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Progress on host range factors of poxvirus
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Abstract: Poxviruses are widespread pathogens, which display extremely different host ranges. Some poxviruses, including
Variola virus, Molluscum contagiosum virus and Swinepox virus display narrow host ranges, whereas others such as Cowpox
viruses, Vaccinia virus and Orf virus naturally infect a wide range of mammals. The molecular basis for differences in host
range are poorly understood but apparently depend on the successful manipulation of the host antiviral response. Some poxvirus
proteins encoded by genes have been shown to confer host tropism in experimental settings and are thus called host range fac-
tors. A number of host range factors have been identified that determine the host range and contribute to the virulence in vari-
ous poxviruses. Herein, numerous host range factors and their functions were reviewed, which help deepen our knowledge and
understanding of molecular evolution and differences of host range in major members of Chordopoxvirinae.
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AN Bl W Wil S TR0 A RE P B, 2003 4F A
g 15 5 [ T PG 4 4 1 B, PO Oy TN i T A
JEFCIE S L H A SR [ 5, i % A B2 W A4 B0 R R
WA At o A, 2014 4R 7 A 56 [ AR R R S 5
2 I8 R 2 e IR AT 1) R AL B AR A LA B8 M
SCHAAN P9 2 AR O A A i 2% PR 1R N ATT 9
S Rt HORGTE SR g 5 R R 9 e
FALAE 10 A Jw thEad 10 R e 290 B A B Ay
RE T e A foe A7 T BE S| R R LB R e . B
KA PR AR E AL o DRIt AR SO 9 75
BN 20 H A 8 2 Bl T B 9 i T Y R R TR R L
T2 1 AT B 4G DTN 8 0T 5 B B DA TR B ol gk
LB B B

1 ERSEXEEBETF

I 5 7 S B U F R R B R (A5 R
=0 XUEE DNA WG 75, T 35 20 M i ot b 52 g 5k
A S . e T A R R DR AL A S [ el [
130~375 kbp W75 43 % £ 35 328 A FF ik bl 132

HE(Open Reading Frames, ORFs), ¥k 5 5& K 41
J¥ 3 o3 Hr 2 W, 76 60 T 3 4 |l 29 100 kbp M 4%
IR P 9 AR I A7 96 0 25 b i BE DR ST, PR AF AE 21
5728 W I W) B 42 [ 9] (Inverted Terminal Repeats,
ITRs) . K/ 0.1~13 kbp, M £ 2 805 % 8 1 01,
ITRs 1 XA & F 22 M ZE R

J57 o5 B A9 B D e B A [R] B A 32 R B AR
] — Ja SR 2% ¢ R Bl ny A ), A 32 B A AR
KBy 25, WESEH B VARV (UGN, i [H
J& 1Y 495 9% 2 (Cowpox virus, CPXV) Hl Mk & ik 25
(Monkeypox virus, MPXV) &1 f& /& 4% i £ F i 7L
Sy, HAA MRz s . seah, 2800 5 AR
i SRR YL AN [6) 2 ) 0 A T A S8 A HURE AR TR O R E
P A R . Tk S O G A A R T i R T T Ak o AR
TR S R R Y e R R e 25 e A PR
VETE 70 BBl #: I (Host range genes, Hrg)™' . H Al
TR UE S, T [6] 1Y 9 9 75 h 22 /0 A7 16 DB BAT
6 EIERITIEE (UL R 1), A BR X v 5 X 1] i
LI 5 TE Sy 2% 4 L b %) 52 T B B

*®1 ERSEEEEERSY
Tab.1 Poxvirus host range genes'>*
H*MH EAEEyY ke B PR 25 B 1 1 4 4 i
K31 elF2a M &Y PKR B i H F i il 5 5 Hela,RK13
E3I dsRNA Z54F A Il PKR #9345 BHK.RK13
C71 L 5T M 2 EEH N 0N RK13
Crm TNF %Z & i TNF f9ZhfE Vero
Serpin 2o R 1 B 0 i P TR A O O TR AR BHL RS NK 48 i Y KI5 A519
B 358 FZ N
FIL Bel-2 #1568 A 0440 40 L8 TN A T AR R I T VeroE6
CP77 ANK/F-box & F P27 3 8 H A L CHO.RK13
KI1L ANK & 04 NK-B 3% MRC-5,LLC-PK1, Vero
B5R R E HE NS BE AE MR A5 R RK13.Rat2,Vero
p28/N1R E3 12 & % 1 WoF 7% 250 0 5 970 ) 40 oL O 1 BS-C-1.RAW264.7
MO63R C71-like & 1 P fE M R N T SAMD9 BGMK ,BSC-40
T2 TNF &k il 4 TNFa 30 40 08 12k 12 RK13. % T 4t fil
T4 P B ) 2 3L 2 1 10 44 48 L 4 1 RK13.% T 40
T5 ANK/F-box # H 310041 240 L JR) S0 5 i R 40 L O RK13
MI11L 53 TR TR DAY | 310 54 248 L 0 T T 4
M13L PYD #H M caspase-1 AL IG f T 408

