKALIUN.

ITporiecchl aHa3pPOOHOTO OKMCAEHUS aMMOHMSI IIMPOKO UCITOJIb-
3YIOTCS IIPU OYUCTKE CTOYHBIX BOJI Psa MPOMBILITIEHHBIX TPOU3-
BOACTB. VX MpenMyI1IecTBO M0 CpaBHEHUIO C IPYTMMU ITpolieccaMu
OYUCTKU CTOYHBIX BOI COCTOUT B PANE TEXHOJOTUYECKUX TIPEUMY-
LIECTB, MEHBIIIUX IHEPTETUUYECKUX 3aTpaTax, 3HAYUTEITbHOM CHU-
JKEHWU BBIIEJICHUS B aTMOC(epy TBYOKUCH YTIIEpOa.

Dymapamnoe Ovixanue. DTOT TUI SHEPTETUYECKOTO METabO-
JIM3Ma MOXHO paccMaTpuBaTh KakK MEepeXOMHbIN 3Tar OT OpoxKeHUsI
K aHa’poOHOMY NbIXaHUI0. B HeM y4acTByeT ¢hyMapaTpenyKTa3HbIi
KOMIUIEKC, 00eCIeunBaloIii COMpsLKEHWE MpolLiecca BOCCTaHOBIe-
HUS (hyMaparta B CYKLIMHAT C 3KCKpelrel MPOTOHOB Yepe3 LIUTOorIa3-
MaTUUYECKy0 MeMOpaHy, B pe3yasTaTe uero co3naercs TOI mpoToHOB,
UCTIONIb3YEMBI Ha DHEPTETUYECKUE HYXIBI KJIETKA HEMOCPENCTBEH-
Ho v Trociie Tpancdopmarin B ATP (eM. puc. 3.6, E.coli).
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Jlpyzue 6udvt anaspobrnozo ovixanus. B KauyecTBe aklenTOpOB
3JIEKTPOHOB B aHA3POOHOM JBIXaHUU MOTYT TaKXKe MCII0JIb30BaTh-
cs MOHBI TpexBajeHTHoro xenesa (Geobacter metallireducens,
Shewanella putrefaciens) u opraHuyeckue BellleCTBa: IUMETUI-
cynbdokcua, TpuMetun-N-okcun (E.coli), a Takke opraHnyeckue
XJIOPIIPOU3BOIHBIE (MeTaxJIopOeH30aT U APYrMe apoMaTUYeCKue
MeTaxJopIpou3BoaHble, nepxiaopatuieH) (Dehalococcoides ethe-
nogenes). B mocienHemM ciyyae mpoliecc Ha3bIBaeTCsl BOCCTAaHOBU-
TEJTBHBIM JAEXJIOPUPOBAHUEM.

B sHepreTdecKkrx mpolieccax TUIa OPOXKEHUS Ul TIOJTyIeHUs
SHEPruu HCTOJIb3YIOTCS MeTabOIMYecKre MpeBpalleHus] OpraHu-
YECKMX BEIIECTB B OTCYTCTBME BHEIIHUX aKIIEIITOPOB 3JIEKTPOHOB.
ITockonbKy MOJIEKYJISIpDHBIM KUCIOPOI B JaHHBIX Ipolleccax He
y4acTBYeT, 3HAMEHUTHIN (hpaHIiry3ckuit Mukpoouosor Jiyu ITacrep,
BIIEPBBIE TTOAPOOHO M3YYMBIIMI 3TOT TUN MUKPOOHOTO MeTabo-
JIU3Ma, Ha3BaJl ero «KU3HBIO 0€3 BO3IyXa».

3aracaHue SHEpPTUU MPU OPOXKEHUSX MPOMCXOAMT ITyTeM JIMOO
cybecmpammuoeo gocgopuaruposanus ¢ 00pa3zoBaHUEM MaKpO3pruye-
ckux coenuHenuit (ATP, PEP), nu6o dopmupoBanus TOI 3a cuer
9KCKPEIMY HEOPraHMIECKMX MOHOB WJIM KUCIIBIX TIPOAYKTOB OpO-
xeHusi. HecMoTpst Ha Gosiblioe pazHOOOpa3ne TUMOB OpOKEHUIA,
KOTOpbIE OOBIYHO TIOJYYalOT Ha3BaHME ITO IJIABHOMY KOHEYHOMY
MPOMYKTY (CIUPTOBOE, MOJOYHOKHUCIIOE, MAaCISTHOKHUCIIOe, Ipo-
MMMOHOBOKHUCJIOE, MYPaBbMHOKHUCIIOE, alleTOHOOYTUJIOBOE U T.A.),
cyocTpaTHOoe (pochOopUIMPOBAHUE OCYLIECTBISIETCSI B OIpaHUYEH-
HOM KOJIMYECTBE TUITOBBIX peakumii (puc. 3.19).

HaubGonee yacTto MCIOIb3yeMbIMU B OpPOXEHUSX CyOCTpaTaMu
SBJISIIOTCST caxapa (reKco3bl M TeHTO3bl). Ha mepBoM aTare, Kak
MpaBWJIO, OHU MoABepraiTcs (hochopuanpoBaHUI0 C 0Opa3oBa-
HUeM (pocdopHBIX 3DUPOB (MCKIIOYEHUEM SIBISIOTCS HEKOTOPbIE
apxeM, CIIOCOOHBIE pACIIEIUIATh caxapa 0e3 IpelBapuTEIbHOTO
dochopunnupoBaHusl).

CylIecTBYIOT YeThIpe TJIaBHBIX METa0OJIMYEeCKUX ITyTH IpeBpa-
meHus1 pocdopHbIX 3PUPOB caxapoB B MUPYBAT WA NMUPYyBaT +
+ auernidocdar:

1) mb0ena— Meiiepeogpa (nmv hpykTo30-1,6-6ucdocdar-aibao-
Jla3HbIi). B 9TOM cityyae u3 ofHOI MOJIEKYJIBI T€KCO3bl 00pa3yIoTCs
JIBE MOJIEKYJIbl MUpyBaTta 1 aBe Moyiekyabl ATP (13 ADP u Heopra-
Huueckoro ocdarta) (puc. 3.20, 1eBast 4acTh);



94 I'masa 3. Opranusanys IpoIeccoB MeTaboIM3Ma

Peakuuun okucneHus:

a) Caxapa
l NAD* P ADP

Mmuuepanbaernadocdar %&1, 3-audpocchornnuepat—-ie» 3-coccpornuuepar
NADH* ATP

ADP

L

MupyBar = doccoeHonnupyBaT«———2-hoccornuuepar
/Mpyaarkmuasa SHonasa

ATP'
CoA P, ADP
0 aueTtun-CoA
) Nupysat % Ly %» auetundocdar %ﬁuera-r
COo, + 2H° CoA ATP

Peaxumm pacienneHus, CONpaxeHHbie c hocthopunuposannem:

CoA P, ADP
nupyBaT%;: auetun-CoA %»auemncbocdaa'r A{fueTaT
non ®TA AK

®dopmuar CoA ATP

Puc. 3.19. OcHOBHBIE peaKIIMU CyOCTPAaTHOTO
dochopunrpoBaHus B OPOKEHUSIX

2) Dumuepa—/llyooposa (vim 2-nmeruapo-3-ne3okcu-6-docdo-
[JIIOKOHAT-aJIBI0JIa3HbIN). B 3TOM citydae n3 ogHO MOJICKYJIBI TITI0-
KO3bl 00pa3yeTcsl TOJbKO OfHa MoJiekyia ATP, mostomy NaHHBIA
MyTh, KaK TMPaBUJIO, UCTIONB3YETCs IS MUKPOOPTaHM3MOB, KOTO-
phie CITOCOOHBI K aHA3POOHOMY IBIXaHUIO, TTO3BOJISIONIEMY TTOJTY-
YUTh JONOJHUTENbHOE KoauuecTBo ATP (puc. 3.20, mpaBas yacThb);

3) gocgpoxemonasnoiii (MU KCUITy1030-5-docdaT-dochokero-
JIa3HBIN ), KOTOPBIII MHOTA HA3bIBAIOT IIeHTO30(pochaTHBIM. DTOT
IIyTh UTPAET BaXXHYIO aCCUMWISIIMOHHYIO POJIb, TaK KaK 00CCITeun-
BaeT OMOCUHTE3 MeHTo3 (puc. 3.21);

4) ocoOnlit (y Bifidobacterium bifidum), mpencTapsiolnii codboit
KOMOMHALIMIO peaKLUii TpaHCaJIbA0Ja3HOTO U KETOJAa3HOIo IyTeM,
MIPUBOISIINN K 00pa30BaHUIO U3 IBYX MOJIEKYJI TJTIOKO3BI, IBYX MO-
JIEKyJI IApyBaTa U TpeX MoJieKyJ aneTmwicdocdara (puc. 3.22).
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Tmoxola Fawxonar
|
&TC | Glk +Gm
[miokoao-  Pam 2wl Pol ¢
1-p 4 Mnokoyo- ——— MMoxono- ——— [nickoHat-
&-P NakToH-6-P 6-P
~
Gnd \
Pgl |
PuE 5-p €0
mBynose-5-
m:ﬂ%m"-ﬂm—mb OnyaTg:n- :
= (Rpe) |
I
Fbp Pfk Keunynoio-5-P ]
Rpi i
®pyxro3n-1,6-7, Edd :
Fda Tk, (Tal) #———» Pubo30-5-P :
I
Metun- IMgs) flurnapokcn- !
rAvoKcans aUeToH-P IIF.‘
(Gox) 4
OX + Tpi F
pi i
n Eda &
akrat  [auuepansaerna-3-P «€— — — > — — 2-Keto-3-pe3oncn-
i 6-thocdiornioxonar
Gap

L.3-bucdocdornuuepar
Irgk
3-docdornmuepar
({Cpm)
2-PocdoraMuepar

PocdoeHamapysar

Pyk

1

Puc.3.20. B3auMocCBsI3b nyTeii INIMKOJIUTUYECKOT0, MeHT030(h0ochaTHOro

u DHTHepa—/lymopoBa B MeTaboIM3Me YIJIEBOIOB Y OAKTEPUIA.
[MpuBeneHs! Ha3BaHUS YUYACTBYIOIINX WK (B CKOOKaX)

MpeamnoiaraeMbIX TeHHBIX TTpoaykToBY E. coli [7]

ToMoepMeHTaTUBHOE MOJIOUHOKHUCJIOE OpOXKEHHE OCYIIECT-
BIsieTcsl 1o DOMOaeHy—Melieprogy, a oOpasyloluiica nupyBat
BOCCTaHABJIMBAETCSI O JlaKTaTta ¢ momMolnblo NAD-+-3aBucHMOI
JakTataeruaporeHasbl. I[Ipu retepodepMeHTaTUBHOM MOJIOYHO-

KHUCJIOM OpPOXXEHUHU IeKCO3bl OKUCISIIOTCS 10 MEHTO030-5-(ocdaros,

KOTOpBIE TpaHCHOPMUPYIOTCS B KCUITYJI030-5-(docdaT, mocie yero

pacILeIISIOTCS Ha UpyBar U aueTuidocdar.
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MADP"  NADPH NADP" NADPH+H'
%{bl&mocﬂmmmmuar | LZ.
ATP  ADP @
CH, — OH CH,OH
(1::0 ©)] c=o (@
o—con = Wltlen T
H= l!— OH H= CI —0H
JCHzoPoi' CH,0P0}
Kcnnynoso-5 -mccd:;' | Pubynoio-5-gochar H o OH
HPOZ 5 5 'I:I
R C—OH
i | |
c H(II —OH H— tI: —OH
o0 ” o CH,0P0}" H— C—OH
| AueTundocdar | | 3-®ocdornMuepansierng, | CIHJOPD:'

| D-puboio-S-docdar

Puc. 3.21. ®ochokeToNa3HbBIN MyTh:
1 — 6-ocdormokoHaTAErnAPOreHasa (1eKapOoKCUIpyoias); 2 — prubo30-
5-ocdaT-u3omepasa; 3 — Kcuiyno3o-S-pochar-snumepasa; 4 — docdo-
KeToJa3a-2, UCMOb3yIolias THaMUHIpodocdaT B KauecTBe MPOCTETHYEC-
Ko rpynnsl [7]

I[pu cnupmoseom 6bpojxceruu TIPOUCXOOUT BOCCTAHOBJICHHE
aleTaJpIeTNIa B 3TAaHOJ C YJacTHUEM aJKOTOJIBICTHIPOTreHA3HI.
AlleTaabIeTHI MOXET OBITH ITOJIyIeH ABYMSI CITocobaMu: 1) Boccra-
HoBieHHEeM aneTiiI-CoA (Y MOJTOYHOKUCITBIX OaKTEePUiA, KIOCTPH-
I 1 SHTepoOaKTepHil) WK 2) 1eKapOOKCIINPOBAaHUEM ITMPyBa-
Ta, TMOJIYYEHHOTO Yy IpoxcKeil (myTb DmOmeHa—Melieproda) win
y Zymomonas (1tyTb DHTHepa—/lymoposa).

Macasuokucnoe 0Opoxcerue OCYIIECTBIISICTCS  KIOCTPUIUSMU
Clostridium pasteurianum (IyTb OMOneHa—Meiieproda) ¢ mocie-
IyrommM oopa3oBaHueM u3 ateTii-CoA oytupmii-CoA.
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GpyKTOIO- Ceporentynolo-
6=thocdar 7-thocar
OH OH

o] (0]

<—A Pacujen- B
HO 4——B nenne HO
OH A @ OH
OH ©) OH
orol +P, 0PO}”
Auetundocdar 3-dochornmuepansaerna

0 ©

OH
Jputpolo-4-docdar
ock OH
oro- Kcunynolo- PuBo3o-
2 S-thocear S-tocdar

3-®ochornnuepansperna, @ / @

Pubynalo-
- @ s-chocdar

AueTundocdar —p

Puc. 3.22. Cxema 6poxenust y Bifidobacterium bifidum:
1 — docdokeronaza-1; 2 — TpaHcanba0Ia3a; 3 — TpaHCKETONa3a; 4 — pu-
6030-5-docdaT-uzomepasa; 5—pubyno3o-5-dochar-anumepasa; 6 —docho-
KeTonaza-2; A u B — mytu npeBpaliieHUsT ABYX MOJIEKYI 2-(GpyKTo30-6-
(docdara, 06pa3yoImMXcs U3 ABYX MOJIEKYJI INTI0KO3bI; C — myTh DMOIeHA—

Meiieproda [7]

Auemono-6ymunogoe 6podiceHue TaKXKe OCYIIECTBISIETCS KIIO-
crpunusimu (C. acetobutilicum) (puc. 3.23).

HauanbHble 3Tambl 3TOro OpOXEHUS OCYIIECTBISIOTCS IIO
OMOaeHy—Meiieprody, onHako nocie cHuxkeHus pH go 5 mukpo-
OpraHu3Mbl MEPEKII0YAIOTCsI Ha 00pa3oBaHUe HEUTPaIbHBIX MPO-
JIIYKTOB: 3TaHOJIA, alleTOHA, 2-TIpoIaHoja 1 1-6yraHona.
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2P, 4+ 2 ADP 2NnAD'
A
2 ATP 2NADH + 2 H'
NAD® + H'
2 CoASH 2 deppenoxcun H, |
erar @

F «npenoucnuﬁ W
2 NADH

®&’ J

Auetar Auerun CoA I\

__ | Auetoauerar

) K_) k‘s CoA H
®

mmoa ueTHn ~C0A
NADH + H® co,

P

®

€;=.'! @ F; NADH + H'
SCM
Iﬁj-i—runmu:nﬁnuwﬂ-&a\ /]\

® oH
14 "o /\)
/vksm

Kporonun-coA T
3Ne°. o
K % K,
Auunn CoA  Auerar m
/\)k ‘L@L

+ NAD' + CoASH

Puc. 3.23. Cxema 6poxkeHUsT y KIOCTpUIuiL: A — iyt OMOneHa—Meilieproda:
1 — nupyBar:eppenoKCuH-oKcuaopeaykrasa; 2 — auetui-CoA-aleTni-
TpaHcdepasa; 3 — 3-runpokcubyrupuia-CoA-neruaporeHasa; 4 — KpoTo-
Hui-CoA-ruaparasa; 5 — ruapokcnoytupuia-CoA-geruaporeHasa; 6 — ama-
(Odopa3a; 7 — GyTupanpaeruaneruaporeHasa; § — 1-oyraHonernaporeHasa; 9 — oy-
tupat:CoA-tpaHcdepasa; 10—aueroauerar: CoA-TpaHcdepasa; 1 1—areTo-
aretatnekapbokcunaza; 12 — 2-mponaHonaerunporerasa; 13 — NADH:

deppenokcuH-oKcuaopeayKkrasa + rugporerasa; D[P — snekTpoHnepe-
Hocsuui (yaBonpoTteuH [7]
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OCHOBHBIMM MCXOIHBIMU CYOCTpaTaMy ISl APONUOHOBOKUCAO20
OpodIceHUs CITYKAT IJII0KO3a WIM JakTaT (Y IIMPOKOIo Kpyra MUKpO-
OpPraHU3MOB, TUIIUYHBIMHU TIPEICTABUTEISIMU KOTOPBIX SBJISIOTCS
6akTepuu pona Propionibacterium). OMHAKO IIPOITMOHOBAS KMCJIOTA
MOXKET TaKKe 00pa30BaThCs M3 TIUIIEpUHA, CYKIIMHATA I HEKOTO-
PBIX aMUHOKHMCIIOT (aJlaHMHA, CepUHA, LIMCTEWHA, TPEOHWHA, Me-
TUOHMHA U TJIyTamaTa).

Hapsiny ¢ cyoctpaTHbIM (pochopuinpoBaHeM 3aracaHue 3Hep-
T'UH B Ipolieccax OpOoKeHMST MOXET OCYIIIECTBIISITCS ITyTeM (hOpMHU-
poBanus TOI katoHOB. Tak, HEKOTOpBIE OOJIMTAaTHO aHA3POOHEBIE
OGaKTepuH, OCYIICCTBIISTIOIINE ITPOITMOHOBOKHCIIOE OpOXEeHHE C 00-
pazoBaHueM wmemuimanonur-CoA (Propionibacterium modestum),
crocoOHbI (hopMUpoBaTh TpagreHT noHOB Na™ (ApNa*) B nmpouec-
ce JIeKapOOKCWIMPOBAHMSI 3TOro coenuHeHus B nponuorus-CoA
(puc. 3.24).

BHyTpU MemGpaHa CHapyxw
CoA-C-CH,-CH, < | &= =8
I &= =9
(o) &= =@
o= =9 002
CoA-C-CH-COO~ — —e 4
I [ — 1 !
O CH, Nekap6okcunasa (ApNa)
f L T
2Na* ®— =
®-— e 2Na*
9= =
G =i
B =D

Puc. 3.24. ®opmupoBanrie ApNa+ 3a cueT 1eKapOOKCHIMPOBAHUS
(Ha nmpuMepe Propionibacterium modestum)

dpyruMm mpuMepoM CIyXuT (opmupoBaHue rpagueHta H*
(ApH) B mpoliecce 3KCKpeuMu KHUCIbIX MPOAYKTOB OpOXEHUS
(MOJIOUHOI U APYTUX KUCJIOT). BMecTe ¢ aHMOHOM KUCJIOTHI Ye-
pe3 MeMOpaHy TPaHCIOLMPYIOTCS JBa MPOTOHA (TaK Ha3bIBaeMbIil
«CUMIIOPT»).
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Oo6pasyomuiicas B pesyasrare TOI MPOTOHOB HCHOMBL3YETCS
Ha DJHepreTMYeckue HyXIbl KIETKM Wi TpeoOpasyercss B ATP
(puc. 3.25).

BHyTpu Mem6paHa CHapyxu
®o— =@
® - —o
RCOO- *— =8 RCOO-
o= ==@
o— —o T
j * RCOOH + HY — RCOOH (ApH)
o— —9 l
= =@
2H* = = 2H*
° - --®
*— —e

Puc. 3.25. ®opmupoBanue ApH 3a cueT 3KCKpelun OpraHu4ecKux KUCIOT
(Ha TIpuMepe Streptococcus cremoris)

3.4. DOTOCHUHTE3

3.4.1. OCHOBHBIE IPOIIECCHI ®OTOCHUHTE3A.
JLOHOPBI 3JIEKTPOHOB

J1o cux rop Mbl paccMaTpUBaIM OPraHU3MbI, KOTOPBIE 1JIs1 00ec-
MeYeHUsT KOHCTPYKTUBHBIX ITPOIIECCOB MCITOJIB3YIOT SHEPTUIO XU~
MHMYECKUX CBSA3EH OPTaHMYCCKUX WIM HEOPTaHMYECKUX BEIIECTB.
Ho ectb OobIIIas rpymIia OpraHM3MOB, Y KOTOPBIX IIJIST 3THX XKe 11e-
JIe MCTIONB3YeTCsT Heprus cBera. JJaHHBIN ITPoIlecC MOJIYyYIIT Ha-
3BaHue «(hOTOCUHTE3». TaK, homocurnmes — 3TO MPOLIECC UCTIONb-
30BaHUST SHEPTUM CBETOBOTO M3TYYCHMUS IJIST TIOCTPOCHUS XKMBOTO
BemrecTBa. O6pa3oBanue ATP B mporiecce (poTocuHTe3a HA3BIBAIOT
gomogpocpopusuposaruem.

B HacTosimiee BpeMs clieayeT pa3indaTrh ABa TUIA (OTOCHHTE3a:
XA0poghunbHbLll, B KOTOPOM CBETOTIOTJIOIIAIOIINM ITUTMEHTOM CITy-
2KaT pasHble TUITHI XJIOPODWILIOB, U 0ecxXA0poduiibibiil, B KOTOPOM
B KaueCTBE CBETOITOIJIOMIAIONINX ITMTMEHTOB MCITOJIb3YyeTCs OaKTe-
PUOPOIOIICUH 1 CXOTHBIE C HUM ITMTMEHTHI.
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DOTOCUHTE3 COCTOUT U3 CBETO3aBUCUMBIX («CBETOBBIX») M CBe-
TOHE3aBUCHUMBIX («TEMHOBBIX» ) TIPOIIeCCOB. B CBETOBBIX Mpolieccax
(puc. 3.26) TpOUCXOAUT pacilelyieHre BOIbI (Y paCTEHUIT U HEKO-
TOPBIX [TUAHOOAKTEPUIT) WIIA IPYrOro JOHOpA 3JEKTPOHOB (y 6aK-
Tepuit) ¢ oOpa3oBaHUEM D3JIEKTPOHOB, IPOTOHOB M KHUCJIOpOIa

(B cilydae «KUCIOPOJHOTO» (POTOCUHTE3A).
H+

co, \l
/ N\x e

ATP ADP
——
-\ Pi

| NurmenTHas cuctema je—— 3Heprus ceeta

, CH,O-P

J[loHOp 3NeKTPOHOB

Puc. 3.26. CxeMa mipo1ieccoB (hOTOCHHTE3A:
X 1 X~ — KOMIIOHEHTHI LI IIepEeHOCa 3IIEKTPOHOB, CIIyKallllie BOCCTAHO-
sutenamu npu pukcauun CO,; P, — Heopranmdeckuit oprodocdar. Ipu-
pofia JOHOPA JIEKTPOHOB 3aBUCUT OT BUIa OpPraHU3Ma

g ¢pukcanuy yriaeKUCaIOThl OKUCIUTEIbHO-BOCCTAHOBUTEIIb-
HBII TTOTEHIIMANI CUCTEMBI BOCCTAHOBUTEIICH HOJIKCH OBITH HILKE
—400 MB (r. e. morenumana cucrembl CO,/CH,0, rne CH,O —
0000111eHHas (hopMysia OpraHMYECKUX BEIIECTB — MEPBUYHBIX ITPO-
IYKTOB (hoTocrHTEe3a). OOBIYHBIE JOHOPHI 3JIEKTPOHOB, UCTIOIb3Y-
eMbIe B (pOTOCHHTE3€e, He 00JIafaloT CTOJb HU3KMUM ITOTEHITMAJIOM,
MO3TOMY JJIS1 BOCCTAHOBJIEHUS XJIOpO(UIIIa HEOOXOIUM 00pamHblil
nepeHoc 31eKmpoHo6 OT MOJIEKYJIbI IUTMEHTA (XJTIOpo(hWILIa) 3a CUET
9Hepruu cera. JlIoHOP 3JIEKTPOHOB 3aTeM BOCTIOJNHSET UX AeUITUT
B MOJIEKyJie TUIMeHTa. JIpyroi yyacTok, Ha KOTOpOM 3aTpayrBaeT-
cs 9Heprus cBeta, — pecuHTe3 ATP, pacxomyemMoro Ijisi akTUBUPO-
BaHUs TIEPBUYHBIX NPoAyKTOB (ukcaunu CO,. YpaBHeHue HoTo-
CHHTe3a B 00IIIeM BUIE BHIIJISIIUT CICAYIOIINM 00pa3oM :

CO,+2H,A — (CH,0) H,0 +2A.

B ewicuiux pacmenusx u yuanobaxmepusx IOHOPOM 3JIEKTPO-
HOB sBJsieTcst 6oda (A = O), U3 KOTOpoil 0CBOOOXKAAETCST KUCIOPOL.
DoTOCUHTE3 ITOTOMY Ha3bIBACTCS «KHUCIOPOTHBIMY , WJTN OKCUZEHHDBIM.

OCHOBHBIMM TUTTAMY MeTa0OJIM3Ma Y STHX OPraHMN3MOB SIBJISTFOTCS
100 gomosumoasmompoghus (y pacCTeHUN U HEKOTOPBIX LIMaHOOAK-
Tepuit), 1ud0 gomorumozemepompogus (y Ipyrux IMaHOOAKTEPUIA).
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B psine dboToTpodHBIX TPOKAPUOT (3€JIEHBIX W MYPIYPHBIX CEPHBIX
OakTepuii) JOHOPAMU BJIEKTPOHOB SIBJISIETCS ceposodopod (WU cepa)
(A = S). B HEKOTOPBIX CEPHBIX U HECEPHBIX MYPIYPHBIX OaKTepH-
SIX TOHOPaMU 3JIEKTPOHOB MOXET CITYXWTb MOAEKYAAPHbIU 6000p00.
HaxkoHel1, HecepHbIe MypIypHbIe OAKTEPUU UCITONB3YIOT B KAUECTBE
JIOHOPOB 2JIEKTPOHOB OpeaHUHecKue gew,ecmaa.

bonee moapoOHBIii CITMCOK TOHOPOB 3JIEKTPOHOB MPU (POTOCHUH-
Te3e MpuBeAeH B Tab. 3.3.

Ta6auua 3.3

XapaKkTepuCTHKA OCHOBHBIX TUIIOB
(hoToCHHTETHYECKIX MMUTMEHTOB U MPOLECCOB

Dusorene- Ilepeuunbiii| IIyTs
IIpencra- IIpupona Jlonopsi T
THYECKast akuenTop |ukcanun
BHUTEJH NUTMEHTOB | 3JIEKTPOHOB
rpynna bnektponos| CO,
OpraHuyeckue
Hecepnbie o- U B- BakTepuo- BEIIECTBA, I
WIKJT
MypnypHbIE| TPOTEO- xnopodunnst | H, Fe**, H,S XUHOH
KanbBuHa
OakTepuu | OGakTepuu ava b (HU3KKME KOH-
LIEHTpaLMK)
CepHble bakrepuwo- | H,Swmnp., H2=
y-TIpOTEO0- ki
MypIypHbIe XJOPODWILIBI | HEKOTOpbIE XUHOH
bakTepuu KanbBuHa
bakTepuun av b OpraHuy. B-Ba
. . Bakrepuo- |Opranuueckue| Deppe- Hukn
Heliobacteria)| ®upMaKkyThI
xJiopoui g BelLIeCTBa nokcuH | KanbBunHa
CepHble Bakrtepuo-
P Tun P _ Deppe-  |OOpaTHBII
3eJIeHbIe . xnopodunnel | H,S, S,0,7, H,
Chlorobi JIOKCUH HTK
GakTepuu c,d, e
Tunpokcu-
HecepHeie bakrepuo- |OpraHudueckue
Tun MpONu1o-
3eJIeHbIe .| xmopodustel | BemecTsa, XWHOH .
Chloroflexi HATHBIN
bakTepuun c,d, e H,, H,S
LUK
XUHOH
(hoto-
DuKOOWINHBI,
LInano- Tun cucrema I),| Hukn
.| xmopoduisl H,0
6akrepuu |Cyanobacteria dbeppenok- | KaabuHa
avau b
cuH (¢oro-
cucrema II)
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CiieiyeT HalIOMHMTb, YTO Y PACTEHMI XJIOPOMUILI JIOKATU30BaH
B CHEMaIbHbIX BHYTPUKJIETOUHBIX OpraHe/uIax (XJopoIuacTax),
a y MPOKapMOT — B CYOKJIETOYHBIX CTPYKTypaxX, IPOMCXOISIIMX
U3 LMTOIIa3MaTUYeCcKOi MeMOpaHbl (Tabj. 3.4 — OoTAUYUS MpPO-
U BYKapuor).

Tabnuua 3.4
ITyrn ¢pukcammn CO, y npokapuor
IIyTs dukcanyuu MuKpPOOPraHu3MbI- Tun (dpumym)
MpeCTABUTEN

Hwxn KanpBuHa Anabaena cylindrica Cyanobacteria
Rhodobacter sphaeroides Proteobacteria
Thiobacillus ferrooxidans Proteobacteria
Methanococcus jannaschii Euryarchaeota

BoccranoBurenwHblit | Chlorobium lumicola Chlorobi

LIMKJI TPUKapOOHO- Desulfobacter hydrogenophilus | Proteobacteria

BbIX KUCJIOT Aquifex pyrophilus Aquificae
Thermoproteus neutrophilus Crenarchaeota

Boccranosurenwhbiit | Clostridium thermoaceticum Firmacutes

aretus1-CoA myTh Desulfobacterium autotrophicum | Proteobacteria
Methancoccus jannaschii Euryarchaeota
Ferroglobus placidus Euryarchaeota

Tunpoxcu- Chloroflexus aurantiacus Chloroflexi

TIPOTIMOHATHBIN UK | Sulfolobus metallicus Crenarchaeota

Hcmounuk: Menendez et al., 1999 ¢ u3BMeHeHUSIMU.

Takum o6pa3zoM, (POTOCHHTE3 PACTUTEIBHOTO U DaKTepUATbHOTO
TUIIOB Pa3IMYaeTcsl TpeMsi OCHOBHBIMU TTOKa3aTesiMK: 1) Mpupo-
JIOii MUTMEHTOB (XJIOPOGWIT WU GAKTEPUOXTIOPODUILIBI, a TAKKE
0aKTEepMOPOIOTICMH) M MX JIOKaJIM3alliell B KJIETKe; 2) MPUPOIOii
JIOHOPOB 3JIEKTPOHOB; 3) CMOCOOHOCTHIO K BBIIEIEHUIO KUCIOPO/A.

3.4.2. IIyTb YIJIEPOJA B ®OTOCUHTE3E. Ilukia KATbBUHA

Brimoyenue CO, B KOHCTPYKTUBHBIH META00JIN3M Y HOTOTPOGDOB
U1 HEKOTOPBIX aBTOTPO(HBIX OaKTEpUIt OCYILIECTBIISIETCS 3 CUET MO~
CJIeIOBATEIbHOCTU peaKInii, Ha3blBaeMon yukaom Kanveuna, inv
YUKAOM aemompoghHoll pukcayuu yereKucaomoi. DTOT LIUKI CXOAECH
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¢ ieHTo30(ochaTHBIM IIMKJIOM KaTaboIM3Ma caxapoB y XeMoopra-
HoretepoTpodoB. CyMMapHOe YpaBHEHME BBIIISIIUT CJEIYIOLIUM
obpazom:

6CO, + 18ATP + 12 NADPH + 12H* —
— C,H,0, + 18 ADP + 18P, + I2NADP*.

Jlns cMHTE3a OIHOM MOJIEKYJTBI TITIOKO3bI TPeOYEeTCS IIECTh «000-
PpOTOB» ITMKJIA ((DIKCALIMSI IIECTh MOJICKYJT COZ). B mmxite KaapBnHa
M0 CpaBHEHUIO ¢ MEeHTO30(hochaTHBIM LIUKJIOM [JISI pereHepaluun
axkuenTopa CO, HEOOXOAUMBI IBE NOTOJHUTENLHBIE PEAKLINN:

Pubyno3o-5-docdar + ATP Pubynoso-1,5-mudocdar + ADP,

D EEEE———
DochoprbdynoknHaza

PuGynoso-1,5-mdocpar + CO, + H,0 Iuuepanbaerua-3-docdar .

—_ >
Pubynozommdocdar-
Kapbokcuaasa

JanmpHelIast mociaenoBaTeIbHOCTh PEaKINiA IIPEICTaBIIsSIeT CO-
0oit «obpallieHne» TIMKOIM3a. B KauyecTBe BOCCTAaHOBHTEINS IIPU
aToM ucnoib3yercs NADPH, yTo npuBoauT K 00pa3oBaHUIO III0-
K03kl (puc. 3.27).

Y HekoTopbiX (OTOTPOGHBIX OpraHM3MOB (3eJICHBIE CEepHBIe
1 HecepHble 6akTepun) pukcauusa CO,, Kak IMoKa3aHo B Ta0I. 3.3,
OCYIIECTBJISIETCS 110 «0OpallleHHOMY» LIMKJTY TPUKapOOHOBBIX KHC-
JIOT, TaK Ha3bIBAEMOMY UuUKAY ApHOHA, WIN C UCTIOJIb30BAHUEM 2U-
dpokcunponuonamuoeo yukaa. Jpyrue myTu ¢puKcalu yrjieKucao-
Thl Yy GOTOTPOMHBIX OaKTEepUil MepeurncaeHbl B Ta0I. 3.4.

Y pacmenuii HayanbHble (epMeHTH 1MKiIa KanbpBuHaA cocpe-
JIOTOYEHBI B X10ponsacmax. B KieTkax HEKOTOPBIX (HOTOTPOGHBIX
b6akTtepuit pubynoszonudocdarkapbokcuiaza HaliieHa B KapOoK-
crcomax (cM. Tabm. 3.2), XOTsI He NCKII0YEHO, YTO TaM OHA IIPeOBI-
BaeT B JIATCHTHOM COCTOSTHUU.

B mporniecce pyHkimonnpoBaHus ki KanxbBrHA ITogBepraeTcst
CTporoi MetTabonmyeckoi peryinsiuu. Oco6eHHO TOHKO Peryanupy-
eTcsl aKTUBHOCTb @ocghopudyn0KuHa3bl, YyBCTBUTEIbLHOM, B 4acT-
HOCTH, K SHEPIeTUYECKOMY 3apsiiy KIeTKU (aKTUBHOCTb (pepMeHTa
noaasysiercs u30bITKoM AMP) u K cTereHrn BOCCTaHOBJAEHHOCTHU
NAD (depment aktuBupyetcss NADH). Takum o6pa3oM, MK pa-
06oTaeT 3¢h(HeKTUBHO TOJIBKO B YCJIOBUSIX HOPMAJBHOTO CHAOXKEHUS
9Heprueit 1 BOCCTAaHOBUTEISIMU.

3.4.3. BECX10PO®MILIIBHBIIT ®OTOCUHTE3

Oco0bIif THTT (hOTOCHHTE3a — 0€3 YyJacThs XJIOPOMPUIUIBHBIX ITUT-
MEHTOB — OOHAPYKEH Y 2KCMPeManbHO 2aA0UAbHbIX baKmepuil.
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[3002418ATP + 12NADF'H+ 12 H ——" rexco3a + 'IEADF' + i8P+ 12NnDP —|

2x
A(5) 5 5 5 (5
A ¥ ® ® ® ® @ G
@ @ 53.1.1
o o ¥
(e -
41.1.39 3= & (8
/—) LB
4.1.213 I
L @
ATP T ArP PN ;|
2723 T 5
|Cs? 3.1.3.11 |
L -\ B ] £
NADPH NADPH h
‘}‘2 NADP ™ { @ o
><2.2.:.r -
12113 (5) ——/ O o
—————————e——t————s? ) =5 as
Bx \ FoKO30-6-
ruugpansaera-3-(F) \
1) pubynoso-1,5-audocdar
9 ®
{2) anoxcwa yrnepona 8
@ 3-vochornuuepar 3.1.3.37
() 1,3-nuocdorniuepar _
@} ravuepansagrng-3-gocdar AL o
(&) anmapoxcwaueton-3-ocdar ik
(7) PpyxTo30-1,6-audrocdat b ; 1
- Te L /T I L o
\_3?; bpykTo3e-6-docdar @ "-1_%1-‘ | s fm)
(9 apuTpoao-4-docar
{10} ceparenTynoao-1,7-gudocdar — 5,134 — 5316 —
(1) ceporenTynoao-T-ocdar " i
(12) kennynoso-5-pocar '@ ) =S 14)
(13} pu6030-5-hocdar ATP — ATP
(14) pubynoso-5-pocpat ADP ADP 4
S R————. —27.119 — y— 27119~y
nee 1 (1) 1)
W KL, N

A. Lun Kanseuna (XnoponnacTsi)

Puc. 3.27. llukn KanbBrHa B XJ10poruiacTax
Hcemounuk: |3, 395]

DTO emMHCTBEHHBIM TWIT (DOTOCMHTE3a, He BKITIOYAIOIIUH IIETh
nepeHoca 37eKTpoHoB. KieTku rajodakTepuii coaepskaT 0coObIil Oe-
JIOK — bakmepuopodoncut (CXOMHBIN CO 3pUTEIIEHBIM POIOTICUHOM XHU-
BOTHBIX), BKITIOUAIOIINI KAPOTUHOWJT — PETUHAIB (ThIeTUIHYIO (hop-
My BUTaMuHa A). CoBMeCTHO ¢ ¢ochonunuaamMmu 0aKkTepruopoAOIICUH
(bopMuUpyeT Tak Ha3bIBaEMBbIE (uosemossie Memoparbl, KOTOPbIE B BUIE
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Gnsitiek OKpbIBaloT 10 50% moBepxHOCTH KileToK. [lom meiicTBuem
cBeTa 0AKTePUOPONONICUH TPAHCIOIMPYET TPOTOHBI U3 LIUTOTLIA3MBI
B OKPY:KAIOIIyIO Cpejy, co3naBasi MpoToHHbBIN T, KoTopklil mocpe-
ctBoM H*-ATPcunTterassl npeodpasyetcst B ATP (puc. 3.28).

CBET
H* ﬁ\ H+0uone1’oable MeMBpaHbI
v
'-T- Y ST S .Tc-
Knetka H* H*
rano6akrepui

H* ADP +P, _ ATP

H*-ATP-cuH tTeTasa

H* H* = H*

Puc. 3.28. Cxema 6ecx10pouLIbHOTO (POTOCUHTE3a B KJIETKaX
rajiobakTepuii (mokaszaHbl «OJISIIIKKW» (PUOJIETOBBIX MEMOpaH,
conepKallnx 6aKTeproXJIopodUILI, KOTOPBIN SIBJISIETCS CBETO3aBUCUMOM
IIPOTOHHOM «IIOMITOI»)

B nocnennee BpeMst MOJIEKYISIPHO-OMOJIOrMYECKUMU MeTOAaMu
0eIoK, aHAJIOTMYHBIA OaKTepUOPOMOINCUHY (ITPOTEOPOAOTICUH),
0o0HapyXeH y MOPCKUX y-IipoTeodakTepuit. Takum obpaszoM, bec-
XJIOPOMWLIBHBIN (POTOCHHTE3 MOXET MMETh 3HAYNTEILHO OOJIBIIIEe
pacrpocTpaHeHUe B TIPUPOJIE, YEM CUUTAIOCH IO CHX TTOP.

3.4.4. ®oTOPENENIAA

B omume ot potocuHTE3A B TIpoLiecce ghomopeyenyuu SHEPTUS
CBeTa 3aracaeTcsl He B BUAEC MaKpO3PTMYECKUX COCOTUHEHU WIH
TOI, a B Bune nudopmanuu, BeIpaxaroneincs B XUMUIECKUX pe-
BpallleHUsX (hOoTOpelenTopa.

[anee 3TM U3MEHEHUS TTPE0OPA3YIOTCS JIMOO B HEPBHBIIA UMITYJIBC
(B mpoleccax 3peHust), MO0 B TOT WIX WHOW BUJ CUTHAJIA (HApU-
MEp, BBI3BIBAIOLIETO TOSIBJICHUE WHIYKTOpa WM perpeccopa, pe-
ryaupyromux (GbeHOTUITMYECKOE MPOsiBJIeHE reHoMa). Jale Bcero
doTtoperienTopamMu  SIBISIOTCS KAPOTUHOUIBI (B POAOTICUHAX) WU
TeTpanuppoJibl (PUTOoXpoM pacteHuit u Ap.). THoraa sty posib MOTYT
BBITIOJHATD (PJIaBUHBI (PeaKls Ha CHHUI CBET paCTEeHUI U TPUOOB).
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M3BecTHBI MOMBITKYA MCHOJb30BaHUS 0AKTEPUOPOIOIICMHA B TaK
Ha3bIBaeMoOl «0OeccepebOpsiHoi» (oTorpaduu, rae usodpakeHue
MPOSIBJISIETCS 32 CUET XMMUUYECKMX M3MEHeHM I (poTopelienTopa npu
BO3/IEICTBUM CBETA, a TAKXKE B IPYTMX CUCTeMaX 3alluCcU U XpaHEeHUs
nHGoOpMaLIMK, B TOM YUCIE IS Lieeil KWOepHEeTUKU, T.e. AJIsI pa3pa-
601K DBM Ha 0CHOBE HOBBIX TUTIOB HOCUTEJIEH MH(pOpMaLIMK.

3.5. IPOIIECCHI KOHCTPYKTUBHOTIO
METABOJIN3MA

3.5.1. B3ANMOCBS3b 9HEPTETUYECKUX Y KOHCTPYKTHBHBIX
IMPOIIECCOB B KJIETKE

IIpu paccMoTpeHUM 3TOI MPOOIIEMBl HYXKHO UMETh B BUJIY JBa
00CTOSITEIHCTBA:

1. B kietke Ha caMOM Jejie He CYIIECTBYeT Pe3KOro pasrpa-
HUYEHUST SHEPreTUYeCKUX M KOHCTPYKTUBHBIX mpolieccoB. Kak
TpaBUJIO, B pe3yJIbTaTe peaklMil KaTaboau3mMa o0pa3yloTcsl TaKue
TIPOMEXYTOUYHBIE TTPOAYKTHI, KOTOPBIE MOTYT <«IIOAXBAThIBATHCS»
¢depMeHTaMU aHA0OJIM3Ma U UCITOJb30BaThCs IJISI TOCTPOEHUS Be-
IIECTB KIETKU.

2. B XuBoi1 KJIeTKe IIMPOKO UCITOIb3YeTCs IPUHIIMIT OpraHu3a-
MY OMOXWMUMYECKUX TTPOIIECCOB B BUIE MeMabOAUYeCKUX YUKA08,
KOT/Ia UCXOIHBINM Y KOHEUHBII KOMITOHEHTHI UACHTUYHBI, M IIMKJIbI
MOTYT QYHKIIMOHMPOBATh HEOIPE I IEHHO TOJITOe BPEMSI IIPU YCII0-
BUM npumoka CyOCTpaToOB U ommoka TIPOIYKTOB. B cooTBeTCTBUM
C TEPMOIMHAMUYECKUMU COOOPaKEHUSIMU IHEPI U, HeOOXoauMast
JUTS OMOCUHTE3a KaKOro-JIM00 KOMIIOHEHTA KJIETKM, KaK IPaBUJIO,
JTOJIKHA OBITH OOJIBIIIE, YeM SHEPTHSI, TIoJIydaeMasi B pe3yJIbTaTe ero
kaTabosu3Ma. OMHAKO «9HEPreTUYeCcKue» cyocTpaThl, KaTaboaru3m
KOTOPBIX JAeT OOJIbIIIe SHEPTUM, YeM HEOOXOIUMO TSI UX PECUHTe-
3a, MO3BOJISTIOT C(POPMHUPOBATH LIMKIMYECKUI MEXaHU3M, TTO3BOJISI-
IOIINI KJIeTKe (PYHKIIMOHUPOBATh ITOTOOHO BEYHOMY JBUTATEJIIO.

KaTtabonmueckre peakimym OOBIMHO 3K33PTOHUYHBI, MPEICTaB-
JISTIOT CO00# OKMCIIUTETBHYIO IeTpafalliio BEIIECTB, ITOCTYMAONINX
13 BHEIIIHE Cpelbl WM Pe3epBOB KJIETKU, a OCBOOOXKIAIOIIASICS
SHeprud 3amnacaercs B Bujae TOI MoHOB WK B (popMe MaKpOIPIu-
yeckux coeauHenuit (ATP, PEP u ap., cMm. pasn. 3.1).
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B nepepacnpeneneHuy MOTOKOB 9HEPTUH, TTOTyJaroLIecs B pe-
3yJbTaTe KaTaboaru3Ma M 3aTpaurMBaeMoil B Mpoliecce aHaboIu3ma,
0oJIbIIIOE 3HAYEHNE UMEIOT HUKOTUHAMUIHbIE KoepMeHTh: NAD
u NADP. BoccrtanoBiaenue NAD* npoucxoaut B Mpoliieccax Kata-
0osM3Ma, ¥ OKHUCIICHNE 3TOTO COSTMHEHMST MOXKET COITPOBOXKIATHCS
3armacanuem sHepruu B ATP. Hanpotus, NADPH saBnseTcsa ucrou-
HUKOM BOCCTAHOBUTEIbHBIX SKBUBAJEHTOB B OMOCUHTETUYECKUX
peaKkliusIX, a ero OKUCAEHUE CIYKUT IBVXKYIIEH cuioil aHaboIm3-
Ma. B momgnepxanuu paBHoBecust Mexxny NADH u NADPH Bax-
HYIO POJIb UTPAET MPAHCRUOPOLEHA3HAS PeaAKUUSL:

NADH + NADP* ——=NAD* + NADPH .

BzauMocBs3b MeXIy TEMU peakiMsIMU, B pe3yabraTe KOTOPbIX
SHEprusl BBIIEISETCS U MOXET OBITh 3alaceHa B KJIETKE, M TeMH,
B KOTOPBIX OHA 3aTpauyuBaeTCs] Ha TOCTPOCHUE BEIIECTB KIIETKH,
yIoOHee BCEro pacCMOTPETh Ha IIpUMepe MeTabojM3Ma caxapoB,
Yalle BCErO BRICTYMAIONINX B KAUeCTBE SHEProJalOINX CyOCTPaTOB.

PaccMoTpuM mpumep, Koraa OCHOBHBIM MCTOUHMKOM 3HEPTUU
U yrjiepoaa CIYXWT III0KO3a WX CoaepKalllie INII0KO3Y IoJjrca-
Xapuabl (Cydail TUTTMYHBINA 11 MHOTUX MPOKApPUOT M 3yKapuoT).
IMocnemoBaTeIbHOCTH TMPOTEKAIOIINX peaklMii n3o0paxeHa Ha
puc. 3.29.

Yrunuzauusi noaucaxapudos HaumHaetcsi ¢ ux ruaponusa (1).
Iunponus ¢ yuactueMm (hepMeHTOB amusa3 IPUBOAUT K 00pa3oBa-
HUIO o4ueocaxapudos U CBOOOIHBIX caxapog, KOTOPbIe C TTOMOIIIbIO
gocgopunaz npeBpaiaoTcs B pochopHbie 3(pupbl caxapoB. B ciy-
yae TJIIOKO3bl 3TO 4allle BCEro MoK030-6-docdat, o6pazoBaHue
KOTOPOTO KaTaJIM3UpPyeTcs eekcokunasoil (2). ObpaTHas peaKius —
CHHTE3 II0JIMCaXapuIOB — TUIIMYHBIA aHAOOIMYECKHMI IpoIecc,
MpOTeKAaloIIunii ¢ 3aTparoit sHepruu. CyTh Ipolecca COCTOUT I100
B 00pa30BaHUU 3aNACHbIX gelecma, TN00 B CUHTE3E CIMPYKMYPHbIX
noaucaxapudos (HampuMep, KOMIIOHEHTOB KJIETOYHOW CTEHKM).
B aTHx ciaydasx mpomMexXyTouHO 00pa3yroTcsl MPOAYKTHI B3aUMO-
IEUCTBUS caxapoB U HYKJICOTUHOB (HAIIpUMED, ypudunougocpam-
enoko3a). PochoprmimpoBaHe TIIOKO3bI — 3TO IEPBBIA 3TaIl 21u-
koau3a (3) (cM. pazn. 3.3, MOCBSIIEHHBbIN OPOXEHUSIM), B KOTOPOM
yepe3 MPOMEXYyTOYHOe 00pa3oBaHue Tpruo3othochaToB CUHTE3U-
pyetcst nupysam. OH Xe TOIydaeTcss U Ipu (QYHKIIMOHUPOBAHUU
neHro3odocdarHoro uukia (4), win neHTo30¢hpochaTHOro MIyH-
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Ta, OMOCHMHTETUYECKOE 3HAueHHME KOTOPOTO COCTOMT, B 4aCTHO-
CTU, B cuHTe3e nenmo3 (5). JanbHeilne npeBpalleHUs] MMpyBaTa
MPUBOJISAT JMOO K CUHTE3Y aranura (6, YUCTO OMOCUHTETUIECKUIA
npoliecc), J1udo K obpazoBaHuIo ayemun-CoA, «TUTAIOIIETO» LMK
Tpukap6oHoBbIX KucjoT (LIUTK, 7), 3HaueHHe KOTOPOTro paccMOT-
pyM TIofIpoOHee YyTh IMo3xe. [1pyn HaITMYuKM TOTOBOTO ajlaHWHA U3
HETO IO e CTBMEM COOTBETCTBYIOLIEH de3amuHa3bs BHOBb 00pa3y-
€TCS TMPYBaT, BCTYMHAIONIUI B KATa0OIMIECKHE TTPOIIECCHI.

TTonucaxapuapbl Tawoxo3a
(KpaxmaJl, JIMKOTEH)| *._ 5
o el
T'moko3so-6-pochat
3 4
TpuosodochaTsl MMeaToszodocdaTsl
. AnanuH ——— TImpyBaT s

Acmaparasopad =

OxcamoaneraT Iurpat
KHCTIOTA .
i1z S 7
! 4
TIMpUMETHHEED . -
i l 14 %.2-OKcornyTapat
HYKJIEHMHOBBIE| . ¥

KHCIIOTEL T'nyTamMat
\He;{msm

Puc. 3.29. Cxema OCHOBHBIX TTyTeil KOHCTPYKTUBHOTO MeTabOIM3Ma B KIIETKe

Anetn-CoA MOXET CIYXKUTb HCXOIHBIM METaO0OJIMTOM ISt
CUHTEe3a JcupHbix Kucaom (8), ABISIOLIMNXCSI HEOOXOIUMBIMU KOM-
TIOHEHTaMU unudos. B ¢cBOIO ouepenb KaTabOIM3M JIMITUIOB CO-
MPOBOXAAECTCS UX TUAPOIU30M C OCBOOOXKIECHUEM XKUPHBIX KMCIIOT,
KOTOpEBIE Jlajiee MOTYT MOABepraThbes Jerpagaunu 1o aneTuin-CoA.
Takum obpazom, aneTusi-CoA HaXoOUTCS B LIEHTPE KaK KaTaboJu-
YeCKUX, TaK U aHA0OJIMYECKUX IpeBpallleHUii MHOTHX CyOCTPaToOB
(Takre MeTabonuThl, Kak aueTui-CoA, MHOTAA HA3bIBAIOT «LEH-
TPOOOJIUTAMM» ), B YACTHOCTH, YIJIEBOJAOB U JIUITHIOB.



110 I'masa 3. Opranusanys IpoIeccoB MeTaboIM3Ma

M5t 3aBepLIEHKS IPOLIECCOB OKUCIEHHS KUPHBIX K1CnoT (1o CO,
1 H,0) HeoOX0aMMO TaKKe OKUCITUTh AUETUITbHBIE OCTATKH, 00pa3yio-
1mecs B pesyssrare f-okucieHus (9), 4To U OCYIIECTBISIETCS B TPO-
1ecce GyHKUMOHUPOBAHUS LIMKJIA TpUKapooHoBbIX KUCIOT (LI TK).

IlpencraBnenue o LITK (crtapoe HazBaHue «uuka KpeGcar)
c(hopMyIMpoBaHO aMepuKaHCKUM OuoxuMukoM [A.Kpedbcom
B 1937 1., monydmnBIINM 3a 3TH HcciiegoBanns HobemeBcKyio mpe-
muio (1953 r). LTK BeimonHseT ABe BaxkKHbIe 3amauyu: 1) mojHoe
OKUCJICHNE MHOTHX CyOCTpaTOB, YTO OOECIIeUMBACT KIIETKY SHEp-
ruei; 2) moydeHre TPOMEXYTOUHBIX ITPOMYKTOB IUIST CHHTE3a psIa
KJIETOYHBIX KOMIIOHEHTOB, B YACTHOCTH acIaparHOBOM M IJIyTa-
MMHOBOM KMCJIOT B pe3yJIbTaTe MpsIMOIo aMUHUPOBAaHUS KETOKKC-
JIOT: oKcajoanerata v 2-okcorayrapata (10 u 11 Ha cxeme). M3 Hux
(a TakKe aJlaHMHA) ITyTEM IIepeaMUHUPOBAHUS MOTYT OBITH ITOJTyIe-
HBI MHOTHE IPYTHe aMIHOKVCIIOTHI U B KOHEYHOM CUYETEe — OCIIKU.

