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Population genetics and the subspecific taxonomy
of the migratory locust

MA Chuan KANG Le™

(State Key Laboratory of Integrated Management of Pest Insects and Rodents,

Institute of Zoology, Chinese Academy of Sciences, Beijing 100101, China)

Abstract The migratory locust, Locusta migratoria, is a notorious agricultural pest with a wide distribution in temperate
and tropical areas of the Eastern Hemisphere. Due to the long-distance migration of the migratory locust, complex gene
flow exists among geographic populations. Based on morphometrics, this species was previously divided into 13
subspecies. However, the validity of this classification is contentious and genetic relationships among different subspecies
or geographic populations have not been fully resolved by traditional morphometrics-based studies. Recent progress in
research on the molecular phylogeography of the migratory locust, especially that based on complete mitochondrial
genomes, provides new insights for population genetic relationships. A study of mitochondrial genomes indicates that the
migratory locust originated in Africa and dispersed worldwide via southern and northern routes. Evidence from
mitochondrial genomes supports the view that there are only two valid subspecies; L. m. migratoria, distributed in the
temperate regions of the Eurasian continent, and L. m. migratorioides, distributed in Africa, Oceania, and southern
Eurasia. All other previously designated subspecies are geographic populations of these two subspecies. We review the
history and recent progress in research on the population genetics and subspecific taxonomy of the migratory locust, and
discuss phylogeographic relationships among locust populations.
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AT AT LR T KK A 2 575 km (Waloff,
1940) , 32 5 R Y I TR AE Al o A S L L B
EAARE T, CIR LT W 7R IR A
PTG 20 O = 7 o 1 v o Y QAN 5 TR L 7
MO T G RARARAT , B 2507 74 =2 pg B8 S 05, 75 2 R
VO A9 2K BE &, 2R RO P 7 19 3 B (Uvarov,
1966 ,1977 ; Farrow and Colless, 1980) , “K I 7] fg
e S8 A KEE A O M RATRE D 9 BORLE B 21 40 it oK
10 BBl A P — ) — b B HL RO o — ol Y i
AR T H, WG AR R AT A 3 U™ ) 2 5F
Pk . BV IAE, R ATE AR S AR U S U R
Z E R E R F d P AR A A T
121 R — B DR SR 5 2 [ KR e B
BAHIERB =R RS

IR SRR TR R A (Insecta) H O H
( Orthoptera ) W8 B} ( Acrididae ), iy £ /R - #k %
( Carolus Linnaeus ) T 1758 & fix 4 N Locusta
migratoria, FRIE, KU J& Locusta &= — A& ,
B H A & — A ) —— R L. migratoria L.
(Eades,2001), & HAG B 0y 2 B8 &, RO AE
AN TE O RRE 3 B A5 0 R, R B A S Y (gregaria )
HVHCE 2 (solitaria ) 2 Ff AN [a] (4 A2 25 54, W % 72 B
SR EBRHLAE A AN AT O 45 T T 5 B AR
i) 2= 5% ( Uvarov, 1966, 1977 ) . I, 7 Uvarov
(1921)) 2 1 et e A 7Y P38 22 Fif, 6 Y B Jm A8 R
IR DR 23 00 1 S R 2 AN TR Y TR s B L
migratoria Fl L. danica L. ( Uvarov,1966) ., B #|
Uvarov (1921) Xf R M & #E 47 73 B 1T I 15 2 i)
RIZSPER NS, AMTA X CIE R PRI B AT T
1A ST T s 8 R RIE L migratoria
— AWy Fp TR R AR AL TR 2 A
A7 (ecological form B phase) , A& 2 A7 198
it o 7RG R B R AR A A I, R T TR s B )
DLAH B8 A7, X — B4 B PR 2 B 7Z ( phase
transition ) o TE [R5 MF T, s dUFE 5 % B 1, 51
U110 ~50 sk /m® sl 5 5 B, 25 5 8 R A, i
iz Zh 6 B, B AL A, A A I R B AT R )
FE 0.1 ~1 3k/m” 8% LR i, 08 25 5 LLHIE LY
T AR 38 Bl A1 BR, I 3 A A A ) ) 422 fl
PRI, W1 2B R O 5 s R T B B R iR R
BT IR SC . T R A 1 iz M DL
TR 1% i A7 75 1 M B AR S Re 0, R F £
b R 1 1 44 T