2 EREBEICEEFRK

2.1 PKR#MHIFE T K3L A E3L 5 XU RNA
MM 2R R PRR 32 22 Fhos 2 09 J8% % 005 |, 5d
i BRI N T 2(eukaryotic translation initi-
ation factor 2, elF2)a V.3 1Y 8 12 1k & ¥4 09 5 X

N, Zead KWk Ak . 2 800 B8 8 T 0 PKR $t
RRERIRE 1T . VACV BHA 2 4~ PKR il K+ .
K3L fl E3L, H¥EF £ 95 9% % 48 & A K3L Al
E3L AR R&Y . K3L J&F PKR ) — N HEwE R fL
BB ED) . 5 elF2a N K 3 S1 3] U5 , fig % 25 4 5
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WHALHY PKR AL, i PKR %5 446 {37 1 22 52 'R
12 Ak, . i 7 40 ) PKR 45 & 20 4E H 8 A5 18] s 40 il
PKR R BB AL, i il T MLAA T i % (in-
terferons, IFNs) F) #i #§ 7 ) N, K3L it % A9
VACV(VACVAK3L) 7 B 1929 41 i f1 BHK 4 ifg
rFv R A B B RS, T /E Hela 20 M A6 RK13 40 b
HIGEIE R B . 78 H A 1F 95 05 8 v, BU R 3 (Ec-
tromelia virus, ECTV) fll MPXV )3 K 4 A &
A K3L MR RY . RT3 K, ECTV 54
94 A —A T 4 A A 3 18 B8 1 28 78 i A5 1% 3
FBPRRAT LR, ME MPXV B 750 Pt B2k
LB B FEH 45 130~132 A JE 4 1k % F 5|
BRI AT 2 1k A5 ] PKR 52 A0 & 3L 1R 3 7
(KGYID) ik k™,

E3L )& PKR (% 8 il B, 38 &8 900 1 75 32 3L
HEE M PKR A B A 2 0UE 45 A | 1 R 55T
15 BB, VACV it i) E3L HAM S N i
Z-DNA 4% & %5 # 3 ( ZZDNA binding domain,
ZBD) il C ity WEE RNA 45 4 454 38% (dsRNA-bindin
domain, dsRBD). dsRBD il i3 #J #l dsRNA 7%
K DL S B 245 PKR S BH T PKR 9 34005 1
ZBD W 3 5 2 i AR T PKR A9 2 45 35 X & 15 3
RESIOT . A MR Y S SR, N R R E3L 5
il VACV 7E Hela,Vero Ml 1.929 4 i i) 3% 5 , {H 7
JLEE AT 440 i . BHK 1 RK13 o (1 & il JE 52 i
A R FE R ESL RN B VACV H 15 338 [l L
Btk K3L BERI A 58 k), R W E3L 1 K3L 7E 2k
FEMTE EE B AT ZES . BT MPXV RS
7 (Myxoma virus, MYXV) Hl % 21 4E % 95 7
(Rabbit fibroma virus, RFV) Z 4, B H1 % %) 89 Bt
AR A E3L BTN . MPXV 17 41)
TR T A IE S % 7 R ESL BRI F ATG
1E MPXV 8728 Jy ATT, filfi 15 HoR KK T E3L
EIABIRRCE, A, 5 VACV E3L JEFIAH 42,
MPXV 7E56 50/51 F1 %8 72/73 40 9 H B0 2 /0 3k
f e, AT 51 2 E3L g 5z
2.2 C7L/MO63R K T2/Crm & CTL Jj&
JER AR AL — AN KRB R, A B 4a 3K
HAE R R AR A CTL KA B . CTL 5 WK 2
X 0l 7L 3l 4 ) A L 0 e, I X 3 43 i 7 I A
AW E T E, VACV C7L @ i 1 #] eIF2a
B iR AL 35 L dsRNA 06 09 26 A 3% i 0 %, 5
KIL fEF B A, {8 KIL A1 C7L [ 32 HE /Y Uk
B VACV JIESE, CTL H A Wl 40 i 7 - 14 2
AECZ), I A, Meng % A B BR KIL J, 3iF 52

