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circadian rhythm and sleep in Drosophila
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Abstract Both Drosophila and humans have a conservative circadian system. Research on the effects of aging on the
circadian rhythm and sleep in Drosophila may aid understanding similar effects of aging in humans. The circadian clock is
mainly comprised of an input system, core clock system and output system. Sleep is a kind of spontaneous, periodic and
reversible resting state that is found in both simple and complex organisms. Circadian rhythm and sleep gradually weaken with
age in Drosophila. Early in vivo and in vitro studies have found that the weakening of the circadian rhythm system with age in
Drosophila is related to significant reduction in expression of the clock gene in peripheral neurons. However, the effects of
aging on the expression of core circadian genes remains unclear. This paper reviews recent progress in research on the effects
of aging on circadian rhythm and sleep in Drosophila.
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Giebultowicz and Long, 2015 ), #9530, Fig
FNEA T 60% MR JEEE D, X s K2 A
Kt LA (Reiter et al., 2001 ). IEAF,
TEAFRRAAT A b, SR HAT BRI 2L sh B AR R 5y
HE SN, LANBEAR | 2% >] 10125 ( Allada and Chung,
2010 ), PR BRIE IR NS, IR RS
1 R RBP4 E N 2o S A S 1Y

E xR ARPIFEIEATH (31772535, 31730076)
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W58 7 R o SR AR 2L 30 P 1 e I LA A [+
HIHSME ( Allada and Siegel, 2008 ), #i4:3ZF4E
WAk AR5 22 S MR 2545 R 2R B 520 Kume
et al., 2005 ), TiHEEIEEH PR EZH—AH
. wERAEMIRLAN IR, RN, 5%
L FLSh AL, SR S R LA R
fb . BRCTTEZEEL . F 2 FHCACTIRE T BRI AR
AR ZEHRE ( Giebultowicz and Long, 2015 ), %
F YR R | T DL R BEAR G R ST
TR, AR SCRE X AR A | AR S L S ek
RINWFFEIEATEER, DX 22 | L
SRR 7 ] A B B AL PR A

1 EYMTENHRER
11 EYFHENES

YT AYERE B 2 24 h A IR PE Y
B, i TR A Y40 845 ( Long and Giebultowicz,
2018 ). A=WBh e —Fh M H FHLE], AR LR
FERE R, B ZAAE T AN IR e
(6 {0 e N O I e S a2 3 e P R i
A F 7 B3 ( Mazzoceoli et al., 2016 ),
WG RIN, SR R BYEREERE T L
ELHSE NP AE Y Bl ( Lakin-Thomas, 2000 ).

/\A\
\ R
% Chite i) WARG: @@w;<i:i—;;;\tj:\\

Oscillator |—>

Light, etc. pathway

Input —

AW ROt AR A0 L B AT R R A BRI AR G
HLEMWEm, L, EYERN—R5NH NI
BREEER, PR AMEAT A A R i A
IR ) N A AN N b ) N s R F
R A P AR TE AS W AR A I A BT H RE IS R R AR
E [ AESTE By, JFHA5 AR PR i A 39S SR AR
85 i JE 30 v AR A6 A0 3E W ( Lakin-Thomas ,
2000 ), TERZ Y, AT ERTHFR
Wi IERE

12 BRTEEMHREHAER

e REHA RS, NEERAAY)
IR IR AR EZE ARG OB R
g5 Fian i 2 88 =583 #4 il ( Cermakian and Sassone-
Corsi, 2000 ). #ii A\ F 58 HBSZ &5 FfG AR A2 W
HRATULIN , [BRAZ A Z NP G 5 M5 5
L ARG AR OB R G o DR R
Gt B R Gk B b B DR O ) £ 2
B, REfEIEZ FL B i A R GG AME S, I
AR AR L P S0 i i R RO o e R e
HENRHETR S, FHE 515 B R E 1 2H 2 RIRLN

( Cermakian and Sassone-Corsi, 2000 ). E¥y4h
RGN =53 Z (AR B A IR, TR T A
R = T AR AR 2% (B 1),

N~

> &3
pathway Activity

N—"