1 keEMBRSH ST 5

TEAC ]38 1A (5] b 2 2R 45 11 3of A, TR
HFPRFTEIE S AR 55 Oy e A T s k.
PR PR RS [ A R L K b 38 R 1) o T 22 1)
RELFEBCE PR b, Uvarov (1921) @il 37 7 F X
SR M P R RS [ I AR — R 5P A
(morphometrics ) ¥4 S H AR, %70 K07 i — H
iy A B e 2 2 i HE SR AN . D3 Ah, TRE DR Y
i B AR L G T ke DX 3l A A TG A ST Ao
Hh {37 ( Farrow and Colless,1980)

FFIEE M & 2 5 3%, Uvarov (1921) AU
JRCH DX 53 I O B e TR R R R T EL AR s
T YR 8 25 D i RO, e A A — T
IE T E SRR S AR U AR L om.
migratoria ( Linnaeus,1758) ( BLfftr . AP V. L P [H
dbER) JHh Y KR L. m. cinerascens ( Fabricius,
1781) (Hb i B35 ) R K iE L. m. manilensis
(Meyen, 1835) (tfr & 4% 3 I i #6 . H A AR )
v i Lo om.
Fairmaire,, 1850 ) ( A5 Y FAH 11 1X ) 155 2% fin 387 i
W2 L. m. capito ( Saussure,1884) ( Sk mirim) .
BEJ5 , 45 M8 Uvarov (1921) $2 1 B9 7 5, 56 )5 LA S
ASTRIENY B &k K R R L m. rossica
Uvarov & Zolotarevsky, 1929 ( R il 5 74 38 L S ik &
Hr i BROUM AR 4y ) . PHOBR KB L m.
Remaudiere , 1947 (35 E PG R HB) (4 fa) K& L. m.
burmana Ramme, 1951 ( 4f fa) )  fa] [ K42 L. m.
remaudierei Harz 1962 ( Kk PN It 3B ) F1 VG 5K € &t L.
m. tibetensis Chen,1963 ( 7§ 3% ) . Uvarov(1966) A
VUL K L. m. tibetensis Chen J2 70 fa] K 1 L.
m. burmana Ramme R F 4, RN, i\~ ED
JE GRRDIE AL ES B vE == DL AR 2 BRI 2 5 05 5%
N RIS A X AT BE A TE G BT A, B
g S A 3 A PRI b R ROl B e 00 )
(COPR, 1982 ) U $i Hi "% W& V. b 30 07 £, 25 B EE %
BEL BRI R AT RO TR A R XA TR 1 SE 44
I ff 5 4 WA B BE B T 13 4 (38 IR AR,
1991),

PAE A E R R 21 (FAO) Ml | i ks
434 b X & Chttp : //www. fao. org/ag/locusts-CCA/
common/ecg/1078/en/LMI — _ Distribution _ map3.
pdf) $5 i, IR 73 10 ASERR, B IBGH 1 G

migratorioides ( Reiche and

gallica
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DA < QM B0 R T 38 A5 2 15 W0 o M s -3

TS AR 1T TR P T R 1) S b iy 44, 95 L ED
JEE RO AT A T R R KR S TR Y 25 T I R
AL, (R E IR 44

T AT W 1 3 B ) b DX, I W R AR
7RO R AR S R AY i E R PR R X 43 9 ((Uvarov,
1966) . 7= A ¥ B ISP K g T o g
B2t IR TR IR, J5 kM BFE IR
B 3 R AR 8 2 R 78 0 Y (BRE SR 55, 1989 5 BE ok
FFRAK AR, 1991 5 5K B HEATRE 2R ,2005) 7% = Al
HAS, Qs BR Ay il B 5 N R B b 2 i 22 AR L Y
(Tanaka, 1994 ; Tanaka and Zhu,2008) , fif H & 12
R b € PE )2 % 22 2 b 19 (Jing and Kang,
2003) .

