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[Monublit 00beM KOH(GOPMAMOHHOTO MNPOCTPAaHCTBa OEIKOBOW MOJIEKYJIBI Ha MHOTO HOPSAKOB
MEHbIIIE Ha YPOBHE YKJIAJOK JJIEMEHTOB BTOPHUYHONH CTPYKTYpBHI, 4eM ero o0beM Ha YPOBHE KOH-
dbopMaruii aMHHOKHCIOTHBIX OcTaTKoB. Ilocienuuii, mo oneHnke JIeBHHTaNs, pacTeT Kak ~102L ¢
pocToM uucina L OCTaTKOB B IeNH, B TO BpeMs KaK MEPBBIH, HAa yPOBHE YKIAJOK 3JEMEHTOB
BTOPHYHOH CTPYKTYphl, pacTeT He ObicTpee, ueM ~LY ¢ pocrom umcna N yd4acTKOB BTOPHYHOM
CTPYKTYpHI, IprueM N, KakK IOKa3bIBaeT CTAaTUCTHKa OENKOBBIX CTPYKTyp, Omuszko k L/15. Ctonp
3HAYUTENbHOE YMEHBIIEHUE MoKa3aTens creneHu (mo L/15 BMecto 2L) pe3ko yMEHbUIAET YHCIO
MoJUIeKaIUX Iepedopy COCTOSHUU, YTO W OOBICHAET, modeMy mepedbop kKoHpopMamuii Ha ypOBHE
9JIEeMEHTOB BTOPHUYHOU CTPYKTYpHl HE JelaeT HEBO3MOXXHBIM HaXO0XJCHHE OENKOBOM Iembio ee
Hanbosee cTaOMIBHON YyKIaaKH.

Kniouesvle cnosa: cbopka 6mopuynvix cmpykmyp, (OpMuposanue 6mOpUdHbIX CMPYKMyp, 00bem npo-
cmpancmea Konghueypayui, ceopavusanue OeiKd, CKOpoCmy C60paAYUBaHUs beakd, OeiKosvie CmpyKmypbl.

Cnoco6HOCTD 0€TKOBOM IIEMN CHOHTaHHO CBEp-
HYTBCS B CIOXKHYIO TMPOCTPAHCTBEHHYIO CTPYKTYPY
IOJT0o O3ajaduBajia HccaemoBaTenei. MHOro et
Hazan O.b. IITuublH mpenyioxusn paccMaTpUBaTh
CBOpavyMBaHUE 0enKa Kak mpoiecc GopMUPOBAHUS
U cOOpPKH DJIEMEHTOB BTOPUYHOW CTPYKTYpHI [l].
PaszBuBass moaens Iltunmeina, Jlx. PonnwmH3 ©
K. Iunn HegaBHO CMOTJIM MOJO0paTh TakHE Be-
JIUYMHBL T BHYTPEHHEH CTaOMIBHOCTH BTOPUY-
HBIX CTPYKTYp W IJisi CBOOOJHOW SHEPTUU UX CBS-
3BIBAHUS M TaKHe KHHETHYeCKHe KO3 QHUIIHEHTHI
IS BCEX IaroB MpoIlecca, YTOOBI MOJYyYHThH pa-
3yMHBIC, XOTh U MPUOIMKEHHBIC, OIIEHKHU IS Bpe-
MEH CBOpaudMBaHUA Pa3HBIX OenkoB [2].

B »T0ii cTaThe MBI MOKa)keM, 4TO 0000IIeHHE
u ynpouieHue monenu Iltunsina—Ponnunza—/umna
JIaeT MPOCTOE PeIIeHNe U3BECTHOTO Mapamokca Jle-
BUHTanA. Kak W3BECTHO, 3TOT MapagoKC yTBEp-
x7aet [3], uTo cBopaunBaHUe OEIKOB CTAJKUBACTCS
C aCTPOHOMHYECKHM YHCIOM KOHQUTypaluid Henu
(~(10%)L, rne L — unciio aMUHOKHCIOTHBIX OCTAaT-
koB B nenu (o0bigHOo L ~ 100), a 10 — gwuciao
MHUKPOCOCTOSIHMM MO KaXXA0W u3 ABYX (@ U )
CTeneHer CBOOOABI AMHHOKHMCIOTHOIO OCTaTKa).
Taxum obpaszom, «mo JleBuHTamO», ecau Oenok
IOJDKEH OBII OBl TOCTHYhL CBOCH MpPaBUIBHOW KOH-
¢urypanuu myTeM MOJHOTO mHepebopa BcCeX BO3-
MOJXXHBIX KOH(OpMaIui Ienu, 3T0 MmoTpeboBaio
OBl BpeMeHH OOJIbIIEro, ueM Bo3pacT BcemeHHO.