Bl RBERTEREWHBEERSFER ( Lakin-Thomas, 2000 )
Fig. 1 Circadian clock regulation system model of Drosophila (L akin-Thomas, 2000)

13 RBERERTENSFIAENE
AT 5 B2 o st A 2 A W Ak i o 2R
BRI BT AT R, IF R T A B R A AL
( Konopka and Benzer, 1971; Hardin, 2005 ),
FIHFC NI, ERWEP O LR T 10 ZFpphit
, RO EE AT clock( clk ). cycle cyc ).
period( per )Fll timeless( tim ), Konopka Fll Benzer
(1971 ) FERFLE BAME 251 TR 2R P A 2R

W RASRIEAT T AL 20 e, JFAE 1971 BBk
P — Y S —per, PO T AEWBIY
PR R R R RIS, ATTHHZE R
B tim ( Sehgal et al., 1994 ). clk ( Allada et al.,
1998 ). cyc (Rutila er al., 1998 ) ZEk%.0oA:yh
FE, FFRE A AR Y B AL O IR . I
Ab, eryptochrome ( cry X Stanewsky et al., 1998 ),
doubletime (dbt) ( Price et al., 1998 ), shaggy (sgg)
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2001 ), casein kinase 2 ( ck2)
( Akten et al., 2003 ) Fl clock orange ( cwo )
(Kadener et al., 2007 ) S¢4=9)%p L Ak 90

Z 5 IRAE , (45 25 R A1 K- 2177

IRV HE RS T R

AR 1 AL R SR | B ok

JE VR AR, e S A% 0 ( Hardin,

2005 )o e SR SUAT LA 43 kB S RO R4 e

AP KZE (Hardin, 2005). I HEA

1k, SR 2 R B SRS AL clk . cye F

PAR Domain Protein le (pdple ), #3404

per. tim. vrille (vri) Fll cwo (Hardin, 2005 ).

TEANMIRZ,, CLK/CYC 5 RIRME R 5 1045

G5 per, tim TR A 3T 1 E-box Joff I, %

IR R ( Allada et al., 1998; Rutila et al.,

1998 ), ik Se b Wy BE AR BRE , B R

7% 0 Bt R S T

RERA Y B o IR 2 AR 3 A

R RUBIREE o SR — IR L) CLK/CYC i

>, CLK/CYC Hr3 MM &3] pdple Rl vri 19

E-box LAMIG RN AR L. PDPIe Xt clk HIZRIA

HARIEVER, i VRI W5 PDPIe 384k 45

( Martinek et al. ,

B clk JAsh 7 VIR X, Nl clik 3k
( Allada and Chung, 2010 ). % A IREgE LI
PER/TIM ALy, CLK/CYC A1 ZMIHIE per
1 tim, 1635 BB} per. tim i) mRNA 7Kk 2]
B3l 5 5 h )5 PER/TIM 8 (/K Ttk 1045 g 04,
Wi/ PER/TIM 25 I H#E A AL NI clk/cye 1
Zeik, WA per. tim B9%55% ( Cyran et al.,
2003 ), TESR =R, CWO ST P45 & 3
CLK/CYC ¥R FEH Y E-box X, il 4 bR A
HY%E 55 ( Kadener ef al., 2007; Lim ef al., 2007;
2007 ) (K 2).

1.4 RBRAEYFISE LD

WsE kI, RIS Drosophila melanogaster
EJZEHUV\]jCQ/]ﬁ 150 MPpp 2o, %A B R
PAgrh 8 4. Horh 4 2047 FAERT (Pptic lobe ) PAK
Jigi R 22 [B] RS 22T ( Ventral lateral neurons,
LNvs FIEll#1 25 50( Drosal lateral neurons, LNds );
3 P AT TGRS #£:T( Drosal neurons,
DNs ). dgJe 1 A7 b &R s O = #2200

( Lateral posterior neurons, LPNs )( Hall, 2000 ),

BT Ry e R A, AR ) AR X

Matsumoto et al. ,

CLK Enlialn
/ Cytoplasm Phosphorylatlon
A%
clogk,/ ~ y (Nucleus)
V/P-box  (CLK \/ TIM -
V&zlle / \ _éf;{i‘\i
- E- box E-box
VU@ le _[_t)_imeless
«— E-box E-box PER] Degradation
| -éoxc ackmk
l orange TIM %
Cwo

