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Mathematical theory of four-dimensional nucleome

regulating gene expression
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Abstract: The multiscale three-dimensional genome structure drives gene expression and cell-fate deci-
sion. Although significant progress has been made in the study of one-dimensional linear genomes, it is
still unclear how the dynamic structure of three-dimensional spatial genomes affects spatiotemporal
gene expression changes functionally. In recent years, the development of sequencing and imaging
technologies has led to a series of advances in the study of four-dimensional nucleome genomics. In
this review, we discuss the multiscale nature of the three-dimensional genome structure, its complex
regulation of gene expression, and its spatiotemporal dynamics. Subsequently, we theoretically model
this complex chromatin structure dynamics, epigenetic modification dynamics, and gene expression
dynamics, and propose a predictive multiscale coupled modeling framework. Finally, we discuss fu-
ture research directions on four-dimensional nucleome dynamics.
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etal.,2019; Misteli,2020). i 5 VU4 40 oA A4 151 (4D Nucleome Project) {9 #2 H (Dekker et al.,2017), Fl2%
FATC L TF 06 A2 (8] (= 4E) FREs 1] O3 DU 48 B2 ) ff 2R MFT 240 B AZ 25 A i 2, DL 1(b), SRR A%
YOI . AMIIRE . A PR B LA A RO S5 4 A 9 52 1 (Maarti-Renom et al., 2018 ; Aboel-
nour et al.,2021; Abdulla et al.,2023). PRI, 20 e R 20 ZH 210 A= 0 0 BT LA B 12 2H 23 ] i 3 PR
PRI S, AUE T LM ERE AT HNE S, B2 T = 425 b —4E i (B 09 2h 847
.

T JUAE, A DT HR DL SGE BRI, AT LLARAS K i i = 4E 5L D 4 254 DL S ]
FRFEZ I MBS R, W] LIRS A0 M A K 53 Ah R b oAS [R] B 8] 7Y 2 28 22 A6 £ (Chen et al., 20225
Brueckner et al.,2023) , WLIE 1(c). by 7 FRAFIE A A9 isAE 7 =0, FRATTT5 28 FH RS A58 AU ke ZRAIE 0 48 4% A 2
. ARG R B R M IR AR B L FE B, FRATE BN A T = 4e A A SHEAFIK
S b T R B R 1Y 431 REAE DA S e (0 i B R s R R R W B b i S it e . LR, R T A Py
AERZARBIR (GG 2 A2 g (L 4500 3 71 2% R MBI 81y ) 27 L SR TR 3R 3R 3l 72 ) M HE SR RIASEA0L 23 BT 7 v
B, BATTIE TR T MYERAR S 1A AT T 1)
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Fig. 1 Genome structure and nucleome
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1.1 ZHEFRAZHNRZSSREMN

R TR I A T HARR /N A S [, AU AR i DNA ST 3T & FIUR 45 . 38 2o 4% F s 38
YR G AR aURAR AR, AATT A B PR 2 e = A% 25 (R v S 0 s B 09 e e AR AL (Misteli,
2007; Rowley et al.,2018). 5 77 7F I 45 9 RRAE CILIET 1 (a) ) MR BNI/IMEIR By e fk (chromosomes) , 44
{4, i X % (chromatin compartments) . 44 (@ i # $h e B8, ( TADs, topologically associating domains) . 44,5t
I (loops) . Y {h it £ 4 (chromatin fibers) A14% /MA (nucleosomes ) . £ Fh 45 ¥4 45 AE AR B A B2 /EH . B0
/N G TUART A TRURE) 1 T 22 W3 A5 22 O SRl (Lai et al., 2017) 5 Y6 5 38X T34 50 7 AU ahF A9 KRE 8 TR
(Dekker et al.,2015; Vermunt et al., 2019; Halfon, 2020) . &K 7% DL B 3058 T 092 G 5 =2 a0/EH
(Darbellay et al.,2016; Vermunt et al.,2019) ; TADs BT LA Ay 4 1 4 €2, o - G €2 5 A B A FHER 3L T 25 44 S hi
(Lupiafez et al.,2015; Narendra et al.,2015) , 7] L3 1 R il 38 5 - )5 2+ (E-P) 38 ) Ja 3 23 1) 3 R A
TRUEA: A RGe (g & B (Robson et al.,2019). X SEGEREIE 1Y 22 R B0 T HE A TE RN MEFE S | 454
TV I Bsf [i] 12 (i) ) B 2 5K B 2 RUBE (KT 1(a) ). A, TADs 9 R/INE & A kb L £ 118 Mb,
A sk AR A IS TR RUBE Ry A ol 5 AR DX 3 8 DR /N i i MIb 118 RUEE FLECTE ) % ik ] R 24 Sy 240 i S 19 9%
Jill (Johnstone et al.,2020). K it, FEI4H 4549 BA B2 2 R
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3 —J7 1, e R (Finn et al., 2019) F1i 73 B3RO0 B35 (Bintu et al., 2018; Szabo et al., 2018;
Mateo et al.,2019; Luppino et al.,2020; Takei et al.,2021) S5 7~ 1 5 K 41 245 44 J2 90 BE ML DL S 20 e %
HAUZ [ 5 Bk | XA R AL AR . ORI S . XERAE, R AP AR Z AR
¥ 225 (Su et al., 2020; Takei et al.,2021). [A#E, TADs A4 Hih A B (Tan et al., 2018) . AL FF 35 {4 (Han-
sen et al.,2017) . H45R 1 F)5 3 F Z (8] 1940 E.AF FH (Rodriguez et al., 2019 ) 76 40 itd 22 [B] A7 )12 1Y B 40 Jif 5
Btk Bk — 20 M, BN s DNA A AR TR T AR AR5 0 1 4% 68 5 AH B4 A9 3h A8 1 BT (Boettiger
etal.,2020). X EET7VE XS HE K ZH A5 F A BEAILYE . S Bl S HCGT Ik 5 D] 308 1) 5 vl 2 A3 A L ) AL i .

