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MoTHBBI A-MUHOpP — 3TO MOTHUBBI TPeTUUHOM cTpyKTypsl PHK, Kak mpaBmio cocTosiime n3 KaHOHUMIECKOTO CITa-
pUBaHMs OCHOBaHWIA M OCHOBAHUSI aflcHUHA, 00Pa3yIOIIero BOAOPOIHbIE CBSA3M C HYKJIEOTUIAMU CIIApUBAHUS CO
CTOPOHBI MaJIoil 60PO3IKA. MOTUBBI A-MHHOD SIBISIIOTCS OAHUM M3 CAMBIX PACIIPOCTPAaHEHHBIX TUIIOB TPETUYHBIX
B3aUMOJECHCTBUI B M3BeCTHBIX CTpyKTypax PHK, cpaBHUMBIM I10 4YacTOTe ¢ HEKAHOHMYECKUMU CITAPUBAHUSIMU OC-
HoBaHUI. OHU YacTO OOHAPYKUBAIOTCS B (DYHKIIMOHAJIBHO BaXKHbBIX Y4acTKaxX MoJieKys Hekonupylomux PHK u B
TOM YKCJI€ UTPAIOT OJHY M3 LIEHTPAIbHBIX POJIEi B IIpoLiecce CUHTe3a Oeyka. B maHHOM 0630pe paccMaTpuBaIOTCs
JIOKaJIbHbIE OCOOEHHOCTH TeOMETPUU A-MHUHOPOB, TPYAHOCTU MX Pa3METKU B M3BECTHBIX ITPOCTPAHCTBEHHBIX
ctpykrypax PHK, pa3nnuns nx CTpyKTYpHOTO OKPYKEHHUS M 4aCTO BCTpeYaronIecss KOMOTHBEI, a TAKXKE pa3HO00-
pasHble (GYHKIINUM, BBITOJHSIEMbIe A-MIUHOPAMU BO MHOXKECTBE BHYTPMKJIETOUHBIX IIPOLIECCOB.
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BBEJEHUE

CerogHs U3BECTHO, YTO MOJIEKYJIBI HEKOIUPYIO-
mux PHK urpatoT BaxHeii1yo pojib BO MHOXECT-
BE MOJIEKY/ISIPHBIX IIPOILIECCOB, IIPOTEKAIOIIMX B
KUBBIX opraHu3Max [1]. ®yHKIus, BEITOJHSIEMAas
MoJjekysori PHK, HanmpsiMmylo 3aBUCHT OT €€ MpoCT-
PaHCTBEHHOM CTPYKTYpbl, OOpa30BaHHOI 3JIEMEH-
TaMU BTOPUMYIHOM CTPYKTYPHI (CTeMaMMH, T.€. KOPOT-
KVMMM y4acTKaMUy IBOMHON CIIUpPa, COCTOSIIIMMU
U3 MOCJIeT0BaTeIbHBIX KAHOHUYECKUX ClTapuBaHUI
OCHOBAHUI, WU PACIOJOXEHHBIMU MeEXIy HUMU
METIASIMU) W TPETUUYHBIMUA B3aUMOIEHCTBUSIMU
Mexnay HUMH [2]. TlocnenHue 3avactyio (popmupy-
10T ITOBTOPSIIOIIMECS MOIYJIN, Ha3bIBAEMbIC TPETHY-
HBIMUA MOTHBaMHM; OHM COXPAHSIIOT CBOIO KOH(UTY-
paluio B pa3HOOOPa3HBIX CTPYKTYPHBIX OKPYKEHU -
gax [3]. Cpeau HamboJiee 4aCcTO BCTPEYAIOLINXCS U
(YHKIIMOHAJBPHO BaXHBIX TPETUYHBIX MOTHBOB
PHK BbIASIIOT MOTUBBI TUIIA A-MUHOD [4].

IlepBble ciiyyau 0OHapyKeHUSI MOTUBOB A-MU-
HOp ObUTM omucaHbl B 1994—1996 rr. B KpucTawiu-

IlpunsgTeie cokpameHus: H-peopo — XyrctuHoBCKOe
pe6po (Hoogsteen edge); S-pedbpo — CaxapHoe pedbpo (Sugar
edge); WC-peopo — Yorcon-Kpukosckoe pedbpo (Watson-
Crick edge).

YeCKMUX CTPYKTypax UMHTpoHa rpynisl I [5, 6] u pu-
6o3mma Tina hammerhead [7]. B aTux panHux pa-
0oTax aBTOpPbl COOOILIATM O BHICOKOKOHCEpPBATUB-
HBIX aJleHMHaX, 00pa3yIIIUX BOJOPOIHBIE CBSI3U C
yIaJeHHBIMU KaHOHUYECKUMM CIIapMBaHUSIMU OC-
HOBaHMIA CO CTOPOHBI Majoi OOpO3AKU IBOMHOMN
cnupanu PHK.

B 2001 r., 61aromapsi TOJbKO UTO ONpeAccH-
HBIM cTpyKTypaM prbocomHbix PHK (pPHK) 6ak-
Tepuii, 00bEM AaHHBIX O cTpykTypax PHK yBenu-
YUJICS TIPaKTUYECKM Ha IOPSIOK, YTO OTKPBLIO
BO3MOXHOCTb BBISIBJICHUSI MHOTOUYMCJICHHBIX ITOB-
TopsIoIIUXCcs B3aumoneicreuit [8]. bbuio mokasza-
HO, uTo cTpykTypel pPHK comepxar HeoObIYHO
MHOI'O HECIIapeHHBIX aIeHWHOB, 3aMeTHas 4acThb
KOTOPBIX YIACTBYET B TPETUYHBIX B3aMMOACHCTBHUSIX
Y1 KOHCepBaTHBHA CPely BCeX LIapCTB XXMBBIX Opra-
HU3MoB [4, 8]. Nissen et al. [4] BBes1M TEPMUH «MO-
B A-MuHOp» (A-minor motif) u BesIBUIN 186 Ta-
KMX MOTMBOB B CTPYKType pHUOOCOMHOM CyObeau-
Huubl 50S. OHM moKazanu, 4To B CTPyKType 23S
pPHK A-MuHOpEI OPMUPYIOTCS M MEXKAY CITMpa-
JISIMM, ¥ MEXAY NeTISIMU, X MEXIY IeTIEH U CIIH-
panbio [4]. B ToM ke romy B pabote [9] ObL1 caeman
BBIBOJI O TOM, UTO A-MHWHOPHI SIBJISIIOTCSI YHUBEP-
CaJlbHBIM CIIOCOOOM YKJIAAKW CIMpaieid, KOTOPbIi
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BCTpeuyaeTcs B puboO3MMe BUpyca reratuTa JaesbTa,
23S pPHK, unaTpoHe rpymmbl I n pubo3ume tHita
hammerhead.

B 2002 r. 6b111 pa3paboTaHbl OMOXMMUYECKUE
METOABl MACHTU(GUKAIINN A-MUHOP B3anMMOJIei-
CTBHI C MCIOJB30BaHHEM aHaJIOTOB aIcHO3U-
Ha [10]. laHHBII TTOAXOM, B YACTHOCTH, TTO3BOJIMIT
MPOJEMOHCTPUPOBATh y4yacTe A-MUHOPOB B IO3U-
LAOHUPOBAHUU 5'-3K30HA BHYTPU KaTaTUTUUECKO-
ro siapa uHTpoHa rpynnsl I [10].

ITo3nHee A-MUHODP B3aUMOAEUCTBUS OBbLIM 00-
HapyeHbl BO MHOXXECTBE TUIIOB MOJIEKYJI HEKOI1-
pyromux PHK, Bxmouas pubonykieasy P [11, 12],
SRP-PHK (PHK kommiekca signal recognition
particle) [13], Bupycusie PHK [14, 15], pubo3um
tina pistol [16], npekypcop TpaHcnoptHoii PHK
(nmpe-TPHK) [17], pa3HoOOpa3Hble puOONEPEKITIO-
yarenu [18—20] u nnuHHyI0 Hekonupyouyio PHK
MALATI [21].

A-MUHODHBI TaKxXe OBIBAIOT PeryjasipHO OOHapy-
>K€HBI KaK COCTaBHOM 3JIEMEHT 00Jiee CIIOXKHBIX MO-
TUBOB, TAKMX KaK MOTHUBHI kink-turn [22, 23], B3au-
mogeiictBuss GNRA-tetraloop/receptor [24—26],
nceBnoysibl [14, 27, 28], KoaKCUaJIbHbBIA CTIKUHT
[29—33], pubo3HbIe 3aCTEXKM,/MOIHUM (ribose zip-

YoTcoH-KpurkoBckoe pebpo
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pers) [30, 34], metnu lonepair triloop [35] 1 MOTUBBI
adenosine wedge (A-wedge) [36].

B HacrogiiieM 0630pe MBI 00CyXIaeM pas3HbIe
orpeesieHNss A-MUHOP B3aMMOJIEICTBUS M MOTHABA
A-MUHOD, a TaKXe MepeuuciisieM MX TeoMeTpruyec-
KW€ THUIIBI; pacCMaTpUBaeM CTPYKTYpHBIE CBOICTBA,
0a3bl MTaHHBIX U IIPOrpaMMbl aHHOTAIIUM A-MWHO-
POB; yKa3bIBaeM HamOoJsiee BaXKHbIe KJIACCHI A-MU-
HOPOB, B YaCTHOCTH BOBJICUCHHBIC B (DYHKIIMOHMPO-
BaHUe puOOCOMBI. MBI Tak:ke pazdupaeM xapakTep-
HbIe YePTHl A-MUHOPOB U YKa3bIBAEM Ha COXPaHSIO-
LIKMECs MPO0JIeMbl UX aBTOMAaTUYECKOM pa3METKU.

YTO TAKOE A-MHUHOP?