B2 RBEFETEEWHISFHE (Aladaand Chung, 2010)
Fig. 2 Molecular mechanism of circadian rhythm in Drosophila (Allada and Chung, 2010)
CLK: Clock Z£H; CYC: Cycle Z£; PDP1E: PAR Domain Protein 1e 254 ; VRI: Vrille & H ;
CWO: Clockwork orange #[1; PER: Period #1; TIM: Timeless #£[1; CRY: Cryptochrome % [1;

DBT: Doubletime £5F1; CK2: Casein kinase 2 #5F1; SGG: Shaggy FH.

CLK: Clock protein; CYC: Cycle protein; PDP1€: PAR Domain Protein 1¢ protein; VRI: Vrille protein; CWO: Clockword
orange protein; PER: Period protein; TIM: Timeless protein; CRY: Cryptochrome protein; DBT: Doubletime protein; CK2:
Casein kinase 2 protein; SGG: Shaggy protein.
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BB SUrh AT YR A, B R AR A

(Ito and Tomioka, 2016 ). FbUI, i 2 #ZE A 7
W, KT BRI SRS H A1 R s i i A 2
&3, AMEA Y IR 5 rh SR e 4 v]
VI —F, ot B AR H T A8 E A%, i
U2 A ery” G788 VA v SR i X ML 40 384 0 b, 2 T
B Wi gk (Krishnan er al., 2001 ); PER
TIM TE cry S SR 5 [V Th R I K, B7E
N AN 2 oo A0 R B o S 1Y B IR R

( Ivanchenko et al., 2001 ), iXEEZEIRERFHH cry
bR T RS TEAZ O AE R ROz 2541, FEAH
Jil A= bt g g e ) AR E H

2 RUB(ENERFEENEWH
MRt R
21 RIBEHBRER LMK

W AR 2 S i AEAE IS, A2 X L D
HR A e SR 2B ) ] 30T s 3 B — b B & i AT
9 1 EOIRAS (Sehgal and Mignot, 2011 ), 2E#)
BB ANTFREAR , HRENRS A MRS B,
TR AR o 191 32 Bk AR N ARSI 24 h BT
AR BRI SZ AE YA N RS R AR,
XAE AR TREIR RS, KRR S R &
AR AR MARL P ABEIR ( Dauviltiers ef al. ,
2005 ), stfL2E A R BI PR RI AL 3h Y, B
0 Y 8 15 AR KRR BE E 2 OR~F Y (Allada and
Siegel, 2008 ), Hol, BEARAT R A& A: iof SR 25 %t
A FEIREE I OV RE 05 , I HL XA I R AT
A o NATTHE SR XoF & S 35 1 5 1 e o Ay e
1§ ( Arousal threshold ), HF5% A& B 24 S DA 75 T
AR A BERR T, SR b % i o I 0 B AR TR AR K,
— HL2 B 35 10 L 0 T 25 ) X A AU A R
7 A 10 e D) e it e 4 =5 ( Alllada and Siegel,
2008 ), bR 2 32 BIAE R AR, 2R
HMESAFARLAF R R 520 ( Kume et al., 2005 ),
AF 20 BOR B R A B2 1 B iR RR , HAA LR
AR 2 g e s AR g 1S S £ ( Dilley et al. ,
2018 ), UbAL, FERDNBERR R S BS, HER A2
AL o PRASEVE TR S B B TR R, A A R AR

SO, MR A [R]  , 7ER B o A B
ARG . L LA, 7EfEIT 5 min A3
IF, RSN REAR M s s R v, R,
PR4E 5 min LA EASTE 3l 1% SR RIS Sy b T i Al
JRZS (Shaw et al., 2000; Cirelli and Bushey, 2008 ).