VACV C7L HA #5410 IFNs > S 1o d:4E U,
MYXV & 47 C7L By [A I8 )7 5 M062R ., M063R #il
MO64R , #4128 56 1F 52, MO63R 19 Bkt 2k 5% mil o5 25 75
o VR A I Z Y 2L T MOG62R Bk 2k 5w HiAE BG-
MK .,RK13.RL-5 FA VR 40 i A9 &2 o000, &
R HEFEF W, 4 MO62R i VACV #k (C7L
KIL @k 2 PE) o] LUK f H 78 B3T3, Hela #
A431 4 P g & 6, i MO63R Al MO64R &1 TG ¥
SEHL L 3R W] = AE TR E I T Y 0 I OB M T A AE 2
S,

T B IR T2 T8 T R SR AE K 1
Z K (Receptors for tumor necrosis factor, TNFR)
M R B 4 A N i b 2 W2 & 42 30 (cysteine
rich domains, CRDs) 1 1 MRS 5 T2 i)
C ¥, CRDs J¥%1 5 TNFR-2 = B [6] ¥ , 68 % v #1 fif
AR E T FBE W AR B g T ARk T2 1 MYXV
FEXT BRI A B0 7 3 R AIK T] B AE Se RL-5 40 Jfd
HO B R BRG . 5 T2 [ R Y e B AR A Bk
FRAE 41 i PR 0 255 1 1 9 (eytokine response modi-
fiers, Crm),H s CPXV %% CrmB.CrmC.CrmD
Al CrmE, ECTV {{ £ ik CrmD, MPXV #il VACV
2% CrmB, iii VACV WR, DryVax(Wyeth)
Tian-Tan BRI A LKL Crm™™, JFF] 53 B & L, X 26
ANGii% Crm (155 75 B 4B S B T 76 3 3k Ak 2 72 o
DNA J741) H B0 (1 4 A S Bk 2 10 8 3K 1 AH B 1)
ORF fIr syt .
2.3 T4 FWEM MIIL/FIL KiE MMM T 215
2 BHL Lk 9 DR e (14 — o T A 5 AR AL T R A
0 B HE AL T T BT 5 AR R B R L R . g
W g% 25 kDa (1 T4 8 A H A 0 ) 15 3 240 fa 09
T-RE T J& T P J5 I 5 A 1 08 TR R ek
T4 KN E) MYXV BEMEAE RK13 40 M 1E % & il
MIFE SR RL15 4 L A1 40 & i bk ©0 40 M b &2 1 52 21 5%
M) o (7] B o RO e 1 B0 ) B s s . BT A B e
TR L 2R A R R R R R A A
T4 [IEFEH, 78 1TRs X AETE 2 AN AH A i 4 010,
M7E &8 43 1 55 9 #% )8 H, i CPXV-BR #k . CPXV-
GRI .38 5¢ J5 )5 7 (Camelpox virus, CMLV) ., ¥
FLJ5 9% 7 (Taterapox virus, TATV) A1 MPXV Y
FETERASE A $E DL, ECTV fl VACV A& T4 [
YRRl

MYXV &k 5 —FHn & H— MI1L, &
TR b, R T, 5 ML
[ VACV F1L #5238 ik BH W7 12 43 F Bax
Bak & P10 oD REVS L AT W0 — W X KA
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F1L & %4 NLR(Nucleotide-binding domain, e b2l