1.2 BEERZEWRRME

PR 3RIA 2 DNA J 5138 2xk 2 53 0 2% 2 I A48 it v 19382 4% 7% 5L\ DNAA 31 RNA FR31 85 1 BT () R 72 . 5 o
HRREATEMMAZ N, oy LR & 240 A AL (Fuda et al., 2009). B 965 8 R 37 578 R
FREERAS, MR S AT LIS S 7E G 3+ LIS R A 1 1L (Pol 1D) 55 28 H B 41 28 iU skl i 5 &)
(Alberts et al.,2014). HX Pol I1Z 1 — R I ARG ARAL , Wi AT LA 8505 3 7 IF7E 53 3l 7 5 245 (W et
al., 2003 ; Vos et al.,2018a,2018b). Fifi 5 Pol 11k & Ji B ¥~ 1% 3 ) B 455007 aid, FF 2 K 3 O mRNA (Fuda et
al.,2009; Henriques et al.,2013). 557 2411 5256 5 1 (9] QN 203198 6 JE A 2238 R (Femino et al., 1998) ) B2 42
REE B AR Y W L R TR 1 A8 . OGRS T PRI R A AR 2Lk, 1 LI 26 WIS 31 iy 25 PR DU A 1
Jr UG SRR, X R B G BRR R B SR Bk &% (transcriptional bursting ) (Golding et al., 2005 ; Chubb et al., 2006;
Raj et al.,2006). X A 2 1E A A WA A AR H UL (Raj et al., 2006 ; Dar et al., 2012 ; Rodriguez et al.,2020).

FH T Bl AL 49— lf 48 200 A v B DR A AR HE DL, 6 DR SRR O R Y g — 2D 5 AT T AE A Bl AL
(Raj et al.,2008). H:¥k, 4iM3A5E (Pedraza et al.,2005) LA S 434324 (Yeyati et al., 2008 ) S 4R 2 4>
AR AR IB L R AE 22 5 X SR R P B SRIABEAL I B, DN A T B 3RA Y S vk
1.3 ERFRAZEHIREERRIENE R

AT R, SN FRIRAZ B P A S50 B s AR VR . SRR YL £ SRS G2 AT LA 2k A% /)N A R 9 il 1 A DA
N R Y 22 o 2 MR 25 8 28 3 [ 26 35 (Gibney et al., 2010). DNA J7 %1 28 L3 76 4% /MA I 1554 55 K 1 F1
Pol 11 JCyE#E A5 8 T s AL 5% R 776 DNA _EigseE e, B sifs Sk i (Mayran et al.,2018). HK,
TFE S8R F45 5 Jn S5 EHE A OB BB p300, HAENS £ WAk 5502 [RIVE FE N B e o s 7 45, AT
FECE ARG B 1 T BRD4 K i 55 A5 78 40 i A% 1) Jm i X B . BRD4 A] LUK 5 53 SE i Xl - P-TEFb 47
FNR BT, AT Pol TN Bl B T A4 81 455 (02 s Ak 18 3% 88 i i i 2 1k 2 53¢ ( Stasevich et al., 2014 ; Wein-
ert etal.,2018). Mok, —L8)5 2+ I id 23 [ml I BE A7 P0G KA A SRR B, hy J R AR 0 A il )
B AT AR M #% (Kim et al., 2020).