BosBpaiiasich K HeBO3MOXXHOCTH CTPOTOT0 pa3rpaHUYeHUs KOH-
CTPYKTUBHBIX M SHEPTeTUIECKUX ITPOIIECCOB, OTMETUM, YTO OTHO-
cuTeabHbIe BKJIaabl ukoau3a v LI TK B sHepreTuky u OMOCMHTE3bI
YacTo 3aBUCST OT CKOPOCTU pocTa opraHm3Ma. M30ToImHbIe nccie-
JIOBaHUsI TTOKAa3aJid, YTO MPU BBICOKOI CKOPOCTU pocTa Escherichia
coli Ha cpene ¢ rmoko3oii LITK B ocHoBHOM obecrieunBaeT KOH-
CTPYKTUBHEBIC TIPOIIECCHI, TOTJA KaK TJTMKOJIN3 BBIITOJHSIET YHUCTO
SHEPTEeTUYECKYI0 poib. [lpy 3aMemIeHN CKOPOCTH pOCTa MX PO-
JIM MEHSIOTCS: OCHOBHasl 3HepreTuyeckass (yHKIUS IepEeXOduT
K LITK, a ruKoau3 UCIob3yeTcs A1 IIMKOoreHe3a, odecrieunBast
CUHTE3 U 3allacaHue MmojrcaxapuaoB B KieTke. Takue myTu MeTabo-
JIN3Ma, UTPAOIIe KaK SHEPTreTUICCKYIO, TAK U KOHCTPYKTUBHYIO
pOJIb, IPUHSTO HA3BIBATh aM@puboAuYecKUMU.

3aBepiiasi pacCMOTpeHUE CXeMbl Ha puc. 3.29, otmetum, yto LITK
BHOCHUT BKJIaJl B CTHTE3 BCEX BaXXHEHIITNX OMOITOIMMEPOB KIICTKH,
B TOM YMCJIC ¥ B CHHTE3 HYKJICMHOBBIX KHCJIOT, Yepe3 0Opa3oBaHUE
nmupuMuanHOB (12) 1 mypuHoB. CUHTE3 ITypPUHOB OCYILECTBISIETCS
MPH YIaCTHH MTeHTO30(p0CcGhaTHOTO IIyHTa (MX MPEIIIeCTBEHHUK —
pub030-5-docdart), HO YaCTb aTOMOB YIJIEPOAHOIO CKeJleTa Iypu-
HOB IIPOMICXOOUT U3 aMUHOKMCIIOT: acTIapariHOBOM M TJIyTaMUHO-
BoIi1, a Takke popmuara. CaxapHasi YaCTb HyKJICOTUIOB CO31AETCS U3
neHTo3 (13), Takke oOpas3yloluxcs B NeHTo30hochaTHOM LIMKJIE.
I[MpUMUIMHEI MOTYT MCITOJIB30BaThCS M B 9HEPTeTHUCCKIUX IIPOIIEC-
cax; MX KaTaboJIM3M IpoTeKaeT Yepe3 00pa30BaHNE METHIMAIOHMII-
CoA, Bkimoyatonierocs: B KoHeuyHoM cuete B LITK (14).
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3.3.2. YCTAHOBJIEHUE NOCJEAOBATEIBHOCTU PEAKIINIT
B METABOJIMYECKUX IIYTSIX

Kak 1 B ciryuae KaTaboJIMIeCKUX MyTel, MoCIenoBaTeIbHOCTh
peaxkiMii KOHCTPYKTMBHOTO MeTaboIM3Ma MOXHO YCTaHaBIIM-
BaThb C IOMOINIbIO CHENMDUIECKMX WHTUOUTOPOB (€CIu OHM
cyuecTBytor). s atoro HeobxoauMa (epMeHTHasl cucTema,
roJjryyaeMasi TIOCPeJCTBOM pa3pylIeHUsT KIeTOK (IJIs UCKITIoue-
HUs 6apbepa MPOHUIIAEMOCTH JIJIsI CYOCTPAaTOB M MHTUOUTOPOB),
B KOTOPOIi MOTJIa OBl IPOTEKATh M3ydaeMasi IoCIeIoBaTeIbHOCTh
peaxiuii. BBeneHue B Takyto cUCTeMY Clielin(priecKoro MHruom-
TOpa, TMOAABJISIONIeT0 aKTUBHOCTD (hepMeHTa, KaTaanu3upylolie-
TO OJIHY M3 CTaJuii mpoliecca, MPUBOINUT K HAKOTIJIEHUIO TIpoMe-
KYTOYHBIX MPOMYKTOB TpPEAIIeCTBYIOINUX cTaauii. HemocraTok
JMIAaHHOTO MeTOoAa — TPYAHOCTh Mombopa CreuduIecKuX MHTU-
OUTOPOB IS BeeX (MU OOJBIIMHCTBA) CTAAUN OMOXMMUYECKOTO
rnpotecca.

[eHeTMUeCKM aHAJIOTOM METOJa MTHTUOUTOPOB SIBJISIETCS METO]I,
OCHOBaHHBIN Ha TTOJIyYeHUM MYTAHTOB C Ie(PeKTOM reHa OHOTO U3
(bepmenToB. Takne MyTaliim, Kak IpaBUIIO, SIBJISIIOTCS JIETATbHBIMH,
OITHAKO Mo0aBjeHNEe B Cpelly HEOOXOMUMBIX KOHEUHBIX ITPOIYKTOB
obecrieyrBaeT pOCT MyTaHTa, B KJIeTKaX KOTOPOTO MOTYT HaKaruIv-
BaTbCs TPOMEXKYTOUHBIE TPOMYKTHI, TPEIICCTBYIOIINE CTaauu,
KaTaJln3upyeMoi ne(eKTHbIM (hepMEeHTOM.

IlInpoxoe pacrpocTpaHeHUE TIOJYYUIIO HCIOJb30BaHUE CYO-
CTPATOB C PaIMOAKTUBHON METKOM, PACITOJIOKEHHOW B Pa3TMIHBIX
yacTsax MosiekyJbl. [IpocnexuBaHue ee cyab0Obl (METOIAMU XpoMa-
Torpacdu U aBTOpaarorpacru) B MPOMEXYTOUYHBIX W KOHEYHBIX
TPOMYKTaX TITO3BOJIAET PEKOHCTPYMPOBATH ITOCIIENOBATEILHOCTh
XUMUYECKUX PeaKIInii B METa0OINIECKOM TTyTH.

Pa3HOBMIHOCTBIO TAaHHOTO METOMAA SIBJISIETCSl MCITOh30BaHME
CTaOWJIBHBIX U30TOITOB KMCJIOpO/a, a30Ta 1 cepbl. Hanpumep, npu
U3y9eHUN (HOTOCHHTE3a C TIOMOIIBIO «TSDKEJIOT0» M30TOoTa KUCIIO-
pona ('*0) ymanoch mokasaTh, 4TO B Tipoliecce GOTOCUHTE3a y pac-
TEHUIN MOJIEKYJISIPHBIA KUCIOPO/ MTOJTYYAETCS U3 BOIBI, @ KUCIIOPOI
YIJIEKWCIIOTO Ta3a pacIpenessieTcsl MEXIy BHOBb OOpasyrollencs
BOJION ¥ OPraHNIEeCKUMU MPOAYyKTaMU (DOTOCUHTE3A:

C%0, + 2 H,*0 — (CH,0) + 0, + H,0 .
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[Ipn ucnoNb30BaHUM TSKETBIX M30TOTIOB MHOTIA BO3HUKAIOT
OCJIOXXHEHMSI, CBSI3aHHbBIE C TeM, YTO (hepMEHThl pa3INyaroT CO-
eIMHEHMS C JISTKUMU U TSDKEIBIMU M30TONIaMKU OTHOTO W TOTO Ke
9JIEMEHTa, B Pe3yJbTaTe Yero CKOPOCTU UX MPEeBpallleHU MOTYyT
pa3nuyaThesl. DTO 0OCTOATENBCTBO HEOOXOMAUMO YYMTHIBATH MPU
TPaKTOBKe pe3yiabTaToB. B To ke BpeMs Takasl CIelM(UIHOCTD
(bepMEeHTOB MO3BOJISIET pa3iIvyaTh MPOAYKTHI, OOpa3oBaBIIUECS
TP WX Y9aCTUM, M TIPOAYKTHI, 0Opa3oBaHHbIE aOMOTEHHBIM ITy-
TeM (B CAaMOTIPOM3BOJIBHO TIPOTEKAIOIINX XUMUIECKUX PEaKIInsIX),
MOCKOJIbKY TIepBble, KaK MPaBWIO, OKa3bIBAlOTCS 00OTraIlieHHbIMU
JIETKUMM aHaJloraMu M30TOMoB. Takue ucciieqoBaHUsl MO3BOJISIOT
JIeJIaTh OYeHb BaXKHbBIE BHIBOIBI O PO MUKPOOPTaHU3MOB B T€0-
XUMMUYECKMX U 9KOJIOTMYECKMX MpoIeccax.

Ene oqHUM BapraHTOM MCITOJIB30BaHUS M30TOIIOB B OMOXMUMU-
YECKUX MCCIIEMIOBAHUSX SIBISIETCS MPUMEHEHUE S0epH020 MacHUm-
Hoeo pesonanca (AMP).

OTOT METO/ OCHOBAH Ha TOM, UTO 3JIEMEHThI C HEUETHBIMU Mac-
coBbiMu unciamu ('H, BC, PN, 3P u 1.0.) 00/1agaloT MATHUTHBIMK
cBoiicTBaMHM, Toraa Kak napyrue ('°O, ?C,) — HemarHutHbl. Eciu
aTOMBI TTEPBbIX 3JIEMEHTOB IIOMECTUTD B CUJIbHOE MAarHUTHOE TTOJIe
(coznaBaemoe AMP-cnekTpoMeTpamMu), OHU CLIOCOOHBI TTOTJIOLIATD
KBaHT SHEPr1MU NIPU PE30HAHCHOI YaCTOTE, KOTOpasi 3aBUCUT OT XU~
MMYECKOTO OKPYXEeHUs JaHHOTO aroMa. B pesynsraTe ynaercs 3a-
peructpupoBath SIMP- crieKTpbl, MO3BOJISIIONINE CACJIaTh BasKHbBIE
3aKJIIOUYEHUS O CTPYKTYPE MOJIEKYJIbI, COAEPKAIE TaHHBII aToM,
a cJiefoBaTeIbHO, YCTAHOBUTb, B YACTHOCTH, MPUPOIY MPOMEXY-
TOYHBIX ITPOIYKTOB OMOXMMUYECKOTO ITyTH. BecbMa cyliecTBeHHO,
yto AMP-crieKTpocKomus He OKa3bIBaeT MOBPEXKIAIOIIET0 BO3AE -
CTBUSI HA XUMHUYECKYIO CTPYKTYPY BEIIECTB M €€ MOXKHO ITPUMEHSITh
K XXMBBIM O0BEKTaM.

3.6. ASOTOUNKCAIIUA

A30T oTHOCUTCA K yeThipeM aneMeHTam (C, H, O, N), cocTtaBns-
IOLIMM B KOJIMYECTBEHHOM OTHOILIEHUM OCHOBY XXMBOTO BEIIECTBA
U MIOTOMY Ha3bIBaeMbIX OuoeerHbimu. OMHAKO MOJABIISIONIAs Macca
azora B Ouoccepe mpeacraBieHa XUMUIECKH MHEPTHBIM MOJIEKY-
JIIpHBIM a30ToM atMmocdeprnl. [lepeBon ero B hopmy, JOCTYITHYIO
JUTS XXMBBIX OPraHU3MOB, BO3MOXEH TPEMsI OCHOBHBIMU MYTSIMU.
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1. O6pa3zoBaHKE OKUCIOB a30Ta IO/ BO3NEUCTBUEM d1eKmpute-
cKUux paszpsados é ammocgepe (60 apemsi epo3bl) UAU nymem Gomoxu-
MUHECK020 OKUCAEHUS] AMMUAKAd. DTU TIPOLIECCHl TPYAHO MOANAIOTCS
KOJIMYECTBEHHOMY YY€Ty, HO MaJIOBEpOSITHO, YTO OHU UTPAIOT Cy-
IIECTBEHHYIO POJIb B COBPEMEHHBIX YCJIOBUSIX.

2. ObpazoBaHME aMMHUaKa U OKKMCIIOB a30Ta B XUMUYECKUX peakK-
YUAX 8 pe3yabmame MeXHOLEHHbIX NPOUecco8, OCYUW,eCmBEaseMbiX Ye-
/108eKoM 1 JISXKAIMX B OCHOBE ITPOM3BOICTBA a30THBIX YIOOPEHUIA.
ITo pa3HBIM OlleHKaM, TaKMM 00pa30M JOCTUTAETCS CBA3bIBAaHME
4—6-107 T a30Ta B TOII.

3. Quicayus azoma Kiemkamu npoxapuom, KOTopasl, Kak 3To HI
YIUBUTEIHHO, 3HAYUTEIBHO TIPEBBIIIAET PE3YIbTaThl, TOCTUTHYTHIE
YeJIOBEKOM B CAMBIX COBEPIIEHHBIX XUMUYECKHX ITPOU3BOACTBAX —
npuMepHo 2—3-10!! T azoTa B rox (o 300 KT a3oTa Ha rekrap IMmod-
Bbl). Jlo pa3BUTHMSI TEXHOTEHHBIX CIIOCOOOB CBSI3BIBAHMSI a30Ta
B XX CTOJIETUM ITOT MpoLEecC ObLI eAMHCTBEHHBIM, 00eCIIeYnBaB-
IIM TTOTPEOHOCTh B a30T€ BCEX KMBBIX OPraHU3MOB Ha 3eMiie.

Azotdukcaius 6buta otkpsita C.H. BuHorpanckum B 1883 . Ha
MpUMepe BBIIEJICHHBIX U3 TTOYBBI OaKTepHii, Ha3BaHHBIX M B YeCTh
JI. Ilacrepa Clostridium pasteurianum. CriocOOHOCTb K a30TUKcaLuu
0OHapyXeHa TOJIbKO Y TTIPOKapHMOT 1 IITMPOKO PacpoCcTpaHeHa Cpean
Pa3IMYHBIX (PU3MOJIOTMYECKHX TPYIIIT: a3p000B, MUKPOa3pOdUIIOB,
aHa’poOoB, GOTOTPOOB, KaK CBOOOTHOXKUBYIIUX, TAK U CUMOMO-
TUYECKUX (C paCTEHWSIMM U Tpubamu). DTU OpraHU3Mbl MPUHAMI-
JIeXaT K pas3IMUHbIM TaKCOHOMUYECKUM TpyrmnaM (Proteobacteria,
Firmacutes, Actinobacteria, Chlorobia, Cyanobacteria). Cnenyet OT-
METHTb, YTO T€HBI, OIPEICIISTIONINE CTIOCOOHOCTh K (pUKCAIMK a30Ta
(nif-reHsl), JIErKO MepeaaroTcs MyTeM eopuU30HmMANbHO20 NepeHoca OT
OIIHMX TIPOKAPHUOT K apyruM. Cpenn apxeit CITocOOHOCTD K a30THUK-
calliy YCTaHOBJIEHA ITOKa TOJIbKO Y METaHOTEHOB.

IIporecc azordurkcauy Ype3BHIYAHO 3HEPTOEMOK: IUISI BOC-
CTaHOBJIEHUSA OHO MOJIEKYJIBI N, HEOOXOIMMO 3aTpaTUTh 12 MoJte-
kya1 ATP; unade roBops, mjst accumuissiuu 1 mr azota Clostridium
nepepadaTbiBaeT 500 MTI [JIIOKO3BI.

A30ThUKCaLMST OCYIIECTBIISIETCS C TTOMOIIBIO (hepMeHTa Hu-
mpoeenasvl. U3BeCTHBI TpU TUIa HUTporeHa3. Hauboisee pacrpo-
CTpaHeHa HMTpOTeHa3a, colepxKalllas MOJUOIEH B KOMILIEKCE
¢ romorutpatoM u Fe-S-nienTpamMu. CyliecTBYIOT HUTPOTEHA3HI,
B KOTOPBIX MOJIMOMIEH 3aMellleH BaHAIKeM, a TakKe HUTPOTeHa3hbl,
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He cojiepKallue Apyrux MeTajsioB, KpoMme Xeje3a. MHTepecHO, 4To
B KJIETKAX OJTHOTO 1 TOTO e OpraH1M3Ma MOTYT ITPUCYTCTBOBATh HU-
TpOTeHa3bl ABYX WU BCEX TPEX TUITOB (B 3aBUCUMOCTH OT JAOCTYII-
HOCTH MOJIMOeHA WU BaHAIUS B OKpYXKalollleil cpene).

Mornekyna 1000l HUTpOreHa3bl COCTOUT M3 ABYX METaJLIONpPO-
TernHoB. KoMmoHeHT 1 — TeTpaMepHBbIii 0eJOK ¢ MOJEKYISIpHOK
Maccoil 245 k/la, mpeacTaBasiioluii co00i UCTUHHYIO HUTpOTre-
Ha3y, B3aMMOJIEHCTBYIOIIYIO C MOJIEKYJISIPHBIM a30TOM, TTOJIYyIUT
HazBaHUe Moaubdogeppedoxcuna, uim MoFe-6enka. KoMmoHeHT
2 — IMMEPHBIN GEJIOK ¢ MOJIEKYISApHOR Maccoit 62,4 xJla, mpen-
craBisieT coboii Fe-S-0enok, HasbIBaeMBIM a30gheppedokcuHoM.
OH IIpMHMMAET 3JIEKTPOHBI OT BOCCTAHOBJIEHHOTO (pepperoKCruHa
win ¢GaaBoIoKCHMHa (HeOOJbIIOro Mo pa3Mmepy (aBonpoTenHa)
u niepenaet ux myreM ATP-3aBucuMoii peakiiuy Ha KOMIIOHEHT 1.
CniocoObl BOCCTaHOBJIEHUST (DepPEeIOKCUHOB, TIepeqaloInX 3JIeK-
TPOHBI HA HUTpOTeHa3y, oka3aHsbl (puc. 3.30).

HCOOH €O,
H, 2H°

NMupysar

w‘
co,

PoTOCACTEMA |

Obparuua
Tpaucnopt
ANEKTPOHDE

NAD(MH NAD(P)

BoccraHosneHHee  OKHCHEHHBE
XMHOHBE NEPEROCYNKMN
LUHTOXPOME INEKTPOHOD

Puc. 3.30. Peakunu BoccTaHOBJIEHUS (heppeloKCHHA KaK MCTOYHUKA
BOCCTaHOBUTEIbHBIX 9KBUBAJICHTOB TSI HUTPOTeHa3bI [7]

JJ1s1 BOCCTaHOBJIEHHSI MOJIEKYJTBI 230Ta HEOOXOIUM TIepeHOC TIIe-
CTH 3JIeKTpoHOB. OIHAKO 32 OIWH IIUKJI HE MOXET ObITh TTepeHece-
HO GoJiee TBYX 2JIEKTPOHOB, MTOITOMY ITPOIIECC BKIIOUAET TPU TIO-
CJIeZIOBATENIbHO MPOTEKAIOIIUX CTaIUW, TIPH KOTOPBIX 00pa3yloTCsI
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CBSI3aHHBIE ¢ (hepMEHTOM MpoMexXyTouHble mpoaykTel: HN = NH
(mmumun) 1 HN — NH, (ruapasun). Hu onH0 13 5TX coeMHeH i
0OHapYXUTb HE yIAeTCsl, TAaK UYTO EAMHCTBEHHBIM UAEHTUDUIIMPYE-
MbIM NpoayKTOM asordukcaunu asisercsas NH, (puc. 3.31).

q)D‘BoccT

Fe-6enok

1 ‘okuen

2ATP 2P

f

-(ADP), MoFe-6enok, .

2ADP

3 2

q)'D‘omcn
q)n'uomcn

Puc. 3.31. TlocnenoBaTeabHOCTb COOBITUI B HUTPOT€HA3HON peakluu

MoFe-6enok ..
———

[Fe-Genox,,. -(ATP), |

Bce KOMIOHEHTBHI HMTpOreHa3 OYe€Hb UYYBCTBUTENIbHBI K KHUC-
JIOpOMY, TIO3TOMY MX CMHTE3 M aKTUBHOCTD TTOAABIISIIOTCS B a3p0O0-
HBIX YCJIOBUSIX, €CJIU OTCYTCTBYIOT CIIOCOOBI 3allIUTHI OT KUCIOPOa.
Takast 3amura GyHKUMOHUPYET Y OOJUraTHO- U (PaKyIbTaTUBHO-
a3pOOHBIX OaKTepHii 1 OCHOBBIBACTCS Ha CIICAYIONINX MEXaHMU3MaX.

1. ¥V obGnuratHo-aspoOHBIX OakTepuii, MOJOOHBIX Azotobacter,
IEUCTBYET MEXaHU3M ObIXAMeAbHOU 3auiumbl, 3aKITIOUAIOIINIACS BIIO-
BBIILIEHUM CKOPOCTH IOIJIOIIECHUS KUCJIOPOIa MyTeM BKITIOYCHMS
aJbTePHATUBHOW JBIXaTEeJIbHOM 1IETH, CoAepKalleil [UTOXpoM d.
IIpu 3TOM CITOCOOE 3aIMUTBI CKOPOCTD IBIXaHUs TaK BBICOKA, UTO
BECh IMOMABIINI B KJIETKY KMCJIOPO BOCCTAHABIMBACTCS JIBIXaTeIb-
HOI1 1IeTIbIO OBICTpEe, YeM ITONanaeT B IINTOILIa3My M MHAKTUBUPYET
HUTPOreHasy.

2. MakyabraTUBHBIE a3p00BI ((POTOTPODBI) UCIIOTB3YIOT Mexa-
HU3M KOH@OPMAYUOHHOU 3auiumbl, 3aKITIOYAIOIINICS B CBSI3bIBAHUH
HUTPOTEHA3bI C 3alIUTHLIM OEJIKOM. XOTS TPH 3TOM aKTUBHOCTH
HUTPOTEHA3bl CHIDKACTCsI, OHA CTAHOBUTCS HEYYBCTBUTCIHHOM
K KUCJIOPO.Y.

3. Hekotopsle GaKTepUU WCIIOIB3YIOT Mopghosoeu4eckyro, VTN
noseedenueckyro, adanmayuro. Y LMaHOOAKTepuil a3oTduKcaIvs
MPOTEKAET B 2cemepoyucmax, JUIIEHHBIX BTOPOl (hOTOCUCTEMBI
U TO3TOMY He CIOCOOHBIX K BBIACICHUIO KHcaopoaa. ¥ cuMOuo-
TUYECKMX a30TOUKCATOPOB HU3KOE MapliaJbHOE NaBJIeHUE KHC-
JIopoma B KIIyOSHBKAX, COAepXKaIInX a30TOUKCHUpYIOIIe OakTe-
pyu, MOAACPXKMUBAETCS MyTEM 00pa30BaHUsI 0COOOIro TeMOIJI00MHA
(neceemoenobuna). Y NoaABUKHBIX OakTepuit HAOII0IAETCs ompuya-
meabHblll a3pOmaKclc, TO3BOJISIIOIINI KJIeTKaM MUATPUPOBATh B 30-
HbI C TOHWXKEHHBIM cofiepxkaHueM kuciaopoaa. HakoHell, onpenae-
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JICHHYIO POJIb B 3allMTE OT KMCJI0POAa MOXET UTrpaTh oOpa3oBaHUE
CJIM3UCTOTO eauKoKaiukca (KarcyabHbIX TOJIMCaXapyuaoB), 3aTpyi-
HstroLero 1uddysunio Kucaopoaa.

OCHOBHYIO POJIb B peeyasyuu CHHTe3a HUTPOTeHa3bl UTPAIOT MO-
HBI aMMOHUSI: HUTPOTeHa3a 00pa3yeTcsl TOIbKO ITPU OYeHb HU3KOM
BHYTPUKJICTOYHON MX KOHIeHTparmu. OOuH U3 MEXaHM3MOB Ta-
kol perysiuuu (y Klebsiella) cOCTOUT B TOM, UTO OEJIOK-PETYJISITOD
(NifA) TpaHCKPUITLUKUKU Te€HOB a30TPUKcaUun AEHCTBYET KaK aKTU-
BaTOp aJIBTEPHATUBHOTO (haKTopa 6>*, HEOOXOAUMOTO IS IKCIIPEC-
CHM TE€HOB HECTaHIAPTHHIX (hu3nonorudeckux ¢yHxkuuii. Korma
colmepKaHue MOHOB aMMOHUS TIPEBBIIIAET MOPOTOBBIN YPOBEHb
(UM B MPUCYTCTBUU KMUCJopona), ¢ OenkoMm NifA coeauHsieTcs
o6enok-uHruoutop (NifL), 610KUpyIOLIUii ero (GyHKIIUIO.

Hwutporenasa crocobHa BocCTaHaBIWBATh W Psi IPYTHUX Be-
IIECTB;

Asua N,;”+4H" +2¢” - N, + NH*
Hunanun CN- + 8H* + 6 — CH, + NH*
[Mporonel 2H* + 2e — H,

Aunetnnen HC=CH + 2H" + 2¢ —» H,C = CH,

Croco0HOCTh HUTPOI€Ha3bl BOCCTAHABJIMBATh aI€CTUJICH B 9TU-
JICH NHOIAa UCIIOJIB3YETCS B KAYECCTBE 6bICTpOrO METOJa OIpeacic-
HHUA HHTpOI‘CHElSHOfI AKTUBHOCTHU.

3.7. TPAHCIIOPT CYBCTPATOB U ITPOAYKTOB
3.7.1. MEXAHU3MBI KJIETOYHOII IPOHUIIAEMOCTH

C xJ1eTouHON MeMOpaHOU CBs3aH LEbIi Psi BaXKHEUIIMX Me-
TaboaUYeCcKUX mpoueccoB. [NaBHble U3 Hux: pernukauus JHK;
OMOCHUHTE3 OEJIKOB, JUMUAOB, KOMIIOHEHTOB KJIETOYHOU CTEHKW;
IibIxaHue, (bOTOCUHTE3; KJIETOYHOE NeJeHUE M, HAKOHEll, MeM-
OpaHHbBII TPAHCIIOPT, KOTOPBIA U OyIeT MPeaMEeTOM PACCMOTPEHUS
B JAaHHOM TJ1aBe.

Membpannvim mpancnopmom OyaeM Ha3bIBaThb TPaHCIOKALIMIO
BELIECTB Yepe3 OMOJIOTMYeCKrUe MeMOpaHbl C 00513amenbHbiM y4a-
cmuem MOJIEKYJI-TIOCPEIHUKOB: «ITOABMIKHBIX TIEPEHOCUYNKOB» WIIU
«KaHaJI000pa3yIoIX» KOMIIOHEHTOB.
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CrnenyeT pa3nuyaTh HaccuéHoe TPOHUKHOBEHUWE BEILECTB Ye-
pe3 MeMOpaHy 0e3 yJyacTusi TIOCPEeAHUKOB (pusuueckas oughgysus)
U aKmueéHoe IPOHUKHOBEHUE BEILIECTB Yepe3 MeMOpaHy ¢ ydacTUEM
MOCPEAHUKOB — COOCTBEHHO mparcnopm (MOCKOJbKY JIATUHCKOE
transportare, KOTOpPOE B TIEPEBOJIE O3HAYACT «IIEPEBO3UTH», «II€pe-
HOCUTb», TTOAPAa3yMeBaeT yyacTue MOCpeaHNKA: MepeBO3YMKa WU
MepeHOoCUrKa).

llaccusenas nponuyaemocms MeMOpaHbl — 3TO MPOHUKHOBE-
HUE Yepe3 Hee BEIIeCTB 3a CYET TEIIOBOTO JBMXKECHUS MOJICKYJI.
KoHeuHBIM UTOrOoM Takoro Ipoliecca SIBISIETCS YPAGHUBAHUE GHe-
Kaemouoli (S ) v enympukaemounoi (S, ) KOHLIEHTPALWA BELIECTBA.
HavanbHast ckopocTh huzndeckoit nuddy3nn 3aBUCUT OT BHELTHE !
KOHIIEHTpaIlMM BellecTBa (TOYHEEe, OT IpaaueHTa KOHIIEHTpaIUuu
AS=S§,— S, , au3MeHeHMe TeMIIEpaTyphl (B rpeaetax Gu3nonoru-
YECKOM HOPMBI) MaJjio BJIMSIET Ha CKOPOCTh Ipoiiecca (ITOCKOJIBKY
OH 3aBUCUT OT abCOIOTHOU TemnepaTypsl, K).

[nsg OGoNbIIMHCTBA TUAPOMWIBHBIX TPUPOAHBIX CYOCTPATOB
(caxapoB, aMWHOKHCJIOT, OPTAaHUYECKMX KHUCJIOT B TUCCOLUMPO-
BaHHOM COCTOSIHMU U Ap.) KodhduLmeHT Auddy3un yepes IBoii-
HOW JIMIIUAHBINA CJIOW MeMOpaHBl MMEeT OYeHb HU3KYIO BETMYMHY,
TO3TOMY CKOPOCTh UX IUMhy3un HeJoCTaTOUHA TSl 0OeCTIeYeHUS
HOPMaJIbHOTO MPOTEKAHUST METaOOJIMUECKUX TTPOLIECCOB.

3a cuet pusnueckoit nuddy3un ocylecTBIsIeTCs MPOHUKHOBE-
HUE B KJIETKU MOJIEKYJT BOJIBI, HEKOTOPBIX T'a30B ( KUCJIOPOoa, BOIO-
pona, a30Ta, HO He YIJIEKMCIOThI), a TAK:Ke YIJIE€BOIOPOIOB (MeTaHa
U ero TOMOJIOTOB) U TUAPOPOOHBIX KCEHOOMOTUKOB (HEKOTOPBIX
AHTUOMOTUKOB, MOHOMOPOB U IIp.).

B HekoTOpBIX ciydassx MCTMHHOTO TPAHCIIOPTa, TaK e KakK
U npu busmdeckon auddy3un, TPOUCXOAUT JIUIIb ypaBHUBAHKE
BHEIIHE! Y BHYTPEHHEN KOHLIEHTpAIlMii BellecTBa. Takue mporec-
Cbl HOCAT Ha3BaHUe o0neeueHHol Oupgy3uu. OHU OCYILIECTBISIOTCS
¢ yJyactTueM OefkoB (IIEPEeHOCUYMKOB WM KaHajooOpa3oBaTeneit),
1 CKOPOCTh MX JOCTATOYHO BelMKa. TUITMYHBIM TIPUMEPOM SIBJISI-
€TCsI MPOHMKHOBEHWE BEIIECTB Yepe3 HapyXHYI0 MeMOpaHy IpaM-
OTPULIATETIbHBIX OAKTEPUI C yJaCTUEM 0e1K08-NOPUHOE.

3HAYUTETHHO Yallle TPAHCIIOPT TTPUBOIUT K 3aMETHOMY KOHUEH-
mpupoearuto TPAHCTIOPTUPYEMbIX BELIECTB B KJIETKE, TAKYTO S, >> §.
Takoit TpaHCIIOPT MpEACTaBIIsACT OO0 TePMOAMHAMUYECKYIO pa-
00Ty U TpeOyeT 3aTpaThl dHEpruu. Ero Ha3bIBalOT KOHUEHMpPUpyo-
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wum W (MeHee MPaBUJIbHO) aKMUBHbIM TPAHCTIOPTOM (B A€UCTBU-
TeJIbHOCTH JII00O# TPAaHCTIOPT AKMUBeH).

Oco0eHHOCTbhIO TPAHCIIOPTHBIX MPOLECCOB, B OTJINYME OT AUP-
(y3uu, IBIIETCS TAKXKE UX crepeocheyu@duuHocms, B pe3yabraTe Ko-
TOPOI OJIN3KUE TI0 XMMUIECKOI CTPYKTYpPE BellleCTBa KOHKYPUPYIOT
MPpU TPaHCIIOPTE 3a OOIIUIA mepeHOCYuK (KaHai). OrpaHUYeHHOE
KOJIMYECTBO MOJIEKYJI IEPEHOCUMKA B MEMOpaHe TTPUBOJUT K TOMY,
YTO 3aBUCUMOCTb HA4AAbHOI CKOPOCMU TPAHCTIOPTA OT KOHUeHmpa-
yuu cybcmpama OTMMCHIBA€TCS YpaBHEHUEM TUTIEPOOIIbI, (PopMaib-
HO CXOIHBIM C ypaBHeHUMeM Mmwuxasnuca—MeHTeH, ONUCHIBaIO-
M (PepMEeHTATUBHYIO KUHETUKY C aHAJIOTUYHBIMU TTapaMeTpaMK
(K uV_ )(cm. pasn. 2.2):

— Vmax

1+K,/S,’
rae V' — HavyanbHasg CKOpPOCTb TpaHcmopra; V. —— MakcuMalib-
Hasi CKOPOCTb MPU HACBIIIAMOIIEH KOHIIEHTpauuu cyocTpara (S));
K — KonueHTpanus cyocTpaTa, ipu KOTOPO CKOPOCTh TPAHCIIOP-
Ta paBHA TMOJIOBUHE MaKCUMAaJIbHOW. B aTOM ciydae roBopsiT, 4To
TPAHCIIOPTHBIN MPOLIECC TTOMYUHSIETCS «KUHETUKE HACBIIICHUS».
Bemmuunel K v V. HaswBIBAIOT napamempamu mpaHCnOPmMHOLL Cu-
cmemor. K XapakTepu3yeT ¢podcmeo TPaHCIIOPTHOTO MOCPEIHMUKA
K cyOcTpary, a V. — NponoplroHaibHa Koautecmey TIOCPeIHNKa
BMeMOpaHe U ckopocmu ero GyHKITMOHUPOBAHUS. 111 BEIMUCICHUS
9TUX MapaMeTPOB, KaKk U B (DEPMEHTATUBHOUN KUHETUKE, UCTIONb-
3YI0T TpaduKy JIMHEHHBIX alllPOKCUMAT ypaBHEeHUsT Muxasnuca—
Menron (metop JlaiitnynBepa—bepka u ap. ¢ TeMu Xe orpaHuye-
HUSMU, CM. pazm. 2.2).

%4

3.7.2. OPTAHU3AIINS TPAHCIIOPTHBIX CUCTEM

OnHoit 13 TIepBBIX MOEAEH TpaHCIOKALlMU CyOCTpaTOB 4epes3
Ourosnornyeckre MeMOpaHbl OblIa MOJEIb «ITOABMKHOT0» TTIEPEHOC-
yyKa, B KOTOPOH IpennoJiarajioch MPUCYTCTBHME HMHTETPaJbHOIO
MeMOpaHHOTO KOMITOHEHTa, CIIOCOOHOTO K 00pa30BaHUIO THAPO-
¢oOHOro KoMILIeKca ¢ TUAPOMPUIBHBIM CyOCTpaTOM, SKpaHUPYIO-
IIET0 MOCIACAHUI OT TMAPOMOOHON BHYTPUMEMOPAHHOM CpEebl.
IIpeanonaranock, 4To 0Opa3oBaHHBINA KOMILIEKC IU(GYHAUPYET
Ha BHYTPEHHIOIO TTOBEPXHOCTb MEMOpAHBI M TaM OCBOOOXKIAET Cy0-
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CTpaT BO BHYTPUMKJIETOUHYIO cpey. [1o aToMy THITY IefiCTBUTEIHHO
OCYIIECTBJIIETCS] TIEPEHOC NOHOB HEKOTOPBhIMU MOHOMopamu (Ba-
JIMHOMULMHOM, MOHEHCUHOM M 11p.) (puc. 3.32, a). OnHako noaoo-
HBII MeXaHU3M, KaK MpaBUjIo, He obecrieunBaeT KOHIIEHTPUPOBa-

HHe cyOCTpaTa B KJIEeTKE.
CHapyxn Mewmb6pana Brytpn

Puc.3.32. Cxema IByX OCHOBHBIX CITOCOOOB TpaHCJIOKAIIUM CyOCTPaTOB:
a — MOJeJb «IOABUKHOTO» MepeHOCUMKa; 6 — MOJeIb TpaHCMeMOpaH-
HOTO «KaHaJa»

Hpyrast Mozesb IpeArnoiaraeT Haauurue B MeMOpaHe eudpogunb-
H0eo KaHana, 9epe3 KOTOPBIi MOTYT IIPOHUKATh CyOcTpaTthl. B oT-
JINYME OT MaJochelMMUUYHBIX KaHaJoB, 00pa3yeMbIX MOpPUHAMU,
JAHHBIN KaHaJl JTOJDKEH O0JIafaTh BBHICOKOM CIEIM(PUIHOCTBIO 3a
cyeT «acTadeTHOM» Tepeaadyn cyocTpaTa OT OHOTO LIEHTPa CBA3bI-
BaHUS K Ipyromy. Takoif KaHaln MOXET CTaTh aCUMMETPUYHBIM (Ha-
npuMep, npu HajgoxeHuu TOIT) u obecrieunTh KOHLUEHTPHUPOBAHUE
cyOcTpaTa B KJIeTKe puc. 3.22, 0).

PeanbHble TpaHCIIOPTHBIE CHUCTEMBI YacTO BKIJIIOYAIOT OoJice
OIIHOTO OEJIKOBOrO KOMITOHEHTA, a MHTErpajbHble MeMOpaHHBIC
OEJIKM-<«IIEPEHOCYMKI» MHOTOKPATHO IlepeceKaloT MeMOpaHy, 00-
pasys B Hell CII0XKHYI0 TUAPOMUIBHYIO CTPYKTYPY. MoNeKy/IsSIpHbIe
MEXaHM3Mbl TPAHCIOKALlMU CyOCTpaTa 4epe3 TaKue CTPYKTYpPbl
OCTAaIOTCS 0 KOHIIA He paciin@poBaHHBIMMU.

[To Ty MoJeKyJISIpHOI OpraHM3allMy TPAHCIIOPTHBIE CUCTEMBI
MOXHO pa3Ae/MTh Ha JBa OOJIBIINX KJIacca.

1. TpaHCTIOPTHBIE CUCTEMBI, BKJIIOUAIOIIINE NepUnIasmMamuyeckue
cessblearoujie 6eaku, KOTopble 00CCIICUMBAIOT «y3HABAHHUE» U «JI0-
CTaBKy» cyOcTpaTta K MeMOpaHHOMY MEePEHOCUYUKY. Takue CUCTEMBI
YYBCTBUTEIbHBI K OCMOTMYECKOMY IIIOKY M 3aBHUCST OT SHEPIMH
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ATP. K HUM OTHOCSTCSI CUCTEMBbI TPAHCIOPTa HEKOTOPBHIX AMUHO-
KUCAOT (IJIyTaMMHA), caxapoB (apaOMHO3bl), HEOPraHMYECKUX Ka-
TOHOB ( K¥).

2. TpaHCIIOPTHBIE CUCTEMbI, BKIIIOYAIOIIME TOJBKO UHMeZpaab-
Hble MeMOpaHHble KOMNOHeHMbl (MEMOPAHHO-CBSI3aHHBIE CUCTEMBbI).
Takue cucrtembl, Kak TpaBUJIO, OCYLIECTBISIOT OQHOBPEMEHHBIN
nepeHoc (cumnopm) cyocTpaTa U OIHOBAJIEHTHBIX HEOPraHMYECKUX
katroHoB ( H" wiu Na* ) u 3aBucsr ot sHepruu TOII. K HUM otHO-
CITCSI CUCTEMBbI TPaHCIOPTa OOJIBIIMHCTBA AaMUHOKHUCIIOT, CaXapoB
(1aKTO3bl), OpraHNYECKUX KUCJIOT U Ap.

3.7.3. CrioCcOBbBI CONPSIKEHUSI TPAHCIIOPTA
C DHEPTHUEIT METABOJIN3MA

71 KOHLIEHTPUPOBAHUS BEILIECTB BHYTPU KJIETOK HEOOXOIUMO
TpeBpalieHrne paBHOBECHOTO Tpoliecca «00JIerdeHHOM» muddy3um
B OTHOBEKTOPHBIN TMPOIIECC «aKTUBHOTO» TpaHcmopTa. st aToro
HeoOXxoAMMa 3aTpaTa HEpruu, T.€. CO3IaHue CBOETO pOlla IHepre-
TUYECKOTO MPUBO/IA LI TPAHCIOPTA.

ConpsxeHue TpaHCIOKaluy CyOCcTpaTa ¢ SHeprueil MeTadoImn3-
Ma OCYILECTBJISIETCS IBYMSI OCHOBHBIMU MTYTSIMU.

1. DHepruss MOXeT 3aTpauuBaThCS Ha TaKYI0 XUMUUECKYI0 MO-
dugukayuio cybcmpama, KOTOpasi iejiaeT ero HeCIIOCOOHBIM B3au-
MOJIEICTBOBAaTh C TIEPEHOCUMKOM Ha BHYTPEHHEN IOBEPXHOCTH
MeMOpaHbl, a TaKKe TPOHUKATH Yepe3 MeMOpaHy ynucto nudbysu-
OHHBIM MyTEM, YTO MPEAOTBPAIIAET €T0 «YTEUKY» U3 KIIETKU.

2. DHeprusi MOXeT 3aTpaurBaThCs Ha TaKYI0 Moduukayuio nepe-
Hocuuka, KOTopas JeJaeT ero HeClmOoCOOHBIM B3aMMOMECTBOBATh
C cyOCTpaTOM Ha BHYTPEHHEU MOBEPXHOCTA MEMOPAHBI, UTO TAKXKeE
TPENOTBPAIIAET «yTeUKy» CyOCcTpara U3 KJIeTKH.

CucteMbl NepBOro TUIa HaKTUYECKHA OCYIIECTBIISIOT MEPBBIA
(MMM OIWH W3 TEPBBIX) BTANOB MeTaboaM3Ma 3TUX CyOCTPaTOB
U TIO3TOMY HAa3bIBAIOTCS CUCTEMAMU BEKMOPHO20 Memabdoausma
WU peakyusmu nepeHoca padukanos. K HUM, Harmpumep, OTHO-
cutcst pocdorpaHcdepasHas cucTeMa TpaHCTIOPTa caxapoB U ca-
xapocnupToB (McToyHUK sHepruu — PEP), HaspiBaemast Takxke
CHUCTEMOW BEKTOPHOTO (hochOpUIUPOBAHNS, U HEKOTOPBIE PYTHE
CHUCTEMBI.
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DochorpaHchepasHas crucTeMa ONOCPeayeT CIEAYIONIYIO 1eTb
peaxkuuit, npuBeAeHHYIO Ha puc. 3.33.

Mg‘_’4-
PEP + HPr————— =HPr-P + TIapyear
EI

HPr-P + Caxap——— > Caxap-6-P + HPr
(CHapy&s) EN, EIII (BaytpH)

PEP + Caxap——— > Caxap-6-P + Ilupyear

(Crapyzm) (BryTpu)

Puc. 3.33. [locnenoBaTelIbHOCTb peakLii «<BEKTOPHOTO

dochopunrpoBanusi» B pochorpaHchepa3Hoii cucteMe:
PEP — docdhoeHonnupysar; EI — depmeHT 1 (KomupyeTcsi reHOM pisl);
HPr — HuskomonekymsipHblii monunenTtun (Koaupyercss reHom ptsH)
onepoHa pts Escherichia coli; EIl — depMeHT 2, sBasioluiicss caxapo-
CreUpUYHBIM «Y3HAIOIIMM» KOMIIOHEHTOM, MHTErpaJbHbIM MeMOpaH-
HBIM 0OEJIKOM, OCYIIECTBIISIIOIIMM TPAHCIOKAIIMIO caxapa yepe3 MeMOpaHy,
COMPOBOXAAOIIYIOCS (ochOPUIUPOBAHUEM C TTIOMOILBIO Nepudepuyec-
koro 6enka EIII, takke crienimgpuyHOro K caxapam

CucTeMbl BTOPOIo THIIa, B CBOIO OYEpPEb, OAPA3AC/ISIOTCS Ha
CUCTEMBbI IEPBUYHOIO aKTUBHOI'O TpaHCIIOpTa, eeHepupyrouue TIIT
(npixatenbHast M (QOTOCHMHTETHMYECKas ILiemnu, JeKapOOoKCUJIa3hbl,
H*-ATPa3bl u Ap.) U cUCTEMBbI «BTOPUYHOIO» aKTMBHOIO TpaHC-
nopra, uchnoawvsyrowue TIHII anst TpaHCIOpPTa OpraHUYECKUX U He-
OpraHMYeCcKMX CcyOCcTpaToB. B HEKOTOPBIX Cilydasix, Hampumep,
B CICTeMax CO CBSI3bIBalOIIUMU OekaMu, sHeprust ATP Herocpen-
CTBEHHO UCIIOJIb3YeTCS B TPAHCITOPTE CYyOCTPaTOB.

CucTeMbl BTOPMYHOTO aKTHUBHOTO TPAHCIIOPTA PaCIIPOCTPAHEHBI
0oJjiee IMMPOKO U MOTYT (DyHKIITMOHUPOBATh B COOTBETCTBUU C TpPe-
Ms$1 OCHOBHBIMM MexaHu3MaMu (puc. 3.34):

1) kamuonb TPAHCIIOLUPYIOTCS B KJIETKY T10 TPAAUEHTY 3JIEKTPH -
YECKOro MOTEHIMaNa IMyTeM cBoeoOpa3Horo ayekTpodopesa (Tak
Ha3bIBaeMbIii yHunopm, 1o Mutuesny);

2) He3apsiicenHble coeduHeHUs TPAHCIOLUPYIOTCS B KJIETKY CO-
BMecCTHO ¢ KatuoHaMu H™ unu Na* (cumnopm);

3) aHuoub TaKXKe MOTYT TPAHCIOLMPOBATHCI B KIETKY MyTeM
CHMIIOpTa, IPUCOEIUHSISI TAKOe KOJIMYECTBO KaTUOHOB, KOTOPOTO
JIOCTaTOYHO JUIsI TIepeBoaa KOMILIeKca cydcTpara ¢ epeHOCUMKOM
B ITOJIOKUTENIBHO 3apskKeHHYI0 hopMy. Kpome Toro, aHMOHBI BHEIII-
Hell cpenbl MOTYT OOMEHUBAThCS HAa BHYTPUKJIETOYHbIE aHUOHBI
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(aumunopm). I1o MeXxaHM3MY aHTUIIOPTA MOTYT TPAHCIOLUPOBATh-
Cs U KaTUOHBI, HAIIpUMEP Y MPOKAPHOT IIMPOKO paclpocTpaHeHa
cuctema antunopta H* u Na*, a y aykapuot — cuctema aHTAMNopTa
K*u Na* (K*, Na*-ATPa3ni).

CHapyxu emOpaHa Buytpn
S, ——mm8 > S — S, VHuIOpT
S, + HH —|f{ S—-H" >S,+ H  Cummopr
Sy + 2H ———{J|S"—2H" —>S_ + 2H" Cumnopr
S, S,
AHTHIIOPT
A A

Puc. 3.34. Tpy OCHOBHBIX TUIIa COMPSIKEHHOTO
TpaHCIIOpTa Yepe3 Oruosornyeckue MeMOpaHbl

3.7.4. PETYIS111s1 TPAHCIIOPTHBHIX ITIPOIIECCOB

Perysiiyst mpolieccoB TpaHCIIOPTa, KaK M PETyJISILIMS IIPOLIECCOB
BHYTPUKJICTOYHOTO MeTabOoIM3Ma, OCYILECTBIISIETCSI Ha IBYX YPOB-
HSIX: YPOBHE OuocuHme3a OSJIKOBBIX IIOCPETHUKOB (MIEPEHOCYMKOB)
U YPOBHE ()YHKUUOHUPOBAHUS TOTOBBIX IIOCPEIHUKOB.

OCHOBHBIMM MeXaHMU3MaMU PETYISLMU OMOCHUHTE3a MepeHOC-
YMKOB TPAHCIIOPTHBIX CUCTEM SIBIISIIOTCST UHAYKUUSA, penpeccus N Ka-
maboaumuas penpeccusi (CM. pasf. 4.1).

Kak u B ciiyyae (pepMeHTOB, 10 TUIY MHAYKIIMK M KaTaOOJIMT-
HOW pENPECCUU peryIupyeTcs OMOCUHTE3 KOMIIOHEHTOB TeX TPaHC-
MOPTHBIX CUCTEM, CYOCTpaThl KOTOPHIX YYACTBYIOT B IIpOlLieccax Ka-
Tabosm3Ma (ITaBHBIM 00pa3oM CaxapoB M OPTaHUYECKUX KUCIIOT).
ITo Tumny penpeccun U30BITKOM CyOCTpaTa peryJaupyeTcsl TJIaBHbIM
00pa3oM OMOCUHTE3 AMUHOKUCAOMHBIX MPAHCHOPIMHBIX CUCTEM.

OCOOEHHOCTh PETY/ISILIMM HEKOTOPBIX TPAHCHOPTHBIX MPOLIEC-
COB COCTOUT B TOM, YTO MHIYKIMS OCYLISCTBIISICTCS HE BHYTpU-
KJIETOUYHBIM CYOCTpaTOM (KaK B KJIACCMYECKUX CIydasiX, B KOTOPBIX
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WHAYKTOP MHAKTHUBUPYET BHYTpI/IKJTeTOqHBIﬁ per{peccop), a 6He-
KAenmo4HbIM cy6cmpam0M. Takas MHAYKIWA Ha3bIBaCTCA 9K302eHHOU
n Tpe6yeT HaJIn4ud NMPpOMEXKYTOUHOI'O PETYJIATOPHOIO MHTETPpaAJIb-
HOro MeM6paHHOTO 6CJ'IKa, nepeaaromero CurHajl MHAYKTOpa Ha
penpeccop (puc. 3.35).

Buyrpu
| I'en-perynsrop TIpomotop ~ Omnepatop |

e

Penpeccop —

TpancmeMOpaHHbIH
MeMﬁpaHa eTyJIATOPHBII OenoK
= =

O

Cuapyxu Unykrop

JIHK

Puc. 3.35. Cxema «3K30reHHOI» MHAYKLIMU (cp. ¢ puc. 3.30)
B nanHOM ciyyae MHIYKTOD, HAaXOASIIUMIACS BHE KJIETKU, CBSI3bIBAETCSI HE
C penpeccopoM, a ¢ JOMOJHUTEIbHBIM PETYISITOPHBIM KOMIIOHEHTOM —
TpaHCMEMOpaHHBIM O€JIKOM, KOTODPBIA Mocjie B3aUMOAEUCTBUS ¢ UHAYK-
TOPOM MPUOOPETAET CITIOCOOHOCTD CBSI3bIBATh U MHAKTUBUPOBATh Perpec-
cop, 3aIrycKasi TpPaHCKPUIILIUIO

ITomoOHEBIN THIT MHAYKIIUYM XapaKTepeH, HallpuMep, IS TpaHC-
MOPTHOI cUCTEeMBbI rekco3odocdaroB, pocdorauniepara, HEKOTO-
PBIX TPUKapOOHOBBIX KMCJIOT, a TAK:KE KOMITOHEHTOB (pocdoTpaHC-
depa3Holt CUCTEMBI.

KapTtuHa peryisiiuy oCIOXHSETCS TeM, YTO Y MHOTHX OpraHM3-
MOB JIJISI OTHOTO M TOTO e CyOCTpaTa 4acTo UCIIOIb3yeTCs] HECKOJIb-
KO TPAHCHOPTHBIX CHCTEM, OTIMYAIOIIMXCS IT0 CHCHMDUIHOCTH
A BeIMYMHE KWHETHMYECKUX MapamMeTpoB. CYIIECTBYIOT CHUCTEMBI
C Y3KoUl cneyuguunocmoio, TIpeTHaA3HAUYEHHBIE TOJBKO JISI OHOTO
WJIA HEOOIBIIOTO YMCJIa CXOTHBIX CYOCTPAaTOB, a TaAKKE CUCTEMBI
¢ wupokoil cneyuguurnocmoio. Hanpumep, y FE. coli cylliecTBYIOT
YeThIPEe CHUCTEMBI IS TPAHCIIOPTAa apoOMaTUYECKUX aMUHOKUCIIOT
(beHmmamanmHa, THPO3WHA W TpUNTOaHa): TPU U3 HUX CIEIH-
(GUYHBI TOJIBKO I OMHON M3 3TUX aMUHOKWCIIOT, a 4YeTBepTas
SIBJIIETCS OOIIEH TS BCeX TaHHBIX aMIHOKMCIIOT.
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Perymsiuyst axkmuenocmu GeNKOBBIX ITOCPETHUKOB TPAHCITOPT-
HBIX CUCTEM MOKET IIPOU3BOIUTLCS ITyTEM 00pAmMumoi K08AAEHMHOU
Mmodugpuxayuu (HaipuMep, MyTeM gocgopuruposanusi peryInupyeTcst
aKTUBHOCTh (docdoTpaHchepasHoli cucTembl, a Takke K*,Na*-
ATPa3bl) wiu Hexogarenmuoeo e3aumooelicmeus ¢ agghexmopamu.

B nocnemHem cnayvae, eciu 3¢G@GeKTop B3aUMOIEHCTBYET
C TPAHCITOPTHOI CUCTEMOM, HaXOASICh Ha TOM XKe CTOpOoHe MeMOpa-
HBI, TJIe HAXOIUTCS CyOCTPAT, TOBOPST O yUC-peeyasiyiiy TPaHCIIOp-
ta. Hampumep, orpuiiatenbHasi HKMC-KOOIEPAaTUBHOCTH OOHapy-
>XKMBAETCS MPU TpaHCIIOpTe MpojiuHa y E. coli: n306bITOK cyOcTpaTa
TOPMO3UT CBOI COOCTBEHHBIN TPAHCIIOPT U3 CPelbl. Y rajodakTe-
pUii HapsIAy ¢ OOBIYHBIMU YETHIPHEMST TPAHCTIOPTHBIMU CUCTEMaMU
JUTS apOMaTUYEeCKUX aMUHOKHCJIOT CYIIECTBYET ellle BBICOKOCTIE-
nrdUYHas TPaHCIIOPTHAs CUCTeMa I TUPO3WHa, obJamaroriast
OYeHb BBICOKMM CPOACTBOM K CyOCTpaTy, aKkTUBHOCTh KOTOPOIA MO-
JABJISIETCST U30BITKOM THPO3WHA 110 0€3KOHKYPEHTHOMY THITY.

Ecnu agpdexTop B3auMoaeiicTByeT ¢ TpaHCHOPTHOM CUCTEMOI,
HaXoJsICh IO pa3HbIe CTOPOHBI MEMOpaHBI OTHOCUTEIHHO CyO-
cTpaTa, TO TOBODST O mpanc-peeyaayuu TpaHcmnopra. Hampumep,
HEKOTOPbIe aMUHOKMCIIOTHI, B YaCTHOCTU apoMaTU4YeCcKre, Haxo-
JISICh BHYTPY KJIETKU, TOPMO3SIT CBOI COOCTBEHHBII TPAHCIIOPT U3
Cpebl.