22 RBEIRHSFHLH

HAT, BEAR AR 2R Y2 F G T T i
IR — LA SR i AT 5 A X TR B A e 22
R4, (AR HMEIRVA LA & 2%, nRew 2
VAR TF RG-S 8NS5, HIRZ %
M) B ARG P 155 23 - IR AN B A U FAT Ak, (4%
WA B {75 5 i B 0 X R L el 5 T ke 1L
FEESZEIR ( Mushroom body, MB ). fxi[a]&E# £
JG( Pars intercerebralis , P1 ) FIE | #1242 7C (Bushey
and Cirelli, 2011) . BERR 53571 HH A7 T I H 9 A% 0
WG Z 59 % ( Akerstedt and
Gillberg, 1981; Guo et al., 2016 ), {EFME K,
KA 150 DMBhph 2T R B 3 B
A g A AR TR R N BERRT- ( Guo er al.
2016 ), AR A PSP AH BV A R[] 9
HERR, HATANTC LR A ZfhiE a4 o0
b g5 AR 22 (] B R % ( Guo et al.,
2016; Potdar and Sheeba, 2018 ),

221 BERTRAZER HYER—DE
(A RRAF S LA TR, LA JE) A A A th
H # 1 pr#H ( Sehgal and Mignot, 2011 ), #F
58 N IR AR & A T 2 s ol 2 B, R (77
T i 35 R U TR B, A ) e IRV ) 4 R AR A E 2
HAML, XRWBIL H T RESS 5 B EHR 1)
W2 (Akerstedt and Gillberg, 1981), IT4FE
K, TESRMRR AT BB SRR T R T
4k, W iE e ( Bushey and Cirelli, 2011 ),
filhn, #h#hZIT pigment-dispersing factor ( pdf’)
BRARRAS T VUG 22 B 1A iERR ( Parisky et al. ,
2008 ), UEAN, AEWBh g AR 2l MU AR B .

%} Canton-S. per” Fl clik”™ #4712 h HREHREIZF
J5i , per” F clk™ JEPR 1 B 5 4 B HR 52 3 ( Shaw
etal., 2002 ), tim WIZEAEM tim” TEHEAT 3-6 h )
e A S 25 I LT AT B HIR S i, {HL 2 2 ol 1 25
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12 h J5, HBWHS per”™ F clk”™  FERL) BE AR
S (Shaw et al., 2002 ), %AW P LK Dbe
HE IR, (A5 A P A e fe e sl [R) B REAS MR 1Y)
B AR 5, SXRE Y AR TE DGR T AR g
i R IR RIS R T 25, SRR X A ik
T Bl A T R ) B Wheeler et al., 1993 ),
R YNEEL7/E B S E ) N1 Er = & VR e R E L KA PTW
WS 5 MEAR T 2. SME IR LNvs HAT {2
VEVEERADIRE, T DNs WIfEJEREAR . Hean, {7
F LNvs B3R wake F Fbx14 ¥ 5 B77 0 14
(g, LA T 2 9 B R A [R)( Liu et al.,2014;
Lietal, 2017 ),

222 MMZBFRIERAET Sk U
PEBEIR P A A T e s p A e, B E R Ik,
MIC &bt kM2 e . male, M. 5-
RElE . GABA . ZIEIBRFIA Z RS 5 B R
WL Hrh, 20, oA A e
ETRIVER, S-SR REH GABA W2 i HEAR
CTEREA AN 2 e HA DA, BE AT DLAE i i
MR AT LAfEESE e (Ly ez al., 2018 ),

B T G 2T S B SR, AR AR
WA EHAZ R RENEMN . Shaker(sh)%E [H 2
T 2H B 5 3 1 1) 6 22 B 1 TR T R Pt
LR, HRAR Z )5 1 4 R i 28 o0 1 Bl 3
i, i BAERRYE D ( Cirelli e al., 2005 ),
223 MAERNSWYRITERAOET WA
2 MRS RIEER |« RYTCR PZERR F R
B NI T, T AT AR AR R 4 R A AR
B 1E A ( Ishimoto and Kitamoto, 2010; Donlea
et al.,2014; Kannangara et al., 2020; Yokoi et al.,
2020 ). M H2 P E R R MR B R T R
B, FERWE AT . AT R A
HIYEA] (Ishimoto and Kitamoto, 2010 ). 4 ki
R R AR I g s, SR 8 B IR o DL R A X
BB 0 5 A0 e SR () 050 R SR A2 A, R ) B
I el /L , i L AT AT g ] PR R 3R R A TR R