Z: 5B IR 2 W © Uk I RE S TE 1Ry 0 s vk B2 1) DX A7) i 3 3% 38 S s s AGOUE N 3] Pol
1 1 5 B sh 25 1 SE 7 (clusters ) (Cisse et al.,2013). BSRFH VF L6 FE L& TFs. 1#795 F 1L & Pol 11 A
PABhASH S EERESS B o, I i Jay il 0 v e B AR T 2E 74005 (Cho et al., 2023 ; Kuznetsova et al., 2023 ) ,
{HAERE AT RE S 4 5k . foltn, SRR Pol TNAR R 2332 3] Pol 11 LA B H E mRNA W4 #U/E s i, 2
M PR i — 2D 1 7% 5% 05 3l (Pownall et al., 2023). £EHF (Y 8l J) 2% SOH X S asd R 1) Z2 AP sg i 2R B 1 e f8 i 2%
P BR Bl J R e 38 1 52 2 M O F itE— 20 W I 1 AR A BE DR 4 rh i e

wJa, B AUS S FAE R G AT B R AR o, T LATEAR K A SR PR ZH B S 138 R (Fukaya
etal.,2016;Chen et al.,2018). YL ORI LA FF AR (3C) UKL T 3C BYSLIH A (FRk%E,2020) AT UK 3]
AR E-P 40 Fh 444 H E-P i 28 )5 2 76 JLE 40K A9 5 2% (Donovan et al., 2019; Heist et al.,2019). #il40, /)N
SRV JIG 120 B P Sox2 X5 L 58 5 22 18] A4 1 25 32 224 200~400nm 2 [3] (Donovan et al.,2019). 4R 5L
T ZE-P (A BRAR I M, (R S TR A T AR A7 AE 4+ 1 (Furlong et al.,2018; Lim et al.,2021). Deng et al.
(2012)F1 Li et al.(2012) A N HFLERY E-P &R T AT LA G I sk -V JF BFTM0S & 5 B R akik . 2, 7E
Rao et al.(2014) LA} Long et al.(2016) B T-/EH, 3% 19 B-P 3l iR IF 3504 Wl 3 1 i il i %, HLAEOE 1
T a] G & A B-P 23 [6) FE B 19 1% K (Benabdallah et al.,2019; Heist et al.,2019). Fltk, E-Pi iR 895 AL
515 B AR R 58 E
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2 R BLDN A A R 4 R PR SRk Y B AR T O

N T E R ST AR R A G R P B R 2k 25 B 2w g AL, B2 AT TR TS IS A R G R
AT RER L BRI RO R A SR, T AR A R I A 22 ROBE MR LR DL R 45 07 =00 52 4%
PEFIAHENE, WPk RGN BUEABIRIA IR 20 . Hok, SRR R R L et e (RIE T4 )2
B O AR ) BE AL R A B T 2 LRI 9, ML T e 68 BT R 0 B R TR ) © A3
TLE e GO B MA R SRR SRR RIS REEROTST . X B, AR — LR s, HABE &
7IN B R ZH 2354 YA 5 R DR e 3K g B AL T 0 55 S B B AR AT 1 30 1254 R (11 2).

Yo Jo7 Y AR TS L T BLUCR A W A, R B BTN — R A R BE T R
BEAS PR R AR A B 1Y 36 A A BE (Do et al., 1988 ; Barbieri et al., 2012; Bianco et al.,2018). F& [A &k i 72
WK B A 2 R3S 22 81V 45 19 4L 2 T 0 #5A (Peccoud et al., 1995; Blake et al., 2003 ; Pedraza et al.,
2008; Sanchez et al., 2008 ; Shahrezaei et al., 2008 ; Coulon et al.,2010; Harper et al., 2011 ; Sanchez et al.,2011;
Suter et al., 2011 ; Neuert et al., 2013 ; Bothma et al., 2014; Jones et al., 2014; Kumar et al., 2014; Zhang et al.,
2014 ; Cesbron et al.,2015; Corrigan et al.,2016; Liu et al., 2016b; Tantale et al.,2016; Rodriguez et al.,2019;
Zhang et al.,2019). {7l UIHFER 4 PR A ON-OFF £ (Peccoud et al., 1995) CL#%) 12 MR H . & LB 114 AR
T SR B A RS (F e AL ST AL AR AR ) 22 8] D148 19 46 27 52 0¥ (Dodd et al., 2007 ; Berry et al.
2017).