CoObITHSI, CBSI3aHHBIE C PETYJISAIIMEN TPAHCIIOPTHBIX ITPOIIECCOB,
WHOTIa OKa3bIBAIOT CYIIECTBEHHOE BIMSHIE Ha PETYJISIIIMIO MeTabo-
Ju3Ma B uejioM. Apkuit mpumep — ydyactue dpocdorpaHchepasHom
CHCTEMBI B PETYJISILIMU OMOCHHTEe3a OEJIKOB 110 TUITY KaTabOJIMTHOM
penpeccuun. OKazaioch, 4To ypoBeHb CAMP y E. coli o61uraTHO 3a-
BUCUT OT (pyHKIIMOHUpOBaHUSI dhochoTpaHchepasHO CUCTEMBI,
MPUYEM TJIABHYIO POJIb B 3TOM CBSI3W MTPaeT CHeUMUISCKUI 1Tt
rmoko3bl komrtoHeHT EINT (puc. 3.36).

B oTcyTcTBUE TTI0KO3bI BCe KOMITOHEHTHI CUCTEMBI, B TOM YUCJIC
u EIII, Haxonstcs B ghocghopuaupoeanrom COCTOSIHUM 3a CUET pe-
3epBa PEP. ®ochopunuposannsii E111, B3auMoneiicTBys ¢ adenu-
AAMYUKAA301L, TIEPEBOIUT €€ B aKTUBHOE COCTOSTHME, B pe3yJIbTaTe
Yero BHYTPUKJICTOUYHBIN ypoBeHb CAMP moBbIIIaeTCsI M1 aKTUBU-
pYETCST TPAHCKPUITIIUS «CJIA0BIX» OIIEPOHOB, B TOM YHCJIE CUCTEM
TpaHCIIOpPTa U MeTaboIM3Ma IPYTMX caxapoB (T.e. CHUMAETCS KaTa-
OonuTHas pernpeccus). HanmpoTus, B IPUCYTCTBUM TJIIOKO3bI CTe-
neHb pochopunuposanus EIIl cHuXaeTcs B CBSI3U C MEPEHOCOM
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(ochopriibHOTO OCcTaTKa Ha TIIOKO3Y B MIpoliecce ee TpaHCIopTa.
B pesynbraTe yMeHbIIaeTCsl aKTUBHOCTb aJeHWIATIIMKIAa3bl, CHU-
Xaetcsd ypoBeHb CAMP u G0KupyeTcs TpaHCKPUIIUS psifa «ca-
XapHBIX» ONIEPOHOB (T.€. HACTYMAaeT KaTaOOJUTHAsI PEIIPECCUST).

Buytpu Memopana CHapy:xu

l'lepMea3a HCAKTUBHAas|

EIll -3
Jpyrue caxapa < A | Iepmeasa akTUBHAsA < Jpyrue caxapa
(BHYTPH) (cHapyxu)
I'moko30-6-pocdar
-
(BHyTpH)
Tupysar EI HPr EII
) ( j ( } ( Ell T'moxo3sa
D
PEP EI-P HPr-P EIIl 7P (cHapyxu)
|
\{
EIll -P >| Anenwnaruukiasa
(HeaKTUBHas1)
ATP l'
AnleHUJIaTLIMKIIa3a
(axTUBHAas)
cAMP IMepemeasa cCAMP —> cAMP

(cHapyxm)

(BHyTpH)

Puc. 3.36. Ponb dpochoTpaHchepasHOil CUCTEMBI B KATAOOTUTHOM PENIPECCHUM:
EI, HPr, EIl, EIIl — GenkoBble KOMIOHEHTBI CUCTEMbI, KOTOPbIE MOTYT
akuentupoBaThb ¢pocopunbHbiil ocratok (P); EI u HPr — «pacTBopuMbIe»
HecrieuuguuHble koMnoHeHThl, EIl u EIIl — caxapocneunduyHsl,
npuyeM Ell BbIMOMHSIET poJib TPAaHCIIOPTHOTO «IIepeHOCUYMKax». B mpoiiecce
TpaHcriopta caxap (rmoko3a) ¢dochopulupyeTcss M HaKaruiMBaeTcst
BHYTpM KieTku. PochopumuposanHas dopma EIIl — P, oGpasyromascsa
3a cuet ¢ochoeHoanupyBara (PEP) B oTcyTcTBUE TIIOKO3bI, aKTUBUPYET
ageHuIaTUMKIa3y, cBobonHas ¢opma E III, HakamiuBamoomascs B npu-
CYTCTBMM ITIOKO3bI, TIOJABJISIET aKTUBHOCTh TPAHCIIOPTHBIX CHCTEM IPYTUX
caxapoB
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K aToMy cnenyeT 106aBUTh, UTO HedochopuarupoBaHHas popMa
EIIl, mo-BuaumMoMy, MOXeT WHAKTUBUPOBATh TPAHCIIOPTHBIE CU-
CTEMBI IPYTMX caxapoB, MPemOTBpaIlasi MOCTYIUICHUE MOCISTHUX
B KJIETKY. DTO ellle 0ojiee YyCUIMBaeT KaTabOJIUTHYIO pelpecCUlo.

Bo3HuKaeT ecTeCTBEHHBINM BOITPOC: KAKOB MEXaHM3M KaTaOOJTNT-
HOM perpeccuu B TOM cllydae, KOTa IMoAaBisieTcsl CUHTE3 (hepMeH-
TOB, OTBETCTBEHHBIX 3a KaTabOJIM3M CaMOii TIIIOKO3bI, a B KAUeCTBE
0oJree BEITOTHBIX B 9HEPTETUIECKOM CMEBICIIE CYOCTPaTOB BEICTYITA-
0T, HaIIpyMep, OpTaHMYeCKIe KUCITOTHI WM Bogopon. Cleayer Jau
HWMETh B BULLY, YTO yyacTue pocorpaHcdepazHOil CUCTEMBI B 3TOM
ciydae HeBO3MOXHO? UTOOBI ITOHATH MEXaHM3M SIBIICHUS, HEOOX0-
IMO OOpaTHTh BHUMAaHWE Ha HIDKHIOI YacTh pucC. 3.36, Tae n30-
OpaxeHa cucteMa akckpenu cAMP.

3HavYeHWe CUCTEM SKCKPELIMH JJIsI PEeTYIISIIIAA MeTab0IM3Ma MBI
paccMOTpUM TOAPOOHEe B CEMyIOIIEM pasfene, a ceiiuac TOIbKO
OTMETHUM, UTO OJHUM U3 CITOCOOOB CHMXEHUST ypoBHSI CAMP Mo-
XET CIYKMTh aKTUBHUPOBAHME €T0 BRIOpOCa M3 KIIETKU, HaIIpuMep,
C TTIOMOIIbI0 HaJloXkeHUsT Ha MeMmbpaHy TOII, T.e. myTem «3Hepru-
3allM» MeMOpaHbI, CTeTIeHb KOTOPOI, €CTECTBEHHO, OYIeT BHIIIE
Bcerna, Korma UCIoIb3yeTcsl 00siee BHITOMHBIM B SHEPTETUYECKOM
OTHOIlIEHUHU cyocTpaT. Takum 00pa3oM, eciiu cyocTpaT obecrieurBa-
€T SHepreTUYecKue MoTpeOHOCTH KIETKU U CO3AaeT HEOOXOIUMYIO
CTEIEeHb «3HEepru3aluu» MeMOpaHbl, OH MOXET (TTOTEHIIMATbHO)
BBI3LIBATH MTOJABJICHUE BIIUSHUS IPYTUX CyOCTPaTOB, MCITOIh30Ba-
HUe KOTOPBIX 3aBUCUT OT ypoBHSI CAMP B kjeTKe (4TO U NpuBeaeT
K 3dexTy, CXOmMHOMY C KaTabOJIMTHOI perpeccueii).

3.7.5. TpAHCIIOPT BEIIECTB 13 KJIETKH B CPEZLY:
CEKPENIYA 1 O9KCKPEIUA

o cux mop MBI pacCMaTpPUBAJIM TPOLIECCH TIOCTYIUIEHUST Be-
IIECTB BHYTPh KJIeTOK. OTHAKO OYeHb OOJIbIIIOE 3HAUEHUE UMEIOT
1 0OpaTHBIE TIPOIIECCHI — BbideeHUe NPOJYKMOE N3 KIIETOK.

OO0patumMcs Tpekae BCEro K mpoueccaM cekpeyuu, T.e. Bblaeie-
HUIO U3 KJIETKU O6eJKOB ((DepMEHTOB).

CekpetnpyeMble OIIKU (9K30¢hepmermpbl) CUHTE3UPYIOTCS B BU-
Ie 0ojee NIMHHBIX MPEAIICCTBEHHUKOB, KOTOPBIE ITOIBEPTAIOTCS
TIPOIIECCUHTY, KaK TIPaBWIO, Ha 3Tare TPAHCIOKAIIMY Yepe3 MeM-
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Opany. OHu comepxat Ha NH,-KOHIIe TaK Ha3bIBAEMBbI cuenabHbiil
nenmud u3 15—30 aMUHOKUCIOT (MPEUMYILIECTBEHHO TUAPOPOO-
HBIX), KOTOpbIE YIAISIOTCS CIEUUATbHON CUeHANbHOU nenmuda3oi,
JIOKQJIN30BaHHOM B MeMOpaHe.

TpaHcaokauus 6ejika yepe3 MeMOpaHy OOBIYHO MPOTEKAET OTHO-
BPEMEHHO C TPAHCIISIIIUEH (KOMPAHCASYUOHHAS MPAHCAOKAYUSL) , XOTSI
WU3BECTHBI CIyYau HOCMMPAaHCAAuUoHHol mpancaokayuu (puc. 3.37).

BuyTtpn
1 2 3 4 5
' '
5 Pubocoma ‘ 3
nPHK
Pulcn TO] .
> 60COMBI
VinruGurop D Membpana
P
«CurHaﬂhHuﬁ»
HenTH
«Cummm» Bpesbiii»
nenTujaasa aK30(epMeHT
CHapyxu

Puc. 3.37. Cxema KOTpaHCIISIITMOHHOM ceKpeliny dK30hepMeHTa

IMocne 0O6pa3oBaHMsI CUTHAIBHOTO TIETITHAA TPAHCIISIINS BPEMEH-
HO MpeKpalaeTcs B pe3yIbraTe IPUCOeINHEHNS K pOOCcOMe HyKJIe-
OIIPOTEUIHOIO MHTMOMTOpA (1) TaK Ha3pIBaeMOTO signal recognition
particle (SRP) (emie oquH crioco6 peryJIssiiiy TPaHCISIIMY Ha CTaTui
BJIOHTALIMM !) ¥ TIOJIMCOMHBII KOMITIEKC IepeMeIaeTcs K MeMOpaHe,
IIe JIOKaJW30BaH annapam cekpeyuu, BKITIOYAIOUIANA peyenmopol
pHuOOCOMBI M CUTHabHOTO mentuaa. IIpoucxomur opmupoBaHue
TpaHCMeMOpaHHOU «ITOphI» (2). CUTHATIBHBIN NENTU 3aKPETLISeT-
Cs Ha CBOEM PELIEITOPE, U TPAHC/ISIIMS BO30OOHOBIISICTCS, IIPUYEM
pacTyIas IenTUAHAs LIeThb «IIPOTAJIKMBaeTCsI» Yepe3 MeMopaHy (3).
CUrHaJIbHBIN HETITH OTIIETUISICTCS] CUTHAIbHOM METITHIA30i, 1 «3peash»
MoJieKy/a (pepMeHTa otaessieTcs oT pubocoMsl (4). [Tocre 3aBepieHUs
TPaHCJISIIUN PUOOCOMHBIN KOMIUIEKC ITOKUIAeT MEMOpaHy U TUCCOLIM -
pyeT Ha CyOUaCTHIIBI TSI TIOATOTOBKM HOBOTO IIMKJIA TPAHCIISALIMU (5).

CXOmHBII MEXaHM3M HCIIOIb3YeTCs IPU 00pa30BaHMU OEJIKOB Ha-
PYXHOI MeMOpaHBI TPaMOTPUILIATEIBHBIX OaKTepuil. DT OEJIKU CO-
JIepXkaT ruapodoOHYIO «IKOPHYIO» IOCIEI0BATEIbHOCTh, KOTOpas
MO3BOJISIET TAKOMY OeJIKY 3aKpenuThest B MeMOpane. [Ipoliecc cekpe-
LIMM TaHHBIX OCJIKOB YacTO Ha3bIBAIOT 3KcnopmoM. Y TpaMOTpUIla-
TEJIBHBIX OaKTepHif 0OHAPYKEHO IO CEMU Pa3HbIX CUCTEM CEKPELINH.
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YV sykapuoT pelaroliee 3HadeHWe B Ipolecce cekpenuu dep-
MEHTOB WMMEIOT SHIOIUIa3MaTUYCCKUI PETUKYIYM U aIlapar
Tonpmxu (cM. pasm 1.2).

Hna omucaHus mpoliecca BbIACJIECHUsS U3 KIIETOK HU3KOMOe-
KYAAPHbIX 8eujecmas WUCIIONb3YIOT TePMMH 3KCKpeyus. DKCKpeLus
MOXKET BBIMOJHITh TPU OCHOBHbIE (pusnosornyeckre (yHKINH,
a UMEHHO ylaJIeHue:

a) MUHTMOMTOpA, KOTOPBHI TOKCWYEH MJIS KJIETKM, BElleCTBa,
MPOAYLUPYEMOTO IHIOT€HHO WIM MOCTYNAIOLIETO U3 OKPYyXatollen
cpenbl (HarpuMep, aHTUOMOTHKA). DTOT MEXaHU3M JIEXKUT B OCHO-
B€ MHOXECTBEHHON JIEKAPCTBEHHOW YCTOMYMBOCTU OakTepuit
(multidrug resistance, MDR);

0) agpgpexmopa, N30BITOK KOTOPOTO HAPYIIAEeT HOPMAaJIbHBIC (b1~
3UOJIOTMYECKIE TIPOIIECCHl B KJIETKe (HalpuMmep, MHIYKTOpa WU
Kopernpeccopa);

B) KOHEYHO020 NPOJyKma Memadoau3ma ¢ 1ieJIbIo «COpoca» OKUCIU-
TeJIbHO-BOCCTAHOBUTEIbHBIX KBUBAJICHTOB M CO3JAaHUSI B Cpele
pe3epBa MCTOYHUKOB MUTAHUSI WM 3alacaHusl SHEPIuy B BUIE
TOBII (HanmpuMep, aMMHOKMCJIOT, CaXapoB, OPraHUYECKUX KUCIIOT).

JononHuTenbHble (GYHKIUU CEKPELMU MOTYT COCTOSIThb B BbI-
JEeJICHUY XUMHUYECKUX «CUTHAJIOB», PETYINPYIONTNX PU3NOIOTHYE-
CKO€ COCTOSTHUE MOMYJISILINU.

XopoI110 N3y4eHHBIMU IIPHMepaMU SKCKPEITNH nepeoeo muna siBJsi-
IOTCSI TPAHCIIOPTHBIE CUCTEMBI, KOTUPYEeMBIe TUTA3MUIAMU 1 OTIOCpe-
IIYIOITME 3HEPro3aBUCUMOE yIaJICHIEC aHTHOMOTHKOB-TETPAIIMKIIMHOB,
a TaKKe aHMOHOB apceHaTta ¥ KatnoHoB Cd*' 3 KJIETOK YCTOMYMBBIX
K 3TUM WMHTHOMTOpaM MUKPOOPraHu3MoOB. [IpumepaMu sKcKperuu
8mMopoeo muna SIBJISIETCS TaK Ha3bIBaeMbIil «BBIOPOC» MHIAYKTOPA B CU-
cTeMe MeTaboJIM3Ma JIaKTO3bl (KOIUPYEeMOIi /lac-orepoHOM) MO, Aeii-
CTBUEM IJTIOKO3bI, a Takke 3Kckpelnsi CAMP B pe3ysibrate MoBbllIe-
Hust TOII. O6a 3t adhdekTa MpencTaBIsIOT COOO0M JOMOJHUTETbHBIC
MPOSIBJICHUS PETYJISILIMM METa00IM3Ma MO MEXaHU3MYy KaTaboJIUTHON
penpeccun. HakoHell, MpUMEPOM 3KCKPELIU Mpembe20 muna siBisi-
€TCsl BBIIEJICHUE JIAKTAaTa B IMPOLIECCE MOJIOYHOKHUCIIOTO OpOXEHUS,
B pe3yJIbTaTe Yero MPOMCXOIUT «COPOC» BOCCTAHOBUTEIBHBIX SKBUBA-
JleHTOB 1 hopmupoBanue TOIT (cMm. pasm. 3.1).

BaxxHoe ¢usnosornyeckoe 3HaYCHUE PETYISIIUNA BHYTPHUKIIC-
TOYHOTO YPOBHSI HU3KOMOJICKYJISIDHBIX BEIECTB ITyTEM MX KC-
KpEeLWH U3 KJIETKHU TTO3BOJISIET pacCCMaTPUBaTh 3T MEXaHU3MBbI KaK
0COOBII YPOBEHD PEryJISILNU MeTaboIM3Ma, KOTOPhIi MBI Mpeuia-
raeM Has3bIBaTb MeMOPaHHOU peeyasyuell.



I'naBa 4

PETYJIANNA ITPOIIECCOB
METABOJIM3MA

4.1. PEIYVJIAIIA BUOCUHTE3A BEJIKOB
HA 9TAIIE TPAHCKRPUIIIINN

4.1.1. PEmmukanus IHK

BuocuHTe3 0ENIKOB CKIampIBaeTCsl M3 IIPOIIECCOB HETOCPE.-
CTBEHHOTO ITOCTPOCHUS M MOAU(PUKAIMKA OCIKOBOM MOJECKYJIBI
(TpaHCISAIUKU W TIOCTTPAHCISIIIMOHHON MOIM(UMKAIIUM), a TaKXkKe
U3 «IIOITOTOBUTEIBHBIX» IPOILIECCOB: PEILUIMKAIIUN TeHETUYECKOTO
MaTepualia i €ro TpaHCKPHUITIIUH.

DTOT Tpolecc MOAPOOHO paccMaTPUBAETCS B Kypcax MOJIEKY-
JIIpHOIT Omojoruu U (pyHZAMEHTAJbHBIX Y4eOHUKAX OMOXMMUU.
MBI OCTaHOBUMCSI JIMIITb HA HEKOTOPBIX IIPUHIIUIINATIBHBIX BOIIPO-
cax, MMEIOINX 3HAYeHUE IJI PeryJISIIny OMOoCUHTEe3a OeKa.

Heob6xonumMo OTMETUTh, YTO TEPMUH «XPOMOCOMa» KaK MECTO
nokanuzauuu JHK npuMeHuM TOJIBKO K KJIeTKaM 3yKapMoT, Toraa
KaK 49acTO MCIIOJIb3YEMBI TEPMUH «OaKTepUaJbHAsT XpOMOCOMa»
HETOYEH, U JIydIlle TOBOPUTH O TeHOMOpe WIN HYKJIeOHIe, IToapa-
3ymeBas noj 3tuM JIHK-PHK-6e1koBbIii KOMILIEKC, OTBETCTBEH-
HBII 3a XpaHCHHME U MCIIOJIb30BaHNWE OCHOBHOI YacTU T€HETHYE-
cKolf MHOpMAIIUK KJIIETKU ITPOKAPUOT.

Eme TouHee TepMUH «I€HOMHBIN SKBHUBAJIEHT», TaK KaK 4acTb
JHK B 6akTepranbHOU KJIETKE MPUCYTCTBYET B HECKOJIbKUX KOIK-
SIX (XOTSI TIPOKApMOTHI ralUIOUAHBI, T.€. BCce Komnuu JoKycoB B JIHK
uneHTUIHb). Ecm B 6akTeprallbHyIO KJIETKY MOCTYITaeT JOTIOTHM-
TeabHbIN pparmMenT JJHK, Hecymii HOBbIe aljiein TeX XKe JIOKYCOB
(B mpo1ieccax KOHBIOTALMH, TpaHC(HOpMAaITUU WX TPAHCAYKIIUN ), TO
BO3HUKAET TaK Ha3bIBaeMbIit Mepodunaoud (FJaCTUIHBINA TUTUIOW).
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Kak 1 B ciiyyae GMOoCUHTE3a OPYTUMX OMOITOJIMMEPOB, TTPOIIECC
periukanuu JAHK BittoyaeT Tpu 3Tana: MHULMALUIO, SJIOHTALIUIO
1 TepMuHaImio. [t periMKaluny XapakTepHbl CIIEAYIOIIe 0CO-
OEHHOCTH.

« OHa OCyIIECTBIISIETCS IO IMOJYKOHCEPBATUBHOMY MEXaHU3MY
(T. €. oflHA U3 LIeTIeN CIYKUT MaTpUlleid 11si COOPKM IPYroi), mpu-
yeM 1enu JHK «aHTUmapayiienbHbl», T.6. HAllpaBieHbI B IPOTU-
BOITOJIOKHBIE CTOPOHBI OTHA OTHOCUTEJIBHO APYrol — OMHA IIeTh
nMeeT HampaBieHne 3-P—5-OH, a apyras — mpoTUBOIOIOXKHOE.
3-KoHeII COIePKUT OCTaTOK opTodocdara — P, a 5'-xonerr — OH:

[Mocnenyroiieit TpaHCKPUIILIMK IIOABEpPraeTcs TOJBKO OIHA
LICTIb.

« CHHTe3 IPOTEKAET ITOJIYHEIIPEPBIBHO, T.€. OJHA LIeTIb CUHTE3M -
pyeTcsl HeMpepbIBHO B HaMpaBieHUM 5 — 3, a BTopast — Mpephl-
BHUCTO (¢ oOpa3oBaHueM (pparmMeHTOB OKa3aKu, TaKKe B HarpaBJie-
HuU 5'— 3’ coenMHsIEMbIX 3aTeM B OIHY MOJIEKYJTy (hepMeHTaMu
JIUTa3aMu).

« Kaxxgaa uenp HaumHaetca ¢ PHK-3atpaBku (o-PHK, cun-
Te3upyeMoii (pepMeHTOM TIIpaiiMa3oiil) ¢ TOCHeAyIOIIUM ¢e
BBIIICIUICHUEM.

- CucremMa peIUIMKAlMKM SIBJISIETCS MYJbTM(hEPMEHTHOM, B Hee
Bxogar 2—3 JHK-nmomumepassl, JITHK-n1mraza, Tonomsomepassl,
HeoOxomuMmblie mis pacruietanus uerneil JJHK u mocnenyromieit
UX cBepxcrupanus3auuu. Becero okono 15 reHeTUYECKUX JTOKYCOB
(o6o3Hauaembix dnaA, dnaB, dnaC u T.1.) KOOZUPYIOT TOT UJIU MHOM
TTOJIUIIETITU, HEOOXOAUMBII IJIST PeIUIMKALIMH.

o CyIIECTBYIOT Y€ThIPE OCHOBHBIX THUIIA CHCTEM PpEILIMKALIMU:
CHHTe3 (DparMeHTOB, peIiuKaius IasMun (y MpoKapuoT), pe-
koMmOuHauuoHHbI cuHTe3 JAHK, permapanuonnsiii cuntes JHK.
B kaxjoM 13 HUX Yy4acTBYIOT KakK OOIlMe, TaK U creluduyeckue
KOMITOHEHTHI. KpoMe 3TOro, CcyIecTBYIOT crieliuduIecKue CucTe-
MBI perapalyy, BKIIYAIOIIIeCs B CTPECCOBBIX YCIOBUSIX U IIPHUBO-
ngmue K nosiineHuto mytauuii (JHK-nmoaumepasza IV).

« HatuBHas cucrema perummkanuu JIHK saBnsiercss MmemOpaH-
HOM M MHAKTUBUPYETCS IIpHU paspylueHun MemopaH. [1oatomy miis
MOJIEJIMPOBAaHUsI Mpoliecca PeIIMKalliK UCIIOIb3YI0TCs, KaK Mpa-
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BWJIO, YIPOIIEHHBIE CUCTEMBI, MOJYYEeHHBbIE M3 OaKTepUaTbHbIX
«YCJIOBHBIX» MYTaHTOB (HampuMep, TEMNePaTypOdyBCTBUTEIbHBIX)
WIH U3 «MaJIeHbKUX» (tiny) daroB (bX174, G4, M13 u np.).

« Perutukanuysi Bcerma HauyWHAETCS C OMHOTO CIEUUATbHOTO
yyacTka — TOYKM Havaya perivkanuu (oriC). Kaxnpiit He3aBU-
cuMo permuupytomumiicss pparmeHt JJHK cogepXut onHy TOUKy
oriC 1 Ha3bpIBaeTCs PEIIMKOHOM. PerinkoHaMu y TpoKapuoT SIB-
JISIIOTCS HYKJIeoM, TaasMuabl, paru. B Touke oriC comepKuTcs
HECKOJIBKO TTOBTOPSIIOIIMXCS MOCAeA0BaTeIbHOCTEN HYKJIEOTHUIOB,
Ha3bIBA€MbIX UTEPOHAMMU U SIBJISIIOIIMXCS CAiTAMU CBSI3bIBAHMST TSI
MOJVCYObeAMHUYHOTO MHULIMaTOpHOTO Oeka. [Tocie cBsI3bIBaHMS
C WTEPOHAMHW WHUIIMATOPHBINA OEJIOK CIIOCOOCTBYET pacKpyyuBa-
HUIO OIM3KopacnojoxeHHoro AT-6oraToro yyactka Jisi CBSI3bIBa-
Hus ¢ HuM PHK-3aTpaBku.

« Perynmauus mpoiecca perumikanuu JIHK Haubonee crporo
OCYIIECTBJISIETCS Ha 3Tane WHUIMALMU. Pervkaivs HaxomguTcs
MO, MOJIOXXKUTEIbHBIM U OTPUIIATEIbHBIM KOHTPOJIEM, ITpUYeM 00a
OHM CKOOPAVHMPOBAHBI C KJIETOYHBIM JejieHrneM. B 001X yeprax
MPUHLIMIT TAaKOU PEeryssiiiid MOXHO CHOPMYIMPOBATh CIAETYIOIIUM
o6pazom. [Ipu MOJOXUTETEHOM KOHTPOJE MPOMCXOAUT HaKOILIe-
HME aKTUBaTOpa PeTUIMKAIIMU A0 TIOPOTrOBOTO YPOBHS, JOCTATOYHO-
ro I MHULIMAIMM HOBOTO LMKJIA perukaiuu. [Toporosslii ypo-
BEHb JIOCTUTAETCs MPU YABOCHUHU KJIETOUHOUN MacChl — HE3a10J1T0 10
JleJICHUS KJIETKU C TeM, YTOObI BO BHOBb OOPa30BaBIIMXCS KJIETKaX
MpoLEecC perIMKaluu ObLT ObI YKe 3alylleH W YCIes 3aBepIlInTh-
cs K MOMEHTY HoBoro jaeneHus. Ilpu oTpuiiatebHOM KOHTpOJIe
MPOVICXOAUT HAKOIUIEHWE WHTUOUTOpa MHUIMALIMK PEeIUTMKALIM,
KOTOPBIA JOJDKEH CUHTE3UPOBAThCS JIUIIL B OTPAHUYEHHOM KOJIM-
YecTBE BCKOpPE IMOc/e Hadyaja MPEeAbIaylIero MUKia peruinKaiyu.
Takoii MTHTUOUTOP MOXKET OBITh MMPOAYKTOM IeHa, JIOKaTU30BaHHOTO
BOJIM3M OT TOYKM Hayasla PeruIMKaliK, TPAHCKPUMINS KOTOPOTO
OCYIIECTBJISIETCS TOJBKO B TEPUOA PETUIMKAIlMU TaHHOIO yJacT-
ka JJHK. B mpouecce pocta KJI€TKM UHTUOUTOP «pa30aBIISIETCS»,
a K MOMEHTY YIBOE€HUS MacChl KJIETKHA YPOBEHb €ro IMajacT HIXe
KPUTUYECKOTO, YTO MO3BOJISIET KJIETKE MHUIIMUPOBATH HOBBIN IIUKJI
perikanuu. BzanMoneicTBre 3TUX IBYX MEXaHU3MOB U OJDKHO
KOOPAMHUPOBATH Ipouecchl pervkanuu JHK v neqeHus KineTku.

Y 3yKapuoT ompelneseHHYI0 poJib B PETYISLUU PEIIUKAILIUNA
WUrparoT TUCTOHBI, a Y TPOKAPUOT — TMCTOHOIOA00OHBIE OEIKMU.
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4.1.2. TPAHCKPUNIAS TEHETUYECKOI MHOOPMAIINN

DTOT 3Tan OMOCHUHTE3a OEJIKOB COCTOUT B «IEPEMUCHIBAHUN» —
TPAaHCKPUITLIUY MHGMOPMALIUHU (OT aHTIL. franscription — mepenuchiBa-
Hue), 3akoaupoBaHHoi B JIHK, Ha OJIMTOHYKJIEOTUIHYIO MOCIEN0-
BarenbHOCTh MHGMOpManimoHHoit PHK (uPHK) u ocymecteisercs
PHK-nomumepa3zoit (PHKIT). CtpoeHue atoro pepmeHTta mydiie
BCETo U3Y4YeHO y OakTepuil E. coli. DTO CIOXHBIA O6ET0K C MoJie-
KyJisipHoit Maccoit 450 kJla. Ero cepniieBuHa (core) BKJIIOYAET ABE
WUICHTUIHBIC O,-CYOBEIUHUIIBI U JBE Pa3IMYHbIE B-CyOBETUHUIIBI
(B u B'). B cocra momHOTO hepmenTa (holoenzyme) BXOOUT TakKe
o-cyobenuHuia (o-@akTop), OTBETCTBEHHAsI 3a MPOLECC y3HaBa-
HUS TIPOMOTOPA ¥ MHULIMAIIMIO TpaHCKpuniun. KieTkun 6akTepuii
conepKaT HECKOJIBKO Pa3IMYHBIX G-(aKTOPOB, KaXAblii N3 KOTO-
pBIX y3HaeT crnenuduieckuii mpomotop. Hakoner, cymiecTByer
elle OJ1H OeJIKOBBI KOMITIOHEHT, 0003HaYaeMblii p-(haKTop, KOTO-
DBIl OTBETCTBEHEH 3a MPaBUJIBHYIO TEPMUHAIIMIO TPAHCKPUITIINY.
Takum obpazom, PHKII Escherichia coli n psina Apyrux rpaMOTpU-
LIATeIbHBIX OaKTepUii BHITISIUT ClieayoluM odpaszom (puc 14.1):

HOL OENUZ Y ME
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CORE
Puc. 4.1. Ctpoerane PHK-nmomumepassr E. coli:
a, B, o, p — 6eJIKOBbIE CyObEAUHULIBI

Y rpamnonoxurtenapHbix 6akTepuii PHKII yctpoeHa elie ciox-
Hee. Hanpumep, B ciayyae Bacillus subtilis oHa MOXeT comepKaTb
HECKOJIbKO a-(akTopoB, a y psaaga apxedaktepuiit PHKII cocTout
n3 9—10 KOMIIOHEHTOB, MPUOJIMKASICh MO CJIOXHOCTH CTPOCHUS
k PHKII sykapuor.

B kieTkax sykapruoT oOHapyXeHo, Mo KpailHeil Mepe, Tpu Tuma
PHKII. IMonumepasa I (un1 A) HaxoauTCs B SAPBILNIKE U TpaHC-
KpuOupyeT reHsl 6oJbirHcTBa pudocoMHbix PHK (pPHK); monu-
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mepasa Il (unu B) — B HyksleomniazMe U TpaHCKPUOUPYET OOJIBLIYIO
yacTh Apyrux reHoB; noaumepasa 111 (uau C) — reHsl TpaHCIIOPT-
Heix PHK (TPHK) u onnoii uz pPHK (5S pPHK). Kpome Toro,
B MUTOXOHIPUSX M XJIOPOIUIACTAaX 3YKAPMOT IPUCYTCTBYIOT COO-
ctBeHHble PHKII.

Mexnay TeM COOCTBEHHO MOJIMMEpa3Has peaklMsl MOXET OCy-
LIECTBIAThLCS ropasno oosee mpocThiMu pepmeHTamu. Tak, PHKIT
«HeyeTHbIX» T3 u T7 ¢paroB E.coli cOCTOUT U3 €AUHCTBEHHOTO T10-
JIMIIeNTUIA ¢ MoleKyasspHoii Maccoit 110 x/la, a MuTOXOHIpUAb-
Hag PHKII mnpeacraBnsier co0oit MOMUIENTUI C MOJEKYJISIpHOMI
Maccoii 64 k/1a.

ITo-BuguMoOMYy, CIOXHOE YCTPOMCTBO OaKTepUalbHOW M OCO-
o6eHHo sykapuotnueckux PHKII, ¢ ogHoi1 cTopoHbI, 00ycaoBIe-
HO HEOOXOAMMOCTBIO «y3HABaTh» OOJIBIIIOE YMCIIO TPOMOTOPOB, a C
JIPYrOii — IO3BOJISIET OCYLIECTBISITh MHOTOOOPA3HYIO PEryJIsiuio
TPAHCKPUIILIMU B TIpoliecce (PyHKIIMOHMPOBAHUS 3TOTO (pepMeHTa.

4.1.3. PErYJISIIAS HPOLECCA TPAHCKPUIIITAU

Hcxonst M3 BO3MOXHOCTHM YMpaBJIeHWS CUHTE30M Ha 3Tare
TPAHCKPUIILIMU, OEJIKOBbIE TTOCPEAHUKN MOXHO Pa3ieuTh Ha TPU
OCHOBHBIE TPYIIIIHI:

1) koncmumymuenble, CAHTE3 KOTOPBIX HE 3aBUCHUT OT HAJIMUUS
(YPOBHSI) UX CyOCTPaTOB U NMPOAYKTOB;

2) undyyubenvHblie, — CUHTE3 KOTOPBIX YCKOPSETCS B MPUCYT-
CTBUM CYOCTpaTOB (aHAJOroB CyOCTpPaTOB);

3) penpeccubenbHbie, CUHTE3 KOTOPBIX TOJABISIETCS U30BITKOM
KOHEYHOTO MPOIYKTa TaHHOTO MEeTab0IMIeCKOTo MyTH.

Peeyaauyusa na smane unuyuayuu mpanckpunyuu. B 1960-¢ ro-
161 @. XKakob6 n 2K. MOHO YCTaHOBWIIH, YTO B SIBJICHUSIX MHAYKIIAN
U perpeccuy MPUHUMAIOT yJacThe OeJTKOBbIe (paKTOphl — perpec-
COPBI, MPOAYKTHI CIIELIMATbHBIX TeHETUUECKUX DJIEMEHTOB — T€HOB-
perynsiTopoB (I-reHOB), CITOCOOHBIE B OTTPeeIEHHBIX YCIIOBUSIX TOP-
MO3UTh MPOIECC TPAHCKPUIIIIMY Ha 3Tarne MHuimauuu. [Tostomy
00a 3TUX TUIIA PETYJSIIUA OTHOCIT K HeeamusHuim. TlomuepkHeM,
YTO WHAYLUMOEJTbHbIE OelKU (KOJMYECTBO KOTOPBIX BO3pacTaeT
B ITpOIIeCCe MHIYKIIMM ) TAKXKe PETYJIUPYIOTCS 110 HETaTUBHOMY Me-
XaHu3My. B a3ToM HeT IpoTUBOpeYMs, TIOTOMY YTO OJVUH U3 PE3YJib-
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TaToB (TTOBBIIIEHUE TPAHCKPUIILIMM) OTHOCUTCS K (PEHOMEHOJIOTUN
npoliecca, a BTOpoil (peryasius TPAaHCKPUIIIIMK) — K €r0 MeXaHU3-
My, COCTOSIIIIEMY B IepeBo/ie pernpeccopa (OTPULIATETbHOTO PeTyJisi-
TOpa) B HEaKTUBHOE (MHIYKIIMS) WIM aKTUBHOE (permpeccusi) co-
cTosiHuE (CM. Jajee).

Penpeccopsl MOTyT OBITH MPEACTaBACHBI HE TOIBKO OEJIKaMU, HO
U TaK HasbiBaeMoil «aHTUcMbIcI0oBo PHK», ¢pyHKkIuelr koTtopoit
SIBJISIETCSI CBSI3BIBAHUE C OIPEACICHHBIM, KOMITJIEMEHTapHbBIM €l
yyactkoM JIHK rena-omnepaTtopa misi OJI0OKMpOBaHUS TPaHCKPUII-
LIMY CTPYKTYPHBIX TEHOB, PACMOJIOKEHHBIX 32 TEHOM-O0IIePaTOPOM.

B uHayuupyeMoM ornepoHe TeH-peryasaTop KOIUupyeT aKTUBHBIN
penpeccop (okojio 10 MoneKyn1 Ha KJIETKY), KOTOPbIii OJIOKMpPYeT
TPAHCKPUIIINIO, B3aUMOJENUCTBYS ¢ ollepaTopHbIM yyacTkoMm JJHK
u npensatctBysa npoasxenuto PHKII. MuaykTop, npeacrasisito-
IIMI coOOM MCXOAHBIN CcyOCTpaT JAHHOTO META0OJIUYECKOro MyTH
uin 6J1M3Koe K HEMY COeMHEeHVe (HalpruMep, ajlJIoJIakTo3a B CIIy-
yae lac-omepoHa), CrocoO0eH B3aMMOJACHCTBOBATh C PEMPECCOPOM
1 MHAKTUBUPOBATh €0, 0CBOOOXIast TAKUM 00pa30M OMepaTOpHbIiA
yuactok JIHK. B pesynsrate PHKII HaurHaeT TpaHCKPUILIMIO JaH-
HOTO ornepoHa. DTU COOBITUSI OTpaXkKeHbI B cxeMe Ha puc. 4.2, a.

FeH-perynstop fpomotop Onepatop  CTPYKTYpHble reHbl  topupmarop
| 1 i L O a4 A L B . C 4t 4

AKTVBHBIN penpeccop A
& Wuayktop

HeaktusHbIi
penpeccop

a)

Mpomotop Onepatop  CTPYKTYpHbIE FeHbl  Tepuumarop

L [ ] P 1 o] 1 A 1 B L C 1 t J
AKTVBHBI
T penpeccop
i - . Kopenpeccop
HeakTuBHbIii
penpeccop
0)

Puc. 4.2. CxeMbI: @ — MHAYLMPYEMOTO OTIEPOHA U TIpoliecca MHIAYKIINN;
0 — pernpeccupyeMoro orepoHa U mpoiiecca pernpeccuu



4.1. Perynaims 6uocunTesa GeIKOB Ha aTale TPaHCKPHIIIIH 135

B penpeccupyeMoM orniepoHe TeH-peryIsiTop KOaupyeT HeaKTUB-
HBII peTrpeccop, KOTOPHI MOXET MIEPEXOANTh B aKTUBHOE COCTOSI-
HHE U OJJOKMPOBATb TPAHCKPUIIIINIO, COSANHSISICH C OIEePaTOpPOM,
TOJIBKO TOCJIe B3aUMOIEHCTBUS C U30BITKOM KOHEUHOTO MPOAYKTa
(Kopemnpeccopa) JaHHOTO MeTaboJIMYeCKOro MyTH (B ciaydyae Ouo-
CUHTETUYECKUX TyTell TaKMM KOPEINPeccOpoM MOXET ObITh, Ha-
IIpuMep, aMIHOKHKCIOTa). [Iporiecc oTpaxeH B cxeme, IMPeacTaB-
JIeHHOI1 Ha puc. 4.2, 6.

Bosbiyio posb B peryssiiiMy TPAaHCKPUIIIIUKM UTPAET TaK Ha3bl-
Baemasi kamaboaumuas penpeccus (CTApoe HA3BAHUE <«TJTIOKO3HBIN
3¢ deKT»), 9TO 0003HAYACT PEIIPECCUI0 KaTabOJIUTOM — COSTMHE-
HHUEM, METa0OJM3UPYeMBbIM B OCHOBHOM IIO MYyTH KaTaboimu3ma,
¢depMeHTOB MeTabonu3Ma Jpyroro kartabonurta. KarabonuTHast
peripeccusi TPOSIBIISIETCSI B SIBJICHUW JIUAyKCWU pocTa OaKTepuid.
DdeHoMeH TrayKcuy 00HApYKMBAEeTCs, KOTIA B Cpeie IPUCYTCTBY-
10T ABa cybcTpara (Harmpumep, J1aKTo3a U TII0K03a), IpudeM dep-
MEHTBI, OCYIIECTBISIONIE KaTaboJIM3M OJHOTO U3 HUX (JTAKTO3bI),
UHAYUUOETbHBI, & APYroro (TJI0K03bl) — KOHCTUTYTUBHBL. B aTOM
cyJyae cHavaja IoTpeOJIIeTCsT TOIhKO INIF0K03a — TOTHa KakK WH-
JIYKIMS JIAKTO3HBIX (hepMeHTOB (3-rajakTo3maasbl) HE MPOUCXOIUT
IO TeX TIop, TT0Ka He OyaeT MmoTpebieHa OCHOBHAST YacTh IIIOKO3HI.
DTO oTpaxkaeTcsl BO BpeMEHHOM 3aMeUIeHUn (TIpeKpaiieHun) po-
cTa KyJIBTYphl Ha TOT IIEPHOM, KOTOPHIN HEOOXOMNM TSI MHIYKIINT
U cUHTe3a B-ramakro3ugasbl. TakuM oO6pa3om, HECMOTPS Ha MpHU-
CYTCTBME B Cpele MHIYKTOpa (JaKTO3bl), aJbTepHATUBHBINA CyO-
cTpar (TJII0K03a) MPETSITCTBYeT UHIYKIIAH.

MexaHU3M SBJICHUS KaTaOOJUTHOM pEIpeccuy COCTOUT B Clie-
aytomeM. [t MHIYKIIMK HEKOTOPBIX «CJIa0bIX» OIEPOHOB, B TOM
yucie lac-orepoHa, HeIOCTaTOYHO MHAKTUBAIIMKM OTPULIATEILHOTO
perynsitopa — pernipeccopa. Heobxomnmo Takxke ydyacTve MmoJIoXKu-
TEJILHOTO PETYJISATOPA, IIPEICTABIISIIONIETO COO0I KOMILIEKC CIICIIM -
aJTbHOTO aKTUBUPYIOIIETO OeKa ¢ IUKINYECKUM aleHO3UHMOHO-
docharom (cCAMP) (puc. 4.3).

Benok, akTUBMpYOIMNIT TPaHCKPUTIIIUIO, TIOJYYMUT Ha3BaHUE
BAK-6enka uiau «0ejka, aKTUBUPYIOIIETO KaTaOOJUTHBIE TeHbI»
(anrn. skBuBaieHT — CAP-protein, «catabolite gene activating
protein»). BAK-6enok npeacTasisieT coooi AMMep ¢ MOJEKYISIPHOM
maccoit 45 k[la. ITox neiictBuem cAMP oH noaBepraetcst KOH(POp-
MAaIIOHHBIM M3MEHEHUSIM U IIPUOOpETaeT MOBBIIICHHYIO CIIOCO0-
HOCTb CBSI3BIBAThCSI C MPOMOTOpoM. [IprcoennHeHne KOMILIeKca
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cAMP-BAK x IHK ocna6nser cnapuBanue I'll-ocHoBaHwMiA, crio-
COOCTBYET YacTHYHOMY pazaesieHuto cnupaieit JIHK u obneruyaer
dopMupoBaHEe WHHIIMMPYIOIMIETO TPAHCKPHUIIINIO KOMILIEKCa
PHKII ¢ IHK. YpoBenbr cCAMP B kjeTKe 00paTHO NPOIOPILMOHA-
JieH ypoBHI0 ATP; B MpUCYTCTBUM JIETKO METabOIU3UPYEMBbIX CyO-
CTpaToB (IJIIOKO3bI), CIIOCOOCTBYIOIINX MOBbILIEHUIO YPOBHS ATP,
cAMP «He xBaTaeT» 1y oopazoBaHus komiuiekca ¢ BAK. To ectb,
Koraa B kjieTke MHoro ATP u mano AMP u HeT HeoOXonMMOCTH
B MHTeHCU(UKALMU KaTaOOJMYECKUX IPOLIECCOB, YPOBEHb (hep-
MEHTOB KaTaboJiM3Ma MOXET ObITh CHUXKEH, UTO U TIPOUCXOAUT T10-
cpenctBoM nHaktuBauuu bAK perynsTopa.

e [

L el
¥ ¥

GAK-CAMP ( J -LL
| PHKIT | \Penpeccop| ’FHT(HCPBCT)/LLIGVI MOJIEKY oM PHK|
gl T
@ - e

|BAK(HeaKTV|BHbu7|)| | cAMP |

Puc. 4.3. Cxema (pyHKIMOHUPOBAHMUSI OTIEpOHA, HAXOSIIIETOCs
MOJ, MOJOXUTEIbHBIM KOHTpoJieM BAK-06eika

Tonkue MexaHU3MBI peryasaunn ypoBHs CAMP cBsi3aHBI ¢ DyHK-
LIMOHMpoBaHUeM ¢docdoTpaHchepa3sHO CUCTEeMBbl TpaHCIIOpTa
caxapoB M pacCMOTpeHbl B pasi. 3.7, MOCBSLIEHHOM perysuuun
MIPOLIECCOB MEMOPAHHOTO TPAHCIIOPTA.

Heob6xonymMo OTMETUTH, UTO y psiia OaKTepuil poJib IJIHOKO3bI
B KaTaOOJUTHOM pernpeccuu MOTYT BBIIOJHSATH APYTUe MCTOYHU-
KW BHEpruu (HarmpuMep, OpraHM4eckre KMCIOThI y TICEBAOMOHA,
BOIOPOX Y BOOIOPOIHBIX OAKTEPHUiA 1 T.1.), KOTOPBIC B 3TOM CIIydae
TOPMO3ST KaTabO0JIM3M IITIOKO3HI.

B uHay1mbenbHbIX onepoHax, Win peeysorax (MOCIEIHUN Tep-
MUH OpUMEHSIETCSl K JIDOOMY COYETaHUIO T€HOB, YIpaBIsIeMbIX
OOIIIMM TeHOM-PETYISITOPOM ), BOSMOKHBI M IPYTHE TUITBI TTOJIOXKM-
TEJIbHOM peryJsiiuu, HezaBucuMmoit or cAMP. Hanmpumep, B apadu-
HO3HOM ornepoHe Escherichia coli apabuHo3a (MHIYKTOP) HE TTPOCTO
WHAKTUBUPYET PEMPECCOpP, HO MPEBpAILAET €ro B MOJOXUTEIbHBIN
peryisiTop. AHaJIOTMYHOE SIBJICHHME OOHAPYKEHO B CIIydae OIepo-
HOB raJIaKTO3bI 1 PAMHO3HI.
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B nuBepreHTHBIX peryjoHax TPAaHCKPUIIIMS MPOTEKaeT B pas3-
HBIX HaIPaBJICHUSIX U MOXET ObIThb HEKOOPAWHUPOBAHHOW, T. €.
OCYIIECTBIISITHCS C pa3HOUl cKOpocThiO. [1pu 3TOM BO3MOXKHO CUU-
ThiBaHUe ¢ pa3Hbix Henei JJHK. ITpumepoM ciiykKuT apruHUHOBBI
OIIEPOH: B €ro YacTH, BKITIOYAIOIIel YeThIpe T'eHa U3 ACBSATH, TPAHC-
kpumnius Tpex reHoB (C, B, H) ocyiectsisgeTcss B O4HOM HarlpaB-
JICHUHU, a TPAHCKPUIILIMS IPYTOTO reHa — B MPOTHUBOMOJIOXKHOM.

Eme ogHuM mnpuMepoM TMOJOXUTEIbHOU pPEeryasiuuu Mpo-
lecca TPAHCKPUIILIMU SIBJISIETCS PETYISIlUs C yYaCTUEM eeHO8-
«3HXaHcepos» (OT aHIJI. enhance — yCUNUBaTh). PaHee cuutanu, 4yto
STOT TUI PETYJSLIMU XapaKTepeH TOJbKO I ayKapuot, Ho B mo-
ciaenHee BpeMs (OPMaJIbHO CXOJHBIE MEXaHU3Mbl OOHApYKEHBI
Uy MpoKapuoT (Tabi. 4.1).

Tabmmna 4.1

IIpumepsl peryisnuu TPAHCKPUIIUK Y OaKTepHid
C MIOMOUIbIO MPOJYKTOB F€HOB-<«IHXAHCEPOB»

MuKpoopranusm Benok-akTuBaTOp AKTHBHpYEMbIE I'eHbI
. , CTpyKTypHBIl T€H
Escherichia coli AppY py pr
KUCIOM ocdarasbl
IeHbl ManbTO3HOTO
« MalT
oIepoHa
[ensr mytu cuHTE3a
« MetR Y
METHUOHUHA
« NarL [eHbl HUTpaTpeTyKIIMU
[eHbl 6e1IKOB HapyXHOM
« OmpR P
MeMOpaHbl
CTpyKTypHBIIi T€H
PhoB PYKTYPI
menoyHoi docdartasbl
, . [eHbl 6esikoB
Pseudomonas aeruginosa VirG
BUPYJIEHTHOCTU
L. o . Iennl cuctemsl
Rhizobium meliloti FixG
a30TduKcaluu
. , [eHbI a30THOTO
Salmonella typhimurium NtrC
MeTaboau3ma
. e CTpyKTYypHBIE TeHbI
Bacillus subtilis DegU PYKTYP
9K30(hepMEHTOB
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ITpu 3TOM He cieIyeT CMEITMBATh ITOHSITHS «T¢HOB-2HXaHCEPOB»,
CYIIECTBYIOIINX Y IIPOKAPHOT, C «IHXaHCEpaMH TeHOB», XapaKTep-
HBIX JJTSI 3YKapyoT, T.€. C OIpeIeIeHHBIMU MOCIIEA0BATSIIbHOCTSIMI
HYKJICOTUIOB, KOTOPHEIE CONEPKAT CAlThI CBSI3BIBAHNS HECKOJIBKIX
(aKkTOpOB TPAaHCKPHUIIIINHI. DHXaHCEP TeHa CITOCOOEH OCYIIECTBISATh
PeryJISITOpHOE ACHCTBUE HA TIPOMOTOP, HaXOsICh Ha OOJIBIITNX pac-
CTOSTHUSIX OT Hero (60ojee 60 ThIC. TTap OCHOBaHWIA ), HE3aBUCUMO OT
OPHMEHTAIIH 110 OTHOIIEHHIO K TIPOMOTOPAaM M PACITOJIOXKEHUS OT-
HOCHUTETHHO PETYIMPYEMOTro IreHa.

ITponykTaMu reHOB-«3HXaHCEPOB» SIBISIOTCS OEJIKU C MOJIEKY-
nsgpHoit Maccoit 25—30 k/la, KOTOpble MOTYT CBSI3bIBAThCS C IPO-
MOTOpHOI obyiacThio. Kak mpaBuio, Takasi cucTeMa JABYXKOMITIO-
HEHTHA W BKJIIOYAeT «CUTHAJIbHBIN» O€0K (ero Ha3bIBalOT TaKKe
CEHCOPHEIM), CIIOCOOHBIM «JYBCTBOBaTb» WM3MEHCHWE YCIIOBUIA
OKpYyXarlleil cpeabl (MosiBIeHUE CyOCTpaTOB UM MPOAYKTOB, U3-
MeHeHHe PU3NKO-XUMNIECKIX YCIIOBUI) U CTUMYJIMPOBATh CUHTE3
IIPYTOro OeJIKa — «aKTUBAaTOpa», KOTOPBIA U 3aITyCKAeT TPAHCKPUIT-
LIMI0 MCKOMOTO OeIKOBOTo mocpenHnka. CKazaHHOE TOSICHSIET
puc. 4.4, rae n3obpakeHa cxema PeryJsissiiiyd OlepoHa IIeJTOIHOMI
docoarassl E. coli.

+Pi _Pi
phoR" «—— phoR — 3 phoR®

\4

Nopaenexnue AxTuBauus
L_PhoA | L phoR | _phoB ,
AxTuBauus

T phoB

Puc. 4.4. Cxema peryisiiuy TpaHCKPUIILIMY CTPYKTYPHOTO
reHa 1efouHoi ¢ocdarasel (phoA) E. coli:

phoR — ceHcopHblii TeH; phoB — reH-«3HxaHcep»; PhoR u PhoB — 6en-
KOBBIE MPOIYKTHI COOTBETCTBYIOLIMX TeHOB; Pi — HeopraHuyeckuii opTo-
docdar

benok PhoR B mpucyTrcTBUM HeopraHudeckoro oprodgocdara
MepexoauT B opMy pernpeccopa, MOAaBISIONIero TPaHCKPUIILIMIO
reHa phoA; a B OTCyTCTBUE — B (hOpMY, CTUMYJIUPYIOLIYIO TpaHC-
KPUIILMIO TeHa «3HXaHCcepa», MPOAYKT Kotoporo, PhoB, aktusupy-
eT TPaHCKPUILMIO phoA.
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IlepeuncieHHble MeXaHU3Mbl PETYISILIMM TPAaHCKPUILIMKU Ha
CTaAY UHULIMALUU JOCTATOYHO OBICTPO pearupyroT Ha U3BMEHEHUE
BHEITHUX YCJIOBUI, OTHAKO YIIPABIISIIOT PaOOTOI OMHOTO MJIM HeE-
0OJIBIIIOTO YHCJIa OTIEPOHOB B KaXKIblil MOMEHT BPEMEHMU.

OmHako Hapsiny ¢ HUMM CYHIECTBYIOT MEXaHWU3Mbl CUCHEMHOU
peeyaayuu, CBI3aHHbIE C U3MEHEHUEM (hyHKIIMOHUPOBAHUS OJHO-
BpPEMEHHO OOJIBIIIOrO YMCIa OIEpOHOB. B KileTKax 3yKapuoT 3TO
JIOCTUTAETCSl TTOCPEACTBOM KOH(MOPMAIIMOHHBIX MEPECTPOEK Xpo-
MaTuHa (aKTUBHBI XpOMAaTUH 3aMETHO MeHee KOMIIaKTeH, 4yeM
HeaKTUBHBIN), TipoueccuHra PHK, a Takxke yrnpaBieHus1 TpaHC-
Jsunein myteM ¢GOpMUpPOBaHUS TaK Ha3bIBaeMbIX MH(POPMOCOM
(1.e. uPHK, TpaHCcIsg1us KOTOPHIX «OTJIOXEHa» 10 HEOOXOIUMOTO
MOMEHTA ITyTeM aJeHUJIMPOBaHUS U (POPMUPOBAHUS HYKIEOMPO-
TEMHOBOTO KOMILJIEKCA).