2 ETREESNEFTTIER CIEME
AR X &

240 T AT R R SRR I el OB S
ST VR X O3 TR A AR A o3 RO (R, H0 S F
QML b JH OB 9 AR LG R R AR T A R B SR 1
FE I 2 24 0 5 B A0 BOR BAT KRR Sk I, AH ST Y
by SRR A AE B AR AL B B 25 D0 A0 Bl >
Ry — o 3 AT

Farrow Fl1 Colless(1980) % g £ T 24 ih tH & |-
40 Z A4 DX TR IR AR A FE 25 T i 5 | iz T 4R
B4 2857 1 J7 B WE 98 1 RO B 3R OB B9 AH B OC
Fo JREHL IR FARUT ) KR AR B T R A IH
2 EREH 2 258 BB S TR Y S A R S Bt T
JE B PE ( Farrow and Colless, 1980 ) , 45 ] J& 1 7t
EVF 2 M DX RO A AR A A A R 2, P Y
FEAAR D o T €W b 43 35 b A7 19 R AR
AR I 2 41, Farrow F1 Colless (1980 ) & & 1A
A LA A A BT T BOK 18 R RIS A DR 4y
KA,

T B AR R R O M LG R B
SRAF(1989) ¥ XF 3k [H 21 />l Jm YO b 3 D R
A 25 0 B8 R AT T BUE o A R I Dy 4 4
A JF P R R 3 R A 4> B . R Al
TTALFE 7 25 (] A 8] 1 3% 22 Ok & ORE I B 25
5 2% 08 75 3R 0 T B A QMG I A 1) i A7 2 L A T
MER o B, BRAR R KPR (1991) 384 Jim 1 HRURE £,
Xof S P 38 A b B AR YRR E AT T 2R
(R o B, 48 75 1 T S S 50 e DX R A ) K
FLUEB] TR S R R 5 AR A R OC R

WD UESE T VYR B R . AR, AP ERIE 2
FFE 5 52 PR35 5 i i i AR AR Ak N AR R Y
QMG A 2 N0 R L R AR (H A
R 25 2 B QS Aol B v IR RE R I T AT S i S A
PRI 25 (B AR IR 7K bR, 1991) o

[l A AN AR JLIRUAIE 5 0 5K B ] 1 — S8 RO
PRFPTE A AR G A, (H 2 — R B WD 25 B
5 AN REAR 1 R DX G SIF Fof R BIF 5 b
FERYAHEL G R o

3 ETHFHRic X % e fhE
K AKX 55

AR, I3 FhRic W It & B L, se ik 1 AR
T 252 I 5 v B 85 728 A 3 0 R e, T HLAS &2 B
HORE BB JE SRR A 58 B 4 DR n BRI, A i
Je Ay 2 U S B T E AN ST, T 2R e Mgk
P65 W o F 5 4R it T B A7 A ey F Bt RAPD
(random amplified polymorphic DNA , BEHL Y™ 3 ) £
Ak DNA) RLH e s | i 6 | R S0RE i 9 1 3, 1
PCR F AR LU 1z I ] 384 2 28 1 1 iF 5%
Hh ] P 8 A A A S AR R AT R A A 2 A ) R
( Bardakei,2001) ., f# T & ( microsatellite ) #75 ic B
AARK B85 22 S, LA SR e 08 e P R0 43 B %
ez BT R R B ot i &R ge gtk 4k i 5 R
( Guichoux 2011 ), £k $. & DNA
( mitochondrial DNA, mtDNA) iy F 4 & # 1 8 4
(an¥E D | Aol B2t — ik JC 40, 45 K AH XS
TR5F45) (Boore,1999) , 5 b1 I A 43 HR 1 [A] 1)
Iz BT R RS AL RS .

