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Yacts | CTpyKTypa pubOCOMBI

I'nmasa I
MOP®O0JIOTM PUBOCOMBI

1. PASMEP, BHEIIHUNM BHJ
H NMOAPA3JAEJIEHME HA ABE CYBYACTHIBI

ITon 3neKTpOHHBIM. MUKPOCKOMIOM PHOGOCOMBI BBIFJISIAAT KaK KOMIIAKTHBIE
OKpyTJ/Ible YacTHLbI C JIMHEMHBIMH pa3MepaMH OKoJio 25 HM (puc. 32),
WIM HecKoJIbko Oosbie (10 30 HM) B cilydae 3YKapHOTHYECKMX pHOOCOM.
dopMa M [OeTaJibHbIE OYepTaHHs pHOOCOM M3 cCaMbIX pa3’HOOOpa3HBbIX
OpPraHM3MOB M KJIETOK, BKJIIOYasi KaK NPOKapUOTHYECKHE, TaK M 3yKapHo-
TUYeCKHe, MTOPa3UTEIbHO MOXOXKH.

XapakTepHOH 4epTOM OQHOM M3 BUOMMBIX MPOEKLMI sB/IsieTCs 6opo3na,
pasgemnsionias pubocoMy Ha [Be HepaBHble 4acTH (puc. 33). OTO pa3-
JAeJIeHHe OTpaxkaeT TOoT (akT, YTO pubocOMa COCTOMT M3 OBYX pa3fleis-
eMbIx cybuyacTuL, WM pPUGOCOMHBIX CyObemMHHUL. [eACTBHTEJILHO, NpU

Puc. 32. OnexrTpoHHas MukpodoTorpadpus npenapara 70S pubocom u3 E. coli (mpemocras-
nexna B. [I. BacunbeBbiM, MHcTHTYT 6ennka AH CCCP; IywmuHo) :

Yro6nl 0oGecmedMTh HAaMNEXALUH KOHTPACT NJs HAGNMIONeHMs YACTHL NMOA 3JIeKTPOHHBIM MHKPOCKO-
noM, BbiAeneHHble 70S pHGOCOMB HAHOCATCH HA Y/AbTPATOHKYIO Yr/IEPOAHYIO IUIEHKY; IUIeHKa C
NPUIMNIUMMH YacTHUAMH 06pA6aThiBaeTCs, PACTBODOM YPAaHH/IAlleTaTa M BBICYIUMBAETCA Ha BO3AyXe
Vpanunauerat o6BOJIAKMBAET YacTHIbl M 3aMOJIHAET MOJIOCTH H menH. SBassach MeHee 3JIEKTPOHHO-
NJIOTHBIM MATEPHAJIOM, 9€M YDAHHJIALETAT, PHGOCOMHBbIE YaCTHUB OKa3bIBAIOTCS He2amusHo KOHmpacmu-
posannsimu Ha ¢oHe ypaHunauerata. CTpenkH yka3niBaloT Ha mnanoukooOGpasusin crepxens L7/ L12,
OMMCaHHbIH B TEKCTe
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Puc. 33. DnexTpoHHble MUKpodoTorpapun MHAMBUAYaIbHBIX 70S puGocom E. coli, neMoH-
CTpUpYIOLIME MX MoApa3de/ieHWe HAa [ABE HepaBHble CyOuacTHIbI (Majias cBepXy U 6ouib-
was cHu3y) (npeaocrasiensl B. . BacunbeBbiM, UHctuTyT 6enka AH CCCP, IlywmuHo):
a — pub0oCOMBbI KOHTPACTMPOBaHbl C TOMOILBI0O TEXHMKH OTTEHEHHMS MeETAUIOM. B 3ToM ciyuae,
4TO6bl 06ecrme4yuTh Han/IeXallMi KOHTPACT, CyneH3us BbiAeneHHbIX 70S pHGOCOM HAHOCHTCA Ha Io-
BEPXHOCTb YrJepOJHOM NJIEHKM M BbICYIIMBAeTC M3 3aMOPOXEHHOIO COCTOSIHHS; 3aTeM Ha YacTHLUbI
HaHOCHTCS Y/JIbTPATOHKHA cJoM MeTana (BosibppamMa HIn  BOAbGPAMO-pDEHMEBOrO CIIaBa) MNyTeM
€ro HUcCnapeHus B BaKyyMeé M3 Takoro IOJIOXEHHs, 4YTO 4YacTHUbI MeTa/ula JICTAT MOA OmNpeac/ICHHbIM
yrioM (B OaHHOM CJiy4yae -0KoJIO 75°) K MNOBEPXHOCTH IUIEHKH; IOJIyYaIOTCH OmmeHeHHbe MEMaiioM
4acTHUlbl; 5—p"60¢0MH KOHTPAaCTHpPOBaHbl C TMOMOLUbI0 TEXHHKH HEraTUBHOrO KOHTpacTa, Kak
OMNMCaHO B MOAMMCH K pHC. 32.

onpeesieHHbIX YCJIOBUSX (HampuMep, NMPU OOCTaATOYHOM IIOHM)KEHHH KOH-
LeHTpauun Mg2+ B cpenme) pubocoMa OMCCOLMHMPYET Ha [BE CyOYaCTHIbI
C COOTHOLIeHHWeM Macc okoio 2:1 (cMm. pasgen V.1). IIpokapuoruue-
ckasgs 70S pubocoMa aMcCCOLMMpYET Ha 4YacTHUBI ¢ Ko3dbdHIHEeHTaMHU
cenumenTauuu S50S (MosiekynspHas Macca 1,5-108 maneToH) U 30S (Mo-
nekynspHass Macca 0,85-106 nanbToH). OykapuoTuyeckas 80S pubocoma
MoXeT ObiThb pa3mesieHa Ha 60S u 40S cyb6uacTuipl. PubocomMubie cy6-
YacTULBI MOTYT ObITh JIErKO pa3fiejieHbl B YJIbTPALEHTPUQYre M HM3yYeHbI
OTHEJIbHO.

2. JETAJIbHAS ®OPMA PHUBOCOMHBIX CYBYACTHI{

Maanas cybuacmuya

Pa3Hble 371€eKTPOHHO-MUKPOCKOMUYECKHE Mpoekunu OakTepuaibHou (E. coli)
pubocomrort 30S cy6uacTuubl mMOKa3aHbl Ha puc. 34, a ¢ortorpadus
COOTBETCTBYIOLIIEH MOP(OJIOrH4ecKor MOJe/ M —Ha pHUC. 35 (CM. LIBETHYIO
BKJIeVIKy). BumHo, uto 30S cy6uacTMIla HECKOJILKO IIpOAOJIrOBaTa; ee
JUTMHA COCTaB/IieT OKOJIO 23 HM, a IuMpuHa —okojo 12 HM. OHa mnoa-
pazzesnseTcd Ha [OJIM, Ha3bIBaeMble «rOJIOBKa», «TeJio» M «OOKOBOW BbI-
ctym» (Wi «uiatdopmar»). IlomepeuHas 6opo3nma, oTaendrolasi I'OJIOBKY
OT Tejla, BUaAHa HauboJiee 4eTKO.

Mopdosiorusi sykapuoTudeckor 40S cy64acTHIbI MOX0Xa, XOTS MOXHO
yKa3aThb Ha [Be [OMOJIHWTEe/IbHbie AeTajiu. Bo-mepBbiX, 3TO BLICTYN TFO-
JIOBKM («KJIIOB») CO CTOPOHBI, NPOTHBOMOJIOXHOM 60koBOM mnoie. Bo-Bro-

63



Puc. 34. DnexTpoHHble MUKpPOQOTOrpaduy HHIH-
BuayanbHbix 30S cy6Guactuu pubocom E. coli
(npenoctaBnenn B. 1. BacunbeBbiM, HHCTHTYT
6enxa AH CCCP, IlymuHo):

BEPXHHMH PSSO — YACTHLbI, OTTEHEHHbIE MeTa/uloM (kak
ONHCAHO B MOMAMMCH K PHC. 33, a); BTOPOM H TPETHH
psanbl — YaCTULB, KOHTPACTHPOBAHHBIE YDAHM/IALETATOM
(kak OMHMCAHO B MOAMHMCH K pHC. 32); 4@ — KOJIOHKa
u3obpaxenunt 30S cyGuacTHLB M ee KOHTYp B Tpoex-
MM, K&K OHa BHAMMA CO CTOPOHBbI, NMPOTHBOMOJIONKHOH
To#, 4ro obpamiesa kx S0S cybuacTHue B pubGocome;
6 — xoJIoHKa H306paxcenunn 30S cyGwacTMuml H ee
KOHTYp B Yy3kOH GOKOBOM NpOEKLUHH; 6 — KOJIOHKa
u3obpaxenunt 30S cy6uacTHLB H ee KOHTYp B MpPOEKLHH
KOrja OHa BHAMMA& CO CTODOHBI, OOpAallIeHHOH K
50S cy6uacTuue B puGocome

PBHIX, KOHEL TeJla, AUCTAJIbHbIA
M0 OTHOIIEHHIO K rOJIOBKE, Kak
6bl pa3mBoeH 3a CYET NPHUCYT-
CTBUS TaM KakKOM-TO JOIOJIHH-
TeJIbHOM Macchl («3yKapHOTHYE-
CKHe JIomacTi») (pHc. 36).
Heckofmbko OGosiee Hamex-
HY10 HHGOPMAITHIO MOXHO TIOJIy-
YUTh M3 3JIEKTPOHHBIX MHKPO-
tdoTtorpadun, ecim aHaJIM3HUPO-
BaThb He WHAMBHAyaJbHBIE M30-
OpaxeHHs1 4acTMII, a UX TaK Ha-
3bIBaeMble yCpeIHeHHbIe H300pa-
XeHuss. IJTO momMoraeT u30a-
BUTbCI OT CTaTHUCTHYECKOTO
«yMa» Ha doTtorpadusax M Bhi-
SIBUTh EHCTBUTEJLHO O0O0LIMe
4epThl HW300pakeHWHM JaHHOM
vactuubl. s Ttakoro ycpemHe-
HMS oa6UpalOT KaKoe-TO pa3yM-
HOe KOoJIH4ecTBO (4eM OoJibLie,
TeM JIyvlile) u306paxeHUM 0 JHOM
U TOM Xe TNPOEKLUHd YacTHULbI U
pacmoJjiaraloT HMX YNnopsiaoveH-
HBIM 00pa3oM B CTpOro OIMHA-
KOBO¥ OpPMEHTAaUMH. Y cpeaHeHHE
MPOM3BOOUTCA €  TIOMOIIBIO
bunbTpalMM Ha  ONTHYECKOM
nudpakToMeTpe.  YcpenHeHHe
MOXeT OBITh NpPOBEOEHO TaKXe
MbpOBLIMH METOIAMH, UTO NAaET
6osee IIMPOKHE BO3MOXHOCTH;
MpPHM 3TOM [OCTHUraeTcs KOJIH-
YeCTBEHHasl OLIEHKAa CTEMeHH
cXoACTBa BBIOpaHHBIX H300pa-
XEeHHMH, TOYHOE X COBMEILIEHHUE,
CHWKEHHE  BBICOKOYACTOTHBIX
WyMOB M coOCTBeHHO ycpen-

HeHHe. B pe3yibTaTe mo6oro crocoba ycpeaHeHHs! BCe CIIyvyalHble OeTajld
H300paxkeHU yOMparOTCCS M . BHIABIIIOTCHS 3JIEMEHTHI, 00liMe O/ Bcex
MPOCYMMHPOBaHHBIX H300paxenui. Ilpumep ycpenHeHHs H306paxeHUN
HEraTMBHO KOHTPAcTUPOBaHHBIX 40S cyOuyacTHLl M3 IHe4eHH KpbICHI JaH Ha
puc. 36,6. Ha Bcex Tpex NpoekUMSX BHIOHO, Kak 9eTKO, Ii1yOokon 60opo3mow,
OTHeJIeHa TOJIOBKa OT OCTaJIbHOM vacTHM 4YacTuubl. Ha naByx mnpoekuusix
XOpOLIO BHIEH «KJIIOB» TroJIoBKM. Ha 3THX e IpoeKUHUsX OTYEeTIMBO
nposiBiseTcs 60KOBas m0JI, YaCTMYHO HAKJIaAbIBAIOLIASCA Ha TEJIO YaCTHLIbL
Pa3gBOeHHDBIN «XBOCT» («3yKapHOTHUYecKHe JiornacTw») 40S uvacTHLBI Takxke

BBIFABJIACTCA OYCHDb SAPKO.

UnrepecHo, yTo Manas pubocomHas 30S cybuactuia apxebakTepHi
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Puc. 36. DnekTpoHHbie MHKpodoTOrpapuM HHIAMBUAYAILHBIX
40S cy6uactuu pubGocoM nedeHHM KPBICHI (MPeAOCTaBIEHbI
H. A. KuceneBbiM, HuctuTyT kpuctaymnorpapun AH CCCP,
Mockaa):

@ — YacTHLbl, KOHTPACTHPOBaHHbIC YPAHMJIALICTATOM (Iﬂl OMHCAHO B
NMOANMCH K PHC. 32); 6 — ycpenaHeHHble H300paxeHHs 9aCTHI, KOHTpac-
THPOBAHHBLIX YDAHW/IALIETATOM (CM. TEKCT): TPHM PA3JHYHBIX NPOEKUHH

(MeTabakTepuin) UMeeT MOPGOJIOTHIO, NMPOMEXYTOUYHYI0O MEXOY TaKOBbIMHU
30S cybuacTun 3ybakTepuit ¥ 40S cyOuYacTHI[ 3yKapHOT: OHa HMeEET TH-
MAYHBIM «KJIIOB» Ha T'OJIOBKE, HO HE HMMEET «3YKapHOTHUYECKUX JIOMACTEem»
Ha KOHLIe TeJa.

boavwan cybuacmuya

Bonpluuve cybyacTvubl Kak mMpokapuoTHdeckux (50S), Tak M 3yKapHOTHYe-
ckux (60S) pubGOCOM BBLIrJIAOAT IPAaKTUYECKH HIOCHTHUYHBIMU II0 CBOEH
tdopme. Pasubie mpoexkuuu S50S cyGuacTul OaHbl Ha puc. 37, a Modesib —
Ha pHc. 38 (cM. LBeTHyl0 Bkieiky). Bonbmas cybuactuua 6osee u30-
MeTpHYHa, YeM MaJiasi, UMes BO BCEX HANpaBJieHUsX JIMHEHHbIE pa3Mephbl
okosi0 20—23 HM. B Hey 4YeTko pa3MyalOTCs TpU MepupepUYECKUX BbI-
CTyna, Wn¥ mpoTy6GepaHua: LEHTPabHbIM, KOTOPbIi MOXET ObITh Ha3BaH
«TOJIOBKOM»; GOKOBOM ManoukooOpasHbIi OTPOCTOK, TaK Ha3bIBaeMbIH
«L7/L12-cTtepxeHb», GOKOBOM IO OPYIyi0 CTOPOHY LIEHTPaJIbHOro IMpo-
Ty6epanua, o6o3HauaeMbiii kak OoxoBas nonsi, wiM «L1-pe6po» (nBa
6okoBbIx mpoTybepanua 50S cybuactuupl E. coli comepxat pubGocoMHble
G6enxku L7/L12 u L1, coOTBETCTBEHHO, YTO crHeuuanbHo Oymer paccMmor-
peHo B ri. B.1V).
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Puc. 37. AnexkTpoHHble MUKpOGOTOrpadUH HHIHM-
BuayaabHbix 50S cy6uactuu pubocom E. coli; a
H 6 npenocTasinensl B. [1. BacuibeBbiM, MHCTUTYT
6enka AH CCCP, IlymiuHO;, 6 npenocraBjieHa
H. A. KuceneBbiM, HMHCTHTYT KpHcTasnorpaduu
AH CCCP, Mocksa):

BePXHHA H TPETHH PAL — Y4CTULBI, OTTCHEHHbie Me-
Ta/UIoM (KaKk ONMMCAHO B MOANHMCH Kk pHC. 33a); BTO-
POM W UeTBepPTHIH PAQ — YaCTHUb, KOHTPACTHPOBAH-
Hbi¢ YPaHHMJIAUETATOM (l‘l ONMUCAaHO B TMOANMHMCH K
pHC. 32); HMXHHH PSRl — ycpeAHEGHHbe H300paxeHus
YaCTHL, KOHTPACTHPOBAHHBLIX YyPaHHMJIALETATOM (CM.
TekCcT); a — H306paxeHus S0S cy6uacTHUB H ee KOH-
TYp B «um-leﬁ» NpoeKLHH, KOraa OHa BMIHA C BHINYK-
oW CTOpOHM, o6pauteHHoH or 30S cy6GuacTHuUB B
pubocome; 6 — uzo6paxenus 50S cybuacTHUB M ee
KOHTYp B GOKOBOM TNpOCKUHH;, 6 — YCPeAHEHHbIE
u3obpaxenns S0S cybuacTHLB B (GPOHTANILHOM NpoeEk-
UMK, KOrJa OHA PpACCMATPHBACTCH CO CTOPOHMI,
obpautenHon k 30S cy6uacTuue B pubocome
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VcepenHeHHsle H300paxeHus
bonpuionn cybuactuusl E. coli
(puc. 37, B) XOpoOlLIO BBLISBJISIOT
BCE Te Xe OEeTaJH, KOTOphble
OTMEYAlOTC Ha HMHAMBHAYaJlb-
HBIX M300pakeHHAX  YacTHil.
Onsartb-Taku Haubosiee riybokas
60opo3ga oOTHmeNIeT TOJIOBKY OT
OCTaJIbHOM YacTHLBI, MpHYEM
6opo3na riybxe co cTopoHsl L1-
pebpa, yeM co cTopons! L7/L12-
cTepXHH. 31ech YETKO IpOSBIIS-
eTcd TaKkXe pa3IBOeHHEe TeJia
CyO4acTHIIBI, BUAMMOE Ha CTOPO-
He, IIPOTHUBOIIOI0XKHOM: FOJIOBKE.
Kpome Toro, ycpeaHeHHbIE M30-
O6pakeHHMsT MOKa3bIBAIOT, YTO
MHoOTHe 6oiee MeJIKMe IeTau He
SBJIIIOTCA  CJIyYaliHbIMH, a BOC-
TIPOM3BOOATCA HAa MHOTHX M30-
6paxeHHsAX; 3TO OCOOEHHO Ka-
caeTcsl TaKk Ha3bIBa€MBbIX «TsDKe-
00pa3HbIX CTPYKTYP» AUAMETPOM
0KO0JIO 5 HM, KOTOpble BUAHBbI HA
rpaHy pa3pellleHHs, KaK B MaJioi
(30S nnu 40S), Tak ¥ B 60JIbLION
(50S unu 60S) cybuacTtuuax u,
KaKk I10JIaraloT, Moryt ObITb
CYLLIECTBEHHBIM  CTPYKTYPHBIM
MOTHMBOM DPHOOCOMBI.

3. OBBEJVMHEHHUE CYBYACTHL
B LIEJYIO PUBOCOMY

JlBe pubocoMHBIE CyOUacCTHILIbI
o6beAMHEHB B TOJIHYIO pHubO-
COMY CTpOTO OMpeeJIeHHbIM
obpaszom. KouTakTHpyowen
cTOpoHOM 50S cyOuacTuIbl ABJIS-
eTcd €€ YIUIOLIEHHass CTOPOHa;
ecJIM CMOTpPETh Ha Hee, TO, Koraa
«TOJIOBKa» CyO4YacTHIIbI BBEDXY,
«CTEPKEHDb» oynet crpaBa
{puc. 37 u 38). CybuacTuirsi acco-
LMMPOBaHbl «TrOJIOBKa K TIOJIOB-
Ke», a 60KOBOM BBICTYN K Goko-
BOMY BBICTymy. AccolHalus
«roJIOBKa K TIOJIOBKE» XOPOLLO
BUIHA Ha 3JEKTPOHHO-MHMKPO-



CKOTIMYECKOM H300paxkeHUH on-
Hon u3 npoekuui 70S pubocoMbl
(puc. 39,6). DEKTPOHHO-MHKPO-
ckonuyeckoe u3obpaxenue Ipy-
roi, Tak Ha3bIBAEMOM «I1€PEKPHI-
BaloLUENCs», TMpoeKuud (puc.
39,a) mokasbiBaeT, uto 30S cy6-
4yaCTULA 3aKPbIBAeT JIMIIL 4acTh
YIUIOILEHHON CTOPOHEI 508 cy6-
4yaCTMLIBI, OCTaBJISSI OTKPBITHIM
paiioH B OCHOBaHHMHM 60KOBOTO
cTepXHs. DTOT panoOH, MO-BUOU-
MOMY, SBJISIETCS MECTOM pas-
MeLIeHUS (yHKLUOHAJIbHO
BRXHBIX YYacTKOB pHOOCOMBI
(cM. 1. B.D).

dotorpapus mMomenu 70S
pubocoMbl, cocTaBieHHO! U3 308
cybuacTuubl 1 50S cyOuacTuilsl
NyTeM MX acCOLIMALIMM «TOJIOBKA
K TOJIOBKE» H «OOKOBOH BBICTYII K
60KOBOMY BBICTYIY», [1aHa Ha
puc. 40 (CM. LIBETHYIO BKJIEHKY).
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I'nasa 11
PUBOCOMHBIE PHK

1. 3HAYEHHE PHUBOCOMHOM PHK

Byner He ouyeHp OONBUINM MpeyBeJMYEHMEM CcKa3aTh, YTO pubocoMa
ecTh npexnae Bcero ee PHK. [IpMMHUTHUBHBIA NpeilIeCTBEHHHK pHUOOCOMBI
Mor Obl cocTosTh TOJIbKO M3 PHK M juuIb B X01€ 3BOJIIOLMH NOCTEIIEHHO
moauduiuposaTbhca 6enkamu. [IpokapuoTuueckass pubocoMa Mo Mdcce Ha
2/3 coctout u3 PHK, u muuip Ha 1/3 u3 GenkoB. DBOJIIOLMOHHO OoJiee
O3 QHASA 3yKapHoTHYecKass pubocoMa yxe HaroJJOBUHY COCTOUT M3 OeJIKOB.
Tem He MeHee, uMeHHO pubGocomHas PHK, mo-Bmammomy, ompenensieT
OCHOBHbIE CTPYKTYpHble H ()YHKLMOHaJbHbIe cBO¥MCTBa pubocomnl. KoBa-
JIEHTHO-HempepbiBHbIe Liend pubocomubix PHK obecneumBaror menoct-
HOCTb puOOCOMHBIX cyOuacTull. Cnieurduyeckas MpoCTpaHCTBEHHAS CTPYK-
Typa pubocomubix PHK o6ycnosnuBaeT ¢popMy U psia MOPGOIOrHYECKHX
ocobeHHOcTel cybuacTHil. AccouMaids cyO4yacTHI] B MOJIHYI0 pubGocoMy
SIBJISIETCS, BEPOSITHO, B TOM MJIM HHOM CTeNeHU QyHKLIMEN crieLiu(pHUUeCcKOoro
CpOACTBa OBYX BbICOKOMOJMMEpPHBIX pubocoMHbix PHK npyr x npyry.
Pa3smenieHune Bcex pubOOCOMHBIX 6€JIKOB NeTEPMHHHPOBAHO PHOOCOMHBIMH
PHK. Hakouen, pu6ocomunie PHK BHOCAT pelnaroinui BKJIad B OpraHu-
3auMi0 paaa GyHKIMOHAJbHBIX LIEHTPOB pHOOCOMBI.

2. BUbl PUBOCOMHBIX PHK

Kak npokapuoTnyeckasi, Tak U 3yKapuoTH4YecKass pub0ocoMbl colepxaTr ABe
pa3nuyHble BhicokonoauMepHble PHK, mo onqHon Ha kaxayio cybuacTuiy,
M OOHY OTHOCHUTEJIbHO HH3KOMoJIekyasapHylo PHK, Tak Ha3bpiBaeMyio
5S PHK. Kpome Toro, sykapuoTuyeckue pubGOCOMBI colepkaT M ApPYrylo
OTHOCHUTEIbHO HHU3KOMOJIekysapHylo PHK, tax Ha3piBaemyio 5,8S PHK,
KOTOpasi SBJISETCS FOMOJIOrOM 5'-KOHLIEBOHM 4acTH (0KoJio 160 HykjeoTH-
HBIX OCTaTKOB) BbicOokomosuMepHori PHK 6onplon cy64yacTHIbl MpoKa-
pnoT. B pubocoMax XJOpOIIACTOB BBICIIMX DPAacTeHHMH HMeEeTCS TaKxkKe
Tak Ha3biBaeMas 4,5S PHK, xoropas sBnsgercs roMoJsioroM 3’-KOHLIEBOM
yacti (0koJio 100 HYKJ€OTHOHBIX OCTAaTKOB) BbicokomonuMmepHon PHK
6onbuion cybuacTuisl GakTepuit. Takum obpasoMm, 5,88 PHK sykapuoTu-
yeckux pubocoM u 4,58 PHK xnopomacTHbIX puOOCOM SBIISIIOTCS pe3yJib-
TaTOM paculellyieHUusl («IPOLECCHHIa») IpeallecTBEeHHUKa BbICOKOIMOJIU-
mepHoit PHK 6Gonbiuon cybuacTHIbl B nipoliecce OMoreHe3a MM Co3peBa-
HHS puOOCOM; OHU HEMoCpeaCTBEHHO YYacTBYIOT B GOPMUPOBAHUHU CTPYK-
Typsl BbicokonouMepHori PHK 6onbioi cy64acTuiibl, Kak ¥ KX FOMOJIO-
rAYHble MOC/IeI0BaTeIbHOCTH ¥ OakTepuil (CM. HHXe), U TTIO3TOMY MOTYT
He paccMaTpUBaThCsi Kak caMOCTOsiTeJbHble BHAbl pubocomHom PHK.
B nmaneHeiieM H3JI0XEHHUHM OHHM OyayT oOCyXOaThcsi BMECTE C BBICOKO-
nonuMepHori PHK Gonbioi cybuactuibl. He McK/II04€HO, YTO ¥ HEKOTO-
PBIX BUIOB OPraHM3MOB MOT'YT CYLLIECTBOBATh M JAPyrue pa3pbiBbl KOBaJIE€HT-
HoM wenu BpicokonmosmumepHon PHK B 3pesionn pubocome.
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Buvicokonoaumepnaa PHK manoti cybuacmuyvl

Manast (30S) cybuactuua OGakTepuanbHOW puOOcoMbl comepxut PHK
aMHOM okoJio 1500—1600 HykimeoTaOHbIX ocTaTtkoB (1542 B E. coli),
o6o3Havaemyto kak 16S PHK. CooTBeTcTBEHHO, MOJIEKYJIIpHAasl Macca 3TOM
PHK cocraBnsget okano 0,5- 108 mambToH. 16S ecthb k03hdunmeHT ceau-

MeHTaLuH (s, ) 3Toit PHK B M30/1MpoBaHHOM COCTOSIHMM NPH KOHLEHTpa-

UMSIX OJHOBaJIeHTHBIX cojiel okoJio 0,1 M Ge3 Mg2+, B 3Tux ycroBusXx,
0/lHaKO, OHa [OBOJILHO pa3pbIXjIeHa II0 CPaBHEHHIO C €€ COCTOSHUEM B
pubocome. IIpucyrcreue Mg2+ nenmaet PHK cymectBeHHO 60Jiee KOMITakT-
HOM M TNpUOJMXAIOILEeNCcd K COCTOSHHIO (HO BCe X€ He MOCTHralole

ero MoJIHOCTbIO) in situ; K03(OULUEHT ce TUMEHTALMHU (s;() w) CTAHOBHTCH

paBHBIM okoi0 22S npu 20 MM MgCla. HaobGopor, nmpH HOHHMXEHUH
MOHHOM CHJIBI M NMpH HarpeBaHUM KoMmakTHocTh 16S PHK noumxaercs
¥ K03DOUIMEHT ceIMMEHTallMH, COOTBETCTBEHHO, MaJaeT, BIJIOTh 10 3Ha-
YyeHUH OKOJIO 2—5S B OTCYTCTBHE COJIeM WJIM TMpPH TeMIlepaTypax Bbllle
60°C (pa3BopauyuBaHHe).

30S cybuacTuua pubOOCOMBI XJIOPOMJIACTOB BBICIIMX PACTEHHUN HUMeEET
16S PHK npubnusurtenbHOo Takoro ke pa3Mepa (1490 HyKJIEOTHMOHBIX
ocTaTkoB y Zea mays). PHK manon pubocoMHom cy64yacTHLIbLI MUTOXOH -
pu¥ rpubOB U BHICUIMX pacTeHHUHM HECKOJIbKO KpynHee (1661 HYyK1eOTH IHBIN
0CTaToOK y Apoxxei). Hao6opoT, «MUHHUPpUOOCOMBD» MUTOXOHIPUI MJIEKO-
MUTAIOMIMX CcodepXaT B MaJion cyO4yacTHile OTHOCHTEJbLHO KOpPOTKYIO
PHK, o6o3HauaeMyro kak 12S PHK (954—956 HyK/IeOTHUAHBIX OCTATKOB Y
YyeJIoBeKa U MBI, COOTBETCTBEHHO).

V apxebaktepun, takux kak Halobacterium w Halococcus, 16S pu-
6ocomuas PHK u3 30S cy6uacTull oka3ajach OYeHb IMOXOXEH IO pa3Mepy
Ha aybakTepuanbHyo 16S PHK; ee ninHa oka3anace paBHon 1472—1475 Hy-
KJICOTUOHBIX OCTAaTKOB.

JykapuoTnyeckne 40S cyOuacTMIIBI cOlepXaT CyHieCTBeHHO OoJiee
kpynHyio pubocomuyio PHK, o6o3nayaemyro kax 188 PHK (unorma 178
PHK). Ee nnuna okoso 1800 HykeoTHAHBIX ocTaTKoB (1789 B mpoXxixkax,
1825 B Xenopus laevis u 1874 y MIIeKONMTAIONIMX); COOTBETCTBEHHO,
MoJIeKyigpHass Macca —okosio 0,6 - 108 manbToH. IloBeneHHe 3ykapuUOTH-
yeckoy 18S PHK B 3aBUCMMOCTH OT MOHHOM CHJIbI U PUCYTCTBUSE Mg2+ BO
BCEM CXOIHO ¢ MoBeaeHHeM npokapuoTtuueckor 16S PHK.

Bovicokonoaumepraa PHK 60abiuoii cybuacmuyvl

Bosbuiasgs (50S) cybuacTtuia OaktepuanbHoM 70S puOOCOMBI HMeeT
PHK nauuoi okosio 3000 HykiIeoTHAHBIX ocTaTKoB (2904 B E. coli), T.e.
npubIu3uTEeNLHO B ABa pa3a kpynHee 16S PHK; oHa ob6o3Hauaercs kak
23S PHK. MonekynspHas Macca ee okojio 106 nanbToH. B oTHOIIEHNH ee
K03 pULIMEeHTOB ceiIUMEHTAllMH U KOMIIAKTHOCTH B M30JIUPOBAHHOM CO-
CTOSHMHM MOXHO CKa3aTb TO €, YTO T'OBOPWJIOCh INPH PacCMOTPEHUH
16S PHK: npu moHHbIX cujax okosio 0,1 B orcyrcTBHe Mg2+ oHa uMeeT
KoapuLueHT ceaUMeHTaUUMU OKOJI0 23S U NPOMEXYTOYHYIO KOMIAKT-
HOCTB; MPUCYTCTBHEe Mg2*, a TakXKe MOJIMaMHHOB, [IeJIaeT €€ CYLLeCTBEHHO
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6osiee KOMITaKTHOM, yBeIMuYuBas KO3DPULHMEHT ce AuMeHTaLnu 10 31—34S;
NOHUXEHUE HOHHOM CHJIBI M TIOBBILLIEHUWE TeMIepaTypbl NEWCTBYIOT B
MPOTUBOIOJIO)KHOM HalpaBJIeHUM.

IIpunnunuansHo noxoxas 23S PHK conepxutcd B 6oablion cybyac-
THle 70S pubOOCOM XJIOPOIUIACTOB BBICIUMX PpacTEeHWH, OOHAaKO ee
100-HykIeOoTUAHBIM 3’-KOHLEBOW (parMeHT OTLIEINJIEH, CYLIECTBYS B BHIE
€CTeCTBEHHOr0 KOBaJIeCHTHO HecBsi3aHHOro 4,5S ¢parmeHra.

B MHUTOXOHIpPHUSX rpHOOB M BBICIIMX pacTeHHN Oosbluas pubocoMm-
Hasg cybyactuna comepxut PHK, Oosiee kpynHyro, ueM 6akTepuasbHas
23S PHK. B MHUTOXOHAPHUSX MJIEKONMTAIOIMX cUTyauus obpaTHas: PHK
uxX Oospumion pHOOCOMHOM CcyOuYacTMIbl CYLIECTBEHHO MEHbIIE, YeM
6akTepuannbHas 23S PHK.