B kjeTkax mpoKapuoT CUCTEMHAs PETYJISIIUs OCYIICCTBIISICTCS
3a cuer Momudukanuu cremubudHocty padborsl PHKIT mocpen-
CTBOM M3MEHEHMs €e KOMIIOHEHTHOIO COCTaBa (a Takke M3MEHe-
HUS KOHbOopMaluu Wi cTpykTypsl matpulibl — JJTHK, o yeM cwM.
HIXKE). DT MeXaHW3Mbl BCTYNAIOT B JIECTBHE, KOTIa HYXXHO aK-
TUBHUPOBAaTh OJHOBPEMEHHO OOJIBIIIOE YUCIO HOBBIX ITPOMOTOPOB
(cTpeccoBble BO3AEHCTBUS, KJIeTOuHas AuddepeHMpoBKa) WIN
CMeHUTb MaTpully (padMHoxeHue aroB). IlocmenHuii ciaydyai
U3y4eH Hambosiee MoapoOHO Ha Ipumepe ¢aroB Escherichia coli
u Bacillus subtilis. B reHome 6axkTeprodaroB MpUCYTCTBYIOT TpHU
TUIA TEHOB: paHHUWE, CPeJHUE U TO3AHUE, KiacCUDUIIMpPyeMbie
Ha OCHOBaHMU MOPsIIKA MX TPAHCKPUIILIUM B XOJ€ pa3BUTHUS (para.
Pannue rensl Bcerna TpaHckpuoupyoTess PHKII kieTku-xo3samHa,
a B cllydyae TPaHCKPUIILIMU CPEIHUX U MO3MHMX I'¢HOB BO3MOXKHO
HECKOJIbKO BapUaHTOB:

« CpE TIPONYKTOB PAHHUX T'€HOB MPUCYTCTBYET COOCTBEHHAs
¢arosag PHKII, a Ttakxkxe o6enku-unrnomropsl PHKII xo3suHa.
Takum obpazom, mpoucxoaut cmeHa PHKII (HeyetHnie aru T3,
T7 Escherichia coli);

eCpelu TIPOAYKTOB pPAHHUX T€HOB IIPUCYTCTBYIOT HOBBIE
o-(hakTophl, B3auMoAeicTByommue ¢ «cepauesuHoit» PHKIT xo-
3siMHA ¥ 00ecIeYrBaroIe TpaHCKPUIILIMIO CpeTHUX TeHoB. Cpeau
MPOAYKTOB CPEAHUX T€HOB, B CBOIO OYepelb, MPUCYTCTBYIOT OeJI-
KA ¢ QYHKIIUSIMU o-DaKTOPOB, KOTOpPbIE 00eCTIEYMBAIOT TPaHC-
KPUIMINIO TTO3THUX TeHOB. TakKuM 00pa3oM, MPOMCXOIUT CMEHa
o-dakropoB (par sPOI Bacillus subtilis);
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e CPENIN IIPOAYKTOB <«PaHHUX» TE€HOB IIPUCYTCTBYIOT OEJIKH,
Mmonuduimpyomme «cepaueBuHy» PHKII xo3zsuHa, Torma kak
o-dakTop xo3amHa coxpansercs (deTHbie daru T2, T4 Escherichia
coli).

Perymsiiiist TpaHCKpUITIIMU TTyTeM oOpa3oBaHUsI crienudude-
CKUX ©-(aKTOpPOB MIMPOKO PACIIPOCTpPaHEHA W B OaKTepUaTbHBIX
cucTeMax. BBumy ee BaxXXHOCTHU IIpUBEIEM HECKOJIBKO IIPUMEPOB.

Oco0b1it 6-paxkTop (6%, Yyncao B Mokasaresie 0ObIYHO 0003HA-
yaeT MOJIEKYJISIpHYIO Maccy, K/la) KOHTpoaupyeT TpaHCKPUIILIUIO
psila TEHOB a30THOTO MeTaboJIM3Ma, B TOM YMCJIe TeHa TIIyTaMUH-
CHHTETa3bl, O PETYJISIIINU aKTUBHOCTH KOTOPOM OymeT WATU pedb
nanple. CyliecTBYIOT IPOMOTOPHI, aKTUBUPYIOIIMECS TOJIbKO MPU
50°C, B MX TpaHCKPUIIIIMU YIacTBYeT hakTop oF.

[TpumepoM cUCTEMHON PErysIuy SIBJISIETCS TAKXKE PEryJIsTIius
Ipoliecca cropoodpa3oBaHus y 0ariiiu1. B 3ToT mpoliecc BoBieKa-
I0TCSI COTHM JIOKYCOB, OPTaHM30BaHHBIC B CIIELIMAIBHBIE CTPYKTYPHI
(«CTIOpy/IOHBI») M pa3opocaHHbIe Mo Beelt Mosekyne JHK. Ognum
13 CITOCOOOB TIEPEKITIOUEHUST POCTa Ha CTIOPOOOPA30BaHUE CITYKUT
n3meHenune PHKII, u B mepByio ouepens ee o-akropa (BMecTo 6+
cunTe3upyerca o). Takag PHKII npenmylecTBEHHO TpaHCKPH-
OUpyeT «paHHME» TeHbl CIIOPOOOPa30BaHUs, CYIIECTBEHHYIO POJIb
B KOTOPOM UTPAET TAaKXKe PETyJISIIUS Ha YPOBHE TPAHCIISIIIAM.

IIpu mepexome KyabsTyphl OaKTepuii B CTAIMOHAPHYIO (ha3y po-
cTa, a TakKe TPU OCTAHOBKE POCTa M3-3a HEOJIArOMpPUSITHBIX YCI0-
BMI1 TIPOMCXOIUT aKTUBALIMS PETYJIOHA CTallMOHAPHOM (ha3bl, KOH-
Tpoaupyemoro ¢pakropom c° (RpoS).

Jpyroit IipuMep CUCTEMHON PETYJISIIAN Y IIPOKAPUOT: TIPU BO3-
MEeUCTBMM Ha MUKPOOPTaHM3MbI HAarpeBaHUS 10 CyNpaonTUMasb-
Hoil Temmiepatypsl (17151 E. coli — 42 °C) HacTyIaeT TEIjI0BOM 10K,
BBI3BIBAIOIINI KOOPAWMHUPOBAHHYIO WHAYKIIWIO <«OETKOB TETIO-
BOTO IIIOKa». TpaHCKPUMIINS MX JIOKYCOB M 00pa3oBaHME IJIaBHO-
ro o-takropa ¢’° OCyIIECTBISIOTCS IMOA KOHTPOJIEM MUHOPHOTO
(akTopa ¢* (mpoaykra reHa rpoH). Cpeau 6eJKOB TEIJIOBOTO I1I0-
ka nipucytctBytoT 6enku GroEL u GroES, urparoiiue KItoueByro
POJIb B 3aIINTE MPOTHUB IITIOKOBOTO BO3ICHCTBUS HArpeBaHMUS, I0-
BUIMMOMY, ITyTeM KOHTPOJIS 32 HOPMUPOBAHUEM U MOIAECPKAHUEM
BBICOKOYIIOPSIIOYEHHOM KOH(MOPMaIlUKM JPYTMX OETKOB. A OelnKH
DnaK, DnalJ, DnaE yyacTBy1oT B cOOpKe U cTabuIM3aliu anmnapa-
Ta perMkauuy. Takue GeIKU-<«ITOMOIIHUKN» HA3bIBAIOTCS MOJIE-
KYJISIPHBIMU UANepoHamiu.
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HNsmenenue cneuupuyHocty «y3HaBaHus» PHKII nokycoB
TPAHCKPUITLIMM MOXKET JOCTUTaThbCs TakKXkKe B3auMOACHCTBUEM
peryaaTopHbix 6enkoB He ¢ JIHK, a ¢ camoit PHKII. Kpome To-
ro, cneuuguuHocts PHKII MoxeT usMeHsTbes Toa AeHCTBUEM
HU3KOMOJIEKYJISIpPHBIX (PaKTOpOB TUIIa TyaHO3WMHMOJUbOochaToB
(B yacTHOCTH, TyaHo3uHTeTpadocdara, ppGpp), Ha3bIBAEMbIX €Il
KJIE€TOYHBIMU d1apMOHAMU — BEILIECTBAMU, CUTHAJIM3AaTOPaMU OIlac-
HOCTU. DTOT MEXaHU3M OO0ECIeUYUBAET KOOPAUHAIIMIO MPOIIECCOB
TPaHCKPUITLIU U TPAHCIISILIUU.

Bo3MoxkHa perynsiius 1 Ha 3Tafne TepMUHALUU TPAHCKPUTILMU.
PHKII MoxeT «y3HaBaTh» crielicbudeckue MocaeaoBaTeJJbHOCTH
JAHK, curHanusupyouye o0 OKOHUaHUM TpaHCKPUMLIMUA. DTa ee
CMOCOOHOCTDb YCUJIMBAETCS WU MOAUGULUMPYETCS MO BAUSHUEM
ocoboro mnonunentyuaa p-dakropa, odecneynBapIlero HopMaib-
HYIO TepMUHALIUIO.

Hapsimy ¢ 3TuM B cocTaBe psjaa peryJoHOB OOHapyXeHbl Tak
Ha3bIBaeMbIe aTTEHIOATOPHI (OT aHIJ. attenuation — ocjiabiieHue),
T.e. yuactku JIHK, BbI3bIBaolIne MpexaeBpeMeHHYI0 TepMUHA-
LIMI0, TaKXXe p-3aBUCUMYI0. DTU T€HETUYECKHE DJIEMEHTBI pac-
MoJjiaraloTcs MeXay OMepaTopoM U IePBbIM CTPYKTYPHBIM '€ HOM
B pEryJoHax, KOHTPOJUPYIOIIMX OMOCUHTE3 psiia aMUHOKHUCIOT
(penunnanaHuHa, TpurnrodaHa, TMCTUAMHA, U30JellIMHA, BaJlu-
Ha) (puc 4.5).

P (0] A CTpPYKTYpHbIE reHbl

i L L - ]

5—= 3" LPHK
5" >3’ uPHK

Puc. 4.5. Cxema peryisiliu TpaHCKPUIILIMU ITyTeM aTTeHIOALINU:
P — npomorop; O — onepatop; A — arreHoatop; I-PHK — ykopoueHHBII
tpaHckpunt; UPHK — HOpMasibHBIN TpaHCKPUTIT

Bce aMMHOKUCIIOTHBIE PETYJIOHBI, YIIPABISIEMBIE C ITOMOIIBIO
aTTeHIOAlMM, XapaKTepusyloTcst oboraieHreM yuactka uPHK, co-
OTBETCTBYIOIIIETO PACCTOSTHUIO IO aTTeHI0ATOpa, (T.€. «INACPHOM»,
wn [-PHK) xomoHamu TOif aMMHOKHCIIOTHI, KOTOPAST CIIY>KUT OT-
punaTeIbHBIM 3 heKTopoM (Hampumep, B TpuntodanoBoii /-PHK
JIBa KogoHa TpurnrodaHa moapsia, B ructuanHoBoii -PHK — cempb
KOIOHOB TMUCTUIWHA U T.1.).



142 [naa 4. PeryJisiiust mporieccoB MeTabo/m3Ma

Perynsius myrem aTTeHI0AllMM OCHOBaHA Ha TECHOM COTIPsSKe-
HUU y TIPOKApUOT TPAHCKPUIIIUKM U TPAHCISIMNA, KOTOpbIe, KaK
MpaBUIIO, TPOTEKAIOT OMHOBpeMeHHO (puc. 4.5). B mpoiecce TpaHc-
Jqsuuu cuHTesupyemoit ”PHK pubocoma, skpaHUpylolasi 0KoJo
10 HYKJIEOTUIOB, MOXET CYIIECTBEHHO BJUATH Ha KOH(MOPMAaIIUIO
tpancaupyemoil ”PHK, a Ta, B cBolo ouepenb, Ha MPOJABUXKEHUE
PHKII mo matpunie AHK. IIpu popmMupoBaHUU «KPUTHUIECKOMN»
koHbopMmalm UPHK («tepMuHuUpyloliiei netav») HacTymaeT quc-
coumauust PHKII ot IHK (mipexneBpemMeHHass TepMUHALIKSA), 3a-
BUCHMas OT p-dakKTopa.

Ha «mupepHom» yyactke n”PHK Bo3MoxXHO 00pa3oBaHue Tpex
THIIOB TieTeNb: 1—2, 2—3, u 3—4 (puc. 4.6).

Pubocoma

MPHK

PO tpL A trpE,D,C,B,A t

0 140

a)

Puc. 4.6. Cxema TpuntochaHOBOTO ONEPOHA U CTPYKTypa TPAHCKPUIITA
ero «WIMIEPHOTO» yyacTKa y Escherichia coli (mo Mandelstam et al., 1982):
a — HavaJbHBIA OTPE30K trp-orepoHa; 6 — TPAHCKPUNT <«JIUIEPHOTO»
yuactka (ot 50 mo 140 nykneoruna); trp E, D, C, B, A — cTpyKTypHBI€ TeHBI;
trpL — «TuIepHbIil» y4acToK; liudpamMu yKazaHbl MeCTa MOTEHIIMATBHOTO

(bopMupoBaHUs BHYTPUMOJIEKYJISIPHBIX BOTOPOIHBIX CBsI3eit

IlonaraoT, 4TO TOJBKO OOpasoBaHUE CTPYKTYPHl 3—4 CIyXUT
s PHKIT curHasoMm TepMUHaMM M OOpBIBA€T TPAHCKPUIIIIUIO.
B mporuecce TpaHCASILUMKM pacTylliell Lenu «JIMAepPHOTro» yJyacTka
nPHK pubdocoma nepekpsiBaeT 0koj0 10 HyKJIEOTUAOB U, TAKUM
o0pa3zoM, ompenenseT, Kakas MMEHHO M3 BTOPUYHBIX CTPYKTYD
nPHK peanusyercss B MOMEHT MpOXOXIeHUs aTtTeHtoaTtopa. [pu
OTCYTCTBUU B cpele TpulntogaHa pubocoMa «3acTpeBaeT» Ha
yyactke 1, rae pacmoJioXeHbl ABa TPUNTO(MaHOBBIX KOAOHA, CIO-
coOcTBys ¢opMUpoBaHUIO NeTau 2—3. B pe3ynbrare TepMUHALIUS
npenoTBpainaercsd. Ilpu Hantuuuu U30bITKA TpUnTohaHa pudoco-
Ma TPOXOAUT N0 ydyacTKa 2, TJe JOKAIUW30BaH TEPMUHUPYIOIIUA
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KOJIOH «IMAEPHOIO» MEeNTHIA, MPU 3TOM NeTis 2—3 o0pa3oBaThbCs
yXe He MOXeT U (popMupyeTcst ieTist 3—4, onpenesioniast TepMu-
HalHUIO.

[Tpu M30BITKE TaHHON aMUHOKWCIIOTHI TPAHCISLMS «JTUACPHO-
ro» ygactka "PHK uaeT ¢ HopMaibHO#l CKOPOCTBIO, 1 B MOMEHT
npoxoxneHuss PHKII arreHoaTopa dhopMupyercst «TepMUHUPYIO-
mas remisi» nPHK, 4yTo mpuBomuT K mpexkneBpeMeHHOM TepMuHa-
uuu 1 guccoumranuu PHKIT ot matpuusl JIHK. T1pu HegocTaTke
JMAHHOW aMUHOKUCJIOTHI TPAHCIISIIIUS «JIUIepHOro» yyactka nPHK
TOPMO3UTCSI, U pUOOCOMa «3aCTPEBaeT» Ha caiTe, 00OTalllEHHOM
KOJIOHAMU JaHHOW aMMHOKUCIIOTHI, TIPETISITCTBYS (DOPMUPOBAHUIO
«TepMuHupyloieil netiun». [Toatomy PHKII ycneBaer «mpocko-
YUTh» ATTEHIOATOPHBIN YYAaCTOK M IPOMOJIKAET TPAHCKPUIILIMIO
CTPYKTYPHBIX TEHOB.

Takum 00Opa3oM, eciau JaHHBIM PETYJIOH YMpaBIseTCsS ITyTeM
aTTeHIoallWu, TO B Mpoliecce cuuThiBaHUsI WHopmanuu ¢ JHK
00pa3yloTcsl 1Ba THWIIa TPAHCKPHUIITOB: HOPMaJbHBIN, BKIIIOYalO-
I CTPYKTYPHBIE T€HBI, U YKOPOUEHHBIM, COCTOSIIINI TOJBKO U3
I-PHK (cM. puc. 4.5).

TpunrogaHoBblit onepoH y E.coli peryaupyeTcsi OTHOBPEMEHHO
JIByMsI HETAaTUBHBIMU MEXaHU3MaMU: PeIpeccrueil 1 aTTeHIoaIue.
[Tpu n36BITKe TpUNITODaHa OHM ACUCTBYIOT aIAUTUBHO, TTPAKTUYE-
CKU TIOJTHOCTBIO MOAABIISIS TpaHCKpuIrioo. Ho naxe B oTCyTCTBHE
pernpeccuu (y MyTaHTOB ¢ JeEKTOM reHa-peryasaTopa) aTTeHoa-
LIMST CHDKAEeT CKOPOCTh TpaHCKpumiy Ha 90%.

[MCTUIMHOBBIM OMEPOH PETYIMPYETCST TOJBKO MTOCPEICTBOM at-
TeHyaluu. AHaJIOTUYHAs PETryJIsIIus XapaKTepHa I CUHTe3a He-
koTopbix aMuHoalwi-TPHK -cunreras (APCas3) 1, Bo3MOXHO, psina
9K30(DepMEHTOB. ATTEHYaTOp MPUCYTCTBYET Takke B reHOMe (ara
A. B aToM ciydae addeKT aTTeHyaTopa MOXeT ObITh HEWTpaInu30-
BaH CHEUUAIbHBIM PETYISTOPHBIM OEIKOM-aHTUTEPMUHATOPOM.
ITosryyeHsl faHHBIE O TOM, 4TO KoMIiekc 6eiaka BAK ¢ cAMP Tak-
XK€ MOXET BBIMOJHATh (DYHKIIMIO aHTUTEpMUHATOpa, HaIllpuMmep
B gal-omepoHe, 1, TAKUM 00pa3oM, He TOJIbKO CTUMYJIMPOBATh MHU-
LMAIMIO TPAHCKPUITLIMK, HO Y TIPEIOTBpaIaTh IMPEXIeBPEeMEHHYIO
TEPMUHAIIHUIO.

Pecyaauusa mpanckpunuyuu nymem uU3MEHEHUS KOoAu4ecmed
axmuenoti PHK-noaumepazor. PHKII MoXeT CIyXWTb OTpU-
LIATeJIbHBIM  PETyJITOPOM CBOEro COOCTBEHHOIo OMOCUHTE3a,
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U TIpU OTHOCUTEIHLHOM M30BITKE B KJIETKE €e¢ JajbHeiilnee oopa-
30BaHUE TOPMO3UTCI. KoOpAMHWpPOBAaHHO peryaupyercss oOpa-
30BaHUE [-CyObeAMHUII, TOrga Kak oOpa3oBaHUE O.-CYOBEAVUHUIL
1 o-(daKTopa peryaupyercs He3aBUCUMO. [103ToMy B KIIeTKEe MOXET
CYIIECTBOBATh U30BITOK TeX WX UHBIX cyobeauHul PHKIT.

Bosmoxna ummoounuzanuss PHKIT na matpune JHK (Be-
pPOSITHO, B MOMEHT TepMuHaimu TpaHckpunuuu PHKII He muc-
COLIMMPYET OT MAaTPUIIBI) C TIEPEXOIOM €€ B JIATEHTHOE (CKPHITOE)
cocTostHMEe. B ompeneneHHBIX YCIOBUAX (HaIlpuMep, TIpH ITepeHo-
ce Ha Ooratyio cpeny) JateHTHass PHKII aktuBupyercsi, BbI3bIBast
MOBBIIIEHUE CKOPOCTH TpaHCKpUIILIMU. I10 HEKOTOPHIM JaHHBIM,
takasi areHTHass PHKII moxeT coctasnsats 1o 50% Bceit PHKIT
KJIETKMU.

Peeyaayua mpaunckpunuyuu nymem uzmeHeHUs KOHopmauuu
uau cmpykmypot JIHK. Onaum u3 crioco60B CUCTEMHOM peryiisi-
LMY TPAHCKPUIIIINKM CIYXUT M3MEHEHUE CTEIICHU CBEPXCITMPAIIH-
sauuu JJHK. B aToMm mpoiiecce ydyacTByeT ocoObIi Kilacc (pepMeH-
TOB — TOIIOM30MEPA3h.

Penakcupyloiiue TononsomMepassl (Hanmpumep, m-06enok E. coli)
TOHIKAIOT CTETIeHb CBEPXCIMpaIM3alnu 0e3 3aTpaThl SHEPTUU
1 MIPUHAMAIOT YIaCTHE B MHUIIMAIIAY peruTnKanun. I1To coBpemMeH-
HOM KJ1accr(UKAIINM UX HAa3bIBAIOT TOIIOM30MepasHl 1.

benku, moBbnnamiue creneHb cBepxcnupanuzauuu JIHK
(mpumep — JAHK-rupaza E. coli), 3aBucar or ATP u ydacTByiOT
B perinkauuu JJHK, a Takke HEoOXOOMMBI IJi OCYILECTBIECHUS
PEeKOMOMHALIMI W KOHBIOTATUBHOM Iepeladyd TeHeTHIEeCKOTO Ma-
tepuana. Ux Ha3piBatoT Tonousomepassl 1.

KocBeHHBIM yKa3aHMEM Ha BO3MOXKHOCTh M3MCHCHMS CITCIIU-
(UYHOCTM TPAaHCKPUIILIUKM MPU U3MEHEHUHN CTEIIEHN CBEPXCIIMpa-
su3aiuu JJHK cayXut ToT ¢hakT, 4To B MPUCYTCTBUM UHTMOUTOPOB
JHK-rupa3sl (aHTUOMOTHUKOB HAIUAUKCOBOW KHUCIOTHI, HOBO-
OMOLIMHA, KOYMEpMUIIMHA) M3MEHSIETCS CIIEKTP CHUHTE3UPYEeMBIX
OCJIKOB, XOTsI cCaMH 10 cebe 3T MHTUOUTOPBI HE BIUSIOT Ha IIPO-
LIeCCHI TPAHCKPUITIUU Wi TpaHcasaun. Hanpumep, y Escherichia
coli cHxaeTcs cuHTe3 0Koio 20 0eJIKOB (B TOM YHCJIe IIETOYHOMI
docdaraspl), HO OTHOBPEMEHHO CTUMYJUPYETCS CUHTE3 APYTUX
(HampuMep, penpeccopa lac-ornepoHa), a 00pa3oBaHE HEKOTOPBIX
0eIKOB (0.-aMuUJIa3bl) OCTAETCS HA MPEKHEM YPOBHE.
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IlepecTporika TpaHCKPUMILIUYU P U3MEHEHUU CTEIIEHU CBEpX-
cnupanuzauyu JIHK o6bsicHseTcs1, o KpaliHeit Mmepe, IByMsI TIpU-
yrHaMM. Bo-TiepBbIX, MOXET U3MEHSTHCS CIEUMUIHOCTD Y3Ha-
BaHus npomoropoB PHK-nonumepasoii. Bo-BTopbIX, u3MeHeHUE
CBEPXCIUPATM30BAHHOCTY JOKHO MPUBOAUTH K U3MEHEHUIO CU-
abl B3aumozaeiicteust AHK ¢ peryasitopHbiMu 6esikamu (Harpumep,
npucoeauHeHue lac-pernpeccopa K cBepxcrnupainszoBaHHon JHK
SHEPreTUYecKku 0oJjiee BHITOMIHO, YEM B3aMMOICHCTBUE C peflaKCh-
poBaHHoit JIHK).

Peeyaauyua mpaunckpunuyuu nymem 6GHYMPUEHOMHbBIX nepe-
cmpoex. Tlockonbky ATP sBisieTcss HeOOXOAMMBIM KOMITOHEHTOM
ns1 pabotel JIHK-rupasbl, go/kHaA CylliecTBOBaTh CBSI3b CTEIIEHU
ceepxcniupanuzanuu JJHK ¢ sHepreTnueckum 3apsiioM KJI€TKH, YTO
OTKPBIBAET €11I€ OHY BO3MOXKHOCTb JIJIST PETYJISILIMM TPAHCKPUTILIUU.

[MpyHUMTIIMATBEHO UHOM CITOCOO PETYNISIIUM MOXKET OBITh OCYIIIECT-
BJIEH ITyTEM BHYTPUTCHOMHBIX MEPECTPOEK, MPOUCXOISIINX BCIICA-
CTBUE OOPATUMBIX BHYTPUT€HOMHBIX PEKOMOMHALII, MTPUBOISILINX
K OYTUTMKALWSIM U aMIUTAGUKALIMSM, AeEUSIM, UHBEPCUSIM.

BHyTpureHoMHbIe TIEPECTPONKM JieXXaT B OCHOBE TaKOTO 4Ype3-
BbIYAfHO BaXKHOTO SIBJICHUS, KaK oduccoyuayus MAKPOOPTaHU3MOB
(cuHOHUMBI — (ha30BbIe Tiepexonnl, (ha3oBbie Bapualuu). ABIeHUE
JIACCOIMAIIMY 3aKJTI0YAETCs B CYIIECTBOBAHMU B TMOMYJISIIUSX TeHe-
TUYECKY OMMHAKOBBIX MUKPOOPTaHW3MOB CyOIOMYJISILIN, pa3inJaro-
muxcs peHorunmmuecku. Hanbonee n3BecTHbIE IPUMEPH — HATUYKE
R-, S- u M-nuccolMaHTOB MaTOreHHBIX OAKTepUii, XOTS €CTh U JC-
COLIMAHTBI, OTJIMYAIOIIMECS IO APYTMM IIPU3HAKaM — TOKCUT€HHOCTH,
CHHTE3y aHTUTeHHBIX IETePMUHAHT, (DEPMEHTHOI aKTUBHOCTH.

OpHuM 13 HanboJiee YacTo BCTpeyaeMbIX U Hanboiee U3y4eHHBIX
TUTIOB TaKMUX MEPECTPOEK SIBJISIIOTCST MEePECTPONKHM C y4acTUEM ITOMI-
BIDKHBIX TEHETUYECKUX SJIEMEHTOB (Ha3biBaeMbIX [S-sneMeHTamMu
1 TPAHCITIO30HAMU), KOTOPbIE CHavYaJla BBILIECTUISIOTCS, a 3aTeM BCTpa-
MBAIOTCSA B Ipyrve Mecta reHoma. [1pu 5ToM MOXeT MEHSIThCS XapaK-
TEP PEryJISLIMU TPAHCKPUIIIIUU KaK TeHETUYECKUX JIOKYCOB, BXOMSIIIMX
B COCTaB MepeMellaeMbIX y9aCTKOB, TaK M COCETHUX C HUMU JIOKYCOB.
Bo3MOXHO Takxe BCTpauBaHWE T'€HETUYECKOTO 3JIEMEHTa B TOT Ke
yuactok JIHK, oTKyna oH ObL1 BbILLEIIEH, HO B MHBEPTUPOBAHHOM
BHIE («3a70M Harepely). Takass MHBEPCHS UCITONTB3YeTCs] MHOTIA KaK
CIoco0 peryssiLuu pa3Butus daros (¢ara Mu E. coli), a Takke obpa-
30BaHUSI KTYTUKOBBIX aHTUTEHOB Y cajibMOHesI (puc. 4.7).
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P, hin
h h -
| L |0| P J Iihl L z ) 1 =-[IHK-nHBepTasa
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®nareamun H1 ®Daaresmn H2

Puc. 4.7. Cxema peryasiiiu cuHTe3a duaresuiuHoB y Salmonella typhimurium [17]:
h,, h, — rensl, xomupyroume ¢nareumabl H1 n H2 cooTseTcTBEHHO;
rhl — ren-peryasrop; hin — ren, kogupyrouuit THK-unBeprasy; P, — npo-
MoTop ist reHoB h, 1 rhl

Korga mpomortop P, Haxomurcs B OnaronpuATHONW OpHMEHTa-
uuu 1t tpaHckpunuuy horhl, o6pasyercs ¢marennnn H2, a cun-
te3 dmaresmmmHa H1 6mokupyetcst perpeccopom. Ilpm obpaTHOM
opUeHTalu He oOpa3yeTcd HU (aarennuHa H2, Hu pernpeccopa,
a TpaHCKpuIuus Jiokyca daaresauHa H1 ocyiectsusieTcs ¢ coo-
CTBEHHOTO IpoMoTopa. M3smeHenue opueHTauuu P, mipousBoautcs
JAHK-uHBeprazoii, konupyemoii reHoM hin, akTUBHOCTb KOTOPOTO
HE 3aBMCUT OT 110JI0XeHus P, .

BHyTpuTeHOMHBIE TIEPECTPOIKN JIEXKAT B OCHOBE TaKOTO MeXa-
HHU3Ma amanTalyy 0aKTepuii, Kak yBeJUYeHUe «103bl TeHa». CyThb
€ro B TOM, YTO BO3PACTaeT YMCJIO OIpPeNeIeHHBIX TeHOB, KaK Mmpa-
BWJIO, OTBEYAIOIINX 3a YCTOMYMBOCTh K aHTHUOMOTHKAM, IPYIUM
TOKCUYHBIM areHTaM. BcieacTBre yBeanyeHus KOJIMYeCTBA TeHOB
¢ HUX TpaHckpubupyetcs 6osbiiie ”PHK u cuHtesupyetcs 6obliie
oenka. [TirasmMmma, HecyIast IeTepPMUHAHTY YCTOMYIMBOCTU M BKITIO-
YeHHasT B XPOMOCOMY, MOXET aMIUIM(MUIIMPOBAThCS, OCTaBasICh
B MHTETPUPOBAHHOM cocTossHUM. Harmpumep, cradmiokokkoBas
wrazmuga pC194, Hecylasi TeH YCTOMIMBOCTH K XJIOpaM(peHUKOITY,
MocJjie BCTpamBaHUs B XpoMocoMmy B.subtilis MOXeT mpeTeprieBaTh
15-kpatHyto amindukanuyio (mocje naccaxa 0akTepuu Ha cpeaax
C BO3pACTAOIINMU KOHIIEHTPAMSIMUA aHUOUOTUKOB). XOJEPHBI
BUOpUOH TUIa Dib-Top 1mociie aMmInUuKaly orepoHa TOKCHHA
CYIIECTBEHHO TOBBIIIIAJI BBIPAOOTKY TOKCUHA.

B cBs131 ¢ TeMm, 9TO TeHETUUYECKMIT MaTepyajl KICTKH OpTraHu-
30BaH B KOOPAMHUPOBAHHO W PETYJIUPYEeMO TPaHCKPUOUpYeMbIe
eIVMHMIIBI (OTIEPOHBI M PETYJIOHBI), BOBHUKAET BO3MOXKHOCTD OCY-
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IIECTBJISITh PETYJISIIMIO He OTAEIbHBIX OMOXUMUYECKUX PeaKIIuid,
a MEJBIX TPYMIT peakinii, MeTabOIMIeCKUX OJIOKOB M JaXe Kiie-
TOYHBIX MIPOLIECCOB, (ha3 pa3BUTUS KYJLTYp (IMOIYISAILAN) MUKPO-
OpraHu3MoB. Takylo peryjisiiidio 4YacTO Ha3bIBalOT 2100a1bHOIl.
HekoTopsle MeXxaHM3MBI TJIO0AJTBHOM PETYJISIIINU OYIyT PacCMOT-
pPEHBI B I'11. 5.

4.2. PEI'YJIAINA BUOCUHTE3A BEJIKOB
HA 9TAIIE TPAHCJIAIINN

4.2.1. PETYISIIMS HA DTANIE BUOCUHTE3A U CBOPKU
KOMIIOHEHTOB AIIIIAPATA TPAHCJISIITUNA

o HemaBHETO BPEMEHH CUMTAJIOCh, UTO PETYJISIIUS Ha ypOBHE
TPaHCIISILIMHU XapaKTepHa IMOYTUM MCKIIOUUTEIBHO IJISI 3YKapHOT,
IJ€ CYLIECTBYIOT BPEMEHHOE M IMPOCTPAHCTBEHHOE DPA30O0IICHMUS
TPAaHCKPUIIIINY 1 TPAHCIISIIINY B CBSI3U C HAIMYKMEM O0OJIOUKH SApa
1 dhopMUpoBaHUEM TOJTOXMUBYIIUX, <«3aIIMIIEHHBIX» OeIKaMu
uPHK nndopmocom, oTKpbITEIX A.C. CIMPUHBIM.

KocBeHHBIM yKazaHWeM Ha HaJIW4IWe PETYISINU TPaHCISIIAN
y TIPOKApHUOT SIBJISIETCS pa3iMure B CKOPOCTH 00pa3oBaHUSI HEKO-
TOPBIX OEJIKOB, KOIMPYEMBIX OHUM U TEM K€ PEryJIOHOM M TpaHC-
JIMPYEMBIX ¢ 00IIeH moaumucTporHHoit MaTpuitel (MPHK), xak, Ha-
npuMep, B cirydae cyobenuuul, PHKIT 1 HeKoTopbIix pruOOCOMHBIX
0eJIKOB.

Cy1iecTByeT ITOTCHIMAIbLHAS BO3MOXHOCTD PETYIISIINN CKOPO-
CTU TPAHCJISILIMY Ha ABYX 3Tarlax; 3Tane OMOoCHMHTEe3a U COOPKU KOM-
TTOHEHTOB arapaTa TPaHCIISIIUK 1 3Tare UX PyHKIMOHUPOBAHMSI.

OCHOBHBIMH BEICOKOMOJICKYJISIPHEIMA KOMITOHEHTaMH arIapa-
Ta TPAHCISILIUU SIBISIIOTCS amunoayur-mPHK-cunmema3swr (Kogassbl,
APCasnl), mpancnopmuvie PHK (TPHK), pu6ocomnvie PHK (pPHK),
ungopmayuonnsie PHK (WPHK), pubocoMHbIe OeTKM U OEJIKOBBIC
(axKTOpHI TPAHCIISILINH.

AmuHoaumn-TPHK-cuHTeTa3bl npeacTaBisiioT co00i JOBOJIbHO
kpymHbie (40—400 k/la) 6enku, yaire Bcero MyJIsTUMEPHBIE (COCTO-
SIIME U3 HECKOJIbKUX CYOBbeAMHMIT). YNCI0 UX BUIOB PaBHO YUCTY
MPUPOAHBIX AMUHOKUCIIOT. YPOBEeHb BceX W OobiiMHCTBa APCa3
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peryJiupyeTcsi KOOPAWMHUPOBAHHO W MPOMOPIIMOHANIEH CKOPOCTHU
pocta. M36BITOK aMMHOKHMCIIOT He OKa3biBaeT Ha cuHTe3 APCa3s
MPSIMOTO PENPEeCCUPYIOLIETo AeicTBYsI. 3HauuTeNbHas yacTb APCa3
9YKapuoOT acCOLUMMpPOBaHA C TMOJMPUOOCOMaMU U OpPraHM30BaHA
B noaugepmenmuoie Komnaexcol. I103TOMy B OTHOIICHUM MX IEii-
CTBYIOT PETYJISITOPHBIE MEXaHU3MBI, XapaKTEePHbIE IJIsI YIIPaBICHMS
aKTUBHOCTBIO (pepMEHTHBIX aHCaMOJieit (cM. pasn. 4.3).
Tpancnopmuvie PHK coctaBisiior okojio 10—15% Bceit kie-
tounoii PHK u xomupyrorcs 50—60 reHeTHYECKMMU JIOKYCaMHU.
buocunte3d TPHK npoxonuT nmpomexxyTouHoe oopa3oBaHue Tpe/-
IIECTBEHHUKOB, KOTOPHIC 3aTeM YKOPAUYMBAIOTCS M MOTU(DUIINPY-
10TCS. DTO SIBJIEHUE Ha3bIBACTCSI NPOUeCcCUHOM, MV «CO3PEBaHUEM»
TPHK. Hanpumep, npeaiiecTBeHHUK TUPO3UMHOBOW TPaHCIOPT-
Hoit PHK (TPHK™?) y E. coli comepXut 129 HYKJICOTHAOB, YTO Ha
44 nykieotuma OOJIbIlIe, YEM COINEPXKUT «3penas» dopma. Takoi
TIPEAIIECTBEHHNK MOXHO BBIICJIUTD U3 TEMITepaTypOYyBCTBUTEIb-
Horo MyTtaHTa ¢ necekroM PHKa3. OH mmogBepraercs mpolecCuHry
¢ yuactueM asyx PHKa3z: P u PIII (puc. 4.8).
5 3
L 41 1 85 L3

!

PHKa3a P PHKasa PIII

TPHK™

Puc. 4.8. Cxema npoueccuHra TuposuHoBoii TPHK
HamnepBoM aTarne ¢ KoH11a 5'ynansercst 41 -HyKJIIeOTUIHBIN (pparMeHT myTeM
paclIerieHUs TOJIbKO OJHOM cBsi3u sHAoHYkKea3oi (PHKazoii P). 3atem
¢ KoHIIa 3'yaansieTcst 3-HYKI€OTUIHBIN (DparMeHT C TTOMOIIIBIO €1lle OTHOM
sHnoHykJjeasbl (PHKasbl PIIT). OtienneHHbie hparMeHThl pa3pyliaroTcs
NPYTUMU HYKJIea3aMU

Heobxomumo ormeTuts, uro PHKa3za P cocrour nz PHK (100 —
400 nykneotunoB) u o6enka, npuuyeM PHK cama no cede MoxeT BbI-
TTOJTHATH (PYHKIMU (DepMeHTa, KaTaTu3Upys TPOLIECCUHT, TOTJa Kak
OCJIOK IUIIb CTUMYJIMPYET €€ aKTUBHOCTb. Takum obpa3zoM, PHKaza
P sBnseTcs moka He 04YeHb MHOTOUYUCIEHHBIM ITPUMEPOM pubo3uma,
T.€. pepMeHTa, MpeAcTaBIIOLIEro coboii He 6enok, a PHK.

Crnenylomum stanoM TipoueccuHra mHorux TPHK saBasercs
Moouukayus 0cHO8aHuil, KOTOpask OCYIIECTBISETCS MPU MOMOIIU
6oJbIIOT0 KojmuecTBa (epMeHTOB (6osee 60), TTOCKOJIBKY Aaxke
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OlHA W Ta Xe MOAM(pUKAIMsS OCHOBAaHMS, HAXOASIIIETocsS B pa3-
HbIX yuacTkax Mosiekyiabl TPHK, MOXeT oCylleCcTBIsTECS pa3HbIMU
depmenTamu. Crioco0bl MOAMGUKALIMY Ha TIpUMEpPEe YPUIUHA ITPU-
BelleHbl Ha puc. 4.9.

[ o
U

Puboza ._I Pubosa

Puc. 4.9. BoaMoxHbIe c1ocOObl MOAMGbUKALINA
ypunuHa B Tupo3uHoBoil TPHK :
1 — 3aMeHa KMCJIOpOAa Ha cepy C 00pa30BaHUEM TUOYPUINHA; 2 — METUIIN-
poBaHUe ¢ 00pa3oBaHMeM PUOOTMMUIVHA; 3 — TUAPUPOBAHUE TBOMHOM
CBSI3U ¢ 00pa3oBaHUEM JUTUAPOYPUINHA; 4 — M30MEpU3aLtsl ¢ 00pa3oBa-
HMEM TICEBIOYPUINHA

BaxxHO OTMETHUTh, YTO B IPOILECCe SBOIIONUU (IIPU BO3ZHUKHO-
BeHUU 0oJiee BHICOKOOPTAaHM30BAHHBIX OPraHW3MOB) KOJMYECTBO
MoauduIpoBaHHBIX KoMIToHeHTOB B TPHK Bo3pacTano. DTo yka-
3bIBAET Ha BaXKHYIO PETYISTOPHYIO POJIb MOIUGUIIMPOBAHHBIX N30~
akuentopHeix TPHK. (M3oakiuientopHbiMu HazbiBatorcss TPHK,
pa3IMJalonIrecs Mo CTPYKType, HO MEepeHOCSINNEe OTHY U Ty Xe
aAMUHOKHUCJIOTY K prb0ocoMaM. )

[anee pacCMOTPYM TUIIOTE3bl, Kacalolluecs BOSMOXHBIX MeXa-
HU3MOB PETYJISIIUM TPAHCISALIMN, OCHOBAaHHBIX Ha UCITOJIb30BAaHUMU
n3oakuenTopHbix TPHK.

Put6ocomubsie PHK y sykapnoT npeactaBieHbl YeTbIpbMS THUIIA-
mu: 288, 18S, 5,8S u 5S, y mpokapnot — Tpemst: 23S, 16S u 5S. Kpome
TOTO, B MUTOXOHIIPHUSIX M XJIOPOILIACTaX 3YKAPUOT COmEpXKaTcs pH-
00COMBI, OJIM3KME TI0 COCTaBy K IpokapuoTuiyeckuMm. IeHom E. coli
COIEPXKUT 6—7 OINEPOHOB, BKJIIOYAMOIIMX JIOKYChI BeeX Tpex pPHK,
a Takxke pasHoe uucio JokycoB TPHK. B mpoliecce TpaHckpumimm
CHHTE3MpYeTCsl OOILIMIA TPaHCKPUIIT, TTOABEPraoLIdiics TTPOLIECCUH-
ry (puc. 4.10), KOTOPBII1 OCYILLIECTBISIETCSI B XOA€ TPAHCKPHUITLIMHY, TaK
YTO OOIIMIA TPAHCKPUNT IIMHOM 5600 HYKJIEOTHIOB MOXKET ObITh BbI-
JIeJIeH TOIbKO B CUCTEME in Vitro WA Y MyTaHTOB ¢ Aeektom PHKas.
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PHKa3za IIl (3HAoHyK/ea3a) «y3HaeT» JABYXHUTEBbIC y4acTKU («ye-
PEIIKU MEeTeb» ), COOTBETCTBYIOIIME IPAHUIIAM JIOKYCOB TPAHCKPUOH -
pyembix PHK. TTocne neiicrBust PHKa3wr 111 o6pasyroTcs He «3pesbies»
Mostekynel PHK, a mx mpeairecTBeHHUKM, KOTOPBIC IMOABEPTalOTCS
JanbHeliieMy rpoueccuHry. B cimyqae pPHK oH MoxeT cocTosiTh, Ha-
TIpUMep, B METUIMPOBAHUM, KOTOPOE OOBIYHO OCYIIIECTBIISIETCS ITOCTIE
toro, Kak pPHK BkJtoueHa B cocTaB CyOyacTULIbI prOOCOMBI.

OKyc 16S pPHK  Jlokyc TPHK  Jlokyc 23S pPHK Jlokyc 5S pPHK J
|

[ | |

—

PHK 168 pPHK ;
o0mas a N

PHKII

PHK unauBm- |,
JyajbHbIe

PHKaz3a 111

Puc. 4.10. CxeMa nipouieccuHra Tupo3rHoBoii TPHK
ITpoueccuHr ocyiecTBasieTcsl B Xoae TpaHCcKpunuuu JiokycoB pPHK:
PHKas3a III paciiernisier o01uii TpaHckpuIt, oopasyembiii PHKII, Hero-
CPEICTBEHHO B XOIIe Ipoliecca, cpasy Mocje 3aBepIIeHUsT TPAaHCKPUTILINT
0YEepeTHOTO JIOKYCa

Y HekoTophix aykapuot nponieccuHr 28S PHK cocrour B ynane-
HUU «JIMIIHETO» dparMeHTa (uHmpora) TOCPEICTBOM aymocnAail-
cunea (OT aHII. Splice — cpallMBaHUe KOHLIOB), mpu KotopoM PHK
BBITIOJTHSIET POJIb TceBmodepMeHTa (erie oauH IpuMep pubo3u-
Ma), KaTaJu3upyIoIIero COOCTBEHHEIN ITPOIECCHHT B OTCYTCTBUE
0eTKOB-(epPMEHTOB.

CryneH4YaThli MPOLECCUHT ITO3BOJISIET OCYIIECTBUTD PETYIISILINIO
Ha KaXXJI0M 13 3TaIrioB OMOCHHTE3a U COOPKU, a yKa3aHHast OpraHu-
3alUs JIOKYCOB obecrieunBaeT oopazoBanue Bcex pPHK B paBHbIX
COOTHOIIICHUSIX.

Cunte3 pPHK 1 pub0oCcOMHBIX O€JTIKOB PETYIMPYETCS KOOPOUHUPO-
6anHO U onpefesiseTcs 3¢h(MEKTUBHOCTBIO pabOThHI anmnapaTa TpaHC-
JIAIUU; HarpuMep, TIpU IedUIuTe aMUHOKKUCIOT TPAHCKPUITIIUS
JoKycoB, koaupytouux pPHK 1 pubocomHbie 6enKku, oaaBisieTCs
OJHOBPEMEHHO (CUTHAJIOM CJTY>KUT I'yaHO3UH TeTpacdocdar).

Hngpopmayuonnas (mampuunas) PHKy npokapuoT, Kak paBuo,
TOUIIMUCTPOHHA, a ¥ 3yKapuoT — MOHOUMCTpOoHHA. [IporeccuHr
Y 9YKapuoT COCTOUT B BBIPE3aHUU MHTPOHOB (HEKOAMPYIOIIMNX T10-
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CJIeoBaTeIbHOCTE) U B CIUTAiCUHTE 3K30HOB (KOAUPYIOIIMX MO~
cjienoBaTesIbHOCTEe). 3aTeM MPOUCXOIUT METUIMPOBAHE OCHOBA-
Huii (B cpenHeM nPHK comepXuT omrH 0CTaTOK METUIMPOBAHHOTO
aZlcHWHa Ha YeThIpecTa OCTaTKOB HEMETUIMPOBAHHOIO aJeHUHA).
Ha xoHiie 3' mocTpanBaetcs crienidudyeckas pyImMpoBKa, Tak Ha-
3BIBAEMBII «K3IT», a HAa KOHIIE 5' TTOC/Ie0BATEIbHOCTh U3 OCTaTKOB
aJIeHWIOBOU KuCIO0ThI, BKitovaromas no 100—400 Hyki1eoTHIoB.
Posb aT0M OCcnenoBaTeIbHOCTH OcTaeTcs HesicHOM. [TocTynuBiast
B nurormnasmy WPHK cymectByeT B Buie HYKJIEOMPOTEUIHOIO
KOMILTEKCa — MHDOPMOCOM U B TAKOM BUIE MOXKET COXPAHSTHCS
JUTUTETbHOE BpeMs 10 HACTYILJICHUST TPAHCIISIIAM.

Juns mpokapuoT npoueccuHr MPHK HexapakTepeH, XoTs B He-
kotopbeix UPHK apxebakrepuii Takxke 0OHapy>KeHbl UHTPOHBI, a Y
E. coli monuuUCTPOHHBIN TPAHCKPUIIT JIOKYCa, BKIIIOYAIOIIETO Te-
HBI pubocoMHBIX OenkoB L1, L7, L12 u rens! -, B'-cy0beauHuIy
PHKII, nmoaBepraercst MpoueCcCUuHTY, B pe3yJibTaTe KOTOPOro oopa-
3ytotcs pasaenbHbie MPHK miis pubocoMHBIX OeKOB U CyObenu-
aun PHKII.

Y MHOrux TmpOKapuoT OOHapyXeHbl TaKXKe IOJUaJecHU-
nupoBaHHble UPHK (E. coli, Bacillus subtilis, Bacillus brevis,
Rhodopseudomonas capsulata, Rhodospirillum rubrum, Methanococcus
vannielii, Caulobacter crescentus n Ap.), coaepxaiuue ot 5 go 180
OCTaTKOB aJCHUJIOBOI KUCIOTHI (JUISI 3TOr0 UCIOJIb30BaJIM MyTaH-
ThI, nedunutabie Mo PHKazam). [TokazaHo, yTo oHM HauboJee xa-
DPaKTEPHBI 7151 CEKPETUPYEMBIX OETKOB.

ITpakTryecKu OTCYTCTBYIOT CBEICHMSI O PETYJISIMU 00pa3oBa-
HUS OEIKOBBIX (PaKTOPOB TPaHCASILUU. Y MTPOKAPUOT 3TO (haKTOPHI
nauumauuu (IF-1, IF-2, IF-3), snonrauuu (EF-Tu, EF-Ts, EF-G),
tepmuHanuu (RF-1, RF-2, RF-3). ¥ sykapuor ux 6ojblie, 1 OHU
CJIOXKHEE TI0 CTPOEHUIO: TOJBKO (PaKTOPOB MHUIMALIMA HACUUTHI-
BaeTCs CBBIIIE BOCbMHU, 3aTO (haKTOP TEPMUHALIMU BCETO OJIMH.

ITo mosyyeHHBIM 3a MOcaeaHee BpeMs CBEACHUSIM, HEKOTOPhIE
U3 3TUX (haKTOPOB CIIOCOOHBI MOIMMUIIMPOBATHCS: HampuMep,
Yy 9YKapuoT MOXET IMPOMCXOoauTh (ocdhopurpoBaHue ¢akTopa
nHuumauuu elF-2 u dakropa snonranumn EF-1, a Takke ADP-
pubosunupoBanue ¢daktopa EF-2, uro, HECOMHEHHO, BIUSET Ha
CKOPOCTb Mpoliecca TpaHCIAMK. B ciydae nmpokapuoT oOHapyxe-
HO MeTunrpoBaHue dhakropa snoHraunu EF-Tu E. coli, omHako pe-
TYJISITOPHOE 3HaY€HUE 3TOro Mpoliecca HEM3BECTHO.
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4.2.2. PErYIS1Ms HA 3TANE OYHKIMOHUPOBAHUS ATITIAPATA
TPAHCJIAIINN

Perynsamus TpaHCISIIMA MOXET OCYIIECTBISATHCS Ha 3Tale Kak
e¢ MHULINAIINH, TaK U 3JIOHTAIlAH.

1. Peeyasayus unuyuayuuy. Y mIpoKapuoT peryasliys MHULUALIUNA
TPaHCJSILIUU OCYIIECTBSIETCS MyTeM CIelIM(UIeCcKOro CBsI3bIBa-
HUS PETYISITOPHBIX OCJIKOB ¢ MHULIMATOPHLIM paiioHoM MPHK,
B pe3yabTaTe Yero TPaHCISILMS ITOHaBisieTcs. Takas perysus
CYLIECTBYET Ipu pa3BuTuU (para MS2, B mpoliecce KOTOporo 6e10kK
000J10uKM perynupyeT TpaHcassuuto Matpuiibl PHK-pennukassr.
AHaJOTUYHBII MEXaHM3M ICUCTBYET IPU PETrYISIIIUU TpaHCIS-
UK pUOOCOMHBIX 0eKOB FE.coli. [eHBI 52 pOOCOMHBIX OCIKOB
OpraHM30BaHbI B 16 OMEpOHOB, B psje CAy4aeB OHU OObeIMHE-
HBI ¢ Tokycamu komnoHeHToB PHKII u ¢pakTopoB TpaHcasiuuu,
U UL TIOAACPXKAHUS MX HE3aBUCHUMOIO M KOOPAWHUPOBAHHOTO
CHUHTE3a HEOOXOINM MEXaHU3M «0OPAaTHOM CBSI3W», B pE3yJIbTaTe
(yHKIIMOHUPOBAHUS KOTOPOTO M30BITOK PUOOCOMHBIX OEIKOB
(LI, L10 u ap.) momaBisieT coOCTBeHHYIO TpaHcasiuuio. MHorma
pubocomMa 0OHapyXHBaeT pa3HOE CPOACTBO K MHHUIIMATOPHBIM
yuyactkaMm pasdHbix MPHK, Gr1arogapst yuemMy MHMLIMALUS MOXKET
TaKKe peryjiuMpoBaTbcsl caMoil pubocoMoil. DTa O0COOEHHOCTh
ObIBaeT MOCTOSIHHOM WJIM peryaupyeTcs clelralbHbIMU (haKTo-
pamu, B pe3yibrate obecreunBaeTcs auddepeHIInaibHas CKo-
pPOCTh TPAHCISIIINM Pa3HBIX JIOKYCOB ITOJUIIMCTPOHHON MaTPHUIIBI
nPHK.

B HeKoTOpBIX CrelMaIu3upOBaHHbBIX 3YKapUMOTUYECKMX KIIET-
kax nByxiernodeuHas PHK (Hampumep, BUPYCHOTO HPOMCXOX-
IeHUsI) WHTUOMPYET TPAHCISIINIO, BHI3BIBASI aKTUBAIIMIO IIPO-
TeMHKUHa3bl, (Gochopunupyonieir ¢dakrop uHULMauuu elF-1.
OnucaHa Takxe BO3MOXHOCTb OJIOKMUPOBAHUS TPAHCISIIMM Y TIPO-
KapuoT IyTeM IPUCOEeIMHEHUSI K MHULIMaTOpHOMY yyacTKy uPHK
ocoboit kKomrmieMeHTapHOI perymsgtopHoir PHK (mic-PHK).
HaxoHneri, cymiecTByeT moTeHIIMaIbHAST BO3MOXHOCTD YIIPABJICHUS
CKOPOCTBIO TPAHC/SIUM Y MPOKAPHOT Ha 3Tarle MHUILUAIIMM 32 CUET
U3MEHEHUS JOCTYMHOCTU (KOJWYECTBA) MHULIMATOPHOI (DOpMUII-
MetuoHnHOBO TPHK (T PHK®"*"), KOoTOpast siBisieTcst 00s13aTe b~
HOW JUIST MTHULINAIIAN.
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2. Peeynayusa snoneayuu. Co3gaeTcsl BlieyaTeHUe, 4YTO B OMO-
CUHTe3¢ OMOIOJMMEPOB OIpeaesIollell cTaqueil sIBAseTCsI UHU-
LIMAIKsI, a 9TAI 3JIOHTAIlUK PETYIMPYETCS B MEHbIIIEH CTeTICHU WIIK
COBCEM He peryupyercs (pU HATMYUK BCeX HEOOXOMUMBIX TTpei-
IIECTBEHHUKOB U KO(haKTOpoB). TeM He MeHee CYIIECTBYET He-
CKOJIbKO MTOTEHIIMATbHBIX BOBMOXHOCTE! PEryJsiliiu 3Tarna 3JI0H-
rauu B mpolecce TpaHoasauuu. OnHa U3 TaKMX BO3MOXHOCTEMH
COCTOUT B u3bupatesbHON TpaHcasuuu matpuilbl UPHK 3a cuer
crneuunguueckoro Habopa nzoakuenTopHbix TPHK.

