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WE: G-WiiK(G-quadruplex, G4 A Z A A THAR AT I RABR BN, 2F & 55
A% B 8 i AR K M HoogsteenBL 31 /15 i 69 W ER AR HEAR . GALE M EDNAM A, K H B 3T K. #AEHRDNA
FoZ A B X F ik AL, EDNAL#IEE, #F0AE, EHEARANZERE TR IR REST G
RAER. BLFk, MAGIZEMA XD BRAENEAREH T T . ALK ERGAELR NG H
. HRAT ADNA L HA8 X 0 S R AT st R st AT ik, B4 B AT GALE A hfe, MBRGARIEY
TR, A ARG aEF R A R BT REFAAXRRGIIZIRT . BT A AW T RARGE TS
AU

KHIE: G-mikik; #FAT; DNAZH,; ARAf

Biological functions of G-quadruplex in genome

PAN Haichen, XUE Hongyue, XU Ya'nan™
(College of Life Sciences and Food Engineering, Inner Mongolia Minzu University, Tongliao 028000, China)

Abstract: G-quadruplex (G4), one of non-canonical DNA secondary structures, is widespread in genomes. It
is formed by guanines and Hoogsteen base pairs creating ring-like formations known as G-quartets. Guanine-
rich DNAs can fold into four-stranded structures that contain stacks of G-quartets. G4 structure-forming
sequences (G4 motifs) are significantly enriched at key functional units like telomeres, promoters, ribosomal
DNA and recombination hot spots, pointing to a variety of critical cellular functions including replication
regulation (including cell cycle regulation), transcriptional regulation, telomere maintenance, maintenance of
genomic integrity and recombination process regulation. More recent work has demonstrated that the functions
and regulatory mechanisms are related to the G4 structure in vivo. This review focused on the research progress
related to the distribution of G4 within the genome, transcriptional regulation and DNA replication;
summarized the current understanding of the G4 structure and function; and tried to explain the mode of
regulation by G4. This paper tried to provide ideas and guidance for the mechanism, treatment and drug
development for related diseases including tumors, viral infections and neural degenerative diseases.

Key Words: G-quadruplex; transcriptional regulation; DNA replication; genomic stability
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1A). FAE19104E, TEXF & H R BT 70t R I S
HRIRE W AT LA RISk, AL )E, &
o 5 FEER AT 4 A T AR R B E AT B H ORI
VU BB e g M ) . B S, RSN T
tHAESE 7R 57 1935 b DN AFF 51 7] LAE G- V0 % 14
gEfP, M, Bl Aaron Klugih Tl 5 BESRGAT]
DATEMR ANt Aa e, 54 HAR T i vl fe 4k 2
FHem 7 JEREBL, TETEAIH N [FIDNASY
T SEAFEGALE . G4F FIAF(E T I N4
DNAUHL . FER 3 21 X . % HE AR DN AR 41 4
ALK AN A Wl IE S 5 R Rk A TR
P R A I FR AR O

A: G-IUBEfRFG-IUBEE, K, d(A(GGGTTA) 3GGG, PDB ID:
IKF1"; B: G-WEEERIFATHER; C: G-TUHEkM 1T %; D:
G-I IR AR, gk xaR)

El G-PugEikayzEaf

G445 IER R ] Hesk. BEAIR I A%
W PR . BRI N ROk £ B R A
DNA# 2 A U EE BRI R, (HDNA K 5 Al
) L FE R BT U . TR R EEDNAGEH
P8RS MAEBM S, Hh—L L XEEDNAL
MR E S &, G-DUSE RS2 b i o H W
—Fh. GALEH KB T ARSI . BT
T NGy iR R G4 45 F4 BH 1E DN A SR A i 11 28
i T 2 M B Ah, BRI, FE90% I AN
DNA & fill #2467 s BT 58 5 G475 . 1 52 il
G5 4K (origin recognition complex, ORC)HF 51

R IR AL BT E T B G445 H , 3R G4T]

BE L ORCIR I & AR A A7 25 1 8 1y HLBLA #F
OIS, WIETEDNA G4s's 878 TP 0 i X
WO RN B R R B, XL Gas T B K
P55 AR BV S IR P RE A o NI 2Rk
EDNAM WA G445, FFAE LA S5 1 AN Fa e 1
RIS . BRItz A, 4B R a5 b e DU
RG4S, e 2R ICOVID-19 1 7%
16 KB RGALE M g e s U1 AR — 2 4%
T 6T A 4y sk = A 52 e [ B 2 A S e A TR
RAEY:, JoH RN GAZE ) 5 T RE 290 .