[pexnae yeM npuctynaTh K 0OCYXIEHUIO OIpe-
JeleHuil A-MUHOpa, CIeayeT IMPUBECTU OOIIEIPY-
HATYI0O HOMEHKJIATypy CIIApUBaHUII pHOOHYKJICO-
THIIOB, MU3BECTHYIO KakK Kiaccuduxanust JIeoHTH-
ca—Bectxoda (LW-knaccudukamnys criapuBaHUii)
[37]. CornacHo paHHO¥ Kiaccu(pUKALIMU, KaxXIoe
OCHOBaHME CIlapuBaHHUs 00pa3yeT BOHOPOIHBIE
CBSI3U OTHUM U3 TPeX CBOUX pedep: XyrCTUHOBCKUM
peopom (Hoogsteen edge, H-pedpo), Yorcon-Kpu-

o
<
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CaxapHoe pebpo

l

Puc. 1. a — Tpu pebpa ocHOBaHMS afeHUHA: XyICTUHOBCKOe, YoTcoH-KprkoBckoe n CaxapHoe (Takke BKiItoyaeT O2'-aTom pu-
003b1). 6 — YeTbIpe TUMA A-MUHOD B3aUMOJEUCTBUI, BblAeJIEHHbIE B padoTe [4]; A-MuHOpbI TUIOB | 1 11 Ha3bIBalOT KaHOHUYEC-
kumu. ¢ — [Ipumep Hekanonndeckoro WC/H A-muHopa, cocraBiaeHHoro ocHoBaHusiMu U4 u A6 ueru A u A6 — uenu B; anenu-
Hbl B WC/H A-MuHOpax 00pa3yroT BOIOPOAHBIE CBSI3U co cniapuBaHueM cBouM WC- 6o H-pedbpom (PDB-kon: 1LPW)
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CBONMCTBA U ®YHKIIMU MOTUBA A-MUHOP

KoBckuM pedbpom (Watson-Crick edge, WC-pebpo)
nmu CaxapHeiM pebpom (Sugar edge, S-pe6po)
(puc. 1, a). S-pedbpo, TOMUMO aTOMOB OCHOBAHMUSI,
BKJIIoUaeT Takke u O2'-atom pubo3bl. Kaxmgomy
CITApMBAaHUIO CTAaBUTCS B COOTBETCTBUE TPEXOYK-
BeHHBIM [LW-1un, rae aBe OyKBbl 0003HAYAIOT B3au-
MogelicTBytonue peopa (H/S/W), a emig ogHa — oT-
HOCUTEJIbHYIO OPUEHTAIMIO TIMKO3UIHBIX CBSI3eit
[c/t, T.e. yuc (cis) wnu mpanc (trans)]. Tak, Hanpu-
Mep, KaHOHWYEeCKHe YOTCOH-KpHnKoBckue criapu-
BaHus A-U u G-C u «iaBatoigue» (wobble) cra-
puBanusa G-U otHocsT K Tty cWW, T.K. oHM 00pa-
30BaHHI ¢ yuactTreM WC-pébep OCHOBAaHMH C INIMKO-
3UAHBIMU CBSI3SIMU B yuc-opueHTauuu. B PHK B
ydacTKax IBOMHOM CITMpaiu, 00pa30BaHHBIX ITOCIIE-
JIOBaTeIbHBIMIA KAHOHWYECKMMU CIIApUBAaHUSIMU,
S-pEbpa OCHOBAaHMI1 BHICTWIAIOT MaJlyl0 OOPO3IKY
cnupanu, a H-pédpa — 60blLyI0 60PO3JIKY.

B 2001 . Nissen et al. BBeqtu TepMUH «MOTHB
A-MUHOpP» IJISI OMUCAHMSI TTOBTOPSIIOIINXCS B3aM-
moaeiicteuii B pPHK, o0pa3oBaHHBIX BCTaBKOIit
mmankoro N1-C2-N3 KoHIIa OCHOBaHUsS aaeHU-
Ha (A) B Maiylo OOpO3IKY ABOWHOW CITUpan
(minor groove), IpenMyIlecTBEHHO B obsactu C-G
cnapuBanuii (puc. 1, 6) [4]. Tlo3gHee BBOIWINCH
IPyTUE OTIPEACICHUS «MOTUBA A-MUHOP» U «A-MU-
HOP B3aMMOACHCTBUSI», KOTOPBIE OYIYyT pacCMOTpe-
HBI HIDKE. 31eCh 1 Iajiee MBI Oy/IeM Ha3bIBaTh B3al-
MOJIEUCTBUE TPEX OCHOBAHUI TOTO WJIM UHOTO TUIIA
«A-MUHOp B3aUMOJIEAICTBUEM» WU IIPOCTO «A-MU-
HOPOM», a «MOTMBOM A-MHUHOpP» OyJIeM Ha3bIBaTh
CTOIIKY U3 HECKOJbKUX A-MUHOPOB, HAXOISIIIUXCS
B CTOKUHTE.

A-muHop B3aumopeiicteue. B padore [4] Nissen
et al. IpUMEeHWJIN CAeaYIOIUN KPUTEPU IU1sT pa3-
MeTKM A-MMHOp B3ammoneiicTBuii: (a) atom C2
aJIeHHA PacIIojIaraeTcsi CO CTOPOHBI MaJIoil 60po3I-
KM CcIiapuBaHUs; (0) XOTSd Obl OMUH aTOM XOTS ObI
OJIHOTO OCHOBaHUS CHIAPMBAHUA JIEXUT B paIuyce
3,7 A ot atoma C2 ameHwHa; (B) OmmKalIImii K
aroMy C2 ameHMHa aTOM CIIapMBaHUS HAXOMTUTCS
o[ yIJoM He 6oJjiee 45° OT IJIOCKOCTH OCHOBaHUS
ageHuHa. YeThIpe IpenIoXeHHBIX TeoMeTpudec-
KMX TUIIAa A-MUHOPOB OIIPEIEIISIOTCS PACIONIOXe-
HueM atoMoB O2' 1 N3 ocHOBaHUS afeHUHA OTHO-
CUTEJIbHO KAaHOHUYECKOTO criapuBaHus (puc. 1, 0).
B A-muHopax tumna I oba 3TuX aToMa HaXoOsTCS
Mexay aromaMu O2' ocHoBaHMIA ciapuBaHus (T.e.
BHYTPU MaJioi Oopo3aku); B ciaydae Tuma II
atoMm N3 ageHnHa JISXKUT BHYTPU MaJIoit O0pO31IKH,
a atoM O2' ameHWHa pacrojaraercsl CHapyXu; B
A-muHopax tuna III ageHuH LeIUuKOM HaXOmaUTCs
BHE MaJloli 0OpO3dKM cHapuBaHUS TaK, YTO €ro
atoMm N3 HarmpaBiieH B cTopoHyY atoMa O2' 6ymkaii-
IIETO OCHOBAHMsS CHAapWBaHUS, B ciydae tuma 0
TOJIBKO aTOMbI pUOO3bl aJ€HMHA pacIlojaraloTcs
Mexxay atoMamMu O2' ocHOBaHMI crtapuBaHus. AB-
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TOPHI TaKXe OTMEYAIOT, YTO LMK afeHWHa 1 OJIM-
JKaHllero K HEMy OCHOBaHUS CIlapMBaHUS 00sI3a-
TeJIbHO aHTUNapalieJbHbl. A-MUHOpPBI TUNOB I 1 11
BBICOKOCITEIIM(UIHBI K OCHOBAaHUIO afieHNHa OJ1a-
rogaps ero mIaakoMy S-peOpy ¢ JOCTYITHBIMU JJIsI
oOpa3oBaHUsI BOOOPOAHBIX CBsizeld atromamMu NI,
N3 u O2'. A-muHopsl Tunos III u 0 meHee cre-
HMGUYHBI, HO TaKXe <«IpealoYuTaloT» aJeHU-
HHI [4].

B HenaBHeit pabdote [38] Torabi et al. onpenens-
o1 noaxkiacc WC/H A-mMuHOpOB, B KOTOPBIX aje-
HUH B3aUMOJEICTBYET ¢ MaJIoil OOpPO3aKOI CrTapr-
BaHus 11100 WC-pebpom, mnoo H-pedpom — BMec-
TO S-pebpa B ciayyae KjIacCUYECKMX A-MUHOPOB
(puc. 1, 8). [Ipumepnl TaAKMX HEKAHOHUYECKMX B3aM-
MOJECTBUI ObUTK ONMMcaHbl U paHblle [16, 39], on-
HAaKO He OBLIM OTHECEHBI K OTACIBbHOMY MOAKIIACCY
A-MUHODOB.

MotuB A-MHHOP. A-MUHOPBI YaCTO HAXONISTCS B
CTOKMHTE C IpYTUMU A-MUHOpPaMU, 00pa3ys CTOI-
KM, Ha3bIBaeMble A-natyamu (A-patch) [4]. A-nat-
YU PEAKO COCTOST OoJiee yeM U3 Tpex A-MUHOPOB U,
KaK MpaBWIO, HOMEpP TuIla A-MUHOPOB YMEHbIIIa-
eTcs B HallpaBjieHUM oT 5’ K 3', T.e. 00bIYHO A-TIaT-
gy umetroT T I11 vawu IT1,11,1. A-nmaTyum 6osbliero
pasMepa (OPMHUPYIOTCS C yJacTHeM ABYX HMTel
IIOCJIEAOBATEIbHBIX aJeHUHOB, 00pa3yIOIMMNX MeX-
HUTEBOI CT3K; TUITbI A-MWHOPOB B TAKMX A-TIaTyax
YBEJIMUYMBAIOTCS OT CEpeAMHBbl K KOHIIaM, HaIlpH-
mep, I1,1,I,1I. A-matuu, o6pazoBaHHbIE IBYMSI IOC-
JIeOOBaTeIbHBIMU aJicHMHAMU W ABYMSI TIOCJIEIOBA-
TEeJIbHBIMU CITapMBaHUSIMU, OBLIM OMNpenejeHbl B
pabore [40] kak MOTHUBHI TUIIA sextuple — TpeTHU-
Hble MoTuBbBI PHK, cocrogiinue 13 mectu ocHoBa-
HU, 00pa3yloIINX CETh BOTOPOIHBIX CBSI3EN.

B pabore [41] Lescoute et al. ompeaeasioT Mo-
B A-MuHop Trna I/11 kak MOTUB, BKIIFOYAIOIINIA
JBa TIOCJIEOBATENbHBIX CIAPUBAHUS U JIBa TTOCTE-
JIOBaTEJIbHBIX alcHUHA, 00pa3yoIux A-MUHOP TH-
na | m A-munop tuna Il (puc. 2, a). Ormeyaercs,
YTO B TaKOM MOTHBe A-MuHOp Tuna II oGpazoBaH
omkaiimuM K S'-koHiy uenu PHK anenunoM, a
omKanimmii K 3'-KOHIY afeHWH B3auMOJIeCTBYET
¢ 000MMH OCHOBAaHUSIMHM CIIapUBaHUSI, OOpasys
A-munop tuna I. bonee penkuiit MOTUB A-MHHOP
tuna I/I [42] cocTout u3 nByx A-MuHOpOB TUMNA I,
KOTOpBI€ BKJIIOYAIOT IBa aleHWHA, O0pasyloliue
MEXHUTEBOM CT3K (pHuC. 2, 0).

B pa6orax [24, 33] Geary et al. BbIIeJISIIOT ABa
nmoakiaacca MOTuBOB A-muHop tuna I/11: Tumn 1/11P
(planar, mmockuii, puc. 2, ¢) m tum I/IIT (tilted,
cMelleHHbIN, puc. 2, ). Tun I/IIP npeumyiect-
BEHHO BKJIIOYAET B3aMMOIEMCTBUS METIISI-CIIMPab,
B TOo BpeMms Kak tun I/II'T mpenmcrasisier B3aumo-
IEMCTBUS TIETISI-PELIETITOP, B KOTOPBIX ITOCIeIHUIA
obecrieyrBaeT (GOPMUPOBAHUE NOTOJHUTEIbHBIX
CTAOMITU3NPYIOIINX CBSI3ECA.
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Puc. 2. ¢ — Motu A-muHop tumna /11, BKITIouaromumii CTaK ABYX mociienoBareabHbiX aneHuHOB (PDB-kon: 6QZP): ocHoBaHMsI
G673, C674, A996, A997, (A2M)1031, C1032 uenu S2. 6 — MoTtuB A-muHop Tina 1/1, BKIodaommii MeXXHUTEBOI CTIK afleHM -
HoB (PDB-xox: 5STBW): ocHoBanust U2629, C2630, G2648, A2649, A2696, A2758 uernu 1. 6 — Motus A-munop tura I/IIP (pla-
nar, miockuii; PDB-kon: 2GCV): ocHoBanust G31, G116, A117 uenmu B 1 C10, U1l uenu A. e — Motus A-munop tuna I/IIT (tilt-
ed, cmemieHHblit; PDB-kon: 1HR2): ocHoBanust A152, A153, C223, U224, G250 uenu B