Hdns 20 mpupoaHBIX aMUHOKMCIIOT CYIIeCTBYeT 61 3Havamuii
komoH. [lo mpaBmiy HEOMHO3HAYHOTO cooTBeTCTBUS Kpuka, mis
UX TPAHCIMPOBAHUS JOCTATOYHO 0KOJ10 30 aHTMKOMOHOB. OTHAaKO
B KJIeTKax 3HauuTesbHO Oojbiie TPHK (151 HeKOTOpbIX aMUHO-
Kkucaot no 3—6 tunos TPHK), yacte n3 HuX crieududHa TOJIbKO
K OJHOMY 13 KOAOHOB. ECIM aMUHOKUCIOTa B TaHHOM OeJIKe KO-
IUPYETCS UMEHHO TaKUM KOJOHOM, TO HAJIMYME WJIM OTCYTCTBUE
cooTBeTcTBYIOLIEH cnierudpuyeckoit TPHK OyaeT onpenensitb Bo3-
MOXHOCTb TPaHCJISIIIUK 3TOI MaTpuIiibl. B cBOlo ouepens B KIIETKe
Habop u3o0-akuenTopHbiX TPHK MoOXeT oueHb TOHKO peryaupo-
BaTbhcd. IlokazaHo, HanpuMep, YTO Ha pa3HbIX (as3ax pocta E. coli
WY TIPU TIEpeXojie OT XeMOTPO(DHOTO K (hOTOTpODHOMY THUITY TTH-
TaHus y Rhodobacter sphaeroides HabmomaeTcs pe3koe U3BMEHEHUE
Habopa TPHK. Takum oGpa3om, ykKasaHHBIA CIOCOO peryasuuu
MOXHO paccMaTpuBaTh Kak elle OIWH MpUMep CUCTEMHOU pery-
JISIIAM.

[ pyroii mprMep OTHOCUTCS K pa3BUTHIO (DaroB, B ITPOIIeCCce KOTO-
pOro Hapsiay C UBMEHEHUEM ITpoliecca TPaHCKPUITLIMY (M. pasa. 4.1)
on1okupyetrcs TpaHcasuusa uPHK opranmnsma-xo3siuHa. B HekoTo-
pbix caydasx (y E. coli) aTo cBs3aHO ¢ Mogudukalueit pudbocom,
nepecramiux «y3HaBaTb» MPHK xo3s1Ha (T.e. 610KUpyeTCcs: MHU-
nyanusl TpaHciasuuu). OJHaKo y 9yKapuoT OJ0KUpoBaHUE 00y-
cJIoBJeHO MonuduKalueir GakTopoB JIOHTALUM C TOMOIIIBIO CIle-
LIMAJIBHBIX (PEPMEHTOB, OCYIIECTBISIONUX (ochoprinpoBaHKe
(B ciyyae paktopa EF-1) win ADP-pubosunupoBaHue (B ciydyae
¢axtopa EF-2), yTo pe3ko yMeHbIlIaeT CPOICTBO JaHHBIX OEIKOB
K pubocoMam.

Yto KacaeTcss TepMUHAIIMKM TPAHCSAIUM, TO CIIeIMabHbIC
MEXaHU3MBI PETYISILMU B 3TOM Cllyyae He OOHapyKEeHBI (€CIu He
cuMTaTh obauraTHoit 3aBucumoctu mnpouecca ot GTP). Ho He-
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00X0IMMO YyKa3aThb Ha BO3MOXKHOCTh «IIPOCKAKMBaHUS» puOOCO-
MBI Yepe3 HEKOTOphIE «CIadble» TEPMUHUPYIOLINE KOMOHBI (Ha-
npuMep, UGA), 4To, ¢ OTHOM CTOPOHEI, MO3BOJSIET pHOOCOME
TPaHCIUPOBATh IOJUIIUCTPOHHBIE MATPUIBI 03 TUCCOLMAILINU
ot uPHK, a c npyroit — obecrieunBaeT 00pa3oBaHue HEOOIBIIIOTO
KOJIM4YecTBa 0oJiee IIMHHBIX TTOJUIEIITUAOB, CITOCOOHBIX BBITIOJ-
HSTh BaXHYIO (PYHKIIMOHAIBHYIO POJIb (HallpuMep, MpHu cOOpKe

dara QB).

4.2.3. PETYJISIIINA BUOCUHTE3A BEJKOB IIYTEM
MOCTTPAHCJISITUOHHOM MOJIMOUKAIINN

ITlocmmpancasayuonnas moouguxayus (IIPOLIECCUHT) OETKOB Me-
Hee pacnpocTpaHeHa, yeM npoueccuHr PHK. Tem He MeHee n3BecT-
HBI CJTy4au, KOTa MPY Pa3BUTUM HEKOTOPBIX BUPYCOB TPAHCIISIIUS
MOJIMLIMCTPOHHOM MaTpuLibl MPUBOAWUIIA K OOpa3oBaHUIO OOILIeH
NOJUINENTUAHON LEIM, pa3pe3aeMoii B JaJbHEUIIEM HA MHIVUBU-
IyaJbHBIe OeJIKU cIieln(UIeCKNMHU MpoTenHa3aMu. Kpome toro,
IIMPOKO M3BECTEH MPOIECCUHT psifia hepMeHTOB (TTUIIEBAPUTEIb-
HBbIX, MHCYJIMHA U Ip.), NPEBPAILAIOIIMI UX HEAKTUBHbIE (POPMBI
B aKTUBHEIE.

Y mpokaprot HanboJree pacIpoCTpaHeHHBIM BUIOM IIPOLIECCUH-
ra OEJIKOB SIBIISICTCSI YIaJICHUE «CUTHATbHOTO» TICTITUIA M3 MOJIEKYJT
ceKkpeTupyeMbIX 0eJKoB. Takue 0enKku u pepMeHTHI (3K30ruapoJia-
3bl, O€JIKM HapyXXHOW MeMOpaHbl U Jp.) comepxkaT Ha NH -koHLe
runpocdooHbIN menTua u3 15—30 aMMHOKUCIOT, KOTOPBIi HE0OXO-
M JIJIsT TpaHCJIOKAIMK Oejika yepe3 IMTOIIa3MaTHIeCKyIo MeM-
OpaHy B rpoiiecce ero cuHTe3a. I[lociie 3aBepiiieHrs TpaHCIOKALMU
«CUTHAJIBHBIM» IIENTUH YIAJISETCS CHELHUATbHOU «CUTHAJIBHON»
rmenTuaasoi (moapodHee 06 3K30(pepMeHTax cM. B pas3ad. 3.7).

K rpymniie mpoiieccoB MOCTTPaHCISAIIMOHHOM MOAUDUKAIIUN OT-
HOCUTCSI (hepMEeHTaTUBHOE TpUCOeAMHEHUe KOGEepMEHTOB (OMO-
THHA, (QJIABUHOB, TeMa M Ap.) K TOTOBOI MOJIeKyJie arohepMeHTa,
a TaKkXe, ¢ HEKOTOPOU OJIeii YCIIOBHOCTH, Y (DOPMUPOBAHHE MYJIb-
THMEPHBIX OETKOB 13 HECKOJIBKMX TMOJTUIIENITUAHBIX LIeTei ¢ yJa-
CTUEM OeJIKOB-IIAaNepoOHOB (CTpecc-0eKOB, OEIKOB <«TEIJIOBOTO
IIIOKa»).
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4.2.4. PEryiagnys KPYTOBOPOTA BEJIKOB IIYTEM
N3BUPATEJIBHOI'O ITIPOTEOJIM3A

KonmmyecTBeHHBINT M Ka4eCTBEHHBIN COCTaBBI OCJIKOB B KIIET-
K€ MOTYT PEeTyJIUpOBaThCS HE TOJBKO Ha 3Tare UX OMOCHUHTE3a, HO
U Aerpagauuu. B HopMaabHO pacTylux KjeTKax 6akTepuii 3a Kie-
TOYHBII LUK pacTafaeTcs HECKOJBKO MTPOLIEHTOB CYIIECTBYIOIINX
0eskoB. boJjiee BrIcOKasi CKOPOCTh KPYroBopoTa OeJika XxapakTepHa
IJ1s1 TepMOGUIIBHBIX OPTaHU3MOB. B yCII0BMSIX rojiogaHMsI CKOPOCTh
pacItaja Bo3pacTaeT B HeCKOJIbKO pa3. [1poTeon3 KJIeTOUHBIX OeT-
KOB BHITIOJTHSICT ABE BaxKHBIC (DYHKLIMU. Bo-IepBBIX, pacIIeIIsSIOT-
Csl HEHYXXHbI€ B JaHHBIA MOMEHT (hepMEHTHI, (DYHKIIMOHUPOBAHME
KOTOPBIX MOTJIO ObI BbI3BaTh AMCOaTaHC META0OJU3Ma, U BOCIIOJ-
HSIETCSI pecypC aMUHOKMUCIIOT. BO-BTOPBIX, TUKBUAMPYIOTCS «OLIH-
OOYHBIe» OEJIKM, BOZHMKAIOIIME B pe3yabTaTe cO0s1 B OMOCUHTETH-
YeCKHUX IIpolieccaxX WM 3a CYeT MyTaIuid.

IIpoTeonu3 urpaeT 0COOEHHO BaXXHYIO pOJIb B IIpolleccax Kire-
TOYHOM nuddepeHITMPOBKHU, O YeM, HAllpUMep, CBUACTEIbCTBYET
yTpaTa CIOCOOHOCTH K CIOpOOOpa30BaHMIO TIpU dedeKTe CUHTe3a
nporernHa3. Bo3MOXHBI JBa OCHOBHBIX TuIa npoteosunsa: ATP-
He3aBUCUMBIN U ATP-3aBucumslii. [1epBbIil akTUBHUpPYETCS B YCIIO-
BUSIX TOJIONAHUS U HE TpeOyeT 3aTPaThl SHEPTUH; BTOPOl IEHCTBYET
IIOCTOSSHHO M BeChbMa M30MpaTesibHO. B 3TM cHCTeMBI, BEpOSITHO,
BKJTIOYAIOTCSI pa3Hble (hePMEHTHI, TaK KaK HEKOTOPbIe MHTUOUTOPHI
MPOTeNHA3 TOAABJISIOT MEePBHIN MPOLIeCC ¥ HE BIUSIOT Ha BTOPOIA.
ATP-3aBUCUMBIIl TIPOTEOJIN3, MO-BUAMMOMY, BKIIIOYAET CTAAMIO
«y3HaBaHUS» aHOMAJILHOTO OeJIKa ¥ BBEACHUS B HETO METKM — CIIe-
LIMATBHOTO OEJIKOBOTO areHTa (yOMXWTHHA), TTOCIC YeT0 MEUCHBIMN
0eJIOK TToABepraeTes Aerpagallii IPOTeHHA3aMHU.

MexaHu3M «y3HaBaHUST» aHOMAJIbHBIX WM He(hYHKIIMOHATBHBIX
OenkoB HensBecTeH. CKopee BCero, BaxKHYIO pOJIb B HEM UTPalOT
0COOEHHOCTHY TPETUYHOM CTPYKTYpPhI OEJIKOB, U 3aMEHa 1aXKe OIHOM
aMMHOKUCJIOTH CWJIBHO CHIXXAeT YCTOMYMBOCTH OelKa K BHYTPH-
KJIeTOYHOMY IIpoTeosu3y. [locimeqHee oOCTOSTEILCTBO MOXKET CY-
IIECTBEHHO MEIIATH ITOJTYICHIUIO MUKPOOPTaHU3MOB — CBEPXIIPOIY-
LIEHTOB, Y KOTOPBIX MOBBIIIIEHHOE 00pa30BaHUE 1IEJIeBOTO TIPOAYKTA
00YCJIOBJIEHO MyTallMsIMU 10 COOTBETCTBYIOLIUM (hepMeHTaM. Takue
(epMeHTBI OyIyT BOCIIPUHMMATBCS CUCTEMOM Y3HaBaHUS KaK aHO-
MaJIbHbIC U TIOABEPIaThCs IMIPOTEOIU3Y, YTO TOPMO3UT OMOCUHTETH-
YeCKH1e IIPOIIECChI, a MTHOTIA U POCT MUKPOOPTraHM3Ma.
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Creuunduyeckuit (ATP-3aBUCHMBII) MPOTEOJU3 MOXKET JMO-
TIOJTHATH PETYJISIIUI0 110 MeXaHW3My KaTaOOJWTHOW PerpecCHi.
Hanpumep, y HEKOTOPBIX IPOXKEW TI0KO3a HE TOJBKO pernpec-
CHpYET CUHTE3 OIpeneeHHBIX (hepMEHTOB (MaJlaTaeruaporeHassl,
DEIT-kap6bokcuiaassl), HO U CTUMYJIMPYET UX ITPOTCOIUTHIECKYIO
JleTpaialiiio — IO-BUIUMOMY, 32 CYeT MHAYKIIUW WJIU aKTUBAIUN
COOTBETCTBYIOIIEH ITPOTENHA3HI.

Pemaroniyto posib Urpaet NMpoTeosn3 B TaK Ha3biBaemoi SOS-
peeyaauuu, T.e. B aktuBauuu SOS-peryjioHa, BKIIOUYAIOIIET0 OKO-
Jo 20 reHOB, KOTOpblE MHAYLHUPYIOTCS B OTBET Ha HEKOTODPHIE
noBpexnaeHuss [IHK 1 o6pasyoT npoayKThl, y4acTBYIOILIUE B €€
penapauuu. Cpeau 3TUX MPOAYKTOB MPUCYTCTBYET 0eoK RecA,
KOTOPBII YY4acTBYeT B psile KJIETOYHBIX IPOLIECCOB (pPEeKOMOU-
Hauuu, paciienenun ATP u mpoaykroB nerpagauuu JHK),
U TIoJBEepraeT MPOTEOIUTUUYECKOMY paclleruieHuo 0enoK LexA,
penipeccop SOS-onepoHa. TakuM o6pazom, Tpu TMOSIBJIEHUU
B KJIeTKe TIpoaykToB aerpamanuu JJHK akTuBupyloTcst mporecchl
ee pernapaiuu.

Oco0nbiit K1acc 0eaKOB (MHTEMHBI) CIOCOOEH OCYILECTBISITh
OCJIKOBBIN ayTOCIUIACHHT, T. €. CAaMOBBIpe3aHNe CBOCI MOJIEKYJIbI
13 TOJIMTIENTUIHON Ienu-TIpeaiecTBeHHKAa. DYHKIIMU WHTEU-
HOB B KJIETKE HEU3BECTHEI.

4.3. PEI'YJIAIINA AKTUBHOCTHI
BUOXMMMNYECKHUX KATAJIUSATOPOB

4.3.1. OBIIUE CBEAEHUS

Perynsims akTHBHOCTY TOTOBBIX OSJIKOBBIX IIOCPETHUKOB, TTPEXK-
Iie Bcero (hepMeHTOB, SIBJISIETCS 00Jiee OBICTPOICHCTBYIOIINM MeXa-
HU3MOM M paHbIlIe OTKJINKAETCSI Ha U3MEHEHNE BHEITHUX YCIOBUIA,
yeM peryysiius OMOCHHTE3a 3TUX MTOCPeTHUKOB. OQHAKO, KaK MBI
YK€ OTMevasu, 00a YpOBHS PETYISIUNA HEOOXOMIUMBI IJIST KOOPIH-
HUPOBAHHOTO YIIPaBIeHUS OMOXUMUIECKIMU MPOIIECCaMU B KJIET-
Ke. B cBoo ouepenb mporecchl peryssiiui aKTUBHOCTUA OEJIKOBBIX
MMOCPEIHUKOB MOXHO pa3aeIuThb Ha IBe OOJIBIIINE TPYIIIIbL: PETYJISI-
LIMSI aKTUBHOCTU IyTEM 00paTUMOI KOBaJeHTHOI MoaudUKaLIIu
MOCPEIHNKA U PETYIISILINS aKTUBHOCTHU 0€3 KOBAJIEHTHOM Mo U~
Kalluy ITOCpeTHUKA.
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4.3.2. PEryasiusi AKTUBHOCTU BEJKOBBIX IOCPEHIKOB
IIYTEM UX KOBAJIEHTHOM MOJU®UKAIIU

OTinyue 3TOro MexaHW3Ma PEeryasiuu OT HOCTTPAHCISLIUOH-
HOU MoauduKaluu (Ha ypoBHe OMOCHUHTE3a 0EJIKOB) COCTOUT B 00-
pPaTUMOCTHU Tpoliecca U OTCYTCTBUU WU3MEHEHMUS JIUHBI TTOTUIIeT -
TUIHOU 1enu. Kpome Toro, n 370 0CO6EHHO BAXKHO OTMETUTh, 00€
hopmbl — MomUbULIMPOBaHHAS U HEeMOIUGUIIUPOBAHHAS — AKTUB-
HBI, XOTSI ¥ Pa3IMYaroTCsI IO BEJTMIMHE aKTUBHOCTHY U/WJTHU TIO PETY-
JISTOPHBIM CBOWCTBaM.

YV syKapuoT caMbIM paclipoCTpaHEHHBIM CITOCOOOM MoaupuUKa-
uu sgBisietcs dochopunupoBanue. OnuH U3 Hauboee U3yYEHHbBIX
MPUMEPOB — MPOLIECC CUHTE3a U pacnaja riaukoreHa (puc. 4.11).

AkTVBMpOBaHWe

v
[nukoreHcuHTeTasa J s FukoreHcuHTeTasa D
(HemoanduLMpoBaHHas ) (MoadMLMpoBaHHast)

v 1
Inukorel e—— 5, Tmiox030-1-$pocdat ———se UDP-raickosa
docopurnasa b s, Pocdopunasa a
(HemoaudumpoBaHHas) (MoandULMpoBaHHas ) I l

A
WHrmbnposaHne
AMP «-ATP «—— ['nioxo30-6-pocdar

AKTBMpOBaHWE

Puc. 4.11. Cxema cMHTe3a M pacliaja INIMKOreHa

HemomndunmpoBanHas dpocdopunaza b ManoakTUBHA U aKTU-
Bupyetcst AMP (1.e. mpu pacxomoBanuu 3Heprun). Ee pochopunm-
poBaHHas (opMma, dochopunaza a, HAIPOTUB, BEICOKOAKTUBHA U
MHTUOMpPYETCS TITI0K030-6-(ocdaToM (T.€. TpU U30BITKE SHEPTUH).
HemomuduivpoBaHHas TIMKOTreHCHMHTETa3a J BBICOKOAKTUBHA,
Torma Kak ee MonuduipoBaHHast (popma, IIMKoreHcuHTeTasza D,
MaJTOaKTMBHA U aKTUBHUPYETCSI TIIIOK030-6-(hocdaToM.

dochopunupoBanre ¢GHEepMEHTOB, YYACTBYIOIIMX B CHHTE3E
U pacmajie IIMKOIeHa, OCYLIECTBISETCS KMHA3aMMu, KOTOphIE ca-
mu aktuBupylorcsi cAMP. Kak yxe ormedanoch, KOHLIEHTpaLUs
cAMP B kieTKe 00paTHO TMponopiuuroHaibHa KoHeHTpauuu ATP.
CrnenoBaTeJIbHO, MOTPeOHOCTh B 3Hepruu (HaxkoruieHue cAMP)
MPUBOIUT K (PochopuIMpoBaHUIO YKa3aHHBIX (DEPMEHTOB, T.C.
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K CTUMYJISIIUM THIPOJIM3a TIIMKOTeHa U TOPMOXEHUIO ero CUHTe-
3a. JlonmogHUTEIbHAS CTUMYJISIIUS TUAPOJIN3a TOCTUTAETCST 3a CUET
akTuBMpylouero agpgekra AMP, KoTophlii HakamauBaeTcsl Mpu
CHIDKEHUH SHEPreTUIECKOro 3apsifaa KIeTKU (IeduiinTe SHEPTUn).
HampoTuB, mpy HaKOIUIEHWM TJIIOK030-6-(ocdaTa, 4TO CBHIE-
TEJIBCTBYET 00 aKTUBHOM IPOTEKAHUU SHEPTETUICCKHX ITPOIIECCOB
(rmyMKoau3a), TMIAPOJIN3 TIUKOTreHa TOPMO3UTCS.

Y npokapuot Mmonudukanus 6ea1KoB myTeM ux dhochopuanpo-
BaHMsI, KaK TT0OKa3aHo B TIOCJIEHEE BpeMsI, TAKKE paclipocTpaHeHa
JIOCTaTOYHO IMPOKO. Tak, B Mpoliecce MHULIMAIIMU CIIOPO0OPa30-
BaHUS y OAIIMIUT aKTUBUPYETCS TPAHCKPUIILIMS psina TeHOB, KO-
PYIOIINX OEJIKU, YaCTh KOTOPBIX SIBJIIETCS TPOTEMHKMHA3aMU (TTpo-
IyKThI JoKyca spollJ), a yacTe — akuientopamu pocdata (IpoLyKThI
Jokyca spoOA). OnuH U3 ocaeIHUX 0EJIKOB CITIOCOOEH CBSI3bIBAThCS
¢ JHK u, mo-suamMomy, SIBISIETCSI PETYJISITOPOM TPaHCKPUIILIMU.
DochopunpoBaHUe BIUSIET Ha €T0 PETYISITOPHBIC CBOCTBA. DTOT
>Ke 0eJIOK HeOOXOAMM JJIS pa3BUTHUS y KJIeTOK Bacillus subtilis cocTo-
STHYSI KOMIIETEHTHOCTH (T.€. CITOCOOHOCTH TTOTJIONIATh U3 CPEIbI Uy-
xepoanyto JIHK). C nomolbio ¢pochopuinpoBaHus peryaupyercs
TakkKe aKTUBHOCTb HEKOTOPBIX O€JKOB Y Rhizobium, ydacTBYIOIIUX
B (bMKcalmy a30Ta, a TakKKe B TPAHCIIOPTE AM- M TPUKApOOHOBBIX
KUCJIOT. Perynsmus TpaHcmopTa caxapoB nocpenctBoM docdopu-
JIMPOBaHUST KOMITOHEHTOB (octoTpaHchepa3Hoi cUCTeMbl 0OHa-
pyxeHa y Escherichia coli. BooOliie e y 3Toil 6aKTepuu HalAeHO
okoJio 170 6enkoB, crmocoOHbIX PochOopUIUpPOBaTHCS.

OnHako HauboJiee M3YYEeHHBIM IPUMEPOM PETYJISLMU TyTeM
KOBaJICHTHOM MOAMMUKAIINY SIBJISIETCST aleHWJIMPOBAaHKUE U YPUIY -
JIMpoBaHKUe (hepMEHTOB B CUCTEME PETYJISILIMU aKTUBHOCTHU TJTyTa-
muHcuHTeTasbl (I'C) (puc. 4.12).

YkazaHHast peryasinusi aktuBHoctd ['C pormosHseTcs peryiis-
1Meil Ha ypoBHE OMocuHTe3a (pepMeHTa: HeMOAUMDUIIMPOBAHHBII
oenok PII yepes apyrue crneumanabHbie OCJKM MOAABSIET TpaHC-
kpunuuio jJokycoB I'C. B cBolo ouepenb, 3TH OEIKOBBIE PEryasiTO-
pBI MOTYT (hocOpUIIMPOBATHCS C YIaCTUEM CIEIN(PUISCKIX TTPO-
TEMHKWHA3 U U3MEHSTH CBOIO PETYJISITOPHYIO aKTUBHOCTbD.

Bce ati coOBITHSI — SIpKMiA TIpUMep KacKaJHOM peryisiiuuu —
HauOosiee 3(PHEKTUBHOTO MeXaHU3Ma PETYISLMU CIOXHBIX Me-
TabOJIMIECKMX TTyTeil, KaKUM U SBJISIETCS, B YaCTHOCTH, a30THBII
METabO0IU3M.



4.3. PeryJisiiust akTHBHOCTH OHOXUMIYECKUX KATAIN3aTOPOB 159

Mnytamataernpporenasa (AN

[ \ NH, —
NADF  NADPH

Bbicokas
KOHLeHTpauus

ATF ADF+F

Fayramar + NH/ A—Abfnmnﬂ 2-OxcornyTapar

A U myrsuunewireran (TC)

[pw Hu3kon
CTumynupoBaH1e—-| coHueHTpaLmm NH,*

CTtumynupoBaHue

w 4o
fanliel

>

CTuMynupoBaHue

NADH NADPH

e o <

nyTamuH:2-okcornyTapar-
amuHoTpaHcdepasa (FTOlAT)

Puc. 4.12. CxeMa peryasiiMy rjlyTaMMHCUHTETa3bl (IJTyTaAMUH:

2-okcorntyrapar-amuHoTpaHchepassl (TOTAT)
AKTUBHOCTb INIyTAMMHCUHTETA3bl, COCTOSIIIEH U3 12 CyObeIUHMII, PETyIH-
pyeTcs aneHWwIupoBaHueM (mpucoeauHeHueM 12 AMP) u neageHunupo-
BaHUEM, KaTaJIM3UpyeMbIM aneHwImaTpaHcdepasoit (AT). B anenmmmpo-
BaHHOU (popMe I'C MeHee akTMBHA M 3aBUMCHUT OT Mn?*, a He or Mg?'.
B cBoio ouepenb aktuBHOCTh AT perynupyercs O6einkom PII, kotopbii
MOXET HaXOOWUTbCSd B YPUIMJIMPOBAHHOW WM AEypUAUIMPOBAHHOM
dopme. Mx obpazoBaHue Katanuzupyercs: ypuauaunrpancpepaszoit (YT).
YpununupoBanue PII ctumynupyercs 2-okcorayraparoM (HakaIllMBalo-
IUMCST TIpM HEIOCTaTKe a30THOTO MWTaHMs), B pesynbrate dero ['C
aktuBupyercst, Tak kak PII-UMP crumynupyer oOpazoBaHue aKTMBHOM,
HeMoauduipoBaHHoit ¢hopmbl I'C. HanpoTuB, npu u30bITKE a30THOrO
MMUTAaHWUS HAKaIJIMBaeTCs TIIyTaMUH, KOTOPBIN cTtuMyupyeT riepexon PlI
B HeMOIU(PULIMPOBAHHYIO (hOpMY, CTUMYIMPYIOLLYIO aneHunpoBanue I'C,
YTO CHUXKAET aKTUBHOCTD TIOCTIeTHEN

4.3.3. PErTYaSIIs AKTUBHOCTH BEJTKOBBIX IIOCPEHUKOB
MYTEM HEKOBAJIEHTHOTO B3AUMO/IEIICTBHS C 9O OEKTOPAMU

1. Bsaumodeiicmesue c cybcmpamamu. DepMeHTbI, aKTUBHOCTh KOTOPBIX
peryImpyeTcsi CyoCTpaToM, JHOJDKHBI MMETh HECKOJBKO aKTHBHBIX IICH-
TPOB, CXOMHBIX ITO MPUPOJE M B3AMMOIEHCTBYIOIINX MEXIY CO0OI (ToMO-
TPOITHAS KOOIIEPaTUBHOCTH). 31eCh BOSMOXKHEI IBa ciIydast (puc. 4.13):
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a) MpUCoeIMHEHNE TIePBOI MOJIEKYJIBI CyOCTpaTa obJierdaet pu-
COeIMHEHNE TTOCIIEMYIONINX MOJIEKYJI, M CKOPOCTh PEaKIIUM pacTeT
10 3KCIIOHEHIIMAJTLHOMY 3aKOHY (ITOJIOXUTEJIbHAs KOOIIepaTHB-
HOCTB). IpadmK 3aBMCMMOCTM HayaJbHOW CKOPOCTH pPEakIuu OT
KOHIIEHTpaLU cyocTpaTa uMeeT S-00pasHyto popmy (puc. 4.13, a);

0) TpucoeIMHEHWE MEepPBOM MOJIEKYJIBl CyOCTpara 3aTpymaHsIeT
TIPYCOENMHEHNE TTOCICAYIONINX MOJIEKYJ, U C TIOBBIIIEHUEM KOH-
LIEHTpalluK cyOCcTpaTa MPOMCXOIUT 3aMeIJIEHNE BO3pacTaHMS CKO-
POCTH peakliM (OTpHulIaTebHasl KOOepaTUBHOCTh) (puc. 4.13, 6).

25

u] z 4 =] g 0

[S], Mm 6)

Puc. 4. 13. 3aBUCUMOCTb HayaJbHOI CKOPOCTH
(depMeHTaTUBHOU peaKuK OT KOHILIEHTpAIllu1 cyocTpaTa
LlITprxoBoii TMHKMElN yKa3aH XOJ KPUBOI B OTCYTCTBUE KOOIEPAaTUBHOCTU
(3aBucumMocTbh Muxasnuca—MeHTeH). CrulolHasl JIMHUSI — 3aBUCUMOCTh
B CJTydyae HaJIMIMSl TTOJIOKUTEIBHOM KOOTIEpaTUBHOCTH (@) MJIW OTPULIATEIb-

HOM KOOITepaTUBHOCTH (0)

AHaJIOTUYHBIE MEXaHU3MBI PETYJISILAM AECUCTBYIOT TIPU TPaHC-
MeMOpaHHOM TPaHCIIOPTE HEKOTOPBIX CyOCTpaToB (TIOIpoOHee 00
3TOM cM. paszi. 3.7).
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2. Bzaumodeiicmeue ¢ npodykmamu u Opyeumu cheyupuuecKumu
agppexkmopamu, omauunvimu om cyocmpamos. MepMEHTEI, aKTHB-
HOCTB KOTOPBIX PETYIMPYETCS IT0 3TOMY MEXaHM3MY, TOJLKHBI UMETh
pas3IMyaroIrecs o Npupoae aKTUBHBIC LIEHTPBI: KaTATUTUICCKUMA
(I B3aMMOJENUCTBUS C CyOCTpaTOM) M PETyJIATOPHBIN (JUTS B3au-
MoJecTBUs ¢ 3P GEKTOpOM). DTU LIEHTPHI OOBIYHO pa3MelleHbI
Ha pa3HBIX CyobenmHUIax pepMeHTa (M1 B OOIIEM cllydyae — aJl-
JIOCTepUYECKOro 6ejka), MpuyeM cBsI3bIBaHUE 3(PdeKTopa Cc pery-
JISTOPHBIM IIEHTPOM BJIMSIET Ha KOH(POPMAIINIO KaTATUTHIECKOTO
LIEHTPa U U3MEHSIET CPOJCTBO K CyOCTpaTy, KOTOPOE, KaK MpaBUiIo,
CHIKaeTcs (TeTepoTpoITHas KoomepaTuBHOCTH). IIpm aToM BO3-
MOXKHBI pa3HbIe OOCTOSITEILCTBA:

a) B aHA0OIMIeCKNX (KOHCTPYKTUBHBIX) TIpolieccax KOHSUHBIN
MPOAYKT METAa0OJMYECKOrOo MyTH, HAKATUIMBASCH BBIIIE OIMpEae-
JICHHOTO YPOBHSI, TIOAABJISIET CBOM OMOCUHTE3, MHTMOUPYS aKTHB-
HOCTb MepBOro (MJIM OJHOTO M3 TIEePBLIX) (hepMeHTa JAHHOTO IyTH
(«peTpo-uHTUOUpPOBaHUE», WU feed-back inhibition) (puc. 4.14);

Tpeonns >» o-okcobyTHpaT > > -> H3ONeHLNH
TpeoHuHaernapartasa -

!

Puc. 4. 14. Perynsiuus n3071eUIITHOM CBOETO OMOCHUHTE3a
13 TPEOHUHA 10 MEXaHU3MY OTPHULIATENIbHOM 0OpATHOM CBSI3U

UHrnbuposatve

0) B KaTtabonuyecKux (IHEepreTMYEeCKux) MyTIX MeTaboau3ma
OTpULIATEILHBIMU 3 (GEKTOPaMU YacTO CIyKaT COCAMHEHUS, SIB-
Jstomuecst akkymysitopamu sHepruu (ATP, PEIT u t.1.), a npyrue
KOMITOHEHThI afeHunIaTHoi cucteMbl (ADP, AMP) moryt BhICTy-
MaTh B KaUeCTBE MOJIOXUTEIbHBIX 3(ppekTopoB (puc. 4.15).

CTumynuposarme
Mpykr030-6-hocdar >» Gpykrozo-1,6-nudocpar + ADP
DdocdodpykTo3oHa3a +
PEP

WHrubuposaxue

Puc. 4.15. Perynsiuusi IIMKOJIUTUYECKOTO ITyTH
OTPULIATSIEHBIMU U TTOJIOXKUTETbHBIMU 3 (heKTOpaMu
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TakuM 00pa3oM, aKTUBHOCTb JAHHBEIX (DepMEHTOB 3aBHUCHUT OT
SHEPreTUYECKOro 3apsiaa KIeTKU;

B) aM(pubonmuecKrie (PepMEHTHI, Y4ACTBYIOIINE KaK B KOHCTPYK-
TUBHBIX, TaK ¥ B 9HEPTeTUIECKIX ITPOIIECCaX, MOTYT PEryINpPOBaTh-
s ¢ TIOMOIIBIO 000MX MeXaHU3MOB (puc. 4.16);

T) B pa3BETBICHHBIX OMOCUHTETUYECKUX ITYTSIX MOJABIICHUE O~
HUM W3 KOHEYHBIX TTPOIYKTOB aKTUBHOCTU (pepMEHTa, KaTallu3n-
PYIOIIETO HavaJbHbIC STAITBI IIPoIecca, IMPUBOAIIO ObI K HeDUIIN-
Ty IPYTUX IIPOAYKTOB TaHHOTO IyTH. [To3TOMY Heobxommma ocobast
OopraHu3alys PeryJISITOPHBIX IpoiieccoB. CyIIECTBYIOT IBe OCHOB-
HBIE BO3MOXXHOCTH.

CTumynupoBaHue WHrnbuposaHue
M3ouuTpataernaporerHasa
Lurpar—> MsoumTpar 2-Oxcormyrapatr —> [myramar
v
e wapy > > ATP-> ADP
CTtumynmposaHue

Puc. 4.16. Perynauus ampuodonnyeckoro bepMeHTa,
M30LMTPATICTUAPOreHa3bl, 1O TUITY aHA0OJIMIeCKUX (hePMEHTOB
(rmyramaToM) U KaTaboaudeckux ¢dpepMmeHToB (ADP)

1. O6pazoBaHue N30(hepMEHTOB (M303MMOB), KAaTATU3UPYIOIIUX
HAYaJIbHYIO CTAAUWIO MYTH, aKTUBHOCTH KaXIOTO M3 KOTOPBIX U3-
OupaTeIbHO MOAABIISIETCS TOJIBKO OTHUM M3 KOHEYHBIX MIPOTYKTOB.
[MpumepoM MOXeET CIyXWUTh OMOCUHTE3 apOMaTUYECKUX aMUHO-
kucnot y Escherichia coli, B KOTOpOM KOHEUYHBIE MMPOMYKTHl — TH-
po3uH, TpunTodaH U (PeHWIaTaHUH, TOAABISIOT KaXIblii aKTUB-
HOCTb OJHOW W3 ajpaoja3, KaTATU3UPYIOLINX MEePBYIO PEAKLIUIO
mytu (puc. 4.17).

Anbgonasbl
A =

Bpurporo-4-gocdar + PEP —> 3-Hezoxen-7-¢ poap efTYTOCOHAT

A—> l l
A>
MHrubnposaHne e $ Tupoaun
~ L————— Tpunrodan

DeHnNATaHAR

Puc. 4.17. Perynsuus pa3BeTBJICHHOIO MYTH MO MEXaHU3MY Pa3eIbHOTO
UHTUOUpPOBaHUS U30EPMEHTOB (aJIbJ10J1a3, PErYJIUPYEMbIX TUPO3UHOM,
TpuntTodaHoM U heHWIATAHUHOM) KaXIbIM U3 KOHEUHbIX ITPOJYKTOB



4.3. Perysiius akTHBHOCTH OMOXMMIYECKIX KaTaJIN3aTOPOB 163

2. Ucnionb3oBanue (hepMEHTOB, MMEIOIINX HECKOJIBKO B3aMO-
JIEWCTBYIOIINX PETYISITOPHBIX LIEHTPOB, KA KB M3 KOTOPBIX CIIe-
uuduyueH tonapbko Mg ogHoro u3 3ddexropos. 1o oTmenbHO-
CTU OHU HE OKa3bIBAIOT CYIIECTBEHHOTO BIMSHUS HA aKTUBHOCTh
(hepmeHTa, a IPU UX COBMECTHOM NEHCTBUM aKTUBHOCTbh MOIA-
BJIsIeTCsl. DTO TaK Ha3blBAEMOE COIJIaCOBAaHHOE, WJIWM MYJIBTUBa-
JIEHTHOe, MHruoupoBaHue. Hampumep, akTMBHOCTb acIrapTaTKH-
Ha3bl y Escherichia coli momaBisieTcsl TONbKO COYETAaHUEM JIM3UHA,
METMOHWHA U NieWlnHa (u3oseiimnaa). 11 rryrTaMMHCUHTETa3bl
00HApYXEeHO BOCEMb KyMYISITUBHBIX 3(h(EKTOPOB: alaHWH, TJU-
uuH, tuctuauH, tpunrodan, L[TP, AMP, kap6amoundocdar,
[IIOKO3aMUH-6-(pocdar.

4.3.4. B3BAUMOJEIICTBUE C HECHEIU®UYECKUMHA
HEKOBAJIEHTHBIMH MOJIN®UKATOPAMU

K paccmarpuBaeMoMy THUITy peryIsiiMU aKTUBHOCTU (DepMeH-
TOB, 0e3 MX KOBaJICHTHOW MomuduKaluuu, OTHOCUTCS HEAaBHO
OTKPBITBHII CITOCOO PEryysiliud aKTUBHOCTU (hePMEHTOB C y4acTH-
€M HU3KOMOJIEKYJIIPHBIX MUKPOOHBIX ayTOPETYJISITOPOB IIMPOKO-
ro crnekrpa naeiictus. OnucaHHbIe TIEpBOHAYAIbHO KaK (haKTOPHI
d, n d, (differentiation), 5T (HaKTOPBI MO0 XMMHUYECKOI MPUpOIE
ABJISIOTCSA HEHACBIILEHHBIMU XKUPHBIMU KHUCIOTaMU (d,) ¥ 1po-
M3BOIHBIMM OKCHOEH3010B (d|). PaKkTOp d, MOBBILIAET TEKYYECTh
MeMOpaHbl U TP HU3KUX KOHLEHTPALUSX MOBBIIIAET aKTUBHOCTh
MeMOpaHHbBIX (pepMeHTOB (AbIxaHue 1 1p.). [Tpy BHICOKMX KOHLIEH-
Tpalusax MeMOpaHa CTAaHOBUTCSI UYPE3MEPHO TEKYyUeil, acCOLUMUPO-
BaHHbBIE C HEH OeIKM MepecTaroT GYHKUMOHUPOBaTh. PaKTOPHI d,
IIPY UX HU3KHUX KOHIIEHTPAIIUSIX B Cpelie TaKKe aKTUBUPYIOT (pep-
MeHTHI. [1py MoBBIIIEHUM KOHLIEHTPAIKY 3DGHEKT 3aBUCUT OT UX
cBoiictB. bonee rumpodoOHbIE aHAIOTWM MPU MOBBIIIEHUM KOH-
LIEHTPalUU UHITMOUPYIOT aKTUBHOCTb (hEPMEHTOB, B TO BpeMs KaK
ruapoduIbHbIe MPOJOIKAIOT aKTUBUPOBATh (hepMeHThI. Bee dak-
TOPBI d, 3HAYUTEIBLHO MOBBIIIAIOT YCTONYMBOCT (DEPMEHTOB K T10-
BpEKIAIOIINM BO3ICHCTBUSIM.

JI1s1 JaHHOM TPYIINBI PEeTYJISITOPOB XapaKTepHO AEUCTBUE Ha BCe
OeJIKM KJIETKM (BCeX KJIETOK MOIyJSLuu). TeM caMbIM OHU TMpe-
CTaBJISIOT OIMH U3 MPUMEPOB IJI0OAJTBHON peryssaiyu, Koraa pe-
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TYJIMPYyeTCS aKTUBHOCTh BCeX KJIETOK momynsanuu. C ydacThueM
(akTOpOB d, OCYILECTBIAETCS MEPEXO]L KIETOK B COCTOSHUE MOKOSI
(CTIOpBI, IIUCTHI), B KOTOPOM KJIETOYHBIE (DEPMEHTHI HE IIPOSIBIISIOT
AKTUBHOCTH, YCTOMYMBHI K TTOBPEXIAIONIAM BO3IEHCTBUSAM U TIPH
5TOM HaXOMISTCS B COCTOSIHMU «00€BOIl TOTOBHOCTW», T.€. IIPU OT-
MbIBE KJIETOK OT (haKTOpOB d, (pa3baBieHUN CBEXEN cpenoi) dep-
MEHTBHl HAYMHAIOT (PYHKIIMOHMPOBATh €IIe IO TOTO, KaK MPOMIyT
MIPOLIECCHI TPAHCKPUIIIINY Y TPAHCIISIIINN.

4.3.5. PEryasiys AKTUBHOCTHU BEJIKOBBIX IOCPEAHUKOB
IIYTEM ITPOCTPAHCTBEHHOTI'O PA3SOBIIIEHU A

MexaHU3MBl, BKJIIOYAIOIIME ITPOCTPAaHCTBEHHOE DPa300IeHMe
(Tak Ha3bpIBacMas KOMIIapTMEHTamusI) 0ojiee pacIpoCTpaHEHBI
y ayKapuorT (cM. pasa. 1.2) B cBsI3U ¢ JIoKanu3auuein (pepMeHTOB
B CYOKJICTOUHBIX OpraHe/IaX — MUTOXOHIPUSX, JTU30COMaxX U T.I.
OmHako M B KJIETKAX IIPOKApPMOT BO3MOXKHEI OIIPecICHHBIC BUIBI
KOMITAapTMEHTALINU:

a) yacTb (pepMEHTHOTO aIllmapara IMPOKApHOT JIOKaJu30BaHa
B MepUILIa3MaTHICCKOM IIPOCTPAHCTBEe (MEXIY UTOIUIA3MATIIC-
CKOI MeMOpaHOi1 U KJIETOYHO# cTeHKOM) (cM. . 1). Takum obpa-
30M, CO3IaeTCsI BO3MOXKHOCTD PEryISLINU aKTUBHOCTH (DEPMEHTOB
IyTeM YIIpaBJICHUsI CKOPOCTHIO IPOHUKHOBEHHUS B «OTCEK» CYO-
CTPaTOB WIM BBIXOJA U3 HETO ITPOIYKTOB;

0) bepMeHTHI, KaTaaIU3UPYIOLIME CEPUIO TTOCTEN0BATEIbHbIX Pe-
aKkiurii, MoryT (h)OpMHUPOBATh «aHCAMOJIb», TOKAIU30BaHHbIN 100
B LIMTOIUIa3Me (IeTUAPOreHa3bl o.-KETOKUCIIOT), JIMOO B IIUTOILIA3-
MaTudyeckoit MeMOpaHe ((hepMeHTHI AbIXaTeIbHOM U (DOTOCUHTETH-
yeckoi merneii). [1pomyKTel, oOpa3yeMble Ha IIPEObIIYINEH CTaINu,
«TIOIXBATHIBAIOTCS» MOCCAYIONIUM (pepMeHTOM 03 OCBOOOXIE-
HUA B cpeny. JIsT peryIITOpHOTO JEeUCTBUSI KOHEYHOTO ITPOIYKTa
TOCTYIIEH TOJBKO IOCIIETHNI (hepMEHT, HO OH MOXET IlepeIaBaTh
3¢ deKT Ha Npeablayre GepMEeHTHI 3a CYET KOOTIepaTUBHBIX B3au-
MoAeHCcTBUiT (B OTUCCOIMUPOBAHHOM COCTOSTHUM 3TH (PEpMEHTHI
OKa3bIBAIOTCS HEIYBCTBUTEIBHBIMU K 3(D(HEKTOPY).

CylecTByeT MpeaCcTaBIeHNe O «MeTabOJIOHEe», T.€. KOMILIEKCE
(depMeHTOB, 3aKpeIUIEHHBIX Ha ITOMIOXKe (HampuMmep, Ha CTPYK-
TypHOM Oeinke). KaTamnTmaeckme cBOMCTBA B 3TOM CIydac TIpOSIB-
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JISIIOTCS. BHYTPU aHCaMOJIs, a MOUTOXKKa pearupyetr Ha peryJsiTop-
Hoe aericTBuUe 3¢ dexTopoB. Hanpumep, HU OoauH U3 (EPMEHTOB
B OJAMHOYKY MOXET He pearmpoBaThb Ha JaHHBIA 3(PdeKkTop, HO
B aHcaMOJ1e, 32 cyeT KOH(MOPMAIlMOHHBIX U3MEHEHUI MOMTOXKKHY,
OHU CTAHOBSITCS K HEMY YYBCTBUTETbHBIMU

4.3.6. PETYJIS1INA AKTUBHOCTY BEJIKOBBIX TIOCPETHUKOB
IIYTEM B3AUMOJEICTBUS] C MEMBPAHAMU

Baxnyio poib B peryasiiuu akKTUBHOCTU (PepMEHTOB MoO-
KeT UIpaTh MX B3aUMoIelcTBUME ¢ MeMOpaHamu. B MeMOpaHHO-
CBSI3aHHOM COCTOSTHUU (DU3NKO-XMMUYECKUE CBOMCTBA (pepMeH-
TOB (HarpuMep, OKUCIUTETbHO-BOCCTAHOBUTEIBHBIN TTOTEHIMAT,
YYBCTBUTEIBLHOCTb K KaTHUOHAM U Jp.) U3MEHSIOTCS. DTO SBJICHUE
Ha3bIBaeTcs aaromonus. IuapodoOHbIE B3aMMOAECUCTBUS MEM-
OpaHHBIX JTUTIUIOB U OEJIKOB MOTYT TIEPEBOIUTH MOCIEIHUE B HE-
aKTHMBHOE (JIaATEHTHOE) COCTOSIHUE, a 3JIEKTPOCTAaTUYECKUEe B3au-
MOJENCTBUSI, HAMPOTUB, BBI3bIBATHh AKTUBALUIO OeJKOB. B cBolO
ouepelb, CUJia ANEKTPOCTATUYECKOTO B3aUMOACUCTBUS JIUITAIOB
U OEJIKOB 3aBUCUT OT BHYTPUKJIETOYHON KOHLIEHTPALUU JIEKTPO-
JINTOB, a CJIENOBAaTEbHO, OT COCTaBa CPENbl, OKPYXKAIOIIel KIeT-
Ky, 1 (PU3MOJOTMYECKOro cTaTyca IocjienHeil. Takum obOpasoMm,
IUI peryasiuvuyd (epMEeHTOB IO 3TOMY MEXaHM3MY CYIIECTBYIOT
IIAPOKHE BO3MOXHOCTHU, XOTSI KOHKPETHBIE MEXaHU3MBI B CUITY
TPYAHO MPEOJOTUMBIX METOANYECKUX TIPETISITCTBUIA TTOKA U3YYEHBI
MaJio.

HeobxoquMo OTMETUTH OJHY Ype3BBIYAHHO BaXXKHYIO OCOOEH-
HOCTb (hepPMEHTHBIX OEJIKOB, CBSI3aHHYIO C PEryJsiliueil X aKTUB-
HOCTM B XXUBOW KJIeTKE. AKTUBHOCTh (PEPMEHTOB B KJIETKE (110
KpaiiHeil Mepe, OOJBIIMHCTBA U3 HUX) HAXOJUTCS He HA MaKCUMany-
HOM ypo6He, KaK 3TO MHOTA ce0e MPeICTaBISIIOT, a HA TPOMEXYTOY-
HOM. DTO HEOOXOAMMO JIJIsI TOTO, YTOOBI KJIeTKa MOTJia ONepaTUuBHO
U aIeKBATHO U3MEHSTh aKTUBHOCTh (P€PMEHTOB KaK B CTOPOHY MO-
BBIIIEHUSI, TaK U MOHWXEHUSI, TEM CaMbIM ONTUMU3UPYSI MeTabo-
JIN3M TOJ] YCJIOBUSI CPEIIbI.

OcHOBHBIE CIOCOOBI PETYJISILIAU MPOLIECCOB META00IU3MA TIPU-
BeIeHBI B Ta0JI. 4.2.
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I'naBa 5

MEXAHI3MbI ITTOBAJIBHOI
PETYJIAINU ITPOIIECCOB
METABOJIM3MA

5.1. OBIIUE CBEJIEHUA

Metabonuyeckue MpoLecchl y BCeX KMBBIX OPraHU3MOB alleK-
BaTHO OTBEYAIOT Ha M3MEHEHME YCJIOBMI OKpYXXarolleid Cpebl.
ITpocnexvBaHue 3TUX U3MEHEHUH SIBJSETCSI HEOOXOAUMBIM YCI0-
BUEM BbDKMBaHUS (MO KpailHeil Mepe) OMHOKJIETOYHbIX OpraHu3-
MOB. MeXxaHM3Mbl TaKOTrO KOHTPOJISI MOTYT OBITh CPaBHUTEIBLHO
MPOCTHIMU, KaK, HampuMmep, B ciaydae MHIYKIUW U PErpeccuu
(cM. pazn. 4.1.), Korga BHYTPUKJIETOYHbIE METa0OJIMYEeCKUE MPo-
LIECCHI TIPSIMO pearupyroT Ha M3MEHEHME KOHLIEHTpaluu AeHCTBY-
foiiero ¢daxkropa. B 6osee cIOXHBIX Cilydasix BKJIIOYaeTCsl Mexa-
HU3M MepeHOoca BHEIIHEro CUrHaja yepe3 LIMTOIUIa3MaTUYeCKYyIo
MeMOpaHy C MOCJeAylollleil ero mnepenavyeii Ha oOmpeneeHHbIN
Y4aCTOK 'eHoMa WJIM OpraHesuly (HampuMep, XIyTUK). DTU MHOTO-
CTyIeHYaTble MEXaHU3MbI MPEAIoaaraloT HaIMuKue CrelraibHOro
anmnapata (signal transduction system), BKIIOYaloIIero MeMOpaH-
HbI€ PELENTOPhl CUTHAJIOB, a TaKXKe OeJIKU, TePEeHOC e CUTHAI
(signaling proteins). B mpouecce nepeaayu curHaia, Kak MmpaBuo,
MPOUCXOJUT KOBaJIeHTHass MoauduKauusi 0eJ1KoB (METUJIMPOBa-
Hue, hochopuinpoBaHue, ToMoauMepu3alus). Takoro poaa pery-
JISIUMIO MIPUHSITO Ha3bIBaTh 2100aabHol. B Hell y4acTBYIOT Kak one-
DPOHbI U peeynonbl (TPYMIIbI OMIEPOHOB), KOHTPOJUPYEMbIe OOIIMM
PEryJsiTOpHBIM O€JIKOM, TaK U MOJY/10Hbl, BKIIIOUAIOIIE HECKOIbKO
orepoHoB (10 50) U HECKOJIbKO OEJIKOBBIX PEryJIsITOPOB, U3 KOTO-
DBIX OJIMH SIBJISIETCS TJIABHBIM.

Bxopsiye B MOAYJIOH OMEPOHBI M PEryJIOHbl MOTYT KOIMPO-
BaTh HE3aBUCUMBIE MPOLIECCHI, OMHAKO Pe3yJbTaTOM MX COBMECT-
HOTO JIECTBMS SIBJISIETCSI ObICTpask peaKlusl Ha BHEIITHUI CUTHAJ.
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ITpuMepoM peryasiuuu IMOCAEAHETO TUMA MOXET CIYXWUTh XeMo-
makcuc U APYTrue TaKTUUYECKHWE PEeaKIMW, B Pe3yJbraTe KOTOPBIX
opraHu3M (WM €ro 4acTh B CJTy9ae MHOTOKJIETOUHBIX OPTAHU3MOB)
repemeniaercsi B HanboJsiee OJIaronpusTHYIO JUIsl HETO 30HY (I10J10-
XKeHME B IIPOCTPAHCTBE).

BaxHyio posib B MexaHM3Max IJI00aJbHOW PEeryasiuuu UrpaloT
LIUKJINYECKUE U MoJubochOopUInpoBaHHbIE HYKJIECOTUABI (IIUKIO0-
AMP, ryanosunretrpadocdat u ap.). [IpuMepbl OCHOBHBIX CUCTEM
[JIO0AIbHOM PETY/ISLMN PUBEACHBI B Ta0. 5.1.

Tabmauua 5.1
IIpumepsI mponeccoB I100aIbHOM perysanun y OaKTepnii

OnepoHbl, peryJIOHbI H MOIYJIOHBI,
CucTeMsl peryJisiun a TakzKe KoaupyeMble HMH
PEryJIATOPHbIE MPOLECCHI

Omeem Ha cmpeccosble 6030elicmeust

1. SOS-perynsuus Penapaius nospexnenuit JJHK,
B KOTOPOI1 yuacTByeT 6osiee 20 reHOB

2. TermyioBoii 110K, XOJIOA0- Crabunu3zanysi OMONoJIMMEPOB KIETKU
BOI IIIOK C TIOMOIIIBIO «OEIKOB TEIIOBOIO LIOKA»
(1IarepoHoB) U JIp.

OcMOTUYECKMIA TITOK CuHTE3 OCMOTIIPOTEKTOPOB U [Ip.

3. «[onoaHbIii» H10K [lepexxrBaHue KJIETOK B YCIOBUSIX
rojiogaHusi ¢ nomoiupto cucreM CreC,

RpoS u np.
JIMMUTHPOBaHUE UCTOYHU- MobGunu3anust HeOpraHUYECKUX U opra-
KoB (ochopa HMYECKUX UCTOYHUKOB (hocdopa mocpen-

CTBOM perysioHa Pho u fip.
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Oxonuanue maba. 5.1

CucTeMbl peryJisium

OnepoHbl, peryJIoHbI U MOIYJIOHBI,
a TakKe KoJupyeMble UMH
peryJisiTOpHbIe MPOLECChl

Peeynayus yenmpanavhoix memaboauveckux nymei

4. KucnopomHast peryisinus

«O06e3BpekBaHNE» aKTUBHBIX (hOPM
KHUCJIOPO/Ia, B KOTOPOM YYaCTBYIOT CUC-
teMbl OxyR, SoxR u ap. Dkcnpeccus
TeHOB a3poburo3a 1 aHaspoouosa (NarQ,
Nir, Fnr) u op.