Bonpumas (60S) cybuacTuua sykapuorudeckon 80S pubocomsl comep-
XKMT cyuiecTBeHHO Oosnee kpynHyto PHK, yem 6akTepuanbHas 23S PHK. Ora
sykapuotuueckass PHK o6o3Hauaetca kak 26S wiu 28S PHK u umeer
MoJIeKysipHyr0 Maccy oT (1,2—1,3)-108 manbToH y rpubOOB M BBICLLIMX
pactenun no (1,6—1,7)-108 nanbTOH y NOTUL M MJIEKOMMUTAIOLIMX.
CooTtBeTcTBeHHO, Lenb 26S PHK Saccharomyces coctout u3 3392—3393 Hyk-
JeoTUAHBbIX ocTaTkoB, a nenb 28S PHK kpbickl —u3 4700—4800 HykJie-
oTuaHbIX ocTtaTkoB. C 26S —28S PHK TecHO accouMuMpoBaHa HHU3KOMO-
nexynsapHas 5,8S PHK, cocrosuias u3 160 HyKJI€OTHOAHBIX OCTAaTKOB M,
KaK YyXe YyKa3blBaJIOCh, MpeacTaBisiouias coboy romosor 5'-KOHLEBOM
nocjenoBaTeJbHOCTH 6akTepuanbHor 23S PHK; muccouuanus 5,8S PHK
or 28S PHK pocturaercs juiub B pe3yjabTaTe pa3BOpPaYMBaHUS IOJ
OEeUCTBHEM TeMIlepaTyphbl WJIM I€HATYPUPYIOILUMX areHTOB.

58 PHK 6o0avwoti cybyuacmuysi

Bonbluasgs cybyacTHla KaK MPOKAapHOTHYECKHUX, TaK U IYKapHMOTHYECKHX
pubOCOM COEPXKHUT OTHOCHUTEJBLHO HM3KomosekyaspHylo PHK, mnuHom
0K0JI0O 120 HYKJIEOTMOHBIX OCTaTKOB, oOo3HauaeMmyio kak 5S PHK.
I'pamoTpuuaTenbHble GakTepuu, BKMoyvas E. coli, umerot 5S PHK nnunoi
poBHO 120 HYK/JIEOTHOHBIX OCTAaTKOB, B TO BpeMsl KaKk B OOJIbLLIMHCTBE
rpaMIIoJIOXKHUTEIbHBIX OakTepui nuHa 5S PHK coctaBnsger 115—116 ocrat-
koB. OJykapuotuueckue S5S PHK ToXe, kak mnpaBWJIO, COCTOAT U3
120—121 HykJI€OTHAHBIX OCTAaTKOB, 3a uckroyeHueM 5S PHK Beiciux pac-
TeHHUH, KOTOpble Ha 2—4 ocTaTKa Kopoue.

B MMTOXOHIpHANBLHBIX pubOCOMax, 3a UCK/IIOYEHHEM PHOOCOM MHTO-
XoHapuM Beicliux pacteHun, 5SS PHK He HanneHa.

3. NEPBHYHBIE U BTOPHYHBIE CTPYKTYPBI

16S (18S) PHK

16S PHK E. coli 6bula mnepBOM BBICOKONOJMMEPDHOH pHOOCOMHOM
PHK, nosHas nepBHuYHas CTPYKTypa KOTOpoM Obljla yCTaHOBJIEHa. JTO
OBIJIO cOeaHO KaK NMpSIMbIM XMMHKO-3H3MMAaTHYEeCKUM aHAJIM30M HYKJIEO-
tuaHoi nociaenoBateasHocTd PHK B rpynne XK. -II. 96ens, Tak u nytem
cexBeHupoBaHus [THK cooTBeTcTBYyIOIIEr0 KJIOHUPOBAHHOIO I'€Ha B IpyI-
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Puc. 41. HykneornaHas mocnienoBaTenbHocTh pubocomuon 16S PHK E. coli (no P. Carbon

et al, FEBS Lett., 1978, v. 94, p. 152-156; J. Brosius et al. Proc. Nat. Acad. Sci
U.S. A, 1978, v. 75, p. 4801-4805)

ne I'. ®. Honnepa. IToaHas HykeoTHAHas nocjienoBaTeabHOcTh 16S PHK
E. coli nana Ha puc. 41.

ECTecTBEHHO, 4TO BCTaJI IJIaBHBIM BONPOC — KaK yJIOXKEHa 3Ta A/IMHHAs
(1542 ocrtaTka) NMOJMHYKJIEOTHOHAs LieNb B TpexMepHylo cTpyktypy? o
CHX TOp 3TOT BONPOC, K COXaJIEHUIO, 1ajiek OT CBOEro MOJIHOTO pPeHIeHHS.
Tem He MeHee, MOMNBITKA BBISBUThL 3JIEMEHThI MPOCTPAHCTBEHHOM CTpYK-
TYpbl U, B YaCTHOCTH, PaviOHbl OBYCIHMPAJIbHbIX YyYaCTKOB C KOMILJIEMEH-
TapHbIMM aHTHUIIapaJIIe/IbHBIMHU TsXaMH (criupand YorcoH — KpukoBckoro
Tuna), 6bUTM HeMedJIEHHO MpeANPUHATHI U JaJld CBOM IOJIOXKHUTEJIbHbIE
pe3yJibTaThl.

IIpexne Bcero, MoXHO Ooslee MJIIH MeHee ONpeaeSieHHO JIOKaIu30BaTh
Ha nepBu4HoM cTpykType PHK Te Hyk/eOTHOHBIE OCTATKH HUJIM OJIMFOHYK-
JIEOTHUOHbIE PaMOHbI, KOTOPble HE YYaCTBYIOT B KOMIIJIEMEHTapHOM CIapH-
BaHHM U BEPOSTHEE BCETO MPEACTAaBJISIOT cO00M OOHOTSXEBble CEKLUHU
uenu. OTH paMoHbl 0COOEHHO YYBCTBHMTEJIbHBI K TaKUM PHUOOHYyKJIea3aM,
Kak rnmaHkpeatndeckas nupumuauia-PHKasa A, rpubuas ryaunn-PHKasa T,
G6axktepuanpHags PHKasa Si, ¥ k MoaudUkauMM UX OCHOBAHHUN TAKMMH
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Puc. 42. BeposTHas yK/laAka HYKIEOTHIHOM II0CJIeqOBAaTEIbHOCTH
pubocomuoin 16S PHK E. coli BO BTOpHYHYIO CTPYKTYpy (cxema
nsycnupanbHeix y4actkoB) (mo H. F. Noller et al. Science, 1981, v. 212,
p. 403-411; C.R.Woese et al. Nucleic Acids Res., 1980, v. 8,
p. 2275-2293; P. Stiegler et al. Nucleic Acids Res., 1981, v. 9,
p. 2153-2172; C. Glotz, R. Brimacombe, Nucleic Acids Res., 1980,
v. 8, p. 2377-2395):

CNHpaNIbHBEC YYaCTKH IPOHYMEpPOBaHbH qu’leH B KBaJlpaTHKax; IIMNHJIbKH —
uudpaMH B XpyxKax



XMMHYECKUMH peareHTaMH, KaK IJIMOKCaJlb M KeTOkcajib (Moaudukauus
HecniapeHHoro G), 6ucynbdut (Moaudukauuss HecriapeHHoro C), mema-
XJjop-nepbeH3onHasg kuciaoTa (Moaudukauus HecnapeHHoro A). Takas
JIOKa/JIM3alds yXXe MO03BoJIAeT UCKaTh CMeXHbie B3aUMHO KOMIIJIEMEHTap-
Hble Y4acTKM BIOJIb NepBUYHON cTpyKTypsl PHK, Mexny ee uyBCTBUTE/b-
HBIMM TOYKaMH.

Hanee, Bo3MOXHa mnpsiMas JIoKaJiM3allMs CIApeHHBIX YYaCTKOB LIEMH.
OaguH u3 Haubosee pe3y/iIbTATUBHBIX ITOAXOJOB COCTOMT B TOM, 4YTO
noce nepeBapuBanusi PHKa3on, ruaponu3youien OQHOTs)KEeBble Y4acTKH
PHK, nonyuaoiuecss ABycrnupajibHble pparMeHThl pa3aesiioTcs B 3J1€KT-
podope3e cHavaja B HedEeHATyPHUPYIOILMX YCJIOBHSAX (IlepBOe HampaBiie-
HHME), a 3aTeM B YCJIOBUSX OMCCOLIMALIMM JBYCHHUPAJIbLHBIX KOMILJIEKCOB
(BTOpOE HampaBjieHHe); TaKUM 00pa3oM, Kaxaas 1oJioca NepBoro Hampas-
JIeHUs1, peacTaBIsolas co00M OBOMHYIO CNHpajib, pa3desiseTcss BO BTO-
POM HarpaBj/IeHHUM Ha [Ba MATHA, MpeaCcTaBJIAIOLIMX cO00M KOMILJIEMEH-
TapHble TSXXHU, KOTOpble HAEHTUPUUMPYIOTCI U JIOKAJIM3YIOTCS Ha MEepBUY-
Hou cTpyktype PHK. TakuM nyTeM ynoaeTcs BhIIBUTh HE TOJILKO CMEXHbIE
(BOonb 1EnU) KOMILJIEMEHTapHble YYacTKM, HO M KOMIIJIEMEHTapHbIE
B3aUMOOEVCTBUS MeXAY yaajieHHbIMH ydacTkamu uenu PHK. pyron
noaxon, ocobeHHo 3PGexTHUBHBIN B BhIIBJIEHHH NaJIbHUX B3aUMONEHNCT-
BHH, COCTOMT B (POTOAKTHUBUpPYEMBIX CLIMBKaX OCHOBAaHHMH CHapeHHBIX
Txkerl B coctaBe cTpykTyphl PHK ¢ nmocnenyomen uaoeHTHGHUKaLMEH
CIIMTBIX OJIMTOHYKJIEOTHIOB.

HakoHen, nBycnupajibHble Y4YacTKH, IpeAcKa3aHHble Ha OCHOBaHUM
KOMITJIEMEHTaPHOCTH CMEXHBIX WJIM YOaJIEHHBIX CEKLIUH LIeNH, MOTYT ObITh
NOATBEPXKAEHbI UJIM OTBEPIrHYThI IyTEM CPaBHUTEJILHOIO aHaJIM3a F'OMOJIO-
ruyHbiXx PHK. [Ieno B ToM, uto cTpykTypel PHK oka3anuch 3BoJIIO-
LIMOHHO CHJIbHO KoHcepBaTuBHbI. M3yueHune 16S PHK npyrux Gaktepun
U XJIOPOILIaCTOB I0Ka3a/io 60JIbIIYIO CTeNeHb F'OMOJIOTHH HMX MEePBUYHBIX
CTPYKTYp, Hapsay, KOHEYHO, C MHOTOYHCJIEHHbIMH HYKJIEOTHAHBIMHU 3aMe-
HaMmu. Ecnm, HecMOTpsa Ha 3TH 3aMeHBI, B apyron 16S PHK coxpaHsieTcs
KOMIUIEMEHTAPHOCTb MeXOy TEeMH Xe CeKUMSIMH H, COOTBETCTBEHHO,
Nnpeacka3aHHble COUpajbHble YYaCTKHM 3aHUMAKT Te Xe IMOJIOKEHHMS,
TO 3TO CUJIbHO MOATBEPXIAaeT PeajibHOCThb JIOKAJM3aLlMKU JaHHBIX CIIHUpa-
Jnen. CoBnameHue B HECKOJIbKMX pa3ianuHbix 16S PHK nenaer sokanu3a-
LIMI0 COBCEM yOeaMTe/IbHOM.

HTak, COBOKYMHOCTb BbIllIENEPEYUCIIEHHBIX 3KCIIEPUMEHTAJIbHBIX M
TEOpPEeTUYECKUX MOAXOMO0B Najia BO3MOXHOCTb NMOCTPOUTh MOJE/Ib BTOpHUY-
Hon cTpykTyphl 16S PHK E. coli, npeacraBieHHylo Ha puc. 42. Iloutu
UAEHTUYHBIE MOJeJM noJiyyeHsl a1 16S PHK apyrux GakTepui, Xjiopo-
IUIaCTOB BBICIUMX pacTeHHM M apxebaktepui. HecMoTps Ha OoJbLIMH
pa3Mep U ropa3io MEHBLIYI0 TOMOJIOTHIO IIOCJIEOBAaTEJIbHOCTH, LENHU
18S PHK uurtorutasmMatuyeckux 80S puOOCOM 3yKapHOTHUYECKMX OpraHu3-
MOB MOryT OBITb yJIOXeHbl B BHIE CXEMbI BTODUYHOM CTPYKTYphl, OYEHb
cxogHon ¢ TakoBoi 16S PHK 6aktepmit, Ho 18S comepxur npoba-
BOYHbIE CUpaiM U ux rpynmsl (puc. 43). Pubocomurie PHK ymeHbilieHHO-
ro pasmepa, a UMeHHO 12S PHK MHTOXOHOPHUHM MJIEKOMUTAIOLIUX, TaKXke
OKa3ajJMCb TroMoJioruuHbl OaktepuasbHoM 16S PHK; ocHoBHas cxema
MX YKJaAKM BO BTOPDHYHYIO CTPYKTypy coBmagaeT ¢ TakoBoum 16S PHK
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Puc. 43. Cxema BepOSTHOM BTOPMYHOM CTPYKTYpn pubGocomuon 18S PHK mpoxkert
(o A. C. MaupkuH ¥ ap. Joxkn. AH CCCP, 1981, 1. 256, c. 1006—1010; C. Zwieb et al. Nucleic
Acids Res., 1981, v. 9, p. 3621-3640). (noxo6HniM e o6pa3oM yknaamiBaeTcs 18S

PHK XHMBOTHBIX):
nyHKTHpoM oOBeaeHa KOHCepBATHBHasS uacTh, HabGmozaemas Bo Bcex BmicOokonojuMepHsix PHK
Manion puGOCOMHOM Ccy6uacTHUB, BKJIIOas Haubosiee pPeAYLUMPOBAHHYI0O MHTOXOHAPHANbHYIO 12S

PHK MnexonuTaoumux

6akrepuit u 18S PHK 3ykapuoT, HO UMeOTCS OejielliH criupaier u 6oiee
o6uIpHbIX yyacTKkoB. Ha puc. 43 nyHKTHpoM 0oOBeeHa KOHCepBaTHBHas
YacTh BTOPMYHOM CTPYKTYphl BbicokonosumepHon PHK masonn pubocom-
cybuacTuubl, 6onee uiaM MeHee oOwmIas IS 3ykapuoT, 6akTepur U MHTO-
XOHAPHUM MJIEKONHMTAIOLIHX.

CnenyeT yka3aTh Ha CJIEAYIONIHE T'JIaBHble Ye€pThl BTODHYHOM CTPYK-
TYpBI BICOKOIOJIMMepHOM pubocomHoM PHK, BoigBriseMbie Ha MOIENIH OIS
16S PHK E. coli u, o-BMOuMOMy, SIBJISIOUIHECS OOWIMMH AJISA OPYrux

CJIyvaeB.
1. B KOMNJIeMEHTAPHOM B3aUMOIEHCTBHH C 00pa3oBaHMEeM BYCIIH-
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paJbHBIX CTPYKTYp YoTcOoH — KpHKOBCKOro THIa ydacTByeT He MeHee
MOJIOBHHBI BCEX HYKJIEOTUAHBIX OCTATKOB LIEIH.

2. BHyTpHMuEenoYeyHble ABYCIHMpPAJIbHbIE YYaCTKH SIBJIIOTCS OTHOCH-
TeJILHO KOPOTKMMHM. JIIMHAa HeNpephIBHBIX CIHpajied pedKO MHpeBblllIaeT
pa3Mep OJIHOro MOJIHOro BHTKA, T. €. 10—12 map HyKJI€OTUIAOB, a CpeOHAS
NJIMHA COCTaBJIseT OKOJIO 7—8 HyKJeoTHAHbIX map. Bcero B 16S PHK
E. coli, cornacHO NpUBEOEHHOM CXe€Me BTOPUYHOM CTPYKTYpHl (puc. 42),
MOXXHO HacYHUTaTh 0K0JI0 60 cripaner (06003HaYeHBI HOMEpPaMH B KBaJpa-
THKaXx), T. €. B CPEIHEM OJHA crupalib Ha 25—30 HYK/IEOTUAHBIX OCTATKOB.

3. Kpome cTaHmapTHbIX YOTCOH — KpHMKOBCKHX I1ap OCHOBaHHMH, a
umeHHo G-C u A -U, nna cnupanern pubocomHorn PHK oka3sanuch
xapaktepHbiMH napel G - U. B cocraBe crnupanen pubocomHonn PHK,
kak 41 B TPHK, wu3penka Moryr BcTpeuarbed mnapel G- A, a Takxke
«rapotuBocTOAHUS» A C u U U. HexaHOHHMYecKMe Mapbl 4Yailie BCTpeyva-
1o1cd B mMHHBIX cnupanax PHK (B camolt ninMHHOW cnupan 3’-KOH-
uesoro panona 16S PHK E. coli, coctosinern u3 22 map OCHOBaHHM,
umeetcss 7 map G- U u 3 mapet G - Al).

4. B cnupansax pubocomHon PHK BcrpevaroTcs oOHO- U OABYHYKJIEO-
TUOHBIE OOKOBBIE MeT/H (C oAHOro 00ka); 3TO MOYTH Beceraa MypuHOBLIE
HYKJIEOTHOBI (CM., HanpuMep, G31, A746 A1441 A A958—959) []0CKOCTH
OCHOBAaHHMH TaKHUX II€TE/JIb MOI'YT OPHMEHTHDPOBATHCA IIEPIEHIUKYJIAPHO
IJIOCKOCTSIM OCHOBaHMUM CNHpasd (T.e. MapajjieJibHO OCH CIIHUpAii) H,
TakuM 00Opa3oM, CIyXHUTh THAPOPOOHBIMH IUIOLIAOKAMH IJI1 CTIKHMHT-
B3auMozencTBusa Goka cnimpanu ¢ apyrumu ydactkamu PHK npu ¢popmu-
POBaHHM TPETHYHOM CTPYKTYyphbl. (BcTpedaroTcd Takxke M Oojiee OJIMH-
Hble OokoBble meTaM—oT 3 no 10—14 HyKJIEOTHOHBLIX OCTAaTKOB; OHH,
onHako, 6ynyr, ckopee Bcero, GopMHUpoBaTh COOCTBEHHYIO CTPYKTYpY, TakK
YTO TaKHe MecTa, MO-BUIMMOMY, JIyYllle pacCMaTpHBaTh KaK INepephIBbI
B CIIMpPaJIsiX.)

5. IIpeoOnanarolMM THUIIOM CIIMpajied SBISIOTCS «IIMHJIBLKH», T.e€.
cnupaii, 00pa3oBaHHbIe KOMIIJIEMEHTAapHBIM B3aUMOIEHCTBHEM CMEXHBIX
y4acTKoB enu. CornacHo MoaeH (puc. 42), B 16S PHK E. coli nx HacYUThI-
BaeTcs 27 (0603HauYeHBI HOMePaMH B KpyxKkax). K «IInmuibkaM» 4acTo npu-
MBIKAIOT CNMpaJibHble YYaCTKH, OT/eJIEHHbIE OT IINUIbKH JIMILb KOPOTKHM
HEKOMIJIEMEHTApHBIM YYacTKOM (TIOCJIEAHHM MOXET IPeACTaBJIATh coO0oM
CTPYKTYPY KaKOro-To MHOIO THMNA); B L[EJIOM «IUIHJIbKa» U IIPUMBIKAIOLas
K He#l CIupajib MOryT o0pa3oBLIBaTh €QUHYIO «COCTaBHYIO climpajb». Ha
monenn 16S PHK E. coli Takue «COCTaBHBIE IUNMHJILKH» 00pa3oBaHbl CIIH-
panmsmu 4 u 5; 10 u 11; 16 u 17; 18 u 19; 20 u 21; 25, 26 u 27,
28, 29, 30 u 31; 32 u 33; 34 mn 35; 36 u 37; 43 u 44; 48 u 49;
52 u 53; 54 u 55; 57 u 58; TakuM 00pa3oM, «COCTaBHbl€ ILNHJIbKH»
MOKPBIBAIOT 3HAYMTEJIbHYIO YaCTh BCEM BTOPHUYHOM CTPYKTYPHI.

6. HMeeTcs HECKOJIBKO OAJIbHUX KOMILJIEMEHTAPHBIX B3aHMOIENCTBHH,
CIapvBalOIUIMX OTHAJIeHHble DPAaHOHBI IMMOJMHYKJIEOTHAHONM Lenu. Haubo-
Jiee BaxXHbIMH B 0011eM cBopaunBaHuM 16S PHK E. coli v 060cobnenuu
€¢ IOMEHOB SIBJIIOTCS TPH NaJIbHUX KOMIIJIEMEHTapHBIX KOHTAKTa: MEXIy
y4yacTKaMH MocjieaoBaTesIbHOCTU 27—37 U 547—556 (cnupaip 2), Mexnay
yyacTkaMH 564—570 u 880—886 (cmupanp 22) M MexXHy ydacTka-
MU 926—933 u 1384—1391 (caupanp 38). /[IBO¥HBIE CNHpaJM B 3THX
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MeCTaxX CKPeIUISIOT HavaJio ¥ KOHEL OTPe3KOB MOJIMHYKJIEOTHIHOM LieNH,
obpasyrommx jobocobneHHsie nomMeHbl cTpykTypbl PHK (cM. Huxe). Cne-
ayeT OTMETUTb TakXe «MeHee OajlbHUE» KOMIUJIEMEHTapHbIE B3aHMO-
OeNCcTBUS: Mexay ydacTkamMu 39—47 u 394—403 (crmpangﬁ}), MEX Oy
yyacTkaMd 576—580 u 761—765 (cnupaysp 23) M MeXOy yuacTKa-
MH 946—953 n 1228—1235 (cniupanp 40); 3aeCh TakXke 00pa3yroTCs BaXHbIE
[BOWHBIE CIHpaH, cTabunusupyromue csopaunsanne PHK B moMeHHyro
CTPYKTYpY.

16S PHK comepXHUT HECKOJIbKO MOCTTPAHCKPMILIMOHHO MOAUdHLHU-
pOBaHHBIX (MMHOPHBIX) HYKJIEOTHAHBIX OCTAaTKOB (CM. pHC. 14), U mouTH
BC€ OHHU JIOKAJIM3YIOTCS UMEHHO B HECMAPEHHBIX Yy4acTKax LeMH, B OCHOB-
HOM B 3’-KOHLeBOM TpeTH Mojieky/bl. B 16S PHK E. coli umeroTcs m§A
(nBa c6JI0KMPOBAaHHBIX OCTaTKa B MeT/ie 3'-KOHLEBOH LIMHJILKH, MOJIOXeE-
uus 1518—1519), m?G (oauH octaTok, nosoxxeHue 527), m2G (aBa ocrarka, ro-
noxeHus 966 u 1207), mSC (nBa ocTarka, mosoxeHus 967 u 1407), m4Cm
(oauH ocTaTok, moJioxeHue 1402) u mU (nmonoxenue 1498). MHorue u3
3TMX MHHOPHBIX OCTAaTKOB 3BOJIIOLIMOHHO KOHCEpBaTUBHBI M HaOJIIO4AIOT-
cq y opyrux 6aktepuii. UHTepecHO, 4TO 3’-KOHIIeBas ILUMHJIbKA, BKIHOYal0-
mas cnupanb U3 10 map HyKJIEOTHIOB, OKa3blBaeTCd WHBAaPMAHTHOM IS
uspecTHeix 16S u 18S PHK, um nBa c6/10KMpOBaHHBIX M$A B TOPLICBOM
neTie WINUIbKKA TaKXe 0053aTe/IbHO MPUCYTCTBYIOT KaK y MPOKapHOT, TaK
U Y 3yKapHoT.

MoaupuuupoBaHHBIM OCTaTKOM, a TaKXe HYKJICOTUOHBIM MNeT/IAM
CIHpaJied MPHUIMCHIBAIOT BaXHYH POJIb B OpraHH3allMd Y4YacTKOB MoJie-
KyJIbl, y3HaBaeMbIX OejlkaMH, H B y4acTHMH B (YHKIMOHA/JIbHBEIX LEHTPaXx
pHOOCOMBI.

23S (28S) PHK

IlepBuuHas cTpykTypa pubocomuon 23S PHK E. coli Takxe Obli1a yCTaHOB-
JleHa KaK ee NpsIMbIM XHMHKO-IH3UMATHUYECKHM aHAaJIM30M, TaK U NMyTeM
cekBeHupoBauus JIHK ee ksioHMpoBaHHOro reHa (puc. 44). O{HOBpeMEHHO
¥ HEKOTOpoe BpeMs CHYCTSd ObIM CeKBEeHHMPOBaHbI TakKXXe BbICOKOMOJIH-
mepHble PHK 6osbmor pubocoMHOM cyOYacTHLBI pfia APYTUX OpPraHU3-
MOB, a TaKXe XJIOPOIUIaCTOB U MHMTOXOHIPHH, KOTOpble [ajii MaTepHall
IS CpaBHHUTEJIbHO-3BOJIIOIIMOHHOIO aHajiM3a. Bechb apceHal MeTOHOB,
npuMeHeHHbIH B ciay4yae 16S PHK, Ob1 Hcnosb3oBaH [Jid H3Y4YEHUS
BTOpHYHOM CTPYKTYphl 23S PHK, U OblIM HaimeHb! NPUHLMIIHAIBHO TE Xe€
3aKOHOMEPHOCTH H ocobeHHOCTH. CxeMa MojJeJiId BTOPUYHOM CTPYKTY-
pot 23S PHK E.coli nana Ha puc. 45. Kak u B 16S PHK, okojio
noJioBHHbI WJIH O6osiee octaTkoB Lenu 23S PHK oka3biBaloTCS BOBJIEYEH-
HbBIMM B NBOKMHBIE CNHpajd. Bcero MoXXHO HacuMTaTh HECKOJIbKO Oosiee
100 unauBMayanbHBIX ciupasnen. Hanbosee sipkum otiiuurem ot 16S PHK
ABJISE€TCS, MO-BUAMMOMY, KOMILUIEMEHTapHOe clapuBaHHe 5’-koHLa 23S
PHK c ee 3’-kOHLIOM; OOBOJIbHO CTaOW/IbHasi COBepILEHHas IBOMHas
CIHpasp M3 8 map HYKJIEOTHOB yAepXHUBaeT 00a KOHLIa BMeCTe, B 3Ha4YHU-
TeJbHOM Mepe GHUKCHPYS OOLUyI0 CBEPDHYTOCTh LIEMH B KOHEYHYHO KOM-
naktHyio cTpykrypy. Kak u B 16S PHK, mapei G-U He peaxocTs B
cnupanax 23S PHK. Kpome Toro, B cnupajsx umerorcs napel G- A u,
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Puc. 44. Hykneotuanas mnocjenoBaTelbHOCTs pubocomuon 23S PHK E. coli
(mo J. Brosius et al. Proc Nat. Acad. Sci. U.S. A., 1980, v. 77, p. 201-204;
C. Branlant et al. Nucleic Acids Res., 1981, v. 9, p. 4303-4324)

Oosiee penko, HEKOTOpble ApYrMe HeKaHOHWYECKHe mapel. B crmpansx
BCTPEYAlOTCS OJHO- U ABYHYKJIEOTHIHble OOKOBbIE MMET/HM, Yallle BCETrO
¢ A (HO ObIBalOT W Opyrue).

B xavecTBe MOCTTPaHCKPUIILIHOHHO MOANGHUMPOBAHHLIX (MUHOPHBIX)
Hykseotunos 23S PHK E. coli umeer W (3 octatka), T (2 ocTaTka),
méA (2 ocratka), m'G, m’G, Gm, Cm u HeuAeHTU(HUUUPOBAHHbIE MPO-
u3soadele U. YacTh uXx cOJIOKMpOBaHAa, KaK HAalpuMep, B IOCJIeI0BaTE Ib-
HocTax 745—747 (m'GY¥T)u 1911-1917 (WAACU*AY), a yacTh paccesiHa,
HO TIOYTH HCKJIIOYMTebHO (KpoMe oaHoro W u omHoro T) B omHOTsIXe-
BbIX paMOHaXx.

Kak u B cinyyae Manbix BbicokomosmMmepHbix PHK, sykapuoTuueckue
26S-28S PHK o0ka3bIBalOTCSi rOMOJIOTUYHBIMH, OCOGEHHO IO BTOPUYHOM
cTpykType, OakrepuanbHoum 23S PHK, HO MMeIOT psii KpymHbIX BCTaBOK.
B 28S PHK Miexonutarommx, kotopas Ha 1500 HyKJIeOTMOOB IUIMHHEE
26S PHK npoxokeil, XxapakTepHOM 4epTOM SIBJISIETCS CylLeCTBOBaHUE psla
G + C-6oraTbix CerMEHTOB, MO-BUOUMOMY, CHJIBHO CTPYKTYpUPOBaHHBIX
M BCTaBJIEHHbIX B 3BOJIOLMOHHO KOHCEPBaTMBHbIE YYaCTKH; MHOTOa OHH
obOpa3yloT oueHb IMHHbIe cnupaad. HaubGonee npUHUMIHAILHBIM OTJIM-
yreM 3yKapuoTHueckux pubocomHpix PHK 6obiiion cy64yacTHIbl SIBJSETCS
CYLLIECTBOBaHME 5'-xkoHLIeBOro 160-HykJieoTHOHOro ¢parMeHTa B BHUJE
otaenbHou uenu 5,88 PHK (puc. 46). OnHako 3ykapuotuyeckas 58S PHK
TaKk TeCHO BcTpoeHa B CTpykTypy 28S PHK, 6Gynyuu cmapeHa ¢ Hed B
CTaOWIbHBIE CMNMpajd, MO-BUOAMMOMY, B TpeX MeCTaX, 4YTO TOBOPHUTb O
HEl KaK O CTPYKTYPHO CaMOCTOSITEJIbHOM MOJIEKyJie He TIpPUXOOUTCH.
HencturensHno, 58S PHK o6pasyer cama u c 28S PHK Bropuunyio
CTPYKTYpY, MOOOOHYIO TOM, YTO BbLIBOAMTCS I KOBaJIEHTHO-HENpEpPbIBHOM
5'-koHIIeBOM uacTu GaktepuanbHou 23S PHK (cMm. pasnmen 4 3Tow riaBbl).

35S PHK

[onubie mepsBuuHble cTpykTypbl 5S PHK kak mpokapuot (E.coli), Tak u
3yKapuoT (4esioBeK) ObLIM OmpenesieHbl 3a40Jro n0 paboT MO CTPYKType
BbICOKOMOJIMMEpPHbIX pubocomubix PHK, eme B 1967 r. (B rpynmax
®. Csnrepa u C. M. Bencmana, coorBercTBeHHO). C Tex MOp cTaiu
U3BECTHbl MHOIME [ECATKM NepBUUYHbIX cTpykTyp 5S PHK u3 pubocom
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I 5-KOHELL 3-KOHEU

Puc. 45. Cxema BEpOSATHOM BTOPMUYHOM CTPYKTYPhI pubocomuom 23S PHK Esche-
richia coli (mo C. Branlant et al. Nucleic Acids Res., 1981, v. 9, p. 4303-4324;
C. Glotz et al. Nucleic Acids Res., 1981, v. 9, p 3287-3306; H. F. Noller, et al.,
Nucleic Acids Res., v. 9, p. 6167-6189)

23S PHK pa3nesniena Ha wecTb AOMEHOB, 0603HaYEHHBIX PUMCKHMH UHGpaMu
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Puc. 46. HykneoTunHas MOC/IeHOBAaTE/bHOCTb M CXeMa BEePOSTHOM BTOPUYHOM
CTpyKTYpbl ppubocomuoi 5,88 PHK 3ykapuoT (XKHBOTHBIX):

3a OCHOBy B3aTa mnociegosatensHocts 5,88 PHK muexonurarommux (mo R. N. Nazar et al. J. Biol.
Chem., 1975, v. 250, p 8591-8597); B ckoGkax AaaHBi 3aMeHbl MM BCTABKM HYKJICOTHIOB,
koTophle Moryr Habmonatscs B 5,88 PHK Apyrux TakcOHOB XHBOTHBIX — NITHL, PENTHJIHA,
3eMHOBOAHMX Ha¥ pub6 (V. A. Erdmann, Nucleic Acids Res., 1981, v. 9, p. r25-r42); noxauno
BO3MOXKHOE KOMIUleMeHTapHoe cnapuBanve 5,85 PHK ¢ 5'-kc IM 10 !

