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Genetic mechanism and evolutionary significance of the
origin of parthenogenetic insects

WANG Cheng-Ye"

(Research Institute of Resource Insects, Chinese Academy of Forestry, Kunming 650224, China)

Abstract: There is a high proportion of parthenogenesis in insecta, and the parthenogenetic potential of insects is an
important but often ignored threaten factor for the agricultural and forestry production. The maintenance of
parthenogenetic species is a puzzling issue in evolutionary biology. In recent years, although the cellular mechanisms
during parthenogenesis in some species have been well studied, the underlying genetic mechanisms that cause the switch
from sexual reproduction to parthenogenesis have not been defined. While, understanding the genetic mechanism and
evolutionary significance of the origin of parthenogenetic insects is crucial for preventing the pests in agricultural and
forestry production. Here we summarized recent studies aimed at identifying the underlying genetic mechanism of

parthenogenesis in insects, and briefly discussed its potential application in this filed.
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SHE AN A4 T (1) B AN 28 0 1 52 S e R K
SC 4 W S AR AR gy R O A0 E AR BE
(parthenogenesis). X F A5 7 =] W —LE a4
EL L k) A1 16 2525 (Pearcy et al, 2006; Hu & Wang,
2008). HrprLLE ik i W.(Beekman et al, 2002;
Pearcy et al, 2006; Le Trionnaire et al, 2009;
Lorenzo-Carballa & Cordero-Rivera, 2009). 4< FH HL 1]
B2 HUPR) At 23 AICHE AF BB I 52 1) & 2F (Hoffmann et al,
2008) #& 32 Jl A PR 9T IR — AN HE B A 2 I D
o g HOOE A A 1) 96 T S A A R T
FCACME A= B AH AP 5 ]S B R A L 1 K (Kanbe &

Weks H#H: 2011-08-26; #2532 HH: 2011-10-17

Akimoto, 2009) . 1/ 22 5 HL ) TR AT 376t A0 IUHE AF 78
KRR, rp g e A ) e 0 A 22 AT Fid
IRREF= N, AL (0 S5 AR S MEVE, R gk 2 gk AT AIOME
A (Zhu & Jiang, 1991; Zhang et al, 2010). /A fE
P 1B (A 0 th B 47 AIUHE A2 58 (Zhang et al, 1995);
R I O HUR PRI — DN EZE R % 746, A
MEAESE BRI B, VA — S AR 3 B S b,
AU REBN AL 58 W B LA R, T B AL
P LA 7R G FE KRB I RE K 5
A AT A DADICHE 2E 5 1) 7 X B HE AL R 1) (Zhang et
al, 2006).

B iH g i PERMIEBE DT B AR 45 3% & 15t 2 (riricaf200904m-2)
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FI AR 446 K 2 S0P ) R A 1S 2 P 4 2 B )
Ji 3, WRCANME RS I RAT B T A R S
TVEATEZ ARG R . BE EUF, JUMEESA
Yok B NBEAC AL AR, RSOt Rk, F2
IIHE AR5 1 ) R #8 e D M R, O HLIL a8 2 4F
P (B 2 LG DA T A 46) I AR K L FRAR, D35
(3% FE{EEAL(Oldroyd et al, 2008), i (¥i#L I H
B AR 7R o IR AL FNBEAL LW (R A L 25 T A
IRMEAESE AR YA AL, A7 B T BRAR R A58y 5