Pt ol DR TR RN R R & AN A U2
Fifr, 150 WY hE 5590 (6D P A RO R OREAR AT B LA B
LS AL S e 2 e . il 3 23 1 38t A% AR g /Y AT
F8, AT LATR A b 48 7 OB A ] i 38 R R ) 52 1% 2
FEE o TR A 38t 1 22 18 M o 2 A7 3 N N O e
HEAC R AT B, BT DA W A ) b B R R Y 35t 1%
BEE Roast e 45 0 i TR A 5, X6 # T s b
525 b I | K i e o3 A RILAEE , S92 B X e 9 P A
RO B, B S0 B BE A RN B S R S, PRt
T 10 AR [E N Aha 35 M T 2 B B - B, 1l A
G3FKF b WY O Y 3 R M B OC R O
FE IR B RN Broo kil o

gk BB ARR Ak (2001) B e X K E BN 3 4K
PR A REAS (A 52 3 28 P A9 ZR I R R [ R T

et al. ,
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JERWE W R R B N Sl B R B, PR
WELR P SECRL BT AN H ) #8147 RAPD J3 By, H 2R
KRB WA A IE S S — 32, W] iX 3
AN F ] A Ak B S 5K R BRORIRE 2R
(2005) X ik — 2 FI ] RAPD 45 AR 4307 1 [ 11
A M AN RE 9 3545 40 Ak JOME B G R, I X LB Fp
T 04 2R 28 AT B Y - DL i e 5 9 5% T R i
R PR S o 3K TURIE 53 57 — IR D 43 3t A% 27 1) 1
U TP RN TR RO ME R OB AR AR R R B T
PR VLU S RO TR AR A I [
A, RO A [ AR B S A 1) O 8 R B B AR R
R, oK R BERIRRE SR (2005 ) DA R B v [ 2R 348 i X
(1) 6 3E— 25 4] 43 S b B AS S B B JC 6 2 . AT R
45(2005) >R Al RAPD J7 vA G 58 1 8 it F B A v [
ARARHLIC 4 A FR AR Y A 2 R R T S
5K R BEHIRR 2R (2005 ) 28 Bl Y 25 51, B v 51 2R 3 4
PR [R] 19 25 2% OC FR B0, B AT 5 98 56 A ] 1Y
RABGE M H S ANFREM RS LR S MR 5
FETCAH A

BT R AL 128 vRNA Fl nadS FEH ¥ %1
P ) ZR 55 % A W 2% B L P 5 R RO P g
MR SR R AE AR BT I R 4 00 &R (4
85,2005) , 42345 (2008 ) 38 2o 43 Bt 2 A A4 K PR 40
PR R BE(EEAHE S M EARMSIER cox2 |
cox3 \atp6 .atp8 F nad3 (AR5 175 , K& BV 5 T
L X 5 0 e ] b b X (R Y 3R O R W
T H SR AR RUER] Y 06 &R, 8 E AR 4
TG 7 0T L b X RO N SR I P KR IR 4R i
X2 A5 [F) I A7 70 P QISR A 1 Tk — 25 .

TR LA (2003 ) & Zhang 45 (2009 ) F K H
A B 37 R B ) RO OB A Dy AP 7R B ORE
Bl 2B T 3% B 25 A TOE iy 8 R B Y 8 Sl Sr
B EA A RER . ] kIR s AT AR iR
MiE CEE T, T E B N R AR 430 3 A AE
22 S o W 3E S L VG RN B LR O A RE AL
FRRE o G G R (0 45 VU AL A &P 3T 1 TR R ML DX Y
W R AL G A 1 P R RS R 5 B 7 Rl ORE
SRR S IR JE T AR RIE S b R
ok B b E GG L A AR B X R e
F8& T AL G843 20 5 TN A 1 ST 9B AR T 2
AR B E R, o R AR G K AR B U i b XY
RSN JE T R TR S 22 R A AR
MRS A [ AR SRS OC R Iy,