Leucine-rich repeat and Pyrin domain containing
protein) Z % % 51 NLRP1 DL 38 5 25 10 BUmR PR,
MIIL Ml FI1L & A 7454 b5 16 B4 25 1) Bel
B GEARL L HAT KT BelX1 & 47 & 0 45
0l MI1L Bk iy MYXV 8 8k 78 S RK13 41 i
r I S A T A A v e RS2 PR L L SR B L
i ST REAR . T8 o T R WY E S B R B SR
Jog 75 JE L LU SRR B JE LA O 95 B (Swinepox vi-
rus, SWPV)O#R(D & M11L/F1L FEH,
2.4 MI13L ZK %M Serpin £  MYXV MI13L %
i — A1 5 M 45 M 38 (Pyrin domain, PYD),
K/NH 125 D EER AR E A . 7E AN THP-1 40l
Ml caspase-1 MY IES . Rahman %5 A1) #F 58
KBL.MYXV Al REV £k B M13L #8 B 4E T
& PYD W ASC-1. M 82w LA TL-13 A1 11-
18 Xof g JE 11 1 240 . M3 L ke 1 9 73 7E % RK13
20 1 T A R S T B A T E RLS 20 T4 i v o
RN B Rt L AR B S . REV.SWPV
95 5 B (Deerpox virus, DPV) ¥ 94 J5 %5 7% ( Tan-
apox virus, TPV)#F &7 MI13L, 17 11 26 5 9% B
JE B B By DL K L A Bk R o BE ( Yaba monkey
tumor virus, YMTV) &Kk, wifekaE
TR, “H T HIEN RGO R X AR AT B HAE
Sy A I R b R AR B PR 2 I AR

Serpin J& T 22 2 2 2 [ i 40 1 57 (Serine pro-
tease inhibitors,SPI) , £ % AiE S I | 20 M & T~ F1 b
PRI A 2 W 2 SO AR v R AR AR . 24
LR TE 3K serpin, BHLAG 8 2 X0 LAY L& . IS
5 1% JB A TE ) SPI-1.SPI-2 F1 SPI-3 = serpin,
o3 A S R VR TR ) B0 A 32 R R SPT-T R
THEHEF G(cathepsin G) ;SPI-2 /EF T caspases
1.caspases 8.caspases 10 LI M Uk B(granzyme
B) ; SPI-3 A& JH T &1 5 I i 8005 00 F L 3R LA M g
1ML, Melo-Silva 4 AJESZ, ECTV SPI-2
F & —Fh s B AU ] caspases 1 Fl caspas-
es 8 HUTHBE . T H. BHL A% NK 41 i X 55 J5 G Ry 2402,
SPI-1 it ¥ % 55 5 8 (Rabbitpox virus, RPXV)
T PK AL AT N AS49 40 S rb 47 76 52 i BB T
TEH B 400 B i W &2 W, W R SPI-L Gk B
VACV-WR 7E A549 4 g KA #9550 40 1 A BE 3
B AHTEAE I Sk A BSC-1 40 fa Hr IE #3856 . 7 41 4%
Br KB B AT IR 7 AR 5 A SPI-1,SPT-2 #1 SP1-3
G Y5 51 o 1 2 9 0 7 )8 L YMTV RFV, Fl SWPV
E 1 serpin Z£ K, YLDV 1 TPV & 2 4 serpin

2.5 BSR ZJEM p28/NIR ZKE  B5R 2 M &b 3
LA 1 AR N 2 — S 4 A B KR
Fi) 4 A MARE B & 45 4 188 (Short complement-like re-
peats, SCRs)F1 1 4~ C ¥y 5 I 45 44 18f, ( Transmem-
brane domain, TM),4 4~ SCRs & i 60 & kit
P2 77 41) I 3 26 7 4 Al 77 78 T 4MA R Ge ik 1 Y,
B5R FEER ) VACV (VACVABSR) I 1l &b £, 5 5
7 B T (Extracellular enveloped virions, EEV) 3%
BH, ] B 52 i 95 B B2 T 19 B S . BSR Bk G M
VACV LC16m8 ¥k 7E Vero 40 it v 77 16 &2 i St [
Mi7E S RK13 4 ff b JC 5% W . @Bk BSR kB 1
RPXV(RPXVABSR) 7E fit RK13.Rat2 Fl=E P 4 #
CV-1 45 40 j Hr 5 7 WE 3 0 2>, HAE Vero,PK-15 I
X6 VS 0 2T 24 A0 6 v O 1 T U R B . R 8 4 M R
B, & 8 7 8 R R G 5 B G BSR A G SE I, i
£ MYXV,SWPV . Il 3 fi 7 # (Goatpox virus,
GTPV) Fl 4 - 45 9% B (Sheeppox virus, SPPV) i
JP 4 P AETE Y BSR AHSCIE B L i L A P
24> SCRs M 14~ C sty 5 L5 R 3k (WLIE 1)

