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O6HapyXeHbl 1 OXApaKTePU3OBAHbI YETHIPE HOBbIX THNA CTPYKTYPHbIX MOTHBOB B O-CIHPANbHBIX O€-
kax. OfuH U3 HUX COCTOMT M3 TPEX (L-CMUPATEH 1 MOXKET ObITh IPEJCTABIEH B BHJIC KOMOMHALMHN U3 O-OL-
yronka u L-o6pa3Hoil CTpYKTYpBI; IIPH 3TOM BTOpast O-COMpanb ABISETCA OJ[HOBPEMEHHO OJHOW M3 ABYX
cnupanei O-0i-yrojka v OfHOM U3 ABYX cnupalei L-crpykTypni. Bropoit cTrpykTypHbIi MOTHB, Ha3BAHHBIH
ABCD-egnHuueH, COCTOHT U3 YeThIpeX CIENYIOLIMX APYT 3a APYroM o yenu a-crinpaneit A, B, Cu D, yna-
KOBAHHBIX B APOCTPAHCTBE TakK, 4To cnupanyu B, C u D 06pasyior nesyro cynepcnupans, a Cipans A pac-
nonaraeTcs Mexpy cnupainsiMi B u D npuGnn3uTenbHo aHTUnapalienbHo K HUM. TpeTuit cTpyKTypHbLi
MOTHB COCTOMT U3 [IByX O-CHUpANEl, CBA3aHHbIX QJMHHON NEPETAXKKONA. B 3TOM MOTHBE O-CIMpaiy yna-
KOBaHb! NPUOAN3HUTENBHO NAPAIIENIBHO KPYT APYrY W BMECTE C ANHHHON NEPETSXKKON 00pa3yioT B NPOCT-
PaHCTBE JNEBYIO O-[-0-Cynepcnupank. YeTBepThId CTPYKTYPHBIA MOTUHB 00pa3yeTCcs YEThIPbMs (-CNUpas-
MH, PaClONJOXEHHBIMU B IPOCTPAHCTBE TAKUM 00pa3oM, YTo oOLlas yKNafKa Uend HanOMUHAET rpevec-
Ky!o OyKBY (; MO3TOMY 3TOT MOTHB ObllI Ha3BaH (-MOTHBOM. B paboTe nmpoBepcH aHalU3 pasIuyHbIX
Pa3HOBH[IHOCTEH NEPEYUCIEHHBIX CTPYKTYPHBIX MOTHBOB, IPHBEACHBI MHOTOYHCICHHBIE TIPUMEDBI MOTH-
BOB M HX Pa3sHOBHAHOCTEH B OEIIKAX C M3BECTHBIMU TPOCTPAHCTBEHHBIMH CTPYKTYDAMH.

Karouesbie caosa: beaku, npoCMpancmsenHan cmpykmypa,; O-0-y2oaok, O-0-wnuabka, L-cmpyxkmypa,
npasan u Aeéas Cynepcrupanb, CHEPeOXUMUMECKILL AHANUS.

B nocnepnee BpeMst CTPYKTYPHBIMH MOTHBAMH
TIPUHATO CYUTATh IPOCTPAHCTBEHHO OpPraHU30BaH-
HBIC CTPYKTYPHbIE €IHHHINBI, 00pa30BaHHbIE ABYMS,
TpeMs U GoJsiee COCEHAMH MO LENMH U CBA3AHHBIMYA
MEXNY COOOM Q-CMpaisiMA U/iid B-TsKaMu, KOTO-
pbl€ YacTO BCTPEYAKOTCA KaK B FOMOJIOMMYHBIX, TaK
¥ HETOMOJIOTHMYHBIX O€JIKaX WIM MHOIOKPaTHO MO-
BTOPSIIOTCS B ORHOM 1 TOM Xe Oenke. Cpefy MHOXe-
CTBA BO3MOXHBIX M HaOnonaembIx B Oelikax CTPyK-
TYPHBIX MOTHBOB TOJILKO HX HEOORbIiIas YacTh HMe-
€T YHHKalbHBIE YKJIAKU NOJMMENTHIHOH Uend B
MPOCTPAHCTBE M CYI[ECTBYET JIMIIL B OTHOW U3 ABYX
“3epKalibHO-CUMMETPHYHBIX” (opM (0630p TakMX
MOTHMBOB npepacTaBneH B padore [1]). Tor dakr, uto
TaKHe CTPYKTYPHBI€ MOTHBbI IIHPOKO paclpocTpa-
HeHbl B pa3nuuHbIX Oenkax [2-7], a Takxe TO, 4TO
MHOTHE Hebonbinne GENKA U AOMEHBI COCTOAT 10 CY-
L[ECTBY TOJABKO M3 TaKHX MOTHBOB [8], yka3niBaloT
Ha TO, YTO OHH ABNSIOTCS OCTATOYHO YCTOHYUBLIMY
00pa3oBaHUSAMH H CNOCOOHBI CBEPHYTHCS B CBOU YHHU-
KanbHBIE CTPYKTYPBI caMu 110 cebe. AHANINU3 NOKa3bl-
BAET, YTO €CJIA B3SITh CTPYKTYPHBIE MOTHUBbI C YHH-
KaJlbHBIMW YKJIAfJKAMH LEIIA B Ka9E€CTBE 3apOAbILIed
(MK B Ka4eCTBE CTAPTOBLIX CTPYKTYP), TO B3aUMHOE
pacrnoJoXeHNe OCTANLHBIX YYACTKOB MOJEKYJIbI
OernKka MOXHO NOJIYYHUTh [IOCIEHOBATENBLHON NPHCT-
pOIKOU Apyrux o-cnpaneit u/uinm P1siKeii K COOT-
BETCTBYIOIIEMY MOTHBY, IPUHAMAs BO BHIMAaHHE NIPO-
crole npaeuia [4-9]. Taxuam 06pa3oMm, ¢ OFHOR CTOPO-
Hbl, CTPYKTYPHBIE MOTHBbI SIBISIOTCH “‘TOTOBBIMHU

CTPYKTYPHbIMK OJIOKaMi~ HIIH 3JIEMEHTaMW TpeTH4-
HOH CTPYKTYpBI OEJIKOB, ¢ APYroi — HX MOXHO pac-
CMATpHUBaTh B KAYECTBE 3aPOAbILIECH B IPOLECCAX CBO-
paunBaHus OENKOB HIH HCIIONB30BATL B KadyeCTBE
CTapTOBBLIX CTPYKTYP NpH MORENUPOBAaHHH M IIPEN-
CKa3aHUM NPOCTPAHCTBEHHOM CTPYKTYPhI OENKOB.