28S PHK muiin (mo T. A. Walker et al. J. Biol. Chem., 1983, v. 258, p. 333-338)

. UGGCGAUUCUCAGCp 5'-koHey, 5,8S PHK
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caMbIX pa3JIMYHBIX OPraHHU3MOB.
3TO MO3BOJWIO TPOBOOUTHL HX
CPaBHEHME KaK IS BbISIBJIEHUS
MyTer MOJIEKYJISPHOM 3BOJIIOLIMH
U (WIOreHeTUYECKOro pOOCTBA
TaKCOHOB, TaK MU U1 NPOBEPKH
MpeaCcKa3bIBa€MbIX  BTOPHUYHBIX
CTPYKTYP Ha OCHOBE FOMOJIOTHY-

HBIX 3aM€H HYKJIEOTHUIOB.
5S PHK, kak npaBusio, He
COOEPXUT MOCTTPAHCKPHUITLIUOH-
HO MOOU(DUIIUPOBAHHBIX (M-
HODHBIX) HykJieoTUaoB. OIHaKO
Puc. 47. O606mieHHas cxema BTOPDHYHOH CTpPYK- Yy psilla BUNIOB IPOXOKEH, a Takxke
Typn pubocomuon 5S PHK: Y 3BIJICHBI, UMEECTCS ¥. B oueHb
NATh CAMPANbHEX yd9acTkoB Monekyin 58 PHK o6osna- peOKHX CJIydassX OTMeEYaroTcs
HCHM PUMCKHMH UHGpaMu Jpyrie MHHODHbIE HYKJIEOTH-
bl — HaTIpUMeEp, MO AUPHIIUPO-
BaHHBIH C y apxebakTepuu

Sulfolobus acidocaldarius.

W3 cpaBHEHWs HYKJIEOTHAHBIX MocienoBaTeabHocTer 5SS PHK pa3nuuHbIxX
TaKCOHOB 0COOEHHO XOpOILLUO BHIHO, HACKOJIbKO 3BOJIFOLIMOHHO KOHCEPBAaTHUB-
ubt pubocomuble PHK. Tak, uenoBeubss 5S PHK otimuaerca or 5S PHK
PENTUIIMA BCEro 2—3 HyKJIEOTMOHBIMH ocTaTkamH, a oT 5S PHK nsarymek —
7—8 octratkamu. 5S PHK pxu oTiMyaeTcs OT TakOBOM TOMaTa BCEro 2,
a or 5S PHK daconu —5 HykaeoTHMAHBIMM ocTaTKaMd. CTonb ke OnmM3Kku
mexay coboir 5S PHK pasznuuHbix BUOOB Oansul. MAeHTHYHBI WM CO-
ZepkaT eIMHUYHble Hyk/JeoTHAHble 3ameHbl 5S PHK rpamoTpuuaTesnbHbIX
6GakTepun, OTHOCSILMXCS K KHLUEYHOM Tpynie U MPUMBIKAIOLIMM poaamM
(Escherichia, Salmonella, Aerobacter, Erwinia, Serratia, Proteus, Photobacter
U 1p.).

OnHOBpEeMEHHO C oIpeesieHHeM MepBUYHbIX cTPyKTYp 5S PHK nmenamucs
MHOIOYMCJIEHHbIE TMOMbITKHA MpeacKa3aTb €e BTOPUYHYIO CTPYKTYpy. TecTu-
poBaHHEe OMHOTSKEBBLIX YYaCTKOB C IOMOIIBIO HyKJea3 M XHUMHYECKHX
areHToB, MOIU(MUIMPYIOLMX HecllapeHHble OCHOBaHMS, [1aBaJi0 3KCIepHU-
MEHTAaJIbHYI0 OCHOBY IJI1 3THUX ITOMbITOK. Ho peuaionmm 3mech BCe-Taku
c/ieqyeT TMPU3HATb CPaBHUTEJIbHBIA TMOAXOJ, OCHOBaHHbIM Ha YKJIaJKe
MHOTOYHMCJIEHHbIX HM3BECTHBIX MepBUYHBLIX CTPYKTyp 5S PHK B ogHOTHIHBIE
BTOpPUYHbIE CTPYKTYpbl. JleMCTBUTEIbHO, BCE M3BECTHbIE NEPBUYHbIE CTPYK-

. Typel 5S PHK MOXHO yJOXHTb 3a CYET CaMOKOMIUIEMEHTapHOCTH MX
y4acTKOB IO cXeMe, NOKa3aHHOM Ha puc. 47 (cxemMa o06061iaeT npuH-
LMIHAJIbHO IOXO0XKHE MOOEJId BTOPUYHOM CTPYKTYpbl, MpeI0OXKEeHHbIE
psiaoM aBTopoB). Ha puc. 48 nmaHbl KOHKpPETHbI€ NMEpPBUYHbIE U BEpPOSITHbIE
(npencka3aHHble) BTOpHuHbie CTPyKTyphl 5S PHK 1ectu mpencraBurtenem
IJIaBHBIX LAPCTB (3BOJIOLMOHHBIX BETBEH) XKUBOr0 MHUpa — rpaMOTpHLIATE b-
HbiIx Oaxtepunn (E.coli) (a), rpaMmosioxuresbHbIX Oaktepunt (Bacillus
subtilis) (6), MeTabakTepuit, uu apxebakrepuit (Sulfolobus acidocaldarius) (B),
pacteHuit (Secale cereale) (r), rpuboB (Saccharomyces cerevisiae) (o) u
XHUBOTHBLIX (Homo sapiens) (e).
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Ilpexxne Bcero, B 5S PHK 5’'-koHLIEBOM yyacTOK LiellM KOMIUIEMEHTapeH
3'-KOHLEBOMY Y4YaCTKy M o00pa3dyeT ¢ HHM MpPOYHYIO IJIMHHYIO [BOMHYIO
cnuvpajip M3 9—11 map HykneoTuaoB (crHpanb l). Bcs BHyTpeHHsI Hykjieo-
TUAHAas TMOCJIeNOBAaTEJIbHOCTh YKJIa[bIBaeTCs B [IBE COCTAaBHblE ILIIbKH.
OnoHa CcOCTaBHasi LUMWIbKA YETKO pas3feisieTcss Ha OBa NBYCHHpPaJIbHbIX
y4yacTka — COOCTBEHHO LUMWIbKY M3 6 Map HYK/JI€OTHOOB ¢ 0ONbLION TOp-
ueBon nerned M3 11—13 ocratkoB B painioHe 40-ro HykJieoTuaa (CIH-
panb IlI) ¥ OByCNMpalbHbIA YYacTOK M3 7—8 HYKJIEOTHOHBIX nap (Cmu-
pasib 1l), coeaMHEHHBbIM C Mpeablayller CHUpajibi0 HEKOMIUIEMEHTapHbIM
parioHoM. [lpyrasi cocTaBHas lLNHJIbKA C MaJieHbKOM TOPLIEBOM METJIEH U3
2—4 HYK/JICOTHAHBIX OCTaTKOB IIPEACTaBJiseT COOOM IMOYTH HENPEpPLIBHYIO
[IBOVIHYIO CIMpaJib, HO, KaK IpPaBHJIO, COAEPKALIYI0 HECKOJIbKO He(eKTOB,
TaKMX Kak HEKaHOHMYECKHEe Tapbl, BbINET/IUBAIOIIMECS HYKJIEOTHIAHbIE
OCTaTKM M, 4acTO, HeclapeHHble HYKJIEOTHObl B cepeluHe; MOITOMY OHa
0oObIYHO MOXeT ObITb pa3buTa Ha ABe moacmupanu (crupans IV U cnu-
pajib V).

O6wmue ocobeHHOCTH BTOPHUHOM CTPYKTyphl 5S PHK Te e, uTo 6bLau
oTMeudeHbl s BbicokononuMmepHbix PHK (cM. pasmen B.1l,3). Ocobo
cleayeT MOAYEPKHYTb BCTPEYaEMOCTb TAaKUX HEKaHOHHYECKMX ,TMap, Kak
G-U u G- A. Kpome Toro, Bo Bcex BHYTpeHHMX crnupaysx (II—V) vacto
BCTPEYAIOTCS OQHOHYKJIEOTHUOHblE W [BYHYK/JIEOTHAHble OOKOBbIE METJIH;
B OONBUIMHCTBE CjlyyaeB BLIMETIMBAIOTCS A, HO ObIBalOT W [Opyrue
OCTaTKH.

M3 gaHHBIX MO [OOCTYIMHOCTH HYyKJiea3aM M XHMHYECKHM peareHTaM
cnenyeT, 4ro Oonbluas TopueBas mneTis crnupanu Il U HecnapeHHbIN
parioH Mexnay cnupaismu II u III, a Takxke «UI0XO CMApeHHbIE» OCTAaTKH
cocTtaBHOM crupayii IV—V, He mpocTO pa3BepHYThl, a OOBOJIBHO CHIbHO
CTPYKTYPHUPOBaHbI; MpearoiaraeTcs UX y4yacTHe B OpraHM3allMM TPETUYHOM
ctpykrypbl 5S PHK, koTopasi 1ioka He M3BeCTHa.

HHTepecHO, YTO TopLeBble U OOKOBbie METIM YaCTO XapaKTEePU3YHOTCS
6osiee KOHCEpPBaTUBHOM MEPBHYHOM CTPYKTYPOHM, YeM CIHMpaJibHbIE YYaCTKH.
Bonbuiasi TopueBasi MeT/is CHOMpaJbHOM LMWIbKUA III comepXUT MOJyMH-
BapUaHTHYIO MOCJIE10BaTEIbHOCTb:

U u
CCGALC,

HEeMoCpeACTBEHHO MPHUMBIKAIOLIYI0 K CIHUPAJIbHOMY y4acTKy (y Bcex IMpo-
kapuor oHa CCGAAC, y pacreuun CAGAAC, y rpub6os CCGAUC,
a y mo3BoHouHbIX *MBOTHbIX CUGAUC). Ee TeTpaHyk/JIeOTHAHas 4acTb
GA‘,{C, MpUMBbIKaKOLLIas K CNMpasid, HEeJOCTyNHa Hykijea3am, T. e. IIO-
BUIMMOMY, CTpYKTypHpoBaHa. Yepe3 ueTbipe OCTaTka OT Hee IO Ha-
NpaBJIeHHIO K 3’-KOHLly HMMeeTCsi MOJIyMHBapUaHTHas ABYHYKJIEOTHIHAas
6okoBass merns —uaule Bcero AA, Ho y rpuboB UA, YA wm CA
(CA Ttakxe y HEKOTOpBIX BBICLLIMX pacTeHHUI). XapaKTepHO, YTO 3Ta METIs
Bcerna ¢aHkupoBaHa aByMs G, KOTOpble crapeHbl B NMPOTHUBOIIOJIOXKHOM
Taxe ¢ OByMs cMexHbiMM C, obGecrneuuBasi, MO-BUAMMOMY, CKpEIUICHUE
NBOMHOW CHHpaJid B MecTe mnerau. [lamee uyepe3 TpU OCTaTKa IO Ha-
TIpaBJIEHHIO K 3’-KOHLly BCeraa NMpUCYTCTBYET ellle HHBAPHAHTHBIN AYIUIET AA,
Tenmepp YyXe B HecOnUpaJbHOM panoHe, Mexay cnupaismud II u IIL
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B cnupanu II, B ee 3'-Tsaxke,
MOYTH BCeraa HMeeTCs HH-
BapUaHTHasi OQHOHYKJIEOTH/I-
Hast OokoBas MeTisi—Yy IIpo-
KapuoT # rpuboB, kak mpa-
BUWIO,” A (y apxebakTepui
MOXeT OTCYTCTBOBATh), ¥ pa-
cTeHMH — U, y XUBOTHBIX —
C; 3a Hew Bceraa ciaenyet G,
cnapeHHbln ¢ C MPOTHBOIIO-
JIOXKHOM LIEMNH.

4. CTPYKTYPHBIE JIOMEHBI
N KOMITIAKTHAS CAMOYKIJIAZ-
KA MOJIEKY.J PHK

ITpouHoe cnapuBanue 5'-
3’-KOHLIEBBIX YYAaCTKOB LIEMH
SIBJISIETCS, TO-BUAMMOMY, Xa-
paKTepHbIM CBOWCTBOM CTa-
omwmHeix  cTpyktyp PHK.
OOpa3oBaHHe TakoW uepell-
KOBOM CIIMpaJIM 3aBepllaeT
CBOpPaYMBaHHWE IIPOCTPAHCT-
BEHHOW CTPYKTYphl U (PHKCH-
pyer ee. B npuHuune ¢ukca-
LU KOHLIOB HOJDKHA HEHU3-
6eXHO MPUBOAUTH K CTaGMITH-
3al[Md BHYTPEHHMUX CITHpaJier
M [OpYrMX THUIOB YKJAIKH.
3aMbIKaHHEe KOHIIOB IpYr Ha
Apyra BHOCHT eIlle U OOMoJI-
HHUTEJIbHbIA BKJIaJl B KOMIIaK-
TH3AIUI0 CTPYKTYDBI.

TPHK sgBnsioTcs nepBbIM
HU3BECTHBIM NPUMEPOM TaKOM
opranuzauun. VI3 mnpenvioy-
IIero paszeia BHOHO, YTO
pubocomunie 5S PHK Toxe
HMEIOT TIPOYHYIO YepeIllKOo-
BYIO CITMpaJTb, 06pa30BaHHYIO
5'- ¥ 3'-KOHLUAMH ee Lenu M,
O0YEeBHUIHO, GUKCHUDYIOILYIO ee
oOiyio yknanxy. B BbICOKO-
MOJIMMEPHBIX  PUOOCOMHBIX
PHK cyumecTtsoBaHue mnpou-
HOM (COBEpILIEHHOW M JOCTa-
TOYHO [JIMHHOW) CITMpaJiy,
oOpa3oBaHHOM yJaJleHHBIMH
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yYacTKaMH LIEMH, MOXET CJIy-
XKUTb BEPHbIM IIPHU3HAKOM
OTHOCHTEJIbHO HE3aBUCHMOM,
KOMIIaKTHO CBEPHYTOM CTPYK-
Typbl yYacTka LENH MeXIy
HuMU. Takne caMo3aBepinen-
Hble CTPYKTYPHBIE OoMeHbl, C
MPOYHBIM CIIADMBAHHEM HX
5'- ¥ 3'-KOHLIOB, SBJFIOTCH
BaXHEHIIMM  KOHGopMalu-
OHHBIM MOTHBOM 006€HX BHICO-
KOTIOJTMMEPHBIX pHOOCOMHBIX
PHK.

16S (18S) PHK

Monekyna kak 16S PHK npo-
KapHoT, TaKk ¥ 18S PHK syka-
PHOT MOXeT OBITHL Monpa3ne-
JleHa Ha 3 TJIaBHBIX JIOMe-
Ha: 5'-xonueBoiM (momeH I),
OrpaHHYEHHBIA U CKperlIeH-
HbIM YEpEeIIKOBOM CITHPAJIbIO
U3 10—11 HyKI€OTUAHBIX TMap
(cnupayib 2, oOpa3oBaHHast
TI0C/IeAOBATEIbHOCTIMUA 27—
37 u 547-556 B ciyvae 16S
PHK E. coli, cM. puc. 42),
cependHHbm  (momen II),
UMEIONIUM YepelloK M3 7 Hy-
KJIEOTHMOHBIX Map (cnupamb
22, 0O6pa3oBaHHasd MOCJIEI0Ba-
TEeJIbHOCTAMH 564—570 u 880—
886 y E. coli); 3'-ipokcUMaltb-
ubia (moMeH 1II), orpanuuen-

Puc. 48. HyxieoTHAHbIE NTOCNE0BA-
TenbHOCTH pHbGocomurix 58 PHK
(V. A. Erdmann, Nucleic Acids Res.,
1981, v. 9, p. r25-r42) ¥ UX BepOAT-
Hasd yKjajaka BO BTOPMYHbBIE CTPYK-
TYpsl Yy TIIpeAcTaBHTENIed IIECTH
r71aBHBIX BETBEH 3BOJIIOLINH:

a — rpaMMOTpPHLATETbHAS GakTepHs
(Escherichia  coli); 6 — rpaMMNONOXH-
TenbHass Gaktepusi (Bacillus  subtilis);
6 — apxebaxtepus (Sulfolobus acidocalda-
rius); 2 — pacTeHHe (poxb, Secale
cereale); 0 — rpu6 (apoxxH, Saccharomy-
ces cerevisiae), e — XMBOTHOE (4enopek,
Homo sapiens). [IBycniHpaJbHuie YYaCTKH
MPOHYMEPOBAHBI PHMCKHMH LIHBpamMu
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Puc. 49. OnexTpoHHble MHKpodoTOrpaduM HWHAUBHAYANb-
HbIX MOJIEKYJT H30JMpoBaHHOKH pubocomuon 16S PHK E. coli
B KOMNakTHOM ¢opme H uX Y-o0pa3sHbie KOHTYpHl (cCieBa
BBepXy) (mpemoctasieHbl B. [I. BacunbeBbiM, HHCTHTYT
6enka AH CCCP, IlymuHo):

PHK BHICYLLICHA H3 3aMOPOXEHHOIr0 COCTOSHMS H KOHTPAaCTHpPOBaHA
MyTeM OTTEeHEeHHS MeTa/UIOM (Kak OMMCaHO B MOAMMCH Kk pHc. 33)

HbIV YepeIkoM U3 7—8 Hyk/ieoTHAHBIX nap (cnupab 38, 06pa3oBaHHas rocie-
JoBaTesibHOCTAMHU 926—933 u 1384—1391 y E. coli). BHyTpu nomena I MoxHo
BBIIEJIUTh CYyOIOMEH, OrpaHUYEHHBIH CIIHPAIbI0 U3 6—9 HYKJIEOTHOHBIX Iap
(cmupasis 3, obpa3oBaHHas MocienOBaTeIbHOCTIMH 39—47 u 394—403 y
E. coli). TouHo Tak xe B nomeHe II umeeTcss cyOmoMeH, orpaHHyYeHHbIN
CBOMM uepellkoM (Crupayib 23, mocsieaoBaTe/IbHOCTH 576—580 u 761—765 y
E. coli). B nomene III Toxe BriaensieTcss cyoqoMeH ¢ yepewmkoM u3 8—10 Hy-
KkineoTuaHblx map (cnupaims 40, oOpa3oBaHHas TOCJIEIOBATEILHOCTIMH
946—953 wu 1228—1235 y E. coli). WHTepecHO, YTO yKa3aHHble Cy0IOMEHBI
BHYTPM [OMEHOB HMEIOT TEHIEHLHIO 3aXBaThiBaTh 5'-KOHIIEBYIO 4YacTh
COOTBETCTBYIOILIETO IOMEHA; HE HCKJIIOYEHO, YTO 3TO SIBJISETCS NPaBHUIIOM,
obnervaromiuM cBopaumBanue PHK ¢ 5'-koHma: BO3MOXHO, CyOmoMeH —
KOMIAaKTHO€ PO, Ha KOTOpOE 3aTeM YK€ HaBOpauMBaeTCs IOCJIeayIolas
cTpykTypa OoMeHa. CaMma 3'-koHLeBas MocjieqoBaTeJIbHOCTL 16S wim 18S
PHK pnnuHoy Oonee 150 HyKJIEOTHMAHBIX OCTATKOB HE BXOAUT B COCTaB
NepeYrCIEHHbIX IOMEHOB, HO TOXe CWIBHO CTPYKTYpHpOBaHa (MHOTr1a 0003Ha-
YyaeTcs Kak OOMOJIHMTEbHBIM A0MeH [V); riIaBHBIN 3JIEMEHT €€ CTPYKTYphl —
OTHOCHTEJIbHO IJIMHHBIE U CTaOWIbHBIE IBYCIIHUpabHbIE YYacTKH (3'-KOHIIe-
Basl yHMBepcaJIbHas IUMWIbKa U3 10 map HYKJIEOTHIOB M OYEHb MJIMHHAS
COCTaBHas IUIMHWJIbKA, BKJIKOYalouUiasi 0kosio 30 map HyKJIEOTHIIOB).



16S PHK

DJIEKTPOHHasE MMKPOCKOIHS
nzompoBaHHon 16S PHK B yc-
IOBHSIX, KOrJla OHa KOMIIaKTHO
cnoxeHa (MPUCYTCTBHE IOCTa-
TOYHOTO KoJTMuecTBa Mg2+, criep-
MUOMHA 4 T. IL), IIO3BOJISET,
[0-BHAMMOMY, pa3peliuTh yKa-
3aHHbIE 3 IJIABHBIX CTPYKTYPHBIX
nmomeHa. Ota PHK Bumna kxak
Y-obpa3Hasl cTpyKTypa, C HepaB-
HbIMH BeTBsIMH (puc. 49). py-
MMM CJIOBaMH, BUOHBI TPH KOM-
NaKkTHbIE JIONMACTH WIH [OJIH,
ucxondiide w3 ueHrpa. Ecmu
CPaBHMTb Dpa3MEpLl H QGHIYKO Puc. 50. CpaBHeHHe kOHTYypoB pubocomHom 30S
mopdosioriio Y-o6pasHon PHK  cy6uactuum u ee n3onupoBaiHodt 16S PHK B
¢ TakoBbIMH pHOOCOMHOM 30S  xomnakTHO# (opMEe MO NAHHBIM IEKTPOHHOM
cyOuYacTHIIbI, TO MOXHO BHOETb, MHKPOCKONHH
4YTO OHa XOpOILO BIIUCHIBAETCS B
nocnenHoo (puc. 50). Torna, 3Has yokanuzaumo o6oux koHuos 16S PHK
Ha 30S cy6uacTHIle M JIOKaIH3aI[MIO psina puO0COMHBIX O€JIKOB Ha IEpBUYHOM
ctpykrype 16S PHK u Ha noBepxHocTH 30S cy64acTHiibl (CM. CJIEOYIOLLYIO
IJ1aBy), MOXHO MOEHTU()HULMPOBATh BUAUMBIE BETBH, WIH N0JH, Y-00pa3Hoi
PHK c ee TpeMs CTPYKTypHbIMM NOMEHAMH, BHIBOOWUMBIMHM K3 IIE€pPBUYHOM
¥ BTOPHYHOM CTPYKTYphl. IT0o-BHAMMOMY, HHXHSS BeTBb OykBbl Y IpeacTas-
nseT coboi 5’'-koHIEeBOM noMeH I, dpopmupyromui «teno» 30S cyb4yacTHLIbL.
BepxHsis nnuHHas BeTBb Y-06pasHoin PHK sBnsieTcsa, ckopee Bcero,
3'-npokcuManbHBIM 1oMeHOoM III, BxoasiuM B cocTaB «rosioBkm» 30S cybua-
cTULIbI. BepxHsigs KOopoTkasd BeTBb Y MOXeT ObIThb cepeaIMHHBbIM HoMeHOM II
¥ y4acTBOBaTb B 00Opa3oBaHMM GOKOBO¥ JiomacTH («miatdopmep) 30S cy6-
yacTuubl. COIJIacHO NMPSIMON WMMYHO-3JIEKTPOHHO-MUKPOCKOITMYECKOM JIOKa-
mu3aumy 3'-xoHenl 16S PHK 3aHMMaeT MecTo rae-to Mexnay «roJioBKOW» M
BEPXYILLIKOM GOKOBO¥ JIONACTH, T. €., IO-BUAUMOMY, MEXIY KOHLIAMH BEPXHHUX
BeTBer Y-00pasHon PHK.

Ilopa3utenbHbIM siBASETCS TOT (akT, uTo OoOIIasi ¢hopMa H30JIMpPOBaH-
Ho PHK B KOMIAKTHOM COCTOSSHHM OKa3ajlachb cCHeluM@HYecKkom M Ha-
noMuHasomien dopMmy ucxomHoi 30S cybuacTuupbl (WIM, IO KpadHel Mepe,
BIMCHIBAIOIIIENICS B Hee). OTO TOBOPUT O TOM, YTO, BO-MEPBLIX, LieNb
pubocomuonn PHK cama, Ge3 6esnkoB, crioco6Ha He TOJIbKO 06pa3oBHIBAaTh
JIOKaJIbHbI€ BTOPHYHBIE CTPYKTYpPbl, HO M YKJaAbIBaTbCsd B LIEJIOM, 3aja-
Basi MOpGOJIOTHYECKH YHUKaJIbHYI0 KOH(OpMalMio BCEH MOJIEKYNbI; BO-
BTOpHIX, MMEHHO 3Ta caMoykiaaka pu6ocomnon PHK mpexne Bcero
onpenensieT pa3Mepbl, 00Lyl0 GopMy U pPSO TIJIABHBIX MOP(OJIOrHYECKUX
4epT pruGOCOMHOM CyOUYaCTHLbI.

238 (28S) PHK

Uenp pubocomuoit 23S (28S) PHK cxnanbiBaetcss B 6 (Wi 7) CTpyk-
TYPHbIX NOMEHOB, OrPaHMYEHHbIX, KaK M B MPEIbIOYLUEM CJIyYae, YepELKO-
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Puc. 51. DnextpoHHas MuKkpodoTorpapusi MoJieKysl H30JHPOBaHHOM pHGOCOM-
Hon 23S PHK E. coli B xoMnakTHOH ¢opMe M MX KOHTYphl (cieBa) (IpedocTaB-
nena B. [1. BacunbeBsiM, MHcTHTYT Genika AH CCCP, IlyuuHo):

TPH Ppa3IMYHBIX MPOEKUHH MNPOHyMepoBaHW LHGpamu 1, 2 u 3. PHK Buicymena wu3
3aMOPOXEHHOIo COCTOSSHHS H KOHTpPacTHpOBaHa IYTEM OTTEHEHHUS METAVIOM (KIK
OIHCAHO B MOJNMCH K pHC. 33)

BbIMHU CIMpaJisMi, 0Opa3yeMbIMM TAapHbIM B3aHMOMAEHMCTBHEM yOaJIEHHBIX
y4acTKOB LeMH (CM. puc. 45).

B npokapuormyeckux 23S PHK pgomen 1 o6pa3oBaH 5’-KOHIEBOM
MOCJIEI0BATEJIbHOCTLI0 MPHOIM3UTENLHO M3 500 HYKIEOTHAHBIX OCTaTKOB.
B sykapuotudeckux 28S PHK momen I obpa3yeTcs npd B3aHMMOLEHCTBHH
¢ 5,88 PHK, npencrapnsiomest coboi, Kak yxe OTMeYaJioCh BbIILE,
romoJior 160-HyKJIEOTUOHOM S5’'-KOHLIEBOM ITOC/IEdOBaTEILHOCTH MpPOKapHo-
tuyeckux 23S PHK. B mocnenseM ciiydyae 3'-KOHIeBasi ITOCJIEIOBATEJIb-
Hoctb 5,88 PHK mnpouHo cnmapuBaercs Ha 6osiblioM mnporsxenun (15—
17 HykneoTMAHBIX Map) C 5'-KOHLIEBOM mMocjienoBaTesibHOCTBIO 28S PHK,

50S 23S PHK

Puc. 52. CpaBHeHue kOHTYpoB pubGocOMHOM 50S cyGuacTuubl M €€ H30JIMPOBaH-
Ho# 23S PHK B xoMmnakTHO# opMe, N0 AaHHBIM 3EKTPOHHON MHUKPOCKOMNMH



obecnieynBasi kak Obl MX cpalluBaHue (CM. pUC. 46); C ADPYroy CTOpOHBI,
5’-mpokcuMabHasi (B panoHe 20—30 HYKJIEOTUAHOrO OCTaTKa) ITOCJIEeNO-
paTesibHOCTL 5,8S PHK, mo-BuouMoMy, crnapuBaeTcss ¢ BHYTPEHHHM y4acT-
koM uernu 28S PHK, o6pa3ys uyepewiok momeHa I.

Kak u B cnyyae 16S (18S) PHK, noBosibHO mpoTsbkeHHast 3'-KOHLIeBast
nocnenoBatenbHocTh 23S (28S) PHK He BXOOMT B COCTaB TJIABHBIX [10-
MEHOB, a JMIIb 06pa3yeT HECKOJIbKO chnupajbHbIX wwmwuiek. B 23S PHK
6akTepuin 110-HykneoTuaHass 3’'-KOHLEBasi IMOCJIENOBaTEJIbHOCTb CJIOXEHA
B TPY IINWILKA (OBe MNPOCTble M OOHA COCTaBHAas M3 [BYX CIHpaJiew,
pa3ieJIeHHbIX HeclapeHHbIM Y4acTKoM, cM. puc. 45). B pubocomax xiopo-
[UTaCTOB BbICIUMX pacTeHWH 100-HykjieoTHaHas 3’-KOHLEBasi I0CJie0Ba-
TenmbHOCT, B Henu 23S PHK orcyrcTByeT M mnpenctaBjlieHa B BUOE OT-
nenbHou uenouku 4,55 PHK. 4,55 PHK cxnanviBaeTcs B ABE IIMWIBKH
(omHa mpocTass M OJHAa COCTaBHas M3 [BYX CHMpajiel), TOMOJIOTUYHbIE
(maxe MOYTH MAEHTHYHble) 3'-KOHUeBbIM wimwibkam 23S PHK 6akrepuii.

Vxe orMeuasoch Bbliie (paszgen 3 3ToW riaBel), uTo B 23S PHK
6akTepui caMbli 5'-KOHel| LeMA CrapeH ¢ ee 3'-KOHLIOM (COBepllIeHHas
cTtabuibHasg cndpaib U3 8 HYKJIEOTHAHBIX nap). COOTBETCTBEHHO, B DHU-
6ocoMax XJIOPOIUIACTOB BbICIIMX pacTeHur 5'-koHel 23S PHK cnapen
B Takylo xe cmapaib ¢ 3'-koHuoMm 4,55 PHK. B pubocomax sykapuo-
THUYECKUX OPraHU3MOB 3’-kOHell BbicOkoMoJiekyJisipHou 28S PHK, mo-Buau-
MOMY, CrapeH ¢ caMbIM 5'-koHLoM 5,8S PHK.

3ambikanve 3'-koHua 23S PHK Ha ee 5'-koHel OOJDKHO OTpaxaTb,
CKOpee Bcero, Hekyl OOILyl0 KOMIAKTHYIO CBEPHYTOCTb BCEH MOJIEKYJIbI
U (UKCUPOBATh 3TY CBEPHYTOCTh. DJIEKTPOHHO-MHUKPOCKOIMMMYECKOE U3yUeHHUE
uzomapoBaHHou 23S PHK E. coli B HOHHBIX YC/IOBUSX, 0OecreyrBarOILUX
ee KOMIIAKTHOCTb, [EMCTBUTEJIbHO OOHapyxwio, 4To ee ¢opMa pe3ko
oTimuaeTcss oT TakoBor 16S PHK (rme Her cnapuBaHMs S5'-KOHLIA C
3’-KOHLIOM) B TeX Xe ycijoBusix: MoJekyna 23S PHK oka3biBaeTcs ropasmo
6oJiee OKpyrJioM, MMesl JIMILIb He3HaUYUTEsIbHbIE BBICTYMbI (puc. 51). U onsaTs
Mopa3suTeNIbHbIA (aKkT: KOHTYpsl u3onupoBaHHoW 23S PHK HanomuHaroT
KOHTYPbl MCXOOHOW 50S cy6vacTHUbl, JIMIIL C CWIbHO PeadyLIMPOBaHHBIMU
npotybepanuaMu (puc. 52). Xouercs elle pa3 MOBTOPUTb, YTO, MO-BHOM-
Momy, uemb pubocomHon PHK camoykianpiBaercsi cnieupu4eckd, U 4TO
obias Mopdornorus pubocoMHOM cybyacTHLBI OEeTEPMHHHUPYETCS IPexIe
Bcero ee PHK.
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I'maBa III
PUBOCOMHBIE BEJIKH

1. PASHOOBPA3ME. HOMEHKJIATYPA

Kaxnas pubocoMHasi cyOuYacTHLIA CONEPKHUT MHOIO pa3/IMYHBIX OeskoB,
U OOJBILIMHCTBO M3 HHUX MPEACTaBJIEHO JIMILIL OJHOM MOJIEKYJION Ha
pubocoMy. B 3TOM COCTOMT KOpPEHHOE€ OT/IMYHE CTPYKTYPHO aCHMMETpHY-
HOro puOOCOMHOro pUOOHYKJICONMPOTEeUaa OT BUPYCHBIX HYKJIEONPOTEHIOB,
00pa30oBaHHBIX 3a CYET YMOPSAOOYEHHOM YMAKOBKM MHOTHMX HIEHTHUYHBIX
6enkoBBIX CyOBbenuHul. OTKpbITHE M [OKAa3aTeJbCTBO 3TOro (pakra, rijas-
HbIM 0Opa3oM B nmuoHepckux McciaenoBanusx JK.-II. Basiepa, ycraHoBuiio
ONVUH M3 BaXKHEMILUWX TNpPHUHIMIIOB CTPYKTYPHOH OpraHU3auMd pubocom.