SCR1 SCR2 SCR3 SCR4 ™
S A T

e A EE“““' e -s Orthopox BSR

MYXV. SWPV
GTPV. SPPV

VACV B3R |

GTPV 134

;L.&

B 1 BSR RIRHIERLEH
Fig.1 Structure of the BSR family

ECTV p28 il REV NIR J&—2% N ¥ & f Ki-
IA-N Al C 3547 RING S48 45 ¥4 38k 1) 95 9 75 45 5+
PEVZ B R 1, AE 2 Bl e 0 5 b s B AR P
ECTV %f5% i p28 2k 5 2 M5 W+,
p28 K& 5 fif B 1) B Mk E BB I 40 B v 3t Ok 2 4
7. Mottet %5 N WI8F 58 % B, p28 4 N —Fliz K i
P2 8 5 KiIlA-N S5/ 380 8202 R E A 20 T
BT, 905202 ZARAE T RVER T4 R ik AL 1 %) 3%
W, RFV %35 p28 MR Z Y NIR, 5 p28 41 44
[Fi] Fy 25 4, LA 00 o) 40 LR T I T e . A A A
L Z2 B0 S0 B B 5 A LA p28 [RIE T AL 1 &
JEIREE A 2 4 p28 [[EFA M4 DL (LK 2).,

2.6 ANK/F-box ZWEM KIL K% L MM E
AR & 2 ¥ DL (% 4 5 11 # & (Ankyrin repeats,
ANKO B UL 8 1 5 8 H R B A BAE . 725800
FmMEEHA T, & ANK S5 EAE R T —
ME KK H 25 C Wi /£ 78 F-box 45 #9587,
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HHT, CPXV 4s 5% iy CP77 % 11 MYXV 4 fi5 4
T5 E MR T ANK/F-box & [, # % 5 N J5 I 7
M1 BB B F . CP77 RE#Rf VACV £ CHO
AR b 52 T E R R A CPT7 SRR LT,
VACV B e R A e 8 78 CHO 48
& il o fESY . CP77 Al RE (Bl 2% ) R 3 R Y
ECTV 7 B CHO 4 . %2 RK13 F1 SIRC 4il fifg %
IR 52 A0 1 40 i 7R b 42 8 2 A R . Chang
GNFERVT CP77 A FIHLEE B & B, CP77 25 (1
it ANK Fl F-box ¥ 45 #4 3 53 51| 45 & 2] NF-«B 1
p65 A FIAE N SCF & 1 5 & W4 #l TNFo Xf
NF-«B #i%2 ., MYXV 4% & ANK/F-box & [
T5 AF S 3 1 BB, X5 75 (0 B gL fig ) 2 OC %
T5 FH B MYXV(MYXVATS) 7E RLS5 401 . %
A B A RN TR iR A b A A AR B A R
£ RK13 4 fdrhHI e E % E . T5 iep sl &5/
IR B Akt IR R JF 8 B 1L R0 TR, 7R
MYXVATS BG40 il b Akt 85 12 1k /K OF & 3 %
I, LS B 14 I B BA ok ) S AL T A & B
JEIR P A K E M ANK/F-box & H i fig 3 M, H

oh & G B B 0 4 2248 559 7 (Canarypox virus,
CNPWOIRZ & A7 35 48 D1, & 8 2 00 i 3 B A7
LI 2),

T I 55 J@ 19 6 0 FEAEAE 5 — Bl & ANK 454
B H e 2> F-box 19 i £ v B A F—K1L, ftk
KI1L 3£ 1) VACV-COP #3€K T 78 %t RK13 4 il
T I BE J) . H7E N MRC-5 ., Vero Fl%% LLC-PK1
U A RE S Z R ST Bk ) VACV-
Ankara £ R Etde KL K K3 F1 K K5, m &
Bradi A K1L B 5, Ge i 2 HAE RK13 20 il o iy 38
BiBE S, VACVAKIL 78 RK13 40 it b 95 25 19 8 (1
AL, EH ) KIL VACV-Ankara 38 32 30
TcBo (14 [ Al 33 7 BEL BT NK-«cB 15 5 38 % 19 3800 . 0
VACV-WRAKIL BEHI GG NK-«B i # , 3= W B
T KIL &k, HAth iy 95 5 8 A2 5 NK-«B i# % 1Y
T, BT VARV fil CMLV, iF % 3 )8 i H e
B BYER A S8 KL [6) R e 5192, s 28 %
5 1y H 30 B 1) B0 2K 53 A S S VARV I
CMLV KI1L HEP K06 By S8, B, 545 & F 408
BN I AT R A