FRTE G 7 R LA Dy s A PR E T8 B S B ]I

X T BT R 5 Tt )7 v HIOHE £E 5 B R 0478, AN T
DRAPARMRAE 7t HAT R I3l 1R R S

1 FMMESSE R B AR R AR R = AL TR

DICHEAE T AN | TR B . AoE SR,
I AF 5 A SR (R U1 R B AN B Bk, 1
G P AR B P A ) ERC T, B4 T LAHE RN
PICHE AR 58 A2 AP P A2 B v = AR R A H 1 — Ty
RAET T B R IO AR S AL AR TR — L8 R
2 b B2 (P UE A R B, AR b — A A B
TR A R AH I 1R P P o B v 8 7 AR 1Y) (Moriitz,
1991). & TR JT A RS A LR LR (DH
KA YE (spontaneous origin): [ & Y =X A PIOME A= 4
FE R P2 AFAE, Bl — LRk def ORI
2t:(Schwander & Crespi, 2009). (2)ZFhiE 5 (hybrid
origin): —LLAME A Fi A2 T B [B] 258, R
Ja ANBEIEAT IE W 9B o 2, I R i AICE £ B 1)
75 R EAT(Delmotte et al, 2003). X 4AT E Y5
PIME AT FEBE 22 A5 AR B G o 491 G g R ATCME 7= 5
i) % 1% 14 %/ (Stenberg et al, 2003). (3)f& ki 5
(contagious origin): —4& [ R Y (1) AIUME AE Bl
HAFA MG R ), e s g fidy de, itk
PR AR AN A 5 I 2R T A MEPE RS G S, T BAPE
A A P AR B ) R RTIOME A2 5 1 & (Simon - et al,
2003). WIKYLELYE (infectious origin): & — LUk
AT A s AT “ARTEIRAE” 5 5 DR IR
WiE A B, o B AN R gl LR IR R B G B
(Wolbachia) J# %4 a7 3 J wlt o] A 27 32 M 1 AR Bl
A 3] 7 MEATOHE A58, (R oA 22 A RS St e A &
F Kk 5 B IE H 9 PE A4 5 77 5K (Stouthamer et al,
1990). (5) A\ T.1% F (artificial induction origin): 4%
ANPAATINME AR, (HILORAE RS2 R |, HAN Ty
R, WO . pH A, SO A SE R

EREEE, R a] AL A AIUHE R 7 (SxonToB & Hu,
1958) . 1] 41 52 2 11 B 22 i 7 Adb B i gl v A2 A6 OF T 4y
S RATINME R B, IFRETE AT WY IR AIHE 5 3 (Xia
et al, 2007).

— 86 B U AR AICHE A B I 4H i 2 B O
7 ik (Yang et al, 2008) . 32E A\ AIOHE A JiE /) 59 R
NS, REUERH =Rk Gt OE0sy
)5, WA I B R T O R, 9 e 0 )
TfEATOEZE 4 (Tram & Sullivan, 2000). ()i %05r %4 )5,
CLE A 10 7 5K P 52 4% (8 4R 19 1 15 2 (Vavre et al,
2004), H &R 77 0] DURRAR I % 5 DR R & T,
T LU ORI AN BRAZ R 508, LR 2 DR N I
et ARk TR WA 2257 2B S A%, FRARAS
PRI XL T7 U] LS g AR5 H
[P 52 (Kearney, 2005); AL T — 28 4544 540K
PICHE A= B2 i (Verma & Ruttner, 1983). (3)UNA%Z AL
IR 2, AER N OREFIAS B et AA, DRIt ke
i L2 RS W & L G (AR A% 4 (AxonToB & Hu, 1958;
Riparbelli et al, 2005),

XX AR R R B A, HT S T2 L
B A s ok, i HL 5 [ S AL g s 25 m LA
AL RIER, W] DL AR BRI 28 (191 G 2 A g Jk )
7 SR A, AL DR 2R [ ) A AR A AL A R
5 | PR AIOE A= 5 A 0 2 LR E o ANTRI R ) i
A DRI 3R 7 S ) AT A= 5, O B 20 i 3 30 3 0 2
G VWSS SERUSIIE T SR R <31l
i, Mt AT K & (Vavre et al, 2004); T SLAE &
SUE I ACHEA T, OFBEZE L3R AT 155 1 el 28050 282,
MSE OFREZH i 53 228 77 4y (1) v 8 Rl 5 A B B i S
Rl A B R W A2 B A 1) B8 £ A4 A5 1 (Heifetz et al,
2001).