B AT R R R G OC R AT, X 2 DR RE RS Y
JECRR A A IR G 2R o

Tokuda 55 (2010) Pl 5 T 25 A~ H A " b8 Ffr fif
F110 A4S HoAth b XK W8 Fh BE coxl  nad2 .cob F rrnS
SRR PR o R B (R EE S 2 181 bp)
R EE R R H T A58 By TR oy R PR3
—Zk A AL A P EAL S IX, 5y — K F =
kB H A B 05 b R RS 2R AT RO
W IR FEAR LU 3 [ DA B H AR Tsushima F1AS M|
By NEEHEWT H AR RIEA 2R IR, SR, %
FE R K BIAE G 43 2 2 v i 22 RE A o R AR /N
—HBS3, PRI AN B DA AR A I fifk e % Wt ) b B 35t %
KZAFNFP T I3 2 A

4 HREE CIEFREXR LM S
EEY HRE

B TR R OC A Y WF 5T KA R R T A S
s AR X SR R T DX RO Rl IS
KIEATHRIE XA A0 B 247 7 ik, B A T fE
AR S5 . 4, Tokuda 45 (2010) (9 #F 52
45 R A W AAR U P2 2 43 bE S D AR 5 v [ R O 2R
G R ARG TS FE G 5 R OC &R B, W 2R AR
55 e R 5 R AT B R 4 OC R I A IE T
({35 , Zhang 45 (2009 ) B 1] ok F AE 91 JE 37 45 HL
{14 MG ol R 1 DA SRR 2 BT o [T 05 P M e R Y
AR A BT, v [ w7 RS AL 5 R R
A RE IR G AR VR BEAS B T Fl el DL,
Tl 1) U] R Y i R b B SG AR 7 T A N ) b Y
Ty s i A i AR O 38 i I o3 2 Ml o, 7 N R
AN S R il AR GEHLAE ST

Chapuis %5 (2008) fif 57 1 it 5t 1= 25 4>ty 2 Fof
AHERRROMER fole TR AT A L AR D S R, X e e
TR I AE 1 DX R AL 2 134 030 3 R L 8 7 e JE 22
SRR GG 14 A IR L R AR S AR B AT
WG E T G 4k 2 FhOAS [] B 3t 1 2 8, B
Ji SO e T A ) 26 TR AR /0 hB Tk B B 28 TR
TR FT R (1 A 7 3 AR R T AT A R D R
I, —RAFHK A WRRAR KB _E AR, 75— K4
5 BVRE P A RSP 9 B 05 b % e 3 o 3R 2 4
XL G 43 2 27 vp RS Y ) 23 1 B M A
BEo SR, th T BUAR A 23 3 SR A L K Bk A A T
PO E AL AR, B SO AL G R AR A B
B TR A, 3t 358 A AS Aot P Al T 2 6 A A
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DA < QM B0 R T 38 A5 2 15 W0 o M s -5