1 GARILEHAHFAE R B B 40 P B9 53 i AiE

GAZE M A ZEM, WTUHZRSHREEN
BUEE R P2 AR . T OBE Y G4 T A% IR B BE H A A
WEZHZRGKX, SMBFTFHE A IR
(5 FF AR X, Fp Ja] H AR 6 A A ERR X TE] B (G 5.
sN.G;3.sN,G; sN, G35, NIJULREEZ TR, xA
1~ AIRE A . AT BR R 2K R B 2 Al
Gafa e th KA . 2AGAFF 5 b (8] () 18] Bg 7 I
TINZERE, GagstmtaErt . Fr, (A
R > 271 K B2 PR 184 I, 2 158 G4 45 #4) 1 A2 E 1 PR A1
T 5% [H] G4 ] DL ER 9 2% B0 2% 5065 % P47 B0 P
ITHIGALER s — B B T AT LA R GALi i, K
FENa'. NH, X G445 i it e e MR R i 4 K7
N G-tripletsHER I B 1 H O FLIE I 5]k 1 g 4
FERR!T. BERE TR G4 BEDNA 1 e /K 2
Z /00 TEARAL, XA B A G T R — MR
7125 R E 1 GAT] DL/ A 75 BEAE G4 41 o (] B —
MEFHR(G3N))3Gs, RA15bp. MMEMR P IE T2
GAHELMNE, AFEAIDNARRE . /i
YEF TDNARH AN ), LLEDNAL & HEA
FRZ MR IAFAE S

SR RN, GANMS B 2, 32
(1 P Tl A GRS PAT M SR P AT S (1B
1C). TEPATHI SR, TERLGA MR R BE 1) J5 I —
, EENEMUE R A EGAE M, &
s — ANRE R o A ) — AN BE RIS AR o T AE R P
TR, TERRGAMEER 7 A, EE IR S5 1)
fERAR I BEE A — . £ T, G4l
RE IR SR (K 1D). 5DNA G445 1) 2 Rk
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FHEL, RNA G4Z5 ARG A S5 B 5 A i
WA EE. BREMMER R TEEERE LY
2'-OH. GAZEH I ZREEAR g G4 — 450
(PR HE ) e e 1, H 5 G- DU B 1) 5
I E . BEE ORI SR AR O B,
RATCEX GALE I Z IR T #E, (A2
X LR B 7 AR I R S R AN ) R I S R
VIEINRE L R A FE it — DR R

GAZ AP RR RN, (HIEC S
57 38 I\ A T O R A TR R 4 A ) O R Y
AWl GAEABH KRE. T ZMAEBRTURE
IS 5N 2 AR, R0 P
B, sk geRe. JERNRBREL%E, Gadsi
TE 20 0 P 4D T RS i 8 4 NLE AN [R) 40 BRUIR S I mp
RERAERIAFEARAL, G4 SEE. MEBT MR
Wi R R A N R I A AE O . A
M, ASCEE— DR S K ZADNA G4 1 2 A
TE VLR AR G R D 6e K A R B TR T 4
(LT EEAIIEY =

G4/ ZAFE T &M AW . KGFrwd, G4
TETETE P HIAE S S B R . IR AR AR & i A
SEESHABEX S EREZ . ANBRERHAY, G4
TEAETE 7 91 75 55 DR A0 19 1R 2 31 B2 X SER o 4y
fi, WFEEHIRIGA S EEEE ST X kL
F AR PERRE AR IX S, AT R SR 7
SR YRR DR A (1) S R N A AR R
FHHERER. EEARMEL, CEEhk T i
KL 51 A 1 E 2 21 AT BLIE E20 00022 G445 14 LA
Ab, NISEERA AT AT RETE BG4 LS 14 (1) [X 3808 it
350000, HEHE L, BEEGAG I AFEW
WERA, BRI Z W AN RIFEERAHAR L&
g, VPN GAS M T BEFE A RS, NI
BE— B 7 IR N GAZE I T2 R .
sIEMEE T, SR B E R B R BT 7B R
G445 4 B FAIDHX3645 & 45 My ¥ i+ H —Fh A T.G4
REFEA, 456 ChIP-seqiAR, TEAS49ZH L & U
B0/ AGagE MY, pEIER Y A,
SARS-CoV-2R: N4 HH I NGHEETEBUT 51, H
g —MEAE T SARS-CoV-2 I AR 72 25 F 45 [X
FI(RG-1), AHIHI TR EE A K RS T %
FIRLA, BB A BRI COVID-19%7,