2 MRRIMFENRIAEERT R BRI
E |

H R AICRE A2 G R BIF 9K 22 45 B AT 40 i 7K
by N LI AR FIREAE 7 T LR > . Y I A
FIHEA 1 £y B 2575 G2 ATOHE 2B BE 1) I AERLRIING, B2k
A0 N AME A R Y57 2 B e A TS
FHICE A= B P T B0 40 B R 3% 4 795 P 2 B ) O 4
MBAT X A, AL AL B pe BRIZ, i i 3Lk
W5 S IOME A2 5 B FR 2 oA R AP e Tk R
2B B 1) 26 54 (Stouthamer et al, 1990), AN Hdst
AR F e 15 AL R YR S B AR 1) — AT AR
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it B, EX=MIEAEARZER AT IR,
X T 1 R R 1 AT A= 8 A0 % A A Yt 110 TCE A=
XM RIE BURILTIANTE], Brail i g AL AL A A
1125 Y9 N 7 1 o Y A O 7 i e 7 N
21 BAERMIIESETE

T B R ES YR R E A T8, AT f s 2 g P o
e R BRAE TR IR RAE, S35
P LA OICHE AR B R RE g, 1 AICE A B A — o e o
I A AT T 2, AR 8 BIIAEE R I LE PN
PEAMARTE SR IGIE N AE . PRI, 76— SRR RR RS A (41
RS R Tt > €282 e < vivk: = AN < 1 ]V s 32
BT AH TP PEAEE, P B ) R
AICHE 25 58 S 11 1) 22 IR A2 RTER 5 (Kearney et al,
2006) 33T HE AR A% IEHARK Z, A
BEAGJZ T EoRE, P e S0P PR AR TE I A A
B B AR B ) JE R S AR H 2 A3 B AL R e, BRLh
B A B IS PN AN IR P A BT SR AR, AR TN
PR AR BRI 5 BT B A, S v A B T A
A2E . R 2 B AIOME A2 51 1) 22 OGRIRRT A2 5k
JEAE BRI £ s ) N IR B) (1) 45 A (Vorburger,
2006) o AR T AN A2 T I8 N A O 5835 T AH Y
(R 4 L 27 LR, B 2 TE e T — AN ST () AICE A=
Tl o AH YR BE DRI ] fie A2 A ek Bl 7 R JE R
MPOE S IR IR ISR, B 2 A
W B BN, IX LI R SRR A T Be- 3 80 H K
PIOHEAE B i H B (Le Trionnaire et al, 2007; Cortes et
al, 2008). A%k 0 AIHE A= 5 A B gl 2 00 D] vk
SE V) —NEUE . 0T F R AIOME A B ) B e, 461
gy, SRR RAT 0 5 | ATORE A= 5 (1) i DR 38
AJ BESZ IS R 42 117 R B4 JF A 5% (Le Trionnaire et
al, 2007, 2009).
22 ZZAIERIINMEESE

X T A A YR P OIOHE AR, LT Ry 48 0
FEA ] 5 B o8 AR s B L A i R R B, B DA ]
AE A A4 A i L Se L R 3Rk B 51k T IHE A
B o 33O DRI IR AR 1R DR 25 T RS A8 I R AR I
A, WA MR R, WA, LR
HRh R e S RO AN REAE T Y, BN 3 28 AL
JEARRAET AR IE R E AL, 18 R AL i 3Rk
T, NG IUR TR Ei@se, METHEAT
PP o 24, A T B IRE ), 72—
SE [P IREE T S o A A= 5 P 2 B A7 B2 28 Je R 45
M A S T AICHE A BB b &R 1) TR % (Tinti & scalli,