Hwmxe mpl mokassiBaeM (cM. Takxke [4]), 9To
MOJHBINA Tepebop, HEBO3MOXKHBIN Ha ypOBHE aMH-
HOKMCIIOTHBIX OCTaTKOB, CTAHOBUTCS BO3MOJKHBIM
Ha ypoBHEe QOPMHpPOBAHUS U YIIaKOBKHU DJIEMEHTOB
BTOPUYHOU CTPYKTYPHI.

OCHOBHOU MPUYHUHON 3TOTO SIBISETCS TO, YTO
yucio N 3JIeMEHTOB BTOPUYHOM CTPYKTYpbl (O
cnupaneii u P-TsoKei) M, CleAOBAaTEIbHO, YHCIO
WX CTEeNeHeH CBOOOIbI TOpa3i0 MEHbIIIE, YeM YHCIIO
L aMuHOKUCIOT B Ienu. YMCIEHHO, KaK IOKa3bl-
BaeT CTATHCTHUKA OEIKOBBIX CTPYKTyp, N OJIH3KO
Kk L/15 (puc. 1). OgHO 3TO HAa MHOTO TMOPSAKOB
yMeHbIIaeT 00beM KOH(UIypalMOHHOTO TpO-
CTpaHCTBa, paCCMaTPUBAEMOTr0 Ha YPOBHE BTOPUU-
HBIX CTPYKTYp, MO CpPaBHEHHUIO C O00BEMOM KOH-
(UrypallHOHHOTO TPOCTPAHCTBA, paccMaTpHUBae-
MOTO Ha YPOBHE aMUHOKHCIOTHBIX OCTATKOB LIEMU.

Eme onHa mpuyYnMHa COCTOUT B TOM, YTO BO3-
MOXHBIE TIOJIOKEHHUS Ka’KJOTO 3JIEMEHTa BTOpHUY-
HOW CTPYKTYpBI, a TeM O0ojee COYETaHUS TaKUX
MOJIOKEHUH, CHIIBHO OT'PaHUYEHBI B OEIKOBBIX TJI0-
Oynax (CTPYKTYpPHBIH KapKac KOTOPBIX, KaK W3-
BecTHO (cM. paboTel [5-9] M uuTHpyemyw Tam
JIUTEpPaTypy), CIOXKEH U3 BTOPUUYHBIX CTPYKTYP).

OueHnM YUCIO BO3MOXXKHBIX KOHpHUTypauui —
UJIU, CTPOXE TOBOPS, YUCIO JOKAJIBHBIX MUHUMY-
MOB 3HEpPruu sl O0EIKOBOU TIIOOYIIBIL.

I[Ipu 5TOM HYXHO TPHUHATH BO BHUMAaHUE Clie-
nyroliee.
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Puc. 1. Yucno L/N aMMHOKHMCIOTHBIX OCTaTKOB, MpPH-
XOISIIIUXCS HA OJMH 3JIEMEHT BTOPUYHOH CTPYKTYPBHI
B O-, B- u of-Genkax (L — YHCIO aMHHOKHCIOTHBIX
OCTaTKOB B 1enu; L/N BKJIIOYaeT HE TOJBKO CPEIHIOI0

IUIHHY O~ U [-y9acTKOB, HO TakXe H CPEIHIOI IIHHY
MeTeNb MEXIy STUMHU ydacTKaMu [2]); B cpemHeM o
BceMm Tumam Oenkos, L/N =15+ 5 (20 £ 6 B a-Oenkax,
12 £ 2 B B-6enkax, 13 £ 2 B af}-Oenkax). Kpyxkamu
OTMEYEHBI Te¢ ONKH, YTO, HAa OMNBITE, CBOPAYMBAIOTCS
B OJIHY CTaJIMIO; KBaJIpATUKAMH — T€, YTO B HECKOJIBKO
craauil (BUIHO, UYTO MEKIY O- U B-yuacTKaMu B Genkax
3TUX ABYX THIIOB HET NPHUHIUINHAIBHON pPa3HUILBI).
Jlanubple B3ATH U3 TaOmui S3 u S4 BcroMoraTenbHOMH
nHpopManun kK pabore [2].