B wmHacrosmeit paGoTe paccMaTpUBAKOTCA He-
CKOIBKO HOBBIX NPOCTPAHCTBEHHBIX CTPYKTYPHBIX
MOTHBOB, KOTOpbIE€ BCTPEYAIOTCA B O-CNAPATbHBIX
6enkax. HoBble CTPYKTypHbIE MOTHBLI OblIM OOHA-
PYXEHbl B Pe3yJIbTATE CPABHHUTENLHOTO CTEPEOXH-
MHAYECKOrO aHalli3a U3BECTHBIX MTPOCTPAHCTBEHHBIX
CTPYKTYP Pa3fiHYHbIX OENKOBBIX MOIEKYJ, NPOBC-
HEHHOTO C yYeTOM CIEAYIOMMAX MOMEHTOB: 1) o on-
PERENEHNIO, TONBKO TNOBTOPAIOIIAACS] BO MHOIAX
Oesikax WK B Ipefenax OfHOH 0IUNEeNTHIHON [EnH
POCTPAHCTBEHHAS CTPYKTYpHas €[UHML MOXET
CUNTATBCS CTPYKTYpHbIM MOTHBOM [1-10]; 2) crpyk-
TYypPHBIE MOTHBBI HOJXKHBI ObITH 00Pa30BaHbI COCENl-
HAMH [0 UENH JIeMEHTaMH BTOPHYHOH CTPYKTYPhI;
3) KaxbIf THII CTPYKTYPHOI'O MOTHBA XapakTePH3y-
eTCsi ONpENCNICHHBIM HMCIOM W TUIOM 3JIEMEHTOB
BTOPHYHOH CTPYKTYPbl, H3 KOTOPBLIX OH COCTOHT, a
TAKKe OINpPEASICHHBbIM B3aHUMHBIM PACHONOXKEHHAEM
3THX 3JIEMEHTOB KaK BJOJIb LI, TAaK U B IPOCTPaH-
cTBe; 4) CTPYKTYpHbi€ MOTHBBI OJHOIO THIIA, Ha-
NEHHBIE B PA3IHYHBIX (KaK B FTOMOJIOTHYHBIX, TaK U B
HETOMOJIOTHYHBIX) OeNKaxX, MOTYT BMETE PA3InYHbIC
JUTHHBI O-crirpareii n(unn) B-y4acTKoB, a TaKXKe pas-
JHYHbIE MIAHB] U KOH(OPMALMA COSNAHAIOIIMX HX
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Puc. 1. CxemaTuuecxoe H300PAXEHHE CTPYKTYPHBIX
MOTHBOB, O6pa30BaHHbIX (-0-YTONKOM U L-cTpyKTYpoit:
a) yronok~L-crpykrypa; 6) L-cTpyKTypa—-yrosnok; B) sa-
npeuteHHas “3epKanbHO-CHMMETPUUHAsA” hopMa MOTH-

B0B. 0-Cnidpany riokasa#s! B sue uumuunpos; N u C -
o6o3naueHuss N- u C-KOHUOB.

NeTeNb, ONHAKO OOIIMUHA XON NMOJUNENTUIHOR UENHT B
NpOCTpaHCcTBe (T.€. 0011as yKIaAKa NONUIEeNTHIHOK
LEMH) NOJKEH OCTABATHCS HEHU3MEHHbBIM.

Kombunayuu u3z oi-0-yeoaxa
u L-o6pasuoii cmpykmypuwi

0-0-YTONOK — 3TO CTPYKTYPHBIH MOTHB, 06pa30-
BaHHbIA ABYMS COCEJHMMHU MO LENU (-CIHPATISIMH,
KOTOPbIE PaclonaraloTcs B ABYX Pa3IMYHLIX IJIIOC-
KOCTSX UM CROSIX M YIIAKOBAHbI KpecToobpaszHo [5].
B 6enkax 0-0-yronky BCTPEYAKOTCH NPAKTHUUECKH
BCErfla TOJILKO B OHOM M3 [{BYX BO3MOXHBIX ‘‘3€ep-
KaJbHO-CHMMEeTPHUUHBIX” (POpM, B KOTOpOH OOIIHA
X0 LIeTIM ONHUCHIBAET B MPOCTPAHCTBE MOYTH BHTOK
nesoit cynepenupani. B L-o6pa3HbIx CTpyKTypax fse

 EOMMOB

O-CMpall  pacrionaratroTcss NpUOIM3HTENBHO NEp-
MEHAUKYJIPHO IPYT APYrY B OOHOH NIOCKOCTH, B3aHU-
MOJEHCTBYIOT TOJNIBKO TOpUAaMK ¥ O0pa3yroT CTPYKTY-
py, HarmoMmuHaromyo no gopme Oyksy L [10]. B oT-
JTHYHE OT (-C(-yrosnka L-CTPYKTYpbl MOrYT ObITb
NpPaBbIMM ¥ JIEBBIMH B 33aBUCHMOCTH OT B3aHMHOIO
PACIIONIOXKEHUST O-ClIUpanedl OTHOCHTENBHO THPO-
tobroro aapa. Ecnn cMOTpeTh HA HUX CO CTOPOHDI
rugpogoOHoro supa, To B AeBoH L-crpykType BTO-
pasi O-CoHpasb pacnonaraeTcs CIEBa OTHOCHTENBHO
nepBo#, a B IpaBoil — cripasa.