1996). —LEMTFER N, MEAEFEAN P E A58 1))
7 e A A BEAN S I AE R R A B 1 22 5, Tt
R e PR 08 5 1 I 22 7 LA KT 3 BUM Y IR A5
TR B 18121 2 5(Le Trionnaire et al, 2009).
AR 22 Fofr 0 9 A A B B RS T A DA e 1 AICE A=
J (Riparbelli et al, 2005), i ANMER B 7T fe & —Fh
KEWRE, 16— BIGOUT RBTT IS B il .
X BE AT A 2 D 20 7 T AT A A L 1 DL
WA RIE K W, AP LT O (1)
W N RS | R R AIOME e B —— il R B R e (1)
GU AT 5| R ANHE AR BE), 31X —PTBR ¥ B 08 2 13 LA
TEARIE . ML R IOE AR B S0 2 1 . AIOHE
AR B /AN B VR T 40 i 3k % By 1 R IR iR T 4
EATH] ¥ (Gong et al, 2008), 3 th A—AMUl i
7 PICHE A= 5 5 7 P AR Bl 2 Tl A n] e Ik B 72
MGHER . B, xR I B OHEA 58, A5
HE WM R EE R A S 2 e, SHER
FARFER], WV — 2 AR R4

3 ¥R RN TR IR RN SR BT 5T IR

H AT AICHE A= B AH 5C 388 4% 1L 1 1 BIF 5038 AN
M2, MEH BTk E, w5 MRk,
Rt e M BERDE A T A, BREBI AT )
— R W KRR g (AR, Tk 7 H
(PERR, RN ZE R EiAR,

31 ZHBEPISH

) FH 322 400 R ) AT A= B A O 5 TR 1) S A
90 1 St A B A UM L i (Drosophila
melanogaster) L IR . FLIE KT gyn-F9 il & A LLME
¥ K & (gynogenesis) {1 AT IME & & (1% &
TS MEEARE &R ms(3)K8L Ml RuiAT L, #2521
PERPRFBOR IS SR R, RIS RS 1 (R g4
Y, e AEAME 5445 1R), Fuyama et al (1986)H
I BEVHRR E R A M B AT 2R, 1 — 2 2 I i rh
WEFUERN G AR brad, 7Efgk Gt ARA ] X B R
AT EAR AR ERLES AT, AL T AN
MEATORE A= FE A OC AR BE L, 3 e fidE 2 ‘5 H 3 5
et fk b, b —ANEAAE Tt locus(Tuft,2-53.2) 5
nw locus(narrow,2-79.3) 2 [i]; 5 —NENAE Gl
locus(Glued, 3-41.4)45 Sb locus(Stubble,3-58.2) 4
marker Z [8] o [BIAEAEAREHE WX AN B DR R B
PR, XT3 P AN JE BRI R PR R AR gk — 28 g ST
it
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A TEE AT FAEIR 1) P BRI, H 2 AN 5
PRI BT e 5 PR BEAE S AR 7 A 23 1, il T (0 H
B A3 BT () VA AN FE DR A H ke, AHIARIR (1) 56
O B SR TE B AT AR S5 F . Lattorff et al
(2005) | FH 4 IF % & ¥ — A W Ff Apis mellifera
capensis k7B = MEDTUHE 2L BE (P st AL = il IR 22 . 75
— P PR A o P B e R A PR A A A A
MEAEBE, (AR ER I p AR e b, JLF TR
) T 0 A8 REEA T 7 M ATCOME 74 30 (O T ey o o %
B); LA Mt ENLE Cmt s 2, A s B Ak
Rl 55 T P B2 A AR BE AT I AIME A= B (Verma &
Ruttner, 1983). H -8 AR Bt A7 75 55 9 il B R0 ERLA
T A5 R AR R, T S 2 L1 [B] AZ (classical
backcrosses), -4 Lattorff et al (2005)73 il FH A 7%
AR B R 5 e IOHE A2 58 A (A, m. carnica) ™
A PRI AR SHEAITME A BV A (AL m. capensis) = A
(A PR R A AZ L, AR 5105k e A e A AT
AT EGA o ARATT R I B T R P AT AR i
I R o B, I BB R AT 52 A
DRI (th) )45 o i AR 70 i PSS U 7 1 e 7 B T
AT PR RS DR A Bk (1 A5 57 DR o AT [ By B
AR FR AL T AR B ) N AR B AP AE . T
g 110 7 ME DTCHE AR B G RS SR AL T A 8 e () s AR,
DRI Ay V8 A W8 IR A5 P AT A B (= XU I A= ),
T 7= B A SO P DI 2 58 D) A 1 R A 32 2 s A%
A7 55 3540 (Lattorff et al, 2005) . 22 J& At ATT R T
S M B 77 2 AE IR AS 2R Hp oot e s AICME A B fr) 35 IR 32F
AT, RAT 566 AN A bR Id 0] 4 R A AT
AR, B R E A AR 13 Sk b, BE)S
FEEM 20 M B A PRCHHA TR e AL G, # kit
FERUFTAE X BE 4 /N8 11.4 cm(%) 180 kb), 28l X%
X B SE R T oy AT B, X BAHE T 15 AN
Ao AT I R AEIX 15 AR, AN SR R 6 PR
(Atf2, gemini) e 55 A7 0] BE LS, Ty HLIA A f
i35 L DR AT BEAE A.m.capensis (1) T84 e 5
J&i PEIR (pseudoqueen  phenotype) (ML 4 52 ¢ B
TR, [ IS A U 5 AR ) P A o e 7 A
A1) A2 RN A 7 2 1) 35 DR it b, LA S0 i 2 2 1)
= X (Lattorff et al, 2007); i fiz i 3 DR 1) d5e 280 1
Ry e 50 UE W) 55 22— i) s T AR
32 MRNA RIZREBEFRZETRAR