1. Uncimo Bcex BO3MOYKHBIX KOMOHWHAIMHA I10-
3uluid N 31€MEHTOB B CIOXEHHOW M3 HUX apXHu-
TeKType O0eTKOBOW I100ybl HE MOYKET NMPEBHIIIATH
Nl'=NXN-1) x X 2 x 1, T.e. mepBsIit
3JIEMEHT MOJKET 3aHMMAaTh JI00YI0 W3 N TO3WUIUi
B apXHUTEKType, BTOPOH — JNIOOYI0 M3 OCTaBIIHXCS
N — 1 mo3unuit u 1.4. (cM. puc. 2). OTMeTUM,
YTO 371€Ch T'OBOPHUTCS «HE MOJXET MPEBHIIIATH», a
HE «paBHO», TaK KaK HEKOTOPbIE U3 TAKUX KOM-
OWHAIMI MOTYT BKJIIOYHTH O-CIHpalb B [-JIHCT,
4TO (u3nuecKku HeBo3MoxHO [7-10], apyrue kom-
OuHaIMM MOTYT TpPeOOBaTh CIMIIKOM JUJIMHHBIX
nerens U T.J. Yucio xe KoMOWHAIINN HanpaBiIeHUH
DJIEMEHTOB (KaXIBIi M3 KOTOPBIX MOXET HMETh
JIBa HAINIPABJICHUSA, CM. PUC. 271) HE MOXKET IPEBBI-
maTh (MO yKa3aHHBIM BbIIIE€ NPUYMHAM — <«HE
MOET MpPEBBILATb», a He «paBHO») 2N,

2. B apxurekType rioOynbBl, T.e. B IJIOTHOU
yIIAKOBKE O- U/WiH P-CTPYKTYp, 006a MOIEpEeYHbIX
caBura M 00a MOMEPEYHBIX HAKIOHA KaXXIOTO JJIe-
MEHTa BTOPUYHOU CTPYKTYPbI IPaKTUUYECKHU 3alpe-
LIEHBbl MJOTHOW yNaKOBKOMW, T.€. KaXKAbIHA 3JE€MEHT
COXpaHseT TOJBKO IBE CTEIEHW CBOOOIBI: CIBHUT
BJOJIb CBOEH OCH M BpallleHHE BOKPYL 3TOH ocu
(cm. puc. 3). Ho m »Tu ABa mepemelieHHUs He
SIBIISTIOTCS HE3aBUCHUMBIMH B IUIOTHOYIMAKOBAaHHOU
ro0ymne, TAe KaXXIbId CIBHUT dJIEMEHTa BTOPUYHOMN

CTPYKTYpHl TpeOyer (IpU TMepexoje OT OJIHOTO
JIOKaJbHOTO MUHMMYMa 3HEPTUU K IpPYyroMmy) OI-
PEIEIEHHOTO €ro MOBOpPOTa, a KaXAblil MOBOPOT —
capura. B pesynbrate KaXIbli 3JE€MEHT MOXKET
umers nopsgaka L/N (CTOJNBKO, CKOJIBKO Ha HEro
MPUXOJIUTCS OCTATKOB II€MH) BO3MOJXHBIX CHIBHU-
roB/IOBOPOTOB B Tio0yie.

Bmecte ¢ mpuBeneHHOU BbIIIE BEPXHEH OIEH-
KOW 4Yuciaa BO3MOMKHBIX MO3ULMH M OpUEHTaLUH
BTOPUYHBIX CTPYKTYp B riobyie (N! x 2V) nomyc-
TUMBIE€ CABUT/IIOBOPOTHI BTOPUYHBIX CTPYKTYp OT-
PaHUYUBAIOT KOJUYECTBO BO3MOXHBIX MX KOH(]H-
rypanuii yuciom mopsaka (L/N)V x N! x 2N —
MpH 3aJJaHHOW apXUTEKTYpPE TI00YIbI, COCTOSIICH
n3 N 3aJaHHBIX BTOPUYHBIX CTPYKTYp B IIENH H3
L aMUHOKHCIOTHBIX OCTaTKOB.

At1o umcno, (L/INYY x N! x 2N, moxeT ObITh
HECKOJbKO CHUKEHO CHMMETPHEH TII0OYIbl BCIE-
CTBHE TOTO, YTO C-CIIUPAJb HE MOXKET OBITh BKIIIO-
YeHa B 3-1MCT, a Tak)kKe TOro, YTO KOPOTKHE METIH
MEXy BTOPHYHBIMH CTPYKTypaMH MOTYT HeE IIO-
3BOJINTH MM 3aHSATh KAaKWe-TO MO3MIUM U HMETh
KaKHe-TO HampaBlieHus B rio0yie, u T.1. OxHako
3TO CHUKEHHE HE CTOJIb BaXKHO Ul HAC, IOTOMY
4TO Halla LElb — OLEHUTh BEPXHMH Ipenes 4ucia
BO3MOYKHBIX KOH(UTYpaIHii.