JlyymiuM crnocoGoM aHaJIMTHYECKOro pa3fesieHduss puOOCOMHBIX OeJikoB
ABJIsieTCs 3JIeKTpodope3 B rejie. Yke IPH OOHOMEPHOM TIeJib-3JIEKTPO-
tdopese B OEHATypUPYIOLIMX YCJIOBHSX MOXHO TMOJIyYUTh 3HAYUTEJIbHOE
dpaxuMoHpoBaHde pyOOCOMHBIX O€JIKOB MO 3apsily M MOJIEKYJIIPHOM
Macce (pasmepy). Cpeau puOOCOMHBIX OeIkOB OOJIBLLIMHCTBA XKHUBBIX
OpraHu3MoB Mpeo6/1ajaloT YMEPEHHO OCHOBHBIE ITOJIMIENTHIbI, XOTsI BCeraa
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MMEeTCs M HECKOJIbKO HEHMTPalbHbIX M KHUCJBIX OesikoB. MoJiekyssipHble
Maccbl pHOOCOMHBIX Oe€JIKOB BapbHPYIOT B OCHOBHOM OT 10000 mo 30000
[anbTOH, M JIMIIb €JUHUYHBbIE OeNKM [OCTHraloT MAacchl OKOJIO 60000—
70000 nanbToH. B mpokapuotudeckux pubocomax Manas (30S) cy6yactuia
coaepXuT okoso 20, a Gonbluas (50S) —okxono 30 pa3nIMYHbIX GenKoB.
B ’ykapuoTuyeckux pubocomax 6GeskoB Gosbiue: Manas (40S) cybuyacTuua
umeeT okoJsio 30 GenkoB, a Gosbiuas (60S) —oxomo 40. Kak yxe orme-
yaJIoch, MOYTH Bce (HO He Bce!) OeNKH comepkaTcs JMINL 10 OOHOM
MoJieKysie Ha pubocomy.

ITonHoe aHanuTHUYecKoe pa3pellleHHe BceXx PHUOOCOMHBIX O€JIKOB nO-
CTUraeTcs C MOMOIIbIO IBYMEPHOTO reJib-3JIeKTpodope3a B AEHATYPUPYIOLIMX
ycioBUsIX. YaoOHas cucteMa pasgeneHus Obula mpemtoxeHa J. Kanbt-
wMUHATOM ¥ I'. BUTTMaHHOM: OHM HCMOJIb30BaM 8%-HbIM IOJMaKpHIIa-
mMuaHbin reap npu pH 8,6 mis anexTpodopesa B mepBOM HalpaBJIEHHH
u 18%-Hein rensr nmpu pH 4,6 BO BTOPpOM HampaBJieHMH. B 3THX ycio-
BUSX pa3fessuiich Bce Oenkn 30S cybuacTuupl U Bce Genku 50S cy6-
yacTuupl E. coli. TIpuMep Takoro pasneiieHus 6esikoB oOeMx pHOOCOMHBIX
yacTHL[ B cJierka MoauHULMpOBaHHOM CHUCTeMe OaH Ha puc. 53 U 54.
IlepBoe HampaBjieHHE 3JieKTpodope3a B PBIXJIOM rejie NMpU HEHUTPaJIbHOM
W4 cierka ieso4HoM pH obecmeunBaeT aBHXKEHHE KHUCJIBIX M HEMTpaJib-
HbIX O€JKOB BJIEBO, K aHOAY, B TO BpeMs KaK OCHOBHbIe OeJKH MMr-
pUpYIOT BIpaBO, K KaTOdy, pa3fie/isisicCb B OCHOBHOM Mo 3apsay. Bro-
poe HampaBJjieHHe 3JieKTpodope3a B IUIOTHO CIIMTOM rejie IPH KUCJIOM
pH obecreuuBaeT aBM)XXEeHHWE Bcex O€JKOB B OOHY CTOPOHY —K KaTody
(BHM3), M B MX pa3lejieHHMe OGOJIbILION BKJIaJ BHOCUT pa3Mep pa3felisieMbIX
KOMIIOHEHTOB (4eM MeHblle, TeM MOIBHXKHEE).

Pa3fesieHde B BbillIEyKa3aHHOM CHCTEME JIERKO B OCHOBY COBPEMEHHOM
HOMEHKJIaTypbl pHOOCcOMHBIX 6enkoB. BpuUlo mpemtoxkeHo 0003Ha4YaTh pH-
6ocomubie 6enky LUdpaMH MO MOPSAAKY CBEpXy BHM3, KaKk 3TO BHOHO Ha
IBYMEpHBIX 3JieKTpodoperpammax (puc. 53 u 54). benku Manon (small)
pubocoMHor cybuactuupl (30S wiu 40S) ormevaroTcs MHIOekcoM S (S1,
S2, S3, u T. n.), a 6enkn Gosbuion (large) pubOcOMHOM CyO4YacTHLbI
(50S wm 60S) —cooTBeTcTBeHHO, MHOekcom L (L1, L2, L3, u 1. n).
Manas cy6yactuia pubocoMsl E. coli comepxut 21 6enok, or S1 mo S21.
Bosnbuias cy6uactma puOOCOMBI COmEpXHUT 32 pa3uyHbiXx Oenka, oT
L1 mo L34; msarHo, o6o3HayeHHOe IepBOHa4YaJlbHO Kak L8, He mnpen-
cTaBasger coboi ormenbHoro Oesika, a sBAsieTCS KOMIUIEKCOM OesikoB
L10 u L12; msaTHa, o6o3HaueHHble kak L7 u L12, okazamuch OOHMM M
TeM xe OenkoMm, U L7 sBisieTcs juib N-aleTWIMPOBaHHBIM IPOU3BOI-
HbiM L12. Benok S20 B MaJion cybyacTule oKa3ajics MOECHTUYHBIM Oesky
L26 B 6Gompwonn cybuactuue. Takum o6pa3oM, 70S pubocoma E. coli
COEPXHUT 52 pa3nuyHbIX OeJika.

Kucneizt 6emox L7 /L12 pubocom E. coli (120 aMMHOKHUCIIOTHBIX OCTaT-
KOB, MOJIeKy/IsipHasi Macca 12200 Oa/IbTOH) SB/ISETCS YHHUKAIbHBIM B TOM
OTHOLIIEHUM, YTO MpeCTaBJIeH 4eThIpbMs MOJIEKYJIAaMH Ha pubocoMy; OH,
Mo-BUOAUMOMY, 0Opa3yeT TeTpaMep C MOJIEKYJISIPHOM Maccod okxoJio 50000
JaNbTOH. AHJIOrM 3TOro Kucjoro Oenka uMeroTcs B pubocomax Bcex
OPraHM3MOB, BK/TIIOYAs KaK MPOKAapHUOThI, TAK U 3YKapUOThIL

Kpome 6Genkos S20/L26 u L7/L12, Bce octaibHble Oesku HMMeroTcs
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Puc. 53. [BymepHoe 3jekTpodopeTHYeckoe pasneneHre OenkoB pubocoMHOM
30S cybgactuunl E. coli u ux Homenknarypa (nmo E. Kaltschmidt, H. C. Wittmann
Proc. Nat. Acad. Sci. U.S.A., 1970, v. 67, p. 1276—1282):
neppoe  HanpaBiieHHe (FOPM3OHTaNbHOE): 4%-HHIH TNOJHAKPHIAMHIHMHA reib, COACPEAIIHA
8 M wmouesuHy, pH 8,6, BTOpOoe HampaBjieHHe (BEPTHKa/IbHOE, CBepXy BHH3). 18%-HwA
NOIMAKPHIAMHIHBIH reJib, coAepXxauiHi 6 M mouesnHy, pH 4,6

3 pubocome E.coli Tonbko B omHoMm 3K3emiuigpe. HaubGonee xpymHbin
Genok comepxurcs B Majior cybuactuue; 310 S1 (557 aMHHOKMCIIOTHMX
OCTATKOB, MOJIeKy/isipHas Macca 61160 manbTOH), OH AOBOJILHO NAOGWIBLHO
cBS3aH ¢ pHOOCOMOM H JIETKO TepsieTcs NpH BbiaejieHMH. OcTajbHbie
©enkM MHOro MeHbllie MO pa3Mepy, MOJIEKY/IIpHass Macca cambiX KpyI-
HBIX M3 HUX (S2, S3) —okomo 26000 manbToH. Camblie MajieHbkHe Geku —
L29, L30, L31, L32, L33 u L34 —npenctaBnsiioT co60li OCHOBHbIE IOJIH-
nenTuapl ¢ JUIMHOM OKOJIO 50—60 aMHUHOKHMCJIOTHBIX OCTaTKOB (MOJIEKY-
JgpHasi Macca okxosio 5000—7000 n[ajdbTOH), MU BCE COCPEIOTOYEHBI B
6onbiiont pubocoMHom cybuactuue. Pa3mepsl pubocomubix 6enkoB E. coli
npeacTaBiieHbl B Tabu. 1.

B 3ykapHoTHYeCKMX pUOOCOMax HMeEIOTcS OeJIkU ¢ MOJIEKYJISIPHBIMHU
MaccaMu Mexay 26000 u 60000 najibTOH, B OONOJIHEHHEe K Oosiee MeJIKUM
Oenkam (cMm. Bielka, 1982).
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Puc. 54. IIsymepHoe 3nexTpodopeTHUeckoe pasaeneHue OeskoB pubocoMHoM 50S

cybuactuusl E. coli ¥ ux Homenknartypa no E. Kaltschmidt, H. G. Wittmann Proc. Nat.

Acad. Sci. U.%.A., 1970, v. 67, p. 1276—1282):
natHo L 34 Ha 31O 3nexTpodoporpamme He BUAHO/VCIIOBHA Pa3fie/IeHHs Te Xe, YTO Ha PHC. 53/
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Ta6auya 1. Pasmepnl pub6ocomubix 6eakoB Escherichia coli

0603Haue- | KonuuectBo | Monexkynsip-| Paauyc 0603Haue- | Konnuectso | Monekynsp-| Paauyc
HUe Genka | aMuHO- Has Macca, |MHepuMH, A HMe Genka [ aMHHO- Has Macca, [MHepuuu, A
KHCJIOTHBIX | danbTOH (1A = KHMCJIOTHBIX | OaJbTOH (1A =
0OCTaTKOB 0,1 Hm) OCTaTKOB 0,1 HM)
S1 557 61159 |58, 63%(?) LS 178 20171
S2 240 26613 L6 176 18832
S3 232 25852 16* L7/L12 120 12206
S4 203 23138 18, 31* L9 148 15696
S5 166 17514 14* L10 165 17736
S6 131 15187 14* L11 141 14872
S7 177 19732 15, 14* L13 142 16019
S8 129 13996 13, 13* L14 120 13227
S9 128 14569 13* L15 144 14981
S10 103 11736 12* L16 136 15295
S11 128 13728 13* L17 127 14365
S12 123 13608 13* L18 117 12770
S13 117 12968 L19 114 13002
S14 98 11191 L20 117 13366
S15 87 10001 13, 12* L21 103 11564
S16 82 9192 12 L22 110 12226
S17 83 9573 L23 99 11013 13*
S18 74 8896 L24 103 11185
S19 91 10299 L25 % 10694
S20-L26 86 9553 L27 84 8993
S21 70 8369 L28 77 8875
L29 63 7272
L30 58 6411
L1 233 24599 26* L31 62 6971
L2 272 29730 L32 56 6315
L3 209 22258 2% L33 54 6255
L4 201 22087 20* L34 46 5380
* BesvuuHbl 6Oe3 3Be30MKH — MHHHMMAJIbHbIE , TMoJy 1€ OIS M30JIHPC x GenkoB B
THOW KOHGOP ( L. N. Serdyuk et al. FEBS Lett., 1978, v. 94, p. 349-352). 3B¢3104Yk0# OTME9EHbI

panMychl HHEPIIMH, NOyYeHHble M1 6enkoB in situ (6e3 MX BbiACJCHHS) C NMOMOLIbIO TEXHHKH HEHTPOHHOTO
paccesuust (V. R. Ramakrishnan et al. J. Mol. Biol, 1981, v. 153, p. 739-760; K. H. Nierhaus et al.
Proc. Nat. Acad. Sci. U.S.A., 1983, v. 80, p. 2889-2893).

2. IEPBUYHBIE CTPYKTYPbI

B HacTosilliee BpeMs ompenesieHbl MepBUYHbIE CTPYKTYpbl BCeX PHOOCOM-
Hbix OenkoB E. coli. Ilomapnsioinee OOJBIIMHCTBO TEPBUYHBIX CTPYKTYp
6bUTO ycTaHOBJIeHO rpynmoin B. BurtManu-JIu6oabn B oraene I'. Burr-
maHHa (3an. Bepnun). CpaBHeHHME 3TMX II€PBUYHBIX CTPYKTYp IIOKa3aJio
¥X MOJHYfO HeMepeKpbIBAeMOCTb;, KaXIbili pHOOCOMHBIN OeJIok HeNCTBH-
TeJIbHO OKa3aJici YHMKaJIbHbIM II0 CBOEH aMHHOKHCJIOTHOW TIOCJieoBa-
TEJIbHOCTH, U HUKaKUX TOMOJIOTHMH Mexay 6ejlkaMu 3aMeTUTh He yOalioCh.
Takum oOpazoMm, B pubocome E.coli umeerca 52 pa3jMuHbie aMHUHOKHC-
JIOTHBIE MOCJIeA0BaTEeJIbHOCTH.

Kakux-1n60 NpUHUMNHANLHBIX OCOOEHHOCTEN TMEepBHUYHBIX CTPYKTYp
pubocomubIx 6€IKOB MO CPaBHEHHIO C OOBIYHBIMM pPacTBOPUMBIMH TJIO-
OynsipubIMH GesikaMH OTMe4eHO He ObU10. BOJIBIIMHCTBO MOCJIeIOBaTE Ib-
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HOCTEH, OQHAKO, COAEPXUT IOBLILIEHHOE KOJMYECTBO JIM3MHOBLIX M apru-
HUHOBBIX OCTaTKOB, MHOrJa B BUIE JIM3MH-aprUMMHOOraThiX 6JI0KOB, YTO
npsiMO CBsi3aHO, Mo-euauMoMy, ¢ PHK-cBsi3bIBalolIMMHM CBOMICTBaMU puboO-
COMHbIX 0eJIKOB M 0O0YyCJIOBIMBaeT MX CyMMAapHBIA TMOJIOXHTEJbHBIN 3a-
psinl (OCHOBHOM XxapakTtep). Bo MHorux Oenkax OTCYTCTByeT TpumTodaH.

IlepBUYHBIE CTPYKTYpbl PUOOCOMHBIX O€JIKOB CHJIbHO KOHCEpPBAaTHBHBI
B JBOJIIOLMOHHOM OTHOLIEHUH. Bo BCkQM cilyyae, MeXIy 3KBUBaJIEHT-
HbIMM PHOOCOMHBIMM OeJikaMH MpeACTaBHUTEIEN ABYX Pa3IMYHbIX IPYyNN
9y0axkTepui — rpaMOTpPULIATENIbHbIX OakTepur (Escherichia) U rpaMIIOIOXH-
TeJbHbIX OakTepun (Bacillus) —Habmonaercs 6osblliag rOMOJIOTHST aMKHO-
KHUCJIOTHOM TIOCJIeI0BaTE/IbHOCTH, KaK MpaBWiIo, He MeHee 50% aMMHO-
KMUCJIOTHBIX OCTAaTKOB B MOJIMIIENTHOHON LIEMM COOTBETCTBYIOLLEro Oeika
coBMajalT. TOYHO Tak ke 3HAYMTESbHass TOMOJIOTMS aMMHOKHMCJIOTHOM
[0CJIeI0BAaTEIbHOCTY MPOCIeXUBaeTCS Mexay OeskaMu pubocoM pasnuu-
HBIX 3BOJIIOLIMOHHO YIAJIEHHBIX 3YKapMOTHYECKMX OPraHM3MOB; XHUBOTHbIE,
BbICLLIME PACTEHHs1 M TpUOBI MOryT OOHAapyXWBaTb TOMOJIOTHIO HX 3KBH-
BaJICHTHbIX PUOOCOMHBIX OenkoB no 40—50%. UHTepecHO, 4uTO apxebakre-
pun (MeTabakTepuH) TOXE UMEKT HEKOTOPYH) FOMOJIOTHIO MX PUOOCOMHBIX
6e/IKOB ¢ 3KBUBaJIEHTHBIMH Oenkammu 3ykapuor (oo 20—30%), HO MaJio
TOMOJIOTMM, WM COBCEM HHKaKOW, ¢ pUOOCOMHbIMU OesikaMu 3yOakTepuid.

3. NPOCTPAHCTBEHHBIE CTPYKTYPbI

PubocoMHble OeJIKM XapaKTepHU3yIOTCd B OCHOBHOM IJIOOYJIIDHOM KOMIIAKT-
HOM KOHopMmalMen, ¢ pa3BUTOM BTOPUYHOM U TPETHYHOM CTPYKTYpOH.
OnHO BpeMs LIMPOKO PpacHpOCTpPaHWIOCh yOexneHue, 4To pUOOCOMHbIE
Oenku ABIAIOTCA O0COOEHHBIMH, HE IMOXO0XHMHM Ha OObIYHBIE rJI00YIsIpHbIE
6enku; coobmanocs 06 MX CWIBHO BBITAHYTOM WJIM CWIbHO PBIXJION
KoH(oOpMaLMK, MHOTAa pa3BeTBJIEHHOW MO Bcel puOOCOMHONM cybuacTuue.
OnHako CKOpO CTajJi0 MOHSTHO, YTO PbIXJIble KOH(OpPMALMK H30IMPOBaH-
HbIX pUOOCOMHBIX O€JIKOB MpeACTaBiAsIOT cobon apTedakT, SBJIAIOLLMICS
cJIeICTBMEM HH3KOM CTaOMJILHOCTH HMX HaTHBHOHM KOH(opMaluu BHe pHOO-
combl. KondopmManus pubocoMHbIx OesikoB cTaOmIM3MpyeTcs NMpUH B3aHMMO-
nevicteun ¢ PHK u gpyr ¢ apyroM. TeM He MeHee, mpu co6oaeHNH
ONpeeIeHHbIX YCJIIOBUM OOJIBIIMHCTBO PUOOCOMHBIX OEJIKOB MOXHO Bbi-
eJIiTh B HHIMBMAYaJIbHOM BHMIE B KOMIAKTHOM KOH(OpMaLMH, I0-BH-
auMoMy, 6ru3koi Kk HaTHBHOHM. OKa3ajloCh BO3MOXKHBIM Tak)Ke IMPOJAEMOH-
CTPUPOBaTh KOMIIAKTHOCTb psina pUOOCOMHBIX OenkoB in situ, B cocTaBe
pUOOCOMHOM YaCTHIIBL

Takum o6pa3oM, pubocomHble 6eslku He OTJIMYAIOTCS NPUHLMIMAILHO
OT OOLIYHBIX pPacCTBOPHMMBIX IJIOOYJIApHBIX O€JIKOB MO CBOEN KOMIIAKTHOCTH
U oOleH cTenmeHH CBEPHYTOCTH MOJIMIENTHUAHOM LN BO BTOPUYHBbIE M
TpeTUYHbIE CTPYKTYpbl. KOMIIAKTHOCTH HEKOTOphIX PHOOCOMHBIX OelkoB
B CpPaBHEHHH C pSJIOM OOBIYHBIX PAacCTBOPHMBIX TIJI00Yy/IsApHBIX O6esKoB,
B TEPMHHAX MX paJMyCOB HHEPLMH, NEMOHCTpHUpyeTcs Ha pHC. 55. Ha
puc. 56,a OaH CIEKTp KPYroBOro OUXPOM3Ma OJHOrO M3 PHOOCOMHBIX
6enkoB E. coli — S15 —, mMOKa3bIBaIOLIMIA BHICOKYIO OOJIIO BTOPUYHOM CTpPYK-
Typbl (a-cipasieri) B HeM. Ha puc. 56,06 naH crekTp simepHOro NpoOTOH-
HOr0 MarHMTHOIO pe30HaHca 3TOro xe Oejka, U3 KOTOPOro BHIOHO Cyllie-
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Puc. 55. 3aBMCHMMOCTb paJHyCcOB HHEPUHH HEKOTOPbIX pHOO-
cOMHBIX ©OenkoB E. coli OT HX MOJIEKYJISPHOM Macchl (mo

I. N. Serdyuk et. al. FEBS Lett., 1978, v. 94, p. 349-352;
J. Mol. Biol., 1980, v. 137, p. 93-107).

Jlns cpaBHeHMsi TaKXe NAHbI PAAMYChi MHEPLUMH NMPOTHB MOJIEKYJISAPHOM
MacChl OIS HEKOTOPbIX THUNHYHBIX T06ynspHbix GenkoB — NM3OUMMa
(Lys), muorno6una (Mb) u remorno6uxa (Hb). Haknow npsmon
3TOM 3aBHCHMOCTH COCTaBsieT 1/3, 4TO XxapakTepHO AJii FOMOJIOrHYHO-
ro psaa Genxos rnobynspHon kommnakTtHoM ¢opmul. (InoGynspuas
xoMnaxTHas koHdopmauus 6enkop BoBce He O3HavaeT MX cdepHue-
cko ¢GOpMBI M NOMyckaeT oOnpelesieHHbe BAPHALHH AaKCHAIbLHOTO
OTHOLUEHHS 3KBHBAJIEHTHOTO 3J/UIMNICOMIA BPALLCHUSA)

CTBOBaHME CrELUPHUYECKOr0 OKPYXEHHMSI OCTATKOB apOMaTHYECKMX aMHHO-
KHCJIOT, FMCTUOMHOBLIX OCTaTKOB M METW/IbHbIX rpynmn 6esika, yka3biBalo-
LLIEr0 Ha €ro pa3BUTYIO TPETUYHYIO CTPYKTYpY.

BMecte ¢ TeM, MO Kpa¥WiHe Mepe HeKoTopble pubocomubie 6Genku
MOTyT HWMeETb HEKOMIIaKTHbie «XBOCTbl». Hanpumep, 6Gesnox S6 E. coli
XapaKTepu3yeTcsi HaJlM4ueM CWIbHO KHCJIOM C-KOHLEBOM [MOCJe10BaTejIb-
HOCTH, KOHYAIOLLENCS HECKOJIbKUMHU [JIIOTAMHHOBBIMM OCTaTKaMH IMOAps,
KOoTopasi Bpsif JIM BKIOYeHa B roOyiasipuyro dacth 6Genka. Bemok S7
SBJISETCS THUIHWYHBLIM KOMITAKTHBIM TJIOOY/sipHBIM O€sIKOM, HO B LUTaMMe
E.coli K oH uMeeT MOMOJHUTE/LHYIO MOC/IeqoBaTeIbHOCTh Ha C-KOHLe,
KOTOpasi, NO-BUAUMOMY, He SBJIsseTCS HEeOOX0OMMOM 4YacTbio €ro rio0y-
JISPHOW CTPYKTYPBI.

PsnoM ocobeHHocTel OTJiMUaeTcss KHUCibli Oeymok L7/L12. Vxe yka-
3bIBaJIOCh, 4TO B pubocome OH oOpasyeT TeTpamep. B pactBOpe cTabumib-
HOM gBisieTcsl ero AuMepHas ¢opma. JIumep Genka L7/ L12 —3To xecTkas
BBITSIHYTasl MaJIoOYKooOpa3Hasi MOJIEKyJla C paJuycOM HHEPLHUHU OKOJIO 4 HM
(anuHa okono 10 HM mpu MoJsekyasipHon Macce 25000 manbToH). B Ter-
paMepe OHM YJIOXKEHbI, MO-BUOVUMOMY, IapajulesibHO, (HOpMHUpPYs MNaI0YKo-
ob6pa3Hbiil cTepkeHb 50S cybuacTuusl (cMm. 11 B.I). MoHoMepHas cy6benu-
Huna 6enka L7/L12 okasamack NMOCTPOEHHOM H3 OBYX OOMEHOB — IJI00Y-
nsapHoro C-koHLeBoro (0kojio 70—80 aMHUHOKHCIIOTHBIX OCTaTKOB) M He-
ro6ynsipHoro (BeITAHyTOro) N-koHUeBoro (mpubimsutensHo 40 aMHHO-
9%
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Puc. 56. CrniekTpbl LHUPKYJISPHOrO AUXPOHM3Ma M TNPOTOHHOrO sAEpHOro
MarHMTHOro pe3oHaHca pubocomHoro Oenka S15, NeMOHCTpUpYIOLIHE
CylleCTBOBAHME BTOPMYHOM M TPEeTHYHOH CTpYKTypel (mo Z. V. Gogia
et al. FEBS Lett., 1979, v. 105, p. 63—-69):

a — CnexTp UMPKYJSpHOTO AMXpOoH3Ma. PaccYMTaHHOe M3 CMEKTpa COJaepxaHue
o -CIMpaJIbHOM KOH(GOpMAUMH cocTaBasieT He MeHee 70%, 6 — CniekTp NMPOTOHHOTO
SAMP 6enxa S15 B komnakTHOWM ¢opme (BBEpXY), B CPaBHEHHH CO CMEKTPOM TOro
xe Genka B ACHATYPHPYIOLUHUX YCJIOBMSX — SM MovYeBHHe (BHH3Y). B ciyvae xoMnakT-
HOTO Genxa BMAHBI pPE3OHAHCHbIE JIHHHM OT B3AHMOJACHCTBHS a/JMPATHUECKHX
AMHHOKHMC/IOTHBIX OCTATKOB C apOMAaTH4YeCKMMH OCTATKAMHM B KpaiHe BbICOKOMNOb-
HoM o6nactu cnextpa (0,1—0,8 M. 10.), ILIHPOKHE TMEPEKpHIBAIOILMECS JIHHHH
HENnoNAPHLX aNMPATHYECKHX OCTATKOB B YMEPEHHO BBHICOKOMOJAbHOW 06nacTu
(0,8—3,5 M. 1.) M COBMI'M CHTHAJIOB APOMATHYECKHX OCTATKOB B HH3KOMNOJbHOW 061acTy
(6,5—8,5 M. 1), XapakTepH3yiolllue TPETHUYHYIO CTPYKTYpy Genka



KMCJIOTHBIX OCTAaTKOB), CO€IMHEHHBIX
JIETKO pacllerISeMbIM «ILHAPHHUPOM®,
IToxoxe, uTo ABe N-KOHLIEBbIE aJJTAHUH-
boraTeie MOCJIeIOBaTEIbHOCTH 0Opa-
3YIOT XECTKMHM OMCIHUpaNbHBIA KOMII-
Jiekc (IBe MmapaJijieSibHble O -CITUPaJIH),
Y [IB€ TaKHue Inapbl GOpMHUpPYIOT B pU0O-
COM€ OCHOBHYIO 4acTh MaJIo4k006pa3-
Horo ctepxHs 50S cyb6uacTuubl. Co-
IJIaCHO OJHOM MOJENM, CIUpajd B
IUMepe aHTUIapaJUTeSIbHbI (puUc. 57, a),
Y TOrJa B TeTpaMepe [Ba 100y IIpHbIX
JoMeHa o00pa3yloT NpOKCHMAJIbHYIO
yacTh L7 /L 12 cTepxHs, a 1Ba APyrux —
IUCTaNIbHYIO (raHTesieobpa3Hasi CTpyK-
Typa). Ilo mpyrou mMomesu cy6be 1MHU-
ubl 6enka L7/L12 ynoxeHsl mnapaj-
JnenbHo (puc. 57,0), Tak YTO B TeTpa-
Mepe YeThIpe IJIoOyJibl 06pa3yroT WU
OCHOBaHMe, MM koHeny L7/L12
P Geta L7712 ot oot supmanima  ©TCHEL
(0 A. T. Gudkov ot al. FEBS Lett. 1977, L7 /I]:J;gﬁgmp“['."" AOMEH 47_?236"(_3
v. 82, p. 125-129; C. A. Luer, K. — P. Wong . coli (pparMeHT )
Biochemistry, 1979, v. 18, p. 2019-2027, Te€pBbIM O€JKOBBIM 3JIEMEHT pHUOO-
A. Liljas. Prog. Biophys. Molec. Biol., COMBI, KOTOPbIH ObLT 3aKpUCTaJIJIU30-
1982, v. 40, p. 161-228): BaH U TNPOCTPAHCTBEHHAs CTPYKTypa
a — aHTHNapaJuleNbHas yKnaaka;, 6 — napajuieib-
was yxnanxa: N # C — nanoukoo6pasume N- KOTOPOro Oblla yCTaHOBJIEHA pEeHTre-
X e ¥ rnoGynapHbie C-Ke ie nomenn, HOrpaUYECKMM METOJOM C pa3pe-
COOTBETCTBEHHO weHueM 0,17 HM. BropuyHasi CTpykTypa
ro0ynpl  BKJIIOYAET O -CIIMpaId |
B -CTPYKTypY; MX IOCJIeJOBaTeIbHOE PacIosIoKeHHe BAOb MOJIMIENTUIHON
uend— faoPaf. B mpocrtpaHcTBe oHM  00pa3yloT [OBa CJOS: TpH
O -CIIMpaJii YJIOXeHbl B OOUH CJIOW, U aHTHIapa/lUlesibHas .f -CTpyKTypa U3
Tpex Tsbker oOpasyet mOpyrow ciion. CxeMaTHYeCKH IPOCTPAaHCTBEHHas

CTPYKTypa rjio0yaspHe™ 0 noMeHa 6enika L7/L12 mana Ha puc. 58.

4. BEJKOBBIE KOMILIEKCBHI

OOHUM M3 CPaBHUTEJILHO MSTKHX CIIOCOO0B OMCCOLMALMM PUOOCOMHBIX
0eJIKOB OT pUOOCOMHOM YacTHLBI CIYKUT 0OpaboTKa BBICOKMMH KOHIIEHT-
paLusIMM OOHOBaJEHTHBIX cosier, Takux kak CsCl, LiCl, NH4Cl. 3amedeHo,
4TO0 MHOrve OesKH OHCCOLMMPYIOT MPH 3TOM HE KaK HMHIAUBHAYyaJibHbIE
MOJIEKYJIbI, a Tpynmamu. OTO OTPakaeT OIpedesICHHYI) KOOMepaTUBHOCTb
yoepxaHus OelkoB B cocTtaBe pHOOCOMHOM YacTHIBL. B HekoTOphIX
ciiyyasix Tpymnbl O6eJIKOB MpencTaBisIOT co60i O6e/IKOBble KOMIUIEKCHI,
LIEJIMKOM yIajisieMble M3 YaCTHLBI PacTBOPOM COJIM BHICOKOM KOHLIEHTpa-
uMd. OOHUM M3 TaKUX CTaOWIbHBIX KOMIUIEKCOB SIBJISIETCS IEHTaMep,
oOpa3yeMbIii OHOM MoJiekyinoi 6eska L10 u teTtpamepom Oenka L7 /L12.
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Puc. 58. CxeMa mNpoOCTPaHCTBEHHOW CTPYKTyphl rJIo6y/IsipHOTO
C-xoHLeBOro nomeHa pubocomuHoro 6enka L7 /L12: neHtovyHoe
u3o0paxeHHe xona NoNUNenTUAHOW uenu (no A. Liljas, Prog.
Biophys. Molec. Biol.,, 1982, v. 40, p. 161-228; M. Leijonmarck
et al. Nature, 1980, v. 286, p. 824—-826)

OH u3bupartenbHo ymansercas u3 50S cybuacTuusl 06paboTKONM CMecChIO
1 M NH4Cl ¢ 3TanonioM. COOTBETCTBEHHO, Takoe ynaleHue Jumuaer 50S
cybuacTully ee cTepxHs. B koMmIiuiekce kak 6eymok L10, Ttak u Geyok
L7 /L12 obnamaloT CylmieCTBEHHO OoJbilied CTaGWIBHOCTBIO MX TJIOOYJIAp-
HbIX CTPYKTYp, YeM B HHIMBHUIYaJIbHOM COCTOSIHUHM. IleHTaMepHBIA KOMII-
JIEKC MOXET ObiTh B JIaOMJIbHOW accolMallMH C ellie oogHUM 6esikom —L11.

[pyroit mpuMep KoMiUiekca —mapa 6esikoB S6—S18. HMHTepecHO, 4TO
o otaenbHOCTH 3TH 6enkn, U ocobeHHO S18, kpaiiHe HeCTaOHIIbHBI;
S18 BoOOLIE TPyAHO MOJIyYMTh B KOMIIAKTHOM KOH(OPMALMH B H30JIH-
POBaHHOM COCTOSIHHM MpH OOBIYHBIX ycjioBUAX. OnaHako, oOpa3ys KOMII-
nekc, 6enku crabunmsupyroT koHpopmaumio aApyr apyra. Komruiekc mpen-
cTaBjIsieT o000 KOMMAKTHYIO CTPYKTYpY IJI00yJISpHOrO THIA.

benok-0enkoBbie KOMIUIEKCHI MOTYT WMrpaTh OYeHb BaXHYI0 pOJib B
CTPYKTYype M (yHKkuMH puOOCOMBI, ydacTBys B (OpDMHPOBaHMHM 4YeETBEp-
TUYHBIX CTPYKTYp €€ (PYyHKLIHOHAJIbHBIX LIEHTPOB.

5. BSAUMO/IEICTBHSI C PHBOCOMHBIMHM PHK

YerBepTUUHBbIE CTPYKTYpbl (PYHKIMOHAJILHBIX LIEHTPOB pUOOCOMBI (OpMH-
PYIOTCS Takxke U ¢ y4acTueM pubocomMubix PHK.