PASMETKA A-MWUHOPOB 1 X CBOIICTBA

B 2008 1. 6pu10 MOoKa3aHo [30], yTo A-MUHOPBI
SIBJISIIOTCSI CAMBIM PacCIIpOCTPaHEHHBIM TUIIOM Tpe-
tnuHbix MoTuBOB PHK (37%), Ha BTOpOM MecTe
0KazaJicsl KoOaKCUJIbHBIN CTAKUHT (32%), Ha TpeTh-
eM — pubosHbie 3actéxku/mMonHuu (20%). Takxke
ObLJIO OTMEUYeHO, 4To 73% pUOO3HBIX 3aCTEXEK
BKJIIOYAET XOTS OBl OAWMH aJeHWH, OO0pa3yIolvii
A-MuHOp B3aumogneiicTBue. Mcronb3yeMblil B pa-
oore [30] Habop JaHHBIX cOCTOSUT U3 229 A-MUHO-
POB, aHHOTUPOBAHHBIX C IIOMOIIBLIO MPOrPAMMBI
FR3D [43] B 54 kpucTamIndecKUX CTPYKTypax He-
konupytoiux PHK Breicokoro pa3peiieHusi. Habop
JaHHBIX BKIodan 52% A-muHopos tuna I, 31% —
A-muHopos tuna II, 10% u 7% A-muHopoB Turna 0
u 111 coorBercTBeHHO. Cpenu 229 A-muHOpPOB 18%
conepxanu criapuBanue cWW G-C, 62% — cnapu-
Banne cWW C-G, 5% — cWW A-U, 9% — cWW
U-A. Xin et al. mokazanu [30], yTo crrapmBaHUe
A-MMHOpa Kak IIpaBWIO pacIiojlaracTcsi Ha KOHIIE
y4yacTKa nBoiiHo# cniupanu PHK, nmpumeikas K co-
CeIHEN LIMUIbKE, BHYTPEHHEN METJIC WA MYJIbTU-
netiie. B uccienyeMoM Habope TaHHBIX TAKKE ITPH-
CYTCTBOBAJIA IPUMEPHI HEKAHOHNYECKUX A-MUHO-
poB, HampuMmep, A-mMuHop Tuna I, oOpa3oBaHHBIN
cnapuBanneM G-C u ocHoBanneM U, n1 A-MUHODP
tuna I, o6pa3oBaHHbBII OCHOBaAaHUEM A U HEKaHO-
HUYEeCKUM crapuBaHueM cWW A-A.

B pa6orte [44] aBTOopHI Beigeauau 11 reomeTpu-
YeCKUX MapaMeTpOB, KOTOPbIE MOI'YT OBITh UCIIOJIb-
30BaHbBI WIS aHHOTalM A-mMuHOpoB TutoB I, 11, 0
u II1. TTapaMeTpsl ObLIM ONMpeAeaeHbl ¢ UCIIOJIb30-
BaHMEM KOMOMHUpPOBAaHHOIo Habopa u3 260 A-mMu-
HOPOB, aHANM3UPYyeMBbIX B padorax [30, 45].

Ha naHHBIN MOMEHT CYIIECTBYET HECKOJIBKO 0a3
JAaHHBIX, B KOTOPBIX XpaHUTCS WHPOpMaLMs 00
A-MUHOpP B3aMMOJENCTBUSIX, aHHOTUPOBAHHBIX B
M3BECTHBIX IMPOCTPAaHCTBEHHBIX CTpykKTypax PHK
n3 6anka PDB (Protein Data Bank [46]). ba3a nan-
Heix CaRNAval [47] comepxxuT nHMOpMALUIO O
IAJTbHOACUCTBYIOIIUX MOIYJISIX B3aUMOIECHACTBUI B
PHK (RIN, RNA interaction network), BKJIOYast
A-munHops! Thna I (194 Moayssi) U MOTUBBI A-MH-
Hop tuma I/II (102 momyinst). OnHUM U3 TIpeuMy-
IIecTB Mcmoab3yemoro B 6aze CaRNAval momxona
SIBJIIETCS €T0 HEe3aBUCHMMOCTb OT TUIIOB OCHOBa-
HUM, T.€. MOIYJIM OMNPENeIIOTCS UCKIIOUUTENbHO
Ha OCHOBE T'€OMETPUYECKUX THUIIOB CITApWBaHUIA.
Tak, A-muHop Tuna I onpenensieTcss NPUCyTCTBUEM
OCHOBaHMUsI, BOBJIEYEHHOTO B JiBa ClTApUBaHUs TUIIA
¢SS u tSS ¢ ocHOBaHMIMH KaHOHHUYECKOTO
cWW-cnapuBaHusi, B TO BpeMsl KaKk A-MUHOpD THU-
ma II, Bxomdmmit B coctaB MOTUBa A-MUHOD TH-
ma I/11, TpeOyeT HaJlm4ust OMHOTO CSS-criapuBaHus.
Takoit momxox mo3Bosmi Reinharz et al. [47] anHO-
TUpOBaTh OauH ciaydyaili G-muHopa tuna I, 21 cuy-
yait G-muHopa tuna II u ogun cinyvaii U-mMuHOpa
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tumna Il. Eme omHuM xpaHwnuineM vWHOOpMaLUU
00 A-MuHoOpax sBisercsl 6a3a maHHbIX InterRNA
[48]: B Heli mepeyrcieHbl A-MAHOPBI, aHHOTHUPO-
BaHHbIE ¢ moMollbio mporpamMM NASSAM [49] u
COGNAC [50], Bxmroyass A-muHopsl TumioB [ u 11,
a Taxke G-muHOpPHI THA 11.

Cpenu Hanbosee MOMYJSIPHBIX MPOTpaMM, MUC-
MOJIB3YEMBIX JIJISI pa3MEeTKU A-MUHOPOB, CTOUT OT-
metuth FR3D [43] m DSSR [51]. Ilporpamma
FR3D [43] pazmeuaeT B 3D-cTpykrypax PHK Tpe-
TUYHbIE MOTUBBI, UCITOIb3YS IS TTIOMCKa 100 00-
pazel; MOTHBa, JIMOO CUMBOJIbHBIN 1Ia0JOH TUIIOB
B3auMopeiicteuii. B yactHoctu, FR3D ycneuino
HCIIOJIB30Bajach IS pa3MeTKM A-MUHOPOB TH-
nosB I, II, 0 u III B padore [30] 1 A-MUHOpPOB TH-
noB I n II B padore [47]. IIporpamma FR3D mo3Bo-
JISIET OCYLIECTBJISITh Pa3MeTKy A-MMHOPOB, cop-
MUPOBAaHHBIX IPYTUMU TUIIAMU OCHOBAHU BMECTO
aJeHMHAa, HO OTpaHMYeHa HEeMOIU(ULIMPOBAHHBI-
MU HyKJeoTuaaMu Oe3 MNpOMyILIeHHBIX (missing)
aromoB. IIporpamma DSSR [51] cpeau 1mpoxoro
CIIEKTpPa TPETUYHBIX MOTUBOB U B3aUMOICHCTBUIA B
PHK Taxxxe aHHoTUpyeT A-MuHOpHI TUmoB I, 11 u
X. Tun X (eXtended, paciuupeHHbI) onpeneisieTcs
KaK HEKAaHOHMYECKUM TUIT A-MHUHOPOB, B KOTOPBIX
aJlcHUH KOHTaKTUpPYyeT ¢ Majaol 00po3aKoit cnapu-
BaHust ceouM WC-pedbpom unu H-pedbpom, He 3a-
neiictBya atom O2'. Ilo yMolyaHMI0O MHOXECTBO
A-MUHOpPOB, pazMedaeMbIX Tporpammoii DSSR,
OrpaHMYEHO 00pa30BaHHBIMUA KaHOHUYECKNM CIIa-
pUBaHMEM U OCHOBaHMEM aleHMHa, omHako DSSR
TaKXe IPENOCTABIAET NOMNOJIHUTEIBHYIO OITLMIO
«—a-minor=BASE», rme BASE MoxeT OBITH JIIO-
6biM cumBojioM U3 cTpoku ACGTURYN (Xiang-
Jun Lu, nuuHoe obmieHue). s pasmMeTku A-Mu-
HOPOB HEKOTOPHIX THIIOB MOXHO TaKXe BOCIOJIb-
30BaThCSl OMHOM M3 IIPOrpaMM Pa3METKHU CIIapuBa-
Huit ocHoBanuit B PHK [52—54] ¢ nocnenyoueit
JIOTIOJIHUTEJIbHOM 00pabOTKOI pe3yIbTaToB.

JIOKAJIbHBIE A-MHNHOPBI

Cpenu Bcex A-MUHOPOB MOXHO BBIICIUTH IBE
OOJIBbIIIME TPYIIEI — JJOKaJIbHBIE M JAaTbHOIACUCTBY-
onme A-MMHOpHL. bynem cuuTaTh A-MUHOp JIO-
KaJIbHBIM B3aMMOIENCTBHEM, €CIM BCE TPU €T0
HYKJICOTHA HAXONSITCsS BHYTPU OTHOM METIM JIIO-
Ooro tTMna — mnuibKa (hairpin), BHyTpeHHSIS MeT-
s (internal loop), BeimstunBanme (bulge), MyJIbTH-
neris (multiple junction) — UK ecli aTeHWH BHYT-
PY IIETJIM KOHTAKTUPYET CO CITapUBaHMUEM COCETHE-
O JIJIsI 3TOM IeT/u cTeMa. B mpoTuBHOM cilyuae, T.€.
IIpY B3aMMOIECTBUY aAcHWHA W CIIApMBaHUS U3
NIBYX YIaJICHHBIX 3JIEMEHTOB BTOPUYHOM CTPYKTYPhI
PHK, O0ynem Ha3bIBaTb A-MUHOD AaTbHOAEHCTBYIO-
mmM. Cpenyt A-MIUHOPOB, OOHAPY>KEHHBIX B 3BECT-
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HBIX TTPOCTpPaHCTBEeHHBIX cTpyKTypax PHK, ~ 40%
COCTABJIAIOT JIOKAJIBHEIE, a ~ 60% — panbHONEN-
CTByIOLIME A-MUHOPHI [55].

A-munopsl ¥ MoTuBbl Kink-turn. bostee mogoBu-
HBbI BCEX JOKAJIbHBIX A-MMHOPOB BO BHYTPEHHMX
neTassx u3BecTHbIX CcTpykTyp PHK sgaBasiiorcs
yacTbio MoTuBa kink-turn [55], npeacrasisitoliero
€000 aCHMMETPUYHYIO BHYTPEHHIOIO METIIIO C Pe3-
KNM 13rnbom caxapogocdatHoro octosa [22]. Mo-
tuB kink-turn Bximouaet A-muHop tuna I, o6pazo-
BaHHBII allcHUHOM OJTHOI CTOPOHBI U3rnba 1 BHYT-
penauM C-G cnapyBaHUEM CTeMa IPYyroil CTOPOHBI
n3rnda [22]. B mociemoBaTe IbHOCTH HAOTIOMACTCS
CUJIbHOE TIpeAriouTeHue K rape ocHoBaHuili C-G,
HEOOXOAUMOM MJIsI ONTUMAaJIbHONM KOH(UIypaLuu
A-munopa [22, 23]. B pabore [56] aBTOpHI NTOKa3a-
JIW, 4TO YToJ MeXAy cTeMaMu MOTHUBa kink-turn pe-
TYJIMPYETCs JIOKAJTbHOM reoMeTpueii A-MHUHOpa TH-
na I. U3ameHeHue yria o0yc/loBI€HO BCTABKOM MO-
JIEKYJIBI BOOBI MEXIYy aAeHUHOM M OJIKHUM K €ro
atromy O2' ocHOBaHHEM CIapyWBaHUS, YTO MPUBO-
IUT K Oo0pa30oBaHUIO HEKAaHOHWYECKOUW Bapualuu
A-MMUHOpa, BKIIOYAIOIIEC KOHTAKTHI Yepe3 MOoJe-
KYJIbI BOABI [56, 57].