®2 ERSEFNATFEBEIEEEEMBRRS

Tab.2 Summary of presence of host range genes in poxvirus genomes"™

TNFR family

serpins C7Lfamily

E3L K3L CrmB CrmC CrmD CrmE T2

P28-
SPI-1 SPI-2 SPI-3

FIL/ ANK/

C7L M63R T4 B5R KIL
ike MI1L F-box

Variola virus (VARV) 1 1 1
Vaccinia virus WR (VACV-WR) 1 1 1
Cowpox virus GRI-90 (CPXV-

1 1 1 1 1 1
BR)
Monkeypox virus Zaire (MPXV)
Ectromelia virus (ECTV)
Camelpox virus (CMLV)
Taterapox virus (TATV)
Orf virus (ORFV)
Sheeppox virus (SPPX)
Goatpox virus (GTPV)
Swinepox virus (SWPV)
Deerpox virus (DPV)
Tanapox virus (TPV)

Yaba monkey tumor virus

(YMTV)
Rabbitpox virus (RPXV) 1 1 1
Myxoma virus (MYXV) 1 1

Rabbit fibroma virus (RFV) 1 1
Canarypox virus (CNPV)
Fowlpox virus (FPV)

1 1 1 1 1 1 1 4
2 1 1 1 1 1

1 1 1 1 1 1 1 1 1 6
1 1 1 1 1 1 1 1 4
1 1 1 1 1 1 1 1 1
1 1 1 1 1 1 1 1 3

5
1 [11 1 1 1 4
IR € 1 1 1 4
1 [1] 1 1 4
1 121 1 1 1 1 1 5
1 ny 1 1 1 1 4
1 [1) 1 1 4
1 1 1 1 1 1 1 1 4
JE ¢) B 1 1 1 1
1 [1] 1 1 1 3
2 [4] 35
2 4] 19

T Y7o A 1 b 7 A 15 7 32 30 P P DG TG 9 4 O SR 1A
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X T A B 1T 75 i 2 2 PR 201 DK 4 )
Z R L AT TR i 3 20 A4 5 B 5 i Ak
LA . e 280w L b, 2047 100 3R
R I PR ST 5 AT A i DR R T 5 A A2 A R R =
SR T F At 6 i DR UL A g 5 A T 5 DN 2 A i
4 ITRs X, 225100 EHOW 02 071 LA KR E
YL AE T RYIE B . T Y OB R T R
W AT BT . XA 5 H 5 i
B A A 290 DR e 9 e B I e T T R
MEAEM . P55 B s 2 v Ve =D IR T 3 4
JRUC: ORI P . e 35 15 AN ] A9 20 i 22 R B
AT B RE Ty s @ H LGB B WETE s O PR
WEVE . T TR 52 2 40 IR ZH 28 T PR Y 2 DL
(FERIRLSIR IV IR A YRR W T €7 R TR IN
(22 S0 LT BT B 7R R BE 4 5 0T AR
Wy L 20 9 240 B A ) T i B — AR B P R ke
FE T BE S PR A ES L B e T
LRI P AN A2 1 B 2 B 114 i 3230 TRl R 7 DR
111 HL IR 90 I 5 i A AR

R B — Pl AR 2D TR KA AL
. B VARV ol RS sh 8. Jr k&g A
Wt A B LRGN R il = 77 i i L IR K
RACH) B . AR 17 L 00 75 19 18 V0 R B
H1 2% B 58 B Y e A 2L AN BN E LR
J DA 25 AR B R A B e T AT 2 U LRl
i L AT A RE R 2 R A . R e e 2 Y
IF5T e i H: Bl R DR 2 P s A A D RE S TN L o id A
[ 70 Jo8 5 2 T L, TN HG A A A A 0 T 9 7 )
I R 2 28 O 25 P o 20 R RO L SR T R
55 i A EAE FIAL ] 5 A 7 i 0 A B
DRI X 2 EOW ML A L2 A T7 2R AU B
T B - 90 17 e 8 155 b 9 S 8L SARS 3 il [
N 2T 2 7™ B AR o [ I S )
F B AR W R i R s 2 0 O AT
il B0 T R AL 1 2 0 o BRI L e
0 785 B HC A AR 1) i 51 2 4 8 9 A 2 45 A AR
Wi S

FlammsR: L

AXGIABRK: R EE. AHRA. ZS 8. B
FETLEATHRARI]L PEAEREF®R,

2019,35(8): 751-757. DOI: 10. 3969/j. issn. 1002-
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