HuskomonexkynspHas pubocomuas PHK —5S PHK — B3aumonencTByet
¢ psagoM OenkoB 50S cybGuacTuipl, 06pa3yss ¢ HHUMH KOMIUIEKC, JIOKAaJIH-
3yIOIMICS B pafdOHEe LIEHTPAJIbHOrO MpoTybepaHua (CM. MpeablayLIyrO
rnaBy). Tpu OGenka—L5, L18 u L25—06pa3yioT HOOBOJBHO MPOYHBIM
Hykeonporeuaubini KoMmiviekc ¢ 5S PHK. C 3tum komriuiekcoM 6oitee
NabUIbHO B3aMMOJENCTBYIOT Takxe Oenku L2, L3, L15, L16, L17, L21,
L22, L33 u L34. OT0oT 0OJBILION KOMIUIEKC YyXX€ TNpPOSIBJISET HEKOTOpbIE
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(pyHKLIMOHaNIbHBIE CBOWICTBa: OH MoxeT cBa3piBaTb TPHK M umeer ompe-
nejieHHoe cpoacTBo K 30S cybuacTuue.

AHaJIOTMYHA CUTyallUs M B cJIyyae 3ykapuoTudyeckux pubocoM. 5S PHK
nme4yeHH Kpbichl 06pa3yeT koMiuiekc ¢ 6enkamu L5, L6 u L18 pubocomHomn
60S cybuactuuml; Genku L7, L8 u L35 Gonee nabmwibHO cBsi3aHbl B
KoMIUIekce. Dykapuoruueckas 5,85 PHK, npencrasinsioniast coboit cTpykTyp-
HbIi TOMOJIOT 5'-KOHILIEBOHM I10CJIe0OBaTEIbHOCTA IMPOKapUOTHYECKOH 23S
PHK, BcTynaeT B KOMIUIEKC MOYTH C TeM xe Habopom Oenkos: LS,
L6, L7 u L18. B pe3yabtate MoxeT ObiTb 00pa3oBaH €OUHBIM KOMII-
nekc, comepxaumn 5SS PHK, 58S PHK u 6enku L5, L6, L18 u np.
OTOT 3yKapHMOTHUYECKHI KOMILIEKC 00/1amaeT GQyHKLIMOHAIbHOM aKTHBHOCTBIO:
OH MOXeT cBsa3biBaTh TPHK.

OcoOblit MHTEpeC MpencTaBIsAOT, KOHEYHO, B3aUMOOEHCTBUSA pUOOCOM-
HbIX 0€JIKOB ¢ BbICOKOMNOJUMepHbIMU prubocomMubiMu PHK (16S u 23S PHK
npokapuoT Wi 18S u 288 PHK 3ykapuoT), u60 OHM mnpencTaB/sAOT
co00¥i OCHOBHOWM KOBAaJICHTHbIM KapKac M CTPYKTypHOE AP0 PHOOCOMHBIX
cybuactuu, Ilo-BuauMoMy, O6OJBIIMHCTBO PHOOCOMHBIX O€JIKOB KOHTaK-
THPYIOT M TaKk WIM HHa4Ye B3aHUMOLENCTBYIOT C BbICOKOIOJIMMEPHBIMH
pub6ocoMHbiMd PHK. OnHako cpeid HMX MOXHO BBbINEJIMTH CIELHaJIbHbIE
«cepaueBuHHbie» PHK-cBs3biBatole Oesikd, KOTOpbi€ MPOYHO B3aHUMO-
IENCTBYIOT ¢ cooTBeTcTBywIler pubocomHon PHK, 6onee unu MeHee
He3aBUCMMO OT apyrux GenxoB. Takumu 6Genkamu Manon (30S) pubocom-
HOM cybuacTuupl E. coli, He3aBUCHMO BCTYMAIOIUMMH B KOMIUIEKC C
16S PHK, sasnstorcs S4, S7, S8, S15, S17 wm S20. Kaxnapii M3 HHX
CBSI3bIBAETCS TOJMBKO cO crnemmduueckum MectoM Ha 16S PHK, ysHaBas
€ro HyKJICOTHOHYIO IOCJIEI0OBATE/IbHOCTb M MPOCTPAHCTBEHHYIO CTPYKTYpY.
DTy MHOCJIeIOBATE/IbHOCTh MOXXHO BBISIBUTh TaKMM IyTEM: H30JIMPOBaHHBIH
6Genok nmobaBnsercs k pubocomHo PHK, B pe3ynnraTe uvero oOpasy-
ercs cneuubuyeckur 6enok-PHK-koMIUIekc;, KOMIUIEKC NepeBapHBaeTCs
puOOHYKJIea30H, TaK YTO HETrWApOJIM30BAHHOM OCTaeTcs JiMillb Ta 4acTh
HYKJICOTUOHOH MOCJIEOBATE/IbHOCTH, KOTOpash 3akphiTa OesikoMm; 3Ta 3a-
LIMILIEHHas] IOCJIeI0BaTE/IbHOCTh OMpede/isieTcs H, TakKuM oDOpa3oM, HOeH-
TudHLMpyeTca. [Ipyro MeTon JIOKa/IM3aLMH OeJIKOB Ha MEPBHYHOM CTPYK-
Type pubocomior PHK — koBajieHTHast CIUMBKa (HampHMmep, GOTOMHIYLH-
poBaHHas) Genka ¢ PHK HemocpeaCTBEHHO B COCTaBé PHOOCOMBI, ¢ MO-
CleyIolMM yIajieHHeM HeCIUMTHhIX OesikoB, nepesapusanneM PHK c no-
moiupio PHKa3pl ¥ HaeHTHdMKaLMel CIIMTOro OJIMrOHykjieoTnna. Pacno-
JIOXKEHHE MECT CBSI3bIBAHHS BbIllleyKa3aHHbIX ilieCTH OenxoB BOOJb LIENH
16S PHK cxemaTuyecks moka3aHo Ha pHc. 59,a. BumgHo, 4to Oesku
S4 u S20 (a Takxke S17, He MOKa3aHHBIM HAa PUCYHKE) KOMIUIEKCHPYIOTCS
B panoHe 5’-koHLeBoM TpetH 16S PHK (momen I), 6enxm S8 u S15
B3auMOZeNCTBYIOT ¢ cepenuHor 16S PHK (momen II), a Gemok S7 umeer
MECTO MOCaJxy B panioHe 3’-kOoHIeBOM TpeTu uenu 3Tod PHK (momen III).

MoxHO yka3aTh parOHBI BTOpHYHOM CTPYKTypnl 16S PHK, y3HaBaembie
HEe3aBHCHMMO CBsi3bIBarolIUMHCH OenkamMu. Besiok S8 y3HaeT, cBsi3biBaeT
U 3allMILaeT OT HykKJlea3 UIMHHYIO COCTaBHYIO cnHMpasb 25—26 B nomeHe Il
(cM. puc. 42). Benok S15 3aHMMaeT HEMOCPEACTBEHHO COCEOHIONI, II0
HanpaBieHui0 Kk 3'-koHUy PHK, mimHHYIO cocTtaBHyr cnupajib 28—29—30.
Benok S4 y3HaeT U CBs3bIBaeT ILMWIbKY, BKJIIOYAIOLUYIO crnvpanu 20
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Puc. 59. CxeMa pacnoiOXeHHs: MECT CBS3bIBAHHS  «CEpOUEBHHHBIX» pHOO-
coMHBbIX OenkoB BaoabL ueneir pubGocomunix 16S PHK (a) m 23S PHK (6)
(o S. Mizushima, M. Nomura, Nature, 1970, v. 226, p. 1214-1218; R. A.Zimmermann,
in: Ribosomes, N.-Y.: Cold Spring Harbor Laboratory, 1974, p. 225-269;
R. A. Zimmermann, In: Ribosomes : Structure, Function, and Genetics, Balti-
morre: University Park Press, 1980, p. 135-169):

PHMCKMMH LM@PpaMu 0603HaueHm oTpe3xn PHK, oG6pasyiomme COOTBeTCTBYIOIHE CTpYK-
TYPHBEEC NOMEHH

H 21, ¥, NO-BHAMMOMY, OCHOBaHHR [BYX HENOCPEACTBEHHO  CMEXHBIX
cnvpajien 2 W 18 (ogHa W3 KOTOpBIX — uepeliok nOomeHa I); crabuiu-
3Upys KOMIIAKTHYIO CTPYKTypy Bcero nomeHa I, Genox S4 3amminaer or
HykJ1iea3 ropa3no 0OoJsiee TMpoTsXeHHble paiioHbl Lemnd. benok S7 y3HaeT
U CBs3bIBaeT paHoH noMmeHa III, Kyda cXxoIsTCcs HECKOJIbKO crMpaier —
39, 40, 52 u 54—55.

BenkaMu, He3aBUCHMO H creuy(HYECKH CBSI3bIBAIOLIMMHMCS C OIpe-
neneHHbIMH y4acTKamMu pubocomuor 23S PHK E. coli, asnsirorca L1, L2,
L3, L4, L6, L9, L11, L20, L23, L24 u HexkoTopble mpyrue, a Takxke
neHTaMepHbi KoMiuiekc (L7/L12)s-L10. Cxema pacnosioxeHUss MeCT
CBA3bIBaHHS HEKOTOphIX OenkoB BHonb wHernu 23S PHK mana Ha puc. 59,6.

Hpyrue pubocoMuble Oenku, B3aumMonencTeyromue ¢ pubocomuon PHK,
TpebyroT I 00pa3oBaHHS JOCTaTOYHO IIPOYHBIX KOMIUIEKCOB C HeM
TaKXXe W TMPHUCYTCTBHS XOTH Obl OHOrO MM HECKOJILKHX «CEePIALIEBUHHBIX»
PHK-cBsi3biBaloimx 6esikoB. 314eCh BO3MOXHBI [Ba ciaydast: Jubo cob-
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Puc. 60. I'pynna B3auMO3aBHCHMBIX pH6O-
COMHBIX 0eJikoB, ynepxuBaeMas B paHoOHe
3’-npokcumanbHoro nomena (III) 16S PHK
(o S. Mizushima, M. Nomura, Nature, 1970,
v. 226 p. 1214-1218:

CTPEJIKH YKa3biBalOT HalpaBJICHHE, B KOTOpPOM
onHH komnoHeHT (PHK unu 6enok) oka3miBaeT
CTHMYJIHpYIOlllee JeHCTBHE HA CBA3bIBAHHE ApY-
roro KOMnoHeHTa (6eJika); KHPHBIMH CTPEIKaMH
0003Ha9eHM CHJIbHO BbipaXkeHHble 3I(deKThl,
TOHKHMH — MCHEC BhIPaXCHHBIC

xooumel Genku L3 u L4; B cBoro
nocanky Ha 23S PHK OGenkos L6,
coequHenue 6enxoB L25 u L27 (puc.

He wuckmoyeHo, 4TO HEKOTOpBIE

CTBEHHOI0 B3aMMoOJeHcTBUs Oejka ¢
PHK HemocTaTouyHO 1S 00pa3oBaHMS
MPOYHOTO KOMILIEKCA, M OHO JOJDKHO
ObITE TOIKperieHo OestoK-0e/IKOBBIM
B3aMMOJIEHICTBHEM C MpeaBapUTEJIbHO
cBa3aBIIMMcst OesikoM, 0O mpenBa-
PHTEJIbHO CBSi3aBIIMiCS ©Oe/IoK HaBo-
ot (cTaOMIM3UpyeT)  JIOKAJLHYIO
xoHpopmMarmio PHK, Ttpebyemyro mns
CBS3bIBAaHUA JaHHOro Oesnka. Tak, B
30S cybuactuue E. coli mocanka 6enka
S7 criocoOCcTByeT 3aKpenieHHI0 OeJIKoB
S9, S13 u S19, a Takxe S10 u S14 B
parione 3’-koHueBor TpeTH 16S PHK
(momeH III); Bo3MoxHO, uTo S9 1 S13—
S$19 HemocpenCTBEHHO B3aUMOIEWCT-
ByIOT ¢ S7, Toraa‘kak BiausiHHe $7 Ha
ynepxauue S10 u S14 apnsercsa Gosee
ornocpe1oBaHHbIM (pHc. 60). B 508 cy6-
yactue E. coli Genox L15 umeer
cobctBenHoe cpoacteo k 23S PHK, Ho
JUIA €ro MpOYHOro yIepXKaHHs HeoO-

ouepenb, ynepxanue L15 3akperisier
L11, L16, L18 u obecneuuBaeT mnpu-

61).
pubocoMHble GellkH MOryT He HMETH

cobcTBeHHOro cponctBa Kk pubocomHo PHK U ynmepxuBaThCsS TONBKO
3a cueT 6esoK-6e/IKOBBIX B3aUMOIEHCTBHIA
TakuM obpasom, kak B mpenesnax manon (30S), Tak U Gosbiion (50S)

23S PHK
5'_,__ e o __—31
! i
L4 L3
us\
L1
~ué/ | \Us
b
L6 § L25
L27

Puc. 61. B3aumM03aBUCHMOCTh YAEPKAHHS HEKOTOPLIX pubo-
coMHbIX Geskos Ha 23S PHK (no K. H. Nierhaus, in: Riboso-
mes: Structure, Function, and Genetics, Baltimore: University

Park Press, 1980, p. 267-294):

CTPEJIKH 03HA4aloT TO Xe, YTO H Ha pHUc. 60
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pyOOCOMHBIX Cy64acTHL[ MOXXHO BBISIBUTH OINpeJesieHHble KOONepaTHBHbIE
rpynmnbl G€NKOB, MpUBSI3aHHbIE K TeM WJIM HHbIM MECTaM IIPOCTPAHCTBEH-
Hou CTPYKTypbl pubocomHon PHK. B 30S cy6uactuue E.coli onHy Takyio
rpynmny o6pa3syioT 6enku 3'-nmpokcumaibHoro nomeHa 16S PHK (nomen III):
S7, S9, S13, S19, S10, S14 (puc. 60), a Takxe S3 u S2. Bce ouu,
xak OymeT moka3aHO B CJIEAYIOLIEH [JlaBe, PacriojiaraloTCsi Ha «TOJIOBKE»
30S cybuactuusl u ¢opmupyior ee TPHK-cBsisbiBarommi uentp. Jpyras
xoorepaTHBHas rpynma GenkoB 30S cyGuacTulbl NpMBs3aHA K CepeaMH-
HoMy nomeHy 16S PHK (aomen II) u Bkmouaet PHK-cBs3biBaowue 6esku
S8 u S15, mapy S6-S18, a Takxke S11 u S21; 3T0 B OCHOBHOM Oesiku
6oxoBoM Jonactu («mwiaTdopmbl») 30S cyOuacTuupl, DTa rpynna uepes
6enku S5 U S12 TecHO cBsi3aHa C KOOMNEPATHBHOM TIPYIION S5'-KOHLIEBOrO
goMeHa 16S PHK (momen I), kyma otHocatcs PHK-cBsisbiBatowiue 6Genku
S4, S17 m S20, a Takxke Oenku S12 u S16, BXoAslUME B COCTAB LICHT-
paJIbHOT'O «TeJia» CyOUYaCTHLbI.
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I'maBa IV

B3AMMOPACIIOJIOXXEHUE PUBOCOMHON
PHK U BEJIKOB (METBEPTHUYHASA
CTPYKTYPA)

1. NIEPHO®EPUYECKOE IIOJIOXEHHE BEJKOB
HA SAAPE PHK

B oTiuude OT BHMpYCHBIX HyKJeomporenaoB, B pubocome PHK He mno-
KpbiTa CIUTOIIHON GesikoBoi 060s0ukon. [laBHO ObUIO MOKa3aHO, YTO 3Ha-
yuTe/bHbIe ydacTkH pubocomMHon PHK B pubocoMe 3KCnOHMpOBaHbBI H
BIOJIHE OOCTYIMHBbI IS JEHCTBHUS BHEIIHHUX areHTOB — HallpUMep, HykJieas.
JTO MpUHLMITHAJIBHOE OTJIMYHE OT BUPYCHBIX YaCTHLl MOHSATHO, MOCKOJIbKY
pubocoma mnpenctaBiser cobon pabouyro ¢GyHKLIMOHMPYIOLIYIO CTPYKTYpY,
rae PHK nosmkHa akTUBHO y4acTBOBaTb BO B3aUMOIEHMCTBHUSX C BHEILHHUMHU
dakTopamu, a He ObITL XpaHWIMILIEM TIeHETHYECKOM HH(PoOpmaiu, Tpedy-
FOLLMM 3aILUTBhI.

B 10 xe Bpems, Gemok 1 PHK B pubocome BoBce He B3aumorepe-
MewaHbsl. BbicokonmonmmepHass PHK kaxmon pubGoOCoOMHOM CyOuYacTHILIbI
CAMOCBEPHYTa B KOMIIAKTHYK) CTPYKTYpy TOM WM Apyror ¢opmbl (CcM.
pasmen II), u Genku BHYTpp Hee, MO-BUAMMOMY, He mnomazatt. Creno-
BaTeJIbHO, pubOCOMHbIe 6eJIKd IOKHBI PacrosaraTbCs MPEeUMYLLIECTBEHHO
HA KOMIIAKTHO CBepHyTOM BbicokomosiuMmepHon PHK. 3Ot1o 3Hauurt, uro
OeNkM 3aHMMAIOT TNpPEUMYILLECTBEHHO mepu(epHYecKoe IOJI0KEHHEe Ha
sape PHK.

BriepBbie 3TOT MNPHHLMI OpraHM3alMd pubGoOcoMbl ObLT  BbIBEEH
H. H. CepmokoM U Ap. U3 IKCIIEPUMEHTOB 0 U3MEPEHHIO PayCcOB WHEPLIMK
(R;) pubocomubix cyb4actuu. Ilpexnae Bcero, paauyc MWHEpPLMHM, M3MEPEH-
HbIH MeToOOM Au(@dy3HOro MaJioyrjIOBOrO pacCesiHHUsI PEHTTeHOBCKHUX
JIlyueid, OKa3aJicsi CYILUECTBEHHO MEHbIle, YeM MOXHO ObUIO OXHIOaThb U3
pa3MepoB (o6bema) cybuactuubl, ecid Obl OoHa 6bUla ONHOPOOHO IUIOT-
HbIM TesioM. OTCIO[a CJIeI0oBaJl BBIBOI, YTO 3JIEKTPOHHO 6oJiee IUTOTHBIM
koMmoHeHT vacTuubl (PHK) nokanusyercs mnpeuMMyLLECTBEHHO Oiuxke K
LIEHTPY TSXKECTH YacCTHLbI, B TO BpeMs KaK MeHee IUIOTHbIA KOMIIOHEHT
(6enok) MMeeT TEeHOEHLMIO pacroJjiaraThcs B cpeaHeMm Omuxke K mepu-
depun. [anee, u3MepeHHe paguyCcOB HHEPLUUHM PHOOCOMHBIX CyO4YacTHLI
C MOMOLLUBIO Pa3HbIX THIOB M3JIyueHHUs (PEHTT€HOBCKHE JIyYd, HEUTPOHBI,
CBET) MoKa3ano, 4TO 4eM OoJsibiie BkiIaj OelKOBOro KOMIIOHEHTa, MO
cpaBiennio ¢ PHK, B paccesnue (OTHOCUTEJSIbHas pacceuBaloLlias OIS
Oeska pacTeT B BbIllEYKa3aHHOM psiiy THUIIOB HU3JIyueHHsI), TeM OoJble
3HavyeHHe paauMyca HHepUHMHM dacTvlpbl (puc. 62). HakoHel, npuMeHeHUe
HEWTPOHHOTO pacCesiHUsi YaCTHI] B PaCTBOPUTEJIAX C Pa3HOM pacceuBalolLe
Cnoco6HOCTBIO IS HEHUTPOHOB (pa3HbiM cooTHowmienueM H20 u D20)
MO3BOJIJIO MpsIMO HM3MepuTh paauyc MHepuuu PHK u GenkoBoro kom-
MOHEeHTa in situ B otaenbHOCTH. [eno B ToM, yto H20 u D20 cwibHO
pa3MyaloTcs MO pacceMBalollel CIHOCOOHOCTH MJIi HEMTPOHOB, a pacce-
UBAIOLIME CIOCOOHOCTH GHOIOrHYECKHX MaKpOMOJIEKYSl 3aHHMAIOT TpoMe-
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[lona paccesHus 6enka

Puc. 62. 3aBMCMMOCTb BeJIHYMH paguyca HHEPUHMHM PHOOCOMHBIX YacTHL, H3Me-
psieMbIX MyTeM paccesiHUs PEHTTEHOBCKHX JIyyeH, HEMTPOHOB MJIM CBeTa, OT
OTHOCHMTEJILHOIO BKJiaAa 0e/IKkOBOro KOMIIOHEHTa B paccesHHe (MpenocCTaB/ieHO
H. H. Cepmokom, HucturyTt 6enka AH CCCP, IlymuHo):

S0S yacTHUBI MMOKa3aHbl HA BEPXHEM PMCYHKe, a 30S — Ha HHXHEM

XKYTOYHOE MoJiokeHue, OCHOBBIBasCh Ha 3TOM (hakTe, MOXHO MmoaobGpaTh
Takue cooTHowieHus H20 /D20 B pacTBOpuTeJle, KOraa paccessHUs MakKpo-
MOJIEKY/IbI ¥ pacTBOpUTeNss OydyT paBHbI, T. €. JAHHBI TUII MaKpOMO-
JieKy)s1 Oyner «He BUAEH» I HEMTPOHOB (CKOMIIEHCHPOBAaH IO KOHTPAcCTy).
DKCIIEpUMEHTAIBHO HAWOEHO, YTO HEWTPOHHOe paccesiHMe Oejika CKOM-
nescupoBado B 40—42% D20, B 1o Bpems kak PHK He BugHa mis
HeHTpoHOB B 70% D20. COOTBETCTBEHHO HM3MEpPEHHUS PaJUyCOB HHEPLUH
pubocoMHBIX cybuacTvl B 42% D20 mnawoT 3HaueHUs paauyca HHEpUMH
Tosibko pubocomHon PHK in situ, a usmepenuss B 70% D20 mnoka3sbiBaioT
paidyc MHEpLMHM TOTAJLHOro OeJIKOBOro KOMIIOHEHTa 4YacTHimbl st pubo-
coMHOM 50S cybuacTuumbl E. coli 3TH 3HaueHWsl OKa3ajauCh paBHbI 6,5 HM
u 10 um mis PHK u 6enka, coorBercTBeHHo (puc. 62), T. e. PHK B
BUJE 5pa COCPEI0TOYEHA MPEUMYILECTBEHHO y LIEHTpa, a 6eJIok B CpelHEM
3aHuMaeT Oosiee niepudepuyeckoe IoOXKeHHe. B ciyuae pubocoMHOU
30S cybuacTuubl 3Ta pa3HMUa MeHbmie—6,5 M u 8,0 HM mwigs PHK
U 6enka, coorBeTcTBeHHO (puc. 62). IlocienHee MOHATHO, Tak Kak cama
16S PHK 30S cyOuacTHlpI XOTS M MeEHbLIE MO Macce, HO U MEHee
KOMMaKTHa no ¢opMe (MeHee u3omeTpuuna), yem 23S PHK 50S cy6uac-
THLBI, a C OpYrod cTOpoHbl, Gesok 30S cy6uacTHLBI MOXET JIOKAJIU30-
BaTbCsi MeXy BeTBAMH (JionmacTsmu) 16S PHK.
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CepauesuHHoe nojioxedue PHK u 6onee nepucdepuyeckas okaausanus
6eIKoB B pUOOCOMHBIX YacTH.aX MOXeT ObITh MPOAEMOHCTPHUPOBaHA
TaKXe C IIOMOLUBI CMEeLMaIbHOM TEXHUKHU 3JIEKTPOHHOM MHUKPOCKOIUH,
rie YacTHIbl MOrpyXeHbl B cpedbl C pa3HOM 3JIEKTPOH-PacCceUBalolller
IUIOTHOCTBIO. 3[eCh MCHOQJIB3yeTCsl TOT )€ MPUHLIMI KOHTPacCTHUPOBaHMS,
4T0o M B ciaydasx Ouddy3Horo paccesHuss B pacTBope. Tak, korga dac-
TULILI TIOTPYXEHbl B TIJIIOKO3y, TO 3JIEKTPOH-PaCCEMBAIOLLIMe€ TUIOTHOCTH
cpenbl U OENIKOBOrO KOMIIOHEHTa OKa3bIBalOTCS YPaBHEHHbBIMH M BHUOHA
Toapko PHK. B mpyrux cpemax BuaHbl kak Oesiok, Tak u PHK. Otum
METOAOM y[Oajoch MOATBEepAMTb Kkak TOT ¢akt, uyto PHK o6pa3syer
LIEHTpaJibHOe $SiIp0 B PUOOCOMHOM 4YacTHLie, TaK U MHOTOYMUCJIEHHbIE
yka3aHus, 4yto B To Xe Bpems PHK naneko He Bcs mokpbiTa Oeskamu,
a B psge MecT oOpa3yeT MOBEpXHOCTh YaCTHULIBI.

Cnenyer otMetuTb, uTo ssapo PHK B pubGocomMHon yacTtuue siBisieTcs
IUIOTHBIM, T. e. cTenmeHb cBepHyroctd PHK in situ Bbicoka. Tak, u3
pagMyca HMHEPLUMHM W KpHUBOM paccesdHus cienyeT, 4ro obrem PHK B
50S cybuactuLe cocTaBisieT Bcero okojio 2-1038 HM3; 3TO 3HaueHHe
Bcero B nBa pa3a 6Oosbiie «cyxoro» oonema PHK. To xe BepHo s
16S PHK B 30S cybuactuue. [IpyruMd cJIOBaMH, IUIOTHOCTb YMNaKOBKH
PHK B pubocoMHON 4YacTulle OKa3bIBaeTCS MNPHUOJIM3UTELHO TaKOM XKe,
KaK IUIOTHOCTb KPHUCTAJ/UTMYECKOH YIMAKOBKH T'MAPAaTHPOBAaHHBIX CHHpajiei
unu TPHK.

2. TONMOrrA®Hs BEJIKOB

Korga u3BecTHO cepAueBHHHOe moyioxeHne pubocomHon PHK, nmeranbHoe
MOBEPXHOCTHOE pacrnpenesieHie OeykoB, wiM Tomorpadus OeskoB, sIBIIs-
eTcsl CJIEAYIOLLMM [IaroM B MO3HAHUM Y€TBEPTUYHOM CTPYKTYpPhbl pHOOCOMBI.
Pa3paboTraH UeJbIM psAO 3KCIEPUMEHTAJIbHLIX MOAXOOOB Ui H3Y4YeHUSs
Tonorpaduu 6eaxoB.

Onpeodenenue coceocmeyrwux 6e1kos

Hexotopble cBemenusi o Oejikax-cocelssX MOXHO M3BJIeUub yXe M3 Oal-
HbIX O MeCTaxX CBsI3bIBaHHWA O€JIKOB Ha TMEPBMYHOM M BTOPUYHOHM CTPYK-
Type pubocomuon PHK (cm. pasmen III, 5). [leMcTBUTENBLHO, €C/IM MecTa
nmocaiku Kakux-to 6enkoB Haxomsitcs coBceM psinoM Ha PHK, 1o, oue-
BUIHO, 3TH OeJKku SBILIOTCS coceasMu Ha pubocome. Hampumep, B
MpUBOOMBILIEMCSl BbIllIe ciy4ae OenkoB S8 M S15 OHM Y3HAOT U CBSI-
3bIBAIOT COCEIHHE YYaCTKM LEMd M COCeJHHE LUMWIbKKM BO BTOPUYHOMN
cTtpyktype 16S PHK; oueBuaHo, uto 6Genku S8 u S15—cocenm Takxe
u tonorpadpuyeckn. K HuM npumbikaior 6enku S6 u S18, TpebOyroiiue
IUI CBOEro CBSI3bIBAHWUS TMpeaBapuTe/IbHOM Iocaaku OenkoB S8 u S]15
M HMewllde, Kkak ObUIO ITOKa3aHO, MecCTa Y3HaBaHUsS Ha MEePBUYHOMN
crpyktype PHK B TOM e paroHe. J[pyrow mpumep —3TO COCEICTBOBaHUE
Ha uemd 16S PHK (B nmomene I) Mect cBsisbiBanus 6GenkoB S4, S16,
S17 u S20.

bosnee yHMBepcasbHbI MMOAXOA OCHOBAaH Ha IpPUMEHEHMHU OUPYHK-
LIMOHAJIbHBIX XWMHUYECKHX PeareHTOB IUIS CLUMBKM OeskoB-cocenen Apyr
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¢ apyrom. Ilocne 06paGoTky pHOGOCOMHBIX YacTHI] TaKHMH peareHTaMu
paeHTUGUKauus 6esIKOB B CLUMTBLIX §apax YCTaHaBIMBAeT, 4TO HAaHHbIE
6eNKH SBISIIOTCS cocedsMH Ha pubGocome. Haubonee 1mmMpoxko nNpuUMeHH-
MbIMH B KavyecTBe OHM(YHKUMOHANBHBIX CIUMBAIOLIMX peareHToB ObLIM
[AMUMUI0IGHUPLI C pa3IMYHON OJIMHOW YrJIEPOLHOM LIETIH:
*HN_ NH
~C - (CH2)n - CT{
HaC - O O - CHs

D¢dupHbIe TPYNNbI TAKOTO peareHTa aKTUBHO aTaKyIOTCs &-aMHHOTDYIAMHU
JIM3UHOBBIX OCTAaTKOB PHOOCOMHBIX 0eJikOB ¢ 00pa3oBaHMEM aMUIMHHOM
cBs3M (B3aMeH 3¢upHOM). Mcnonb3ys peareHTbl pa3sIMYHOM UITMHBI, Ha-
npuMep, OMMeTWICY6epuMUaaT (n=6) U AUMETWIAAUIIAMHKIAT (7 =4), MOXKXHO
rpy6o oueHMBaTh, HACKOJBKO O/M3KO OEJIKM-COCeNH pacIlOIOKEHBI APYr K
npyry. Hekxoropyio mnpobneMy mnpenctasisier uaeHTUUKauus OenkoB B
CIUMTBIX Mapax (TMOCKONbLKY O€esIoK yXXe Heib3s BbIAECIWTh B HHIUBH-
IyaJbHOM BHUIIE), OOHHUM U3 INyTeH SIBJAETCs HMMYHOJIOrH4YecKkas MOAECHTH-
¢uKauMs napTHepoB B mnape, 6e3 ux pa3peauneHus. J{pyrom NyTh — HC-
H0JIb30BaHME paclleIUIsieMbIx ciiMBOK. Hampumep, pHOOCOMHBIE 4YaCTHLbI
06pabaTeIBalOTC CYNb@TUAPHILHBIM TIPOM3BOAHBIM HMHA03(UpPA, TaKUM
KaK MeTWI-4-MepkanToOyTUpUMHIAT:

,NH
HS - (CH2)s — C
O - CHa

OH pearMpyeT ¢ aMHMHOTpyrmamMH 6esKoB. 3aTeM NPOM3BOAMTCS OKHCIICHHE

g obpazoBaHud nap 6ekoB 4Yepe3 AUCYIbGUOHBIE MOCTHKH:

Benok’ —NH — € = (CH2)s = § = § ~ (CHa)s - (l: - NH — Benok”
NH NH

ClupTeleé TAKHM TyTeM Mapbl 0eJIKOB BbIAEJIAIOTCS, AUCYIbGUIHbIE CBSI3U
BOCCTAHABJIMBAIOTCS, U HHAMBHAYaIbHbIE O€IKU MAEHTUDULUPYIOTCS 3JIEKT-
podopernyecku. Cneayroume napol 6enxoB, cumsaeMsix B 30S cybuacTuue
[axe KOPOTKMMM peareHTaMH, oTMeyaloTcs ocobesiHo yacto: S2—-S3, S3-S10,
S4-S5, S4-S17, S5-S8, S8-S15, S6-S18, S18-S21, S7-S59, S7-S13,
S13-S19; Bce 3TO, MO-BMOUMOMY, HEIOCPECTBEHHblE coceaud Ha pubo-
coMe. CreayeT OTMETHTb TaKkXXe HEKOTOphIe Mapbl, oOpasyeMmbie mpu
HCIIOJIb30BaHUH 0oJiee MJIMHHBIX peareHTOB: S3—S5, S3—S9, S4-S8.

Obuias cxema coceacTBOBaHMs OesikoB pubocoMHo#M 30S cyGuacTHiibI,
KaK cjenayeT M3 OMMCaHHLIX Bbillle MOAXOAOB, NMpeAcCTaBjieHa Ha pHC. 63
(xpyxku, obo3HayawoliMe cliMBaeMble OeJIKM, COeAMHEHBbI JIMHUSIMH, a Te,
Y10 ABJISIOTCA cocensiMu Ha PHK, moMellieHbl B YETBIPEXYrOJIbHUKH).

H3meperue paccmoaruu mexcoy Geaxamu

Euie 6onee 1mupoko mpobiieMa B3aMMHOTO paclojioXeHHs1 OesikoB pelaert-
CS H3MEPEHMEM DpAacCTOSHMM MeXOy HHUMH., OOHAKO TEeXHUYECKH ITO
OCYUIECTBUTh rOpa3zio CJIOXHEE, YEM B MpeAbIayLleM CIIyuae.