REAT A5t F 2 5 B ) TRy 1 M R AR

A SCAEH A Y BE ST 20, K BT Rs R )
L BUR TR HORTE M DX K ) KR BR AR IR
Wt % B, /N4 8 J& Oedaleus Fieber Fl 4 14 J&
Gastrimargus Saussure 5 K& @ 7R dkfk b 2E S L &R
#ir (Ma et al. ,2009) , Ma %5 (2012) k& T W
DR AR DN AT I A 53 > b R RE O TR
PrA, LT 3 1A 55y 287 vh RIS B BT A R
YEFE M E T H i 65 LKL R JE 20 DNA 1y 4 K
¥ 3, [E1 ) NN 488 Oedaleus asiaticus Tl 7~ B
W8 Gastrimargus marmoratus YE N AMEE M E T &
iR AR, IFXF 263 A KILAR A (Y coxl |\ nadS i
cob X 3 A~ HLAT fie 5 A8 S KT B b iR 3 Y AT
TR 2 oy AT, AL 2R LA R TR
PR IR TR, R AT R th, /N 4 s E B
Ry AR YN 35 FEAR LU b X I, 42 0 R T 23 SR
) 15 A4S Fh 4 A5 T 3E YN, Humbe Bolivar , Oreacris
Bolivar VA & Locustana Uvarov iX 3 ~J@& & 04 F
¥ 2E L L XA 4 A Bl (Ritchie, 1981,
1982) , 33X B8 3T 25 Jais 1) 73 A3 A5 20k — 25 305 TR Y
EUNE I . T 2R G0 & A BRI 2% 5], Ma
S5 (2012 ) TN & MR 22 ph e AL PR 2% 2R T HI B R A
(S (B 1) o A6 77 i i 1k 52 583 vk 300 i
SRV AR, v ) ARV T T M DX TR Y 2 o R I
VK 45 TR v D i 8 1 i xR T AT R Ok O AR
TE R o B iR DN AR U 28 p BT A 8, 0T 4k

/ ' " Y ’/ \
G2 S
~ L:m! migratorioides
S A/

y

0° 30° 60°

s Lm.migratoria s
s

SEUT I R AT R B RE v R R R I AR R
AR, 3 5 N 2858 H AR I ) #% 2 (Macaulay et al.
2005 ; Mellars, 2006 ) J& AWy &5, {H 2 L F A1
TR HL,

Ma 25 (2012) [ RIFFE R B, T 5190 BN 1 e
A LA 0 B AL PR Bl e 32 &R (lineage) (&1 1) . H:
i, A6 7 R RE 2 03 A T WO K il 19 1 A L IXC, R
T3 A RE 2 B4 T B b DX, A 4 BRI K B Y R
FAEUFT R FE U, mE AL AR Y 40 A XL %A &
B (WL ERE . H AT WA R REER S ) o 8
IEVEREAG I A L, KR pg AL R RE A& A — D E SR
L2 3 T IE SR IR W] 2 A FlORE AR A (6] 1) 3R B
FAFTR A T AE MR A, Sy — T, ar TR
43 (analysis of molecular variance, AMOVA) i
TR, CARBIRE R 87 45% 1 3 4% A8 4y A AE T b
FRE 2 8], mE 7 FORE AL 5 b RE A BB A [ 38 R
6] FR) i AL 78 S o5 4. 96% |, [] — b B Rl BE P 3 B9 gt
LA 505 7.59% o ZE5 R UL RIS g AL A E 2 TE]
HAIR S 0 AR BT, T 3X 2 ARl RE o 7 19 0 4k
FREEHAR . €I R A B ORE A4 23 AL I TA) 29 0 89. 5
T AR, B 7 R RE 8 o AL 29 7R 34.3 T AR H, AL
T3 FhRE R o3 AL A O B, A 11,3 TARE T, M B
A RORF 5 A TR R o 2 A
AR, G R EE S W R IE L. m.  migratoria
(Linnaeus ), F§ J5 v #F o 4 W K 8 L. m.
migratorioides ( Reiche & Fairmaire) ( 1), PifE

R

' 30°N

90° 120° 150°E

1 T CHESIEMCIER S FEE (€M E Ma ef al. ,2012)
Fig.1 Distribution ranges of L. m. migratoria and L. m. migratorioides

( modified from Ma et al. ,2012)
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SRR PR A PSR RS L. m. gallica Remaudiere |
il [Q KU L. m. remaudierei Harz  Hi i g K ig L.
m. cinerascens ( Fabricius) . ff & # K L. m.
rossica Uvarov & Zolotarevsky BN T T TR e S
A, WG X B9 R W K8 L. m. manilensis
(Meyen) | #E € j8 A VL U 3009 75 60 R I8 L. m.
tibetensis Chen  4fif6) K L. m. burmana Ramme
ORI in ®gE L. m. capito ( Saussure) , DA f R
RANE B RE | BT 43745 b RE, #0032 2 JF 6 0s Y
FRRE o