A-MHHOpHbIE MYJIBTH-NETIH. IpyruM nmpuMepoM
JacTOro0 KOMOTHBA JIOKAJIbHBIX A-MUHOPOB SIBJISI-
0TCST A-MUHOPHBIE MYJIBTU-TICTIN (A-minor junc-
tions) [29, 31, 33]. A-MUHOpPHBIE MYJIBTU-NIETIN KaK
MPaBUJIO 3aMbIKAIOT TPU WX YEThIpE CTeMa U BKJIIO-
YaloT KOAKCHUAJIbHbIN CTAKUHI, KOTOPBII CTaOUIN-
3UPYeTCSI KAK MUHUMYM OTHUM A-MHWHOpP B3alIMO-
nerictBueM. HuTh, npempocTrapisionias afeHUHbI I
B3aMMOJIEMCTBUSI, MOXET 00pa30BBIBaTh KaK MOTUB
U-turn, 3aMKHYTBII XOTSI OB OMHUM CITApUBAaHUEM,
TaK M OoJjiee CJIOXHBIE U CIelU(PUIHBIE MOTHBEHI,
obecrieunBaoIIne OONBIIYI0 CTaOMIBHOCTL [33].
MyneTU-TIeT/IM, 3aMbIKalolINe IISITh U 0ojiee CcTe-
MOB, TaKxXe MOTYT COIEpXKaTb CTPYKTYpHBIE 3JIe-
MEHTBI, XapaKTepHble IJIsI A-MMHOPHBIX MYJIBTU-
netenb [45]. BoaMoxxHOCTh 00pa3oBaHnsT A-MHHO-
POB YCIIEIITHO MCIOJIB3YeTCSI B KaUeCTBE OOHOIO U3
MMPU3HAKOB, ITO3BOJISTIONIMX ITPEICKa3biBaTh Hal-
yye KOaKCHaJbHOTO CT3KMHIa B MYJIbTU-IIETJISIX
PHK [58]. UHTepecHO, 9TO commacHO pabdote [59],
A-MUHOpPHEBIE MYJIETU-TICTJIM TaK K¢, KaK I MOTHUBBI
kink-turn, moaBepKeHbI IAPHUPHBIM KOJIEOAHUSIM
CTPYKTYpPHI, HO, B OTIMYME OT MOTUBOB Kink-turn,
71T A-MUHOPHBIX MYJIBTH-TIETENIb HE YIaJIOCh BEI-
SIBUTh KOHKPETHEIC JIOKAJIbHEIE BapHallliu, obecIie-
YMBAIOLINE VX ITOABKHOCTD.

Kpome TOro, B MyIbTH-HETIISIX (DYHKIIMOHAJIb-
HbIX sgaep A- u G-pubornepexiioyaTeneil ObUIM 00-
HapyKeHbl A-nIaT4u, OINH U3 A-MHUHOPOB KOTOPBIX
o0pa3oBaH C ydJyacTHEM CBSI3BIBAEMOIrO IIypMHa
[18, 60]. ITomumo sTOrO, B pabote [22] Klein et al.
YIIOMUHAIOT 00HapyXeHHBbIN B MoJiekyie 23S pPHK
H. marismortui penkuii BapuaHT TPEXHUTEBOIO MO-
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TuBa Kink-turn, KoTopelii (popMHUpPYET YacThb MYJIb-
TU-TIETJIN U BKJIIOYaeT A-MHUHOP B3aMOIEHCTBHE.

A-muHOpbI U nceBaoy3abl. ABAB-1iceBnoy3bI,
TaKKe U3BECTHBIE KaK H-y371b1, 0OBIYHO COITPOBOXK-
JIaI0TCS CTAOMIU3NPYIOIINMU A-MUHOpaMu, odpa-
30BaHHBIMU OyyKaiiiieit K 3'-KOHITy HUTBIO TICEB-
noysna u ero AA-cremom [14, 27, 28]. B pabote [27]
aBTOPHLI OOBSICHSIOT TaKylo acuMMeTpuio H-ysnoB
npaBo3akpydeHHOCThIO crimpann PHK A-dopwmur,
KoTOopas B ciyyae H-y3na moaBoauT OavKaniinyto K
3'-KOHLly HUTb K Majoii 6opo3ake AA-cTeMa, a
Omukaiilylo K 5'-KOHIy — K OoJIbLION O00po3aKe
BB-cTtema. A-MUHOpPBI MOTYT BXOIMTb B COCTaB U
TICEBIOY3JIOB APYTUX TUIIOB, HAIIPUMED, <«IIEIYIO-
muxcs rnetenb» (kissing loops, ABACBC-1iceBnoy3-
abl) [55, 61].

A-MHMHOpBI M BBIISTYMBAHUS. A-MUHOPBI B BEIIISI-
YMBAHUSIX HE TaK pacIpOCTpaHEHbI, HO IPEICTaBIIsI-
IOT HECKOJIBKO (DYHKIIMOHAJIPHO BaXKHBIX CIyJacB.
Hampumep, A-muHop Triima WC/H oOHapyXuBaeTcst
B COCTOSIIIIEM M3 OOHOIO aJeHWHA BHIITSIYMBAHUM,
KOTOpoe 00pa3oBaHO MHTpoHOM Hespesioit MPHK u
manioii aaepHoit PHK U2 (maPHK U2) [39]. D10
BBIIISTYMBAHME HA3BIBAIOT MOTMBOM Y3HAaBaHUS TOU-
KM cIUlalicocoMHOTO BeTBlieHUsT (spliceosomal
branch site recognition motif), TOCKOJIBEKY OH BBI3bI-
BaeT HYKJIeO(PMJIbHYIO aTaKy Ha 5'-cailT cruialicuHra
He3penoidr MPHK Ha mepBoMm aTame craiicuH-
ra [39]. lpyroii nmpumep — JIBa CHUMMETPUYHBIX
A-munopa tuma I (al5-G9-¢12 n A15-g9-Cl12) B
moTtuBe BHB (bulge-helix-bulge), cTpykTypa KoTo-
poro Obla ornpeaesieHa B KOMIUIEKCE ¢ 9HAOHYKJIe-
a3oi, ocyuiecTBiasgwlleil craaiicudr [17]. Mo-
™mB BHB gBnsieTcsl 4acTblo CTPYKTYpbl HE3pesbIX
TPHK u pacnosHaercs cnenupuiecKoil 3HIOHYK-
Jiea3oi, Kotopas ocyuecTsiseT craiicuar TPHK B
aape, a tTakke Bcex PHK apxeit [62]. MaTepecHo,
yto 00a A-muHopa B MmotBe BHB comnpoBoxkaaior-
Csl CTOKMHT-B3aMMOAECTBUEM C OCTaTKaMU TUCTU-
JIIMHA BHJOHYKJea3bl [17].

PenkuM mnpumepoM  maJbHOIECTBYIOIINX
A-MWHOpPOB, KOTOPBI€ BKJIIOYAIOT al€HUH U3 BBIIIS-
YUBaHUs, SBIsIeTCST MOTUB A-muHop tmma I/1IP,
00pa3oBaHHbIM KOHCEPBATUBHBIM A-00raThbIM BbI-
nsauuBaHueM (A-rich bulge) m cnupanpio P4
(P4 helix) natpona rpynmsl 1 [5, 6, 63]. JJaHHBI’
MOTHUB 00pa3oBaH ocHoBaHUSIMU A183 1 A184 BBI-
ngyuBaHuss U cnoapuBaHusmMu GI110-C211 wu
C109-G212 wu, mnpenmnonoXuTesbHO, OTBe4yaeT 3a
aKTUBALIMIO MHTpoHa rpymrisl 1 [9, 64].

JAJIbHOJIEMCTBYIOIIIUE A-MUHOPBI

Cpenu BceX TUIIOB JaTbHOACHCTBYIOIINX KOH-
TaKTOB B M3BeCTHBIX CTpyKTypax PHK A-munHopsl
SIBJISTIOTCSL HamOoJiee paclpOCTPaHEHHBIM, OIepe-

BAYJIMH

2Kasl IO KOJMYECTBY Jaxke KOMILJIEMEHTapHbIE CIa-
pUBaHUSI OCHOBaHMI, He SIBJISIIOIIMECS YaCThIO CTe-
MOB BTOPUYHOMU CTPYKTYPHI [24]. MHOXeECTBEeHHBIE
JaTbHONECTBYIONINE A-MUHOPKI HApSIy C APYTH-
MU TPETUYHBIMU B3aUMOMAEHCTBUSIMU CIIOCOOCTBY-
0T KOMITAKTHOM YKJIaIKe CITMPaJIbHBIX 3JIEMEHTOB
6ombmx ctpykTypupoBaHHbix PHK [30, 65]. B pa-
6otax [66, 67] Sponer et al. AeMOHCTPUPYIOT TOT
¢axkT, 9T0 A-MUHOp B3aMMOIEHCTBUSI SIBIISIIOTCSI
bosee ruapoOOHBIMHU, YeM KAHOHMYECKHE CIIaph-
BaHMSI OCHOBAaHWUIA, YTO JeJIaeT MX OCOOEHHO IPU-
rOIHBIMU U151 yKiaaku cniupaneii (helix packing).

A-muHopet u  mmuiabku. MotuB GNRA-
tetraloop/receptor — caMBlii pacHpoCTpaHEHHBIN
KOMOTHUB JaJIbHOAEUCTBYIOIINX A-MUHOpPOB |[55],
00HApyXMBaeMbIii B IIMPOKOM CIEKTPE MOJICKYJ
Hekoaupylomux PHK [24—26]. MoTtuB BKiIIO4aeT
OIHO WJIM ABa A-MUHOD B3aMMOJAEHCTBUS MEXIY
agennHamMu mwmuibku GNRA (rme N — moboit
HyKJIeoTun, R — mypuH) 1 ygaJeHHBIM Y9acTKOM
CIIMpaIv WU crieuUIHBIM petenTopoM. Hanto-
Jiee paclpoOCTPaHEHHBIM U CTA0MJIBHBIM BUAOM MO-
nBa GNRA-tetraloop/receptor SIBIsIETCSI MOTHUB
GAAA/11nt, 4eit peLienToOp MPEACTaBIsIeT U3 ceOs
KOHCEPBATUBHYIO BHYTPEHHIOIO IIETIIIO, COCTOSI-
myo u3 11 HykineotugoB (nucleotides, nt) —
CCUAAG-UAUGG [68]. MoTtuB A-MuUHOp TH-
ma I/I1 B MotuBax GNRA-tetraloop/receptor oopa-
30BaH C YYaCTHUEM IIyPUHOB B TPEThEM U YETBEPTOM
no3unmii mociemoBateabHOCTH GNRA. Kak mpa-
BWIO, nocienoBateabHocTU GNGA dopmupyor
MoTUB A-muHop tuna I/I1P ¢ yyactueM HyKj1eoTH-
noB GA, a mocienoBateabHocTu GNAA Ooiee
CKJIOHHEI K 00pa30BaHUIO MOTHBAa A-MHHOpD TH-
na I/IIT, st KoTroporo obs13aTeIbHO HAJTUUKE aje-
HUHA B TPeTbe MO3UILIMM IOCJIeA0BaTEeIbHOCTU
GNRA [24].