TR (AL O NS0 FUE 3D 2 BB B r = () IR HLAAT 3 R
POEUTIAS , FIILs = [s,, oo, JRRIEIRIGR IR, JEof L = 3° (B IH B IEAT KRR GRS
it g =g, - gx |FRIEHEPRES . Bp(r,s, g ) FRTE 2 BN L TRE g, RETRAEY AL
Ab TS (L, AR VB AL TRAS s ERG % BE pR A, R SR ALy B T 5 24

(:)p(r";’tg;t) =-V,- (p(r,s,g; t)V(r,s,g; t)T) + Vf(Dp(r,s,g; t))
e 0 2 2
+Z[[A(r,g)]n,p(r,s',g; l)—[A(r,g)]s’sp(r,s,g; t):|
A St

p(r.s.g: t)} (1)

g8

+ z[[B(r,s)]gg,p(r,s,g’; t)—[B(r,s)],
§7e

e

Horp VANV 3 BIRR B B T AR R AT V(s g5 t)T?%ﬁ%@ﬁﬁﬁﬁﬁJﬁ%%ﬁ%ﬁﬁFi%, H
HTIORFE; DFRRY HUERE, Hew T8 MY 8N Y s dh; A(r, g)2m i £IREZ A
W, B(r,s) R FEBLRES Z B AR R . S5 A MR S5 1 AT A T 4L €851 25 (8] 2544 1Y B 28
PHOTEE; 2T R R AR R 53T RAE T I PLRA R LD B .t TR 2
I 1 i il 5 A R DR 7 T B R LR S I L 5 N 81 PRI A &8 8 253 TR A 408 1) 7 1) DA T 552 B
TR B A% HE (Zhang et al.,2015), KA EIICER 5 r A OG5 R AN % 5T 1) 25 18] 25 1) e [m] 8 42
FEHFRIL, WBHWILESs, rAX.

PR T 3 R 3R 5 O TE 19 0 FR A7 A A S 5 %) B ) 22 5 (497 — B A 5 e R 4 €2 I 2 2538 8 1) B 1]
REEH 10 ~ 102 s (Shukron et al.,2017; Ghosh et al.,2018;Jost et al.,2018), %% 5% F il w24z L
F)%0/ N} (Bartman et al.,2016; Fukaya et al.,2016;Donovan et al.,2019) ), Kt ik ZE0 0 — 25 2 RE
PIBENL R SE . T Bk B2, 200 &% DU 2k 240 A A o9 A= ik AR ik, IR mT DA S 437 52 2% 1
T AR N A R S B S e, IR Z o DO EA% AR T R

N, KA BIHE AN R B 7 2 A LR BT LB AT Z T AR AR
2.1 FBRZTEEHEES T

R Y 0 T 4549 3 1 % R R R G W ) B2 @ A0 HoR 47 80 J1 22 7B 4L (Do et al., 1988
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Barbieri et al.,2012; Bianco et al.,2018). & W11z 2h &1 i 24F Wiz s 7y R i e 1, Hrsz 20 114
FERARZ [0 (/) J7 . BARAS By 52 B0 (RRS U 0 DL S AT B AZ: PN 50 9 VPR B85 % BR AT I B BREMTL ) . PRI, e i
s L= Ny |
T =)~y w2y, (2)
Hpm FoRBRI R, URRAGENERER, vRREEAZNEWE Dy = k,T, k,FRIRES W, T
FORWE R — AW R EEE (n (1)) = 0, (o) my(¢')) = 8,8 (¢ — o). Fh T 0 55 e o 305 A2 — 2
M, MRS EGEE UK RRN
U(T) = EUM(TL-,”]) + ZUW’CA(TLJ') + .Z.ai,jUEM(ri,j)’ (3)

AP S 1 TR R AR AR BRI R, A 2 T SRR AR ] A HE SR SR (AR B A 25 (B L B AR &), 2R
3 F IR WS RS Z Rl A AH BLAE PR GE . At #5 B i e (0 B 7E AL A% N B2 iz 8 (y/m —> o), T
T A8 (2) Frx I A - B vy BRI R (D S 147