(Ishimoto and Kitamoto, 2010 ), i {7 ¥ & 7E
RS TP B B A AR, R R A 7 e AR ) <5
J5 , SRR R ORGSR
SZ AR G (18] SR MR A T e RS 35 s, S A I IR 7Y

LK T %8 ( Ishimoto and Kitamoto, 2010 ),
BT rh G SRR BIEAR (dFB ) J2 I8 ¥ HEAR
() E B 2 P A, dFB 381 B i — R A5 5
P HEAR , P ARSI S F] 4 R ( Donlea
et al., 2018 ). WAMIAIDHIHE A N bR AL &
o S BRI — 2 44 Ry SR A I Y ) P 2R
X 2T £ EUE HDDR B2 A RIS, IF
P55 ABIERR ) R2 SIEMIZ T, i ]
A B AT LA A0 ) R 4t L L AIE B ( Liu
et al., 2016 ), PRENERAEE AUBAH | Wi f AR
KeradRPREEZ/EN . sEMRRM,
PRAEFEAT S VR T HEAR , 7 EL A 28 B 4K R iR
FEAY T D 2 B B R R A BELIT PR 43
R 55 %] LUH R ix 26 22 5% ( Yokoi er al.,
2020 ), HMEHZAR F2HFLAI AR Y 19 [F]
Y. A F RO R B s &1,
AR £ LS SIERAJETT . 2K F 8
HAZ AR 8 B SRk S et et Je R 3Rk, it
s MERR ( Kannangara ef al., 2020 ),

224 ESERERMIET (550 5T
Wt B S AR R, B AT R LA AR R
HREF (cAMP ) RN IGHFZS G (cAMP/PKA )
W G EHAFSHEEE . ZR-HAMRIEES.
cAMP/PKA 111 8l 5 BEHR &2 7 AH S P, cAMP/
PKA i % 82 S B8RRI > (Chen et al.,
2013 ), G HFHELSZ & ( GPCR) & HHES Y
THEMNY T IRFENZIRER. G ERAKAA
40 Ff, HAP R SAMERLE S, Mo, BRIy 3
AR IR, B F 2920 100 ku, G 2K
F4rk 6 25: Gs. Gi. Go. Gq. Gt fil G?, H:
i GUEINRERTEN G HEHMAFK. Go TEhE
IRAEFE R EEAEH . B Go 155 2 UL H i
IMENR . BEGE AR 1 Go B 1) 3405 J5 R4 E e IR
(Guo et al., 2011 ), it I ] 8 f5 2 i vk
Stavropoulos F1 Young (2011 ) ik T —4~44
W insomniac (inc) WEER, ZEEHARL G =T
O B AREIR D . ine 512 R EEE S
Cullin-3 (Cul3) HAAMKR, ML
& Culd 3G TE, T T inc RAMKAERA, inc
Fl Cul3 Z[a] A C R Rz 28 A (S 530 i
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A 8 7E 21 40 Bl BIR RN 5 T 2 () & 47 3 3k 1 A
( Stavropoulos and Young, 2011 ),
3 R’

R swe, w2 — 1ok
Hat AR, AR E DRk A FEY A
AR AT, &2 R BUET ( Eleftherianos
and Castillo, 2012 ), LA, AT E M
fdfi ] “fRT R B R BRI 3 3 DL B |
A FAEIL . Kenyon %5 (1993 ) 7E 1993 4F &
Wk N 2R A2 AR LN daf-2 2878 A] LB . 9
K2k iU F iy o Ja SL W FFE ZE M L sh Py Fn R e vp
HBUESE T RS A5 T 5 w2 Z MM C R,

RS S P A A SR AR G B, ELAR AL 45y
T SHELIAHZEE R, B2 2E
RS A BRI L 31 A AP Giebultowicz and
Long, 2015). FZMFELIT LA :

(1) MR EFE SRR . NS
A — R LR Z 46 Rz shiie )1 T RE, iX
— G WA R Z I, IR, SR
J€ATHUEE AN RATHE JIERZH N R, WLRLRACE] & ;