A-MMHOpBI ¥ BHyTPEHHHE NeTIM. BTopbiM Hanbo0-
Jiee paclpOCTpaHEHHBIM CTPYKTYPHBIM KOHTEKC-
TOM JaJbHOIEHCTBYIOIINX A-MHHOPOB SIBIISIIOTCS
BHYTPEHHHE IIETJIM C MEXXHHUTEBEIM CTOKOM aleHU-
HoB, Hanipumep, MoTuB UAA/GAN, obHapyxkurBae-
MbIii B cTpykTypax 23S pPHK, PHK pu6onyknea-
3pl P 1 natponax rpymn I u I [69]. Mexnuresoit
cmaK ageHnHOB B MotuBe UAA/GAN o0pa3oBaH
TpeMsI OCHOBAHUSIMU: ABYMsSI alleHMHAMU HUTHU
UAA u neHTpanbHBEIM ageHMHOM HUTH GAN. Ta-
Kot AAA-CT3K 4acTO B3aUMMOJEUCTBYET C yAaJeH-
HBIMU 3JIeMeHTaMu BTopuuHo# cTpykTypsl PHK ¢
o6pazoBanueM A-martda tuma II1I. Otnmununrens-
HOM 4epToil Takux A-matdeil sIBIsSIeTCsl TOT (PaxT,
YTO TPU afcHWHA 00pa3ylOT CBSI3M BCETO C ABYMS
MocJieq0BaTeIbHBIMU CITApUBaHUSIMU, B TO BpeMs
KakK OOBIYHO YMCJIO aACHMHOB B A-TIaT4ax coBNajga-
eT C YMCJIOM cliapuBaHuii [4, 55].

B pabGote [15] Obl1 OoOHapyXeH A-TaTd TU-
na III,II,I, mpuMmbikalommii K TpOMHOM CIUpaiu,
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00pa3oBaHHON MOJIM(A)-XBOCTOM BHUPYCHOM MOIN-
agmeHuImpoBaHHoi spepHoit PHK (BupycHas
PAN-PHK, viral polyadenylated nuclear RNA) u
U-6oratoit BHyTpeHHei merieit (U-rich internal
loop) snmemenTa ENE (expression and nuclear reten-
tion element) manHoii PHK. B paGote [21] ObL1
onucaH MoTuB A-muHop tuna I/11, o6pazoBaHHBII
mexnay aneMeHToM ENE 1 monn(A)-XBocToM IJIMH-
Hoit Hekommpytomeii PHK MALATI. HepaBHo B
cTpyKkType nBynoMeHHoro anemMeHTa ENE (double-
domain ENE, dENE), 3akpucraniu3oBaHHOI B
KOMILIeKce ¢ Toyu(A)-TIociieoBaTeIbHOCThIO U3
28 ameHWHOB, ObUIM OOHAPYKEHBI OJMHOYHBIC
A-muHopsl Tuna WC/H, Takke BOJIM3M TpOMHOI
cnupaiyd, o0pa30BaHHON ITOCIEA0BATEIbHOCTHIO
nom(A) n U-0oraTeiIMM BHYTPEHHUMHU TETISIMU
anemeHTta dENE [38]. Tak, A-MuHOp B3auMoaeii-
CTBUS pa3IMYHbIX TUIIOB MPUHUMAIOT YYacTHe B 3a-
IIMTHOW (YHKUMU TMONM(A)-XBOCTa, OIMMCAHHOI
D11 MHOTUX (bYHKIIMOHAJIBHEIX KJICTOYHBIX U BU-
pycHbIX Hekoaupywommx PHK.

OpHUM U3 HanboJiee YIUBUTEIbHBIX PUMEPOB
(PYHKIIMOHAJIPHO BaXXHOTO IAJIbHOIEICTBYIOIIETO
MOTHBa A-MHUHOD SIBJIIETCSI B3aUMOJICIICTBUE MEX-
ny A-caiitom 16S pPHK 1 KopoTKoii civpaibio Ko-
JOH-aHTUKOAOH, oOpa3zoBaHHoU Mexay MPHK u
MIpaBWILHOI/cooTBeTCTBYIOmEe# (cognate) TPHK
[41]. CymecTBoBaHM€ MAaHHOTO B3aWMMOACHCTBUS
BIIEPBbI€ OBLIO IPEACKa3aHO B XOAe OMOXMMUYEC-
KMX dKcriepuMeHToB [70], a 3aTeM 3KCIlepuMeH-
TaJbHO TIOATBEPKACHO C MOJyYeHUEeM KPUCTaJIIM-
YeCKOM CTPYKTYphbl Majoil CyObeIMHUIILI pubOCOo-
Mol 30S [71]. MoTtuB A-munHop tuna I/11 o6pasyer-
csl ¢ y4acTMEM YHUBEPCATbHO KOHCEPBATUBHBIX OC-
TaTKOB A1492 1 A1493 BHyTpeHHel neT/u A-caiita
(TTOJIOXKEHMST COOTBETCTBYIOT OakTepualibHOM 16S
pPHK) [71]. Anerunabr A1492 1 A1493 nmubo pacmo-
JIaTaloTCsI BHYTPU METIIH, TUOO BHITSIYMBAIOTCS Ha-
PYXy 11 00pa3oBaHUs B3auMoaelcTBus. OCHOBa-
Hue A1493 KOHTaKTUPYET U C IIEPBBIM OCHOBaHUEM
KOIOHAa, U C TPeTbMM OCHOBaHWEM AHTMKOJOHA,
dopmupysa A-muHop Tuna I, B To BpeMs Kak OCHO-
BaHMe A1492 B3aMMOIEHCTBYET TOJIBKO CO BTOPBIM
OCHOBaHMEM KOA0Ha 1 obpa3yeT A-muHop tuna II.
B 6onbmmHcTBe MOTMBOB A-MuHOp Tina I/11 age-
HUH, oOpasyromuit A-muHop tuna II, dopmupyer
BOJOPOIHBIE CBSI3U C MOJIEKYJIAMU BOIbI, KOTOPHIS
WUTPaIOT pOJib MOCTA K OCHOBAaHUWIO CIapUBaHMSI
NajbHEN OT aleHWHA HUTH, OJJHAKO B CJIyyae MOTU-
Ba, 00pa3oBaHHOro oCHOBaHUAMU A1492 n A1493,
BMECTO MOJIEKYJI BOIbI YaCTh MaJIOi OOPO3IKM CITH-
pajlii KOJOH-aHTUKOJOH 3aHMMaeT OCHOBaHHUE
G530 [72]. U3BecTHO, uTO aneHUHBI A1492 1 A1493
«OTINYAIOT» YOTCOH- KprKOBCKME criapuBaHUS OT
HEeKaHOHMYECKHUX CITIapuBaHMi1, obecreurnBas y3Ha-
BaHUe TpaBWIbHON/cooTBeTcTBYOIIE TPHK [41,
73]. CtouT OTMETHTH, YTO OTHEJILHOTO aicHWHA,
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KOHTPOJIMPYIOIIEro 00pa3oBaHUE TPETHErO Capu-
BaHMSI CIIMPaIU KOJOH-aHTUKOMOH, HE CYILIECTBYET,
YTO OOBSICHSAECT U30BITOYHOCTh T€HETUIECKOTO KO-
na, T.e. JomyiieHue <«aBawomux» G-U (wobble
G-U) cnapuBanuii Hapsay ¢ YorcoH-KpuKoBcKu-
mu [71, 72]. Takke CTOUT YITOMSHYTb, 9YTO OCHOBa-
Hust A1492 u A1493 6akrepuanbHoii 16S pPHK co-
OTBETCTBYIOT OCHOBaHUSAM A1755 n A1756 sykapu-
otnueckoii 18S pPHK [74].

A-MUHOPbLI 1 PABOTA PUBOCOMBI

LleHTpanbHast posib MOTHBA A-MUHOpP IIpH Je-
KOAMPOBaHUM B IPOLIECCE CUHTE3a OelKa OTBEeYaeT
npuHIMNaM tumore3sl «mupa PHK», He Tombpko
ITO3BOJISISI CIEJIATh BEIBOJ O TOM, UTO «pHUOOCOMA SIB-
nsiercst pudbo3umMom» [4, 41, 75], HO U oaaepKUBast
MPEIIOJOXKEHNE O TOM, YTO prOOCOMa 3BOJIIOIIUO-
HHUpOBaJla M3 KOMILIEKCa, 00pa30BaHHOTO TOJBKO
mosexynamu PHK [41]. B pabote [76] aBTOpHI 06-
CYXIIal0T BO3MOXHOCTh TOIO, YTO CIIOCOOHOCTH
A-MUHOPOB «OTIMYaTb» KOMIUIEMEHTapHEIE CIia-
pUBaHUS OT HCKAHOHUYECKUX SBJISIETCSI PEIIMKTOM
Hekoro Mexanusma periukauun PHK, nmeroiero
mecto B mupe PHK.

I[ToMrnMO A-MHUHOPOB, OCYIIECTBIISTIOIINX «MO-
HUTOPUHT» (DOPMUPOBAHUS CITUPATTA KOTOH-aHTH-
KoJoH, B pubocoMHbix PHK mpucyrcTBy10T 1 MHO-
rue apyrue (QYHKIMOHAJIBHO BaXHbIe A-MHUHOD
B3anMoaeiicTBusl. [lepeuncimM HEKOTOPBIE U3 HUX.

B npouecce MHUIMALIMM TPaHCISLIMYA MHULIMA-
TopHasgs dopmunMeTnoHNH-TPHK cBs3siBaeTcs
Hanpsimyilo ¢ P-caiitom, mpuyéM ocobasi cTabuiib-
HOCTb TaKOTO CBSI3BIBAHMSI OTYACTU OOBSICHSIETCS
obpazoBaHueM MotuBa A-munHop tuna I/I1 mexnmy
VHHUBEPCAIbHO KOHCEPBAaTUBHBIMU OCHOBaHUSIMU
G1338 1 A1339 16S pPHK u G-C cnapuBaHusMU
30-40 u 29-41 antukomoHoBoro crema TPHK
[77, 78]. Apyrne TPHK MmoryT comepxaThb B yKazaH-
HbIx no3ulusx cnapuBaHus A-U Bmecto G-C u He
UMETh CITIOCOOHOCTH K (POPMUPOBAHUIO YKa3aHHOMN
Boiie cBsA3u. Kpome Toro, ocHoBanusa G1338 u
A1339 paznensror TPHK P- 1 E-caiirta, mpenorspa-
mas HexxeJaTeJIbHOe TiepeMellieHUe U3 TIEPBOTO BO
BTOpOI1 [78].

A-MWHOPHI TAKXXKE YIACTBYIOT B (DYHKIIMOHUPO-
BaHMU NENTUAMITPaHC(hEpa3HOTo IIEHTpa prud0OCo-
MbI. Tak, yHMBepCcaJlbHO KOHCEPBAaTUBHBIE OCTATKHI
A76 TPHK B A- u P-caiitax ¢popmMupyiotr A-MHUHO-
pel thma I co cmapmBaHuUsAMHM 1goMeHa V 23S
pPHK [4, 79, 80].