Yucno apXxuTeKTyp OETKOBOW TIOOYNBI — st
3aJJaHHOTO Habopa CTPYKTYPHBIX D3JIEMEHTOB —
CPaBHUTEIBHO HEBENUKO, mopsaaka 10 (tak, ecthb
JIBe CTaHIApTHBIE APXHTEKTYPHI IS TJIOOYJ, co-
CTOAIIMX M3 TpPeX O-CHupalied, cM. puc. 2; ecTh
8-10 apxuTekTyp AAA KOMIAKTHBIX TJI00yn1 u3
YeTBIPEX—IIIeCTH O-crimpalied [6] u T.m.).

[TosToMy umncno Bcex KOHPUTYpaIUid TI00yIbI
n3 N CTPYKTYPHBIX 3JIEMEHTOB MOJXXET OBITH OIIe-
HEHO CBEpXYy, MO MOPSAIKY BEIUYUHBI, Kak ~10 X
(LIN)N x N! x 2N,

BropuuHbie CcTpyKTypbl OENKOBOHW IleNU JO-
BOJIBHO XOPOILO ONPEAEISAIOTCS JOKAIbHBIMU aMU-
HOKHWCIOTHBEIMH nocienoBateabHocTsaMu [10,12,13],
XOTSA Y4acTOK IIeMH MOXET ele He UMETh CBOEH
BTOPHYHOU CTPYKTYPHI 10 BXOXKJICHUS B OEITKOBYIO
rno0ymny. IlosTomMy mpu oreHke ob6bemMa KOHGU-
TypallMOHHOTO TPOCTPAHCTBA HAMO0 YYECTh, YTO
KaXXJbplil 3JeMEHT BTOPUYHON CTPYKTYpHl Oeika
MOJXKET OBITh B JIBYX COCTOSHUSX — «YXE CBEpHY-
TOM» U «€Ille Pa3BEPHYTOM».

DT0, 0JlHAKO, HE CUJIBHO YBEIHUYMUBAET UHCIIO
NoJUIeXauuX 1epedopy CTPYKTYp LEMNu.

B camowm nene, paccMoTpum oauH u3 N! (puc. 2)
BO3MOJKHBIX CITOCOOBI YIOaKOBKH N 3JeMeHTOB BTO-
PHUYHOM CTPYKTYpHI B JaHHYIO apXUTEKTypy Oernka.
Uucno xoMOWHAIMKA BCEX BO3MOXKHEBIX HaIpaBle-
HMH, CIBMIOB M MOBOPOTOB cocraBiser 2V X
(L/N)N, ecniu BCe 311€MEHTBI BTOPHUYHON CTPYKTYPBI
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Puc. 2. (a) — OxHa W3 JABYX THIIHYHBIX apXHUTEKTYp P-CTpYKTYpHOTO Oeika — KoJulMHeapHas ykiaaka B-nmucrtos [S].
(6) — Ta ke apXuTeKTypa, Iie, B U300paXE€HHOW CTPYKTYpe, OBa LEHTPAIbHBIX B-TsSKa OJHOTO [-IIMCTA CIABUHYTHI
(Mo cpaBHEHHIO C PHCYHKOM (a)) BIOJB CBOMX oced. (B) — HMaeanusupoBaHHOe H300pa)keHHE 00EMX BO3MOKHBIX
APXUTEKTYp TI0OYyIBI, CloXeHHOW u3 N = 3 o-crnupaneil (Iy4kd choupalneil: mpaBo- M JeBO3aKpydeHHBIH) [6]. (r) —
Bee 3! = 3 x 2 X 1 = 6 cnoco60oB yKIaAKH, T.e. B3aUMHOI'O PAaCHOJIOKEHHS SJIEMEHTOB BTOPHYHOH CTPYKTYpHl B
OHOH (TTOAYEPKHYTON) U3 TPEXCIHPATIbHBIX apXUTEKTYp. BOKOBBIE ey U NEeTIH, COSTUHSIONNE CTPYKTYPHBIE DIIEMEHTHI,
HE IOKA3aHbl HA PHCYHKAX (a) — (r); Ha pucyHKax (a) — (B) CXeMaTHYHO MOKa3aHBI TOJBKO OOBOXABI riaolym. (m) —
Bce 23 = 8 Tomomnoruii, T.e. IMyTeit nenyu uepes ogHy (IOTUYEPKHYTYIO) H3 H300paKEHHBIX YKIanoK. [leTnn, coequHsIoNie
O-CITUpalii, MOKa3aHbl OYCHb CXEMaTHYHO. BOKOBBIC IeMM HE MOKa3aHEI.