Ha puc. 1 noka3zaHb! CTPYKTYPHBIE MOTHBEI, KO-
TOpPbIE MPEeACTaBISIOT cOO0N KOMOMHALMM U3 O-0-
yrojka ¥ L-cTpyKTypbl, NpH 3TOM BTOpas CHHpPalb
BXOJAHUT OFHOBPEMEHHO U B COCTaB (-O-YrOJIKa, U B
L-ctpyktypy. Eciiu He npuHHUMATE BO BHUMAHUE Ha-
IIpaBlIeHHE TONMIIENTUAHOA Leny, To o0a MOTHBA
MMEIOT OOMHAKOBYIO YKIAOKy Q-CTIMpane# B pocCT-
paucTBe. Ha camoMm pene B ONHOM U3 HHX NepBas
BTOpas O-CIHpasid 00pa3yloT O-0-yrOJIOK, a BTopas
U TpeTbd — L-CTpYyKTYpY; 2TO yronok-L-cTpykTypa
(puc.-1a). B gpyrom neppasi 1 BTopas -Cmupan o6-
pasyloT L-cTpyKTypy, a BTOpas ¥ TPEThA — O-CL-yro-
70K, 310 L-cTpykTypa—yronok (puc. 16). [Tockonbky
O-0-yrONIOK CYLUECTBYET TONBKO B OOHOH M3 ABYX
dopm [5], To “3epranbHO-cUMMETpUYHas ¢opma
paccMaTpHBAEMBIX MOTHBOB (pHC. 1B) 3anpelieHa u B
6enKax He BCTPEYaeTCsl.

B Ta61. 1 npuBegeHp! IPUMEPDLL TAKHX CTPYKTYP-
HbIX MOTHBOB, KOTOpbIC HalJEHBI HAMU B OENIKaX C
HU3BECTHBIMH TIPOCTPAHCTBEHHBIMU CTPYKTYPaMu.

Tadmna 1, CTpyKTypHbIe MOTHBBI THNA YTONOK—L-CTpykTypa n L-cTpykTypa—yronox B 6e1Kax ¢ H3BECTHLIMU CTPYKTYPAMH

YuacTKH yenu, o0pasyrouue CuMpati
benok Ccbinka
I 1 Il
MoTusbl THNA Yroaok—L-cTpykrypa
Hducdrepuiinblit TOKCHH 98-107 113-119 120-127 [11]
Junasa 265-275 281-292 293-309 [12]
Tpascrnukosunasa 498-510 516-522 523-540 [13]
Inyramun-tPHK-cunteTasa 426440 446-455 456468 [14]
daxrop Tpanckpunuuu LEF-1 7-24 28-43 44-70 [15]
DHAOXHWTHHA3A 121-133 139-146 146—160 [16]
I'excokunasza 259-270 274280 281-300 (17}
A-IJomen 6enxa HMG1 14-28 38-51 52~74 [18]
Benok RecA 270-280 302-314 315-328 [19]
o-Cybbepunuua PHK-nonnmepassl Crupans Hi Cnupans H2 Crmpanb H3 [20]
Benok SIV MA Crnupans H2 Crimpans H3 Cniupans H4 [21]
PHK-nonumepa3sa ¢ara T7 Crnunpans Q Crupans R Cnupansb S [22]
MoTuBe! THIA L-CTPYKTYpa—yronox
LIuToXpoM-c-nepokcupasa 118-128 129-140 148~168 [23]
Pubonykineasa Rh 71-80 80-91 97-112 [24]
JIn3onumM KypuHOro siua 4-15 16-20 24-35 [25]
I'noGuHb! Crnupans B Cnupans C Crapans E -
BUOOPTAHUYECKAS XUMUA Tom 23 Ned 1997
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Puc. 2. Yxnagka e 8 ABCD-efuune u ee Bapuantax (r—k) u cpaBHenne c abed-eunuued (a—s). B-Tsxu noxasaHsl cTpel-
KaMH, O-CIUpay — B BARE UMIKRHAPOB. CTpouHbIMA GyKBaMH &, b, ¢ 1 d 0603HaYEHB B-Tasxu, 3arnasubiMu Gyxeamu A, B, C

1 D ~ o-cipasnii. CM. TaKXKe TEKCT.

Crnepyer OTMETHTB, UTO OOJBIIMHCTBO IPENCTaB-
JeHHBIX GEJIKOB He TOMOJIOTHYHBI ApYT ApYyry. B pas-
JHYHBIX GeNIKax CTPYKTYPHbIE MOTHBbI MOTYT OTJIH-
4aThCsA APYT OT Apyra pasMepamMi Oi-Cripaiei u CBs-
3BIBAIOLIX HX ITETENb, ONHAKO 001as YKIIA/IKa LENH
BO BCEX CNYYasix MO CyLIecTBy ofHa i Ta xe. CTpyk-
Typh! bakTopa TpaHckpunuuu LEF-1 u A-momena
6enka HMGI cocTosT npakTHYECKH MMOTHOCTLIO M3
CTPYKTYPHBIX MOTHBOB THII4 YTOJOK—L-CTpyKTypa ¥
HeGONBIIUX “XBOCTOB”, DTO CBHAETENBLCTBYET O TOM,
YTO TAKHE CTPYKTYpPHbIE MOTHBBI JOCTaTO4YHO CTa-
OGUIBHEL ¥ CIOCOOHBI CAMOCTOSTENBHO CBEPHYThCS B
CBOU YHHKalibHbIe CTPYKTYphI. Kak ycranosneHo pa-
Hee [5, 10], a-o-yronku u L-cTpyKTypBI ¢ KOPOTKHMA
DEePeTsKKAME MEXHY O-CIIHUPasIMA MMEIOT CTPOro
onpefieNIeHHOe YepenoBaHue BIOJIb LenH THApOgoO-
HBIX, THAPO(UIBHBIX, INIHIHHOBBIX U/WIHA NPOJIMHO-
BLIX OCTAQTKOB, ¥ UX JIOKAJIH3aUHd B GENIKaX MOXET
ObITH NpEelcKa3aHa. DTO O3HAYaET, YTO COCTABJICH-
Hble U3 HUX TPEXCIUPANLHBIE CTPYKTYPHbIE MOTHUBBI
MOTYT ObITh TAKXKe JIOKANH30BaHbl B OeJIKaX.