EnuHCTBEHHBIM KOHCEPBAaTUBHBIM TPETUYHBIM
KoHTakToM Mexny 5S u 23S pPHK saBnsercs cum-
METPMYHBIA A-TIaT4, OOpa30BaHHEIA C y4acTHEM
craka Tpex ageHuHoB newiu E (E loop) 5S pPHK u
cTaKa Tpex aneHnHoB cipanu 38 23S pPHK [4, 81].
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JaHHBIN A-maTy SBISIETCS €lle OOHUM IPUMEPOM
TeHICHIIMY BHYTPEHHUX I1€TEJIb, COAEPXKAIIIX MEX-
HUTCBOM CTAOK aIcHUHOB, K KOHTAKTHMPOBAHUIO C
YIAJEHHBIMU 3JIEMEHTAMU BTOPUYHOM CTPYKTYPHI.

Pu6ocomuass PHK cybbennHuIIEI pruOOCOMBI
508 comepxxut He MeHee 7 MOTUBOB kink-turn [22],
noaBep>XeHHbIX apHUupHbIM (hinge-like) koneba-
HUSIM, OOYCJIOBJIEHHBIM JIOKAJIbHBIMU U3MEHEHMSI-
MU TeoMeTpun A-MuHOpoB Tuna l. Takue «1oKTe-
nonooHbIe» (elbow-like) cBoiicTBa MoTnBOB kink-
turn MoryT oGecrieurBaTh BaxKHble (DYHKIIMOHAIb-
HbIe U3MEHEHUSI B OTHOCUTEJIbHOM PaCIIONIOXEHUH
ynan€HHbIx aneMeHToB PHK, Hanpumep, anemMeHTa
najiabla A-caiita (cnupaib 38) U ¢pakTop-CBI3bIBA-
fouiero caiita L11 (ciupanu 42—44) [56].

B pabore [82] aBTOpHI MOKA3BIBAIOT, YTO CITH-
panb 68 23S pPHK ocyiecTBiaseT MOCTOSHHBIN
KOHTaKT CO CIIMpaJibl0 75 MOCPEACTBOM YEThIpeX
KOHCEPBAaTUBHLIX afeHUHOB (A1853, A1854, A1889,
A1890), obpasyrommx A-naty tuna I, 11,11 — u ta-
KOl KOHTaKT, BEPOSITHO, OIOCPEaYeT MOABIKHOCTh
aneMeHTa L1 stalk 1 BpaieHue cyobequHuIL pubdo-
COMBI IPYT OTHOCUTEIBLHO ApyTa.

A-MUHOpPHI TaKXe 00pa3ylioT CalThl CBS3bIBA-
Husi pudbocomHoit PHK c¢ Oenkamu, Hampumep,
A-matuu B ciupaiisx 95 u 97 23S pPHK yuacTtByioT
B CBSA3BIBAaHUM ¢ puOOCOMHBIM OesikoM L6 [4].

OBCYXJIEHUE

B maHHOM 0030pe HaMHu pacCMOTpPEHBI pa3iny-
HbIE OIpeae/ieHUs] A-MUHOPOB, MPUBEIEHBI IIPU-
Mepbl QYHKITMOHATBHBIX MOTUBOB A-MUHOD, a TaK-
K€ CHUCTeMaTMYeCKU Tiepeurc/ieHbl HauboJiee pac-
IIPOCTPAaHEHHBIE TUIIbI CTPYKTYPHOIO OKPY>KEHUS
A-MUHODOB.

B 11e;ToM MOXHO pe3loMUpPOBaTh, YTO MOTHUBEI
A-MWHOpP, KOTOPbIE 3BOJIOLIMOHUPOBAIMN IS pa3-
JINYCHUSI KOMIUIEMEHTAPHBIX M HEKAHOHMYECKUX
clapuBaHUWil, HAIIpUMep, KOHTAKT MEXOY CITH-
panbio goMeHa P4 u A-GoraTbiM BbINSIYMBaHUEM
noMeHa P6 wHTpoHa rpymnnsl 1 M B3auMoneiicTBre
A-caliT/KOTOH-aHTUKOIOH, IIpUHAIJIeXaT THU-
ny I/IIP u gBnsioTcsa ageHUH-creluUIHBIMU
[24, 64]. B TO Xe BpeMsi MOTWUBBI, OTIMYAIOIINE
koMIuieMeHTapHble A-U cmapuBaHMSI OT KOMILIE-
MmeHTapHbiXx G-C cnapuBaHMii, TaKle KaK MOTHB
GAAA/11nt u A-muHopbl Mexay octaTkamu GA
16S pPHK 1 aHTMKOIOHOBBIM CTEMOM MHUILIAATOP-
Hoii TPHK P-caiita, 1160 BKi1touatoT ocHoBaHue G
BMecTo A, nMb0 00pa3yloT KOH(opMauul THU-
ma I/1IT, Kotopas TpeOyeT TOMOJHUTEIbHBIX CTa0U-
JIM3UPYIONINX B3anmMopelicTuii [33, 78].

OTnenbHOTO YMOMWHAHUS 3aCTyKUBaOT OCO-
OCHHOCTY TMHAMUKM COCTaBJISIONIMX YacTelt MOTH -
BOB, OTJIMYHBIE IJIT pa3HBIX KOMOTMBOB A-MHHO-

BAYJIMH

poB [41]. BzaumoneiictBue GNRA-tetraloop/helix
OCYIIECTBJISIETCS. MEXIY CTaOMIbHBIMU C(OPMUPO-
BaHHBIMA MOTHBaMH, B TO BpeMsi Kak GAAA/
11nt — ToIBKO MEXIY YaCTUYHO C(HOPMUPOBAHHBI-
mu MotuBaMu. OcHoBaHus A1492, A1493 A-caiita
pPHK (Homenknarypa 6akrepuansHoi 16S pPHK)
JEMOHCTPUPYIOT HaMOOJbIINE CTPYKTYpPHEIE pa3-
JINYUST MEXIY CBSI3aHHBIM M CBOOOIHBIM COCTOSTHM -
SIMM, 4TO ITO3BOJISIET MM BBIIIOJHSITH POJIb MOJIEKY-
JISIpHOTO mepekovaTens [41].

A-MUHOpPBI TakXe SBJSIOTCS PaclpoCTpaHEH-
HbIM TUIIOM MexMmoJekyasapHbix PHK-PHK B3au-
MozeiicTBuid. IIoMMMO MHOXKECTBEHHBIX MEXMOJIE-
KyJsipHbIX A-MuHOpoB B pPHK, Takue B3aumoneii-
CTBUSI OOHAPYKMBAIOTCS, HAIIPUMEP, B MEXIOMEH-
HOM 00J1aCTU KPUCTAJLIMYECKON CTPYKTYpPhI TJIMLIM-
HOBoOro pubornepekitouareass Oaktepuu Vibrio
cholerae, xoTopblii siBsieTcsl romoaumepom [20, 83].
bonee Toro, A-MruHOp B3aUMOAEUCTBUS UCHOIb30-
BaJINCH TSI (DOPMHUPOBAHUSA CUHTETHIECKUX TOMO-
u rerepoaumepoB TeKTOPHK (tectoRNA) [24].

IMockonbky Tunsl I u I A-MuHOpoB npeobnana-
10T HaJ IPYTUMU TUIIAMHM, B HACTOSIIEe BpEMSI SIBJISI-
eTCsI OOIISIIPUHSITBIM OTPaHNYMBATH OIIpeAesIcHUE
A-MMHOpA TPUILIEKCOM OCHOBaHMI, COAEPXKalM
KaHoHnueckoe cWW-cnapuBaHue U OCHOBaHHUE
(oOBIYHO ameHWH), oOpasylomiee cSS- u/wian
tSS-crmapuBaHust ¢ ocHoBaHusAMU cWW-crnaprBa-
Hugd [84]. K coxalleHu1o, Takoi Moaxo.1 MIPUBOIUT K
HUCKIIIOUCHUIO U3 PACCMOTPEHMS MHOTHX HEKAHOHU -
YeCcKUX A-MHUHOPOB, HanpuMmep, noakiaacca WC/H.
bonee toro, cymiecTByeT mpobiieMa pa3MeTKu MOor-
PaHUYHBIX CIydaeB A-MHHOPOB, ITeOMETPUUYECKUE
ImapaMeTpPbl KOTOPHIX HEMHOT'O IPEBHIIIAIOT TOIIYC-
KaeMble ITOPOTY 3Ha4eHnil. MHOXECTBO TaKMX ITOT-
PaHUYHBIX A-MUHOPOB IMPUCYTCTBYET B prOOCOMax
U, IPEANOA0XUTEIbHO, 00eceuyrBaeT OOLIYI0 I'M0-
KOCTb CTPYKTYpBI PMOOCOMEI, B YaCTHOCTH, ITOH-
BUXKHOCTb CyOBbEOUHULL APYT OTHOCUTEILHO Ipyra
[80, 85]. Ha mpmHUMIIMAIEHYIO HEOOXOIUMOCTD Ta-
KOI TTOIBIDKHOCTH TSI OCYIIECTBJICHMS IIpoliecca
TpaHCISLIMU ObLIO yKa3aHo B pabore A.C. CriuprHa
emi€ B 1968 1. [86]. Xopoluii mpuMep — MEXMOoJIe-
KyJsapHbIi A-naty Mexay 5S n 23S pPHK. Hamm-
ype Takoro A-marda B cTpykTtype ¢ PDB-komom
4VIF (amenunnl A80, A103, A104 5S pPHK 1 A955,
A1013, A1014 23S pPHK) He anHOTMpYeTCS TIpOT-
pammamu DSSR n FR3D. DSSR pa3MeuaeTt TOJIbKO
OTIE/bHBIC COCTABJISAIONINE BOJOPOAHBIC CBSA3U U
pubO3HbIE 3aCTEXKU, B TO BpeMsl KakK Iporpamma
FR3D ynaBnmmuBaeT TOJIbKO 9acTh CITAPMBAHUIM OCHO-
BaHUI U KOHTAKTOB THIIA OCHOBaHUE-pub03a C T0-
METKOM «near» (psiioM) — KakK He YIOBJIETBOPSIIO-
LK€ CTAaHAAPTHBIM ITOpOTaM 3HAYeHMI, HO BKJIIOYa-
eMbI€ TIPU NCITOIb30BaHUM PACIIMPEHHEIX TTIOPOTOB.

Bbe3 comHeHuit, ¢ ycKOpeHHEeM TEMIIOB ONpee-
JIeHUSI HOBBIX 3D-CTpPYKTyp pasidyHBIX MOJIEKYI
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CBONMCTBA U ®YHKIIMU MOTUBA A-MUHOP

PHK cnucok (pyHKIIMOHAIBHO BaXXKHBIX A-MHHOP
B3anMonaeicTBuii Oymer ObicTpo pacth. CooTBeT-
CTBEHHO, CYIIIECTBYET HEOOXOAMMOCTh KaK B YCO-
BEPILEHCTBOBAHMM IMPOrpaMM pa3MeTKH pPa3HO00-
pa3HBIX TUIIOB A-MHUHOpPOB, TaK U B pa3paboTKe
BO3MOXXHOCTH YCTAaHOBJICHUS CBSI3eil MeXIy A-MHU-
HOpaMU W APYTUMHU TpeTUYHbIMU MoTMBaMu PHK
IUJIS YIIydIIeHUsT UX (OyHKIIMOHAIbHOM aHHOTAIIUMU.
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CITUCOK JIMTEPATYPbBI

Lekka, E., and Hall, J. (2018) Noncoding RNAs in dis-
ease, FEBS Lett., 592, 2884-2900, doi: 10.1002/1873-
3468.13182.