OavMH NyTh COCTOMT B TOM, YTO Kakue-nmuOo nBa Oenka B pubGO-
coMe H30MpaTeNbHO MeTATCS (moopecLeHTHhIMU Ipynmamu. Torna, B 3a-
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SN BUCUMOCTHM OT THIIa METOK (Il€peKphI-
/ N BaHUA HX CIEKTPOB BO3OYXIOECHUS M
’ N HU3JIyYeHHUd) U OT PACCTOSHHUS MEXIY
{ ~ HUMH, MOXET HMeTb MecTo OoJbinee

N WIM MEHbIIee CIEeKTPAIbHOE B3aMMO-
ONeWCTBHE MeXOy HHUMH (CHHIJIEeT-
CHHIJIETHBIA IlIepeHOC JHepruu). Pe-
| TUCTPHDYS H3MEHEHHMS B CrIEKTpax
| d)ngoopecueuuym KaKk Mepy B3aHMO-
| JEHCTBHS MEXIy METKaMH, MOXHO,
| TaxuM 06pa3oM, [OBOJIBHO TOYHO
| oleHMBATL paccTOsHME MeXIy Mede-
| HemmMu Gemxamu. DTHM nyteM ObUlO
noATBepXaeHO, uTto 6enxku S7 u S9, S8
u S15, S6 u S18, S20 u S16/ S17 Haxo-
OSTCA OvYeHb OJM3K0 Opyr K AOpyry
(ro-BUOUMOMY, B HEMOCpPEACTBEHHOM
KoHTakTe). bmu3ko mpyr kx mpyry,
\ COIJIACHO M3MEpPEHHUSIM, PaCIOIOXKeHbI
6enku S4 u S20, 4 u S16/S17,S13 u
S19 u HexoTopnle apyrue. Jlanexo
OPYT OT OpYyra OKa3aJuch METKH OeJIKOB
S4 u S18, 4 u S19, S13 u S16/S17,
S15 u S19, S19 u S20 u op.

Jlpyron nyTh M3MepeHHs paccTosl-

Puc. 63. Cxema cocencTBoBaHHs OesikoB
B pubocomHon 30S cyGuacTHue:

GenkH, CoeMHEHHbIE CIUIOLIHOM JIMHHEH, CUIH-
BalOTCA KOPOTKHM peareHTOM (caMbid Hemocpen-
CTBEHHbIH KOHTAKT); 6enkH, coeaHHEHHBIE NyH-
KTHPOM, CLUHBaloTCs Gosiee INMMHHBIMH peareHTa-
MH; rpynnm 6enkoB, 06BeieHHbIE CIUIOMIHOMA JIM-
HHEH, MMEIOT COCellHHe MeCTa CBA3bIBAHHMA Ha
nocnenoBaTeJbHOCTH pubocomHoit PHK; Tpum
rpynns 6enkoB, 06BeqeHHBle NYHKTHPHOH JIH-
HHEH, COOTBETCTBYIOT TpeM aomeHamM PHK u

HUA Mexay OejikaMH OCHOBAH Ha McC-
M0JIb30BAHHH HEMTPOHHOTO PACCESIHUSA
pHOOCOMHBIMHM YacTHI]AMHM ¢ H36upa-
TEJIbHO JeWTEepUPOBAHHBLIMH IapaMH
6enxoB. Tak Kak NPOTOHHUPOBaHHBIE
6enxu M OedTEpHPOBaHHBIE OeNKH
MO-pPa3HOMY PacCeMBaIOT HEUTPOHBI, TO
U3 CPaBHeHHs pacCessHHs OT HeMeue-
HbIX U MEYEHBIX YacTHI] MOXXHO Bhife-

TpeM MOPQOIOrHIECKHM I0/ISM 4acTHLb . g
JIUTh BKJIal HMEHHO N€UTEPUPOBAHHOHU

Mapel, a U3 Hero OLIEHHTb Kak pac-

CTOSIHUE MEXOy LIEHTPaMH Macc IIBYX
0eNKOB, Tak M CTeMEeHb BHITAHYTOCTH (KOMITAKTHOCTH) Kaxmoro Oeka
in situ. Tlonbupas coctaB pactBoputess (cooTHoueHue H20/D20) Tak,
yTOOBI CKOMITEHCHPOBATh paccesiHHE OT NMPOTOHMPOBAHHOTO OeJIKa, MOXXHO
eme Oojiee YCHIMTh BUAMMBIA BKJIad OeWTepupoBaHHOW mMapbl. Mcmosb3ys
U3MEPEHHBbIE pacCTOSHUS MEXOy LIEHTpaMH Macc OeJlkoOB B MHOTOYMCJIEH-
HBIX JeHMTEepHUPOBaHHBIX napax, P. Myp u . DHresbMaH ¢ COTp. IPUMEHUIIU
reoZie3HUEeCKU METOI TPUAHTYJISLIMHM /IS TOCTPOEHHUS MOJIE/IH TPEXMEPHOTO
pacnosioxxeHus: pubocomMubix 6enxoB B 30S cyOuacTuiie E. coli (puc. 64).
OTH JaHHbIE MT0Ka3bIBAIOT, YTO NeHMCTBUTEILHO Gesku S7, S9 u S10 obpasyioT
OIHY TECHYIO rpynmy, a 6enku $4, S5, S8 u S12 crpynmupoBaHbl B Opyrou
Knactep 6JM3KHX OekoB; Oesiox S3 HAXOMUTCH MeXAY HUMH (Cp. € pHUC. 63).
IMonyyeHHble pe3yJIbTAaThl ABMJIUCh OOHUM U3 HauboJjiee TOYHBIX U (yHOa-
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Puc. 64. Tpuanrynsuus GenkoB puGocomHou 30S cybGwacTHUB MO
AaHHBIM HEUTPOHHOro paccesHus (mo P. B. Moore et al. J. Mol. Biol,
1977, v. 112, p. 199-234; V. Ramakrishnan et al. J. Mol. Biol., 1981,
v. 153, p. 739-760):

uUH@paMH YKa3aHBl PACCTOSHHS MeXAy LEHTpamMH Macc Genxos B A(10A =1 nm).

MEHTaJIbHBIX BKJIAZIOB B HAlllM 3HAaHUS O pPACMOJIOXeHUH OenkoB Ha pubo-
COMHOM YacCTHIIE.

HMmMyHHAA 31€KMPOHHAA MUKDOCKONUA

[Monxonwl, onucaHHble BbIlLIE, HAIOT CBEJEHHS O B3AUMHOM paCHOJIOXEHHH
GenkoB Ipyr OTHOCHTENBHO Ipyra, HO 6€3 KakoHM-TMGO NpPHMBS3KK K MOp-
tonoruu pubocoMHon yacTuupl. IIpuMeHeHHe 37IEKTPOHHOM MHKPOCKOIHMH
U1 Bu3yasm3aumu OesikoB Ha pubocoMe MO3BOJSET ONpeNeMTh MECTO-
nojnoxeHne 6enka Ha MOPGOIOrHYeCKH BHIMMOM KOHTYpe PHOGOCOMHOM
YacCTULBI, @ B KOMOMHALIMM C BHILLIEONHUCAHHBIMUA [AHHBIMM HAJIOXHTh BCIO
CceTb OGenkoBoy Tomorpadpum (puUc. 63 M 64) Ha BUOAUMbBIE IPOEKLHHU
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Puc. 66. dnexrponnbie MukpodoTorpadun pubocoMHbix 50S cy6dacTHl, NpopearupoBaB-
WHX C aHTHTe/JlaMHM: 4 — aHTUTena npotuB OGenka L7/ L12 (mo W. A. Strycharz et al.
J. Mol. Biol., 1978, v. 126, p. 123-140); opuruHan npexoctasjieH a-pom Jx. JlenxoM,
Kanudopuuickuit yausepcuter, Jloc-AHmxesec); 6 — aHTHTena npoTuB Genka L1 (mpe-
nocrtaBieHo a-poM I'. llltopdpaepoM, UHCTUTYT MOJeEKynsipHON reHeTuku um. M. IlnaHka,
3an. Bepnun); 6 — antuTena npotus 5SS PHK-6enkoBoro xommiekca; 50S 4acTHLbI BHIHbBI
C MX BBINYKJION («3adHen») CTOpoHb! (npenocraBneHo B. [I. BacunneBsiM, UHCTHTYT Genka
AH CCCP, Ilyuuno)



yacTuupbl. JIJ19 TaKoM 3JIEKTPOHHO-MHUKPO-
CKOIMUYECKOM BU3yanu3alLMud OeJIKOB Ha
pubocoMe ObLIO NPeasIOKEHO HUCIOJIb30-
BaTh cneuyduyecKkde aHTUTeJia K WUHIH-
BUAYyaJIbHBIM  pHOOCOMHBIM  OeikaMm.
JIByBaJlEeHTHOE AHTHUTEJIO, CBSA3BIBASCh C
IaHHbIM 06eJIKOM, MOXKET B3aUMOOENCTBO-
BaTh OJHOBPEMEHHO C JIBYMS YaCTHUIIaMH,
naBasg oOpa3joBaHHMe HX OuUMepa uepe3
MOCTHK ‘aHTHTeJIa. Habmonas numepsl B
37IEKTPOHHBI MHKPOCKOI, MOXHO OIIpe-
Puc. 67. Koutypn pu6ocomnoit 508 cy6- HA€JIATb, KAKUMH MECTaMH TIOBEPXHOCTH
4acTMUBI C YKa3aHHWeM NpUOIM3NTens- COENMHEHBl YaCTHLIbI, 3TO, OUEBHUIOHO, H
g:; zOB MECTOMO/IOKEHHA  HEKOTOPHIX  ecTp MECTO JIOKAJIM3AaLMKM JaHHOTO Oesika
' Ha TOBEpXHOCTH (puc. 65 u 66). B psne
cJiyyaeB MOXHO IIpSIMO BHIETh IPUKpEI-
Jienue Y-00pa3HOM MOJIEKYyJIbI aHTHTEJIA K OIpedesIeHHOMY MECTY IOBepX-
HOCTH MHOMBHAYaJIbHOW 4YacTHlibl. UMEHHO C NMOMOIIbIO UMMYHHOM 3JIEKT-
POHHOM MHKPOCKOIHMH ObLJIO ycTaHOBJIEHO, uTOo 6esiok L7/L12 obpa3syet 60-
KOBOM MaJioukoo6pa3Hbii cTrepxkeHb 50S cybGuacTuimbi, 6enox L1 BxoauTt B
coctaB apyroro 6okoBoro mporybepaHua (6oxkoBoro BeicTyma) 50S cybua-
ctuiibl, a 5SS PHK-6eJKoBBbIF KOMILUIEKC JIOKaJIM3yeTcs B LiEHTpaJbHOM
npotybepatie (rosioBke) 50S cybyacTuis! (puc. 67).

I'maBHOe BHMMaHHe HccJIeA0BaTesel ObLJIO COCPeIOTOYEHO Ha MOMbBITKAX
JIOKaJIH30BaTh METOJIOM HMMYHHOM 3JIEKTPOHHOM MMKpockomuu Genku 30S
cybuactuupl E. coli. OgHako, HeCMOTpS Ha BO3MOXHOCTb MOJIyYeHHS CIie-
UMGUYECKUX aHTUTE] KO BceM 21 MHIOMBUAyaJibHbIM Oeskam, 3Ta 3amava
OKa3aJlaCb He MpOCTOM, M MeTod JMdajJl MHOrO JIOXHBIX JIOKaJIM3aLUi,
Jemo B TOM, YTO 3TOT METOH, KaXYLUUHCS CTOJb NPSIMbIM H OEMOH-
CTPaTHBHBLIM, TaWT OMACHOCTH pa3JIMYHBIX apTedakToB, 0OYC/IOBJIEHHBIX
HEOOCTATOYHOM OYUCTKOM aHTHUTeJ, HecneuuduyecKHMM MpHCOedUHEHUEM
aHTHUTEJT K HEKOTOPbIM YYaCTKaM IOBEPXHOCTH YacTHII, MCKaXXeHHEM CcIie-
IMUYECKOTO TMOJIOKEHWS aHTHTeJla Ha 4YacTHIEe BCJIEACTBHE €€ OpHEH-
TalMH Ha MOUIOXKEe M T. A. TeM He MeHee, B HACTOsllLiee BPeMs MOXXHO
BbIAEINTh HaHboJiee HalexXHble pe3y/bTaThl B OTHOIIEHHH 30S cyOvacTHLIbL.
ITepBo¥ Tako¥ HaZeXHOM JIOKaJiM3aLuen ObL1o, MO-BUOAMMOMY, ONpenesieHre
monoxeHuss Genka S14 Ha ronoBke YacTULbl (pUC. 65); aHTUre€HHBIN
JeTepMHHAHT Oesika ObLI HalIeH Ha IOBEPXHOCTH T'OJIOBKH CO CTODOHBI,
MPOTHUBOIMOJIOXHOM OO0KOBOMY. BhICTymy («ruiatdopme») 30S cyOGuacTHLIBI
(puc. 68). Hemanexko oT Hero ObLIM JIOKaJIM30BaHbI TaK)Xe aHTUr€HHbIE
netepMHHaHThI 6enkoB S10 u S19. Huxe 3Ton rpynmsl 6ekoB, B paiiOHE
6opo3abl, pa3densolIer TOJIOBKY M Teno, ObUT Jiokayu3oBaH 6Gesok S3,
a eure HHUXxe, 61m3ko k Goposme, HO yxe Ha Teje cybyacTuupl, 6enok S5
(puc. 68). benku S6 u S11 ObLIM JIOKaJIM30BaHbl IO OPYTYI0O CTOPOHY
30S cy6uacTuipl, a HMEHHO Ha ee OOKOBOM BBICTYNE («ILU1aTGopMe»).
Benok S8, corimacHO UMMYHHOM 3JIEKTPOHHOM MHMKPOCKOIMH, pacroJjiaraercs
Takxe y 6GOKOBOro BBLICTYNa, TIe-TO MeXAY HHM M TeJIOM, Ha BHeEILUHeM
(obpateHHon ot 50S cybuacTuibl) cTopoHe 30S cyOuacTHILIbIL.

Ocob6bIMi MHTEpEC BbI3bIBAET JIOKaiu3alus 6enka S4. [leno B TOM, 4TO
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Puc. 68. KoHTypnl puGocomHoi 30S cy6uacTHUBI C yKa3aHHEM
NpUGIM3NTEILHOrO MECTOMOJIOKEHHS ee GenkoB:

Genox S4 o6o3nauen CIUVIOIIHBIM KPYXKOM; cCJieBa — cTopoHa 30S cy6-
qacTHUbl, oOpaiueHHas oT 508 cybuacTHub; crnpaBa — cTopoHa 30S cy6-
9acTHUB, oOpameHHas x 50S cybuacTuue

MMEHHO B OTHOLUEHHMH 3TOro 6enxa ObUIO MOJly4eHO MHOro apredakToB,
BKJIIOYasl JIOXHBbIE MHOXXECTBEHHbI€ aHTUTEHHbie NEeTEPMHMHAHTHI MO BCEH
yacTHLe. B KOHLIE KOHLIOB OKa3aJioCh, YTO Psi[i AHTMUreHHbIX NEeTePMHHAHT
Oenka S4 He OOCTYNMeH IS aHTHTE] C IOBEPXHOCTH YaCTHIIbI, a CTaHO-
BUTCSA [OCTYIHbIM mocjie ynajeHuss 6enkoB S5 u S12. JleHCTBUTENIBHO,
MeCTO MmoJjioxeHHs1 Oenka S4 ObLIO HaMIOeHO o4YeHb OJIM3KO K MecTy Oesika
S5, u, oueBunHo, Gesok S5, a Takxke Oesok S12 YAaCTUYHO NPHUKPHIBAIOT
coboit 6e0k S4 ¢ moBepxHocTH. BooOiue, Gesok S4 o6HapyxuBaeT 6Gosee
WINM MeHee LIeHTpaJiIbHOe MosioxeHue B 30S cybuactuue (puc. 68).

3. TONOrPA®UA PHK

HMMyHHM INEeKMPOHHAA MUKDOCKOnUA

Ecnu npuBsa3aTh cneuduyeckre ranTeHHble IpyMbl (HampuMep, OUHUT-
podeHWIbHYI0O WIH YIJIEBOOHYIO) K OMNpedesieHHbIM MecTaM pubGocoMHOM
PHK wim e mnoayyuTs aHTUTENA K MOIUGHLMPOBAHHBIM (MUHOPHBIM)
OCHOBAHHSIM €€, TO MOXHO C TaKUM XK€ YCIIEXOM HCHOJIb30BaTh UMMYHHYIO
IIEKTPOHHYIO MHKPOCKONHIO Uil M3ydeHus Tonorpaduu PHK Ha moBepx-
HOCTH pHOOCOMHOM YacTHUbI. TakuM IyTeM yIaJioch JIOKAJIM30BaTh Mpexnae
Bcero KoHUbI pub6ocomHbix PHK, k KOTOpbIM Jierye BCero MOXHO H3-
6upaTesIbHO MPHUBSI3aTh Ty MM MHYIO TallTeHHYIO TPYMIMPOBKY.

Ha 30S cy6uactuue E.coli mectonosioxenue 3'-konua 16S PHK 6buio
HalIEeHO B paliOHe BEpXYIUKH OOKOBOro BhICTYNA («IUIATHOPMBI») HIIM MEXAY
HHUM 4 TOJIOBKOK (puc. 69,a u B). IIpubnusutessHO B TOM Xe pavioHe
ObuT SIOKaTM30BaH MSA TOPLEBOM MeTM 3'-KoHUeBoM wimwibkk 16S PHK.
S'-konenr 16S PHK ©6bu1 sroKkanu3oBaH B paitoHe Tena 30S cyO4YacTHLbI
CO CTOPOHBI, MPOTUBOIOJIOXKHOM GOKOBOMY BBICTYIy (pHc. 69,6 U B).
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Puc. 69. JnexTpoHHble MHKpodoTorpapum pubocoMubix 30S
cy04acTHLl C AHTHMTE/JIaMH, NPHCOCAUHEHHBIMH K MOAMGHULH-
poBaHHbIM 3'-konuy 16S PHK (a) u S'-konuy 16S PHK (6),
a Takke pororpaduu aByX mpoekuun moaenu 30S cy6uacTHLibI
¢ 0003HaYeHHAMH MecTomoJioxeHHuH 3’-konua 16S PHK (3Be3-
nouka) M 5'-xonua PHK (xpyxok) (B) (mpemocTaBieHbl
B. 1. BacunbeBbiM, UHcTHTYT 6enika AH CCCP, IlywuHo)

Ha 50S cy6uactuue E.coli mecto Bbixoma 3’-koHua 23S PHK Ha
MOBEPXHOCTb (M, CJIEIOBATEJIbHO, MO-BUAUMOMY, 000HX ee KOHLIOB) ObLIO
HayileHO B parioHe OCHOBaHHUs L7/L12 crepxHs ¢ BHemiHe#n (o6paileH-
Hon oT 30S cybuactuupl) croponsl (puc. 70,6 u B). (ITOT y4YacToOK,
BEPOSITHO, COOTBeTCTBYeT oOGoum koHuam 23S PHK, Tak kak oOHH, coO-
IJIaCHO COBPEMEHHOM MOJeJIM BTOPUYHOM CTPYKTYPbl, 3aMKHYTBI OpYyT
Ha Opyra B [aBOMHOM crnupanu.) 3’-koHen 5S PHK Obut jokanu3oBaH
Ha roJioBke (LieHTpaJIbHOM IpoTybGepaHue) 50S cyOuactuup! (puc. 70,a U B),
4YTO Ompene/mIo M Jiokanu3auuio Bcero 5S PHK-6GenkoBoro koMiuiekca,
BKiovaronero 6enku LS5, L18 u L25.

Ilpueaska x monozpagpuu 6enkos

3uass Tomorpaduio OesIkOB M MecTa MNocaaku OeJIkOB Ha TMepBHYHOH
(1 BTOpUYHONM) CTpyKType pubocomHor PHK, MoxHO, TakuM o06pa3oMm,
BbiBeCTH 0oJice WM MeHee MNPUOIM3UTENbHYIO Tomorpaduro 6esToKCBSI3bI-
Batomux yuactkoB PHK Ha pubocomHo¥M 4actuue. EcTecTBeHHO, 4TO OHa
OymeT MpOCTO MOBTOPSATH JIOKAJIM3aLIMI0O COOTBETCTBYIOLLIHUX PHOOCOMHBIX
6enkoB. Tak, B paiioHe Genka S4 (puc. 68) HO/KHA JIOKAJIM30BaThCH
COCTaBHas ILUIMWIbKA, BK/IOvYalolas crpam 20—21 pgomena I, a Takxke
CIHpaJib 2, SBJIAIOLLASCS YepellKoM (CnapeHHbie 5'- U 3'-KOHLbI JI0MEHA)
Bcero nomeHa 1 (puc. 42). PaxkTUYeCKd 3TO — LEHTpPAJIbHOE MECTO B
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Puc. 70. JnexTpoHHble MUKpodoTOorpadpuu pubocoMHBIX 50S cyOGuacTHL ¢ aHTHTEJIaMH,
NMPUCOEAMHEHHBIMM K MoauduuupoBaHHbiM 3'-koHuamM 5S PHK (a) m 23S PHK (6),
a Takke ¢otorpapuuM ABYX mNpoekuHd Modead 50S cyOuacTHubl ¢ 0003HaueHHSIMH
MectonosioxeHun 3'-koHua 5S PHK (kpyxokx) u 3'-koHua 23S PHK (3Be3mouxa) (B)
(npenoctaBnens! B. [I. BacunbeBbiM, MHCcTHTYT Genika AH CCCP, IlywuHo)

npocTpaHcTBeHHOM CTpykType 16S PHK, ot KOoTOporo pacxomsrcs Bce
TPU ee IJIaBHbIX [IOMEHa; OYeBHIHO, YTO Ha MOP(OJIOrMYecKON KapTHHE
Y-o6pasuoin PHK (puc. 49 u 50) 3TO COOTBETCTBYeT paiioHy Oudypkaipm.

B paitone Genka S8 (puc. 68) JioKaJIM3yeTcs COCTaBHas CIMpaib 25—26
nomena II (puc. 42). Tak kak Genku S8 u S4 pacnonarairorcst 6mM3Ko
Opyr K Opyry (CM. MpeObIOyIMA pa3gesl, a Takxke puc. 63), To M co-
CTaBHasl cmupajib 25—26 nomeHa II mosxHa pacrosiaratbcsi rae-Tto B CO-
ceacree co mwibkon 20—21 nomeHa I (kak M MOKa3aHO CXEMAaTHYECKH
Ha puc. 42).

Hao6opot, mpo 6emok S7, ero HemocpeaCTBEHHbIX cocemer (6enku S9
1 S13) u ux oxpyxeHue (6enku S10, S14 u S19) HU3BeCTHO, UTO OHH
06pa3yioT rpyniy, yaajJeHHyI OT LeHTpaJibHoro 6eska S4. CoOTBETCTBEHHO,
y3noson paioH nomeHa III 16S PHK (xyma cxomsitcs crapaym 39, 40,
52 u 55), ceasbiBalowiui Oesok S7, momkeH ObITh yHoajleH OT vepellka
nomena I u ot 6udypkaun Y-obpasunori PHK.

ToBopss B obOuieM o Tomorpadguu riaaBHbix AoMeHoB 16S PHK u ux
COOTHECEHMHM C TIJIABHBIMH MOP(OJIOrHYECKMMH OOJsIMH pubGocoMHon 30S
cybuacTuubl (Tesio, GOKOBOHM BBICTYN U TrOJIOBKa), MOXHO HMCXOIUTb Kak
Pa3 u3 U3BeCTHBIX (PakTOB O pa3MelleHuu 6esikoB Ha PHK u nHa 30S cyGuacTu-
ue. Otu dakrtel cienyomue. 1. besnxu $4, S16, S17 u S20 cBs3aHbI ¢ 5 -KOHIle-
BbIM TOMeHOM I U B TO ke BpeMst 06HapyXuBaroTCs, Kak ¥ caM 5’ -koHery PHK,

115



Ha Tesie 30S cybuactuupl. 2. benku S8, S15, S6, S18
B3aUMOJEHCTBYIOT C cepeauHHbIM aoMeHoM II 16S
Sie8inss PHK, a Ha Mopdo1oruuecky BUAMMOM H300paxeHUH
5 30S cyOuacTHIbI OHH JIOKAJIM3YIOTCS JTHOO Hermocpea-

7 CTBEHHO Ha ee O0KkoBoOM HoJie («1wiaTdopMe»), THO0 Ha
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cTeike OokoBOM 10K U Tena. 3. ['pyrnmna 6enkos S7, S9,
S10, S13, S14 u S19 npukperuieHa k 16S PHK B paione
ee 3’-npokcuMaiibHoro noMeHa III, a Ha 30S cy6uacTuue
BCE OHH — THITHYHBIE KOMIIOHEHTHI €€ roJIOBKH. OTCIO-
J1a MOXHO YTBEPXKIATh, YTO TPH IJIaBHBIX CTPYKTYPHBIX

H

HI

11T

T
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A nomeHa 16S PHK B 06111eM COOTBETCTBYIOT TpEM I'J1aB-
\/ HbIM MopdosoruyeckuM noisM 30S cybuacTHIBL:
5’-koHueBoM noMeH I popmupyeT siapo Tena cybyacTu-

Lbl, CEpeIUHHBIN adoMeH Il BHOCUT BkJ1aa B 06pa3oBa-
Puc. 71. Cxema cooTBET-  yye GoxoBOro BHICTYNA («IIATGOPMBI»), a 3’'-IIPOKCH-
CTBHs TpEX rjaBHbIX MOp- -
donorneckux nonei pn- MaJIbHBIA oMeH III 3amosHseT rosioBKy cybyacTULbL
6ocomHoi 30S cy6uactu- 110-BMIOUMOMY, caMbIi 3’-KOHILiEBOM y4acTok 16S PHK
ubi (Tesio, 60KOBOM Bbi-  (BKJIOYAsi CIUPAJIH 57, 58 1 59) MpOCTHUPaeTCs OT OCHO-
CTyll M TO/0BKA) TPEM  pappg rouOBKHM («LIEH») K BEpXyLIKe GOKOBOWM HOJIH
rJ1aBHBIM  CTPYKTYPHbIM
nomenam 168 PHK (I, 11 («TUIaTQOPMBI»), Kak 06 3TOM CBUAETENILCTBYIOT [aH-
u III, cooTBeTCTBEHHO) Hble IMMYHHOH 3JIEKTPOHHOM MHUKPOCKOITHH I10 JIOKa-

JIM3auMH 3'-KOHLIA M 3'-KOHLIEBOM LUNUIBLKH (pUC. 69).
Cxematnyecku cootBeTcTBUe noMeHoB 16S PHK u Mopdonoruyeckux mosen
30S cybuacTHibl MOKa3aHO Ha puc. 71.

4. YETBEPTHUYHASA CTPYKTYPA

IlonHoe peweHue npo6eMbl TOUHOTO B3aUMOPACIIOJIOKEHHUS BCEX CTPYKTYp-
HBIX 3JIeMEHTOB pUOOCOMHOM YacTHILIbl, BKJIIOYast OeJIKM M MX rpyMmbl, KOM-
nakTHbele goMeHbl PHK, otoenshble cniupanu PHK u 1. 4., XxaoeT nosjydyeHus
MOOXOOSALUMUX KPUCTA/IJIOB YaCTHI[ MU UX PEHTreHOrpadu4YecKoro, 3JeKTPOHO-
rpadu4ecKkoro UM HEHUTPOHOTrpadUUYECKOro H3y4YeHHs, C TeM WIH HHBIM
pa3pelieHeM. OOHafeXMBaeT TO, YTO NPHUHLMIHAILHO PHUOOCOMHBIE Ya-
CTHIIBI 0Ka3aJIUCh KPUCTAJUIM3YEMbBIMH.

OnHako U3 BCeM COBOKYIMTHOCTH IaHHBIX, U3JI0XKEHHBIX BbIILIE, YK€ Cenvac
MOXXHO TbITaThCS CTPOUTH MPUOJIU3UTEIbHBIE MOIE/IM B3AUMHOTO PacIiojioxke-
Hust 6enkoB U PHK, B Tol WM MHOM Mepe OTpaxarol(de YeTBEPTHYHYIO
CTPYKTYpPY PHOOCOMHBIX 4acTWll ¢ IpyObIM pa3peieHHeM. DTO 0cOOEHHO
BepHO 171 pubocoMHoM 30S cy6UacTHULIbI, B OTHOLLIEHMH KOTOPOM CYLUECTBYET
ropas3zo OoJibllie cBelieHMi (M KOTOpasi B TO )K€ BpeMs BABOE MEHbIIIE), YeM
0 50S cy6uactuie. OgHa M3 TakHMX rpyObIx Momesien pasmelenus 21 pubo-
COMHBIX O€/IKOB, anmpoKCUMHPOBAaHHBIX cepaMHd ¢ IUAMETPOM, COOTBETCT-
BYIOILIMM HX MOJIEKYJISIpDHBIM MaccaM, Ha Y-o6pasHoi PHK, dopma koTtopo#
BbIBEZleHa U3 3JIEKTPOHHOM MHKPOCKOIIMH, JaHa Ha puUc. 72,

XoTs maHHble M0 aUdGy3HOMY pacCessHUI0O PEHTT€HOBCKHUX JIy4eH HIIH
HENTPOHOB CYCIEH3USIMH PHMOOCOMHBIX YaCTHUIl HeJib3sl NMPSIMO MHTEPIpPETH-
poBaTh B CTPYKTYDHOM IIJIaHE, HO MX MOXHO MCNOJIb30BaThb IJIsl IIPOBEPKH
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Puc 72. ®otorpadus OByx MNpoekUMH [(peaBapuTEJbHOU MOAEJIM B3aMMOPACMOIOKEHUS
Y-o6pasHon PHK u 21 Genka (ueTBepTHUUHOM CTPYKTypbl) B pubocomuon 30S cybuacTuue
(no A C CnupuHy u ap Monek 6uon, 1979, 1. 13, ¢ 1384—1395)

npeasiaraeMbix Moaesier. Hanmpumep, MOXHO TeOpeTHYECKH pacCYMTaTh KpH-
Bble paccesiHUsl, KOTOpble NaBaJiM Obl YaCTHUILIbI, COOTBETCTBYIOLIIHE MOJIENH,
IIpY pa3IMYHOM pacceuBaroileM BkJane Oerka u PHK. Pa3mepnl u ¢dopmy
PHK B Mo/esid MOXHO MpPOBEPSATh, CPABHUBAsE TEOPETUUYECKH PACCUUTAHHYIO
KPHUBYIO TIpH HYJIEBOM BKJIaZie OeJIKa ¢ 3KCIepUMEHTAIbHOM KPUBOW HEUTPOH-
Horo paccesiHus B 42%-1oM D20, koraa paccesiHue OT OejIka CKOMIIEHCUPOBaHO
pactBopHTesieM. C Ipyrou CTOPOHbBI, XapaKTep B3aHUMOPAcCHoJIoXeHus OeJIKOB
B MOJIeJIM MOXHO TE€CTHUPOBAaTh MyTEM CpPaBHEHHS] PACCUYMTAHHOW U3 MOIEIIU
KpuBOM Tpu HysneBoM Bkjane PHK c¢ s3xkcriepuMeHTalbHOW KpUBOM HEMTPOH-
Horo paccesiiusg B 70%-HoM D20 (Touka xomneHcauun paccesinus PHK pacrt-
BopuTtesieM). HakoHel, 3anaBasi pa3nuuHble BKjiaawl O6enka u PHK npu pac-
YeTax paccesiHust OT MOJEJIH, MOXHO MOJIyYUTh HAOOp TEOPETUUYECKUX KPUBBIX
I8 CpaBHEHMS C JKCIIEPUMEHTAILHBIMA KpMBBIMM HEHTPOHHOTO pac-
cesstuus B H20, D20 u npu pa3Iu4HbIX KX COOTHOILUEHUSX, & TAK)XE C KPUBBIMU
PEHTIeHOBCKOTO pacCesiHUs, 3TUM IIyTeM NPOBepsieTCS B3aMMHOE pacIioJio-
xeHue Oenka 1 PHK B Monenu. Ecid cooTBeTCcTBMSI MeXAy pacCYMTaH-
HBIMU M 3KCIIEPUMEHTAJIbHBIMU KPUBBIMU He Oy[eT, Monesib NOJIXKHAa ObITb
orBepruyta. Momenb pacnosioxeHus PHK u 6enkoB B 30S cyGuactwile,
M300paXkeHHass Ha pHMC. 72, He INPOTHBOPEYMT IKCIIEPUMEHTAJIbHBIM KpH-
BbIM HEHTPOHHOrO M PEHTreHOBCKOTO pacCesiHUs BIUIOTh [0 pa3pelleHHUs
0KO0JI0 4—5 HM.
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I'maBa V

CTPYKTYPHBIE IIPEBPAIIEHHA PUBOCOM
(IN VITRO)

B3aumonencTBus mexay pubocomuniMu PHK u BuyTpu PHK, mexay pu6o-
cOMHBbIMHU GesikaMu U Mexay Gesikamu 1 PHK B pubocome oyeHb noaBepkeHbl
BJIMSIHUIO BHEIIHUX YCJIOBUM U 0COOEHHO MOHHBIX YCJIOBUM cpelbl. BaxHen-
LWy pOJIb MIparoT OBYBaJIEHTHble KaTHOHBI M B MEPBYIO oyepenr Mg2+.