5. MeTaboJin3M UCTOYHUKOB
yraepoja ¢ yuactueM tAMP

KarabonuTHas pernpeccusi U TpaHCIOPT
caxapos ¢ ToMolIbI0 DTD-cuctemMpr

6. «BTOpUYHBIA» METAOOIU3M

CucteMsl, oTipenesnsionve nByxdas-
HOCTh POCTa MUKPOOPTaHU3MOB M CUH-
Te3 UMU «BTOPUYHBIX» META0O0IUTOB,

B TOM YUCJI€ aHTUOMOTUKOB

Llumodugghepenyuposka u cxoduvle ¢ Hero nPoyeccyl

7. O6pa3oBaHKe SHIOCIIOP

W IPYTUX TIOKOSITITUXCST (hopM

AKTHUBAINS OTIEPOHOB, YYaCTBYIOIINX
B ciopoo6paszoBaHuu (Spo, Div, Kin)
U Jp.

8. ®opmupoBaHKe OMOTLIC-
HOK U JIPYTUX «COLUATBHBIX»
CTPYKTYDP Y MUKPOOPTaHU3MOB
(TJI0MOBBIX TEJ U 1IP.)

AXTUBaIVs MHOKECTBEHHBIX PEry-
JIOHOB € yyacTueM (hakTopoB «quorum
sensing», MPUBOASIINX, B YACTHOCTH,
K G OpMUPOBAHUIO OHOIIJIEHOYHOTO
¢eHoTUTIA

9. «3anporpaMmmMypoBaHHas»
CMepPThb KJIETOK

AKTUBALIMS CUTHAJIBHBIX (PaKTOPOB,
3amyckaromux anonto3 (TNFa, Fas-L,
P53, xacmasnr)
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ITogpoO6HO MexaHU3MBbI TJI0OATBLHON PETyIsiUM paccMaTpU-
BaloTCsl B (pyHIAMEHTAIbHBIX KypcaX OMOXUMUU (CM. CITUCOK JIv-
TepaTyphl). M3 3TuX mpobjeM MBI 3aTPOHEM TOJbKO TpH, Mpea-
CTaBsiollIMe Haubojee o0l MHTEpeC U, Kak MpaBuio, ciabo
OCBelllaeMble B yYeOHUKaX: MEXaHU3Mbl KUCJIOPOIHOM peryJsiuuu,
MeXaHU3MBbl 3allpoOrpaMMUPOBAHHON CMEPTU KJIETKM (arorTo3),
a TakxKe peryJislvio B CTPYKTYPUPOBAHHBIX coobluecTBax (0Mo-
IUIEHKAX).

5.2. MEXAHU3MBbI KCJIOPO/THO PETYJIAIINN
METABOJIN3MA Y MUKPOOPTAHN3MOB

5.2.1. OB1IAI XAPAKTEPHCTHKA MEXAHI3MOB
KHCJOPOIHOM PEIYJISIIINN

B otBeT Ha M1000€e BO3AECTBHUE BHELIHEN Cpelbl B KJIETKE MPO-
HUCXOAUT U3MEHEHUE 3KCIPECCUM MHOTrMX reHoB. Takoil aggexT
SIBJISIETCSI YACThIO KOMILIEKCA «IJ100aTbHON PEryIssiuy MeTaboams3-
Ma» 1 OMIOCPeNyeTCsl CUTHAJIbHBIMU (I CEHCOPHBIMU) CUCTEMaMHM.
M3MeHeHne mapuuMaJbHOIO JaBJEHMSI KUCIOpoJa B Cpele TakxkKe
SIBJIIETCSI CTPECCOBBLIM BO3AEUCTBUEM. [@HBI, 3KCIPECCUST KOTOPHIX
MEHSIETCS B 3aBUCMMOCTHU OT YPOBHSI KUCJIOPOAA, YCIOBHO MOXHO
pa3aenuThb Ha ABE TPYIIIbI: FeHbl a3p00K103a (UX SKCIPECCUsT MaKCH-
MaJlbHa B a3pOOHBIX YCIOBUSIX) U T€Hbl TUMTOKCUM (MX 3KCIPECCUst
MaKCHMaJabHa B MUKPOA3POOHBIX U aHA3POOHBIX YCJIOBUSX). [eHHI,
9KCIPECCUsT KOTOPBIX U3MEHSIETCS B 3aBUCMMOCTH OT MapLMaJbHOTO
JIaBJIEHUST KUCJIOPOAa, COCTABISIIOT 3HAYUTEAbHYIO YaCTh TEHOMA.

BonbIIMHCTBO KOMIIOHEHTOB JbIXaTeIbHBIX LIETIEl, a TaKXKe OeI-
KOB, YYaCTBYIOLIMX B a3p0O0OHOM MeTabonu3me (Harmpumep, pepmeH-
TOB, 3aIIUIIAIONINX KJIETKY OT aKTUBHBIX (hopM Kuciopoaa — APK),
KoAupyeTcsl reHaMu a3pooro3a. OIHaKO 3HAYUTETbHOE YMCJIO TEHOB,
WHAYKUMS (MIM Aepernpeccus) KOTOPhIX MPOUCXOIUT TMIPpU Mepexoe
K YCJIOBUSIM TMTTOKCUM Y aHOKCU U, TAKXKE KOAUPYIOT OEJIKU, y4acTBY-
[ol1e B METa0OJMUECKUX MyTSX, 3aBUCSILIMX OT Kucjiaopoaa. ITo,
B YaCTHOCTH, aJbTepHATUBHBIE OKCUAA3bl JEKTPOH-TPAHCIOPTHOMN
LIeTH, a TaKKe peayKTasbl U JecaTypasbl, y4acTBYIOLIE B OMOCUHTE-
3¢ TeMa, CTEPMHOB M HEHACHILIEHHBIX XUPHBIX KUCIOT. BeposTHo,
WHIYKIIMS/Iepenpeccusl STUX TeHOB HeoOXoauMa I YBeJIMYEHMS
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53¢ HEKTUBHOCTH COOTBETCTBYIOIINX ITyTeil MeTa0OIM3Ma B YCIIOBHSIX
HEXBaTKM Kuciaopona. Takoe TOBHIIICHHE 3(P(EKTUBHOCTH MOXKET
MMPOMCXOINUTH ITyTEM YBEJIMYECHUS JTMOO CKOPOCTH MCITOTh30BAHMS
KHCI0poa, MO0 CPOACTBA K HEMY.

Iennl aspobuo3a (a TakKe TUIIOKCUM) HE COCTaBJISIIOT OT-
JIETbHBIA PETYJIOH WM OINEPOH — OHM pa3dpOCaHbl IO TeHOMY
1 B OOJBIIMHCTBE CIIyd4aeB PEryJIMpPYIOTCS HE3aBUCHMO OPYT OT
npyra. CyliecTByeT HECKOJIBKO O0IINX (PaKTOpOB/MEXaHU3MOB pe-
TYJISIAY, TTO3BOJISTIOIINX OBICTPO W 3(PPEKTUBHO TEPEKITIOYATHCS
C a3poOHOTrOo MyTH MeTaboaIM3Ma Ha MUKPOa3pPOOHbINA U fajiee — Ha
aHa’poOHEI). KpoMe TOro, KaxKIblid M3 3THX TEeHOB MOXET pery-
JINPOBAThCST JOTMOJHUTEILHBIMU (PaKTOpaMM, He BXOASIINMU HU
B OJTHY U3 CHCTEM PETYJIOHOB.

5.2.2. KUCJIOPOIHAS PETYJISINA ¥V TPOKKEN

CucreMa KUCIOPOIHOM PEery Iy 3KCITPECCUM FeHOB JIYYIIIe BCE-
ro udydeHa y Saccharomyces cerevisiae. MHoOTH€e UCCeIOBATEN HC-
TTOJIB3YIOT 3TOT 3yKapMOTHBIN MUKPOOPTAHM3M KaK MOJICIbHBII IS
M3YYEHUsI KUCIOPOIHOM PETYISIIIAN, TIOCKOJIBKY S. cerevisiae CIIOCO-
OCH K POCTY KaK B a3pOOHBIX, TAK U B aHA3POOHBIX YCIIOBUsIX. B co-
YeTaHMHU C PeryJIsIueli SKCITPeCCUM TEHOB YIJIEPOAHBIMM CyOCTpaTa-
MU KMCJIOPOIHAST PETYJISIIINS TTO3BOJIsAeT 3(hDEKTUBHO UCITOJIb30BaTh
HMCTOYHUKU YIJIEPOAA U MOJIydaTh SHEPTUIO B a3POOHBIX (IbIXaHUE +
OpoxKeHre) Y aHa9POOHBIX (TOJIHKO OPOKEHHE) YCIOBUSIX.

V apoxckeit BIMSIHYE KUCI0OpOoAa Ha 3KCIIPECCUI0 TEHOB OITOCpe-
JIOBAaHO HECKOJbKMMMU CUTHAJIbHBIMU cucTeMamu. Hanbonee uzy-
YEHHOM SIBJIIETCS CUCTEMa, B KOTOPOM LIEHTPAJbHYIO POJIb UTPaeT
reM. Takke U3BECTHA CHCTEMa, B KOTOPOI POJIb CUTHAJILHOTO 3JIe-
MEHTa 1 00IIEero peryyasTopa (hpakTopoB TPAHCKPUIILIMU UTPAET 3p-
roctepuH. CyllecTBYIOT U Ipyrue MyTH KUCJIOPOIHOM PEryssiLiuu
B KJIeTKe. Bce OHM B3aMO3aBUCHMBI M TECHO TEPEILIETAIOTCS.

5.2.3. PoJb TEMOB B KUCJIOPOIHO¥ PETYJIAIINA

IemMbl — mpocTeTMYecKue TPYIIbl ILIMTOXPOMOB M HEKOTO-
DBIX KHUCJIOPOA-CBSI3bIBAIOIIMX OEJIKOB, HalpUMep KaTajasbl.
BBINOTHSI0OT MHOXECTBEHHbBIE PEryasaTOpHbIe (DYHKIIMU B KJIET-
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Kax MMKpPOOPTaHU3MOB, B TOM YMCJE SBJSIOTCS YacTblO KHC-
JIOPOAHOIN CUTHAJIbHOM CcUCTeMBbl y JApoxckeil. OOpazoBaHue
U (PYHKIIMOHUPOBAHUE TEMOB TECHO CBSI3aHO C MOJIEKYJSIPHBIM
KucaopogoM. B uyacTHocTu, Kuciopoa HeoOXomauM IJisl UX OUO-
cunte3a. Mepment komponopdupuHoreH-IIl-okcuaaza Mcnonb-
3yeT Kucjaopod sl obpa3oBaHUsl MpoTronopdupuHoreHa-IX,
a npotonopdupuHoreH-IX-okcraaza Ucnonb3yeT KUCIOPOI AJIs
obpazoBaHust npotoriopdupuHa. [Ipu 3TOM 3Tanm cUHTE3a C ydya-
ctueM KomporopbupuHoreH-I11-okcuaassl sIBIsSETCS CKOPOCTh-
JIMMUTUPYIOIIMM. B pe3yibrate KOHLIEHTpalMs reMa B KJIeTKeE IPo-
MOpLMOHAIbHA KOHIIEHTpAIlMU KK ciopoa (Baiiie ypoBHs 0,1 MM).
Bce depmeHTBI, yyacTBYyIOIIME B OMOCUHTE3E reMa CUHTE3UPYIOTCS
B KJIETKE KOHCTUTYTUBHO, Jaxke B aHA3POOHBIX YCIOBUSIX, TTOATOMY
MPU TMepexoie OT 3TUX YCIOBUI K a9POOHBIM CMHTE3 T'eMa HaurHa-
€TCs HEeMEJIEHHO.

VY S. cerevisiae TeM aKTUBUpPYET SIACpPHbIE TE€HBbI, KOIUPYIO-
IIA€ 3JIEMEHTbl KMCJIOPOMHON NbIXaTeIbHOM 1IN, B TOM YHC-
JIe cox Sa, cox 6, cox 7, cox 8, cox 9 (CyObeIMHULIBI LIMTOXPOM-C-
okcuaassl), cycl (aapobHast uzodopma Uroxpoma c), corl, cor2,
cor5 (YOUMXMHOJ-LIUTOXPOM-C-penyKrasza), cyb2 (uuroxpom b2),
cytl (uuroxpoM cl), aacl, aac2 (a3poOHbBIe U30(hOPMbI MUTOXOH-
NIpYaJbHON afeHUHTPAHCIOKAa3bl), MUTOXOHAPUAIbHbIE T€HbI coxl
u coxll. K remo3aBUCUMBIM TeHaM a’pobuosa y S. cerevisiae oT-
HOCSTCS TakKe TeHbl OTBETa Ha OKMCIUTENbHBbIN cTpecc cttl, ctal
(LuTO30JIbHASI M TIepOKCHUCcOMabHass (opMmbl Kartajasbl), sodl,
sod2 (Cu, Zn-cynepokcuaarucmyTasa, Mn CyrnepoKCUaaMCMyTas3a).
Tpanckpunuust reHa ctal Takxke peryaupyercsl (pernpeccupyercsi)
TJTIOKO30M.

Iem aktuBupyer rex tif51a (aspodHast nuzopopma pakropa UHU-
uuauuun tpaHcasuuu elF5A), rox] (perpeccop reHOB TUITIOKCHM)
U Jp. ¥ TTOAABsIET TPAHCKPUIILIUIO TeHOB coX 5b (cyobeaunuua Vb
LIMTOXPOM-C-OKCHIa3bl), cyc7 (aHaspoOHas n3ogopmMa LIUMTOXPO-
Ma c), aac3 (aHa’poOHas n30opMa MUTOXOHIPUATBLHON aleHUH-
TpaHciokasbl). K reMo3aBUCMMBIM T'€éHaM TUIOKCUM OTHOCSITCS
ergll, cprl, hmg2 (cuHTe3 cTepuHOB), olel (CMHTE3 KUPHBIX KUC-
qnot), heml3 (xomupyer kompomnopdupuHoreH-III-okcunazy —
(GepMEHT CKOPOCTHLAMMUTUPYIOLIEH CTaauM OMOCUHTE3a Tema),
anbl — (aHaspoOHas u3zodopma pakTopa MHULMALIUU TPAHCISI-
uuu elF5A).
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5.2.4. PoJib CTEPUHOB B KUCJIOPOHOIT PETY IAILUNA

CuHTe3 aprocrepuHa, Kak M CHUHTE3 TeMOB, TPeOyeT MpUCYT-
CTBUSI KUCJIOpO/A.

OrnocpenoBaHHAsE 3PTOCTEPUHOM KUCJIOPOAHAS PEryJIsius 13-
ydeHa ropasao ciabee, YeM peryjsiius, OIocpeIoBaHHAas reMaMu.
TeM He MeHee M3BECTHO, UYTO 3ProCTEPUMH MIpaeT OOJIBIIYIO POJIb
B KHCJIOPOAHOW peryisuuu y npoxckeid. Hampumep, B KieTkax
Schizosaccharomyces pombe okojo 1/3 reHOB TMIIOKCUU MPEAIo-
JIOXKHUTEJILHO DPETYJIMPYETCSl 3PTOCTEPUHOM (IO IPUHIIUILY OTPH-
11aTeJIbHO 00paTHOM CBSI3M) M MPHUMEPHO TaKoe XK€ KOJIMYECTBO
TeHOB Y S. cerevisiae.

9.2.5. JIPYTUE OYTU KUCJIOPOIHOI PETYJISIIANA

OouH W3 BO3MOXHBIX ITyTe PEryJsiluy IIPOLIECCOB B KIIET-
K€ — M3MEHEHME KJIETOYHOIO PEIOKC-TIOTEHIMAa 3a CYeT OKHC-
JICHUSI/BOCCTAHOBJICHUSI CITCHU(PUUSCKUX MOJICKYJI. Y IpoxcKeit
CYIIECTBEHHYIO pOJb B 3TOM urpaet rayratnoH, (HAJIL), a Takxke
LIMCTEMHOBBIC OCTaTKU B OenKax. ¥ S. cerevisiae TIpu Tiepexone
K aHa3pOOHBIM YCIOBUSIM HAOIOIAETCS CYIIECTBEHHAS aKTUBAIIMS
SKCIPECCUM TeHOB gpd2 (KOOUPYIOIIEro aHa’poOHYyI H30(op-
My TIUIepuH-3-docdaTmeruaporeHassl) U rhr2 (KOTUPYIOIIETO
(epMeHTBI CMHTe3a TJIMIIEpHHA), YIaCTBYIOIIMX B IOIICPKAaHUU
pPEeIOKC-TIOTEHIIMANA, a TAKXKE TeHOB CMHTEe3a TPETano3bl #psl, ps2,
tps3. Bce 3TH TeHBI OTHOCSTCS K PEIOKC-PETyIUPYEMBIM.

Nuaykuus cuHTe3a Tperajlo3bl Heo0XoaumMa ISl 3allUThl MEM-
OpaHHBIX OEJIKOB OT ITOBBIIICHHBIX KOHIICHTPAIIMIA 3TaHOJIa B aHA2-
POOHBIX YCIIOBUSIX, a CHHTE3 INIMIIEPUHA COPSIKEH C IMOIIepKaHUEM
penokc-ToTeHIMana. Tperajioza U IJUIEPUH SBISIIOTCS OCMOIIPO-
TEKTOpaMu, TI03TOMY B aHA3POOHBIX YCIOBUSIX S. cerevisiac ydIiie
MMepPEHOCUT OCMOTHYECKHIT CTpecc.

5.2.6. B3AUMOJEICTBUE PA3JNYHBIX CUCTEM
KHCJIOPOJHOIT PETYJISINN ¥V TPOKKE

[Tpu nepexone oT a3pobM03a K TUTIOKCUM TPOKKEBAsST KYIbTypa
TIPOXOIUT Yepe3 HECKOJIbKO CTaauii anantanuu. OMrcaHHbIe BITIIE
crieninryecKre CUCTEMBI (C y9acTHeM TeMOB U CTEPUHOB) UTpa-
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JOT KJTFOUEBYIO POJIb Ha TMOCIETHUX CTaINsIX, T.¢. IIPU JUTUTSITHHOM
aHaspobuosze. Ha HavanbHOM cTanuu nepexoja K rMIMOKCUYeCKUM
YCIIOBASIM 3HAYMTENIBHYIO POJIb UTPAIOT Apyrue (GaKTOpPHI PeryiIsi-
iy 3Kcrnpeccur. CaMble paHHUE M3MEHEHMST 9KCIIPECCHU TeHOB
KOHTPOJIMPYIOTCS CUCTEMOM OOIIEero OTBeTa Ha CTPECC ¢ y9acTHEeM
dakTopa Msn2/4. CxomHble M3MEHEHHS TTPOUCXOIAT B KJIETKAX,
TTOIBEPTAIOIINXCS Pa3IMIHBIM CTPECCOBBIM BO3IEHCTBHSAM (Ha-
MpUMeEp, TOJOAAHMIO, OKUCITUTEIBHOMY CTPECCY, OCMOTHIECKOMY
crpeccy). Okosno 60% reHoB OOLIEro OTBETa Ha CTPECC, HaiaeH-
HBIX Y IPOXKIKE, IBIISIOTCS KUCIIOPOI-3aBUCUMEIMHA. B yacTHOCTH,
B IIpo1iecce paboThl CCTeMBI Msn2/4 MeHsIeTCS SKCIIPECCHsI TCHOB,
BOBJICUCHHEBIX B METa0OJIN3M SHEPreTHIECKIX 3aI1acoB (TJIMKOTeHa,
TPETaJio3bl), TPAHCIOPT M META0OJIM3M aJbTepHATUBHBIX MCTOY-
HUKOB HEPTMU U VICTOYHUKOB YIJIEpOaa, IPONCXOINT PEITPECCHST
cuHre3a pPHK. DTo no3BoseT nmojHOCThIO aganTupoBaTh MeTabo-
JIN3M K HOBBIM YCJIOBUSIM.

5.2.7. KucioroaHAS PETYISIUS Y TPOKAPUOT

Y 6axrtepuii, Kak 1 y APOXKe, OOTBIIYIO POJIb B KUCTOPOJHOM
PEeryJSiIVU UTPAeT TeM. Y MPOKapUOT HaOII0AAeTCS 3HAYUTEIBHOE
pa3sHOOOpa3re TUIIOB CEHCOPHBIX 0ENKOB, comepxamux reM. Kak
MpaBUJIO0, 3TO OENKHU, IJIe TeM-CBI3bIBAIOIINI CEHCOPHBIA JOMEH
peryimpyeTr aKTUBHOCTb BTOPOTO IOMEHA, MPEACTaBISIONIET0 CO-
0011 yaile Bcero KuHa3y. B ogHUX ciydasix CBSI3bIBAHUE reMa C KHC-
JIOPOIOM MPUBOAUT K KOHGMOPMAIIMOHHBIM HU3MEHEHUSIM OeJiKa,
B APYTUX CIyYyasix 3HAYUTEIbHYIO POJb UTPAET OKUCIICHUE XKeye3a
B COCTaBe TreMa, B TPETbUX — CBI3bIBAHUE C KUCIOPOJOM MTPUBOIUAT
K pa3pbIBY CB3€il reMa ¢ OEJIKOM U T.A.

OnHoil u3 HauboJjee N3yYeHHBIX CUCTEM KUCIOPOIHON peryJis-
MU y OakTepuil SIBIIIeTCS ABYXKOMITOHeHTHas cucteMa FixL-FixJ,
rae 6enok FixL saBisieTcs ceHcopoM U KMHa3oi, a 6eyok FixJ — ak-
TUBUPYEMBIM UM PETYJSITOPOM TPAHCKPUIIIIUU. DTa CUCTEMA yya-
CTBYET B aKTUBAlIUU T€HOB TMITOKCUU Y OOJIBIIIOTO YMCIa MTPOKApU-
oT. benok FixL comep:XUT KMHa3HbII TOMEH U reM-CBSI3bIBAIOILIMI
CEHCOpHBI JOoMeH (MpuHamiexamuii K Oonbinoil rpymme PAS-
JTOMEHOB — OEJIKOB, BBITIOJHSIOIIUX CEHCOPHBIE (DYHKIIMU B CAMBIX
Pa3HBIX CUCTEMAX PETYJISLMU Y OaKTEpUiA U 3yKapuoT). [emM BBICTY-
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TaeT B pojiu KohakTopa. [eM-CBSI3BIBAIOIINIA TOMEH PETYIMPYET K-
Ha3Hy10 aKTUBHOCTb FixL. B a3poOHBIX YCIOBUSIX TeM CBSI3bIBAET-
Cs C KHCJIOPOJIOM U B pe3ysibraTe KOH(hOPMAIIMOHHBIX U3MEHEHUIA
KWHa3Has1 akTUBHOCTh FixL uHruoupyercs. B yca0BUsIX TUIIOKCHH,
KOrjga reM He cBsI3aH ¢ KucjaopoaoM, FixL aBrodochopunmnpyer-
¢ u pocdopunupyet pakrop TpaHckpunuuu FixJ, yto mpuBoaut
K €ro TUMepU3aliii U TIepexony B aKTUBHOE COCTOsTHUE. B akTuB-
HOM coctostHuM FixJ akTMBUpYeT 3KCIpPECCUI0 T€HOB TMITOKCHM.
B gactHOCTH, Yy a30TOUKCHPYIOIINX GaKTEpHil, KOTOPHIE ITOIAIai0T
B YCJIOBUSI TUTTOKCHY TIPY 00pa30BaHUY CUMOMOTHUYECKUX KITyOeHb-
koB, FixJ unayuunpyer sakcrpeccuio reHoB (hMKcaluu azora (nif, fix),
a TaKkKe TeHOB, KOAMPYIOIINX aTbTePHATUBHBIC TEPMUHAIBHBIC OK-
cuaasbl, 6osiee 3((HEKTUBHBIE B YCIOBUSIX TUTIOKCUM.

Eme oamH mpuMep TreM-coiepxallero ceHcopa — cucTeMma
AppA-PpsR y Rhodobacter sphaeroides. R. sphaeroides — dakynabra-
TUBHBIN GOTOTPO(d, KOTOPHII B IIPUCYTCTBUU KMCIOPOA ITOTyJaeT
SHEPIUIO B MpoIlecce a3pOOHOTO ABIXaHUS, @ B OTCYTCTBUE KUCIIO-
pola Ha CBeTy — B Ipollecce (OTOCHHTe3a. 3aIyck (GOTOCHHTe-
TUYECKOTO arlapaTa peryiaupyercst cuctemoit AppA-PpsR. Benok
PpsR neiicTByer Kak perpeccop, AppA-ceHCOp — aHTHPEIIPECCOP.

[MpumeuatenbHO, YTO APPA SIBJISIETCSI HE TOJIBKO KUCIOPOIHBIM
CEHCOPOM, HO ¥ OHOBPEMEHHO CBETO3aBUCUMBIM. JIJIsI ocyIecT-
BJICHUS TIEPBOM (PYHKIIMM MCITOJIB3YeTCs TeM, M1 BTOPO — Xpo-
Modop. B naHHOM ciiyyae akTuBauust AppA JOCTUTAaeTCsd 3a CUeT
pacriaga KOOpAMHALIMOHHBIX CBSA3Ei ¢ KUCIOPOIOM T'eMa B MoJie-
KyJie Oenka.

Xopowro u3yyeHa cucrema ArcAB, KoHTpoaupymoolasi 3Kc-
MPEeCcCUlo TeHOB TUIIOKCUM y Escherichia coli. OHa BKJI0YaeT B ce0st
CBSI3aHHYIO ¢ MeMOpaHO# ITpoTenHKMHA3y ArcB u nuromniazmaru-
yeckuii 6enok ArcA ¢ JJHK-cBg3biBatoium noMeHoM. B ycioBusix
TUIIOKCHUM YYBCTBUTEAbHAS K KMCI0poay KnuHa3a ArcB aBrodocdo-
PUJIMPYETCS B OTBET Ha CHIKEHME TIOTOKA JIEKTPOHOB Yepe3 AbIxa-
TeJIbHYIO LeMNb U Jajiee (pochopunpyeT 6ea0K ArcA, coodas emy
cnocobHocCTh cBsA3bIBaThes ¢ JIHK u perynupoBaTh 00J1b1110€ YUCTIO
OIIEPOHOB, B TOM YHUCJIe KOHTPOJIMPYIOIINX KaTabOIM3M yriaepoaa
1 BHYTPUKJIETOUHBIN PeIOKC-CTATYC.

KwuHnaza ArcB He B3auMoJeiCTBYeT C KMCJIOPOAOM HaMpsIMYIO; e
aBToochopuIMpoBaHre TPOUCXOAUT B OTBET Ha CHIKEHHE TTOTO-
Ka 3JIEKTPOHOB Yepe3 IbIXaTebHYIO0 1elb. B a3poOHBIX YCIOBUSIX
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KMHa3Hasi aKTUBHOCTb Arc B UHTMOUpYyeTcsl B pe3yabraTe oOpa3oBa-
HUST MHTEPMOJIEKYIISIPHBIX TUCYTb(MUIHBIX CBSA3e TIpU crieludu-
YECKOM OKMCJICHMY XWHOHAMU JIBYX PETOKC-aKTUBHBIX IIUCTENHO-
BBIX OCTaTKOB B CEHCOPE.

benok ArcB Takke OTHOCUTCSI K TpyIie OelKOB, coaepxKa-
mux PAS-moMenwsl B 1emoM, ecim skcnpeccus 6onee 1/3 reHOB
E. coli perynupyeTcst KMCIOPOAOM, TO OK0JIO 85% W3 HUX — MpH
yyactum cuctemMbl ArcAB. Hampumep, mocpencTBOM CHUCTEMBI
ArcAB ocyuecTBisieTcsl penpeccusi a3poOHBIX T€HOB LIMKJIa TPU-
KapOoHOBBIX KUCTOT (sdhCDAB, icd, fumA, mdh, gltA, acnA, acnB),
TeHOB a’poOHOro MeTaboju3Ma XKMPHBIX KUCIOT (perysioH fad),
a TakXke TeHOB, KOIMPYIOIIMX a’3pOOHBIE ITUTOXPOMOKCHUIA3HBIC
KOMIUIEKCHI (HalpuMep, reHa CyoA, KOIUPYIOIIETO IIUTOXPOM-O-
youxuHonokeugasy). Ilo npyromy Mexanusmy ArcAB akTusupyer
3KCITPECCUIO TEHOB, MPOAYKTHI KOTOPHIX YYaCTBYIOT B YTHJIM3AIUKA
MUpyBaTa 1 cOpakMBaHUM caxapoB, a TaKXe reHOB cydA-cydB, xo-
JIVPYIOIINX BCE CYOBETMHUIIBI IIUTOXPOM-bd-OKCHUIA3bl, AKTUBUPYS
TIePEHOC JIEKTPOHOB Yepe3 IIUTOXPOM d, KOTOPBI UMEET BHICOKOE
CPOJICTBO K KMCJIOPOY.

MHorue u3 reHoB T'MNoKCcuu y E. coli perylIupyloTcsi COBMECTHO
cuctemoit ArcAB u 6eakoM Fnr. B yacTHOCTH, K HUM OTHOCSITCS
reHbl cydA—cyd B (utoxpoM-bd-okcuaasa). B aspoOHbBIX yCIIOBUSIX
aKcIpeccust cydAB MuHMMAallbHa, TIpU Mepexoae K MUKpoaspod-
HBIM YCJIOBMSIM OHa aKTMBUpPYeTCs cucteMoii ArcAB u mocturaer
MaKCHUMyMa, 3aTeM, NpU JajJbHeHIlIeM CHUXXeHUN KOHIIEHTpaIuX
KHCJIOpoJa U Tepexoay K aHa’dpoOHBIM yciaoBusaM, Fnr mogasisi-
eT sKkcnpeccuto cydAB. Taxxe coBMecTHO ArcAB u Fnr perynu-
DPYIOTCSI TeHbl TUIOKCHUU focA-pflB (yTunuszauusl nupysarta), sdh,
suc (cyKuuHataeruaporeHasa, cykumHui-CoA-cuHTeTasa), narY
(cy0bemuHUIIA HUTPATPEAyKTasbl), glnE (iyTaMuHCUHTAa3a), fynA
(TMpaMuHOKCHIa3a), yabM (IIepeHOCUYNK TJIIOKO3bI/TaKTO3Hh),
nanT (MMEpeHOCUYMK CHUAJTOBOW KUCIOTHI), uraA (TpaHCIIOPT ypauu-
sa), pnuC (TpaHCMOPT HUKOTUHAMUA), glgA (CUHTE3 IJIMKOTeHa),
mrcA (MEHUUWITMHCBS3bIBaOIIN I 6e10K 1A), rarD (yCTOMYMBOCTD
K xJiopaMGbeHUKOITY) U Ap.

YCTaHOBIIEHO, YTO TIPY TIEPEX0Ie K YCIOBUSIM TUITOKCUU OTBET,
omnocpenoBaHHbBI Fnr, pasBuBaercs ropaszmo ObICcTpee, HO SIBJISI-
€TCSI BO MHOTOM BPEMEHHBIM, TOTJa KaK OTBET, OIOCPEIOBaHHBIM
cuctemoit ArcAB, pa3BuBaeTcs MemiieHHee. [Ipeanonaraercs, 4to
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coYeTaHMe B PETYJISITOPHBIX CUCTEMaX OBICTPO M MEIJICHHO pearu-
PYIOIINX KOMITOHEHTOB XapaKTePHO TSI CUCTEM, B KOTOPBIX UMEET
MeCTO Tapajuie/ibHas PeTYJISIIINS OMHMX U TeX XK€ TeHOB HeCKOJIbKH -
MU (pakTOpaMu. DTO MO3BOJISIET, C OMHOUN CTOPOHBI, OBICTPO afgar-
TUPOBATh METabOM3M K KPaTKOBPEMEHHOMY ACHCTBUIO CTPECCO-
poB (ObICTpOpearupyloime KOMIOHEHThI), a C IPYroi CTOPOHHI,
obecrieyrBaeT pa3BepHYTHI OTBET B Cllyyae, €CIM CTPECCOpPHOE
BO3MIEICTBUE MPOAOIKACTCS.

5.2.8. KUCJIOPOIHAS PETYJIALS ITIPA OJTHOBPEMEHHOM
BO3/EICTBUH JOIOJHUTEIBHBIX CTPECCOBBIX ®AKTOPOB

B GonbimmHCTBE MCCIeq0BaHUIT aBTOPBI OTPAaHUYMBAIOTCS pac-
CMOTpPEHUEM PETYJISITOPHOM POJIM KUCIOPOJa KaK eIMHCTBEHHOTO
cTpeccoBoro hakTopa, BIMSIONIET0 Ha MUKPOOHYIO TIOMYJISIIINIO.
OnHaKo B TPUPOIHBIX YCIOBUSIX MUKPOOPTAHU3MBI TIOABEPTAIOTCS,
Kak MpaBUJIO, OMHOBPEMEHHOMY BO3/IEMCTBUIO HECKOJIBKUX CTPEC-
COBBIX (haKTOPOB cpeabl. Hampumep, Hapsimy ¢ TUTIOKCHEH 3TO MO-
JKET OBITh BBICOKAs KOHIIEHTpAIIUsI COJIeil, HeOIaronpusiTHbIE Be-
JuuuHbl pH u/vnmm Temmnieparypsl.

B cepum wuccremoBaHUi, TPOBEOEHHBIX C TIPOKAPUOTHBI-
mu (Rhodococcus, Shewanella, Halobacterium) n 3yKapuOTHBIMU
(Candida, Rhodotorula, Dedaryomyces) MUKpOOpPTraHU3MAaMM, BBI-
JIeJIEHHBIMU 13 3aCOJIEHHBIX KOTOIIOB (B TOM YMCJIE U3 TIJIACTOBBIX
BOJI HE(TSIHBIX MECTOPOXIEHMIT), TTOKa3aHO, YTO TIPU COYETAaHUM
TUTIOKCUY C BBICOKOUW KOHIIEHTpAIIMEeil CoJielt JaHHbBIE CTPECCOBBIE
(bakTOpBI BCTYMaOT B aHTATOHWYECKKME B3aMMOOTHOIIEHUS. DTO
TIPUBOAUT K TIOBBIIIEHUIO CTETeHU TaJo(UIbHOCTU (TajloToJIe-
PAHTHOCTM) MUKPOOPTAaHU3MOB, TIPUYEM cllaboraaoduibHbIE Op-
TaHU3MbI NIEPEXOAST B Pa3psii yMEPEHHO rajoUIbHbIX, 3 HEKOTO-
phI€ TaJIOTOJIEPAHTHI IPUOOPETAIOT CBOMCTBA TajlohUIIOB.

Kak okazanoch, BICOKasi KOHIIEHTpAIUsI COJIU (TUTIEPOCMOTH -
YECKUH I10K), KPOME OCMOTUUYECKUX HApYIIEHUH, TTOIaBIISIET AbI-
XaHUe W HapylIaeT CUHTe3 (PePMEHTOB, 3alUIIAIOIINX KJIETKY OT
A®DK. MukpoaspoOHbie ycTI0BUSI (TUTIOKCHS ), TPUBOASIIINE K CHU-
JKEHWIO MapIlMaIbHOTO NABJIEHUSI KUCIOPO/Aa, BBI3BIBAIOT WHIYK-
Mo (aKTUBALIMIO) T€HOB TMIIOKCHUM, KOAMPYIOIINX KOMITOHEHTHI
JIbIXaTeIbHBIX 1IeTIel U 3alUTHBIE (PepPMEHTHI, MEHEe YYBCTBUTETh-



178 [nasa 5. MexaHusMbl 17I00aJIbHOI PEryJIAIy IPOLECCOB MeTab0JIM3Ma

HbI€ K JEHCTBUIO COJIM, a TAKXKE MOBBIIIAIOT COAEPXKaHNE B KJIETKE
OCMOIIPOTEKTOPOB. B pe3ynsraTe IUIOKCHUST OCaadiseT BpeaHbIe
MOCJAEACTBYSI TUIIEPOCMOTUYECKOIO III0OKAa U TOBBIIIAET CTENEeHb
rano(uabHOCTH (raa0TOJIEPaHTHOCTH) MUKPOOPIaHU3MOB.

TakuMm 00pa3oM, TMIIOKCHS B JaHHOM CJTy4yae BhICTYIAeT KaK MH-
TUCTPECCOBBIN (akTop. B3auMoneiicTBue 3alycKaeMbIX TMUIIOKCH-
eli peryJsITOpHbIX MEXaHU3MOB 00eCIIeYMBaeT adalTaluio KJIeTOK
K APYTUM NEUCTBYIOIIUM CTPECCOBBIM (haKTopaM, YTO MOXET 00b-
SICHUTD BBICOKYIO YACTOTY M30JIMPOBaHUS C1aboraoGuIbHbIX MU-
KPOOPraHU3MOB M3 3KOTOIOB C HU3KUM MaplMaJbHbIM JaBJICHUEM
KHCJIOPOJa U MOBBIIIIEHHBIM COAePXKaHEM coJieil (B YaCTHOCTHU, U3
IUIACTOBBIX BOJ HE(TSIHBIX MECTOPOKACHMIA).

3.3. AIIOIITO3 (BAITIPOTPAMMUPOBAHHASA
I'MBEJIb KJIIETKI)

5.3.1. OCHOBHBIE TUIIBI U DTAIIBI 3BAIPOTPAMMUPOBAHHOI1
T'BEJN KJIETOK

Bosee BoceMHaaliaT BEKOB Has3aa PUMCKUI Bpay U €CTECTBO-
HcnbITaTe b [aJeH NPeaIoXII TEPMUH «aIloITO3», YTO B IIEPEBOIC
C TPEYECKOTO O3HAYAET «WIMCTOMad». Kepp ¢ coaBropaMu «peaHu-
MMPOBaJI» 3TOT TePMUH B 1972 I., IPUMEHUB €ro /11 ONMCaHUSI OT-
MUpPaHMS TUMOLIMTOB B MPOLIeCCe BEIPAOOTKM UMMYHHOI'O OTBETA.

MHOro4uc/IeHHbIE MPUMEPbI THOEIM KJIETOK B MHOTOKJICTOYHOM
OpraHUu3Me WM3BECTHBI JABHO. TUMUYHBIMU CIIydasMu SIBJISIOTCS
MPOLIECCHl JIMMUHUPOBAHUS OTAEIbHBIX TKaHEell B SMOpUOreHe3e
ITO3BOHOYHBIX KUBOTHBIX (HAIPUMEP, KJIETOK MEXITaIbleBbIX Ie-
PEropoioK M T.1.). JIpyrast TpyIiia anonTHYeCKUX sIBJICHUI CBsI3aHa
C yTpaToil pyAMMEHTAPHBIX CTPYKTYP WU (DU3UOJOTUIECKUX (DYHK-
LIMii B IpOIIECCe OHTOIreHe3a OpraHu3Ma, HalpuMmep OTMUpPaHUs
TKaHei XBOCTa B XOJi¢ MpPEBpaIlleHUsT TOJIOBACTUKA B JISTYIIKY WU
JIAKTALIUTOB MOJIOYHOM XKeJIe3bl ITOCJIe MPEKPAIeHMS JaKTallk Y.

CHauasa ObLUIO0 TIPUHSITO CUMTATh, YTO TaKasi TMOesIb KJIIETOK 00y-
CJIOBJIEHA TIPOCTHIM YXYIIICHUEM YCIOBUI OKPYXAIOIIEH Cpebl
WJIY CTapeHueM TKaHell. B nanpHeiineM 6b11r pacim@poBaHbl MO-
JIEKYJISIPHBIC MEXaHM3MBI aIloNTO3a U CTAJIOo SICHO, YTO 3TO SIBJICHUE
3alIpOrpaMMUPOBAHO B TEHOME CAaMUX TMOHYIIUX KJIETOK.
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B Hacrosiee BpeMs IPUHSATO Pa3ivMyaTh HECKOIHKO THUIIOB 3a-
MpOTrpaMMHUPOBAaHHOM TMOeN:

o MUumonmo3— Tubesb KIETOYHbIX OpTaHes1 (Ha MpuMepe MUTO-
XOHIIpUiA);

* OpeaHonmo3 — OTMUpPaHUE OTAEIbHbBIX OPIaHOB;

« anonmo3 — TUOEJb OTACIbHBIX KJIETOK;

« henonmo3 — caMOyOMIACTBO 1I€JIOT0 OpraHU3Ma.

XoTs B IPWIOXKEHNH K OMHOKJIETOUHBIM MUKPOOPTaHU3MaM J1Ba
MOCJIETHUX TEPMUHA BHIIJISIISIT CHHOHUMAMMU, CJISIyeT yIUTHIBATh,
YTO COOCTBEHHO allONITO30M ITPUHSTO HAa3bIBaTh TUOEIb OTAEIbHBIX
KJIETOK MHO20KAemoyH020 opranu3Ma. [10a3ToMy B OTHOIIEHUU MU-
KPOOPTaHU3MOB IIPaBUIIbHEE UCTIOJb30BaTh TEPMUH «(DEHOTITO3».

Jdpyrum BUIOM ITPOrpaMMUPYEMOIi TUOET KIIETKH SIBJISICTCSI He-
Kpo3. B oTiimune oT arorrTo3a, KOTOPBI BEI3bIBAETCS HEJIETAIbHBI-
MM BO3ICMCTBUSIMU Ha KJIETKY, HEKPO3 SIBJISIETCS CJIENCTBUEM HE00-
pPaTUMOTO MOBPEXIEHMS KJIETKH 1 3aBEePIIAcTCS €€ JIM3UCOM.

Y KMBOTHBIX OPraHU3MOB XapaKTePHBIMMU JJIST allONITO3a TPOIIEC-
caMU, OTJIMYAIOIIMHU €T0 OT HEKp03a, MOXKHO CUMTAaTh Iepexo oc-
daTunuicepuHa U3 BHYTPEHHETO MOHOCJIOS IIUTOILIa3MaTUIeCKOM
MeMOpaHbI B HApyKHBIi, BEIXoA 1uToxpoMa C 13 MexXMeMOpaHHOTO
MPOCTPAHCTBa MMTOXOHIPHIA B LINTOIUIA3MY Y aKTUBALIVST UM ITUCTE-
WHOBBIX MPOTeMHA3 (Kacnas), HapylleHue CTpyKTyphl sinepHoit JIHK
1 TIOC/IEAYIOIINIA pacral sapa Ha JacTd, )parMeHTalns KIETOK C
00pa3oBaHMEM BE3UKYJI, KOTOPHIE 3aXBaThIBAIOTCST COCETHUMM KJIET-
KaMu W11 MakpodaraMu, Kak 1 B ciydae Hekposa. OCHOBHBIE pa3-
JIMYUST MEXIY arloNTO30M U HEKPO30M MpeIcTaBIeHbl Ha puc. 5.1.

PaccmoTpuM mnoapoOHee MOCaed0BaTeIbHOCTh COOBITUI TIpU
arnonTo3e, BKI0YAIOIeM HECKOIBKO 3TaIloB.

o [TocTymuieHre curHajga U3 BHEITHEW Cpelbl M €ro pelernius
KOMITETEHTHOM KJIETKOM.

- Kackagnast axtuBaims Kacmas, crenudundeckux Cys-Asp-
npoteas. B KireTkax MJIeKOIMMTAIOIIMX UX ITPUCYTCTBYET HECKOJBKO
TUTIOB, YacTh U3 KOTOPBIX aKTUBUPYETCS B TIEPBYIO OYepeb U aK-
TUBUPYET ApyTre 3pdekTopHbIe Kacmazbl. DPdeKTopHbIe Kacra3bl
pacCILIEIUISIIOT aKTUHOBbIE O€JIKM, MHTMOUPYIOT OMOCHHTE3 Oesika
u aktuBupytot JJHKaszy.

« PacuienyieHre aHTHAMOINTO3HBIX OEIKOB, T.€. OCJIKOB, MPeTsIT-
CTBYIOIIMX aKTWUBAIIMU Kaclla3, a Takke WHBIX WHTUOMTOPOB pa3-
BHTHS arloNTo3a.
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« 3amycK (pa3bl PK3eKYIIMHU, B TEUCHUE KOTOPOU M ITPOMUCXOIUT
COOCTBEHHO pa3pylleHNe KIETKH.

Puc. 5. 1. TlocnenoBateabHOCTb COOBITUM MPU HEKPO3e (ClieBa)
M arorro3e (CIpaBa):
1 — wucxomHass HoOpMajbHasi KJeTka; 1-2-4 — amnonTu4ecKuil IyTh;
1-5-6 — HEKPOTUYECKHMIA TTYTh
Hcmounux: cormacHo http://ru.wikipedia.org

ATIONTO3 MHUIIUMPYETCS BHEITHUMM CUTHAJIaMU. BoIbITMHCTBO
M3 HUX 3aITyCKAIOT aIloNTO3, a HEKOTOPHIE — OJIOKUPYIOT.

Cuenanul, 3anyckaroujue anonmo3s:

1. ®@akTop Hekposa omnyxojeil (a-®HO, TNFw) BbI3bIBaeT -
0eJIb KJIETOK, coAepxkalux perentop R1 u 3amyckaer oguH 13 mpo-
TUBOOITYXOJIEBbIX MEXaHU3MOB.

2.  Fas-nurang (Fas-L), ©6enok KJIeTOYHOIl  MeMOpaHbI
T-nmumbouuToB («KWIIEPOB»). B Bume TpuMepa OH CBSI3BIBAETCS
¢ Fas-penienTopoM KJIeTKM-MUIIIEHU W 3aITyCKAeT aroInTo3.

3. benok P53 kiieTOYHOTO s1pa, KOTOPbI aKTUBUPYETCSI B pe-
3yJbTaTe HepemnapabenbHoro paspbiBa JJHK u, B cBowo ouepenb,
aKTUBU3HMPYET Kacmasbl. YTpaTa 3TOTO OeJika CIIOCOOCTBYET YCKO-
PEHHOMY POCTY OITyXOJICH.

4. Bax-6en1ku, criocoOCTByIoNIMe Beixomy nmuroxpoma C n3 Mu-
TOXOHIPUIA.

Cuenanut, 6nokupyrowue anonmo3s: oeyxu Bcl-2 nim poacTBeHHbBIE
UM, TIPUCYTCTBYIOILME B TEHOME HEKOTOPBIX BUPYCOB, MOAABIISIOT
arnonTo3 B MH(MUIIMPOBAHHBIX KJIETKAaX M CIIOCOOCTBYIOT pacipo-
CTpaHEHUIO BUpYca.
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DTH TIPOLIECCHI M KOMITOHEHTHI B CXEMaTUIHOM BHJIE IPEICTaB-
JIeHBI Ha puc. 5. 2.

LiuToTokcuueckas T-kneTka
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Puc. 5.2. OCHOBHBIE 3TaIbI AITOITOTO3a B (KUBOTHBIX KJIETKAX

Iporecc amonTo3a onucaH y MpencTaBUTENeil Tpex apCcTB K-
BOTO: XMBOTHBIX, T/Ie OH U3y4eH B HauOOJbIIEH CTeTIeH!, TPUOOB
u GakTepuii. B ciygae TIpokKapmoT MeXaHM3MbI 3aIllpOTpaMMUpPO-
BaHHOM TMOEIM KJIETOK MMEIOT cIlemuduyeckue OCOOCHHOCTH.
TUIMYHBIM IPUMEPOM MOXET CIIY>KUTh JIM3UC BeTeTaTUBHBIX KJIC-
TOK TIpY CTIOPYJISILIMY Y OallMILI U B IIpoliecce 00pa3oBaHUsI TJIOA0-
BBIX TeJl y MUKcoOakTepuii. Y Bacillus subtilis Tu3uc MaTepuHCKOMN
KJIETKU OCYIIECTBISETCS (hepMEeHTaMU-aBTOJIM3MHAMU I10CIE CO-
3peBaHMS CIIOP.

Y Mpyxococcus xanthis B mpouecce nugdepeHIMpoOBKU U o0pa-
30BaHUs TJIOJOBBIX T€J YYaCTBYIOT, IO KpaifHell Mepe, YeThIpe Te-
HETUYECKMX JIOKyca. Arperaiiu KJIeTOK 1 00pa30BaHUIO TIOMOBBIX
TEJI TIPENIIECTBYET MEXKIIETOUYHBIN OOMEH CUTHAIAMU («a-CUTHA»
CONEPKUT aMUHOKUCJIOTHI M TIPOTEA3bl; «C-(haKTOp» TIPEICTaBISIET
co0oi1 6eok ¢ MosekynsipHo Maccoii 17 k/la). B nu3uce Berera-
TUBHBIX KJIETOK YJaCTBYIOT ayTOLMIBI — KUPHBIE KMUCIOTHI U TIPO-
W3BOIHBIE TIIOKO3aMIHA.
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JpyruM NpuMepoM aromnTo3a SIBISIETCS TMOeb KJIETOK, COlep-
Xamux noBpexaeHHyto JIHK, a Takke KieTok, MHPUIUPOBAaHHBIX
b6akTeprodarom.

baxrepuu (Escherichia coli) cogepXaT «CTpax reHoMa» — 0eJI0K
RecA, HanoMuHaromui mo ¢GpyHKIUKU 0e10K XKUBOTHBIX P53. ITpu
nosiBfieHun HapymeHuid B ctpyktype JJHK oH 3amyckaer kackan
peakuuit (puc. 5.3).

Moepexaenuwe OHK

Rec'l;\ FtsZ —> Aenexune
Pen;‘!'t-zl:cop LexA m—f FoH SUlA  — Sul#&-)SulA-FtsZ

.

SOS-rens penapaunn — Pepmentol ABTONM3INUH
penapauvm .L

Penapauyua [JHK CmepTe oT eHonTo3a

Puc. 5.3. Tubenb KIETOK, coAepKalllMX MOBPEXIEHHYIO
JAHK unau uHbUIMpoBaHHBIX GakTeprodarom

O6HapyxuB HapyueHust ctpykrypbl JIHK, 6enok RecA arakyet
npyroii 6enok LexA u pacuierisietr ero. B Hopme LexA nmonmasnisiet
SKCIIPECCUIO TEHOB, KOTUPYIOMNX (hepMEHTHI perapallii 1 OeJiKa
SulA. INocnennuii, B cBOIO oYepeab, 00pa3yeT KOMIUIEKC C OEJTKOM
FtsZ, HeoOxonuMbIM JIJ1s AeJeHUs OaKTepun, 1 MTHAKTUBUPYET €ro.
Takum obpazom, pacuieryeHre LeXA cTUMyIUpyeT CUHTE3 OEIKOB
CHCTEMBI perapalny U OJIOKUPYET NeieHue neGeKTHOM KIETKH 10
TeX Iop, moka He OyayT ucripasieHbl moBpexaeHus JHK. Eciau ke
HCIpaBJIeHUST 0Ka3bIBaIOTCSI HEBO3MOXKHBIMM, aKTUBUPYIOTCS (bep-
MEHTBI aBTOJIM3WHBI, PACIIEIIISIONINE BEIIeCTBA KJIETOUYHOM CTEH-
KU, U 0aKTepus MOTruoaerT.

B HexkoTophIX ciyyasx WHOUIMPOBaHHBIE (haroM OaKTepuu
BKJIIOYAIOT MEXaHM3M «CaMOYOMICTBa», CHHTE3UPYS CIIelIMaIbHbIe
OeJIku, — TIpoTeasy, aKTUBHpYyeMylo (haroBBIMU OeJIKaMM M pac-
merustionnyto gakrop anoHrauuu tpaHcasuuu (EF-Tu), PHKagy,
pacuersionnyto nu3nHoBylo tPHK, a Takke 6enku RexA u RexB,
B KoMriuiekce ¢ ¢arosoii JJHK ¢dopmupyolimne MOHHBIN KaHa,
youBarouit 0aKTepUaIbHYIO KJIETKY.

Bce Oosplliee BHMMaHWE TPUBIEKAET 3alpOrpaMMUPOBaHHAsK
rubenb 6akTepuit, 00ycaOBIEHHAS CUCTEMOM «TOKCUH — aHTUTOK-
CUH» (WIH «s11 — TIPOTUBOSAIME» ). Takast cUCTeMa COCTOUT U3 TMaphl
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TeHOB, KOAMPYIOIINX CTAOVIIHLHEIN TOKCUH 1 HeCTAOWJTBHBIN aHTH-
TOKCHH. TUTTMYHBIM IPUMEPOM SIBJISICTCS MEXaHM3M IO PsKaHUS
HU3KOKOIMMIAHBIX IJIa3MUI, B YAaCTHOCTH TooBoro akropa F
VY E.coli ren ccdB xomupyet TokcuH CcdB, naruoupyrommii JJHK
rupasy, Torga Kak reH ccdA B TOM XK€ CaMOM OIIepOHE KOAUPYeT
aHTuTOKCUH CcdA, HEUTpanU3yIOIUil TOKCUH. DTOT 60K OBICTPO
pacIierisieTcs mpoteasoit (Lon), 1 modepHsIsI KJIeTKa, He TIOJTyIrB-
mag naasmuay F, youBaeTcss TOKCMHOM.