ABCD-momus u e2o pa3HosuoHocmu

Ha puc. 2 npeficrasneHa yknagka IOJHUINENTHA-
HOH LIeTH, Pa3sHOBHAHOCTH KOTOPOH 9acTo BCTpeya-
I0TCH B O-ClIApalibHbIX Oenkax m goMeHax. O-Crm-
palbHBINA BApHAHT YKJIAAKH (PUC. 2r) COCTOUT H3 e-
TBIPEX TNOCNEAOBATEIBHO PACHONOXKEHHbIX BAOJb
uenu o-cnupaneit A, B, C u D, ymakoBaHHEIX B Ipo-
CTpaHcTBe Tak, 4To cnupanud B, C u D obpasyior
JEBYIO CYNEpCIHpalb, a CIHpaNb A PacrnoiaraeTcs

BUOOPTAHUYUECKAS XUMHUSA

ToM 23 Ne 4

Mexnay cnapansmu B u D npuGin3uTenbHO anTHA-
pamienbHO K HUIM. DTOT CTPYKTYPHbIH MOTHB Ha3BaH
sneck ABCD-epmnHIie#, TOCKOJIBKY €T0 TONOJOrUs
HAOMHHaeT Tonojoruro abed-enunnis [4], 06pa3o-
BAHHOM 4eTHIpbMS [3-yyacTkamu (cM. puc. 2a, 26).
CyliecTBEHHOE OTINYHE COCTOMT B TOM, 4TO f3-yua-
cTku b, ¢ 1 d B abed-egunuie o6pasyroT MpaByro Cy-
nepcriupans, a cnapanu B, C u D — sieByro cynepcrnu-
pans B ABCD-epunune. B uenom eciy He IpUHHMATE
BO BHUMaH¥We KOH(OPMAUMIO Y4aCTKOB U XHPaJb-
HOCTb AMMHOKHCIOTHBIX OCTATKOB, TO OOHIHH XOf
nonunenTranHod Henn B ABCD-epunuiule aBaseTcs
3epKanbHbIM OTOGpaXKeHHEM XOa Lienu B abcd-eau-
nuge (cp., HanpuMep, puc. 2a, 26 u 2r). ABCD-eju-
HUI[BI, TAK K€ KaK U abcd-equuunb! (puc. 2a, 26), Mo-
IYT UMETh NPOTHBOIONOXKHbBIE HATIPABJICHUS IOTH-
nenTugHoi nenu (t.e. N-KoHEl MOXKET HaXOOUThCA
KaK Ha COapaiu A, Tak u Ha cnupany D, puc. 2r), co-
XpaHss OpH 3TOM OOl XONI Leln i B3aUMHOE pac-
NIONIOKEHUE Ccrupaneil B npocrpaHcTse. B cBasu ¢
atim 6ykeel A, B, C u D 00603Ha4uaroT MOJIOKEHUE
cnMpanei B IPOCTPAHCTBEHHOH, a He B IEpBUYHOH

CTPYKTYypE.

B 6enkax ABCD-MOTHB BCTpe4YaeTCs B HECKOJIb-
KHX BapHaHTaX (CM. puc. 2r-2k 1 Tabn. 2). CeMmeicTsa
FOMOJIOTHYHBIX 6eJKOB NPefcTaBIeHs! B Tabm. 2 of-
HUM HJIM ABYMsl NpumMepamul. Hanpumep, roMos1ornt-
HbIME Genkamu sBisiorces yrepornooun u CCPBP
(ceityac M3BECTHBI NPOCTPAHCTBEHHBIE CTPYKTYPbI
enie Tpex MpefcTaBHTeNeH 3TOro ceMencTBa); nap-
BaJbOYMUHbBL KpbIChl — OfWH M3 NPENCTaBUTENEH
KANbIUACBI3LIBAIOIINX GEIKOB (M3BECTHBI CTPYKTYPHI
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N () C

Pue. 3. CxemaTnueckoe u3obpaxenue o-I-0-MoTuBa (a)
U O-0-YTOJIKA ¢ JUTMHHOR nepeTsxkoi (6).

okono 20 aTux 6e1KOB); A-Lelb PUIHHA, IHATATOK-
CHH ¥ MOMOPJHH — Takxke romonord. Kax sunHo, 06-
Iiast YKJIagKa Leld BO BCEX ClydasiX IO CYILECTBY
OIYHAKOBA, XOTS [VIHHbI Ol-CIUAPAaNeH, JIMHEI TIeTEb
U B3aMMHas OpHWEHTauus crupaneit (r.e. yrabr
MEXAY OCSIMH CIIUpajiei) H3MEHSIOTCS B {OBOJBHO
WIHPOKHX Npefenax, a BMecTo crnupaltn C MOXeT
OBITE ANTHHHBIA HEPETYIAPHBIA y4acToK (pHc. 23, 21,
2x). OrMeTHM, uTo B abcd-eguaune ydacTok “c” Tak-
XK€ MOXKET UMETDh HEPeryJIsSpHYIO UIH (L-CITHPATbHYIO
(puc. 2B) kondopmanuto [4, 8, 9].