Novikova, I. V., Hennelly, S. P., Tung, C. S., and
Sanbonmatsu, K. Y. (2013) Rise of the RNA machines:
exploring the structure of long non-coding RNAs, J. Mol.
Biol., 425, 3731-3746, doi: 10.1016/j.jmb.2013.02.030.
Leontis, N. B., Lescoute, A., and Westhof, E. (2006) The
building blocks and motifs of RNA architecture, Curr.
Opin. Struct. Biol., 16, 279-287, doi: 10.1016/j.sbi.2006.
05.009.

Nissen, P., Ippolito, J. A., Ban, N., Moore, P. B., and
Steitz, T. A. (2001) RNA tertiary interactions in the large
ribosomal subunit: the A-minor motif, Proc. Natl. Acad.
Sci. USA, 98, 4899-4903, doi: 10.1073/pnas.081082398.
Murphy, E L., and Cech, T. R. (1994) GAAA tetraloop and
conserved bulge stabilize tertiary structure of a group I
intron domain, J. Mol. Biol., 236, 49-63, doi: 10.1006/
jmbi.1994.1117.

Cate, J. H., Gooding, A. R., Podell, E., Zhou, K., Golden,
B. L., et al. (1996) Crystal structure of a group I ribozyme
domain: principles of RNA packing, Science, 273, 1678-
1685, doi: 10.1126/science.273.5282.1678.

Scott, W. G., Finch, J. T., and Klug, A. (1995) The crystal
structure of an all-RNA hammerhead ribozyme: a pro-
posed mechanism for RNA catalytic cleavage, Cell, 81,
991-1002, doi: 10.1016/S0092-8674(05)80004-2.

Nissen, P. (2020) The a-minor motif, in Structural Insights
into Gene Expression and Protein Synthesis, pp. 461-463,
doi: 10.1142/9789811215865_0055.

Doherty, E. A., Batey, R. T., Masquida, B., and Doudna,
J. A. (2001) A universal mode of helix packing in RNA,
Nat. Struct. Biol., 8, 339-343, doi: 10.1038/86221.

Strobel, S. A. (2002) Biochemical identification of A-
minor motifs within RNA tertiary structure by interference
analysis, Biochem. Soc. Transact., 30, 1126-1131,
doi: 10.1042/bst0301126.

Krasilnikov, A. S., Yang, X., Pan, T., and Mondragén, A.
(2003) Crystal structure of the specificity domain of
ribonuclease P, Nature, 421, 760-764, doi: 10.1038/
nature01386.

Krasilnikov, A. S., Xiao, Y., Pan, T., and Mondragén, A.
(2004) Basis for structural diversity in homologous RNAs,
Science, 306, 104-107, doi: 10.1126/science.1101489.
Nagai, K., Oubridge, C., Kuglstatter, A., Menichelli, E.,
Isel, C., and Jovine, L. (2003) Structure, function and evo-
lution of the signal recognition particle, EMBO J., 22,
3479-3485, doi: 10.1093/emboj/cdg337.

Schiiler, M., Connell, S. R., Lescoute, A., Giesebrecht, J.,
Dabrowski, M., et al. (2006) Structure of the ribosome-
bound cricket paralysis virus IRES RNA. Nat. Struct. Mol.
Biol., 13, 1092-1096, doi: 10.1038 /nsmb1177.

Mitton-Fry, R. M., DeGregorio, S. J., Wang, J., Steitz,
T. A., and Steitz, J. A. (2010) Poly (A) tail recognition by a
viral RNA element through assembly of a triple helix,
Science, 330, 1244-1247, doi: 10.1126/science.1195858.

BUOXMNUMMHUA tom 86 BEIM. § 2021

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

Nguyen, L. A., Wang, J., and Steitz, T. A. (2017) Crystal
structure of Pistol, a class of self-cleaving ribozyme,
Proc. Natl. Acad. Sci. USA, 114, 1021-1026, doi: 10.1073/
pnas.1611191114.

Xue, S., Calvin, K., and Li, H. (2006) RNA recognition
and cleavage by a splicing endonuclease, Science, 312, 906-
910, doi: 10.1126/science.1126629.

Serganov, A., Yuan, Y. R., Pikovskaya, O., Polonskaia, A.,
Malinina, L., et al. (2004) Structural basis for discrimina-
tive regulation of gene expression by adenine-and guanine-
sensing mRNAs, Chem. Biol., 11, 1729-1741, doi: 10.1016/
j.chembiol.2004.11.018.

Dann, C. E. 3rd, Wakeman, C. A., Sieling, C. L., Baker,
S. C., Irnov, 1., and Winkler, W. C. (2007) Structure and
mechanism of a metal-sensing regulatory RNA, Cell, 130,
878-892, doi: 10.1016/j.cell.2007.06.051.

Jones, C. P, and Ferré-D’Amaré, A. R. (2015) RNA qua-
ternary structure and global symmetry, Trends Biochem.
Sci., 40, 211-220, doi: 10.1016/j.tibs.2015.02.004.

Brown, J. A., Bulkley, D., Wang, J., Valenstein, M. L.,
Yario, T. A., et al. (2014) Structural insights into the stabi-
lization of MALAT1 noncoding RNA by a bipartite triple
helix, Nat. Struct. Mol. Biol., 21, 633, doi: 10.1038/
nsmb.2844.

Klein, D. J., Schmeing, T. M., Moore, P. B., and Steitz,
T. A. (2001) The kink-turn: a new RNA secondary struc-
ture motif, EMBO J., 20, 4214-4221, doi: 10.1093 /emboj/
20.15.4214. 5

Réblovd, K., Sponer, J. E., Spackovd, N., BesSeovd, 1., and
Sponer, J. (2011) A-minor tertiary interactions in RNA
kink-turns. Molecular dynamics and quantum chemical

analysis, J. Phys. Chem. B, 115, 13897-13910,
doi: 10.1021/jp2065584.
Geary, C., Baudrey, S., and Jaeger, L. (2008)

Comprehensive features of natural and in vitro selected
GNRA tetraloop-binding receptors, Nucleic Acids Res., 36,
1138-1152 10.1093/nar/gkm1048.

Wu, L., Chai, D., Fraser, M. E., and Zimmerly, S. (2012)
Structural variation and uniformity among tetraloop-
receptor interactions and other loop-helix interactions in
RNA crystal structures, PLoS One, 7, e49225,
doi: 10.1371/journal.pone.0049225.

Fiore, J. L., and Nesbitt, D. J. (2013) An RNA folding
motif: GNRA tetraloop—receptor interactions, Quart. Rev.
Biophys., 46, doi: 10.1017/S0033583513000048.

Aalberts, D. P., and Hodas, N. O. (2005) Asymmetry in
RNA pseudoknots: observation and theory, Nucleic Acids
Res., 33, 2210-2214, doi: 10.1093/nar/gki508.

Giedroc, D. P, and Cornish, P. V. (2009) Frameshifting
RNA pseudoknots: structure and mechanism, Virus Res.,
139, 193-208, doi: 10.1016/j.virusres.2008.06.008.
Lescoute, A., and Westhof, E. (2006) Topology of three-
way junctions in folded RNAs, RNA, 12, 83-93,
doi: 10.1261/rna.2208106.

Xin, Y., Laing, C., Leontis, N. B., and Schlick, T. (2008)
Annotation of tertiary interactions in RNA structures



1158

3L

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

reveals variations and correlations, RNA, 14, 2465-2477,
doi: 10.1261/rna.1249208.

Laing, C., and Schlick, T. (2009) Analysis of four-way
junctions in RNA structures, J. Mol. Biol., 390, 547-559,
doi: 10.1016/j.jmb.2009.04.084.

Cruz, J. A., and Westhof, E. (2009) The dynamic land-
scapes of RNA architecture, Cell, 136, 604-609,
doi: 10.1016/j.cell.2009.02.003.

Geary, C., Chworos, A., and Jaeger, L. (2011) Promoting
RNA helical stacking via A-minor junctions, Nucleic Acids
Res., 39, 1066-1080, doi: 10.1093/nar/gkq748.

Tamura, M., and Holbrook, S. R. (2002) Sequence and
structural conservation in RNA ribose zippers, J. Mol.
Biol., 320, 455-474, doi: 10.1016/S0022-2836(02)00515-6.
Lee, J. C., Cannone, J. J., and Gutell, R. R. (2003) The
lonepair triloop: a new motif in RNA structure, J. Mol.
Biol., 325, 65-83, doi: 10.1016/S0022-2836(02)01106-3.
Gagnon, M. G., and Steinberg, S. V. (2010) The adenosine
wedge: A new structural motif in ribosomal RNA, RNA, 16,
375-381, doi: 10.1261/rna.1550310.

Leontis, N. B., and Westhof, E. (2001) Geometric nomen-
clature and classification of RNA base pairs, RNA, 7, 499-
512, doi: 10.1017/s1355838201002515.

Torabi, S. E, Vaidya, A. T., Tycowski, K. T., DeGregorio,
S.J., Wang, J., et al. (2021) RNA stabilization by a poly (A)
tail 3'-end binding pocket and other modes of poly (A)-
RNA interaction, Science, 371, doi: 10.1126/science.
abe6523.

Newby, M. 1., and Greenbaum, N. L. (2002) Sculpting of
the spliceosomal branch site recognition motif by a con-
served pseudouridine, Nat. Struct. Biol., 9, 958-965,
doi: 10.1038/nsb873.

Hamdani, H. Y., and Firdaus-Raih, M. (2019)
Identification of structural motifs using networks of hydro-
gen-bonded base interactions in RNA crystallographic
structures, Crystals, 9, 550, doi: 10.3390/cryst9110550.
Lescoute, A., and Westhof, E. (2006) The A-minor motifs
in the decoding recognition process, Biochimie, 88, 993-
999, doi: 10.1016/j.biochi.2006.05.018.

Lescoute, A., and Westhof, E. (2006) The interaction net-
works of structured RNAs, Nucleic Acids Res., 34, 6587-
6604, doi: 10.1093/nar/gkl963.

Petrov, A. 1., Zirbel, C. L., and Leontis, N. B. (2011)
WebFR3D — a server for finding, aligning and analyzing
recurrent RNA 3D motifs, Nucleic Acids Res., 39, W50-
W55, doi: 10.1093/nar/gkr249.

Sheth, P., Cervantes-Cervantes, M., Nagula, A., Laing, C.,
and Wang, J. T. (2013) Novel features for identifying A-
minors in three-dimensional RNA molecules, Computat.
Biol. Chem., 47, 240-245, doi: 10.1016/j.compbiolchem.
2013.10.004.

Laing, C., Jung, S., Igbal, A., and Schlick, T. (2009)
Tertiary motifs revealed in analyses of higher-order RNA
junctions, J. Mol. Biol., 393, 67-82, doi: 10.1016/j.jmb.
2009.07.089.

Burley, S. K., Berman, H. M., Kleywegt, G. J., Markley,
J. L., Nakamura, H., and Velankar, S. (2017) Protein Data
Bank (PDB): the single global macromolecular structure
archive, Protein Crystallogr., 1607, 627-641, doi: 10.1007/
978-1-4939-7000-1_26.

Reinharz, V., Soulé, A., Westhof, E., Waldispiihl, J., and
Denise, A. (2018) Mining for recurrent long-range interac-
tions in RNA structures reveals embedded hierarchies in
network families, Nucleic Acids Res., 46, 3841-3851,
doi: 10.1093/nar/gky197.