Cy1iecTBYeT psiI aHAJIOTUIHBIX CUCTEM, TIpeTHA3HAYCHHBIX IS
MMOIIepKAaHUST IPYTUX BHEXPOMOCOMHEIX 3JIECMEHTOB, HEOOXOIM-
MBIX IIJISI BEDKMBaHUS OakTepuii. B pe3ynsraTe 6akTepry CTAaHOBST-
¢S «3aBUCUMBIMU» OT KOPOTKOXKMBYILETO IMPOAYKTa — aHTUTOKCH-
Ha. M3 MogoOHBIX CUCTEM HauboJiee MOAPOOHO M3ydyeHa cucTema
mazEF (puc. 5.4).

i TpaHcnauus
ppGpp

H.O MazE MazF
55002 AHTUTOKCHH Tokeun
Moepexaexne [1 Pacuennexue (ClpPA);
, e Cant-cneumguyHas
AHTUBNOTUKN el

perpagauusa mPHK

Mopaenexne M3bupaTtenbHhbin

cuHTe3a 6enka  cuHTe3 6enkos,
BbI3bIBaOLLNIA
rmbenb KrneTku

Puc.5.4. Cxema mporpaMMupyeMoii TuOe KJIeTKH,
omnocpenyemoii cuctemoit MazEF y E. coli

MazEF npencrapiseT co00il reHeTUYeCKUii MOIYJIb, UHIYLIUpYe-
MBI CTPECCOBBIMU YCIOBUSIMU: HAKOIUICHHEM TyaHO3MHTETpadoc-
data (ppGpp), BO3NCHCTBUEM HarpeBaHMS MJIM OKHCIUTENICH 1, Ha-
koHel, noBpexaeHussMu JJTHK. OH cocTonT 13 ABYX MIPUMBIKAIOLLINX
IpyT K apyry reHoB-mazE m mazF, KomupyrooImx, COOTBETCTBEH-
HO, JIAOWJIbHEIN aHTUTOKCUH (MazE) m «IONToXUBYIIMiT» TOKCHH
(MazF). Dt 6enku moaBepraloTcss KOOPAWMHUPOBAHHON 3KCIIpec-
CUU U CITOCOOHBI (hOPMUPOBATh HEAKTUBHBIM TUMED, OMHAKO aHTH-
TOKCHH JIETKO paclIeIlisieTcsl cepuHoBoit mpoTtenHaszoii ClpPA.
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YcTaHOBJIEHO TakxXKe, YTO HEKOTOpble aHTUOMOTHKM (pudam-
MUIIMH W JIp.) CIIOCOOHBI MOJABJIATh 0Opa30oBaHME AaHTUTOKCHMHA
Ha cTaguu TpaHchasauu. CBOOOMHBIM TOKCHUH BBI3BIBAE€T CaMT-
crneupuYHOe paculerjieHue OCHOBHOUM Macchl MUHMOPMAaIIMOHHbBIX
PHK, uTo npuBoauT K nojgaBjieHUI0 cuHTe3a Oenka. Kpome Toro,
TOKCHH CITOCOOCTBYET CEJIEKTUBHOMY CUHTE3Y «O€JIKOB KJIETOYHOM
cMepT», konupyeMbix MPHK, HeqyBCTBUTEIBHBIX K TOKCHHY.

5.3.2 IIEPCUCTUPYIOUIME KJIETKH

OnHUM U3 BO3MOXHBIX MEXaHW3MOB TMPOTUBOAEUCTBUSI TIPO-
rpaMMUpPyeMOl THOENIN KIJIETOK Y TIPOKAPUOT SIBJIsieTCsT (hOpMUPO-
BaHUE KJIETOK-TIEPCUCTEPOB (OT aHTJI. persist — TEPEXUBaTh, T.e.
MePeXUBAIOIINX KJIETOK) (CM. pa3f. 5.3).

BriepBrie «IIepexxmBalomme» KIETKM OOHapyXuia B 1944 r
. burtep nipu U3ydeHUU AeMCTBUS MEHULIWITMHA Ha CTa(UITOKOK-
ku. OH J0Ka3a, 4To 3TU KJIETKU HE SIBJISIIOTCS MyTaHTaMU U TIPU
repeceBe B cpely 0e3 aHTMOMOTHKA BOCCTAHABIMBAIOT UCXOTHYIO
nioryJsiinio. OHY TTOJTyYMIN Ha3BaHUE «ITIEPCUCTEPHI».

B Hacrosiiiee Bpemst KIIeTKU-TIepCUCTePbl OOHAPYXXEHBI B 00JIb-
IIMHCTBE OaKTepUaIbHBIX MoMyJsiuii. OOpa3oBaHUE 3TUX KIETOK
omnpenensieTcs ha3oii pocTa KyJbTyphl: B paHHEH JIOrapuMUIECKOit
aze pocra xynerypwl E.coli, S.aureus, P. aeruginosa mepcucteps
OTCYTCTBYIOT WJIX OY€Hb HEMHOTOUMCIIEHHBI. VX KOTM4ecTBO yBe-
JIMYMBAETCS TI0 Mepe TIepexo/ia KyJIBTYp B CTallMOHApHYIO ¢ha3y.

MexaHu3M, C TIOMOIIbI0O KOTOPOTO TIEPCUCTEPHI TTPOTUBOCTOSIT
JIECTBUIO OMOIINIIOB, TIO-BUAUMOMY, OCHOBAH Ha y9aCTUM TTPOIYK-
TOB CTIEIIMATIbHBIX TEHOB, B3aMMO/IECTBYIOIIMX IO TUITY TOKCUH —
AHTUTOKCUH (puc. 5.5).

Ecnmu ycToiuMBOCTh K aHTUOMOTUKY, BHIPAXKAIONIASICS B TIOBBI-
IIEHUW €T0 MWUHMMAJIbHOW WHTUOWTOPHOW KOHIIEHTpAIlUU, CBSI-
3aHa C uzMeHeHuem (HaripuMep, MYTAIlMOHHBIM) CaMOW MUIIEHU
JIEACTBUSI aHTUOMOTUKA, TO BOZHMKHOBEHUE TEPCUCTEHIIMU 00Y-
CJIOBJIEHO 010KUpoBaHuemM MUIIEHU TOKCMHOM, B pe3yJibTaTe 4ero
OLIMOOYHBIN (BpeIHBIN 7151 KJIETKW) MPOAYKT He obpasyetcs. [Ipu
9TOM MWHVMaJibHasi WHTUOWTOpPHAS KOHIIEHTpalWs aHTUOMOTH-
Ka JyIsi OOJIBIIMHCTBA APYTUX KIIETOK TOMYJISIIUA HEe U3MEHSIETCS.
Takum 06pa3oM, GIIOKMPOBaHUE TOKCUHOM MUIIIEHU, HA KOTOPYIO
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BO3IEHMCTBYET aHTUOMOTHUK, MTPUBOAUT K BOSHUKHOBEHUIO HEOOJIb-
LLIOTO KOJIMYECTBA (PU3UOJIOTUUECKU TOJIEPAHTHBIX K aHTUOUOTUKY
«ToKosmuxcsi» kiaetok. Ilociae ymaneHuss aHTMOMOTHUKA TOKCUH
UHaAKTUBUPYETCSI aHTUTOKCUHOM M TMEPCUCTEHTHBIE KJIETKU BOC-
CTaHaBJIMBaIOT MOMYJISILIUIO.

TokcuH

MuwweHb

OWKnBoYHbIN MM6ens

o $ nponykt =—f KNETKN
AHTNOMOTUK I

[NoBbleHne be3 noBbIWweHUs
MUHUMarnbHOM MUHUManbHOM
WHMMBUTOPHOMN VHMMBUTOPHOMN

[o3bl [o3bl

Puc. 5.5. CxeMa BOSHUKHOBEHUS HNEPCUCTEHTHOCTU B PE3YJIbTATE
6JIOKI/Ip0BaHI/I$[ TOKCMHOM MUIICHMU, '-IyBCTBPITeJ'[bHOfI K aHTI/IGI/IOTI/IKy

dopmupoBaHHUE KJIETOK-IIEPCUCTEPOB MOXKHO paccMaTpUBaTh
KakK crnoco0 MpUCIoco0IeHUS K MEHSIOIIMMCS YCIOBUSIM BHELIIHEH
Cpelbl, Koraa Iepe MomyJIsIiieii KIeTOK BOSHUKAET aJIbTepHATHBA
BBIOOpa CTpaTeTM: MPOIOJIKATh Pa3MHOXEHUE C PUCKOM ITOTMO-
HYTb IIOJl BJIMSIHUEM CTPECCOBBIX YCIIOBMIA, INOO LIEHOM MoaaBiie-
HUSI pOCTa HEKOTOPBIX KJIETOK IMOJYYUTh «CTPaXOBKY» OT TMOeu,
Mepeisi B COCTOSTHUE MOKOSI.

CucTteMbl MOIYJIbHBIX TEHOB, KOAUPYIOIIUX OEIKU, B3auMOIeli-
CTBYIOIIIME TI0 CXeME «TOKCUH — aHTUTOKCHH», IPEACTABIISIOT CO-
0011 HOBBII CITOCO0 TJI00aTBHO PETYISILIMYA MeTaboI13Ma.

OO61mMit BBIBOI O (DYHKIIUSX PETYISATOPHBIX CUCTEM «TOKCHUH —
AHTUTOKCHH» MOXHO C(hOPMYJIMPOBATh CJACIYIOIIMM 00pa3oM.

1. ITpu BO3AEHCTBUU CTPECCOBBIX (haKTOPOB (OMOLMIOB) 3T CU-
CcTeMa TOPMO3UT Pa3MHOXEHHE KJIETOK M MOXKET IIPUBOIUTD K ITPO-
rpaMMMPYEMOl UX TUOEIU («aJbTPYUCTCKUN CYMIIUA») C IICNIBIO
obecreyeHMs TMUTATeIbHBIMU CYyOCTpaTaMu OCTaJbHOM 4acTH IO-
TTYJISILIA Y.

2. I1pu 0COOBIX YCIOBUSIX TPOMCXOIUT MEPEXO YACTH ITOITYJISI-
LIMM B COCTOSIHUE METabOJIMYECKOro MOKOS Pa3InYHOM TIIyOUHHBI,
YTO CONPOBOXIACTCS YBEJIMYEHUEM (DU3MOJIOTUISCKON TOJIePaHT-
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HOCTH K BO3IENCTBYIOIIMM CTPECCOBBIM (hakTopaMm (OHOoLUIAM).
M3BecTHBIMU (pOPMaMM TaKUX YCTOMUMBBIX KJIETOK SBJISTIOTCS 1M~
CTOITOIOOHBIE KIIETK!, KIIETKH-TIEPCUCTEPHI M TaK Ha3bIBaEMEIC He-
KYJIBTUBAPYEMbIE, HO JKU3HECITOCOOHBIE KIIETKM.

B ycTOMYMBOCTY CTPYKTYPUPOBAHHBIX MUKPOOHBIX COOOIIECTB,
OUOIMIEHOK K CTPECCOBbIM (pakTopaM M OMoOUMIAM KJIeTKaM-
TepcucTepaM TpUIAeTCs CYIIEeCTBEHHas (€CIM He pellarolnasi)
poab. ITogpodHee o OMorIeHKax cM. B pasa. 5.4.

5.3.3. ®uU3NOJIOTNYECKOE 3HAYEHUE 1 9BOJIIOLIS
MEXAHU3MOB 3AIIPOTPAMMUPOBAHHO IMBEJIU KJIETOK

KoMmoHeHTBI crucTeM amonTo3a OOHApyXKMBAIOTCS Ha CaMbIX
PaHHMX CTAAWSIX 3BOJIOLMA MHOTOKJIETOYHBIX OPTaHU3MOB. YXe
y TyOOK UMeIOTCS OeJIKU, poJcTBeHHbIe Bel-2, 1 «petienTopsl cMep-
Ti». @EepPMEHTHI, TTIOI00HBIE Kacra3aM, 0OHAPYXXEeHBI Y TUIPHI.

ABneHus1, TogoOHbBIE alONTO3Y, OOHAPYKEHBI U Y OJHOKJIETOU-
HBIX 3YKapuoT. Y nmpoxxkeit Saccharomyces cerevisiae AOK BBI3BI-
BAlOT MOSIBJIEHUE KACMa30MoJ00HON aKTUBHOCTH, JJ1s1 KOTOPOA He-
00xoaIMMo Hainuue (byHKIIMOHATBHBIX MUTOXOHIpUiA. bosee Toro,
MPU SKCTIPECCUU B KIIETKAaX APOXKEW TeHbI MPOAronTO3HBIX Oe-
KOB MJIEKOITUTAIONINX BBI3BIBAIOT TUIMYHYIO MTPOTPaMMUPYEMYIO
ruoesnb.

o nocieqHero BpeMeH! B KJIeTKax MPOKapuoT He ObLI0 0OHAa-
PYXEHO 0eJIKOB, TOMOJIOTUYHBIX Kacla3aM, XOTS HEKOTOphIE Jpy-
rue OeJIKY arorTo3a UMEIOT 6aKTepruabHbIe TOMOJIOTH.

3.4. BUOILVIEHKU

5.4.1. OBIIUE CBEIEHUS

HecMoTtps Ha pa3nnuus B onipeeSIeHUU TOHSITUS «OMOIIJICHKM»,
bopmynupyeMoro pasHbIMU aBTOpaMu, Y 3TUX (DOPM CYIIIeCTBOBa-
HUS MUKPOOPTaHM3MOB MOXHO OTMETUTH CIEeI(UIESCKUEe OCO-
OCHHOCTH, KOTOpPbIE MO3BOJISIOT KJIaCCU(DUIIMPOBATh UX KaK Mpo-
CMPAHCMBEHHO U Memaboau4ecKy CmpyKmypuposanHvie coobujecmea
MUKDOOP2AHUIMO8, 3AKAI0UEHHbIe 80 BHEKAeMOUHDBLL NOAUMEDHBLI MA-
MPUKC U pACNOA0NCEHHble HA 2paHuye pazoena gas.
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Kak mpaBuio, GMOIUIEHKU (POPMUPYIOTCS B HPOMOUHLIX CU-
cmemax, COIepXalllux HeoOXomuMble sl pocTa cyoctpathbl. Ilo
COBPEMEHHBIM IpeAcTaBiecHUsIM, 95—99% MMKpPOOpPraHU3MOB
B IPUPOIHBIX MECTaX OOMTAaHUsI CYIIECTBYIOT B BHe OMOILICHOK.
Bbuonnenku, chopMUpPOBaHHbBIE OJHOKJIETOUHBIMM MUKPOOPTa-
HU3MaMU, MOTYT B JaJIbHEWILEM 3acesiAThbCsl MHOTI'OKJIETOUHBIMU
PACTUTEJIbHBIMU M KMBOTHBIMU OpraHM3MaMu, (GOpMUPYsT CIIEI-
¢duyeckuii OMOLEHO3.

5.4.2. PoJb BUOILUIEHOK B MPHPOTHBIX 9KOCUCTEMAX

buonneHku — 3To OIUH U3 BUAOB MUKPOOHBIX KOHCOPLIMYMOB,
WUTPAIOIINX BaXXHEWIIYIO POJIb B OMOCHEPHBIX OMOTeOXNMUIECKUX
rnpoieccax. OTHUM U3 TJIABHBIX (PaKTOPOB, OMPEISIISIONINX IPO-
LIECCHI KPYTOBOPOTAa OMOTEHHbBIX 3JIEMEHTOB, SIBJISIETCSI MOJIEKYJISIP-
HBII KMCJIOPOI, TTIONABISIONIN MPo1ecChl a30ThUKCAIIUN, JeHU-
TpUUKAIIY, BOCCTAHOBICHUSI CYJIb(haTOB M METAJLIOB, a TaKXe
MeTaHoreHe3. MuKpoopraHu3Mbl, 0COOEHHO MPOKAPUOTHI, B CBSI3U
C TPYAHOCTSIMM BHYTPUKJIETOUYHON W3OJSIIAM adpOOHBIX M aHa-
SPOOHBIX IIPOIIECCOB BRIHYKIEHBI MCKATh BHIXOI B (DOPMUPOBAHUHI
accolualuuii ¢ IpyTMMU MUKPOOPIraHU3MaMU, KOTOPBIE TTO3BOJISIIOT
HaXOAWThb 3aIUTY OT HEraTUBHBIX MOCJIEACTBUIA BO3AECUCTBUS KUC-
JIOpOZIa 1 OCOOEHHO ero aKTUBHBIX (hopM. B 3TOM 3aKkmiogaeTcs ox-
Ha U3 [IPUYUH TOTO, YTO B IIPUPOJIE MUKPOOPTaHU3MBI CYILIECTBYIOT
B OCHOBHOM B BUJI€ CTPYKTYPUMPOBAHHBIX COOO0IIECTB. bruomnieHku
3alIMIIAIOT HACENSIIOIIKME UX MUKPOOPTAHU3MbI HE TOJILKO OT KHC-
JIOPOJ1a, HO 1 OT MOCJIEACTBUMI APYTUX BPEAHBIX BO3AENCTBUI OKpPY-
XKaolen cpeasbl.

B cooTBeTCTBUM C MPUBEACHHBIM ONpenesieHUueM, OUMOIIEHKNA
SIBJITIOTCSI MUKPOOHBIMU COOOIIeCTBAMH, (DOPMUPYIOIIMMUCSI Ha
IMOBEPXHOCTH pa3zaena (as. Bcero m3BecTHO YeThIpe THIIA pa3neioB
(a3, Ha KOTOPHIX PA3BUBAIOTCSI MUKPOOHBIE COOOIIECTBA: XXUIKOCTh
(BomHasI cpema) — TBepast IIOBEPXHOCTh, JKUIKOCTb — BO3IYX, IBE
HECMELINBAIOLIUECS XKUIKOCTU U TBEpAasi IOBEPXHOCTh — BO3MYX.

Buonnenku, popMupyltolecst Ha TpaHULE TBEPAOI U KUIKOMK
a3 (puc. 5.6), MOIyT IPeICTaBIATh COOOM IMPOCTOM CJIOM KJIETOK,
6e3 BeIpaxkeHHO#T Mopdoaorndyeckoil nuddepennnanny. OmHAKO
Yale OHU 00pa3yIoT Mams! (POTOCUHTE3UPYIOIINX, METAHOTCHHBIX
U cynbdaTpeayIupyIOIIX 6aKTepraabHbIX COOOIIECTB.
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ITomoOHBIE coOOILIeCTBA MUKPOOPTaHM3MOB Pa3BUBAIOTCS TAKXKE
B COOPYKEHUSX IIJIT OYMCTKH CTOYHBIX BOI. MaThl IIPEICTaBISIOT
00011 MHOTOBUIOBOE COOOIIECTBO C BBIPAXKEHHOM CTpaTU(hUKAA-
el COOTBETCTBEHHO TpagueHTy (DaKTopa, peryIMPYIOIIEeTo CTPYKTY-
py MaTta, a UMEHHO: U1l (pOTOTPOOB — CBETA, IS XeMOTPO(hOB —
MMUTATEJIbHBIX BEIIECTB, OKUCIUTEIBHOIO MTOTEHIIMAIa U Ap. DTOT
TUI OMOILJIEHOK YacCTO MOXET JOCTUIaTh B TOJIIMHY HECKOJbKUX
JIECSITKOB CAHTMETPOB.

Ocoboe MecTo 3aHMMAlOT 3yOHble OMOIIEeHKU (OJSIIIKK), 00-
pa3oBaHHEIE CJIOXHBIM COOOIIECTBOM MHOTMX MHUKPOOPTaHU3MOB,
DTOT TUII TUICHOK SIBJISIETCS OTHUM M3 HamOoJjiee M3YIeHHBIX, T10-
CKOJIbKY ero (hOpMHpOBaHME CBSI3aHO C MOBpEXAeHUEM 3y00B. J1is
HEero oIucaHa CTporas Mocjief0BaTeIbHOCTb KOJTOHU3ALUM Pa3HbI-
MM MUKPOOPTaHW3MaMHM, THITEI 1 MEXaHMU3MBI B3aUMOIEUCTBUS Op-
raHn3MoB. M3 3yOHBIX OMOIIJIEHOK BEIIEJICHBI COTHU BUIOB MUKPO-
OPTaHU3MOB.

151 rpaHMIIBL «BOAA — BO3AYX» OIMKMCAHO TPYU MOPGOTHIIA: IIPH-
MUTUBHBIN CJIOM Ha TpaHHUIIe BOIbI U BO3MAyXa, KOrma MUKPOOBI
00pa3yIoT IUIEHKY; TUIEHKa OallMII Ha TPaHUIIE «KUIKOCTb — BO3-
JyX», C PBIXJION OCHOBHOM YacThl0 M3 IIETIOYEK KJIIETOK U ILIOI0-
BBIMM TeJIaMH, 00Opa3yIOIIMMHK CIIOPHI M OOpAIIeHHBIMU B BO3AYX;
MAacCCUBHEIC CTPYKTYpHI THIIA YalfHOro rpuba (MeIy30MHIIET, TPHUO
«KoM0Oy4Ja»). CooOIIIeCTBO YafTHOTO I'prbda — 3TO CUMOMO3 YKCYCHO-
KHCJIBIX OaKTEepUil ¥ IPOXKKe MHOTUX poaoB. JIpoX:Ky BKITIOUEHBI
B MOJIMCAaXapUAHYIO CTPOMY, 00pa30BaHHYIO OAKTEPUSIMU, U BCS ac-
COLIMAIIMS pacIoyiaraeTcs Ha TpaHWIIe «BOAAa — BO3IYX», JOCTUTAS
TOJIIMHBI HECKOJIBKUX CAHTUMETPOB.

5.4.3. OCHOBHBIE 9TAIBI 1 MEXAHU3MBI
®OPMHUPOBAHUS BUOILJIEHOK

[MorpyxxeHHass B MpUpOAHYIO BOAY TBepAasl MMOBEPXHOCTb He-
MEJUIEHHO TIOKPBIBAETCS TaK HAa3bIBAEMOUW MepeuuHOil NAeHKOU
(aHT71. conditioning film), U3MEHSIIOIIE! CBOCTBA 3TOI MOBEPXHO-
ctu. @opMUpPOBaHUE TAKOTO CJIOS MOJIEKYJT SIBIISIETCS TTEPBOM CcTa-
JIUeN, MpenliecTByoeil o0pa3oBaHUIO OaKTepuaJbHOM TJIEHKU
(puc. 5.7).
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3areM CleayloT CTaluu COOCTBEHHO MUKPOOHOM aare3uu — 0o-
pamumoli adee3uu, KOraa MUKPOOPTaHNU3MBI 00PaTUMO TIPUKPETIISI-
I0TCSI K TBEPIAOM MOBEPXHOCTU, U HEOOpamumoii adee3uu, HacTyIa-
IOIel, KOT/Ia KJIETKa HeOOpaTHMO CBSI3bIBAETCS C TTOBEPXHOCTHIO.
Dra cTagus, B CBOIO O4Yepedb, COCTOUT U3 HECKOJIbKUX CAMOCTOS -
TeJbHBIX 3TanoB GOpMUPOBaHUsSI OMOILIEHKU. B TeueHne HEKOTO-
pPOTO BpEMEHH ITOCIIE TIPUKPEIIEHUS K TOBEPXHOCTH KJIETKH MOTYT
IepeMeIIaThCsI BIOJIb ITOBEPXHOCTH ITOCPEACTBOM XTYTUKOB U ITH-
seit IV tuna. 3aTeM OHU TepsIIOT MOABUKHOCTb, HEKOTOPBIE U3 HUX
CIMTIAIOTCA APYT C APYTOM M HAYMHAIOT BBIACSATH BHEKJICTOUHBIC
MMOJUMEPBI (TTOJIMCaXapyabl, JTUTIOTONNCAXapUObl, TIIMKOIIPOTEH-
HbI), (OPMUpPYS BHEKJIETOUYHBII MoJuMepHbIii Matpukce (BIIM).
B pesynbrare nejaeHus KJI€TOK BOZHMKAIOT KOMIIAKTHBIE MUKPOKO-
JIOHNHU, OOBCIUHECHHEIC STUM MaTPUKCOM.

[Tocne aToro HacTymaeT IOpa 6MOPUHHbIX KOAOHU3AMOPOE, T.C.
MMKPOOPTaHNU3MOB, KOTOPbIe TPUKPEIUIIIOTCS K KJIeTKaM, JIoKa-
JIN30BaHHBIM Ha TMOBEepXHOCTH. HampuMep, mpm ¢dhopMHUpOBaHUHN
3yOHOI GJISIIIKY NIEPBUYHBIMU KOJIOHU3aTOPAMMU SIBJISIIOTCS CTPEII-
TOKOKKU, K KOTOPBIM IIPUKPETIISIOTCS PY300aKTEPUU U 3aTEM YKE —
Ipyrue OaKTepHu, BCETO HECKONBKUX COT BUIOB. OMTHOBPEMEHHO
C YBEJIMYEHMEM TOJILIMHBI OMOIUIEHKM (POPMMPYIOTCS ee CIeLu-
(buyeckne CTPyKTyphl — ITOJIOCTH, KaHAaJIbl, BBIPOCTHI, MOPHL. DTa
cTagus HapacTaHUS 3peaoll OuonieHKu B 0JIaTOIPHUSTHBIX YCTIOBHSIX
MPOIOJIKACTCS JOCTATOYHO J0Jr0. B HeGIaronpusTHHIX YCIOBUSIX
HACTYIIaeT IMOCIeIHSIS CTaAMs — pachal, Ierpaialnsi, Tuoeb YacTh
KJIETOK M BEICBOOOXICHME OCTAIIBHOM YaCTH KJICTOK B BHIE CBO-
OomHoIUIaBaloIKX (TIJIAHKTOHHBIX) (hOpM.

B niporiecc ropmrpoBaHust GMOTUIEHOK BOBJIEKAETCS Psii OMOXUMM-
YeCKUX M TCHETHIECKIX MeXaHM3MOB. CITeIM(pUIeCKIM TeHETHUECKIM
MEXaHHM3MOM MOXKHO CYMTATh HAJTMYKME TEHOB, KOTOPhIC PearupyloT Ha
TIPUKPETUICHUE Y aKTUBHBI TOJILKO (MM B OCHOBHOM) B OMOIUIEHKAX.
Heckoibko TeHOB pearnpyioT Ha 00paTuMoe IIpUKpEIUICHIE, B TO Bpe-
MsI KaK HeoOpaTUMOe IIPUKPEIUICHUE BbI3bIBAET U3MEHEHUE AKTUBHO-
CTU Y€ HECKOJIbKUX JIECSITKOB TeHOB. Y B.subtilis obpa3zoBaHue 61o-
IUICHKH PETYIMPYETCS TI0 THITY KaTaOOIUTHOM PEIpecCUy TIIIOKO301.
Hamuuue cnenmduuecknx peryasiTOpHBIX CUCTEM OMOIJIEHKOOOpa-
30BaHM OBbLJIO TTOKA3aHO JUI KUIIIEYHBIX OaKTepHid, CTapUIOKOKKOB,
CTPENTOKOKKOB, IPOXIKEN 1 APYTUX MUKPOOPTaHU3MOB.
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Psang aBTOpOB OTMEYalOT BaXXHOCTh HAJIMUUS IOBEPXHOCTHBIX
CTPYKTYp — XTYTUKOB M Imteil IV Turra, a Takke cnennpuaecKux
WIAMKKUX MOJIEKYJ» — JIEKTUHOB M AaOre3MHOB. AIre3UHBI, I10O-
BUIMMOMY, OOECIIeUMBAIOT Y3HaBaHUE ITOBEPXHOCTU, K KOTOPOM
TTPOUCXOIUT NIPUKPETICHUE, a TAKKE CaMO TTPUKPEIICHUE 3a CUeT
ruapod®OOHBIX, BOXOPOTHBIX, MOHHBIX M KOBAJICHTHBIX CBSI3€il. DTH
MOJICKYJIBI, €CTECTBEHHO, JTIOKAJIU3YIOTCS Ha TTIOBEPXHOCTHBIX CTPYK-
Typax MUKpoopraHusmoB. IIpoliecc aaresmu peryaupyercsl Takxke
nmyTeM oOpa3oBaHUsI aHmMuad2e3uHos, CieuuPUUecKrX BHEKIIETOU-
HBIX META0OJIUTOB, TIPEIOTBPAIIAIONINX OOPATUMYIO aITe3HI0.

s pa3BuTus 1 QYHKIIMOHMPOBAHMS OMOTUICHOK YPE3BhIUATHO
BaXXHBI MeJNCKAeMOYHble KOMMYHUKAYUYU TIOCPENACTBOM cCIelubu-
yeckux ayroperyistopoB. Hampumep, HecrmocoOHbIE K ayTope-
TYJISILINU ¢ YIACTUEM TOMOCEPUHIIAKTOHOB MYTaHTHI P. aeruginosa
00pa30BBIBAJIN HETUMUYHBIC, BBIPOXKICHHBIC IUIOCKUE OMOILICH-
ku. Perynasaropsl apyroro Tuma — rajoreH@ypaHoHbI, 00pa3yeMble
MOPCKHUMU BOAOPOCISIMU, MPETSITCTBYIOT (DOPMUPOBAHUIO OaKTe-
pHAaTBHBIX OMOIUIEHOK. B mociemHee BpeMsl JoKazaHa BaxKHasl pOJIb
B (OpMUPOBaHNY OMOIUIEHOK IMKIndeckoro — iuGMP.

5.4.4. MHOTOOBPA3UE B3AUMOOTHOINEHMIIT
MEK/TY KOMIIOHEHTAMU BUOILJIEHOK

Mertabonyeckas TeTepOreHHOCTb MUKPOOPraHM3MOB B OuUO-
TJIEHKaX 00yCJIOBJIeHa MHOTMMY TIPUYMHAMU, U3 KOTOPBIX Haubosiee
OUEBUIHOI SIBISIETCS MMPOCTPAHCTBEHHASL: JIOKAIM3ALMS MUKPOOHBIX
KJIETOK B Pa3JIMYHBIX Y4aCTKaxX TPEXMEPHOIo MaTpukca. B aTom oTHO-
IIeHUY OMOIICHKW NPUHIMITUAIBLHO He OTIMYAIOTCS OT CTpaTudu-
LIMPOBAaHHBIX MOPCKUX W IIPECHOBOMHBIX OCAIKOB. OHAKO, YIUTHIBAST
MEHBIIIYI0, KaK IPaBUIO, TOJIIIMHY OMOILIEHOK, CTpaTU(UKAIIMOH-
HBIE IIPOLIECCHI B HUX OOBIYHO BbIPAXKEHBI HE CTOJIb 3aMETHO.

TeM He MeHee MCIOJb30BaHME MUKPOCEHCOPOB TOKA3ajio, YTO
TPEANOYTUTETbHASI TIOCIIEIOBATEIBHOCTD aKIIENITOPOB 3JIEKTPOHOB,
MPHUCYILLIAsE 0CagKaM, COXPaHsIeTCs U B IIPECHOBOIHbBIX OMOILJIEHKAX.
Takue akienTopbl pacIojaraloTcs B MOPsIIKE, COOTBETCTBYIOLIEM
BEJIMYMHE W3MEHEHUsI CBOOOIHON HEPTMM B peaklMd UX BOC-
cranopyienus: O, > NO,” > MnO, > Fe** > SO > > CO,. IToatomy
B IIEPBYIO o4epenb ucnonbsyercss O, (B IpoLeccax ObIXaHWsl, HU-
TpudUKALMKY U OKUCTIEHUs cynbpuaa), a 3atem NO, u NO,", 06-
pa3oBaHHBIE B Ipollecce HUTPU(DPUKAIMKU WIM TOCTYMUBIINE U3
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OoKpyxatomen cpeabl. JeHurpubukanus MOXeT ObITh COMpsIKeHa
C OKHUCJIeHUEM cynbduna win ammMoHust. CyabdaTperyKius npoTe-
KaeT HuXe 30HbI AeHuTpudukanuu. HakoHen, MmetaHoreHe3 mpo-
CTPaHCTBEHHO OTAENEH OT Cylb(haTpenyKIUU U OCYIIECTBISETCS
B HanboJiee rIyoOKMX 30HaX OUOTIJIEHKU.

B uesnioM pacpenenenue GyHKIMA B OMOIIJIEHKE MOXHO B yIIPO-
LIEHHOM BUJE TPEACTaBUTh TaK, KaK MOKa3aHo Ha puc. 5.8.

Puc. 5.8 Cxema MUKPO30HAJIBHOCTY B MUKPOOHOI OMOIUIEHKE, COCTOSIILIEH

13 YETHIPEX YCIOBHBIX MUKPOOPTaHNU3MOB (TOPU30HTATIBHBIN Cpe3):
1 — moctymienne opranndeckux cyocrparos u/mnmu CO, U BBIXOL IIPO-
IYKTOB; 2 — TIOCTYIUIEHNE KUCIOPOaa W/WIN CBETOBOM HEPTMH; 3 — TPO-
(ryeckue U CHUTHaJbHBIE B3aMMOIEHCTBUS MEPBUYHBIX MOTpeOUTENCii/
TPOIYIIEHTOB C 00pa30BaHMEM CyOCTPaTOB ISl aHAPOOHBIX MTPOIIECCOB
(c BO3MOXHBIM (hOPMUPOBAHUEM CUHTPOMHBIX accouuaiuii —4); 5 — aHa-
3poOHbBIE TIpoliecchl ¢ hopMupoBaHueM (5a) unu 6e3 hopMupoBaHust (50)
CUHTPO(MHBIX accolanuii
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BzaumoneiicTBue MeX Iy KOMITOHEHTaMU HAYMHAETCS yKe B PO-
Lecce opMUpoOBaHUs OMOTUIEHKU. MHOTOKpaTHO ObLIO MOKa3aHo,
YTO OMOIUICHKH, COCTOSIINE M3 MUKPOOPTaHU3MOB Pa3HBIX TAKCO-
HOB, IIPOYHEE U TOJIIIIE, YeM OMOTUIEHKH, COepKaIllie MUKPOOpra-
HU3MBbI OJJHOTO BUAa. B3anmoneiicTBre MporCXOIUT, TO-BUAMMOMY,
Ha cTanuu (poOpMUPOBAHMS BHEKJIIETOUHOTO MaTpUKCa.

B «3penbix» OMOIIEeHKaX, B OTJIMYME OT TUIAHKTOHHBIX KYJIBTYD,
KOHKYpeHyuss MeX]y BUIaMu oOHapykuBaeTcs penko. Y naxke B Tom
ciydyae, KOrJa OfiiH U3 BUAOB GJiaromapst 6ojiee BHICOKOW CKOPOCTH
pOCTa 3aHUMAET TOCIIOACTBYIOIIEE MOJIOXKEHUE, BTOPO COXPaHSIET
>KU3HECITOCOOHOCTD U BHICOKYIO YNCJIEHHOCTb.

Bosee penkast pa3HOBUIHOCTb KOHKYPEHIIUN — AMMEHCAAUIM —
MOXET OBbITb 00yCJ0OBIeHa 00pa3oBaHUEM OIHUM M3 MUKPOOpPra-
HU3MOB areHTOB, WHTMOMPYIOIIUX APYTUX YJIEHOB COOOIIECTBa,
a TaKKe Co3MaHueM HebIaronpusaTHBIX (PM3UKO-XUMUYECKUX YCII0-
Buit (Hanpumep, pH). Haubosee yacto BcTpeyaromMucs B3auMo-
OTHOILIECHUSMHU MEXITy MUKPOOHBIMM KOMITOHEHTAMM OMOIIEHOK
SIBJISTIOTCSI KOMMEHCAJIM3M 1 TTIPOTOKOOTIEpalysl.

Kommencanusm BoIpakaeTcss B OMHOCTOPOHHEM BIMSIHUM OTHOTO
13 KOMITOHEHTOB OMOTUIEHKM Ha XXW3HEAESTEIbHOCTh NPYroro ee
KoMnoHeHTa. OObIYHBI MpUMep — MOTpedIeHUE KUCI0poaa a3pod-
HBIM MUKPOOPTaHU3MOM, CIIOCOOCTBYIOIIIEE POCTY MUKPOA3POMUIIh-
HBIX WM aHa3pPOOHBIX «COXWTENeW». DTOT TUI B3aUMOAEUCTBUS
WTPaET BaXXHYIO POJIb B MUKPOOHOM KOPPO3UMU C YUacTHEM Cyibdar-
PEMYKTOPOB, JIOKATU30BaHHBIX B aHA3POOHBIX MMKPOHMUIIIAX.

IIpomokoonepayus TIPUBOAUT K B3aMMHOMY TTOJIOXKHUTEIHLHO-
MY BJIMSIHUIO KOMIIOHEHTOB OMOIUIEHOK ApYyr Ha apyra. Takue
B3aMMOOTHOIIIEHUST CYIIECTBYIOT, HalpuMep, B OMOIUIEHKAX, CO-
nepxaiux GoToTpodHblE U TEeTepPOTPO(PHBIE MUKPOOPTaHU3MBI.
XapakTepHBIM MPUMEPOM TPOTOKOOMEPAIlNN SIBJISIETCS TaKXKe
B3aMMOJIEMCTBUE LEJUTIONOJUTUIECKUX OPOIMIBITMKOB 1 METaHO-
reHoB. [locnenHue, yTUIU3UPYs MOJEKYJISIPHBI BOAOPO, a TaKXKe
¢dopMuaTt, 00pazoBaHHBIE B IpoLiecCe OPOXKEHUSI, CABUTalOT TEPMO-
MMHAMUYeCKOoe paBHOBECHE, MpeAoTBpallias HaKoIJIeHue BOccTa-
HOBJICHHBIX KO(DEpPMEHTOB B KJIETKAX OPOMVIIBIINKOB U CTUMYJIH-
pys cuHTe3 umu ATP.

IMpenpiaymmii cirydait SBIsSIETCS TPUMEPOM, KOTAA MPOTOKOO-
repanysi TepexXOAuT B CUHepeu3M, TIOCKOJbKY o0a KOMITOHEHTa
OMOTUIEHKU TIOJTy4atoT BBITOAY OT COTPYIHMYECTBA, a OOpa3oBaHKE
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WIM TIOTpeOJieHre KaKOro-Jaubo TMpOoAyKTa B OMOIUIEHKE MPEBbI-
1IaeT BEJIMYMHY, XapaKTePHYIO IS MUHAUBUIYAJIbHBIX MOMYJISIIUA.
TUNUYHBIM MPUMEPOM CIYKUT TUAPOJIU3 1EJTI0J03bl B OUOTLIEH-
Ke, comepxallell Kak LeJTI0JOIUTHIECKe, TaK U HECIIOCOOHbIe
K pacllelUIeHUIO LIeJUTI0I03bI MUKpoopraHusmel. [lociennue ctu-
MYJIMPYIOT TUAPOIN3 LEUTIOIO3bI M POCT LEJUTIOIOIMTUKOB 34 CUET
MOTPeOJIeHUs] HU3KOMOJIEKYJISIPHBIX MPOAYKTOB TUAPOJINU3a, KOTO-
pble penpeccupyloT OMOCUHTE3 LIEJUTI0N03.

3aMeTHYI0 pOJib B MEXKJIETOYHBIX B3aMMOICHCTBUSX B OMO-
IUIEHKAX UrpaeT oOMeH reHeTUYeCKoi nHdopmMalreit, 4To B orpe-
JIeJICHHON CTereHU OOYCIOBJIEHO BBICOKOM IJIOTHOCTbIO MUKPOO-
Hoil momnyasguuu. CyliecTByeT MHOXECTBO I0Ka3aTeIbCTB TOTO,
YTO FOPU3OHTAIBHBIN MEPEHOC TeHOB B OMOIUIEHKAX MPOUCXOIUT
¢ OoJibllieil MHTEHCUBHOCTbIO, YeM B IIJITAHKTOHHBIX KYJIBTypax.
DG GEeKTUBHOCTb TOPU30HTAILHOTO MepeHoca IeHOB in situ yoeau-
TeJIbHO J0Ka3aHa MPUMEHEHUEM CKaHUpPYIOLIel KOH(OKaIbHOM
nasepHoit Mukpockonuu (SCLM) ¢ moMollblo FTeHOB-PENopTEPOB
(reporter genes), KOnUpyroLIux (uyopecuupyronye OegKu: 3eie-
Huiit (Gfp), kpacHsiit (Rfp), rony6oit (Cfp), xentwiit (Yfp) u cu-
Huii (Bfp). bonee Toro, yomaercst He TOJILKO OMPEACIUTD MPOCTPaH-
CTBEHHYIO JIOKAJIU3alMi0 MUTPUPYIOLIMX TUIa3MUJ, B MOMYJISILUU,
HO ¥ M30JIMPOBaTh COOTBETCTBYIONIYIO CYOMOMYJISIMIO METOIaMU
COPTUPOBaHMS KIETOK.

Kpome MeTabonuyeckoii TeTeporeHHOCTH, ITIpUCylleil Ouo-
TUIEHKE KAaK LEJIOCTHOM CUCTEME U ONPENEIIEMON 30HAIIbHOCTHIO
OMOIJIEHOK, MHOTHE aBTOPbI OTMEYAIOT TAKXKe CYIIeCTBEHHBIE 0CO-
OEHHOCTHU B (hU3MOJIOr0-OMOXUMUYECKUX CBOMCTBAX KJIETOK, BXO-
JSIIIMX B COCTaB OMOIUIEHOK, MO CPABHEHUIO C MX IJIAHKTOHHBIMU
aHajoramMu. B pesynbrate BO3HUKIIO MpeacTaBieHUe 00 0coOoM
ouonnenoyHom EHOTUIIE, BEIPAXKAIOLIEMCSI, B YACTHOCTU, B CHMKE-
HUU YYBCTBUTEJIbHOCTU K aHTUOMOTUKAM U TOKCUYHBIM areHTaM.

AHaJIN3 aKTMBHOCTU OTIEIbHBIX T€HOB, OCYIIECTBISIEMbI Me-
TOIaMM npomeomuku (C UCIOJb30BaHUEM JABYXMEPHOTO 3JIEKTPO-
¢opesa 6eaKOB) MO3BOJIWUII YCTAHOBUTH Pa3UuUs B IKCIPECCUU
TreHOB TpU (POPMUPOBAHUM OMOIUIEHOK, a TaKXKe M0 Mepe UX CO-
3peBaHus. [1pu ucnonbzoBanuu cucteMbl GFP ynanock naxe mpo-
CTPAaHCTBEHHO JIOKAJM30BaTh MeCTa CMHTEe3a OTIEJIbHbIX OEJIKOB
B OuorieHke. Tak, Hampumep, MoKa3aHo, 4YTo reHul lasl w rhil P.
aeruginosa, oripefesisiiole CUHTe3 (haKTOPOB «quorum sensing»,
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MPEUMYILECTBEHHO 3KCITPECCUPYIOTCS B KJIETKAX, JJOKAJTM30BaHHBIX
Ha IpaHUlIe pa3aesia TBEpIoil U XXUAKOMR (a3, IprudeM dKCIpeccust
TepBOT0o TeHa YMEHBIIIAeTCsI CO BpeMEHEM, TOoTla KaK BTOPO TeH
3KCITPECCUPYETCS C TIOCTOSTHHOM CKOPOCTHIO.

Bobime nepcrieKTUBBI OTKPBIBAET TPUMEHEHUE JIIST UCCIIe0Ba-
HUsI OMOIJIEHOK OTHOCUTEILHO HOBOTO MeToaa mMukpomampuy, (DNA
microarrays), CXOOHOTO ¢ MeTooM «dot-blotting», HO 001agaloIIEro
3HAYUTENIEHO OOJIBLIIMMU BO3MOXKHOCTSIMK. OH TIO3BOJISIET OIpee-
JIUThH Pa3InIusl B TPAHCKPUITIIMOHHON aKTMBHOCTY KaXKI0TO yJacT-
Ka TeHOoMa ITyTeM CpaBHEHUS yPOBHST COOTBETCTBYOIMX eMy MPHK.
Hanpumep, usyyeHre 3TUM METOIOM 3KCIIPECCUM T€HOB Y TUIAHK-
TOHHBIX M BKJIIOUEHHBIX B OMOIJIeHKM KieToK E.coli mokasaio pas-
JIMYMST B aKTUBHOCTUA 22 TE€HOB, BKJIIOYasl TE€HBI OTBETa Ha CTpecC
(hslS, hsiT, hha, soxS), reH, OTBETCTBEHHBII 3a oOpa3oBaHUE (HUM-
opuit (fimG), MeTaboanyecKuii (CHHTE3 aMUHOKUCIIOT) TeH (metK),
atakxke 11 reHOB ¢ TToKa He YCTaHOBJIEHHBIMU (DYHKIIMSIMMU.

9.4.5. YCTOIMUYNBOCTh K XUMHYECKIM ATEHTAM
1 CTPECCOBBIM ®AKTOPAM

OpHa U3 ToYeK 3peHUs Ha TPUIUHY (OPMUPOBAHUS OUOILJIEHOK
HUCXOJIUT U3 MPEIIOJI0XEHUS, UTO 3TU CTPYKTYPUPOBAHHBIE CO00-
LIECTBA SIBJISIIOTCS CIIOCOOOM 3allIUThl MUKPOOPTaHU3MOB OT CTpeC-
COBBIX YCJIOBU. JIeICTBUTENBHO, MUKPOOPTAHU3MBI B OMOIIJIEHKAX
0oJtee yCTOMYMBEI K Pa3IMYHBIM CTPECCOBBIM BO3ICUCTBUAM: TUMHU-
TUPOBAHUIO CyOCTpaTaMu, U3MEeHEHUsIM pH, OKMCIIEHNIO aKTUBHBI-
MU popmamu kuciopona. OnHako HanboJblllee BHUMAHUE UCCTIe-
JIoBaTesieil MpUBJIEKAET YCTOMYMBOCT OMOTUIEHOK K aHTUOMOTUKAM
U pa3IMYHbIM OMoLUIaM. DTO OOBSICHSIETCS B IEPBYIO OUYEPENb BaXK-
HOCTBIO TaKUX UCCJIEOBAHUIN U MEIULIUHBI, TIOCKOJIBKY MHOTHE
MaTOreHHbIE MUKPOOPTAHU3MBI 00pa3yloT OMOIUIEHKN B UHDULIN-
POBaHHOM MaKpOOPraHW3Me, a TAKXKE Ha IMMOBEPXHOCTU Pa3TUYHBIX
U3eni, UMEIOIIUX MEAULIMHCKOE Ha3HaAYeHUEe (KaTeTepoB, Ia3-
HBIX JIMH3, UCKYCCTBEHHBIX KJIAITAHOB CEP/LIA U 1Ip.).

[To maHHBIM pa3HBIX aBTOPOB, He MeHee 60 % WHMEKIINA BbI-
3pIBAETCSA BO3OYOUTENSIMU, JIOKAJIU30BAHHBIMU B OUOTUIEHKaX.
Okasajnoch, YTO MUKPOOPTAHU3MBI, BXOISIIME B COCTaB OMOILIE-
HOK, B OTJIMYME OT TJIAaHKTOHHBIX KyJabTyp B 100—1000 pa3 meHee
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YYBCTBUTEIbHBI K OOJIBIIMHCTBY aHTUOMOTUKOB Y IPYTUX OMOLII-
HBIX BellecTB. [Ipupose 3Toil yCTOMYMBOCTY MOCBSIIEHO MHOXe-
cTBO paboT. OHAKO B CBSI3U C PAa3IMYMSIMU B IPUMEHSIEMbIX METO-
JlaX ¥ 3KCIIEPUMEHTAIBHBIX IETAISIX CAMOTO Ipollecca IMOTyYeHUS
OMOTUIEHOK B3IJISIIBI aBTOPOB HAa MEXaHU3MBI 3TON YCTOMYMBOCTH
BapbUPYIOT B IIMPOKUX TIpeneax.

Bosbioe pacnpocTpaHeHre MOMyYrIa TOYKa 3peHUs, YTO 3Ha-
YUTEJIBHYIO POJIb B TIPUOOPETAEMOI YCTOMYMBOCTH UTPAET CITOCO0-
HOCTb 9K30TI0JIMCaXapuIHOTO MaTPUKCa CBSI3bIBaTh aHTUOMOTHKH.

HecomHeHHO TakKe, YTO CYIIECTBEHHBIM BKJIAA B YCTOMYMBOCTh
BHOCSIT 0COOEHHOCTH OMOTUIEHOYHOTO (heHOTHUITA KIIETOK, BhIpaXkaro-
IMecs B U30MpaTeIbHOM SKCIIPECCUU TeHOB YCTOMUMBOCTU. K Taknm
reHaM, B YaCTHOCTH Y Ps. aeruginosa, OTHOCST «T€H-PETyJsITOp OTBETa
Ha aMUHOIJIMKO3UIbI» (arr), KOAUpPYIoIIMii MeMOpaHHYy1o hochonns-
cTepasy, CyocTpaToM KOTOPOIA SIBIISIETCS «BTOPMYHBIN MECCEHIKEP» —
LIMKJIMYECKUA IUryaHO3UHMOHOGOCOHAT, PEryIupyloIuil CTeNeHb
aIre3MBHOCTY ITOBEPXHOCTU OAKTEPUATBHBIX KIIETOK.

MOoXHO clenath BBIBOJA, YTO YCTOMYMBOCTH K aHTUOMOTMKAM
(1, BEpOSITHO, K IPYTUM TOKCUYIHBIM areHTaM) B OMOTUIEHKAX TTpe/I -
CTaBJISIET CO00Il KOMIUIEKCHOE SIBIEHUE, KOTOPOE HEeJIb3sl TTOJIHO-
CTBIO OOBSICHUTH KAKMM-JTM0O OTHUM MEXaHU3MOM.

N Bce ke, moxanyii, HanboJblee pacpoCcTpaHeHUE B TIOCTIE -
Hee BpeMsl TOJIyJWJIO TIPEeACTaBlIeHWe O CYIIECTBOBAaHUM B OMO-
TJIEHKaX OCOOBIX TIEPCUCTUPYIOIINX KIETOK.

[Tprpoaa KneToK-TepcucTepOB OCTAETCSl BO MHOTOM 3arafoyHoOM.
BrickazaHo mpenronoXeHue, YTo MEPCUCTEPHl — 3TO CIEIUATN3U -
POBaHHBIC «IIEPEKMBAIOIINE» KJIETKM, BO3HUKAIOIIME Ha OIpeie-
JIeHHoM (a3e pocTa. B craguu ntorapupmMuueckoro pocta 3TH KJIeTKU
TIPUCYTCTBYIOT B HE3HAYUTEIbHOM KonmuyecTBe. OHU HECITOCOOHBI
K JIEJIEHHIO, TTO3TOMY ITOBTOPHBIE ITEPECEBHI KYJIBTYPHI B 3TOM CTaINK
OCBOOOXKIAIOT MOITYJISILIAIO OT KJIETOK-TIepcuctepoB. [lomararot, 4to
B KJIETKaX-TIEPCUCTEPAX SKCIPECCUPYIOTCS CIeln(pruIecKue TeHbI
(B YaCTHOCTHU, I'eH hipA), IeWCTBYIOLLIME 10 MOJIEIN «TOKCUH — aHTH-
TOKCHUH» U OJIOKMPYIOIIE MUIIIEHN aHTUOMOTUKOB, YTO OTPaHNYIU-
BaeT pocT (MIepEBOIUT KJIETKM B TTOKOSIIIEECS COCTOSTHUE), HO TIPU-
JTaeT UM YCTOMUYMBOCTD K TAaHHBIM UHTUOUTOpPaM (CM. pasm. 5.3).

dopMupoBaHUE KIIETOK-IIEPCUCTEPOB MOXKHO paccMaTpUBaTh
KaK CIoco0 MpHUCIOCOOIeHUST K MEHSIOIIMMCS YCIOBUSIM BHEIII-
Hell cpenbl, Koraa Irepei MOMyJIsieil KJIeTOK BO3HUKAET aJibTep-
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HaTMBa BbIOOpA CTpATErvu: NPOAOKATh PA3MHOXEHUE C PUCKOM
MOrMOHYTh MO BAWSHUEM CTPECCOBBIX YCJIOBMI OO LIEHOM IMO-
JIaBJICHUS POCTA MOJIYYUTh «CTPAXOBKY» OT TMOE/IM, IIepeiiisi B CO-
cTosiHMe TMOKOosl. Henb3sl Takke HEIOOLEHMBATh BO3MOXHOCTh
«IIepeXXMBaHUsI» MUKPOOPraHW3MOB B OMOILIEHKAX 3a cYeT oOpa-
30BaHUS IPYrMX MOKOSIIUXCS (popM (HampuMmep, KJIacCUYEeCKUX
SHOOCMOP), a Takxke (OPMUPOBAHUS YIBTpaMUKpPOOAKTepuii (Ha-
HoOakTepuii). OgHaKO MaciITad ¥ 3HaAUEHME TUX TTPOLIECCOB MOKa
M3y4YeHBI HETOCTATOYHO.

9.4.6. 3HAYEHUE BUOILIEHOK JJId 9KOJI0TNN
MUKPOOPTAHN3MOB U BUOTEXHOJIOI'MA

Marepuaitbl, U3J10XEHHBIC B TIPSABIAYIINX pa3aeiaX, ITO3BOJI-
0T OIICHUTH BaXKHYIO POJIb OMOIUIEHOK B TIPUPOIHEIX 9KOCUCTEMAX.
B nocnennee Bpemsi Bce OoJiblliee BHUMaHUE MPUBJIEKAET BO3MOX-
HOCTh YJacTHsI OMOIICHOK B IIPOIeCCax, CBSI3aHHBIX C aHTPOIIO-
TeHHBIM BMEIIATeIbCTBOM B 3TH CHCTEMEI, a TAKSKE MCITOIb30BaAHMS
OMOIICHOK B OMOTEXHOJIOTMTUECKHUX TIpolieccax.

Oco0by10 03a004€HHOCTb BhI3bIBAET (DOPMUPOBAHUE OUOTIJIEHOK,
MaJIOUYBCTBUTEIIBHEIX K aHTUOMOTHUKAM, B TIPOIIECCE XPOHMICCKIX
WHGEKIUH, B YaCTHOCTU KUCTO3HOTO (hubpo3a. Kpome Toro, Hellb-
351 HE YUUTBIBaTh, YTO B IPUPOIHBIX YCIOBUSIX OMOITTICHKN MOTYT
CIIYKUTbH pe3epByapoM, KOHIIEHTPUPYIOIINM ITaTOreHHbIE MUKPO-
OpTaHU3MEI, KOTOPEIE, C OMHOM CTOPOHBI, B 3TUX YCIOBUSX TPYIHO
MoaJalTCs Ae3MH(MEeKIMOHHBIM IpolieccaM, a C APYroil CTOPOHHI,
MOTYT OBICTPO TIPHOOPETaTh YCTOMYMBOCTh K aHTHOMOTHKAM 3a
CYET TOPU3OHTAJIBEHOTO MepPeHOCca TCHOB PE3UCTCHTHOCTH.

Bonbime oc10XXHEHNS BRI3EIBAET KOPPO3US METAJUTMIECKIX W3-
JIearii (B TOM YHcjIe TPYOOIIPOBOIOB), KOTOpAsT IIPOSBISECTCS VTN
YCKOPSIETCSI MUKPOOPTaHN3MaMU, B TOM YHCIIE CYIb(aTBOCCTaHAB-
JMBaOIIMMK 0akTepusaMu. OTHAKO B TTOCICTHEE BpEeMs TTOTYICHEI
JTaHHBIC O CHIDKEHUHM KOPPO3WHU B TOM CJIydae, €CJIM Ha ITOBEPXHO-
CTH CTAJIBHBIX U3ACINI (hOPMUPYIOTCST OMOTUIEHKA M3 TeHETUICCKI
MOIN(PUIIMPOBAHHBEIX MUKPOOPTaHU3MOB, CITIOCOOHBIX 00OPa30BBI-
BaTh KaK MHTHOUTOPEI KOPPO3WUH, TaK M aHTUOMOTHUKH, TTOIABIISIO-
e POCT OAKTepHii, BRI3BIBAIOIINX KOppo3uo. Hampumep, moka-
3aHO, UTO OMOILJIEHKM, KOTOpPbIe BKIIIOUAIOT B. brevis, 00pa3yolyto
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TPaMUIIMANMH, 3alAIIAI0T METaUTbl OT KOPPO3UU B MPUCYTCTBUM
cyJb(haTBOCCTaHABIMBAIOIIUX OAKTEPUIA.