(2) EHCICHETT T . AR HEA
50 ZJa, siahIiefe iR | s kiR
FREE I AR YLl B BE ) R RIS AT B
TR, w6 T, =
R TR 25 ) I ) AR A . LAk,
1) SR R 12 T T AR B B R | i
TR S LS E B E

(3t R GEBUREE T [ B R IR r 3
N WL AR 2 R R AR, X SRR Y
ST R, 3 2 8 SRR X R T AR AR B kA 7
TR, AR SRR A A A T A el AR L BB A S
B 4 IR E B T 19 R

(4) CNETHRESZ A0 o R ZEE IO NED) RE
BEATWS A BGINTT2RHT T DFSE 3R, rhARE R
ZINRMERR TR T RESL, BT AR A
R Z

(5) BEAR Ao A= s o 322 ) SRR R I BN
FEAAL A BRI Bk . P DR R A () 164 0 i e
S B2 AVR RIS &7 S R | B IR )35 i K A2 i G

/D SRR
SR 3 ] R A2 B 2 AR AL A R A

Zhang F Zhang (2012 ) #2113 pU4AEREE 3 S
K R FILE methuselah(mth) 7% J5 34 75 iy
SIER Y] 35%, Rana 5§ (2013) KLYk
parkin B}, Ll A4y O IRAH IR T 25%. LA,
KEBERER , RGNS R R R, B SR
1) 7 B — i 5 . > R R A2 K
dinr KA FER 5B RT, by 75 o i K TR —
5w dine TUFIER chico, RMERIMEH
dinr AR —FEFRAY, UEAR S RGS5 =L
FHIVER ( Colombani ef al., 2005 ),

4 TEEREHXR

g3 AT R ANA K BT B e
SRR P B T AR S AR EE 2 . AR AR SR g ELAT o
AL L SRS IR AL, e iR, HiR
i FIR R AR 2 2 8742 55 ( Giebultowicz and Long,
2015), e, RNRIREKE . SRR
B BEAR /S REIE A DT A E A T A 2
FEPER R MR B F#AR ( Touitou and Haus, 2000 ),
NZEIR LB 8] b 8 0 57 A AR S i 2 R
a1 KA, B B R 4% 1 BRORE AR AE 55 ( Wu and
Swaab, 2007 ). i i i o LR A S BE DA (75 7
BRAZEAE, KMIHLFRI 52T
R, FHar A (Lee, 2006 ), XS4
KN HRRE S EEN b EHA R
I, W5 2 S A AT A SRR AR A S
PRFERIL , XoT A DR BT R 24 T BRORE RV S50 22
KHEE,

TEGTFKF- b, B R S T SR A
F RN A1 B9 U 5 E RS ( Mazzoccoli et al.
2016 ). HET AT AFE 4 Rl 19 4% O LE D IR 5
SR ARG 2 , (FJRAE B rh B B R A IR 5
S e AR AL AT AN T A L T A B, SR
PR N AR 28 T Y 2 38 R IR FERRARR, e ke
TR ICH AR KIS ( Zhao et al.
2018 ), —ELLIK, 4R A o5 B e 5
B AP, FENEIEAE A K A AH5C (Fuand
Lee, 2003 ). {HI2AEWah ) BE D RpPETE S B 72
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HOE QT S A IR AN R AR R, A 1R
JEH . PEHE, fEE R, s rahnRglR
ik (Luo et al., 2012), {HX—KIZH T 55—
Wi aPka%, BN per 78 S0 5 &R IR /D
(Umezaki et al., 2012), X EHFLshPnont
ERRURTAZN R L iEE R 7S S N ol I 230 9
EEH A IS5 ( Nakamura ef al., 2015; Banks
et al., 2016 ). BEHRMIEE, HOPEERIK
SRR IR G RN , (H R LR IA /KA i
ZH R (Kuintzle ef al., 2017 ),