| I D I
HN

(6)IB m(B)I I IUI ﬁHocgz SH083
oC NH oC NH

© O 3 O © 4
HN CO HN CcO
CO HIC\I 4 CO" HN

. . S

(m)

CcO

(r\ HN
O 1

NH OC oC

ocC NH oC NH
c O 1 c ©?2

HN CcO HN CcO

CO CO HN

ocC
L)
\ / \ 5 \ J
. 2 g s &
33,]'[pelIleHbI HOHyCTI/IMLI, HO B3aMMOCBs3aHbl CZ[BI/I]"/]'[OBO oT
MpH CMCUICHUUA P-TsXKa

Puc. 3. (a) — CxemaTnuHOoe HM300paxceHHe OEIKOBOH apXUTEKTYpHl (T.e. MecTa 3JIEMEHTOB BTOPUYHOH CTPYKTYpHI B
WIoOTHON ykinanake). (6) — IlnmoTHast yknaznka 3ampeniaeT MONEPEYHBbIH CIOBUI M IONEPEUYHBIH HAKIOH CTPYKTYpHOTO
35eMeHTa (A MPOCTOTHI 3TO MOKa3aHO TOJIBKO AN OJHOTO — IEHTPAJBHOTO — 3JIEMEHTA; CABUTH U HAKIOHBI 3JIeMEHTa
B NEPICHAMKYISAPHOI PUCYHKY IUIOCKOCTH 3alpenieHsl Toxke). (B) — JlOMyCcTHM CIBUT BJIOJIb OCU CTPYKTYPHOT'O 3JIEMEHTa,
JOIYCTMM €ro IIOBOPOT BOKPYI 3TOH OCH, HO OHHM B3aMMOCBA3aHBI: COBHI TpeOyeT OIpPEIENeHHOIO IOBOPOTa, U
Haoboport. (r) — CoueraHwe CABHra M IIOBOPOTA IIPH CMELICHHH [-CTPYKTYpPHOrO ydacTKa (Ha PHCYHKEe — IPaBOro;
HoMepa mpu ero C%aTomMax MO3BOJSIOT CIEOUTH 32 €0 CMEUICHHEM). JJuIHIcaMu oTMedeHbl C%-aTOMBI TeX aMHHO-
KHCIOTHBIX OCTaTKOB, OOKOBBIE TPYNIIBI KOTOPBIX OPHEHTHPOBAHBI — JO CMEMICHUS M IIOCIEe HEr0 — B CTOPOHY YHTATENS
(camu 3TH OOKOBBIE TDYNIBl HE IOKa3aHbl Ha pPHCYHKE); KpyKKaMu oOBeneHbl C%-aTOMBI TeX aMHHOKHCIOTHBIX
OCTAaTKOB, OOKOBBIC TPYNIBl KOTOPBIX TIJISAST B OOpPATHOM HAlpaBICHHH. BOJOPOAHBIE CBSI3H MEKAY [-TsDKaMu
[IOKa3aHbl CEPBIMU JIMHSAMM. AHaJOTMYHas KapTHHA COYETaHUs CIABMra C HOBOPOTOM XapaKTepHa M A INIOTHOH
ynmakoBku oO-crupaineii [11], Ho U300pa3uTh €ro HaMHOI'O CIOXKHEe.
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Puc. 4. 3aBucumocts ckopoctu k (n3mepenHoit B c!)
CBOpayMBaHHS O€NKOB (KPY)XKM M KBAaApPaThl) U TOJ-
HOTO mepebopa CTPYKTyp (JIMHUHM) OT YHCIa aMHHO-
KHCIOTHBIX OCTaTKOB L B Ienu. DKCIEpUMEHTAJIbHbIC
TaHHBIE B3SATHI W3 TaOmui S3 M S4 NONOJHUTENBHOU
nHpopmanmu x pabore [2]. CrmiomHas JTHHHS COOT-
BETCTBYET neg)eGopy Ha ypOBHE BTOPHUYHBIX CTPYKTYp:
kg, = kJLLS rne k.= 107 ¢! monyuena u3 ypaBHeHns
k141415 = 08x106 ¢! mnsa ckopoctn o6pasoBanus
cnupanu B mentuae u3 14 ocratkoB [17] (coriacHo
ombity — 0,8x106 c). IlynkTupHele nTUHHH (TOIBKO
X HeOOJbIINE YaCTH yMEMAIOTCs Ha PHCYHKE) COOT-
BETCTBYIOT MCXOAHOH ouenke Jlesuntans [3], ki, =
102-1012 ¢1/102L, u «makcuManbHON KBa3u-JIeBUHTA-
NeBOH OLEHKe» Koy max = 3%1012 ¢1/3L; mocnennss
HUCXOIUT M3 TOrO, YTO y aMHHOKHCIOTHOTO OCTaTKa
ects He 102 MHKPOCOCTOSIHHM, a TOJBKO 3 (0,f, «Kiry-
00K»); B 000OMX 3THX OI[EHKAaX CUMTAETCSI, YTO OJUH
OCTaTOK CTPYKTypHupyercs 3a 1 mukocekyHay. CTpenku
CXEeMaTHYECKH MTOKa3bIBAIOT POJIb BTOPUYHBIX CTPYKTYP
U PHEPTETHYECKHX BOPOHOK B YCKOPEHHMH CBOpauyMBa-
HUE OEeIKOB MO CPaBHEHMIO C NOJHBIM IepedopoM Ha
ypoBHE KOH(pOpManuid aMHHOKHCIOTHBIX OCTaTKOB.
Toueynast TUHUS OPUEHTHPOBOYHO MOKA3BIBaeT «OHO-
JIOTUYECKH MPHEMIIEMYIO» CKOPOCTh CBOpauuBaHuUs [16].