P A MR W], GAZSKIAE Z )M
W3k A7 AE P EREL I RE A, MRS B i A
YR AL AN LR, G4 ETE T
FIRIECE . KB B2 P I N A
BE S VAP 2 R PR 3G, AN FL DR A v GATE AR T
JSCFT A (1) %5 FE AN B2 b o]t bl 2 38 . /N BRAA
(15 R H HH GABEETE T F i %, H2GABTERT
TSR S5GCHRLXR . & & GCH X AR
THRAIMBRITE R, T AZ /MR SR BT 58 A R T G4 1)
TR, TERRGAZE T IFIDNA [X 35k AHERR % /M I I
R RAFAE, NIIE R GBI & T 5
Gtk ERREAAAE, JEE B TR, £
ST, GAZE R TN S M I A 2 IR )
X . fERZHYMS, FIHGATH LB IR ST,
HREHADHIANKETUR L . EFEEE
FERA LS, GATEE 7 HI R R~ M
HEGAH 7 R4 TG4 DNAZE MR I S8
RO . R, 5H G4 AL Y L
A 32T 1A 0, I o A B S IR R 38 n E n Be
o I NSEFEKIH S HT RN, 1520 0003
(1) Ja 2 X AFEGABE L T 51, HEEH T3 5%
HCUR AL M (transcription start site, TSS)_LJi#1 kb1 R
WF500 ntXIE AP, IE 5 O e SR T BRI
TG ARG BB R EE, GHETET
1E Ji 9 B8 R RO G4 R RE DB, Wle-MYC
BCL2. ¢-KIT. VEGF. KRAS%:., REAFi,
GATEALETY BT A A L R 8 31 X 3 s SR A2 A R
KZEF, WEEREIE R A A 5 31 X 1 kbt FH A G4
WAETE 7 B AL B 7S s B, MBL E
FERHANB AT UE H, GAZS A
S RGP N AN E PN SR i R e R E e v
H AR S

2 HERANERGIFHREFIAEXRE
E&E

GAGE K0} e s R 0 1 R R R I 2 LI 1Y), BE
AUEE, WA . GAZEH N 3R e B
SR ILAE T ARG s R 7R e MR Lo B G4-
et i1 S5 PLUE M (G4-chromatin - immunopreci
pitation sequencing, G4-ChIP-seq)#iARiX—4r##G4
SRR EEEN PR E, NRRE TG4
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SERL B () H A H WS . A0 A — B E sk,
FE)G4-ChIP-seq i s 5 sk B G, JTUHEZ
SRR 87 X A BIAL 520 X i SR AR a5 T
RE DX IR G4 B W 7 B, 5 FE A D e X 38AH
bb, TSSTHREXIRAEWS T HE 2R E 1G4, EkE
TERSEIREN R R 3 T, GARITE BCE A R AN Fa
BB WL, JEAR T G4 TE T R 2
LG4 DNA, AFRIHEAFIRE T, HxER
5G4 DNAMJERAHE R, 1-FEG4 DNAJE KL
FEAE S TR GAGE 23 BN e S AH DG B 1 T
(R RE e M TR AT AT AR G e o A SR Y OR
B [ISMARCA4E B 445 BT 8 M S5 I G4
DNAT 2 A /EH . SMARCA44E & G4IAL
A% AERE P E s T IXP . B2, E T
BRI PR &, BBLAE A 1L AR 22 AH ST 70 #1042 3l
PR R PR L B GARI L2 5 T F2 2 G4 DNATR
WIS, A — LB kA B AR A R T R
SR, W —-LEEEmS R, Bril, miR
A AL BLN.G4 DNAZER, 111 X A2 500 HL 5 e
BRI B ARBIL, ARG RATRE RN
256

GAGE KR s e B rP RN A B S B 1 16 ) 2>
PRI . T GAZE AR E R, B G 7 B
SE MR IERE A e IT , RNAR A B I B 4
TR GAZE M S X RNAR G = A A E, B
FRON#E S BH T (transcription blockage). {HJ&, SEFR
(IR BT 2 o B I RO B A TR . GATETE
FPAEARRAREE b, 2T IE G4 DNASRNA
REMHAS A HZENATER, GAMIE I
SAEMAREE T INfa e, BERTE TRNAR &K
LA ARE (R, N S AR P2 o IR RN
BEARAT), GAETE T HITERARE B, s R
HA L. B REBRMREE E W GAREE Y BT 51
2 5T BIRNASE Y 15 T [ DNA:RNAZ& 5G4,
X — 45T e P A S SERNAR A BEMEA , 1M
P S e Y