BuonieHkn MOTyT BBINIOJHATH POJIb areHTOB OMOKOHTPOJIS
B pu3ocdepe pacTeHuid, 0COOEHHO B O0OpbOE C TPUOHBIMU U OaKTe-
pyaabHbIMU MHOeKIMsIMU. Bee 60bImit MHTepeC BBI3BIBAET BO3-
MOXHOCTh MCKYCCTBEHHOIO KOHCTPYMPOBAHMSI OMOIIJIEHOK B Ka-
YyecTBe OMOpeakTOpoB. B Takux crcTeMax MOXHO MOJTy4yaTb HOBBIE
(bu3MomOrnYecK aKTUBHBIE TTPOIYKTHI.

Haxkonell, J1000NBITHBIA CITOCOO 3alllUTBI OT TMOENaHUS MpOo-
CTEUIIMMU OOHAPYXKeH Yy HEKOTOPhIX OakTepuil. Ero cyTh coctout
B CIIOCOOHOCTM 3TUX OaKTepuil 0Opa3oBbIBaTh KPYMHbIE KOJOHUU
(unu arperatbl) B mpoliecce (GopMUpPOBaHUS OWOIUIEHOK, KOTO-
pbIe OKa3bIBAIOTCS HEAOCTYIHBIMM JUISI SHAOIIMTO3. DTO CBOWMCTBO
MOXKET OKa3aTbCs MOJIE3HBIM MPU MUKPOOMOJIOTUYECKON Ouope-
MeaualMy MoYB, a TakKe MpU GopMUPOBAHUN accolanuii (6ro-
ayrMeHTallM1) B TTPOLIECCEe OUMCTKU CTOYHBIX BOJ.

B 1nenom ciegyer oTMETUTh, 4TO 0Opa3oBaHUE OMOIUIEHOK HE
BCETJa YYUTHIBAETCS JOJDKHBIM 00pa3oM IpU OLIEHKE POJIM MU-
KPOOHBIX COOOILLECTB B OKpyxXalollei cpene. Mexay TeM TOYHast
OLIEHKA YIEeJbHOTO BKJIaJa 3TUX CTPYKTYPUPOBAHHBIX COOOIIECTB
HeoOXxoauMa Kak JJjis 60pbObl C BpeAHbIM BO3AeHCTBEM OUOILIe-
HOK, TaK ¥ JUIsSI UICTIOJIb30BaHUSI X TTOJIE3HBIX CBOMCTB.

5.4.7. BUOILUIEHKA — <«TOPOJl MUKPOBOB»
WJIN AHAJIOT MHOTOKJIETOYHOTO OPTAHU3MA?

CnoXHOCTh OpraHM3allMy OWOIJIEHOK M MHOTroodpasue B3au-
MOOTHOIIIEHUI COCTAaBJISIIOIINX X MUKPOOPTaHU3MOB TO3BOJIWIIN
HEKOTOPBIM aBTOpPaM paccMaTpuBaTh 3TU CTPYKTyPUPOBAHHBIE CO-
00I1IecTBa KaK aHAJIOTY MHOTOKJIETOUHBIX OPTaHU3MOB, a BXOMISIIINE
B HUX MUKPOOPTaHU3MBbI — KaK CIIEIIUATN3UPOBaHHBIE KJIETKH, 001a-
JTAIONINE CITIOCOOHOCTHIO K KOOTIEPATUBHOMY «aJIETPyUCTUIECKOMY»
TTOBENIEHUIO, HApYIIIAIOIEMY TIPUHITUTIBI JAPBUHOBCKOM 3BOJTIOIIVH.
B monib3y 3TO# KOHIIETIIINY CBUAETENLCTBYET TakXKe OOHapyXeHUe
y OaKTepuii IBJIEHUS alloNTo3a — «IIPOTPaMMUPYEMOIl CMEPTH KJle-
TOK», BKJTIOYAIOIIETO, KPOME YK€ YITOMSIHYTOTO MEXaHU3Ma <«TOK-
CUH — aHTUTOKCHH», MEXaHU3MBI C y4aCTUEM aHAJIOTOB «KacIia3»,
XapakTepHbIE /ST MHOTOKJIETOUHBIX OPTaHU3MOB (CM. pasi. 5.2).
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OnHako naHHasi KOHIEIIMS BCTpeYaeT M Cepbe3HbIe BO3-
paXkeHus, TIPeXIe BCEro MOTOMY, YTO MEXIy KJIeTKaMW TKaHei
MHOTOKJICTOYHOTO OpraHM3Ma M OaKTepMSIMM CYIIEeCTBYIOT (PyH-
JaMEHTaJbHbIe pa3muuusi. XOTs OaKTepuu B OMOTUIEHKE MOTYT
aJlalITUPOBATLCS K YCJIIOBUSIM OKpYXKalollleld Cpeibl, OHU HE ITOJI-
BepraoTcs mepMaHeHTHO# quddepeHIIMpoBKe, KOTOpasi OT/Indajia
OBl X OT IUTAHKTOHHBIX KYJIBTYpP, U MIPH pacnaiae OMOTUIEHKH BO3-
BpallaloTcs K MCXOMHOM ITaHKTOHHOU dhopme. [To-apyromy BenyT
ce0s1 KJIIETKU TKaHe it MHOTOKJIETOYHOTO OpTaHU3Ma, KOTOphIe, axke
KOT/Ia OHU KYJIETUBMPYIOTCS U30JIMPOBAHHO, COXPAHSIOT CBOMCTBA,
TIpYCYIINE KJIeTKaM UMEHHO JaHHOW TKaHu. B aToM ciryyae nud-
(bepeHIIMPOBKa SIBJISIETCS HEOOPAaTUMOM, TTOCKOJIBKY HE pearnpyeT
Ha CUTHaJIBl BHEIITHEM CpeIbl.

OCHOBHOI1 KOHIIETIIIMEW pa3BUTUSI MHOTOKJIETOYHBIX OPTaHU3-
MOB SIBJISIETCSI BEKTOPHAsT MOJIEJIb, TIPEIToIaraloliast HaTmaue KIio-
YeBBIX «KOHTPOJbHBIX» TOUeK (checkpoints), mocyie MpoXoxXaeHUs
KOTOPBIX KJIETKM HE MOTYT «IIOBEPHYTh BCIISITh» TIpoliecc nudde-
peHIMpoBKU. Harpotus, B ominune ot nuddepeHIIMPOBKY TKaHE i
npoiecchl (popMupoBaHUs (KOJOHU3ALKWM) U pacliaga OMOIIEHOK
JIETKO 00paTUMBI 1 TTOJTHOCTBIO 3aBUCST OT CUTHAJIOB M3 BHEITHEH
cpenbl. TakuM 06pa3oM, CyIIeCTBYeT OMOIICHOUHBIN (DeHOTHIT, HO
HE CYIIECTBYeT OMOIJICHOYHOTO TeHOTHTIA.

M Bce Xe OMOIIEHKU HEJIb3s pacCMaTpUBaTh TOJBKO KaK Ipo-
CTYIO CYMMY COCTaBJISTIOIINX MX KJIeToK. CKopee OHU TpeICTaBIs-
10T CO00I1 KauyeCTBEHHO HOBBIN THIT COOOIIECTB, KOTOPHIE MOXHO
paccMaTpuBaTh KaK «ropojila MUKpOOOB», (hOpMUpPYEMBIE C 1IETbIO
co3MaHus pa3IMYHOrO poja ynoocTB mis xkuteneid. Eciu xxe cyiie-
CTBOBaHME B TAKOM TOPOJIe CTAHOBUTCS HEKOM(MOPTHBIM, KUTEIN
ero mokuaarT. OOUTATENIN TAKOTO «I'OPOAa» BBIOMPAIOT YIOOHBIX
IUTsE ce0s coceneit, B HEM CYIIECTBYIOT MeXpailOHHbIE KOMMYHM-
KallliM, a TaKXKe CPEeNCTBA CBS3W W 3aIMTHI OT HEOJIArompUsITHBIX
yCIOBUI cpenbl. MOXHO pacCUMTBIBaTh, YTO pa3paboTKa U CO-
BEpIICHCTBOBAaHME Bce 00Jiee TOHKMX METOIOB aHaJIM3a B3aUMO-
OTHOIIIEHUIT MeXITy KOMIIOHEHTaAMU 3TUX HEOOBIYHBIX COOOIIECTB
TTO3BOJIUT paciiMdpoBaTh IeTaM UX B3aMMOIEUCTBUS U Ha 3TOM
OCHOBE TTOJIyYUTh UHCTPYMEHTHI TSI PETYJIMPOBAaHUS UX aKTUBHO-
CTU B IPUPOIHBIX M UICKYCCTBEHHBIX YCIOBHSIX.



I'maBa 6

SHAYEHUE bBUOXUMHNU
I BUOTEXHOJIOI'I

6.1. OBIIIUE CBEAEHUA

TepMUH «OMOTEXHOJOTUS» TIPOYHO BOILET B KPYT MOHSTUI CO-
BPEMEHHOTI'O YeJIoBeKa, 1 JaKe Yy OObIBaTeIsl, JaJIEKOTO OT IIPOM3-
BOICTBCHHBIX IIPOIIECCOB, CO3MAETCS BICYATICHME, YTO STO OXHA
W3 TOCJIeIHUX HOBMHOK HAyKM M TeXHWKU. Ha camoMm mene Omo-
TEXHOJIOTUSI HEAaBHO OTMeTUJa cBoe 90-JieTue, 4To IJIsi HayYHO-
TEXHUYECKOTO HaIpaBJICHUsS BO3PACT IOCTATOYHO COJMIHBIMN.
Hy, a ecim ygecTb, 4TO 3a4aTKM OMOTEXHOJIOTMYECKUX ITPOIIECCOB
HCTIOJIB30BAJINCH €llle Ha 3ape YejIoBeYeCTBa, KOTma MHOTHE ITH-
1IEBble MPOAYKTHl M HAMUTKU YXKe MPOM3BOAMIKUCH C TOMOIIBIO
MMKPOOPTaHU3MOB (MOJIOYHOKMUCIIBbIE MPOAYKTHI, X1€0, BUHO), TO
OMOTEXHOJIOTHIO MOXKHO OTOXIECTBUTH C HEKOTOPHIMU ITaJICOHTO-
JIOTMYECKMUMU HaXOJKaMM Ha MecCTaX IPEBHUX CTOSHOK ITePBOOBIT-
HBIX TIJIEMEH.

KoHeuHo, moaxonbl K OMOTEXHOJOTMYECKUM IIpolieccaM B TO
BpeMsI ObUIM MHTYUTUBHBIMM Y CTUXUUHBIMA. 3HAYUTEIBHO O3~
Hee, B cepenrHe XIX Beka HaydYHbIe OCHOBBI MUKPOOMOJIOTMYECKUX
npousBoAcTB 3ajoxui JI. [Tactep. A caM TepMUH «OMOTEXHOJIOTHS»
npemtoxui B 1917 1. BeHrepckuit urmxeHep Kapin Speku.

OmHaKo eC/IM YYMTBIBATh KOJIOCCAIBHEIN BCIUIECK (DyHIAMEH-
TaJTbHO-HAyYHBIX UCCIICIOBAHMI, KOTOPBIA ITPOM30IIIE]I BO BTOPOM
rmojioBrHe XX BeKa M BBI3BAJ «IIPOPBIB» B OMOTEXHOJIOTHYECKUX
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npolieccax, To C IOJHBIM IIPaBOM MOXHO TOBOPUThH O BTOPOM POXK-
JIIEHUH OMOTEXHOJIOTUH, KOTOpOe HAOII0MAeTCs] HBIHEIITHUM ITOKO-
neHueM. boiee Toro, HeKOTOpBIe SKCIEPTHI IIPEIjIaraloT CINTaTh
XXI Bek «BEKOM OUOTEXHOJOTUU».

Buomexronoeus — 3T0 COBOKYIMHOCTb METOHOB IOJYYEHUS MO-
JIE3HBIX JUIS 9eJIOBEKA IMMPOAYKTOB C ITIOMOIIBIO XXMBBIX OPTaHNU3MOB
(BUpycoB, OaKkTepwuii, TpNOOB, paCTCHU M KUBOTHBIX MJIU MX KJIe-
TOK), a TaKXX€ C MCIOJb30BaHUEM KJIETOUYHBIX KOMIIOHEHTOB (pe-
koMmOuHaHTHOM JIHK, mnasmua, depmMeHTOB).

B xonue XX 1 Hayasie XXI BeKOB CJIOXUIUCh HOBBIE HaIlpaBJie-
HHS OMOTEXHOJIOTHH, XOTS IIPOU3BOACTBO MUILIEBBIX (M KOPMOBEIX)
MPOAYKTOB OCTAETCSl BAXXHBIM €€ pa3leioM J0 cux mnop. B HacTosi-
11ee BpeMs KpoMe IIPOU3BOICTBA MUIIEBBIX TPOTYKTOB MOXHO BbI-
JIEJIUTD CJICAYIOIINE HaIlpaBIeHUs OMOTEXHOJIOTUM: IIPOU3BOACTBO
MpernapaToB I MEAULIMHEI, CEIbCKOTO XO3SMCTBA, ST OBITOBO-
IO UCIMOJIb30BaHUSI, OYMCTHBIX CUCTEM U CUCTEM OHOpeMearaluun
U TIOBBIIIEHUS IUI0A0POoAMs MouBbl. Ocoboe MecCTO 3aHMMAaloT
TEXHOJIOTM, WCIIOJIb3yeMble B KPYITHOTOHHAXXHOM ITPOM3BOI-
CTBe, HaIIpuMep MHUKPOOMOJOTMUECKIE METOMIBI BBIIIEIAUYNBAHNS
METaJUIOB, a TaKXe METOMAbl, CIIOCOOCTBYIOIIME IMOBBIIEHUIO HE-
¢renoosiun. B mocienHee BpeMst 60blIOe 3HaUeHUE TpHUOOpeTa-
eT pa3paboTKa aJBTePHATUBHBIX MCTOYHMKOB SHEPTUM: OMOrasa,
6uoTtoriuBa, ¢goTtoBomopona. JOCTUKEHUS MOJNEKYJISIpHONH OUo-
JIOTUM U MOJEKYJISIPHOM FeHETUKU HACTOJbKO TJTyOOKO MPOHUKIIU
B COBPEMEHHYI0O OMOTEXHOJIOTMIO, UTO MOXKHO yX€ I'OBOPUThH 00
0co0OM pasziesie 3TOi HAayKd — MOJIEKYJSIPHOM OMOTEXHOJOTHUU.
J1oCcTaTOYHO YIOMSIHYTH METOIBI KJIOHMPOBAHMSI 3YKapHOTHYE-
CKMX T€HOB B KJIETKax MPOKapuOT U IMOJydeHHe PEeKOMOMHAHT-
HBIX OEJIKOB U (hepMEHTOB; HallpaBJIEHHBI MyTareHe3 U I'€HHYIO
WHXEHEPUIO OEKOB; MOJIEKY/ISIPHYIO TUATHOCTUKY T€HETUYECKUX
3a00J1eBaHUI; TTOIyIeHUEe MOHOKJIOHAIBHBIX aHTUTEN U CITeII (U~
yecKux BakUMH. O1HAKO BCe 3TU MPOOJIEMBbI SIBJISIIOTCS IPEAMETOM
paccMOTPEHU B CIIELIUAIILHOM JIUTEPATypE, MPUBEACHHOW B KOH-
11e TJIaBbl. MBI pacCCMOTPUM JIMIITb HECKOJBKO IIPUMEPOB TOTO, KaK
3HaHUE MEXaHU3MOB PETYISNUUA (PepMEHTATUBHOM aKTUBHOCTHU
B >KMBBIX KJIETKaX, a TAKXKe YCJIIOBUM U 3aKOHOMEPHOCTE! IpoTeKa-
HUS OMOXMMUYECKUX PeaKLMi UCIOJb3yeTcs (MM MOXET UCIIOJIb-
30BaThCsI) B OMOTEXHOJOTMYECKOM ITPAKTUKE.
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6.2. IPUMEHEHNE BUOXNMHNYECKHUX
IoAX0A0B B BUOTEXHOJIOI'NHU

6.2.1. ITIOBBIIIEHNE CTABMJIBHOCTU U AKTUBHOCTH
@®EPMEHTOB

I[ToHumMaHue OUOXMMUYECKUX MEXaHU3MOB OMOTEXHOJIOTHUYE-
CKHUX MIPOIIECCOB ITO3BOJIMIO OCYIIECTBIATh 3 (HEKTUBHOE YIIpaB-
JICHUE TIPOTEKAIOUIUMHU B HMX PEaKIMSIMU C 1IEIbIO TTOBBIIICHUS
BBIXOA II0JIE3HBIX IPOAYKTOB. Bo MHOrux ciyyasx yIpaBlieHUE
OCHOBaHO J1M0O Ha HEMOCPEACTBEHHOM BO3IECUCTBMU Ha OMOJIO-
rMYecKue KaTajau3aTopbl-(DepMEHTHI, MO0 Ha CO3MaHuU Oiaro-
MPUSATHBIX YCJIOBUI U1 (DYHKIMOHUPOBAHUSI MUKPOOPTaHU3MOB-
MPOAYLIEHTOB.

ITonyyeHue m ucnonb3oBaHue (PEPMEHTOB COCTABJISET OCHOBY
MHOTMX OMOTEXHOJOTUYECKUX ITPOIECCOB, 1 MMEHHO CBOICTBa
¢depMEeHTOB ONpeAcIsaIoT, MPU KakKux TemrnepaTtypax, pH, nonHom
COCTaBe U IpYrux HpU3NKO-XUMUYECKUX YCIOBUSIX HAJI0 BECTU TOT
WIX MHOM MpOoILIeCC ISl JOCTUXKEHMST MAaKCUMAJIbHBIX pe3yIbTaToOB
C MUHUMAaJIbHBIMM 3aTpaTaMu.

HeBbicokast cTabMJIBHOCTh OEIKOBBIX MaKpOMOJIEKYJI OrpaHu-
YuBaeT 00JaCTh UX IMIPAKTUIECKOTO MPUMEHEHMS, UTO JIeJIaeT aKTy-
aJIbHBIM CTa0MIM3aLIMIO (DEPMEHTOB.

Cyl1iecTByeT HECKOJIBKO OCHOBHBIX ITOAXOIOB K ITOBBIIICHUIO
CTaOMIILHOCTU (DEPMEHTOB:

* HCIIOJIb30BaHUE CTAOMIU3UPYIOIINUX 100aBOK;

o XUMHUYECKast MOITU(MUKALINS CTPYKTYPBl MAKPOMOJICKYJIbI;

o IMMOOUMIM3ALIMS Ha TBEPABIX HOCUTEIISIX;

« UI3MEHEHHUE TIEPBUYHOM CTPYKTYpPHI (hepMeHTa MeTogaMu OeJi-
KOBOI MHKEHEPUU.

B nmocnenHee BpeMsi Bce Ooubliiee pacrpoCTpaHEHUE IMOJyda-
eT IpUMEHEeHHEe B OMOTEXHOJOTMYECKHX Ipolieccax (epMEHTOB
MUKPOOPraHU3MOB-3KCTpeMoGmiIoB. Takue (pepMeHTHI yCTOMUMBHI
B HEOJIATOIPUSITHBIX (PU3UKO-XUMUIECKUX YCIOBUSIX U HE TPEOYIOT
CcrHeluaabHOM CTAOMIM3alIUU.

[puMeHeHue cmabuasuszupyrouux 0o6asox OIArONMPUSITHO CKa-
3BIBAETCSI HA CPOKaxX XpaHeHUsT (hepMEHTHBIX IIperapaToB, OTHAKO
JI00aBKM HE OKa3bIBAIOT 3HAYMTEIHFHOIO BIMSHMS Ha OIEpaliuoH-
HYIO CTaOMJIBHOCTH OeJIKOB. B KauecTBe cTaOMIM3UPYIONIAX MOTYT
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BBOIUTHCS TaKUe N00ABKHM, KaK crieluduIecKre JUraHabl, COH,
XeJJaTUPYIOIIMe U PeAyLUpyIolIe BEelIeCTBa, MOJUMEDPHI, MTOTNO-
JIbl, caxapa, METUJIAMUHBI, aMUHOKHUCIOTHI, ITAB 1 ap.

OpnHoit 13 HanboJee MHTEPECHBIX I'PYIN CTAOMJIM3aTOPOB SIB-
JISIIOTCSl TaK Has3blBaeéMble XMMUYECKHE IIallepoOHbl — BEIIECTBA,
CIMOCOOCTBYIOILIIE€ COXPAHEHUIO CTPYKTYPhl MOJEKYa1 (DepMEHTOB
(1, COOTBETCTBEHHO, UX (DyHKIINI) B HEOJIATOMPUATHBIX YCIOBUSIX.
Monekynbl 3TUX COeAMHEHUI 001aaloT 1aepoOHONOa00HO! aK-
TUBHOCTBIO, CTAOMIU3UPYSI HATUBHYIO (€CTECTBEHHYI0) KOH(pOpMa-
LIMI0 OEJIKOB Y 3alUILNAs UX OT Pa3IMYHbIX BUIOB 3KCTPEMATbHbBIX
BO3IEICTBUII. BOJBIIMHCTBO M3 3TUX COCOMHEHWU He oOjamaer
0eIKOBOM cNIelIM(UIHOCTBIO 1 TI0 CBOEH ITPUPOJIE OTHOCUTCS K ca-
XapaM, MHOTOaTOMHBIM CIIUPTaM, aMMHOKHCJIOTaM, MeTUJIaMUHAaM,
ITABawm. I[TpuMepbl — Tperajiosa, IIULEPUH, TTOTUATUICHIIUKOIb,
AMWHOKHWCJIOTHI, DIMIINHOSTANH, 3KTOWH, XJIOPUI OCH3aJIKOHUS,
JTomeICyabdaT HaTpHsI, aTKMIOKCUOSH3O0IBL.

Xumuueckas moougukayus OGEIKOBOI MOJEKY/Ibl — Haubosee u3-
BECTHBIN crlocob cTabunuzaunu (GepMeHTOB. YBeInYeHue CTabuib-
HOCTU JOCTUTAETCSI C TIOMOIIBIO BBEIECHMS THAPOMUIBHBIX TPYIIIT
B IIOBEPXHOCTb MOJICKYJIBI (PepMEHTa, YTO IMO3BOJISIET YMEHBIINTD
KOHTaKT ruaApo(oOHBIX 00JIacTeli ¢ BOAOH, M TEM CaMbIM MPEIOTBpa-
TUTb HEMPABWIbHBIN pe(OoJAMHT rocjie 00paTUMOii AeHaTypalvu.

MexaHU3Mbl XUMUYECKON CTAOMIM3alMU OEJIKOB MOTYT ObITh
pazaesIeHBl Ha CIIeIYIOIIe KaTeTOPUI:

« TIOTNIEPEYHOE CBSI3bIBAHUME aMMHOKHMCIOTHBIX Lieneil OuMdyHK-
LIMOHAJTEHBIMY pearecHTaMu;

« yCHIIeHUE THAPO(POOHBIX B3aUMOICUCTBII HEITOISIPHBIMU pea-
TeHTaMU;

« BBEICHUE HOBBIX IOJSIPHBIX WM 3apsDKeHHBIX TPYIIN, IpU-
BOISIIMX K YBEJIMYEHUIO KOJIMYECTBA MOHHBIX MM BOIOPOIHBIX
CBSI3el;

o TUAPOGUIN3ALIIS IIOBEPXHOCTU OEJIKA C IIEIbI0 CHIDKCHUS He-
JKeJIaTebHbBIX TOBEPXHOCTHBIX THAPOGOOHBIX KOHTAKTOB C BOHOIA;

« CBSI3bIBaHUE Oejka ¢ TMojucaxapuaaMyd W TMOJUITUICH-
TJIUKOJIEM.

Hmmobunruzayus — TpPamULIMOHHBIM METON CTaOWIM3AIINH,
YCIEIIHO TPUMEHSIEMbIi B XUMUM Oejka U OMOTEXHOJIOTHHU.
JaHHBIN MOAXOM HampaBieH Ha GUKCALINIO KATATMTUYECKU aKTUB-
HOM KOH(MOpMAaIIUM BCeil OSIKOBOM IIOOYIIHI 3a CIET OTPaHNICHUS
€€ TTOIBMKHOCTH BCJICACTBME KOHTAKTOB C MATPUIICH.
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Matpuia goKHa 00J1agaTh BHICOKOM XMMUYECKON U OMOI0TH-
YECKOM CTaOMIIbHOCTBIO, OOJBIIION yAEJbHON MOBEPXHOCTHIO, H0-
CTYITHOM 1711 pepMeHTA.

s MaTpHUIIbl, KaK IPaBUIO, UCITOIB3YIOT OPTraHNYECKUE TTOJIH -
Mepbl IPUPOTHOTO WJIM UCKYCCTBEHHOTO MMPOMCXOXaeHus. B kaue-
CTBE MPHUPOTHBIX MATPUI] HAUOOJIbIIIEE pACIIPOCTPAHEHHE TTOJTYUH -
JIN TIOJTACaXapuaHbIe (IIeJUTI0NI03a, IeKCTpaH, arapo3a) 1 0eJIKOBEIC
(KepaTuH, KOJUIareH, MUO3WH) KOMIIOHEHTHI, TOTIa KaK CUHTETH-
YEeCKMMU MaTpUIlaMU OOBIYHO SIBJISIFOTCSI MOJMaMUIHBIE (IOjaua-
KPUJIAMHUJT) COeTMHEHMS.

MMMoOMIM3alysl IMPOKO MPUMEHSIETCS ISl YBEIMYCHUS OIle-
PalMOHHON M (PYHKIIMOHAILHOM CTAOMJIBHOCTH OMOKATAJIM3aTOPOB.
IloHarust «omepaloHHasE CTaOUJIBLHOCTL> U «(YHKIIMOHAIbHAS
CTaOMJILHOCTh» HECKOJbKO pasnuyarorcs. Onepayuonuas cmabuns-
HOCmb XapaKTepU3yeT CITOCOOHOCTB (hepMEHTa OCYIIECTBIATh Ka-
TAIUTAYIECKYIO0 (DYHKIMIO B HEOJATONPHSITHBIX YCJIOBHSIX KaTallnza.
DyHKYUOHANLHAA CMAOUALHOCHb OTPaXaeT COXpaHeHUE (PepMEHTOM
B HEOJIAaronpuATHBIX (BIUIOTh IO IEHATYPUPYIOIINX) YCIOBUSIX CO-
XpaHATH (DYHKIMOHAJIBHYIO aKTUBHOCTD (IIPOBEPSIEMYIO B ONITHMAITb-
HBIX YCIOBUSX). JIaHHBIN METOJ ITO3BOJISIET JIETKO KOHTPOJIMPOBATH
CKOPOCTb KaTaIU3UPYEMOIl peakiIMy U BBIXOH MPOIYKTa, KPOME TO-
ro, (GepMEHTATUBHBIA IIPOIIECC MOXHO IIPOBOIMUTH HEIIPEPBHIBHO.
CBs3bIBaHNE C HEPACTBOPMMOI MATPHIICH ITO3BOJISICT JTOCTATOYHO
MPOCTO BOCCTAHABIMBATH KaTaJIM3aTop 0e3 ero 3arpsi3HeHMS U TIOJy-
YaTh YUCTHIN MPOMYKT peakiuu. MI3MeHsIs1 CBOICTBa MaTpULIbI, MOXKHO
PETYIMPOBATh CHEIU(MUIHOCTh M AKTHBHOCTD CBSI3aHHOTO (hepMEHTA.

MMMobOumm3anmmsa OMoKaTalIm3aropa Ha MaTpUIIe MOXET JIO-
CTUTAThCSA KaK ITyTeM KOBaJICHTHOIO CBS3BIBAHUS KOMITOHEHTOB,
TaK U yepe3 COpOLMOHHBIE CBSI3M, pasuJarlmecs cuioi. B no-
clemHeM ciydae TpUCOeIMHEeHHas MOJeKyja OuoKaraau3aropa
COXpaHSIET OOJBIIYIO CTEIIEHb MOOMIBHOCTH, TaK YTO aKTUBHOCTH
depMeHTa IpU ompeneeHHBIX 00CTOSITEIbCTBAX MOXKET OBIThH Ja-
K€ BBIIIE, YeM MPU KOBAJIEHTHOM CBSI3bIBAHUM OMOKaTalM3aTopa
C MaTpUILICH.

TepMOCTaOMITBHOCTE ITPU UMMOOWIIN3AIIUN — 3TO PE3yIbTaT MO-
JISKYJIIPHOM XXE€CTKOCTU M CO3MaHUsI 3aIlIUTHOTO MUKPOOKPYKECHUSI
BOKPYT MOJIeKYJibl Oesika. Cpeay MEeTOIOB MMMOOMIM3AIIMU Hau-
bonee 3¢p¢GEeKTUBHBIMUM B acleKTe TEPMOCTAOMIU3ALUMN SIBJISIOTCS
MHOTOTOYEYHOE KOBAJICHTHOE IMPUKPEIUICHNE K MaTPHUILIe M BKITIO-
yeHue (epMEHTOB B I'elb.
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B psine ciyuaeB okasbiBaeTcs 6osiee yIoOHbBIM UMMOOUIN30BaTh
HE OTHeJbHbIe (DepMEHTHI, a IeJible KJIETKM MHUKPOOPTaHU3MOB,
cosznaBasl yCJIOBUs, O1aronpusITHBIE 15T (DyHKITMOHUPOBAHMS KOH-
KPETHOTO MeTaboJIMYeCcKOro ITyTHu. Takue IperapaTbl MOTYT JUTW-
TeJIbHOE BpeMsl (PyHKIIMOHUPOBATh B IIPOM3BOICTBEHHBIX TIPOLIEC-
cax (HarpuMep, Tpy OMOCUHTE3€ CTEPOUTHBIX TOPMOHOB).

Mertonbl 6e1k060il uHMICeHepuu TO3BOJISIOT YCHEITHO Moaudu-
LIMPOBAaTh TEPBUYHYIO CTPYKTYPY (DEPMEHTOB IUIST YIAYYIICHUS MX
TEXHOJIOTMYECKUX CBOMCTB. K HMM OTHOCATCS: HallpaBJIeHHBIE 13-
MEHEHUs TEePBUYHOM TOCIeN0BaTeIbHOCTU (3aMeHbl aMUHOKWC-
JIOT) B aKTUBHOM IIeHTpe (hepMeHTa; TTPOUICHUE MOJUTICTITUIHON
LIETN; CO3aHNe XMMEPHBIX OETKOB, T.€. COCTOSIIIIUX U3 YacTell pa3-
HBIX TIPUPOIHBIX OenKoB. Hampumep, BKIIIOYEHME TMPOJMHA WIIK
o0Opa3zoBaHue TUCYTLMOUIHBIX MOCTUKOB TTOBBIIIAIOT CTAOMILHOCTh
MaKpOMOJIEKYJTbI.

6.2.2. IToJYYEHME MUKPOOPTAHU3MOB-CBEPXIIPOJIYIIEHTOB.
WI3BMEHEHME PETYJISITOPHBIX CBOIICTB 1 BUOCUHTE3A
®OEPMEHTOB

BrocuHTe3 aMHHOKMCIIOT, ITUPOKO HCITOJIb3yeMbIX B MEIH-
LIMHE, TMHIICBON MPOMEBIIIJICHHOCTH, CETBCKOM XO3SMCTBE, SIB-
JISIETCS BaXKHOM OTpaciiblo 6uoTexHoaoruu. OnHako MeTaboJiu3M
AMUHOKHUCJIOT TOHKO PETYJIMPYETCS Ha YPOBHSIX TPAHCKPUITIINM,
TPAaHCISILUHA M aKTUBHOCTH (DEPMEHTOB, ITO3TOMY, YTOOBI ITOJIY-
YUTh UX <«U30BITOUHBIC» IJII KJIIETKUM KOJWYEeCTBAa, HEOOXOIMMO
HapYIIUTh WX 000NTH PETyISITOPHEIC MEXaHN3MEI KJIETKH. Tak,
KJII04eBOI (pepMeHT CUHTe3a JU3MHa (B-acmapTaTKUHa3a) ajjo-
CTepUICCKY MHTUOUPYETCST TU3NHOM U TPEOHUHOM (IIPOIAYKTOM
MaJbHEUIINX TpeBpalleHuit au3rHa). CuHTe3 3Toro dpepMeHTa
penpeccupyercs L-MeTUOHUHOM, TaKXKe SBJISTIOIIMMCS ITPOIYK-
TOM (MHTEpMEINATOM) paccMaTpUBAcMOTO MeTabOJIMIECKOTO
mukia. [Ipu ucronp3oBanun mytantoB Corynebacterium glutam-
icum, He CIIOCOOHBIX K CMHTE3Y ToMocepyrHa (IIpealecTBeHHNKa
L-MeTnoHmHa), WX TpeOHWHA M METMOHWHA, CHIKAIOTCS BHY-
TPUKJICTOYHBIC KOHIICHTPAIIMY 3TUX aMIUHOKUCIIOT, OCIA0IsIeTCS
WHTUOMpPOBAaHME aclapTaTKMHA3bl U TPOUCXOAUT HAKOIUICHUE
mm3uHa 10 30 r/m. Ot6op myTtantoB C. glutamicum, nedeKTHBIX
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10 PETYJISILIIMU aclapTaTKUHA3bl, y KOTOPBIX OHA HEYYBCTBUTEb-
Ha K TIOBBIIIEHUIO KOHIIEHTPAIIMA MHTUOUTOPOB, TTO3BOJISIET Ha-
KaruimBaTh 00 35 1/ Tu3uHa.

Jpyroii mpumMep LejJeHanpaBIeHHOro MU3MeHEeHUST MeTaboJIM3Ma
C 1LIEJIbIO 3aCTaBUTh KJIETKY ITPOU3BOANTH U30BITOYHOE TSI Hee KO-
JIMYECTBO aMUHOKHUCIIOTHI — CBEPXCUHTE3 L-TIIyTaMUHOBOI KUCITO-
11 C. glutamicum. I1py TUMUATHPOBAHUM 3TOU KYJIBTYPHI IO TAKOMY
HeoOXxomuMoMmy ISl Hee (paKTopy pocTa, KaK OMOTUH, TIPOUCXOOUT
W3MEHEeHNEe B MeTabO0IM3Me JIMITUAOB U B CBOMCTBaX MeMOpPaHHI,
BO3pacTaeT aKTUBHOCTb TPaHCIOpTa (BBIOPOC W3 KJIETKU) STOM
AMMHOKHUCIIOTHI, YTO CHUMAeT KaK PeTPOMHTUOMPOBAaHME e¢ OMo-
CHHTE3a, TaK U PEIPECCUI0 CMHTEe3a (hePMEHTOB.

6.2.3. CHHTE3 IPAKTUYECKHU IIEHHBIX BEIIECTB
JIMCCONMAHTAMU BAKTEPHUIT

Juccouyanusi, BHOCSI BaXKHEUIIMIA BKJIad B CO3JaHUE TeTepo-
TeHHOCTH TIOIYJISIINK OaKTepwii, IPUBOIUT K HECTaOMIBHOCTHU
CHHTE3a LIEJEBBIX MPOAYKTOB B OMOTEXHOJIOTUYECKHUX IPOIIECCax.
Buonornueckasi akKTUBHOCTh IMCCOLIMAHTOB MOXET OTIMYAThCS
B 1,5—3 paza. M-kieTKu, ob61aaarolme Cpeam IMCCOLMaHTOB MUHY -
MaJIbHOI TOJIIIWHOM KJIETOYHOM CTEeHKU, CHHTE3UPYIOT HAauOOIb-
111ee KOJIMYECTBO BEIIECTB, BhIACISIEMBIX B cpeny: npoteas (Bacillus
mesentericus, Rhodococcus rubropertinctus), >K30I0JIMCaxapuaoB
(R.rubropertinctus, Mycobacterium lacticolum), nuna3s (M.phlei), Heii-
poMennaTOpHBIX aMUHOB ( Bacillus subtilis). S-kIeTK Hanboee ak-
TUBHBI TP TpaHChopMaLuu cTepounoB (Rhodococcus sp.), cUHTE3e
sutamuHa B, (Rhodococcus rubropertinctus), aHTUOMOTHKA HU3MHA
(Streptococcus lactis), MonoyHoil Kucnothl (S.lactis), moay4eHUN
cop6o3b1 u3 copourta ( Gluconobacter oxydans). R-KeTKu, KOTOpBIe
001a1a10T MAKCMMAJIbHOM TOJIIMHON KJIETOYHON CTEHKU, TOMU-
HUPYIOT B TOIYJSILUUSAX OaKTepuil, pa3pylIalolIMX TOKCHYECKUE
BellecTBa: NUpuauH (Rhodococcus aquosus), MaaeUHOBYIO KMCJIOTY
(Alcaligenes xylosoxidans), I1AB (Pseudomonas aeruginosa).

JncconraHThl MPOMBIILIEHHBIX ITPOIYLIEHTOB MOT'YT pa3inyaTh-
CsI He TOJIbKO KOJIMYECTBOM, HO M KAaU€CTBOM CUHTE3UPYEMbIX IPaK-
THYECKH IIEHHBIX BEIIEeCTB. AHTUOMOTHUK IPaMULIMANH S 00pa3yroT
IIPUMEPHO B PaBHBIX KOJWYECTBaX KIeTKU R- 1 M-mucconmanToB
Bacillus brevis, S-guccoliMaHT CUHTE3UpPYET ABa JIPYyrUX aHTUOWUO-
THKa — 3CEUH U OpeceuH — U He o0pa3yeT rpaMULUAUH S. Y mpo-
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IylieHTa MHCeKTULMaa B.thuringiensis akTUBHBIMU SIBJISIIOTCS JIMIITb
R-xmerku. BupyneHTHBIN 1711 TPHI3YHOB OAKTOPOIEHIINI CUHTE-
3UPYET TOJNBKO S-nuccolianT Salmonella enteritidis. JlnccoOlIMaHThI
MMPOU3BOACTBEHHBIX ITaMMOB Bacillus subtilis 00pa3yioT pa3nnd-
HbIe TUApOJUTHYECKHE DepMeHTh: R — amuiasy u Metaaionpo-
Teasy, S — aMuiIasy, METaJUIONIpOTea3y U CEPUHOBYIO TIpoTeasy, M —
CEpUHOBYIO ITPOTeasy. Y KIIyOeHbKOBBIX OaKTepUil a30T (GUKCUPYIOT
nuib M-kietku. luccounanTsl Pseudomonas stutzeri CAHTE3UPYIOT
pa3IMYHble HIUTOKUHUHBI. B aBTOTPOGHBIX YCIOBMSIX HA BOAOPO/E
pacTyT ToJbko R-xietku Alcaligenes eutrophus.

Hcxonss 13 mpUBEIEeHHBIX IIPUMEPOB HEOOXOIUMO, ITOIb3YICh
3HAaHUEM 3aKOHOMEPHOCTEH PETY/ISIIUM AUCCOLMATUBHBIX IIepe-
XOJIOB, JOOMBAThCA MpeodaagaHusl HY>XKHOTO JUCCOLMaHTa, a Mpu
€ro yTepe — OBICTPO BOCCTAaHABIMBATD €T0 YUCIEHHOCTD. JJIst 3TOTO
MOXHO HCIOJIB30BaTh 00pa0OTKY KYJIBTYp XUMUYCCKUMM aHAJIO0-
ramMu (akTopoB d,, MHAYLMPYIOIIMMU 00pa30BaHUE TOKOSAIIMXCS
¢dopM, TIpU IpopacTaHUU KOTOPBIX 00pa3yIOTCs TOMYISILIUMU C pac-
IIMPEHHBIM CIIEKTPOM AMCCOIIMAHTOB, YTO OOJieryaeT 3a1avy BbI-
JIeJICHNSI U PAa3MHOXEHUS Hy>KHOTO BapHaHTa.

6.2.4 ABTOIN3

Asmoau3 — 3T0 caMOpPacTBOPEHME KJIETOK IOJ IEHMCTBUEM COO-
CTBEHHBIX (hepMEHTOB. DTO HEOOpaTHMBbIIA MPOLIECC, MPUBOISIIMIA
K rubenn KireTok. OH ITPOMCXOIUT BCIICACTBYE HApYIICHHUST paBHO-
BecHs B KJIeTKaX MEXIy IIpolleccaMd CHHTe3a U THAPOJIA3a ITOJIH-
MEpPOB, IIPexXIe BCEro — KJIETOYHBIX 000/104eK (LIUTOILIa3MaTUye-
CKOI MeMOpaHBI U KJIETOUYHO# CTeHKM). TakuM o6pa3oM, OCHOBHOI
MIPUYMHOM aBTOJIM3a SIBIIIETCI W3MEHEHWE aKTHMBHOCTEH ep-
MEHTOB C IIPOTHUBOIIOJIOXHO HAIpaBICHHBIM ACHCTBUEM — THIPO-
J1a3 ¥ CUHTETa3.

ABTOJIN3 — €CTECTBEHHAS CTAAMS B pa3BUTUU MUKPOOHBIX KYJIb-
Typ, ¥ TOTOMY TOHKO PETyJINpyeTCsI. ABTOJIN3 TAKKE YPE3BBIYATHO
BaXXeH B OMOTEXHOJIOTUU — OH SIBJIIETCS HEOOXOIMMOI CTamueit
MOJIyYeHMS IUILEBOrO0 X KOPMOBOIO 0OejiKa, a TaKXKe IPOAYKTOB
KU3HEACATSIBHOCT MUKPOOPTraHU3MOB, KOTOPHIC TOJIKHBI OBbITh
BBICBOOOXKIEHBI M3 KJIETOK B Cpedy I MX ITOCIEIYIOIIETO BEIIe-
JIeHus — pepMEHTOB, aHTUOMOTHUKOB, HYKJICOTUAOB 1 p. [ToaToMy
3aKOHOMEPHOCTH MPOTEKAHUS U PETY/ISIIIUU aBTOJIM3a XOPOIIIO HC-
CJIeIOBaHbI U IPUMEHSIIOTCSI B OMOTEXHOJIOTHH.
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CornacHo noctynary M.JIx. Bamya, aBTo/M3 BbI3BbIBACTCS CHUXKE-
HUEM HEProo0ecIieYeHHOCTU KJIETKU. B COOTBETCTBUHM C 3THUM,
Hapyllasi 9HePreTUIeCKUii 0agaHC KJIETKU, MOXKHO BbI3BAaTh €€ aB-
tonu3s. [TocnenHuit MHOyUMPYIOT GU3UUECKUMU (TeMIepaTypa, 00-
JIydeHHE, OCMOTUYECKOE AaBJieHUE), XumMudeckuMu (pH, KoHLeH-
tpauus O,, UICTOYHUKH yIJIepoia, MEMOPaHOTPOIIHbIE COEIMHEHMSI)
U OuojornyeckuMu (pepMeHTbl, aHTUOMOTUKU, ayTOMHIYKTOPHI
aBTonu3a) akropamu. [Ipu Bo3aeHCTBUM 3TUX MHIYKTOPOB Ha-
PYILIAIOTCSI CTPYKTYpa MeMOpaHbl, SHEPreTUYCCKUI MeTabou3M
KJIETOK, OMOCUHTETUYECKUE TMPOILECChl, aKTUBHOCTh TUAPOJIA30B.
Iunponaspl, OCyIIECTBISIONIME aBTOJU3, HA3bIBAIOT A6MOAUUHA-
mu. K HUIM OTHOCSITCSI INIMKO3UIa3bl, aMUAa3bl M SHIOIEITHAAZHI,
paspylialonye NeNTUAOIMKAH KIETOUYHBIX CTEHOK OaKTepMii;
XMTHHA3bl, MAHHA3bI, [JIIOKAHA3bl, MIENTUIA3bI M aMUIa3bl, pa3py-
1IaoIIIMe KJIETOYHbIE CTEHKY I'pUOOB U ApoxkKelt, a Takxke hocdo-
JIMMA3bl, IMMA3bl, IPOTeasbl, HyKJIeasbl.

6.2.5. Ucnnoib30BAHUE BUOILIEHOK B BUOTEXHOJIOTHU

BaxHo oTMeTHUTh, 4YTO Hapsily C COBEPIICHCTBOBAHUEM
MOJIEKYJISIPHO-OMOIOTUYECKUX TTOMXON0B OMOTEXHOJOTW CTalu
yIeNsITh OOJbIlle BHUMAaHUS M3YYEHUIO COOOIIECTB MUKpPOOpra-
HU3MOB, (POPMUPYIOIINXCST B OMOTEXHOJOTUUYECKMX IpoIleccax.
B npuponHbIX yCI0BUSIX MONABISIONIEE OOJBIIMHCTBO MUKPOOP-
TAaHU3MOB CYILIECTBYET B BUJE CTPYKTYPUPOBAHHBIX aCCOLMALINM,
0003HaYaeMBIX OOIIMM TEPMUHOM «OMOILICHKW» (CM. pa3m. 5.2.).
AHaJOTUYHBIE aCCOLMAIIMY CO3AI0TCSI BO MHOTMX OMOTEXHOJIOTH-
YECKUX ITpolieccax: Mpu OnopeMeauanuy oyB, MUKPOOHOM BHIIIIE-
JJAYMBAHUM METAJUIOB M3 PYX B MPOLIECCE OYMCTKU CTOYHOU BOABI
Y BO MHOTUX ApYTUX ciaydasix. CyliecTBYyIOT CTiel[MalbHbIC TPUEMBI,
ycunuBaoinre (popMUPOBaHUE TAKUX MUKPOOHBIX acCOLUAIIN.
OTH IpueMbl TPUMEHSIIOTCST B TEXHOJOTUYECKU BaXKHBIX TTpOIleccax
JUTST TIOBBITIIEHUS UX 9((PEKTUBHOCTH, TTOCKOJIBKY MUKPOOPTaHU3-
MBI, BXOASIIIAE B COCTAB OMOIUIEHOK, XapaKTEPU3YIOTCSI BBICOKOM
YCTOMYMBOCTHIO K OMOIMAAM ¥ aHTUOAKTEpUAIbHBIM TIperapaTam,
a TakXke K JPYyTUM 3KCTPEMaTbHBIM BO3NEUCTBUSIM CPEIbI.

B3aumoneiicTBUI0 MUKPOOHBIX KOMIIOHEHTOB, BXOJSIIIIAX B CO-
CTaB OUOIJICHOK, MOCBSIIEHO 3HAYUTEIbHOE KOJIUYECTBO MCCIIEe-
JIOBAHW, OJHAKO O MOCJIEOHETO BPEMEHU OCHOBHOE BHUMAaHUE
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B HUX YAEJSJIOCh MUKPOOPraHW3MaM, TPUHUMAIOIIM HEIOoCpea-
CTBEHHOE yJyacTue B Ipollecce yaaleHUss TOKCUYHOTO KOMIIOHEH-
Ta. Tak, HampuMep, MPU OYUCTKE BOIBI WIU MOYBBI OT HEDTIHBIX
3arpsi3HEHUI KCITOIb3YIOT MMKPOOHBIE MpernapaThl, BKJIIOUYAO-
1€ HECKOJIbKO MMUKPOOPraHN3MOB-HE(DTEOKUCIUTEEN C pa3HOMI
crneuUYHOCTHIO BO3ACHCTBUS HA KOMIIOHEHTHI HEPTH, KakK, Ha-
MpUMep, B MpernapaTax «3Kocopo» U «IeBopoii». Takoil momaxon
OKazaJicsl BeCbMa IMePCHEKTUBHBIM, HO TIPU 3TOM HE YUYMUTHIBACTCS
BJIUSTHUE HA MPOIIECC APYTUX MUKPOOHBIX KOMITOHEHTOB, KOTOpPbIE
BCera MPUCYTCTBYIOT B OMOIUIEHKAX X Siti. DTU MUKPOOPTaHU3MbI-
CIYTHUKM CaMHU MO cebe YaCcTO HECITOCOOHBI OCYIIECTBIISITh pa3jio-
>KE€HUE 3arpsI3HeHU, HO MOTYT aKTUBUPOBATh KU3HEAEATEIbHOCTh
MMKPOOPTaHW3MOB-AECTPYKTOPOB. MeXay KOMITOHEHTaMM Ouo-
IUTIEHOK YCTaHaBIMBAIOTCA TpoduuyecKre W PeTyIsTOPHbIE CBSI3U
BIUIOTH 10 CUMOM03a, ITPY KOTOPBIX 00pa30BaHueE WY IMOTpedIeHrE
Kakoro 6o cyocTpaTa B OMOILIEHKE MPOUCXOIUT ¢ OOJIbIlIe UH-
TEHCUBHOCTBIO, YEM B OTCYTCTBHME MUKPOOPTAHU3MOB-CITYyTHUKOB.
Hcnonb3oBaHue OMOTIEHOK B OMOTEXHOJIOTUUYECKHUX Mpolieccax
B MOCJIeIHEE BpeMs ITOJTydaeT Bce OoJibliee pacpoCTpaHeHUe, 0CO-
OEHHO B CBSI3M C MPUMEHEHUEM MOIX0Aa, KOTOPBII MOXKHO Ha3BaTh
«ObuoreHKa — 6uopeakTop». B Takoil OuMoryieHKe TOMUMO MUKPO-
opraHusma (WM MUKPOOPTaHU3MOB), OCYILECTBISIONIMX OCHOB-
HOI, 11eJIeBO T YeJoBeKa MpolecC, MPUCYTCTBYIOT CIIEIIMaIbHO
BBEIEHHbIC B HEe OpPraHU3Mbl, MOBBIIIAIOIIME UX YCTONYMBOCTH
WU/WIA TPOU3BOIUTEIBHOCTh MUKPOOPTAHU3MOB-IECTPYKTOPOB.
B utore BBeneHUE MOMOTHUTEIbHBIX MUKPOOHBIX KOMIIOHEHTOB,
AKTHUBUPYIOIIUX WY 3alIMIIAIOIIMX OCHOBHbBIE MUKPOOPTaHU3MBI,
hopmupyrolme Takue 6MOPeaKTOPbl, MOXET CYIIIECTBEHHO MOBBI-
math 3(pHEeKTUBHOCTH BCEro OMOTEXHOJIOTMYECKOTO Mpoliecca.
[TpownmocTprpyeM 3TO TOJOXEHUE CIEAYIOIIMM MPUMEPOM,
KOTrJa TOTIOJHUTENbHbBI OMOKOMIIOHEHT BBOAUTCS B OMOIIJICHKY Ha
OCHOBAaHMU MCCIIEAOBAHUS COCTaBa U B3aUMOAECHCTBUSI MUKPOOpIa-
HU3MOB JaHHOTro coobluecTBa. B HacToglee Bpemss HeTb U Mpo-
IYKTHI €€ TepepadOTKU SBJISIOTCS OMHUMM U3 TJIaBHBIX 3arps3HU-
TeJieit KaK IMOYBbI U TPECHOBOIHBIX BOJOEMOB, TaK U BOJ MUPOBOTO
okeaHa. [Ipu uzyyeHuu aerpagaiiuu HeTU HEDTEOKUCISTIOIUMU
MMKPOOPraHW3MaMU YyIaJoCh MOKa3aTh, YTO B PEKOHCTPYUPOBAH-
HBIX OMOITJIEHKAX, COAEePXaIIUX HEeMTEOKUCISIIOMMNEe MUKPOOpra-
HU3MBbI U UX €CTeCTBEHHbIE CITYyTHUKHW, HECTIOCOOHBIE K OKUCIIEHUIO
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HedTEeNpPOAYKTOB, MPOLIECC OKUCICHUS YIIEBOIOPOIOB MPOTEKAET
CO CKOPOCTSIMU, MHOTOKPAaTHO MPEBbIIAIOIIMMUA CKOPOCTH OKHC-
JICHUSI 3TUX CYyOCTPaTOB B OTCYTCTBHME CITYyTHUKOB. DTO 00YCJIOBJIE-
HO BBIJEJICHUEM CIYyTHUKAMU B CpPedy BEIIECTB, aKTUBUPYIOIIUX
XKU3HENESITeIbHOCTh HE(PTCOKUCTUTENEH.

Ponab cnyTHMKOB B OMOIUIEHKaX MOXET TakKXke 3aKIoyaTbCs
B MpeJoXpaHEeHU MMKPOOPraHM3Ma-IeCTPyKToOpa OT CTPEeCCOBO-
ro BO3AEHCTBUSI OKpyXaloleil cpenbl, HampumMep, raiobuibHbIA
CIYyTHUK B COCTaBe OMOTUIEHKM MOXET MPea0XpaHsITh HeTaaohWib-
HBII HEPTEOKMCIUTENb OT TUTIEPOCMOTUYECKOTO II0KA 3a CYET 00-
pa3oBaHUsI OCMOIIPOTEKTOPHBIX BEIIECTB.

TakuM o0pa3zoM, TMpeACTaBICHHbIE MPUMEPHl WITIOCTPUPYIOT
3¢ hEKTUBHOCTD U 11€1€CO00Pa3HOCTh MPUMEHEHSI HOBOTO ITOAX0-
Jla K OpraHu3aiy OMOTEXHOJOTUYECKUX MPOLIECCOB — MCITOIb30-
BaHUIO B HUX OMOIIJIEHOK KOHTPOJIMPYEMOTO COCTaBa, YTO MO3BOJIUT
YBEJIMYUTH MPOU3BOJIUTEILHOCTh CUCTEM B 1I€JIOM 0€3 3HAYUTEb-
HBIX JOMOJHUTEIbHBIX 3aTpaT. B MCITOIb30BaHUM TaKOTO MOAXO0Ia
BaXXHBIMU U OIMHAKOBO HEOOXOAUMBIMM SIBJISTIOTCSI KaK (hopMUpo-
BaHUE COOCTBEHHO OMOIUIEHKHU, TaK U PEryJUpOBaHUE COCTaBa ee
coob1iecTBa (broayrMeHTaIsl).
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