HHT, B PR 5 s AL e WL, A
P IR TG (1 272 5 ATt — P DA R . 4

P B AL 23 P R TR (1) 22 3l 3Rk o — R A AR 2 ) it
(PIARIE, BT LAy 38 0 v I 2 Sp Rk JE R B AR 0
B ) FH R DRI SR ) 22 Bl ok o o RS DR R e R Ay 22
BURREAR, HitCERET 20225 BorRiAR
il i mRNA 22 )] W 7 J % ¢ PCR(differential
display reverse transcriptase PCR, DDRT-PCR)$7 A
ol v W W 2% A (suppression  subtractive
hybridization, SSH)H ARG 4E . [F] BB AT £ 6] 8 1
272 IECR, Bl LK

AERE T PR A 5, 70 DICHE 2B 58 19 % AR i 78
W E A 5 AT AN A R e S R A, X R
75 5 8 TA TR DR LA B 1) 7= gk o B 1 T A K P
(f22 5. Xia et al (2007) LA A ARME AL B (1) A Al
IR R A IS A AR, 38 3k X 7] 8 i HL vk (2-DE)
B AR 5T 5% A IOME A= 5 05 A R IE 5 LA 1R 8 3R 1
SR ZE 5, 13 BIM ORI ZE R (a8, IR0 X e
ACHEAT T B O Ad W R AR IR TRAT I () B
(MALDI—TOF-MS) 3 #r, 33 TH K =R EH W
JEHVRFIE o KX 26771 5 CAY A 5K 4 cDNA S
SR A TR FEREAT LU, 193 3 AN E SRR
Ao A, ARGl 5-RACE 77k %2 3
N ZE R EARAREE T, FHRFEA T T 45/ Fiks
HEM AT, %5E 1 HSP22.6. HSC70-4 1l TPR & (A 1E
OMEAR I R 2 v I LR . AT b, 5%
A AR S DG AT REAE AN [RIFR Bl ik AN [ 1
BRS5 T I R A RO R 5 M)
fe(Xia et al, 2007). 4RI, %450 ARG RIS —D
(PRI FUAIE S, PRI Ay PICOME 2 1) 2 A2 PR il b 3 s
G, JIT LA G AS e HE BRIX L8 IR b AH O B 1 L
AR RS 0 R, IR S IO AR A G . A
I, BEAE ARG ST N R BT
Fak, AN T 2 (1) S R AIE . A, Yu et al
(2007) 3% FH 4 &t s FEL K (2DE) Fe AMFFE 5K A A
A B 1) J B 1L ok R IR K e O R R AT R
By WA B 5K A O b n] R 5 I A B A 0% 1) 22 5