G445 ey 5o F [R] 0 2 3% 1 428 300 H B0 40 B 1) 1
JIREE T o 4B AE P9 IR BN PR 25 52 M B e AR
F RNV PR S (ROS) T B S R I S Ak, A= 8-
0x0-7,8- ~“E G IEIS(0G). MOGHIE Kk EA %
HGABLEFHIM G sh T, 4 iz Ll

APHT W APELIR B DI ENE &, BB R
AHEIMEE R FE TR B2, MOGIA R A TE
BAGHEEFAREE T4, HAXNEI T
G478 NiFicH B ANGEE FHIN, OGIERAP
J&, JRAMGAS A BN LA BRGTF A
GAZE IR, A APKL s HEH B — N IR
IMAPE1 454 AR 0T DL A I APAL i, {HSE Y
VIThREPEAR, MM 7 sk N F R 55, mAy
N S

EDF AL FE S, DNA L E RN —
ol B B (1) 3R L8R T A ML, R R SR U 4 R AR
F o 75 H A0 PR P 80 v P 0 b dar s AR 2 11 266 [T 4
WFFEH, R e g ) R A KPR B, A G4
AT 1) v g HE R A AT R B SRR T BT A R R )
SEKE . NRERAF 129000 CpG iy (CpG
islands, CGISfFETRRFMEBITX, CpGEH
A BH 1k )5 2 7 B 0E AT S B U 4 26 IR R
15 . DNA H AV /K (1) 3 il 0 25 DR 3% 42 0
B P CGIsAR FH BE Ak 1 IR R AT A 4 58 A il 132
BT G4-ChIP-seq il Hi 111 G4s 2514 (79%) & 15 N
FERZH ok IR CGIs R Z BRI« GCIsHH Bk
F1GAsEE #4118 SDNMTLE 3 E fir, FFUEsZar 4
HIDNMTI1R AT . AT, Gas45 /I TE 2
FHIDNMT 1 FF £ 37 CGIs A # H AL i ML Il 2
—B BB R, DNA G4fIH 3
o TR AT REAEAE —FRABHLOC &R, 11 X M Hioc
ARG R,

G445 i LR KB IR R m 7 e H IR 2
FERH . G4ALh A TE 52 2 35 1) 2L K b oA
B, U GATE IG5 5 T I R R 3Rk (1) kG 40 R
BAHREM. Fla, A BEEM/N RS
FLshPrh, Bl an i 45 KINGA% iz T R
Wi AT 2R R IR G S GASE Ry 1) AT IS AR AL AR
bR R RN 2 — . FR, EEmEEY
W, G4 R HE o At T RE A HO I T RE R IR H
08 . GAREME NREEFA PR E, (HEML
W R 28 ol B DRI AH rR AN AR TR, 7 SR AT I R 1)
AR FTLL, GAZ5 R 25 Th g T AE£E MK
SLAEYR MR, HEEMESSY T K
H, I RCOK RG4S R R BRI R st
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L

3 GAZEDNAB ST IS @B
£

TEDNARHlEFEf, GASE R 1T R 2 [
PR EME . GAZEHIXTDNA S 1 152 0 4 5w A
[ HERGAG X EHRNHIGERH . ik
B HEIL 2 7 )5 BE T 2 2 GAGE M T U 2T, A
FE ¥ o BE b BRI G4, # A R AR 1 R X BE
Be o 22 b N 280 40 A o ) B BT T AR K I G4 4
B, XATREEGAI TAIER S8 . BAREE
A HE A U Y 2 DR ZH A 1 ) 4 RO R ) 5 R Bl
YHYIP GART S St FORAS I B P. Hoik, G4a4h
R TE A 2 DNA R Hi| b 7 1. AU, 4
41 B P R K GAZE A B 1 Zoul ), GAZE A [ TE K
b, L SBUHEKZEE LUVEBEDT. Zoul 4ty
G4 RF L H R VIFR 12 2 A+ (nucleotide  excision
repair factor, NER factor), MG N3 A 2H i) F2
SEME o R M A0 AR N B I AT T DL B AT N
rDNATEG,/G, ¥ilBF i G4TE b, MifEG,/SHH
DNA S il Bt (11 G4 45 #4712 B I 2 38 B, 3 336 1
FEDNA K HIAH R P FE b, sikii v () G445 14 5 2L
2| LY PR [ETINE 350 29 X I GA 45 8 B TR )t T 5
I A S T 2 A FE Y