Oo6inas yknagka yenu B ABCD-egunuie 1 ee xu-
PaXbHOCTL ONpeAessieTcsl, I0-BUAUMOMY, TEM, YTO B
COCTaB 3TOTO CTPYKTYPHOTO MOTHBA BXOOST ORHMH
WIIH [IBa O-0-yronka. Kak oTMevanock BbIlle, TIONH-
NENTHAHAS HENb B (L-(-YI'OJKE OMHUCHIBACT NIOYTH BU-
TOK JIEBOH CyNepCHHpalH, YTO U onpepnensieT odpa-
30BaHHe JIeBOH cynepcrnupany u3 o-cnupaneit B, Cu

EQUMOB

D. [Inst 3700 fOCTaTOYHO, YTOOB! Napa cnupanei B
i C o6pasoBana 0-0-yrosok, a napa Cu D — V- unu
L-06pa3Hyio CTPYKTypy HIH, Hao6opoT, napa B u C
obpazopana V- unu L-00pa3Hyro CTPYKTYpY, a napa
C u D — a-a-yronok. [ToHsiTHO, YTO €CnU 00€ naphl
cniupaneit BC u CD 0o6pa3yoT o-O-yrolkd, TO 3TO
TakXe NpYBENEeT K (hOPMHUPOBAHUIO JIEBOH Cynep-
ciupanu BCD. IToyemy cynepcnupans BeD (rpe ¢ —
HEPETYNSIPHBIA WK BLITSIHYTBIA Y4aCTOK LENH) TAK-
e JIeBasi, 1O KOHIA HesicHO. MOXKHO NMPEANONOXHUTD,
YTO B IPOLEecce CBOPAYMBAHUS Y4aCTOK ““C” ObLJI CHA-
YaJia B BHJIe O-CIIpay, KOTOpasl 3aTEM I1peobpaso-
Bajlach B HEPErYISIPHYIO CTPYKTYPYy. Opnako Oonee
BEPOSITHLIM NPEACTABISIETCS TO, YTO TAKOIO TUIA JIe-
BbIE CYNEepCIpany sSBIsoTca Haunboee cTabUIbHbI-
M (popMaMH YNAKOBKH O-CIIMpaied, CBA3AHHBIX
JUTMHHBIME [ETIISIME (CM. CIIEAYFOLLHI Pa3fes CTaThh).

a-l-a-Momuswt

JBe cocepHHE MO LENH C-CIUpANH, CBA3aHHbIE
KOPOTKHMH HJIA CPEHUMH IO JTMHE NEPETAKKAMA,
MOryT OOpa30oBbIBATh O-O-IIMUILKH, O-O-YyIOJIKH,
L-cTpyxTypbl U V-0Gpa3Hble CTPYKTYphl. Ecinu xe
RJIAHA NEPETSKKHA COMOCTaBUMAa C JUTMHAMM CBI3aH-
HbIX €10 (-criupaneil uiu OpHOMU3HTENBHO pPaBHa
[UIHE OOHOH M3 HHX, TO BO3MOXHO 00pa3oBaHue
CyllepclMpaTd THNA O-CIHPaNb-TIETAS—C-CIIMpalb
(puc. 3a). DTO HE O3HAYAET, YTO CBA3AHHbIE TAKUMH

Tatuuua 2. ABCD-MOTHBBI B §€/IKaX ¢ M3BECTHBIMH CTPYKTYPaMH

Benok Y HACTKH LeNH, 00pasyloLtke crupani j Anasor Ha puc. 2 | Ccbinka
A B C , D
Yrepornobux 3-16 17-29 3147 4966 r [26]
CCPBP 3-16 17-29 31-47 49-66 r [27]
ITapBanbGyMUH KPbICHI 7-18 25-34 39-51 59-71 r [28]
Tpaucrnukosunasa 581-603 571-579 555-566 544-553 r [13]
TepMonusux 301-314 280-297 260-274 233-246 r {29]
Onacrasa (PAE) 282-294 264-280 243-259 221-239 r (30]
Glu-rPHK -cunreTasa 391404 208424 426440 455468 r [14]
LluTparciuTasa 167-193 136-160 103-119 88-99 r (31]
Pepykrasza R1 76-95 54-69 37-49 19-31 r (32]
Tag-nonumepasa 688-700 675-683 656670 638-648 i [33]
ITepoxcunasza (ARP) 96111 78-88 44-60 20-39 e [34]
PeuenTop RAR-y 266277 296-301 308-320 325-336 e [35]
Benoxk p17 73-88 55-69 33-45 22-26 X (36]
Kucnas docdaraza 197-215 170-186 153-163 143-149 X [37]
Puuun, A-uens 161-178 142156 132-136 122-130 3 [38]
Iurarokcun 152-170 132-144 - 114-121 3 [39]
Momopaun 145-163 128-140 - i11-119 3 [40]
WHrepneiikuu-4 40-59 69-94 - 108-129 | [41]
69-94 40-59 - 4-20 K
dakrop LIF 75-105 108-138 - 154-180 u [42]
108-138 75-105 - 21-49 K
deppurnu 9-38 44-71 - 91-120 " [43]
BEUMOOPIAHHYECKASA XUMUA ToM 23 Ne 4 (997
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Puc. 4. CxeMaTuueckoe H306paxenue npasbiX (a—B) U nesblx (r—K) G-06pa3HbIXx MOTHBOB, B BUje UMAKHAPOB NOKA3aHbI O

Criipanu. HCTaHbeIC MOSACHEHHUA NaHbl B TEKCTE.