yxke cBepHYTHl. Ecnm ke onuH u3 N DJIEMEHTOB
BTOPUYHOW CTPYKTYpHl pa3BepHYT (M HE BXOJAHT
B YKJAaJKy), TO CyMMapHO€ YHUCJIO KOMOWHALMH
BCEX BO3MOXHBIX HANpPaBJICHUN, CABUTOB U IOBO-
POTOB OCTaJdbHBIX (CTPYKTYPHPOBAHHBIX) 3JIEMEH-
toB cocrapasger N x 2N-1 x (L/N)N-1. Eciu pas-
BEPHYTHI [Ba JIEMEHTa BTOPUYHON CTPYKTYpPHI, TO
COOTBETCTBYIOIIEE 4MCIO ecTh [N(N-1)/2] x 2N-2
X (LIN)N-2 u rtax pmanee. Takum o0pa3om, yder
COYETaHHI BCEBO3MOXXHOH KOMOMHATOPHMKH pas-
BopauuBaHus n = 0, 1, ..., N u3 N CTPYKTypHBIX
3JIEMEHTOB IPUBOJUT K CyMMapHOMY YHCIYy KOH-
¢urypanuii, paBHOMY

g AN A
won{(N-n)!{ N N

(4TO HE CHJIBHO OTIMYAETCSA OT PAHEE MOJYYEHHOTO
(RL/N)N, xorna L >> N).

[MosTomy umcno Bcex KOHUrypanui nenu w3
N CTPYKTYPHBIX RJIEMEHTOB MOJKET OBITH OIICHEHO,
10 TOPAAKY BeIM4YHMHBI, Kak ~(2L/N)N x N! x 10,
wiu (Tak kak N! ~ (N/e)N no popmyne Ctupiunra)
kak ~LN B ocHoBHOM wuneHe npu L >> N >> 1.

Eciu N = L/15 (cm. puc. 1), to LN = (15NN =
LL/15_

(HeoOXoauMoO 3aMETUTH, YTO IS OYEHb OOJIL-
WX JUIMH L Ha OJUH y4acTOK BTOPUYHOHU CTPYK-
Typsl B TJo0yle AOJKHO OpUXoauTbes He L/15,
a Gonpme — mopsaka L3 AMHUHOKHUCIOTHBIX
OCTAaTKOB (YYMTBIBas, YTO BTOpPHYHAs CTPYKTypa
crabunpHa TOrJa, KOrga OHA MAET OT OJHOTO
kpast To0yner no npyroro [10]). IToaTomy umcmo
BTOPUYHBIX CTPYKTYp B TakOW MJIMHHOW LENH —
nopsaka L/L'3 ~ L2, a uncno Bcex kondurypa-

o 72/3
NN O3THUX CTPYKTYp — IOpAJKa L~L . 3Ta OIICHKAa
B OCHOBHOM uJleHe (II0Ka3aTele CTENeHH, PAaBHOM
~L?3) COOTBETCTBYET IOJNY4EHHOMY HAMM paHee
pesynbraty [14-16]. OmHaK0, KaK TOKa3BIBAIOT Ha-
M MPUKHKH, CYIIECTBEHHOE NpeBocxoacTo LL/15

_72/3
Hag L=L MPOABUTCS TOJBKO B KOJOCCAIbHBIX (U
He HaOJI0/laeMBIX B TJIOOYISPHBIX OenKax) Lermsx
U3 THICSIY aMHUHOKHMCIOTHBIX OCTAaTKOB.)