S A —ERpS7; HiZE A2 B S R
INHE R 7730 5 2k 2D I TR AIE

o SR AIME 2B SR AR AR OTE LS,
FURWL, 6 WA B FE A PR AR SRR v AR A
IR N N B B A R PSR AR 2 1)
SR AR, TR R, HKAHE) &
PETR IR g B S B 5 L e o AR s BEAT e B PR 1K)
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PEMEATOME AR B o AR, — HLECAR A R 4, A8 g H
T (K &8 H K, IX et il 25 71 4k 22 AI0HE
A B AR HE NP A2 5 (Simon et al, 2002). 4
ST, ORI 6 R A (I I B B ) T LA
0 R P AN AR SR BORS A o, 1T LS R A

HIRE A YRGB )T H 5 LA | % 46 (Hardie & Nunes,

2001). [AJISF, Oh TR B PERAY, Su ARl
WAZIUR AT I I 4 i A 3 B — e A AR BN PP L I
W NI BUE T RS A, M B)
FE R KGR (AR 4k, B 4 21 P 4 3R A (Tagu et al,
2005). flhn, fEGAE W — L3R B B R L8 (F

R FABIE SR A2 6 B I ) (Le Trionnaire et al,

2007). PRANEEAEH T80 DG R i 2 (A
T G K B CATOME A B R E AN A4, T AN A28
NG 3 [ 4 42 P P M A (Corbitt & Hardie, 1985). It
Ab, BERR R AR e R ARG B AR ok
PRAL B 207 P 11 2R L1 Y 25 (Hardie & Gao, 1997).
XKLL RN, S IAEE P 3 (00 ik DR 2% 1) T
IR HE DR 3K 22 5 v R P P AR 0 5 AIOHE A 3 2
Vi) et A P i o

TR U RPN R R A A DG AR 5l i 1Y)
ik KK, Cortes et al (2008)A! FH 0 HIME i 9 A4 AL
(SSH) W T7vk, X FE A I R AN [R)DG JE 3H J7 % T 1Y
T, FEL T A EAME cDNA SO, 7 hl'E 4
TAERL HE A N R A FRR ISR P H] . i
TEIX AT, AATT AL T — T G832 % IR 5 1
LR AR S 2 i PCR 17715, HUE T (E W
RO AR N A 208 22 1 6 N EERI (3 AN I, 3
ANT) . A, AT AT T e ) 4 AN SRR M
PR L 1 AME RO, 2 AR L EA
FEDRFD 1 AN 500 AR EnEE e o B, AbAT
TA Ay 33K 16 Ji ERT 7 AICME A= B8 21 P 1 2 B 1) 2 4T

g T #EH.