1. IHCCOLHAIIUA PHBOCOM HA CYBYACTHIIBI

Ve NpH MepBbIX MOMbITKaX BbIAEJIEHHUS PUOOCOM M3 Pa3jIMYHBIX OpraHu3-
MOB CTaJIO SICHO, YTO IJIs MOAAepXXaHUs CTaOMIILHOCTH 4acTHL HEOOX0oUMO
NPUCYTCTBUE MOCTATOYHBIX KOHLIEHTpAaLIMX HOHOB Mg2+ (wmm Ca?t) B cpene.
[ToHM>XKEHHE KOHLIEHTPALlMK 3TUX OBYBAJIEHTHBIX KaTHOHOB B Cpe€Jie IPHBO-
IWIO B MEpBYIO ovepedb K DUCCOLMALIMKM PUOOCOM Ha COCTAaBJIIOIIHE CYO-
JaCTHIIbI:

708 50S + 30S;
80S 60S + 40S

Takyro ke OQUCCOIMALIMIO MOXHO BbI3BaTh IyTEM 3HAYMTEJILHOTO MOBBILLIEHHUS
KOHLIEHTpALIMM OJIHOBAJIEHTHBIX KaTHOHOB B cpene. JIucconuauus 70S pubo-
coM E. coli npu nmoHMwKeHUU KOHLEHTpalluu Mg2+ B cpene moka3aHa Ha ce-
JAMEHTAIMOHHBIX AuUarpammax (puc. 73).

OTKpbITHE OUCCOLIHALIMM PHUOOCOM ChIrpajio o4eHb 6GOJIBILIYIO POJib B UX
najibHeMIleM u3yuyeHUd. UMeHHoO pasmesieHre cybyacTHII M MX BbiesIEHHE TI0-
CIIYyXHJIO OTIpPAaBHOW TOYKOM MJI CTPYKTYPHBIX MCCJIEIOBAaHUM OTHEJIbHO
60JIBILION M MaJIOW CyOYacTHIIbI, IS BbIAEJIEHUS U U3yYeHUS] WHIUBUOYAJIb-
Hbix 16S (18S) u 23S (28S) pubocomusix PHK, mist BbimesieHUS ¥ HU3y4YeHUS
pH6OCOMHBIX Génkoa Kaxao# cybuactuibl. KpoMe TOro, crajio BO3MOXHbBIM
U3ydyeHHue MapUUaibHbIX QYHKIMOHAILHBIX AKTUBHOCTEH HAa U30JIMPOBAHHBIX
pUOOCOMHBIX cyOuYacTHLIaX, TaKUX Kak cBs3biBaHue MatpuuHor PHK, cBs3bI-
Banue amuHoauwil-TPHK, nentumuntpancdepasHas ¢yHKUUS, CBS3bIBaHUE
u ruaponu3 I'T® u 1. m.

Heo6xoouMocTh HOCTATOYHBIX KOHLIeHTpauun Mg2+ unu Ca2+ B cpene
(He MeHee 1 MM) s MOALEpXAaHHUSI aCCOLIMMPOBAHHOTO COCTOSIHMS pUOOCOM
npexae BCEro CBsi3aHa, IMO-BUOUMOMY, CO CTPYKTYPHO-(bYHKUHOHAJIbHBIMH
ocobenHoctamu pubocomuorn PHK. PHK B pubocoMe Haxoaurtcs MpeuMy-
wecTBeHHO B BHOe Mg2+-conn. CBsa3aHHbIH Mg2+t oTBeTCTBEH 3a TO, 4TO
OoTpuuaTesibHble 3apsaabl ¢ochatoB PHK B 0OCHOBHOM HeHWTpaJM30BaHbI,
nosimanexTpoauTHole cBorictBa PHK ue mposiBnsirorcs n tecHbie PHK-PHK-
B3aMMOIENMCTBUS MOTryT ObITh pa3pellieHbl. IlOHMXeHHE KOHLIEHTPAaLUK
Mg2+ B cpene (MM NoBBILIEHHE KOHKYPEHTHOM KOHLIEHTPALIMM OQHOBAJIEHT-
HOTO KaTHOHA) NMPUBOAMUT K YaCTUYHOMY yOajieHuro Mg2+ u3 pubocoMsl, YTO
IOJIKHO CKa3aTbcd mpexae Bcero Ha cyabeix PHK-PHK-B3auMomencTBUSX.
IToxoxe Ha TO, YTO AWccomMauMsi pubocoM Ha cybuacTHibl 00yCJIOBIeHa
1pex e BCEro HapyllleHHEeM HIM OcJiabjieHHeM KaKHUX-TO JIOKaJIbHBIX KOH-
TakToB 16S (18S) PHK Mmason cy6uactuisl ¢ 23S (28S) PHK Gosbiioit cy6-
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Puc. 73. CeaMeHTaLMOHHbBIE qUa-
rpaMMbel  McxodHbix 70S pubocom
E. coli v mpoaykTOB MX AMCCOLIMA-
udn Ha 30S u S0S cy6GuacTuibl
Mpd  TOHMXKEHUH KOHLEHTpAaLMH
Mg?+ B cpene:

a— 70S pubocomsl npy 10 MM MgCl2 —
100 MM NH4CIl; 6 —30S u 50S cy6-
yactuupl npy 1 MM MgCl2 — 100 MM
NH«CI

YacTULbL. JeNCTBUTE/IbHO, H30JIMpO-
BaHHble 16S PHK u 23S PHK B ycsioBusIX
OTHOCHTEJIbHOM KOMIIAKTHOCTH, BKJIIO-
YaloLIHUX BBICOKYIO KOHILIEHTpa-
o Mg2t B cpenie, ciocob6HbI B3auMoO-
JeNCTBOBaTb APYr C OPYrOM.
OKCIEpUMEHTBl MO0 XHUMHYECKOH
moaudukauuu pubocoM U UX cybdac-
THIL] C TIOMOIIbLIO KETOKCAJISA YKa3aJi Ha
nBa riaBHbIX panoHa 16S PHK, yuacT-
BYIOLLIMX B aCCOLIMALIMM CyOUacTHLL: 3TO,
BO-TIEPBLIX, [BE COCEOHHE COCTaBHbIE
IINWJIBKY,  BKJIIOYAlOL{Me  ClHpa-
Jm 29—30—31 u 32—33 cepe AMHHOTO 10-
meHa II, 4, Bo-BTOpBIX, 3’'-KOHLEBas
MocjieA0BaTeIbHOCTh. OKa3aaoch, 4TO
HEKOTOpble TYaHWIOBbIE OCTaTKH He-
CMIApeHHBIX YYaCTKOB 3THUX pAaMOHOB
(Mexny crnupansmu 29 u 30, 30 u 31,
32 u 33, 32 u 34 u B TOpLIEBOM NETIIE
crivpasii 33, ¢ 0JHOM CTOPOHBI, U MEX Y
cnupansmu 38 u 57, 57 u 59 u B TOp-
LeBOW NeTie cnupasm 59, ¢ Apyrom)
pearupyroT ¢ KeToKcajieM B H30JIMPO-
BaHHOM 30S cyOuyacTHlle M IepecTaioT
pearupoBaThb mocje accouuanuu ¢ 50S
cybuactuuen. Ecau 3THM  ocTaTKH
MoauULHPOBaHbl KeTOKcasieM, To 30S
cybuacTHIa TepsieT CIOCOOHOCTD K ac-
counauuu ¢ S0S cybuactuuen. MHTe-
pecHo, YTo accoranms ¢ 50S cybuacTu-
LIeH BbI3bIBAET TaK)Ke HEKOTOPYIO Mepe-
ctporky cTpykTypsl PHK B 30S cy6uac-
THLlE, TPUBOMALIYI0 K YBEJIHYEHHIO
IOCTYIMMHOCTH HYKJIEOTUAHBIX OCTaTKOB
B PaliOHE COCTaBHOM CrUpaiu 45—46—
47 nomena III 16S PHK. HUcxons u3
JIOKaJIM3allMH yKa3aHHbIX paiioHoB PHK
(cM. mpenblOyLIMEM pa3nesi), MOXHO
aymaThb, uTo 30S cyO4acTHIia OCyLIIECTB-
JIieT KOHTAKT ¢ 50S cyOuacTuiies riias-
HbIM o06pa3oM cBoerd OOKOBOM JIO-
nacTeio («raT¢opMon») U roJIOBKOH;

Beixoabl 16S PHK B 3THX MecTax, MO-BUAUMOMY, OTBETCTBEHHBI 32 B3aUMO-

JIeNCTBHE C CyOYacTHLIEN-ITaPTHEPOM.

B 23S PHK 50S cybuacTHubl TaKX€ MOXHO YKa3aThb y4aCTKH, BOBJICYEH-
Hble BO B3aumogzenctBue ¢ 30S cyOuacTuued npu HUX accoudauur. OHU
OKa3aJIUCh COCPEIOTOYEHB! [NIaBHBIM 00pa3oM B noMeHe, o6pazyeMoM mociie-
[0BaTebHOCTBIO 2043—2625 (noMeH V). UHTepecHO, 4TO ¢ 3TUM Ke IOMEHOM
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B3aMMOOENCTBYET, mo-BuAMMOMY, 5SS PHK-0OenkoBbiit KOMIUIEKC TOJIOBKH
50S cy6uactuisl U 6esok L1 6okoBoi monu 50S cy6uacTunbl. OueHb Bepo-
9THO, YTO UMEHHO roJjioBKa U 6okoBasi 10,11 S0S cy6uacTHLbI OCYLLECTBISIOT
ee accouuaruio ¢ 30S cybuacTuiien («roJIoBKa K rojioBke» 1 «O60KoBas 0oJig K
60KOBOM mosie» — cM. pasnen B.1).

B npenpiaymiux paszmenax yxe YKa3blBajoch, 4To rosjioBka 50S cy6-
yacTHLIbI BKIrovYaeT 5S PHK-6eskoBbIN koMrLiekc. OKa3anoch, YTO 3TOT KOMII-
nieKc caM 1o cebe oOHapyx)uBaeT crocoOHOCTL B3aUMOIeHCcTBOBATH ¢ 30S cyo-
yacTULIeH. DTO MOXET CJIYXHUThb yKa3aHHeM Ha To, 4yTto 5S PHK-6enkoBbiit
KOMIUIEKC TaKXXe BHOCHUT BKJIaJl B acCCOLIMAILMIO PUOOCOMHBIX CyOdacTHI
(«TrOJIOBKA K TOJIOBKE»).

Ponb oTnenbHbIX pUOOCOMHBIX 6€JIKOB B aCCOLIMAL[MU CyOUacTHI U3yUeHa
cnabo. Uckmoyats ee, oqHako, HeJib3s. OHa MOXET COCTOSITh Kak B CTabUIH3a-
uuu cTpykTyp PHK, ocyiecTBasSIOIIMX acCOLIHAIIMIO, TaK U B HEMOCPEICTBEH-
HOM BKJIaZle B MeXCYOUYaCTHYHbIE KOHTAKThI.

JlaBHO W3BeCcTHO, YTO abcoJIIOTHas KOHLIEHTpalus MOHOB Mg2+ B cpene,
TpebyeMas 11 moanepXaHus acCOLHAllM pUOOCOMHBIX CyOUYacCTHIl, CHIIbLHO
3aBUCUT OT (YHKLIMOHAJILHOTO COCTOSIHHS PUOOCOMBI, M Mpexae BCero oT
CBSI3aHHBIX C Hed JUraHmoB. Tak, cyOuacTHIIBI B TpaHCHpYIolerd pubocome
coeqUHEeHbl 0COOEHHO MPOYHO, U IS JUCCOLIMALIMU TPeOyeTCs CHIIbHO MOHU-
3UTh KOHLIeHTpauuio Mg2+ B cpene (BmioTh mo 10-4 M unu maxe Huxe).
TpaHcaupylonde puOOCOMBI B ITOCTTPAHC/IOKALIMOHHOM COCTOSIHHHM JTHCCO-
UUUPYIOT, MO-BUIAUMOMY, HECKOJIbKO Jierde, 4YeM IpeTPaHCIOKALIMOHHbBIE
pubocomsl. IToMHMO BO3MOXHOr0 HM3MEHEHHUs crocoba accolMallMM CaMHX
cybvyacTUll B pa3/IMYHBIX (YHKLMOHAJILHBIX COCTOSIHUSIX, OKa3aJioch, 4TO
cBsizanHble TPHK camu BHOCAT 60JIb1LI0M BKJIag B YCTOMYMBOCThL aCCOLIMUPO-
BAHHOT'O COCTOSIHUSI pMOOCOMBI. Pa3HHILy B yCTOMYMBOCTH NPETPAHCIIOKAIMOH-
HBIX M MOCTTPAHCJIOKAIMOHHBIX PUOOCOM, B YAaCTHOCTH, MOXHO OOBSICHUTH
TeM, YTO IlepBbie comepxaT nse MoJekyssl TPHK Ha pubocoMy, a BTopbie —
ondy. Bxnan TPHK B cTabunusanmio accorMaii cy6yacTHIl MOXHO ITOHSTh:
kaxnbid TPHK-cBg3bIBalomuin yuacTox Ha pubocoMe GopMHUpyeTCs LIeHTPaMHU
obeux cybuacTun (cM. mocsenyrowue pasaesnsl), Tak 4To TPHK cBa3biBaeTcs
¢ 06euMu, 06pa3ys MOMOJIHUTEJILHBIN CKPETUISIOLINI «MOCTUK». B oTcyTCTBUME
nurainoB (TPHK) pubocomubie cybuacTULbI CKpemnjieHbl OTHOCHUTEJIbHO
cnabo. Bo BcakoM ciyvae, HeTpaHc/aupyrouue cBobomHble 70S pubocomMbl
E. coli NONMHOCTBIO MUCCOLIMMPYIOT YK€ IpH KOHIIeHTpalusax Mg2+ Huxe 5 MM,
a npu 6oslee BHLICOKMX KOHLIEHTpPAlMAX HAXOMATCA B JUHAMHYECKOM PaBHO-
BeCHH ¢ cyOvacTHLIaMU:

708 === 50S + 30S

QykxapuoTuyeckre 80S pHOOCOMBI ropa3io yCToM4MBee K MOHUXeHU0 Mg2+
B cpele.

Heo6x0a1MM0 OTMETHTBL TakXe HEKOTOpble BHEIIHUE (DaKTOpbI, KaK CIo-
coOcTByIOIIIME, TaK U MTPOTHBOIAEHMCTBYIOLIHE aCCOLMALIMM PUOOCOMHBIX CY6-
yacTul (puc. 74). Ve roBopwjioch, UYTO yBeJIMUEHHE KOHLIEHTPAUMUH OLHO-
BaneHTHbIX kaTHoHoB (K+, NH; u np.) Bcerma cnoco6CTByeT OMCCOLMALTMM,
U yeM OoJipllle HMX KOHLIEHTpallMs, TeM TpeOyeTca Oosibiie Mg2+ nns
MOAEepXaHUsd aCCOLIMMPOBAHHOTO COCTOSIHUS. 31eChb, HECOMHEHHO, UrpaeT
POJIb MPSIMOM KOHKYpHUpYyIOIUui 3¢ dekT (BhiTecHeHHe Mg2+t U3 pubOCOMBI).
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OaHako HabnonaeTcs U UHTEpecHas crie-

70S uudguwocu: Natu Li+' 0Ka3bIBalOT CHUJIb-

HbIA OUccoLuupyrowui 3¢dekT maxe B

HU3KUX KOHLeHTpauusx. s nmoamepxa-

HHUSl aCCOLMMPOBAHHOIO COCTOSIHUS pHOo-

coM Mg2t B cpeme MOXET OBbITh MOJIHO-

| CTbI0 WM YacTUYHO 3aMeHeH Ha Ca?t, a
Takxxe Ha Mn2+ 1 Co2+ (Bce 3TO — KAaTUOHBI
Na* Li* Mg2* Ca2+ ¢ 6,1M3KUM HOHHBIM PaINyCOM), B TO BpeMsl
K* NHY NONAMAMUHbI, Kak Sr2+, Ba2t+, Cd2+, Hg2+, Ni2+, Zn2tu
v e Npyrue OBY- U MOJIMBAJIEHTHbIE KATUOHBI
MOHEBUHA 3TAHON, 6o HeadhdekTUBHBI, MO0 06sagaloT
“METAHON JUCCOLIMMPYIOIIMM neucTBueM. OpraHu-
YyecKHue IMOJIMKaTUOHbI, TaKUe KaK JUaMH-

L Hbl (MyTpPeCLUMH, KaJlaBEPUH) U MOJIMaMHU-
Hbl (CIIEPMUOMH, CIIEPMHH), CTaOMIM3U-

PYIOT acCOLIMALMIO U MOTYT paccMaTpu-

CD 30S BaThCS KaK MOL[HbIE CHHEPrUCThI Mg2t;
N0-BUAMMOMY, OHM BCET1a NMPUCYTCTBYIOT

+ B KakOM-TO Ko/jiM4ecTBe B pubocoMax,

BHOCS BKJIaJl B CTAOWIM3aLIMIO TPETUYHOMN

cTpykTypbl pubocomHon PHK u B PHK-

50S PHK-B3aumonenctBusi. MHTepecHO, 4TO

CUHeprucTaMu Mg2+, Moryiuvumu 4acTvd-

HO 3aMEHHUTh €ro B cpele IS MoaaepkKa-

HHSI aCCOLIMMPOBAHHOIO COCTOSIHUS pUboO-

Puc. 74. Cxema nuccounauuu pubocom COM. SIBJISIIOTCS TaKkXKe MHOTME BOJIO-
Ha cocTaB/glolIMe cyO4yacTULbl. YKa3a- K

Hbl HeKoTOpbie (akTopsl cpeabi, cno- PACTBOPUMbBIE OPraHUYECKHEe pacTBOPH-

coOCTByOLIME WAM MpoTUBoaercTByto- TEJIM, TaAKHU€ KaK METaHOJI, 3TaHOJI, AUME-

LLMe AUCCOLMaLUM TUICYJIbPOKCH, ¥ IPYTUe; UX aHTUAUCCO-

LMMpPYIOLLIEE OEMCTBHE MPHUOIU3UTEHHO

MPONOPLUMOHANIBHO UX rMAPOoGOOHOCTH. B CBSI3U C 3THMM CTOUT CKa3aTb, YTO

nobaprieHre 3THX e PacCTBOPUTENIEN B CPEdy OKa3auoch O4YeHb 3D HeKTUBHBIM

VIS TIOAAEP)XaHMS KOMIIAKTHOM CTPYKTYphbl M30/IMpPOBaHHOM pubocoMHOoM PHK.

In vivo nucconuanus 70S wiu 80S pub0COM Ha COCTaABJISIOLIME CYyOUaCTHLIBI

MPOUCXOAHUT TOJIbKO ITOCJIeé TePMHUHALIMM TPAHC/ISALUMHA. B 3TOM ciyyae cBsi3b

MeXay cyOuacTUilaMHM OcJIabnseTcsi BCJeNCTBHE yXOna JIMTaHmoB (MenTH-

oun-TPHK u TPHK) ¥ aguccoumauus, no-BUOAUMOMY, NONOJIHUTEJIHO ellle

U KaTaJIM3UpyeTcs ClielHaJlbHbIMM OeJIKOBBIMH (pakTopamu. [Iuccoruanus

pubOCOM Ha cybuacTHIIbI MOC/iIe OKOHYAaHHUS TPAHCJISIMM MaTpHIbl — 00s13a-

TeJIbHbIM 3Tall B MX LUKJIMYECKOM MCITOJIb30BaHUM B KJIeTKe (CM. yacTh B).

2. PA3BOPAYMBAHHUE CYBYACTHI

Ecnu npomospkaTh ynaiasiTb Mg2+ U3 pHOOCOMHBIX YaCTHII, TO NPOHU30MAET
HapyuleHUe UX KOMITAKTHOCTH, T. €. pa3BopauuBaHue, 6e3 nuccoruanyu Oeska
or PHK. YToObl OOCTHMrHYTh pa3BOpauyMBaHHUs, ObLIO TNpENJIOXKEHO OBa
IJIaBHBIX cImoco6a Mg ynaneHus Mg2t w3 puOOCOMHBIX vacTHil: JHM6O
KOHKYPEHTHOE BbITECHEHME CBSI3aHHOTO M g2+ BhICOKOM KOHIIEHTPAllUEH O JHO-
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BAJICHTHOro KaTtWoHa (Hampumep, 1 M NH}) B cpenme, ¢ mocienyrooimm
yMeHbILIEHMEM HOHHOM CWibl, JMO0 TmpsgMoe yBeaeHue Mg2+ KOMILIEK-
CHDYIOILIUM areHTOM (HarpuMep, ITWIeHIMAMHUHTETPaalleTATOM) NpY HU3KOM
HOHHOM cwie, OYeBUOHO, YTO yHajieHHe CBSI3aHHOro Mg2+ M HM3Kasi HOHHas
CHJ1a Cpe bl NPUBOAAT K POSIBJIEHUIO NOJIU3JIEKTPOJIMTHBIX CBOMCTB pH6OoCcOM-
Hou PHK. BcnenctBie BO3HHMKAIOLIErO 3JIEKTPOCTATHYECKOTO OTTAJIKMBAHUS
OTPMLIATEJILHO 3apsDKeHHBIX (ochaTHBIX Py, COCPEAOTOYEHHBIX B OTHOCH-
TeJIbHO MajioM o6beMe uacTHilbl, KoMIiakTHad ykianka PHK paspyiuaetcs.
MoXHO NoKka3aTh, YTO pa3pyIIalOTCS B OCHOBHOM JaJIbHHE B3aUMOOEHCTBHA,
B TO BpeMs Xak Odéiypiias yacte BTOpHYHOM CTpyKTYphl PHK coxpansiercs,
MPHU YCJIOBMH, €CJIH HOHHAS CWJIa He OYeHb HH3Ka.

B 10 Xe Bpems 6GeJIKHM MPOOOJDKAIOT BHCETh HA pa3phIXJIEHHOM BBICOKO-
nonuMmepHoit PHK, T. e. iMeeT MecTO pa3BopaduBaHHe pHOOHYKJICONPOTERAR.
Coxpanenre MHOTUX PHK-6e/k0BbIX B3aMMOAENCTBUH IIPH pa3BOpayHBaHHH
CBHMIIETEJILCTBYET O TOM, YTO JIOKaJibHble MecTa y3HaBanus Ha PHK, B ToMm
YHCJie IJIEMEHTHI JIOKAJIbHOM NMPOCTPAHCTBEHHOM CTPYKTYphI, He0OX0auMBbIe
U1 yaepxaHus GesIkoB, MOTYT IIPOJOJDKATh CYLIECTBOBATh IIOCJIE Hapyile-
HUs o61en yKiIaakH, a Takke 0 TOM, YTo Mg2+ Bps JIM UrpaeT pellaoLyio
poyib B cBsi3biBaHUH OeskoB ¢ PHK. Bosiee Toro, ymeHblleHHEe HOHHOM CHJIBI,
TpebyeMoe 1 pa3sBopauyMBaHHUsA, MOXET CTaOMIM3MPOBATh HOHHBIE B3aUMO-
IEeNCTBUS OCHOBHBIX Ipynmn OesxoB ¢ oTpuuarejbHO 3apsokeHHon PHK,
KOTOpble HECOMHEHHO HMTIpaiOT BaXXHYIO pOJIb B yAep)kKaHHH OeskoB B pubo-
coMHOM HykJieonporenae (cMm. B.V.3). He uck/modeHo, YTO MpH pa3BopavuBa-
HUM PHUOOCOMHBIX 4YacTHl, 0COOEHHO INMpPH HHTEHCHMBHOM pa3BOpauMBaHHUH,
KOrga HMOHHas CHWJIa OYeHb HM3Ka M HAaYMHAETCSd pa3pyllleHHe CIIHpaJieH,
HEKOTOphle OeJIKM MOryT nepepacnpeaeisathes Ha tenu PHK u yaepxuBaTbcs
HecrelMdHYecKH, 3a CYET NMPOCTHIX 3JIEKTPOCTATHYECKHX B3aMMOIEHCTBHM.
(CnenyeT oroBopuThCs, YTO HEKOTOpPbIE C/1ab0 ynepxxuBaeMble OeJIKH, a TakxKe
5S PHK, mMorytr ocBo6oxaaTbcsd M3 pHOOHYKJIEONpPOTeMa IIPH pa3BOpavu-
BaHMHU.)

XapakTepHOM YepTO# Mpoilecca pa3BopayMBaHUs pUGOCOMHBIX cyOUacTHI
SIBJIIETCS TO, YTO OH HOCHT KOOIIEPaTHBHbIM XapaKTep M NpPOXOJHUT 4Yepe3
omnpenesieHHbIe OUCKpPeTHbIE cTaaud. IIpoilie Bcero cilieAUTh 3a MPOLIECCOM
pa3sBOpauMBaHUA 110 YMEHBIUEHHIO CeIUMEHTALMOHHbIX K03 (UIIMEeHTOB
yacTHll (YMeHbIIIEHHE CeIUMEHTALIMOHHBIX KO3(DDHIIHEHTOB COIIPOBOXAAETCS
yBeJIMUeHHEM XapaKTepPHCTHYECKOM BSI3KOCTH, yMeHbIIIEHHeM Ko3dduiineHTa
ouddysun ¥ yBenudeHueM paauyca uHepuuu). Korma csizanubiin Mg2+ B
3HAYMTEJIbHOM Mepe BbITECHEH M3 YacTHIl, TO IOCTENEeHHOEe YMEeHbILIEHHe
HOHHOM CWJIbI cpelbl TPHBOAUT K CJEAYIOIUEH OUHAMHUKE HW3MEHEHHH.
CHauvana ucxoasble 50S 1 30S KOMIIOHEHTHI NIPEBPAI[AIOTCA HENOCPEACTBEHHO
B 35S 4 26S KOMITOHEHTbI, COOTBETCTBEHHO; 3TOT Nepexo] sBJISETCH CKayKo-
o6pa3HbpIM, THIa «BCE WM HHYEro», ¥ B IPOMEXYTOUHBIX ycJOBHAX 06e
($hopMbI1, UcXOaHAS U pa3BepHYTasl, MOT'YT COCYLLIECTBOBATh Ha CEIMMEHTALlHOH-
HOM muarpamMme (puc. 75). 3aTreM npd [OajibHEWIEM MOHMXKEHHUH HOHHOW
cuJIbl 35S 1 26S KOMITOHEHTHI TakK Xe CKaukooOpa3Ho nepexonadT B 22S u 15S
KOMITOHEHThI, COOTBEeTCTBEHHO. Ilociequue BeayT cebs yxe Kak TUITMYHBIE
MOJIM3JIEKTPOJIMTEI, TOJIHOCTLIO HAallOMHHAs HEKOMIIakTHble (opmbl 23S u
16S PHK; ynanenue coJiel U3 pacTBOpa NPUBOIMT K UX JaJIbHEHIIEMY, Tellepb
yXe IUIAaBHOMY, pa3sBOpPAaYMBAHHUIO, COMPOBOXIAEMOMY pa3pyllieHUEM BTO-
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PUYHOM CTPYKTYDHI ¥ MageHHeM K03 HIHEHTOB ce IMMEHTALIMK 10 3HAYCHUM
okoJ10 5S B Bone (puc. 75). Urak,

508 —2EX2, 355 —PEMO, 955 TR0, ~ 58,
3OS pe3ko 26S pe3ko lSS njiaBHo ~ SS

CxeMa pa3BopayMBaHHSI pUOOCOMHBIX YaCTHIL IaHa Ha pHc. 76.

OTKphITHE SIBJIEHUS pa3BOpaYMBaHUs pMOOCOMHBIX YacTuil (1963) BriepBbIe
yKa3aJIo Ha psifi MPUHLIUITHAJIBHBIX YePT CTPYKTYPHOM OpraHM3alliid pubocoM.
IIpexne Bcero, OHO ITOKa3ajo, YTO KaxJasd pHOOCOMHas 4YacTHIIA MOXET
paccMaTpMBaThCs Kak KOMITAKTHO CBEPHYTHIA PUOOHYKJIEONIPOTEUAHBIN TSHXK,
rae pojib KOBaJICHTHO-HENpPEpPHIBHOIO OCTOBa wurpaet pubocomHass PHK.
Jlanee, cTasIoO SICHO, YTO CBOpaYMBaHUE 3TOTO pUOOHYKJIEONPOTEUIHOTO TSXkKa
B KOMITaKTHYI0 pMOOCOMHYIO CTPYKTYPY OIpeeJiieTcs MpeX e BCEro B3auMO-
nevictBusiMHA BHYTpU PHK, Tak xak MMEHHO HX HapyllleHHe MpHUBOIMT K pa3-
BopauyuBaHUI0. Temneps, 3Has1, uto PHK o6pa3syeT 6oJiee uinn MeHee LIeHTpasIb-
HO€ AP0 YacTHLLI, a 6eJI0K JIoOKaJIM30BaH 00JIblLe Ha nepudepHH, MOXHO Ipo-
BOIUTh aHAJIOTHIO MEXIy CBOPaYMBaHUEM PHOOHYKJIEONPOTEHUIHOTO TSXKa
B KOMITAaKTHYIO PHOOCOMHYIO YacTHIy MU CBOpauYMBaHHEM IIOJIMMENTHOHOM
uenu B GesIkoBYIO riio0yily; B 000HMX CJIyyasix CBEPHYTOCTb Ts)Ka O3HAavaeT
cerperamgio AByX XMMHYeCKH pa3JIMuHbIX ¢a3, oaHa u3 kotopsix (PHK B pubo-
coMe W ruapodoOHble rpynmbl B Oejke) oka3biBaeTCs MPEUMYIIECTBEHHO
BHYTpH, a apyras (6esiku B pubocoMe MM ruapoduIbHbIE Ipynmnbl B 6ejike) —
CHapyXH.

CTyneHuYaThli (THIIA «BCE WJIM HUYEro») XapakTep IEpBbIX CTaJuM pa3-
BOpPaYMBaHUS MOJXET CJIyXKHTh yKa3aHMEM Ha TO, YTO HapylleHHe KOMIIaKT-
HOCTH pHMOOHYKJIEOTIPOTEHOa HAYMHAETCS C pa3phbiBOB YHUKAJIbHBIX CBSI30K,
bukcupyomux o6IIyI0 CBEpPHYTOCTh. TakMMH TEpPBBHIMH CTaaAUSIMH MOTYT
ObITH HapylLlIEHHUS KOMIIAKTH3UPYIOLIMX CBSI30K MEXIY IJIaBHBIMH IOJIAMH
pUOOCOMHOM YacTHLIBI MJIM MeXAy OOMeHaMH BbicokomnoymmepHon PHK.
JlanbHeliee pa3BopavuMBaHHWe MOXET BKJIIOYAaTh B ceOsi Oojiee MM MeHee
KOOIIEpaTUBHOE «IUIABJIEHHE» BHYTPUIOMEHHOM TPETUYHOM CTPYKTYpBI, a yXKe
3aTeM, B MpoLEcce MOJIHOTO yOaJieHUs COJieH, MOCTENeHHOe BhITJIaBJIEHHE
OTAEJIbHBIX CITUpaJIe.

B uenoM puboCcOMHBIM pHOOHYKJIEONPOTEU BEAET ceOsl OUYEHb MOXO0XKE
Ha HM30JIMPOBAHHYIO BBICOKOMOJIMMEPHYIO pubocomHyro PHK, HecMoTpsa Ha
MPUCYTCTBHE 6OJILIIOTO KOJIMUecTBa OesikoB. OQHAKO KOMIIAKTHAs CTPYKTypa
pHUOOHYKJIEONIPOTEHIA BCErLia OKa3bIBaeTCs CYILECTBEHHO CTaOMIbHEEe KakK K
ynajgeHuo Mg2+, Tak 4 K MOHWXEHUI0O MIOHHOM CHJIbI, @ TaKXe K HarpeBaHHIO.
Bonee Toro, uzonupoBanHas PHK He mocTuraeT coCTOSHHS CBOEro MakKCH-
MaJIbHO KOMITaKTHOTO CBOpauHMBaHHs, CBOMCTBEHHOIO €M B COCTaBe pHOOCOM-
HOM 4YacTHLIbI, WM, BO BCSKOM CJIy4ae, OHO He CTabWIbHO, moxa C HeW
HE CBSI3aH OIpeesIeHHbIN MMHUMAaJIbHBINA Habop OenxoB (cM. B.V.3). Co3na-
eTcs BIIeYaTJeHHe, YTO BCH CHEU(UYHOCTh CBOpauYMBaHUS PUOOHYKIIEO-
npoteuna onpenensercs ero PHK (¢bopMupoBaHueM TpeTUYHOM CTPYKTYPhI
PHK), B To BpeMs kak Oejikd CcTaOMJIIM3MPYIOT OTHEJIbHbIE K/IFOYEBBIE 3Jie-
MeHTHI cTpyKTyphl PHK, BKimouast HekoTopble cniupaiv PHK. UMeHHo ¢ 3TUM
MOXET ObITh CBSI3aH Takxe U 0oJiee ckaukooOpa3Hbii (60iee KOOIepaTUBHBIN)
XapakTep pa3BOpauyMBaHUs pUOOCOMHOM YaCTHIIBI 10 CPAaBHEHHIO C pa3Bopa-
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yuBaHUeM usoympoBanHon PHK.
Cneundudeckas CcTabuu3aiys
onpele/ieHHbIMH  OejikaMHU  He-
YCTOMYMBbLIX COCTOSTHUM 3JIEMEH-
TOB TPETHYHOM U BTOPUYHOM
ctpyktypsl PHK MoxeT 6b1Th 06-
UMM TIPUHLMIIOM HE TOJIBKO
CTPYKTYPHOM OpraHu3aliuy pubo-
cOM, HO M (DYHKLUHOHMPOBAHUS
MoOBIX  6ENIKOBO-HYKJIEMHOBBIX
cucteM (CM., Hampumep, pas-
nesa B.VLT).