FES I R, A AR AR SE 1) 2R R i
TEBE R IRGALE IR B R 12, M T B R
#l, WIFANCI. BLMAIPif1ZE5, A K4,
FANCIfi# i€ B i T G445 /4 fRIEDNA R # . FANCJ
BA —NGARF YRR AL, FINE 5REVIH
PCNA & A2 1 Fi 75 BYDN Af& 52 f A 40 A 4
ZEA{iE(Bloom syndrome) & FH BLM/fif Jig B2 [K] 58 48
SR W AE Zy B, LR B4t i 2 IR
T PG Ik G B BARAZ i (sister  chromatid exchange
events, SCEs). fE¥#&ABLMMEHR T, ANFEH/N
B4 B Y I SCEs AN & fE BN SR A BE AL A A
M RAEHAY X 22 F A, Rl e e ik R i i
GANZ fL. T EL, BLMOE I ] G4 45 44 7 s 1) 3
A, R B R A e s O B A, SR ORI
AR E . ERRIERE S, Pifl B HE RS AN
FHIE R GALE M BURMEAFAEZ 7, (H 2 RERS AL B
DRI 2H R A7 LE I R 43 GA S K, T D T GA45 )

Xof 35 PR 4 e R i

IX L P 1) B8 11 i Ok B GARCAAR ) n N &R 2 FH S
DNAFIEHIFAMEE ), DNA G4nl LAFrsmEt £
A 225y R A BB 5, 1EA 2257 243 5E H 1)
FRBAFAE, 125 SR 70 28 (S )i 47 & 1| BH
Wro 1EB|GAFERG G, DNAK G KM T 8™ A ik
DNAGR T, HaEDNASGR LR G KA 3
PRGN ILDN AU W7 24 (DNA - double-
strandbreaks, DSBs), IX&HE AN TR
K% $ (alternative end joining)AbH 1) (E12). T 5
— /N TFARA1EHDNARGAE HI SRR, H
WA KR e B AL FE . BN S FELIKT ) G4 45 44 AT
DAAE AR A0 i = A2 22 AN URp IR 2K, AT AE 2%
BRG] RS TR BreL, A
S r Al AR, GAG T 2 S8R
S A ) 7 AR A OO, TR R HE R B R IR G4
ZERI¥ )7 7 snG4-CUT & Tag th B iz iy ££ 1

41 i 52 ) AR I TG4 7= A2 DN A XU W
24 @ 1 [A]) Y5 # 4H (homologous recombination,
HR) A1 HE [A] Y8 K %t i% #% (nonhomologous end
joining, NHENEE ). /EHZHRIAMMES, &
B G4 b 5 R A I A R R AR
BRCAL. Rad51H1Ku807> 7| {EHREUNHETS f&H 5
GAZS MM EAEFR" . Gatsse (& itne ft VT (PDS)
K9 7 BRCA2GR A A M ey s b a1, R GAIE Ak
SEuRA AR E . PDSHE S FDSBsIH R
LGS~ G/ MHEFE 2% R 0 A2 i) SR g Fe el 2D HR 5k P
Yol T e

k7L ERBESRRE, BEflERBEEA DN
S BU(TLS) & FRev1 1 5 G445 I K 1 % .
Rev 1 AJ LUIE i & # PU 75 4 5 124K 2 FFDNA H
Gafig it 7y e, HEIDNAR G B Ed . [FK,
Rev1I&F] LA IEDNA G445 E R4 &, Zuol &
HZ G I EGALE 1, FHRevl 5DNALE &, J
HEZTRYIRE1ZE (nucleotide  excision repair,
NER)[K-f'Rad4/235 &4, @t iEFAH . i
Sk Z R UIBR1E 2 DI RE(Rad4 58 4%) 5 Zuo 1 TRAFHR &
T BN L5 45145 & il (translesion synthesis). LLAb,
2 5 5 SR 15 MU H R VI R 12 2. (NER) 1) i Jie g
XPDFIXPB T UE B 7E R SR A 1 15 G445 #
BB AAAE A 7 SAB AR 721 . GAZ5 #3580 T DNA
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