HTRAEMELNE, BRI DR BRTE R ZHUHE T2 RAMER . FERRIEIE T, BB Z
[i] P AH B AR FH DA S AR AR AR A 2 (] i R R AVE FHER R R e e %, HL 2B SR Z [ i HESR 77, T0IAT A3
W53 B 3K A% WG A B 22 ] 114 25 [] BE 85 Al A 22 o 7 =5 - 3% 7K 2% 2 (Maxwell-Boltzmann ) 43 1fi (Wang et al.,
2024). i —Ji i, X TEANERRG, 5Pl BRI SN H T 250 SCEIHRR TIRZ LIS .
un, Buckle et al.(2018) FF & T —~ g B il P 1) S5 B SR 5 A A8, i) 1 % 00 Jo %) 225 (1) 45 4 938 o 0 )5
B DL AT T g E . T2, SR Ay A T DL T R AR A LR A T, e g
THLRI AR . Glan, 8 PR AU 43 25 AR 9% T LA 43 51 56 3 % TADs (Sanborn et al., 2015 ; Fuden-
berg et al.,2016) Fl1[X %5 (Stam et al., 2019 ; Bianco et al., 2020) J& i i) i .
2.2 HURMEIEESH

e DR B sy 3k A R 3ROUL A T e AR S T SR FH S il A Ak B SR A A L R B R R IR S W hy g =
(g1 oo gp ), B HAPRE S A s = (50, +oys,), WIFIRE A9 P07 R 30T LSS 1

vyg toee v,(_,-gkgﬁljgl + o Dy gk,

i (4)

Uys, + o0 + u,‘js,‘—wniljsl +oee 0y,

Hodrk Fk, RN REZE, w,, 4y, v, M0, 28 ROV R R4 L2, FRATAT RIS IR 1k 2s 3
772 (chemical master equation) AT FRIE /AT, [RIAE, AT DA o Bl A LS 40138 R A 5 RS 40L

MATE ZAEBEHL I K 34 B ON-OFF £ % (Raj et al., 2006 ; Shahrezaei et al., 2008 ; Zhang et al., 2009 ; Ri-
nott et al.,2011; Kumar et al.,2014; Zhang et al.,2014) 5 B4 £ M (B ARt ) Fist A9 2 UAE R 7R (Huang et
al.,2014,2015; Liu et al., 2016a) H 4% H 1 3% P ) 30 A B9 BLIE SR 0K 0. B0 e i) 2 RO A 3] 1 BHig
3P UK, PR R GA PR o3 LA T T Bl B JR AT K4 7 (Corral , 2004 ; Barabasi, 2005 ; Salathé et
al.,2010; Harper et al.,2011; Suter et al., 2011 ; Guérin et al.,2012; Stumpf et al., 2017). i i 47 055 7 1 K pRi
B, AT LI — A P IC S R SRRSO N I 2%, DT A5 A Ey R ] 0 B i AR R Hy R T R G R
(Zhang et al.,2019). TR 245 A0, FRATRLIZARHE AN [R] A% 52 50 5 s 5l 3 A ] 19 A= ) PR B 5 10 R B 7Y

FMAE RS S FE =4k 23 [0 P HEA T4 OB LMY 1 B 53 84 (Jost et al., 2017). &E™ BLAARAGIR
AU AT LA 4405 B SRAE (R A5 3 FOR R A B RS, T EAL B S BEAL AT DL S ARAB AR S AR B 5%
), ASAEEAN RGN T FRECH AN, SR 0 R B LA e 5 e 0 i s [ S5 i R & 2 20, SO — &
SEHATHNS TR IRMER . L, —BAEIE T, AR 07 FL A4 J7 206 FOUAR S an ey 25K A e oy 52
PiAa e H ah & a0 & ET1F 5% (Dodd et al., 2007 ; Michieletto et al.,2016; Di Pierro et al.,2017; Ringrose et
al.,2017;Jost et al.,2018). 41, Owen et al.(2023) W78 T = 2k 5 K 4 2H 2 7E R s A 042 o ) S s
.
2.3 ZEREBERFENSNT

Yer i 1Y 25 (AL B R IE S AR i, R WA IR S AL LIRS R B i &, EATAY L [R] b AT A A4 i
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T—AZRJERIBEHRE S R 58K 2). EEE R b f B A9 J2 e 0E 1 0 3 S WG DR B R 2H 450 . %
WS 712 53 R R B 1 S R