o 5 D] 3 TR AR A 25 I il of B2 R o AR
i R AR B R AR, TR R 2 R
G HESFEIER (cry, per. tim, cyc F clk) i
FEIR T DUSE T PN SR 1) (e e Ay, — LR [
KAETRA, 2% ( Giebultowicz and Long,
2015 ), WG AN, SR )q b B R T
SRR T AR, AN, FERT-ZAN, fm RIFRIK
ZEDHINT 150%, I3 M OHR H ( Zhao er al.,
2018 ). X —IR 5 ANEIFE A T REAITE L 1) &
YA DG, AR 28R RIS B2 4
AT, m RS 5 2R RS, ik
BEE . tim SHEBEER &R T3 RT
AN, BRI 5 A1 IR B F DNA & il 5%
HEAH I ZR (Mazzoceoli ef al., 2016 ),
T34h, WELSYE D e T Re g P TR S AR
PV IGAESO ( Antoch et al., 2008 ), R
W2 Ah, Bk riEge R, .08 & H AT hE
EA MR AR B AT A DIRE , X T8 IE 5 RN 3
KM N RSN TR SRR EE, — ek
AETIREMEREATF AT RE S FEUR MM LB (Ko and
Takahashi, 2006; Kondratov ef al., 2007 ). {EiX
AR, TR C 2 I SR iR R T
B, HEERNT T B 5 10 1AL
il AR VR FHAKF- o X SEAIL ] i e R
W R TAE R SERY, H A e N1 22 ik
R AP ) AN

5 ERSREZHXE

TEEEE R REE VF 2 A BAE AL DL S AR W
PR, AUFREAR o A= PP C 2N, 1

I A P9 JLAN 7 18T, A B AF A AR TFAR R Ak 1
AT B3 AR, R 2N T B0
%19 %4 H RIS TE 4 ( Mendelson and Bergmann,
1999; Koh et al., 2006 ), Wf7im=AwFoe & B
Ja 1) A 5 IR AR A AT AR R A AR DG, b &4
NHESEATR (R 3E TN | JHREE (Foley et al., 1995 ),
P, T A#REAR 502 2 22 A 5C R, XHE &2
oAt S i AR T T T B

PR S R AT R R SRR SR
S FLshi A 5V 2 30 R R BEIRRAAE o SRR RELE
K s ] B IR 2 3 SO RS AL v o AT T SR TR
G 91 5 TRV R I B B ) 38 %, L B I IR 30 1)
TR 7% B A8 A o SR X P A1 45 S 35 ) S
RS LA, W R e S WL s a
JUA[RIFE A BERR -M i 5 75 36K ( Hendricks et al.
2000; Shaw eral., 2000), MAh, SFuaFEFLEh
Y —FEAFFE R R S B4

WS R IR, S22 23 W VR SR B R 2L 3 0 1) e
R -MLE 57 ( Vienne ef al., 2016 ), AFE4H) 18
P I ] 4 ELAN TR BB, T A7 1) SR e B B &2
TR PR . ZEAE 2l i i SR e v AR 3228
SE AR IAT , F 2 5 2 1 M SR A 11 R 19 B IR
o, e by AR #TE > (Koh et al., 2006 ),
i 25 M IR R 2 B [ 08/ | T 3 S 1 i 2 e
P ) R ESORT B IR &, AH LT 10 d SR, 30 d
R P A 5 AP, R 00 S e R Bl oA R R X i
2 AR I 58 ( Vienne et al., 2016 ), 4F
WA AH R BEAR AR St & 28 T AR 1L, R
Wi 28 17 3 M IR S 35 i PR O R IR 2 i/ o 3 S i
&P H 5 R R FSF (0] 47 e e R o 7200 222 R e IS 75
PRTIE ,  EO AR &y S 0 o 25 S A e I o e it
(Zepelinetal., 1984 ), JUERFEINRE] R Z
XTHENREA w2, (B ATk, oK
-1 RS NS AE . BRA TR R, R ke
(1) 22 E Jie At 2 T 1% A B 2 S R A % 1) 4 K T 44
Jn, X {2 R IR Y B JE AR (dFSB) 7 AT R
FIEIVERT . ET RNAL fiEH AR, ATAM
pdm3 Fk K BEAE 45 22 1 e b 2870 5 412 1 R HIR ot
ZICZ AR R, Q2R pdm3 BERRAERTE, 4R
LS A R AR 25 BH B FEAIC ( Dilley er al., 2020 ),
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