TakuMm oGpaszom, uncno KOHPUTrypauui y Oemn-
koBoH¥ nenu u3 L = 100 ocTaTKOB COCTaBIIAET, HA
YPOBHE 3JIEMEHTOB BTOPUYHOU CTPYKTYPHI, OKOJIO
10'3, yTo HecpaBHEHHO MeHbLIE, 4eM OleHKa Jle-
uHTans (~1029) nus Tol ke HenmM Ha ypOBHE
AMHUHOKMCIOTHEIX OCTaTKOB. Pe3koe cHmxenue 1mo-
kazartensa creneru (¢ 200 mo 13) memaer mpocMoTp
BCEro KOHQUTypallMOHHOTO MPOCTPAaHCTBA Ha
YPOBHE BTOPUYHBIX CTPYKTYpP B MpPHUHIUIE JOIYC-
TUMBIM 178 Oenka u3 100 octaTkoB (XOTS M BECEMa
IUTUTEIbHBIM — YYUTBHIBas, 4TO BpeMs (OpPMUPO-
BaHWS OJHOU O-cupaiu B Ienu u3 =20 OCTaTKOB
cocraBnser ~10% ¢ [17], a mmmibkm U3 ABYX
Ol-y4acTKOB B IIEMU TOW e JJIUHBI — ~ 1075 ¢ [18)).

Koneuno, momHoe BpeMs mpocMoTpa KoH(DH-
TypallMOHHOTO TPOCTpaHCTBa Ooibiie, 4eMm (ak-
THYECKO€ BpEMS CKIAABIBaHUS CTPYKTYpHI, IIO-
CKOJIbKY K HAaTHBHOM CTpPYKType Oenka Beler, Kak
ceifyac MPUHITO TOBOPHUTH, «IHEPTETHUYECKAs] BO-
ponka» [2,16,19,20], mo3BostomIas, U3-3a TMaJICHUS
SHEpTrUH MPH CBOPAaYMBAHUH, M30EKaTh mepedopa
BCEX BApHAaHTOB B TOMCKAX SHEPTETHYECKU-ONTH-
MaJibHOU CTPYKTYpbl. U x0T «3p(deKT BOpOHKMU»
HE MO03BOJISIET UCKIIOYUTH nepedop [16,21], kak To
nepBOHavyaibHO mojaranock [19,20], on mo3Bonser
€ro CuJbHO yMeHbIIUTh. [lo3TOMYy oOcTaromuics
mepebop TONBKO 3aMemiser (0 CpaBHEHHIO, Ha-
npUMep, CO CKJIAAbIBAHHUS OJHOW O-COUpaiu), HO
HE MpedOoTBpallaeT HoNaJaHHWe B CaMyl0 HHU3KO-
SHEPreTUYHYIO0 YKIaAKy (ecniu OeloK — WM AOMEH
6ompmoro Oenmka — coaepkuT He Oosee yem ~ 500
aMHUHOKMCIOTHBIX OCTaTKOB [16]).
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CpaBHUTENbHAS POJIb «BOPOHOK» M yMEHBIIIE-
Hus mepebopa HaIWYWEM BTOPHYHBIX CTPYKTYp B
CBOpAauMBaHUU OelKa WUIIOCTpUpYeTcs Ha puc. 4.