W3 saBaeHns pa3BopauyMBaHUs
pUOOCOMHOM 4YacCTHLBI B pHOO-
HyKJICOTIDOTEUIHBIA TsK, 0e3
OTHEJIEHUS] pUOOCOMHBIX OEJIKOB,
npsiMO  CJIEZIOBAJIO BaXKHeMLlee
3aK/Il0OYeHHe, YTO MMEHHO KOBa-
neHTHo-HenpepsbiBHas PHK ynep-
XUBaeT Ha cebe MHOTrOYHMCIIEH-
Hble pUOOCOMHBIE OeNiKH, SBJIS-
fCb, TaKuM 00pa3oM, CTPYKTYp-
HbIM KapKacoM IJIs UX pa3Mellie-
Hus. B cBOe Bpemst 3TO ObLI HO-
BbI{ TIPMHLIMI, TaK KaK WU3y4eH-
Hble paHee CJIyyad BHUPYCHBIX
HYKJIEOTIPOTEUOOB IPEACTaBIIs-
JIM TIPOTHBOIIOJIOXHBIN TPUMED
CUMMETPUYHOM CaMOYKJIaIK!
6esikoB B criellMUUYECKYI0 4YeT-
BEPTHUYHYIO CTPYKTYPY, C IOArOH-
kot PHK non Hee. JdencTBUTeNb-
HO, (hopMHpOBaHHE PUOOCOMHOMN
YacTHLbl HE MOXET ObITb OCy-

Puc. 75. CequMeHTaLIMOHHBIE AXArpaMMBbl
pubocomHbIX 50S cyGuacTul MO Mepe UX
Pa3BopauMBaHHUS MyTeM MOHHXKEHUS UOH-
Hoi cuabl (mo L. P. Gavrilova et al.
J. Mol. Biol., 1966, v. 16, p. 473—-489):
npeasaputenbHo 50S cy6uactuu Gbinu obpa-
6oTann Bhicokon koHuenTpauuen NH4Cl nns
obenHennss Mg2?+, pa3BopayuBaHHe MPOCIEKH-
BaeTcsd Kak AMCKPETHBbIE MEpexonbl B COCTOSA-
HHUS ¢ MOHMXKEHHBIMH KOIQQPHLIMEHTaMH CelH-
MeHTauuH, 6e3 Aerpagauny 4acTHL; KOHLIGHTpa-
uud NH4Cl ykasaHbl cieBa; KO3pHLMEHTbI
CeMMEHTaLMHK TpPHBEACHB MOA KaXIOM [Ha-
rpaMMom.




Monekynap-|Cogepxa-| Mnasyuas

Mopgonorua | KoagguuueHT|Hana macca, |Hue 6enka|nnotHocts 8 CsCl,
(cxeMaTuuecku) |CeQuUMEHTAUUU| gansTOHL! % r/cm3

505 15-10° 33 1,65

35S  1,5-10° 33 1,65

N

55 PHK* 6enok

¥

Puc. 76. Cxema pa3BopauMBaHMsi pubocomuon S50S uacTHMUbI NpH YylajdeHUH
Mg2* ¥ NOHMXKEHUH HOHHOH CHJIbI

22S  1,4-10° 33 1,65

LECTBJIEHO MO NPUHLMIY caMOCOOPKM MAEHTHYHBIX OeKOBBIX CYOb-
eIMHHULl UM CyObeOWHML HECKOJIbKHX THUIOB B CMMMETPHUYHYX CTpPYK-
Typy. IToutH Bce 6enkoBble CyOBbEAMHHUIIBI PUOOCOMBI pa3IM4Hbl, OyayuH,
KaK NpaBUJIO, MpeACTaBjeHbl B OOHOM 3K3eMIulsipe Ha dactuuy. bosee
TOro, TaKMX pa3IMYHbIX CyObeauHuu MHoro. IloaToMy 3aech OOJIXKEH
ObLT peanu3oBaTbCA APYroM NpUHUMO caMocOopku: crneuuduyeckas K
ornpeaeeHHbIM MecTaM (canT-criequdrueckas) nocaaka MHOrOYMCIIEHHBIX
pa3IMYHbIX OEJIKOB Ha YHMKaJIbHbIM KOBaJeHTHO-HENpepbIBHBIA Kapkac
UM 3aroTOBJIEHHYHO «CEpPIALIEBUHHYIO» TPOCTPAHCTBEHHYX CTPYKTYpY.
DKcnepUMeHThI N0 pa36opke M oOpaTHOM caMocOopke pMOOCOMHBIX YaCTHL,
JIOTMYECKU BbITEKaBLLIWE W3 SBJIEHUS Pa3BOpauMBaHHs, AEMCTBUTEIbHO ObLIH
ocyiecTBieHsl (cM. B.V.3) 1 SBWIKMCH MOJIHBIM NOATBEPKACHUEM KapKaCHOH
posiu pubocomuoi PHK nist pasmeuienuss pub0coMHBIX 6€JIKOB.
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3. PAJBOPKA M OBPATHASl CBOPKA CYBYACTHUI{

Pa3zbopka

Ecn puboCcOMHbIE YacTHIbl MHKYOHMPOBaTb MPH BBICOKMX HOHHBIX CHJIAX,
noAJepKHBasi Tak)Xe M JOCTATOYHO BBLICOKYIO KOHLIEHTpauuo Mg2+, 1o KoM-
MaKTHOCTh YaCTHI] COXpaHsAeTCs, HO HaOJII0JaeTCs MUCCOLHALIUS PUOOCOMHBIX
6enkoB. O4YeBMOAHO, YTO 3TO MPOUCXOOMT IpeXxae BCEro Kak pe3yjbTar
ocnabnenuss ynepxauuss 6enkoB Ha PHK BciencTtsue monaBijieHHs HX
3NEKTPOCTATUYECKUX B3auMoaencTBUH. Kak B yc/oBHSIX HMHKY6aLiMM mnpu
MOCTOSIHHOM BBICOKOM KOHLIEHTPALIMM COJIM, TaK M TNPH CTYIEHYATOM II0-
BbIILIEHUH HMOHHOW CHJIbI HMEET MECTO TOC/IeOBaTe/IbHOE OTILEMNIeHUe
rpynn GenkoB ¢ o6Gpa3oBaHHEM cepUH OeJIOK-Oe(ULIMTHBIX NMPOU3BOIAHBIX,
T. €. CTyneH4aTas pa3bopka puOOCOMHBIX YaCTHII.

Tak xak pa3bopka conpoBoxxaaeTcs yBesinueHueM oTHoweHust PHK: 6eox
B YaCTHLAX, TO 3a €e XOAOM YOOOHO CJIeAUTh TNO YBEJIMYEHHIO MJIaByueH
MJOTHOCTH YacTHL, HalpUMep, METOOOM H3ONMHUKHUYECKOTO PaBHOBECHOIO
ueHTpu(yrupoBaius B rpagueHTe KoHueHTpauuu CsCl. Ha puc. 77 noka3a-
HO TOSIBJIEHHE CepHHM Oe/IoK-Ne(PHUIUTHBIX MPOU3BOAHBLIX M3 PUOOCOMHBIX
50S u 30S cy6uactuu E. coli non nenctsueM S M CsCl (B npucyTcTBUM 2 MM
MgClz2). Cxema oTmensienus OenxoB 30S cyO4acTvIbl 1O OEHMCTBUEM YBe-
nuuuBatoiencss koHueHTpauuu LiCl mpu 5 MM MgCl2 mana Ha puc. 78.
CHavaJsia, B pe3ynbTaTe HHKYOauuud B 1 M cojid, MOTYT ObITh yaJieHbl TaKue
OTHOCHUTEJIbHO cj1abo ynepxuBaemble Oenku, kak S1, S2, S3, S14, S21;
ocTaroTcs 28S 4yacTHLbI, MMeloliMe coaepxkxanue Gemnka 30% U, COOTBETCTBEH-
Ho, maByuyio ToTHOCTH B CsCl 1,67 r/cm®. Hukybaums B 2 M LiCl
NPUBOOMT K OTILENJIEHHIO CJIEAyIOILEeN nopuuu o6enkos: S5, S9, S10, S12, S13,
S20; nonyyaroinrecst 25S 4YacTHLIbI COAEPX AT MOYTH TMOJIOBUHY HCXOIHOTO
comepxanug 6eika (20%) ¥ UMEIOT MJaBy4yro TIoTHOCTh B CsCl 1,74 r/cms.
B untepBane or 3 M no 3,5 M LiCl otwenssitoTcs cHavana 6enku S6, S18,
S11 u S19, a 3areM Oenxu S16 u S17, Tak 4YTO B KOHIIE KOHLIOB IOJIy4aroTCs
23S vacTuibl, coaepkaiiide Tosibko 4 pubocomubix PHK-cBsi3nBaronux Gen-
Ka, a iMeHHO 4, S7, S8 u S15. OTuiernyieHHe 3THX MocJieAHUX OeskoB TpeOyeT
yXke TNpUMeHeHHsl OoJiee XEeCTKHX BO3JAEHCTBHM, TaKHMX Kak KOMOWHaius
BBICOKOHM COJIM C MOYEBHHOHM.

OTtuierienue 6onblIeN 4YacTU 6eIKOB, O-BUOIUMOMY, HE COTIPOBOXKIAETCS
HapyuleHHeM O0OIllel TPEeTHYHOM CTPYKTYpbl M KOMITAKTHOCTH pHOOCOMHOM
PHK. 3eKTpOHHO-MMKPOCKONHUYECKOEe MpOCJeXHMBAHME 3a TIPOLIECCOM
pasneBanus 30S cyb6uacTuusl E. coli mokasano, 4To yaajieHue MoJIOBUHBI OeJi-
KOB HEe MNPHUBOOUT K CKOJIbKO-HUOYOb 3HAYMTEJIbHBIM MOp(OJIOruvecKum
M3MEHEHHMSIM YacTHLl: OHH COXPAHSAIOT Te Xe pa3Mephl, TO K€ COOTHOIIEHHE
oced (2:1) U TO ke XapakTepHOe Mojpa3fesieHHe Ha TOJIOBKY, TeJl0 M
6okoByt0 somacTe. Bosiee TOro, BHEIlIHE TaKWe XK€ YaCTHLIbI BUAHBI U TOCIIE
ynaneuus 15 u3 21 6enxoB. [IpoBepka komnakTHOoCcTH prubocomuoi PHK B ua-
CTULIAX C Pa3JIMYHBIM coliepXkaHWeM OeJIKOB C TNOMOILLUBI0 PEHTTeHOBCKOTO
¥ HEWUTPOHHOTO paccessHUs TOATBEPXOaeT 3JIEKTPOHHO-MHKPOCKOIIHYE-
ckue Habmonenus: PHK, ynmepxuBaroiiasi Bcero 6 0eJikoB, TaKHMX Kak $4,
S7, S8, S15, S16 u S17, coxpaHseT KOMIAKTHOCT, ¥ (GOPMY, CBOMCTBEHHYIO
ei B coctaBe 30S cyO4acTHIIbI.
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Puc. 77. IInoTHOCTHOE pacnpenesnieHe pubocom-
HbIX YacTHL MO Mepe HX pa3bopku (noTepwu
Oenka) B pe3ynbTate HWHKyOauuun B CsCl (no
A. S. Spirin et al. J. Mol.. Biol., 1965, v. 14,
p. 611-615):

a — pubocombl .pHKCHpOBaHbl (opmanbaeruaoM K
ueHTpUdyruposaubl B CsCl no paBHOBecHS; € IMHCTBEH-
HbIH KOMIOHEHT p =1,64 r/cM® COOTBETCTBYEeT
HCXOoOHbIM pHGocoMam; 6 — pubocombl HHKYOHPOBaHEI
B 5 M CsCl B Teuenue 15 MHH, 3aTeM QUKCHPOBaHBL
dopmanbaerugom M uentpudyruposansl B CsCl mo
PaBHOBECHS; BHAHO nosiBlieHHe 6es10K-AePHLUHTHBIX
yacTin ¢ P = 1,68—1,69 r/cm3; ¢ — pub60oCOMBI HH-
xybuposanbl B S M CsCl B Teuenue | u, 3aTemM puxcupo-
BaHbl (OpMANbOETHAOM W UEHTPHUOYTHPOBaHBI B
CsCl no paBHOBecHs, BHAHO HakoruieHHe Gesok-me-
(HLUMTHLIX YacTHIl M MOsB/IEHHe YacTHL, eie Gosee
nepUUMTHBIX no  6esky, p=1,72-1,74 r/cms;
2 — pubocomsl uentpudyruposansl B CsCl Ge3 dukca-
UMM B TeYeHHe 36 4; OCHOBHBIM KOMIIOHEHTOM CTaHO-
BATCS YacTHUbl, CHJIbHO JedHuMTHBIE 1O Gesky,
p  =1,72-1,74 r/cmd.

OTiuenieHue «CepALIeBUHHBIX»
PHK-cBsi3biBaloIlMX 0€JIKOB, OAHAKO,
yxe 0oJiee CYLLIECTBEHHO CKa3bIBaeTCs
Ha necrabwiusaimu PHK, Tak 4to ee
KOMITaKTHOCTb, COTJIACHO H3MEPEHHSIM
paauyca HMHEPLIMM, HECKOJIbKO YMEHb-
maeTcs (JIMHENHbIE pa3Mepbl BO3pacTa-
IOT NpubJM3UTESILBHO HAa OOHY YeT-
BepTh). TeM He MeHee, U U30JIUPOBaH-
Has 16S PHK npu mOCTaTOYHOM KOH-
LEeHTpaLuy Mg2+ 1 HoHHOW cuiie, U 16S
PHK B KoMIUIEKCE C «CaMbIM cepaLe-
BUHHBIM» GesikoM S4, u kommutekc PHK
¢ 4eThipbMs OejIkaMH, TAKMMH Kak S4,
S7, S8 u S15, HOCTaTOYHO KOMIIAKTHBI
M COXPAHSIOT crenuduyeckyio ooLyio
YKJIaJIKy, TIPOSIBJIAIOLLYIOCS B XapaKTep-
HoM Y-00pa3HOoM ¢opMe, BIHUCBHIBAIO-
miericss B KOHTYpel 30S cyOuacTuubl
(cM. B.II, 4). D10 3HAauyMT, YTO OOLIMH
THI cBopauuBaHus 16S PHK ynpasiseT-
Csl ¥ MOJJIEPXKUBAETCH ee COOCTBEHHbI-
MM BHYTPHMMOJIEKYJISPHBIMU B3aWMO-
JENCTBUSIMH, XOTS CTaOMIIU3a1IUs OKOH-
YaTeJIbHOM U MTOJIHOM CBEPHYTOCTH Tpe-

OyeT Habopa «cepaueBUHHBIX» PHK-cBsi3bIBaloImx OeJikoB.
PasymeeTcsi, npyrue pubocoMHbie OesikM Takke MOTYT BHOCHUTb BKJIa
B noaaepxanue U crabmwimsanmo pudbocomuon PHK, Ho, mo-BuauMoMy, Iias-
HbIM 00pa3oM ee 6oJiee JIOKAJILHBIX CTPYKTYD.
- AHaJIOTHYHbIE 3aKOHOMEDHOCTH MOXXHO OTMETHUTh M INpHU pa3ieBaHUM
50S cy6uactuisl E. coli. Ee 23S PHK coxpaHsieT HCXOOHYI0 KOMITAKTHOCTh
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KO3GOUUMEHT CONEP- | MnABYuAs
MOPOOIIOTHS CEAMMEHTALMH OTHEMISEMBE | XAHME | MIOTHOCTb
(B YCTOBUSAX BEMKM BENKA, | B CscCl,
KOMIAKTH3ALMH ) $ r/emd
@ 30S CYBBEIMHHUILA 38 1,62
t\ §1,52,83,514,521
l 28S PHI 30 1,67
@ t\ $5,59,510,512,513,520
25S PHI 20 1,74

1 % $6,518,811,519

@ 25S PHI 15 1,76
l } $16,817

23s PHI 12 1,78
@ I\~ §7,58,515
22S PHII n ~1,8

I\ sl :
W 228 PHK 0 =1,9

Puc. 78. Cxema pa3bopku pubocomuon 30S cyb4acTHLbl NMOA AEHCTBHEM BbICOKHX
KOHLIEHTPAaLMA CONM (HampuMmep, Mosbiliatomencs KoHueHTpauuu LiCl B MmpucCyTCTBHUHK
5 MM MgCl2)
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BIUIOTh [0 CTaaWM, KOT[a B YacCTULE yOepXHBaeTcs Bcero 9 6esikoB u3
32 (L2, L3, 14, L13, L17, L20, L21, L22 wu L23). Ilpu nanpHeuiuem
OTLIEIJIEHUU O€eJIKOB KOMIAKTHOCTh HECKOJIbKO YMEHbIaeTcs, HO ellle OCTa-
€TCsi IOBOJILHO BBICOKOH, a 00111ast popMa MOJIEKYJIbI 3aMETHO HE U3MEHSIETCS.

Takum o6pa3oM, cTyneH4aToe pa3feBaHHe (pa3zbopka) puOOCOMHEBIX Ya-
CTHUIl SICHO IJEMOHCTPHpPYET KapKacHyI0 poJib BbicokomnosmmepHon PHK mis
pa3metlieHUs: pubocoMHbIX GenkoB. M3 siBIeHUs pa3BOpayMBaHMs CJIe10BAJIO,
yTo uenb PHK (ee nepBuYHasi CTPYKTypa) CJIYXHUT B KauecTBe KOBaJIEHTHO-
HEIpEepPLIBHOIO0 OCTOBA YacTHUIIbI, 00BbeauHsIOLIEero Bce Genku. ABneHue pas-
60pkH ¢ coXpaHEHHMEM OCHOBHOWM KOMIAakTHOCTH M ¢opmel PHK roeopur o
TOM, 4TO TpeTH4Hasi cTpykTypa PHK dopMupyeT Takxe U NpOCTpaHCTBEHHbIN
KapKac JUIS TPeXMEPHOr0 pacroJiokeHHs PHOOCOMHBIX OeJIKOB.

Camocbopka

Pa3bopka oOpaTima, U B COOTBETCTBYIOLIUX HOHHBIX YC/IOBHSIX NPOUCXOIUT
obpaTHasi c60pka pHUOOCOMHBIX YaCTHI[ C BOCCTaHOBJIEHHEM HX (byHKLIHO-
HaJbHbIX aKTHMBHOCTEeW. PekoHCTpykuus puOOCOMHBIX uacTull, kak 30S,
Tak ¥ 50S, MoXeT OBITh OCYILIECTBJIEHa M3 HM30JIMPOBAHHBIX PUOOCOMHBIX
PHK u nonxoro Habopa MHOUBUOYaJIbHBIX pUOOCOMHBIX O€JIKOB.

VcenoBusiMu it caMOCOOpKH CIIyXKaT: yMepeHHass MOHHas cwia (HUXe
0,5), mocratoyHast koHUeHTpauuss Mg2+ (ot 10 mo 30 MM) U MoBbILLIEHHAas
TemnepaTypa. M. HoMypa ¢ coTp., ocyllieCTBUBLIKE MOJIHYI0 PEKOHCTPYKIIHUIO
6uosiormuecku akTUBHBIX 30S cybuactuir E. coli u3 unauBuayaisHbix PHK
u 6eska, ucnosb3oBaiu 0,3—0,33' M KCl ¢ 20 MM MgCle, uakybupys cMmech
npu 40°C B TeueHue 20 MMH. OHM HAIlUIM, YTO ONTHUMAJILHOMW SIBJISeTCS
HOHHas cuiia 0koJio 0,4. OueBUOHO, 60J1ee BHICOKHME MOHHBIE CHJIbI TIOIAaBJISIIOT
B3auMoaencTBusi GesnkoB ¢ PHK, a mpu 06oJjiee HU3KUX HOHHBIX CHJIaX
BO3pacTaeT BKJIal KOHKYPHUPYIOILIMX HecrneuupHyecKux B3aUMOIEVCTBUM
OCHOBHBIX 0€JIKOB C OTpHULATEIbHO 3apsKeHHbIM IOJIMHYKJIEOTUOOM.
OTHOCHUTEILHO BhICOKAas KOHLIEHTpauus Mg2+ HeoOxoauma, No-BUOUMOMY,
MpexJie BCero MJs MnoanepXaHus TpeTUYHOHM W BTOPUYHOM CTpykTypsl PHK,
cJIyXxallen KapkacoM i pa3MellieHus 6esikoB. Boobile, cieqyeT oTMETUTD,
YTO TaK Ha3biBaeMbl «Oycdep Mt peKOHCTpykUum» HoMypa CIyXuT B TO ke
BpeMs cpeiol, B koTopoy pubocomuast PHK 10cTaTOYHO KOMITAKTHA B M30J1M-
POBAHHOM COCTOSSHUM M TMOIJIEPXHUBaeT CBOI cIleHUPUUECKYI0 (GOopMy.
IloebllIeHHast TeMIlepaTypa OKa3bIBaeTCs TakXe OUYeHb BaXKHOW I PEKOH-
CTPYKLUH M TpeOyeTcs, KaK CUMTAIOT, IJIs oOJieryeHUs CTPYKTYpDHOHM Iepe-
CTPOHMKHM TPOMEXYTOUYHOTO PUOOHYKJIEOTIPOTEUIHOIO KOMILUIEKCAa OT MeHee
KOMIIAKTHOM K 0o0Jiee KOMITaKTHOM KOH(OpMAaIIUH.

JIOoBOJILHO €CTeCTBEHHO, YTO B XoAe caMocOOpkd mepBbIMH GesikaMi,
KOTOpble TpHUcoenuHsitoTcss k pudoocomHon PHK u3 cMecH, mospkHBI OBITH
He3aBucuMble PHK-cBs3bIBaroline «cepaieBuHHbIe» Oenxu. B cimydae 30S
cybuactuunl E. coli 3t0 6enku S$4, S7, S8, S15, S17 u S20 (cMm. B.IILS).
BMmecTte ¢ HUMH nipucoeauHsieTcst Takxke Gesyiok S16. IIpucoennHeHue wecTy
6enxkoB, a umeHHo 4, S7, S8, S15, S16 u S17 (cramus I, puc. 79),
OKa3bIBaeTCS MOCTATOYHBLIM, YTOOBI MPOHU3QIIES Mepexod MPOMEXYTOYHOTO
pUOOHYKJIEONIPOTEH1a M3 MEHEE KOMITAKTHOTO B 00Jiee KOMITAaKTHOE COCTOSIHUE
(ctamud I1, puc. 79). ITo-BUAMMOMY, IMEHHO 3TOT ITepeXo TpeOyeT NOBBILLIEH-
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KO3MWHUUMEHT CEAUMEHTALKK

165 PHK B BYOEPE INA PEKOHGTPYKUWUU
AOMEHI AOMEH 11 AOMEH II 225 PHK

23S PHN
¥
(m%ﬁeﬂﬁaﬁlm 258 PHN

28S PHN

CTAAUA IV
(+5 unu 6 6enkos)

308 PHN

Puc. 79. Cxema camocbopku pubocomuon 30S cybuactuun u3 16S PHK u 21 Gen-
ka («kapta cOGopku») (cocTaBjieHa Ha OCHOBaHMH AaHHbIX M. Homypa u cotp.:
P Traub, M. Nomura, J. Mol. Biol.,, 1969, v. 40, p. 391-413; W. A. Held,
M Nomura, Biochemistry, 1973, v. 12, p. 3273-3281; S Mizushima, M. Nomura,
Nature, 1970, v. 226, p. 1214—1218; W. A. Held et al.,, J Biol Chem., 1974,
v. 249, p. 3103-3111)"

HpHblE CTpEJIKH — CHJIbHAss 3aBHCUMOCTb CBA3bIBAHHA Genka ot PHK; TOHKHE CTpEJIKH —
cnabas 3aBUCMMOCTb (CM. nmoanuch K puc. 60); B uensax Oonblleir SACHOCTH M [IPOCTOTHI
MHorue ciabble 3aBUCHMOCTH Mexay GeikaMu onyLieHbl

HOW TemmepaTyphl B mpouecce cGopkd. B pesynpTate mepexoma 16S PHK
NpPaKTHYECKH MOOCTHTaeT MAaKCHMMAaJbHOM KOMITAKTHOCTH CBOed oO6ied
YKJIAZKH, CBOWMCTBEHHOM ed B cocraBe KoHeunod 30S cy6yacTHLBI
(cm. B.I1.4).

OOHOBpPEMEHHO C BBILIEYKa3aHHBIMM OeJIkaMy, elne 10 nepexona B 6oee
xomnakTHoe coctosHue, kK 16S PHK u x o6pasyromemycst KOMIUIEKCY MOTYT
npucoenuHsATbcs 6enku S20, S6—S18, S5, S9, S11, S12, S13 u S19. Tem He
MeHee Ha pHuc. 79, OalolleM CXeMy MOCJIeJOBATEIbHOCTH UM B3aUMO3aBUCH-
MOCTH NpUcoeauHeHNs Oe/IKOB B Npoliecce peKOHCTpyKuuH 30S cybyacTHib
E. coli, ux BK/IIOYeHHE B pUOOHYKJIEONPOTEU NpeacTaByieHo kak craaus III
caMOocOOPKH, TaK KaK OHH, [JaXe €CJIU IPUCoeAMHEHDI, He CTPOTro 0653aTeIbHbI
U1 KOMIMAKTH3aUHH, M MOTYT I[PUCOEOUHSTHCH TakXKE M I0OCIe Hee.
Kpome Toro, kak BUAHO U3 cxeMbl, 60JIbILIMHCTBO 6eJIKOB, MPUCOE IMHSIONINX-
Cf HAa 3TOM 3Tame caMOCOOpKH, 3aBMCMT OT NpPHUCYTCTBHS MpenblayLIero
HabGopa Genkxos. Tak, cega3piBaHue OesikoB S9 u S19 ompenesisieTcsi MPUCYT-
ctBueM 6enka S7 Ha PHK. Ilpucoenunenue 6emkos S6—S18 tpebyeT npucyT-
cTBus Genka S15, a Takxke, MO-BUOMMOMY, B MeHbluel mepe Oeska S8.
B cBorw ouepenw, 6esox S11 3aBucur ot GesxoB S6—-S18. [IpucoenuHenue
6eska S5 HaBonuTcs 6esnkamu S8 u S16. (Enue pa3 cienyer noa4epkHyTh, YTO
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ctanud II u 111, yka3aHHble Ha cxeMe caMOCOOPKH, Ha caMOM JieJie, BEPOSITHO,
He pa3JieJieHsl MocJie0BaTeIbHO, a MPOXOAST OQHOBPEMEHHO, T. €. KOMIIaK-
TH3aLMs U TIpUcoeqMHEeHHe 9 OeJIKOB He OUYeHb 3aBUCST APYT OT ApYyra U MOTYT
HITH MapajuieSibHo;, cTanus II MoxeT ObITh MpOBeIeHa in vitro TaKXe U MocJie
craauu IIL)

ToJibKO mocJjie KOMIAaKTH3auuKU pUOOHYKJIEONpoTernaa K KOMILIEKCY TpH-
coeauHseTcs Mocsie THUM Habop GesikoB, a UMeHHo S3, S10, S14, S21, a Takxe
S2 u S1 (ctamus IV Ha puc. 79), GopMHpPYsE OKOHYATEJIbHYI0 OHOJIOTHYECKH
akTHBHYIO 30S cybuactuiy. KpoMe He0oOX0IMMOCTH OKOHYATEJbHOM OOIIEH
yknanku 16S PHK, Bk/royeHHe Kaxa0ro U3 3TUX 0eJIKOB TpeOyeT NpucyTCTBUS
6eJIKOB, NMpHUCOe IMHUBILIMXCS Ha MpeabiaylleM 3Tane. [[1a cBsi3piBaHus Oelika
S10 HeoOxoauM Gestok S9, mpucoenuHenue Oenka S14 onpenensiercs 6GesikoM
S19, 6esok S3 MOXeT BKJIIOYMTHCS TOJIbKO NMpU Hanuuuu 6esikoB S5 u S10,
a 6estok S21 oueHn 3aBUCHUT OT 6esika S11. Ha npucoe auHeHue 6enka S2 BiusieT
6esok S3, a TakXxe, MO-BUOUMOMY, JIOKaJIbHasi CTPYKTypa pHUOOHYKJIeONpo-
Tenna. CaMbIf KpYITHBIM KHMCJIbIN 6eJiok S1 Takxe TpeOyeT mpaBHIILHOM yKJ1ald-
KM pHOOHYKJIEOTIpOTEHAa, M OKa3aJioCh TPYOHBIM OMNpENe/INTh, KaKkhe KOH-
KpeTHbIe OeJIKH OTBETCTBEHHBI 3a €0 BKJIIOUYEHHE.,

M3 paccMoTpeHust Bcel cXeMbl pEKOHCTpYKUMH 30S cyOuacTHIbI BHIIHO,
YyTO cOOpKa KaXIOW CTPYKTYPHOM OOJIM MIOeT Oosiee MM MeHee He3aBHCUMO
Ha cootBeTcTBylolIeM noMmeHe 16S PHK. Tak, Ha 5'-koHueBoM nomeHe I
cobuparotcsa 6enku 4, S16, S17, S20, a Takxe S12, popMupys Teso cybvacTu-
ubl. CepenunHbii noMeH II npucoenuusietr 6enku S8, S15, S6—-S18, a Takxke
S11 wu S21, maBasti B pe3yibTaTe COOpaHHYI0O OOKOBYIO JIONACTh YaCTHILIBL
3’-npoxkcuManbHbii noMeH III ¢ 6enkom S7 BkmouaeT 6enku S9, S13 u S19,
a 3ateM 6enxu S10 u S14, popMupys ronoBky 30S vacTuubl. B To Xe Bpems,
HE00X0OUMO OTMETHUTh TaK)X€ MEXIOMEHHbIE H MEXIO0JIEBbIE B3aUMOIEHCT-
Bus. Hanbonee xapakTepHbIM sIBJIss€TCA NIpHcoeqMHEeHMe Oesika S5, onpenens-
eMoro oxHoBpeMeHHO qoMeHaMM I 1 II 1 ux 6enkamu, 1 6esika S3, 3aBUcCsILIETO
oT Bcex Tpex noMeHoB PHK u ux GenkoB. OueHb BeposiTHO, uTO Oenok S5
3aHMMaeT MECTO I'JIe-TO Ha FPaHMIIE TeJ1a cyOuacTHIbI ¢ ee OOKOBOM JIONACTBIO,
B TO BpeMs Kak 0OeJiok S3 pacroJiaraeTcsl Ha CThIKE OJIOBKH, Tejla U 60KOBOM
noniacTé 30S cybuacTuiel. (CoriiacHo JaHHBIM IO caMOcOOpKe U Mo XHUMHYe-
CKMM CILMBKaM, He IIPHUBENEHHBIM 31eChb, Oejlok royioBkM S13 Takxke, BO3-
MOXHO, HETNIOCPENCTBEHHO MPUMBIKAeT K ABYM IPYTMM NOJISIM cy64acTHLIbL)

AHaJIOTMYHBIM aHaJM3 camocbopku 50S cybuactuusl E. coli u3 23S PHK,
5S PHK wu 32 6enkoB ¢ BbISBJIEHMEM B3aUMO03aBUCHMOCTH O€JIKOB M Bhine-
JIEHUEM T10CJIeI0BaTe/IbHBIX 3TAlOB TaK)Ke MOXeT ObITh c/ieJlaH Ha OCHOBaHHH
COBOKYITHOCTH 3KCIIEDUMEHTAJIbHBIX JaHHBIX. Bce NMpUHIMITHAIbHBIE 3aKOHO-
MepHOCTH cOopkM 119 06eHux cyOYacTHIl 0Ka3aJIMch OOILIMMH.

HIMeroTcsi Bce OCHOBaHHMS I10J1araTh, YTO Ipollecc cOOpku pubocoM
in vivo IpOTeKaeT B OCHOBHOM I10 TOMY e IIyTH, YTO ITOKa3aH IPU PEKOH-
CTPYKLIMM YaCTML in vitro.
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