RIIHHHBIMHU [TEPETAXKKAMU O-CITHPAJIH Beerga obpasy-
0T O-[-0-MOTHBBI —~ O-O-INMHIBKH K O-O-YLOJIKU
TaKXe MOTYT HMETh ANUHHBIC NMEPETIKKHU (CM., Ha-
npuMep, puc. 36). 3aKOHOMEPHOCTb COCTOHT B TOM,
9TO €clii O-[-0-MOoTHB obpasyeTrcs, TO oOpasyercs
HPENMYIIECTBEHHO JIeBasi cynepciupantd (puc. 3a).
Kak orMeuanoch BbllIe, (t-(-yTOIOK BCTPEYAETCs B
Oenkax HPaKTHYECKM BCErJia B OfHOI (PopMe, B KO-
TOPOH OOIIMA X0 LENHU ONUCBIBAET B IIPOCTPAHCTBE
MOYTH BUTOK JIEBOH cynepcnupanu. Takum o6pa3oM,
0.-[-0-MOTHB B O-0l-YTOJIOK € AJIMHHOM NEPeTSKKOH
OYeHb MMOXOXKH APYr Ha [Apyra H pasidyaroTca B Oc-
HOBHOM B3aUMHOW OpHEHTalHeH C-cnupanei (cp.
puc. 3a u 36). MOXHO NPeRNONOXUTE, YTO (-OL-YFO-
JIOK SIBJISIETCS IPOMEXKYTOUYHON CTPYKTYPOH npu 06-
pa3oBaHMU O-[-0-MOTHBA, H 3TO ONpenensieT 0Teop
nepoil opMbl O-[-0-cynepcnupann. Baxuo otme-
TUTh CyHIECTBEHHOE OTJIHYHE (I-/-0-MOTHBOB OT O.-P3-
O-eMHHL, BXOASIUX B cocTaB B-o-B-c-B-morusos
(umu yknapok no Pocecmanny) B o/ B-6enkax. o-B-o-
Epnnune, 6onee mogpoGHYIO CTPYKTYPY KOTOPBIX
MOKHO TIPE[ICTABUTD KaK O-CIHPab—NEeTasi—-TsHX~
neTns—¢-cnupans, B o/f-Genkax Bcerga o6pasylor
[paBble CYNEPCHUPANIH B OTIHYHE OT JIEBBIX Cymep-
cripanes, o6pa3yeMbIX MOTHBAMH THNA OL-CIIAPATb—
NETAS—0-CIAPAab.

B Tabn. 3 npuseneHs! npuMepsb! o-/-0-MOTHBOB,
OOHapyXeHHBIX B O€JIKaX ¢ H3BECTHBIMH CTPYKTypa-

MH. Bo Bcex npe[cTaBAeHHBIX CydasiX Cylepcnupa-
nu — aessie. K 3ToMy ciienyeT fOOaBUTh JIEBbLIE CY-
nepcnupaiu BeD 8 ABeD-enunnnax (oM. puc. 23, 24,
2K 1 Tabi. 2), KOTOpble BCTPEYAKOTCA B A-LENH PH-
UAHA ¥ ero ToMoNorax, GeppuTHHE U BO BCEX LHTO-
KHHAX.

Heo6xoguMo OTMETHTL, YTO AJIMHHBIE MEPETIK-
KH B ((-[-0-MOTHBaX # c-yyacTKu B ABcD-epunnnax
MOTYT ObITh OTHECEHB! K TAK Ha3blBAEMBIM I1EPEXON-
HbiM mepeTsikkaMm. CornacHo onpepenesuro [48],
“nepexofHble NepeTsXKU~ (Crossover connections or
overhand connections) — 3TO AMHHHBIE MNEPETSIKKH,
KOTOPBIE MEPEXOAST C OHOIO TOPLA Ol-CITUPANILHOrO
nydyka Ha ApPYrod mo moepxHocTH nydka. OpgHaKo
BAXKHO MOAYEPKHYTh, YTO TEPMHHBI “‘NeBBIA” U “nipa-
BBII’ NMyYOK O03HAYAIOT, YTO YEThIPEXCIHPAJbHbBIE
Oy4KHM (BKITIOUYAsd IIYUKH ¢ “NEPEXORHLIMH ITEPETANK-
KaMK'’) EMEIOT Pa3IMIHOE B3aUMHOE PaclolOXeHue
o-crpanei, a He pasnu4Hble GOPMbI Cynepcnypa-
JeH, KOTOpbIE OCTAIOTCS TEBBIMU.

@-O6pasnble momusgst

Bo mMHOrux 6enkax 4eTbIpe CIERYIOLIME IPYT 3a
fpyroM no uenu o-crpanu A, B, C u D yknapneiBa-
I0TCSl B CTPYKTYPY, KOTOpasi Mo popMe HANIOMAHAET
rpedeckyio GykBy ¢ (puc. 4). byneM HazbIBaTh 3TOT
CTPYKTYPHBI MOTHB (-OOpa3HbIM MOTHMBOM HIIH

Taéauua 3. 0-/-0-MOTHBBI B 6€7IKaX C U3BECTHLIMH CTPYKTYPaMH

YuacTku Lenu, 06pasyrouiie cnipani
Benox Cebutka
oy %)
Cnyramun-tPHK-cunTeTrasa 262-275 285-293 [14]
Hudrepuitnblil TOKCUH 98-107 113-120 [11]
Tag-nonumepasa 453-477 487-496 (33]
Bapcrap 12-25 3343 [44]
Pesonsasza RuvC 117-129 139-152 [45]
Zn>*-G-nentunasa 16-30 43-55 [46]
JInsun-rPHK-cunteTasa 347458 467478 [47]
BUMOOPTAHUYECKAS XUMHUSA Ttom 23 N4 1997
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OPOCTO ()-MOTUBOM. ()-MOTHBBI MOTYT HMETb MNpsi-
MOe M O0paTHOE HaNpaB/ICHHE MTONUNETNITHIHON UeTH,
T.€. N-KOHel| Leln MOKeT HaXOAUThCA KaK Ha A-, TakK
u Ha D-cnupanu. B 3700 cBsa3u 6ykeel A, B, Cu D
0003Ha4Ya0T NOJOXEHUE O-CNHpaeil B IPOCTPAHCT-
BEHHOM CTPYKType, a HE B aMUHOKHUCJIOTHOH nocrne-
posaTenpHOCcTH. CNHPANH B ()-MOTHBAX 0603HAYEHb!
B TOH e MOCIeqOBaTENbHOCTH, B KOTOPOH Nepo
PY4YKH OMTUCHIBAET TPACKTOPHIO IPH HANMCAHUK OYK-
Bul @ (puc. 4). @-MoTHBBI BCTpeyatoTCst B OEIKAX B
IByX ‘‘3epKajbHO-CHMMeTpHuYHBIX copmax. B npa-
BbIX (p-MOTHBaX ciupains B (puc. 4a, 46) unu Hepery-
JIAPHBIN y4acTOK b (puc. 4B) pacnonaraloTcsi CHU3Y
OT cniupanu D, a o6uiuit xon Lenyu MoKeT ObITh Hpef-
CTaBJIeH B BUAE “‘CIUTIOLIEHHON NpaBo# cynepcnupa-
m A-BC-D. B neBom @-moTuse (puc. 4n) ciupans B
pacrionaraercs CBepxy OTHOCHTENbHO criupany D, u
OOIIMA XON UeNUd MOXeT OBITh IIPENCTaBIEH B BHIE
nesoit “cnromendoit’” cynepenupanu A-BC-D. Tns
HACJSIHOCTH Ha pHC. 4T IPEeNCTaBICHO “3egxanbﬂoe”
oToOpaXkeHHe NpaBbIX Q-MOTHUBOB (pHcC. 44, 46), Ko-
TOpPOE SABJSETCS NEBbIM (-MOTHBOM (puc. 47), UTO
JErKO BHAETH IIPH IIOBOPOTE 3TOH CTPYKTYPhI Ha
180° (kak 3TO MOKA3aHO CTPENKOH).