Appasamy, S. D., Hamdani, H. Y., Ramlan, E. I., and
Firdaus-Raih, M. (2016) InterRNA: a database of base
interactions in RNA structures, Nucleic Acids Res., 44,
D266-D271, doi: 10.1093/nar/gkv1186.

BAYJIMH

49.

50.

S1.

52.

53.

54.

55.

56.

57.

58.

59.

60.

6l.

62.

63.

64.

65.

Hamdani, H. Y., Appasamy, S. D., Willett, P., Artymiuk,
P. J., and Firdaus-Raih, M. (2012) NASSAM: a server to
search for and annotate tertiary interactions and motifs in
three-dimensional structures of complex RNA molecules,
Nucleic Acids Res., 40, W35-W41, doi: 10.1093/nar/gks513.
Firdaus-Raih, M., Hamdani, H. Y., Nadzirin, N.,
Ramlan, E. 1., Willett, P., and Artymiuk, P. J. (2014)
COGNAC: a web server for searching and annotating
hydrogen-bonded base interactions in RNA three-dimen-
sional structures, Nucleic Acids Res., 42, W382-W388,
doi: 10.1093/nar/gku438.

Lu, X. J., Bussemaker, H. J., and Olson, W. K. (2015)
DSSR: an integrated software tool for dissecting the spatial
structure of RNA, Nucleic Acids Res., 43, el42-¢142,
doi: 10.1093/nar/gkv716.

Yang, H., Jossinet, F., Leontis, N., Chen, L.,
Westbrook, J., et al. (2003) Tools for the automatic identi-
fication and classification of RNA base pairs, Nucleic Acids
Res., 31, 3450-3460, doi: 10.1093/nar/gkg529.

Gendron, P, Lemieux, S., and Major, E (2001) Quantit-
ative analysis of nucleic acid three-dimensional structures,
J. Mol. Biol., 308, 919-936, doi: 10.1006/jmbi.2001.4626.
Lu, X. J., and Olson, W. K. (2008) 3DNA: a versatile, inte-
grated software system for the analysis, rebuilding and visu-
alization of three-dimensional nucleic-acid structures,
Nat. Protoc., 3, 1213, doi: 10.1038 /nprot.2008.104.
Shalybkova, A. A., Mikhailova, D. S., Kulakovskiy, I. V.,
Fakhranurova, L. 1., and Baulin, E. E (2021) Annotation
of the local context of the RNA secondary structure
improves the classification and prediction of A-minors,
RNA, rma-078535, doi: 10.1261/rna.078535.120.

Razga, F, Koca, J., Sponer, J., and Leontis, N. B. (2005)
Hinge-like motions in RNA kink-turns: the role of the sec-
ond A-minor motif and nominally unpaired bases,
Biophys. J., 88, 3466-3485, doi: 10.1529/biophys;j.104.
054916.

Sponer, J., Bussi, G., Krepl, M., Banas, P., Bottaro, S.,
et al. (2018) RNA structural dynamics as captured by mol-
ecular simulations: a comprehensive overview, Chem. Rev.,
118, 4177-4338, doi: 10.1021/acs.chemrev.7b00427.
Laing, C., Wen, D., Wang, J. T., and Schlick, T. (2012)
Predicting coaxial helical stacking in RNA junctions,
Nucleic Acids Res., 40, 487-498, doi: 10.1093/nar/gkr629.
Besseovd, 1., Reblova, K., Leontis, N. B., and Sponer, J.
(2010) Molecular dynamics simulations suggest that RNA
three-way junctions can act as flexible RNA structural ele-
ments in the ribosome, Nucleic Acids Res., 38, 6247-6264,
doi: 10.1093/nar/gkq414.

Lescoute, A., and Westhof, E. (2005) Riboswitch struc-
tures: purine ligands replace tertiary contacts, Chem. Biol.,
12, 10-13, doi: 10.1016/j.chembiol.2005.01.002.

Baulin, E., Yacovlev, V., Khachko, D., Spirin, S., and
Roytberg, M. (2016) URS DataBase: universe of RNA
structures and their motifs, Database, 2016, doi: 10.1093/
database/baw085.

Calvin, K., and Li, H. (2008) RNA-splicing endonuclease
structure and function, Cell. Mol. Life Sci., 65, 1176-1185,
doi: 10.1007/s00018-008-7393-y.

Ikawa, Y., Yoshimura, T., Hara, H., Shiraishi, H., and
Inoue, T. (2002) Two conserved structural components, A-
rich bulge and P4 XJ6/7 base-triples, in activating the
group [ ribozymes, Genes Cells, 7, 1205-1215,
doi: 10.1046/j.1365-2443.2002.00601.x.

Battle, D. J., and Doudna, J. A. (2002) Specificity of
RNA—RNA helix recognition, Proc. Natl. Acad. Sci. USA,
99, 11676-11681, doi: 10.1073/pnas.182221799.
Schwalbe, H., Buck, J., Firtig, B., Noeske, J., and
Wohnert, J. (2007) Structures of RNA switches: insight
into molecular recognition and tertiary structure,

BUOXMUMUA tom 86 BHII. 8§ 2021



66.

67.

68.

69.

70.

71.

72.

73.

74.

CBONMCTBA U ®YHKIIMU MOTUBA A-MUHOP

Angewandte Chemie Int. Edn., 46, 1212-1219, doi: 10.1002/
anie.200604163.

Sponer, J. E., Leszczynski, J., Sychrovsky, V., and
Sponer, J. (2005) Sugar edge/sugar edge base pairs in
RNA: stabilities and structures from quantum chemical
calculations, J. Phys. Chem. B, 109, 18680-18689,
doi: 10.1021/jp053379q.

Sponer, J. E., Reblova, K., Mokdad, A., Sychrovsky, V.,
Leszczynski, J., and Sponer, J. (2007) Leading RNA ter-
tiary interactions: structures, energies, and water insertion
of A-minor and P-interactions. A quantum chemical view,
J. Phys. Chem. B, 111, 9153-9164, doi: 10.1021/jp0704261.
Costa, M., and Michel, E (1995) Frequent use of the same
tertiary motif by self-folding RNAs, EMBO J., 14, 1276-
1285, doi: 10.1002/j.1460-2075.1995.tb07111.x.

Lee, J. C., Gutell, R. R., and Russell, R. (2006) The
UAA/GAN internal loop motif: a new RNA structural ele-
ment that forms a cross-strand AAA stack and long-range
tertiary interactions, J. Mol. Biol., 360, 978-988,
doi: 10.1016/j.jmb.2006.05.066.

Yoshizawa, S., Fourmy, D., and Puglisi, J. D. (1999) Re-
cognition of the codon-anticodon helix by ribosomal
RNA, Science, 285, 1722-1725, doi: 10.1126/science.
285.5434.1722.

Ogle, J. M., Brodersen, D. E., Clemons, W. M., Tarry, M. J.,
Carter, A. P, and Ramakrishnan, V. (2001) Recognition of
cognate transfer RNA by the 30S ribosomal subunit,
Science, 292, 897-902, doi: 10.1126/science.1060612.

Ogle, J. M., and Ramakrishnan, V. (2005) Structural
insights into translational fidelity, Annu. Rev. Biochem., 74,
129-177, doi: 10.1146/annurev.biochem.74.061903.155440.
Gromadski, K. B., Daviter, T., and Rodnina, M. V. (2006)
A uniform response to mismatches in codon-anticodon
complexes ensures ribosomal fidelity, Mol. Cell, 21, 369-
377, doi: 10.1016/j.molcel.2005.12.018.

Prokhorova, 1., Altman, R. B., Djumagulov, M., Shrestha,
J. P, Urzhumtseyv, A., et al. (2017) Aminoglycoside inter-
actions and impacts on the eukaryotic ribosome, Proc.
Natl. Acad. Sci. USA, 114, E10899-E10908, doi: 10.1073/
pnas.1715501114.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

1159

Steitz, T. A., and Moore, P. B. (2003) RNA, the first
macromolecular catalyst: the ribosome is a ribozyme,
Trends Biochem. Sci., 28, 411-418, doi: 10.1016/S0968-
0004(03)00169-5.

Noller, H. E. (2012) Evolution of protein synthesis from an
RNA world, Cold Spring Harb. Perspect. Biol., 4, a003681,
doi: 10.1101/cshperspect.a003681.

Lancaster, L., and Noller, H. F. (2005) Involvement of 16S
rRNA nucleotides G1338 and A1339 in discrimination of
initiator tRNA, Mol. Cell, 20, 623-632, doi: 10.1016/j.mol-
cel.2005.10.006.

Steitz, T. A. (2008) A structural understanding of the
dynamic ribosome machine, Nat. Rev., Mol. Cell Biol., 9,
242-253, doi: 10.1038/nrm2352.

Hansen, J. L., Schmeing, T. M., Moore, P. B., and Steitz,
T. A. (2002) Structural insights into peptide bond forma-
tion, Proc. Natl. Acad. Sci. USA, 99, 11670-11675,
doi: 10.1073/pnas.172404099.

Noller, H. E (2005) RNA structure: reading the ribosome,
Science, 309, 1508-1514, doi: 10.1126/science.1111771.
Szymanski, M., Barciszewska, M. Z., Erdmann, V. A., and
Barciszewski, J. (2003) 5S rRNA: structure and interac-
tions, Biochem. J., 371, 641-651, doi: 10.1042/bj20020872.
Mohan, S., and Noller, H. F. (2017) Recurring RNA struc-
tural motifs underlie the mechanics of L1 stalk movement,
Nat. Commun., 8, 1-11, doi: 10.1038/ncomms14285.
Bou-Nader, C., and Zhang, J. (2020) Structural insights
into RNA dimerization: Motifs, interfaces and functions,
Molecules, 25, 2881, doi: 10.3390/molecules25122881.
Leontis, N. B., and Westhof, E. (2003) Analysis of RNA
motifs, Curr. Opin. Struct. Biol., 13, 300-308,
doi: 10.1016/S0959-440X(03)00076-9.

Frank, J., Gao, H., Sengupta, J., Gao, N., and Taylor,
D. J. (2007) The process of mRNA—tRNA translocation,
Proc.Natl. Acad. Sci. USA, 104, 19671-19678, doi: 10.1073/
pnas.0708517104.

Spirin, A. S. (1968) How does the ribosome work? A
hypothesis based on the two subunit construction of the
ribosome, Curr. Mod. Biol., 2, 115-127, doi: 10.1016/0303-
2647(68)90017-8.

FEATURES AND FUNCTIONS OF THE A-MINOR MOTIF,
THE MOST COMMON MOTIF OF RNA STRUCTURE

Review

E. F. Baulin'?

U Institute of Mathematical Problems of Biology RAS — the Branch of Keldysh Institute of Applied Mathematics
of Russian Academy of Sciences, 142290 Pushchino, Moscow Region, Russia; e-mail: baulin@Ilpm.org.ru

2 Moscow Institute of Physics and Technology, 141701 Dolgoprudny, Moscow Region, Russia

A-minor motifs are RNA tertiary motifs generally involving a canonical base pair and an adenine base forming hydro-
gen bonds with the minor groove of the base pair. Such motifs are among the most numerous tertiary interactions in
known RNA structures, comparable in number with non-canonical base pairs. They are often found within function-
ally important regions of non-coding RNA molecules and, in particular, play a central role in protein synthesis. Here,
we review local variations of A-minor geometry, present annotation difficulties, various structural contexts and com-
mon A-minor co-motifs, and the diverse functions that A-minors perform in a wide range of processes in a living cell.

Keywords: RNA structure, tertiary motif, A-minor interaction, A-minor motif, A-patch
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