Ha sToM puHcyHKe 3KCHEpHMEHTalIbHO HU3MeE-
pEHHBIE CKOPOCTH CBOpaYUBaHUS OCIKOB CpaBHH-
BAaIOTCA C TEOPETUYECKOW OIEHKOW 3aBHCHMOCTH
CKOPOCTH TONHOTO (Ha YpPOBHE 3JEMEHTOB BTO-
PUYHOH CTPYKTypbhl) mepedopa KoHpopmamuii oT
ITAHBI OENKOBOM Ilenu. JTa 3aBUCHMOCTH BBIYHC-
nena kak k/LYV, rne L5 — ouenennoe Bblie
YUCIO KOHQUTYpaluii, a 3JIeMeHTapHas CKOpPOCTh
k, BpIOpaHa TaKO#, 4TOOBI COOTBETCTBOBATH JKC-
nepuMeHTaJIbHO M3MEpPEeHHO# ckopocTu oOpa3oBa-
HHSI ONHOW O-ctmpanu u3 14 ocratkoB [17]. O0-
pamaer Ha ce01 BHUMaHHE TO, YTO JKCIEPHUMEH-
TaJbHO M3MEPEHHBIE CKOPOCTH CBOpauMBaHUs Oell-
KOB HAYMHAIOT pPE3KO OTPHIBATHCS OT CKOPOCTH
MOJHOTO (Ha ypOBHE BTOPUYHBIX CTPYKTYp) Iepe-
Oopa, korga B uenu coaepxurca Oomnee 80-100
AMMHOKHCJIOT. DTO — Te€ € IJIMHEL (M Te XKe
CKOpPOCTH), TPU KOTOPBIX «TEPMOTUHAMHYUCCKHIA
KOHTPOJIb» (KOTOPBHI B NMPUHIMIE MOXKET MOTpe-
00BaTh MOJHOTO TMepedopa BCeX CTPYKTYp IENH)
CTAHOBUTCS BO3MOJKHBIM JIUIIB I OTHOCHUTEIHHO
MPOCTHIX (HE CIWIIKOM 3alMyTaHHBIX) HATHUBHBIX
YKIIaZ0K OETKOBBIX Ienel [16], moToMy 9TO CTPYK-
TYypHI, BpeMsi 00pa30BaHUSA KOTOPBIX IMPEBOCXOIUT
«Ono-npenen» (MHOTHE MUHYTHI U 00Jiee) HE MOTYT
ycreTb 00pa3oBaTbcsi B KIETKE.

To, 4To Hama oleHKa 4ucia KoHQUTrypamwit
JleTIaeTcsl Ha YpOBHE 3JIEMEHTOB BTOPUYHOM CTPYK-
TYpbl, & HE AaMHUHOKHUCIOTHBIX OCTaTKOB (KakK 3TO
nenan JleBUHTanb), ONpaBIbIBAE€TCS TEM, 4YTO:
(a) BTOpUYHBIE CTPYKTYPBl JOBOJBHO YETKO OIpe-
JIENSIOTCS JIOKaJbHBIMH aMHHOKHCIOTHBIMH TI0CIIE-
noBaTeNbHOCTAMHU [12], m (0) JKCIIepUMEHTalbHO
HaOmrogaemMoe BpeMss (QOpPMHUpPOBAHHS O-CIPATH
U P-IINUIBKKA TOJBKO Ha JBa—TPH MOPAIKA 0OJb-
nre, 4eM BpeMsi KOHQOpMalMOHHOW mepecTpoiiku
O0JTHOT'O aMHHOKHCIOTHOTO ocTaTka (cp. pa0oThl
[17,18] ¢ paboroii [22]; 3TH ABa—Tpu MoOpsAIKa He
MMEIOT CYIIECTBEHHOTO 3HAYEHUS NJsI NPUHLUIHU-
aJIbHOTO PacCMOTPEHUSI CKOPOCTEl CBOpauMBaHUS
0eKOB, OXBATHIBAIOIINX — HA OIBITE — JHANA30H
B JEBATH MOPSIAKOB BENWYHHBI [16]).

B 3akiroueHrne HaJ0 OTMETUTh, YTO HA YPOBHE
3JIEMEHTOB BTOPHYHOW CTPYKTYpbl 00beM moaiie-
Kamero nepebopy KOH(QUIYPaLHOHHOTO TMPO-
crpancrBa, ~LN = L5 nonyyen B sroii paGote
HENOCPEJICTBEHHO M B TeX K€ MPOCTHIX KOMOWHa-
TOPHBIX TEpMHHAX, B KOTOpbIe CHOPMYyIUPOBaH
napagokc JIeBUHTAlNA, B OTIMYHE OT MPEIBbIIYIINX
pabotr [2,14-16], rae ans pemeHUss 3TOro mapa-
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Solution of Levinthal’s Paradox Is Possible
at a Level of Formation and Assembly of Protein Secondary Structures

A.V. Finkelstein and S.A. Garbuzynskiy

Institute of Protein Research, Russian A cademy of S ciences,
ul. Institutskaya 4, Pushchino, M oscow Region, 142290 Russia

The complete volume of the protein conformation space is, by many orders of magnitude, smaller
at the level of secondary structure elements than that at the level of amino acid residue. The
latter, according to Levinthal’s estimate, scales up as ~10% with L being the number of residues
in the chain, while the former, at the level of secondary structures, scales no faster than ~LN with
N being the number of the secondary structure elements. N is approximately L/15 according to
statistics of protein structures. This drastic decrease in the exponent (down to L/15 instead of 2L)
considerably reduces sampling space, and explains why sampling of the conformation space at the
level of secondary structure elements does not stop the ability of the protein chain to find its
most stable fold.

Key words: assembly of secondary structures, formation of secondary structures, volume of configuration
space, protein folding, protein folding rate, protein structures
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