BO3MOXHB!I TpH BapHAHTa NpPaBbiX (-MOTHBOB.
B opnom u3 Hux o6e napsi cnupaneit AB u BC o6pa-
3y10T L-06pa3ubie cTpykTyphl (pHc. 4a); B Apyrom —
napa AB oOpasyer L-o6pa3Hylo cTpyKTypy, a napa
BC - o-o-yronok (puc. 46); B TpeTbeM BapHaHTE
BMECTO cnnpanyu B npencrasied HeperysipHbId WilH

E®PUMMOB

BBLITSSHYTBIN yyacTok b (puc. 48). B nesoMm @-moTuBE
(puc. 4n) nmapa AB ofpa3syeT 0-0-yronok (a He napa
BC, kak B BapuaHTe, NOKa3aHHOM Ha pHC. 40), a napa
BC — L-o06pa3nyto cTpykTypy. [To-BuguMoMy, neBblif

. ©-MOTHB MOXKET OBITH TOJBKO B TOM Cllydyae, €Cliu
napa crnapaneit AB ofpasyet o-t-yronok. B apyrux
clydasix o0pasyroTcs rpaBsble ¢-MOTUBBI. [Ipamepsl
PaCCMOTPEHHBIX Bbllllé BAPHAHTOB (P-MOTHBOB, KO-
TOpble OOHAPYKEHBI B G€JIKaX ¢ U3BECTHBIMU NPOCT-
PAHCTBEHHLIMH CTPYKTYpPaMH, NPEACTaBIEHLl B
Tabn. 4.

K HacrosmeMy BpeMeHH CTallo O9EBUIHBIM, UTO,
JUIST TOCO UTOOBI PELUHTh IPOGIIEMY CTPYKTYphI Oell-
KOB H IIOHATH, “Kak’ NpefcKasblBaTh WX NPOCTPAHCT-
BEHHYIO CTPYKTYPY, CHA4Ya/1a HY>KHO BBISCHUTS, ‘YTO”
NpencKasblBaTh, T.€. HEOOXOOHUMO 3HAThL BCE BO3-
MOXHBIE U CTEPEOXUMHYECKH pa3pelleHHbIe CTPYK-
TYpbl, KOTOpbIE MONUNEINITHIHAS Lenb cnocodHa 06-
pa30BATH B IPHHIHIIE. DTO MOXHO BHAETH HA CIERY-
oleM npuMepe. J[onycTUM, OJHUM U3 H3BECTHBIX
METOJOB NPEACKA3aHO, YTO B OENIKE UMEIOTCS YEThI-
pe O-Criipajiy, cIefyroME APYT 3a APYIrOM IO LIEMNH.
Ho cux nop Haubonee BEPOSITHOR CTPYKTYPOH, B KOTO~
PYIO 3TH (-CHHpald MOryT ObITh YIIAaKOBaHbI, CUATA-
nack Ob! OOHA U3 PASHOBUIHOCTEM YETHIPEXCIUPAIBHO-
ro ry4ka (3To Hanbosee U3y4eHHbIN B 9acTO BCTpeYa-
IOLMHCS B O€NKaX CTPYKTYPHBIH MOTHMB M3 YeThIPEX
o-cniupaneii). Teneppb MbI 3HaeM, 4TO YETBIPE O-CITHPA-
M MoryT ofpasoBaTh Takke ABCD-epmnuuy winu

Tabnuna 4. @-O6pasHbie MOTHBBI B 6ENKAX C U3BECTHLIMU CTPYKTYPAMH

Y4acTkH ueny, 06pa3yrouue cnupany
Benok AHaNOr Ha pHC. 4 Ccbuika
A B C D
Pepykrasa 33-47 56-65 66-96 101-130 a [49]
152-170 132-142 101-130 66-96 6
268-291 257-267 222-255 185-221 a
Unrepdepon B 112-131 102-111 7698 47-66 a (50]
luppoxcunasa
a-cyGbeMHULA 180-193 Cnupans 2 131161 97-127 a [51]
63-89 - 97-127 131-161 B
B-cy6benunnua 219-233 Crapans 3 167-199 132-164 6
101-125 - 132164 167-199 B
®occonunaza C 44-56 6670 85-104 105-124 a [52]
141-151 - 171-191 206-242 B
nyratuontpancdepazal 184-192 172-182 164-171 147-163 a [5P]
PuGonykneasa Rh 81-91 97-112 113-117 128-144 i [24]
JIuzuu 80-96 52-76 44-51 13-38 i (4]
PeakuuoHHbI# UEHTD
cy6begunnua L 116-140 149164 170-200 225-250 a [55]
cyObepmunuua M 142-167 176-190 197-223 259-284 a
Jlmzouum dara T4 2-12 59-80 81-91 92-106 I [56]
BUOOPIAHUYECKAS XUMHMA  r1om 23 N4 1997
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(-MOTHUB, U AOJKHBI AHANH3UPOBATL BCE BO3MOXK-
HbIE YKJIANKHA O-CIIUpATIEH.