F b, WX S SEER T ATEARE S, X N D R e ¢ AR 22 A0 BRAR AT LI 4% (Fuda et
al.,2009). 3k 26 A= Yy iod B X ALY A9 7 Pl o e RO H A L BN, 255 R SRWUB A G AY L N R0k
BRI, LR BRI i ) 56 8 DL () 2 ek A 2 2 S R 50 W 1 221 1) H3K 27 W AL 5l ) 2 e
i S s 4 A R (Berry et al., 2017). 2475 185 Y (A MR S A I AR I, BG3E B-P 23 [MHE il il R 2
SRS IR AR AR B, P AAE B S RS B ) E-P EEHEME R 5 T 1 mRNA SRk K- 28 AR L AT
4 (Zuin et al.,2022). [, A3 A HE T AR Y1 B A B T US B AT 5 4y JHR e 22 F2 WIS 1O LE W7 DI RE

ARG RN B2 AN, DU 4E v ARG T U B2 26, nl eil i 4 Bhg i
SRR Figp S DALY 0 8 73 A1 S R ) AT T L2 22 3R P s ] JUE 85 4 5 32 sl L e o >0 B 5 b A oK A 91
4, A5 B-P 23 [A] B ES gl A5 R 4R S D e e AR iR T, FRAT145 2 1 E-P Idl IR U AR AT 0 IR 45 2 s b 6 8l
71%:(Wang et al.,2024) , I H A LIy 250 WA S 19 E-P 3 HME R 5734 mRNA B AT (AL OC R it
fift B (Wang et al., 2023). 2 T #F5E RGUHE F & 3 J12447 0, FATal DUER L BED7 B89 7 2R b
.

I REFHR RREBH HNRIS WY MUEH

] B 45 J= 4 B 1 S LA

e .
J R A B B

RV
7R G L A B RS

B2 =2 B DR A SRR 4 i PR A SR hB e B A A B
Fig. 2 Theoretical modeling and analysis of gene transcriptional bursting regulated

by epigenetic modifications in three-dimensional genomes

3 MgihRE

s TRWBOR P A, BA TR EEN LA T HEIRAR T 3% 95 N 254 5 DB = 18] (74
PEORZ PR TR RO RRET | A DULEAZ IR Bl ) 2 OIS S AR R B RO R N I T R R, (BRI
RIS TF BOT & 207 AR R 8, 2R34T 5 A 1 0 iR R IR — PR

1) BEHPANNE 2 H AR I 245G 2 NE R SR s SR A 25 M- DI BESC AR . i 2 DR 2 19 P 2 i 1
AU H L USRS Y, 3075 BERE R ARSI 224 D 2R 1 S A L BOR T B AN W R R Y S B AR ™
AT AR RN, BN B2 RNA IR A SRR . SRR ATAC Bdls CRAE S (LT IR ) 45 . 3
NN 2 A A RR SR TR SR 2 A AR IR 245 B, (Zha et al.,2020) . 22 RUEEE S ABERY (9 2 1 5 Ak it 2
% JE A 2o A B B R LT S B 2R AR W L AR, TR BERB AN & 22 SR AR R R 22 21~ i 1Y
SHEBHESRATI IR — AN BB . TF I IR AR R SRk 4 7 2 D 254 - DD RE G R SR TR AT IR R RO 507 17)

2) FUHTRE 2 >3 AR ) B0 20 i 22 2~ bl v 2 9 1) 20 P i s DR ML . 200 0 20 2 2 Kl
ALY BB FRIZER Ay ad A, i HABEPE R . AL GE I Git = 7 ik e LA B2 2% 9 A 0 R0 1 10T 42 9
R Z ] 5G| B TR 2 > FEVF 22 T2 i BRIl B9 E N D3 7 BEHAE AR ) R8s - g
KA . MR 22 B TR PR B o > IR DN Rk S LR Wy I A P AE AL (Singh et al.,2016; Wu et al.,
2020; Zhou et al., 2020). FIJ FITREE 7 ~J DA i 22 2H A K008 425 4 2 D AR AR ) S 2R ik, 100 T
PRACPRA A IR, X AR EE BB ST 5 1]

BZ, PR IZSUEET T HA LR AW R AR R, A B ARPRER N T AERZ AR 3 ) 27 1
AT AT R E R R
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