TESr FoKF L, [/ — S Fp 9 A A ) 2 5K
IR 7 31 28 S, I B 7 3F 46 B B i o R B
(Zink, 2004 ) . R 4 3xX F 0 Ff %) 53 B 1, Ma 55
(2012) W55 W15 58 73 25 &) 73 9 AR 22 TR P,
T AN ST 1 o B G, A Y AR ORE BT i Af AR L b
] i P Al A L DB AR R KR S R R B A O 2
AR SR AEE AT B A e 1 A AR L, T HL
XEEFREIF RS AR, S— D AEE IR
(R 451 5~ 2 , VU 2R B R 100 TR bR RS A TT v G
TRME (BRAORR, 1963 ), Ji5 B S A 4 fa) S A [
545 (Uvarov, 1966) 98 A SE Bl 27 58 1 B 78
It 2 19 07 ¥ B 354 A 9 7 IR B T P R
HEL {2 4 ( Farrow and Colless, 1980 ; Bl 4 il f4 7k
AR, 19915 5K 8 24 55, 2003 ;5 5K R IR FIHE SR, 2005
Zhang et al. ,2009) , {H 2 B WF 5 75 ¥ 19 Jmy BR 5 0F
FEAP BN I, X 7 R W Y 43 2 b AL A fiE 42
WA Z W Z 450, 78 Ma 55 (2012) (1)
WFFE T, 3 26 b B 78 7 AL B b JF R A R — A R
BELMRIE AL 2 A0Sy 43 32, Hob— 35 JE Y A ik
P R PR OC AR AR T, X U WD P R AR R AR Y R
FRHE AL 45 2 A o0 A0 AR B2 AR O 55 s 3845 15 &R
I, X633 o R SR 5, TG 10 4 ) R S 2 T K
)W Fh A3 B N A BRI . AR, Ma 45 (2012) &
TG DX SRR 2 AP ST T BUR K
8y, ROV PG 5 BT HEL TG S AR i i DX A A T WK
LT AR T 0 AT S A VI R A R U] R
TR EL A VT B R R AR R
PIRAR A GZ M IXTE J0 Y, 3 86 45 5 15 W 7 gt et
ol B A A AN [) A A T S

Ma 55 (2012) M BF SR 45 R4 7R 1 i 2 A~
P AR AE R E BT N 0 A S L G R R YRR ) A
T VU J6E AR R S A g o R K R T T T b X, ST
TR 2 53 A v A PG R b DX L K&

RITLAE (B 1) o %058 B R\ s 7 001 4 70T
Fof R D SRR Y Al e AT AT RE R R U ok R
B BT L1 XA % 6 i 2 B R A, SO S [ e
7 FU R T B Fof AR A B
5 RE

[ K 22 500 ol 9 BOF 5 — A, RO 4 o A E AL
KAFF T B 2058 28 5 7 IR 2500 4 B 4
RHE Z RE AL 70 7 bR e T B R . X S8 T
Vi, JU HJ& B 7 2Ok Ak 4 56 X 2] BF Y (Ma
et al. , 2012) I HY PRI AL 2 W FE S 3 T F
AL AR AT, BT O A SR Y R RO 28l R
PSRBT BB IR A, i 78 T ROE ol A I B
TR PN 8 2 A AT 7 R, T TR B S A
Jeln) il , 12 1 1 55 L Y B RO 2 O ST TR
R R 2 DA, BEE DT BIIRA L DL
E2VNIVEAS SRZE A N U S U CI RS
F G o il o7 2 iE — 20 BT

PP AR R A 35 A% 43 A R 1 4
R 5 HIE M BB Y (Ma et al.
2012) , PRI FRATT RN , JD 5 484 o JBOA: %5 B2, AT RE 2
TE IR 2 AN B 0 A DX S B Ak e B
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