4 RAMELEMNHLEMFENX

PIHE A0S B U )2 Al o = EE R
B AT S e A AR 2B KB X, AT
A RETEIX AN X Bk . bk, AICHE A GRS
A EATH AR AIOMEAE B T LR OCRESE B
fifp gl PN RS R R ) LA R i) R, b — A
i 5 b G ATOME A BELAE By U5 | LA Kl B B DL
AN B e ), Rl DT 35 3 A8 110 1 31 L A1) % T 2 71
S MFURIRE R AT, T e 4 0 AIOME A B 0 A 45

FIEEABORM AN KL . G340, f6—L8il i AN G & W
PEARBE I Ty, ST A TR B W R A AE
(Stalker, 1956). AHEGP9ME: ELHy, AIOMEA: 5 e HLRE
A 300 54 2 &4 (Kearney, 2005). A/ B HugE ik
AT VA I AR B 1 [) R, 0 o] 3R AT AICOE A1 o A58 FH AT
BRIV P AR BE AR 254, T LR S K I AR B R 2
X B AEHER b B AN PR I E R . i dn
def e, AR s IO AR R A B B A
B, WE T LATERSE I AT b A 3 o PR B E Ak
ST DA AR A 1 B v 7= A 3 I P 5 )V kA
JEAR, BEFRUE T FRHER B, SO R LR AT 4
F W R Z LS, XS A S IE T LA
i

PG T L, P IO AR B Y % 2 B R K A
A7 214 A3 B 1 45 JL (Rispe & Pierre, 1998). fMfEAE
B AR T LA AR 2 —BhRE R ) A S PR, T2 AIOHE A=
B AT T R4 52 A AR BT [ Wé . Endler
(1986) 4 th T K T —IRIRE 452 A AR IEFAM
FEAEIE N EAG ) 3 AN (L) AT AN AR TH]
FEZPER EAEEAR s Q)R 2 e & R BUEAE
AR ZE R Q)R AU AT BAE 1 . XTI
MEAE TR IR B H, AR 22 DIOMEF T LN JL S 2 A8 L -
PER A E JEAC. PRIk, AIOME AR B A AN AT U 1
R PE AR I A AR AE AR B MR A7 A 22 S AR 5
LA A= 5 00 J5 AR5 A 2R B 1 5 A bl 2 A7
AR S B 2E S R PIOME AR 5 7 A 1 i AR
ATk AHE A58, RIS L . dtkA)
Wr, PICHEAS AT AT REZE 2 I ARIEFR . BUAR AU
AR B BEAE I AR AE IR EE R PRI A K = I A,
TE P B AR, RILER pE e = SER 4 2
FEME, ANREE N IREE Rk, X RS FREEEANT
Witk B ANPERHIR . AHAT ISR, AIOMEA:FE 1)
YIBh It AAZ 1L, A ATOME 2F i 1) e b R IR =
HFR I AT FF#(Oldroyd et al, 2008), A [KIALH
AR TP L3R .

5 NEGRE

0T Bt AICHE A= 5 AT S 38t A% L A R ik 5847
AGIRN, BIRGERL T Ll B AT X B, {EX
XL I N [ DI REWE UL AT A IT I, I HIX L83
PRI 15 L 10 A 155 IOME A= 5 O A R A 3 A
R . AR RIS, AEARA) O IO AR Rt 5
AETH) TS FEAG B 22, Sk R4 v AIOHE 25 5 F) ik
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FEINA: DIOHE A 5 A 52 2 DRIl R st AR IR, (R B
W) RN L P e HICE A= 58 28 R PR AN [, s ) AT A4 5
) FE K IR 224k (Hu & Wang, 2008). 7EHEAH L4
R T — 2 55 AIOME A= BB AH OC (1) BE DK (Grimanelli et al,
2001; Molesini et al, 2009). X 4E3E LA AL 2
B BAAAE T R Avh A — Do, JEnlae A1
Bl MR M B HAIUHE AR BT R W0 A5
SERORE, AR 1) Bt s U ATOME 2 1) 6 R A
JESAAHFR), X — rURITERLA) P RIS 4 AR
o 3B SCHEDRT H L0 7T AIOME A= 5 35 44 FndkAk
MU EE — 22, MOCEERI R IA B S 41 M 2% 7
THI PRI BLSRRAAAT IIME 2R3, DA B 33K 26 e sz ATCME 2

S K-
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