Jpyroit BaxHbI# BONPOC, KOTOPBIA IHPOKO 00-
CyKaaeTcs B JUTepaType: sIBIsieTCs JIM Habiromae-
MO€ CXOJCTBO MeKJ1y ITPOCTPaHCTBEHHBIMU CTPYKTY-
paM# PasjIM4HBIX (B TOM YHCIE M HEPOACTBEHHBIX)
6ENKOB CIEJCTBUEM 3BONIOLUOHHON JMBEPrEHIMY,
¢pyHKIMOHATBHON KOHBEPreHUUH, MIH 3TO PE3yilb-
TaT AeHCTBHA OOLIMX (DU3UKO-XUMHUECKUX 3aKOHOB
OpH CBOPA'MBAHAM MTOTHIIENTHAHLIX Uenes (CM., Ha-
npumep, padotry [57])7 MHoro4ucieHuble NpUMEpLI
OFMHAKOBOX YKJIANKH MOJHUNCHTUAHBIX Lenel Oen-
KOB, HE HMEIONIUX HUKAKOH TOMOJIOrMH NEPBHYHON
CTPYKTYPBI, a TaKKe O€JIKOB C COBEPLIEHHO pasing-
HbiMH hyukuuamu [4-8, 57] roBopsT B IONB3Y IO-
CeAHero yTBepxaeHus. bonee Toro, nByxcnoiHbie
o/B- u B-6enky, npuHanIexkalne K IpOCTPAHCTBEH-
HO Pa3NNUYHBIM CTPYKTYPHBIM KJlaccaM, TaKXKe UMe-
IOT OYEHb NOXOXHE YKIAOKH MOJHUIENTHRHBIX le-
nel, a BO3MOXHbBIE CTPYKTYpPhI 6€IKOB 3THX KTacCOB
MOTYT OBITE PACCYNTAHBLI HA OCHOBAHWH OJMHAKOBBIX
npaBun u 3anperos [9]. Eme onHuM aprymeHToM B
HOMB3Y TOrO, YTO (PUIUKO-XHMHYECKHE NPHUHLKUIIBI
JIEXaT B OCHOBE CTPYKTYPHOrO CXOMCTBa OEJIKOB, 4B-
JAETCS TOT (PAKT, YTO NONUNENTHIHEIE IEH Pa3HbIX
OEJIKOB CIIOCOOHBI CBEPHYTHCS 10 CYIIECTBY B OHY X
Ty € NPOCTPAHCTBEHHYIO YKJIANKY, HE3aBHCHMO OT
nanpagsienus yenu. B yactaocTn, ABCD-eguHBLBI 1
()-MOTHBBI MOTYT UMETH HAIpaBJIeHHE HENU OT A- K
D-cnupanu unu ot D- x A-ciupanu. To xe camoe Ha-
O110NaeTCH B APYIHX CTPYKTYPHBIX MOTHBAX, a TaK-
XKe B CTPyKTypax Oosee BblCOKOro nopsigka [4-9].
OyeBuAHO, 4TO, KaKHMH Obl aNeKMMH POACTBEHHH-
KaMmu 6enku He ObUIM M Kaxo#l Obl HU3KUH YPOBEHB
TOMOJIOTHH OHM He HMesd, OHH He MOTYT H3MEHHUTh
HANpAaBJIeHEE NOJNUNENTHIHON Lell B XOJEe CBOETO
3BOJIOLMOHHOrO pasputud. ClegoBaTenbHo, ¢ TOY-
KM 3pEeHHs 3BOJIIOIFIOHHOTO Pa3BUTHA HEBO3MOXHO
OOBSICHUTE OJUHAKOBYIO IPOCTPAHCTBEHHYIO YKJIaA-
Ky TONUNENTHOHBIX Lenel, HMeIoLX pasHble Ha-
NpaBJCHUA.

Pa6ora BhimonHeHa npH YacTHYHON MOEPXKKE
Poccuiickoro porpga ¢yHIaMeHTaNlbHBIX UCCENOBA-
Byt (mpoekT Ne 95-04-11851a) m Mexpynapogsoro
nHayunoro ¢ouna (ISF, rpantet NKKO00 u NKK300).
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Novel Structural Motifs in a-Helical Proteins
A. V. Efimov

Institute of Protein Research, Russian Academy of Sciences, Pushchino, 142292, Moscow oblast, Russia

Abstract—Four novel structural motifs were found and characterized in o-helical proteins. One of them con-
sists of three o helices and can be represented as a combination of an o~ corner and an L-shaped structure. Its
second o helix is a part of both one of the two a helices of the o-0t corner and one of the two L-structure helices.
The second structural motif, named the ABCD unit, consists of four o helices A, B, C, and D. These are con-
secutive in sequence and arranged in space in such a manner that the helices B, C, and D form a left-handed
superhelix and the helix A is located between the helices B and D and is approximately antiparallel to them.

- The third motif, o helix-loop-a helix, consists of two o helices and a long connection. Its ¢ helices are arranged
in an approximately parallel manner and together with the long connection, form a left-handed o-/-ot superhelix
in space. The fourth structural motif considered is formed by four consecutive o helices. It is named the ¢ motif,
because its overall shape is reminiscent of the Greek letter ¢. Various variants of these motifs are analyzed on
numerous examples of proteins with the known spatial structures.

Key words: proteins, spacial structure; a-. corner; 0. hairpin; L-structure; left- and right-handed superhe-
lix; stereochemical analysis.
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