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SN IR 7K 4% BR X $R B 1B T 3 SF AR 2R 43 i 0 B9 =2 i
mXe, PHE, BRk, R, ERR, BEE,
KEH, REE, B, KW, 2 B

( WHTIME R A2 S 2, Wit &%E 321004 )

T OE. MRS A X A AR R A I A5 DL R AN K AG R (SA ) B ZRSEAE T, 12 SC LAT 45 Y e 5t 4
FER BB B BH 45 2 i B0 b ) SR B 85k I B AR W 500 wmol - L7, 23T T AN [F] ¥ B (110,100, 1 000
pmol « L) SA XA MMA N 45 4R R 43 W A HLRR | S SE TR LA K AR 2 AH DA 0% i s, 25 SR SR
(1) AR a2 R EOE AR R WY h IR | BRSPS R vk BE e, LR T A A T e e B OR TR H 48
AT TR B it RIS SR 0 S TR AR U T G R Y i S T, SRRV Y
(2)SME SA A, B 2R R WP IR B R SER MR BN E AR B ER S, HEm ke
(1000 wmol + L") SA ANFRJ5 ¥ FH 45 AR 22 4306 B 1 fd 35 PR AIG, ELYE A VR BB SA A FE T S92 3% i e 13 34 G A
A, s Wy R A G 1 S AN TR R B A 1 5 (LX) T T 4 4 R 20 o S SR 1 I S 0 P 5 e AN R, L e R
(1000 wmol « L) SA AbHR 5 i 25 REAR T ¢ PH 2% 2= MR 2 v 32 SR 8 M0 S0l 0% 4 5 I 2 7 2 0 38 B, AL
FERR YR BE A AR T A SETE MR EE (1 000 pmol + L) SA BEPAZH E AR BE (10 wmol - L) SA A ¥R TR
B R P, 4553 1 43 AT HLIR I X AR 54 3, AR SA W] 2 2F 45 2 A R A HILIR 1R i ik e
53U 22 I AT AILTR S 2 A R T A0 330 Tl 2 At 55 SRS A TS 0 T AR X 50 3 1) i o 2 S Th R IR 47

KEER . A, X, BbhE, KGR, RERSWY

FESES: Q945 XERARIRAE . A T EHS 1000-3142(2022)07-1232-08

Effects of exogenous SA on root exudates of
Helianthus tuberosus under aluminum stress
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ZHANG Yaqi, LOU Saiwei, YANG Yanpei, ZHANG Liyu, LIU Peng”

( Botany Laboratory, Zhejiang Normal University, Jinhua 321004, Zhejiang, China )

Abstract: To investigate the effects of aluminum stress on root exudates of Helianthus tuberosus and the alleviating effect
of exogenous salicylic acid (SA), we used aluminum-tolerant Nanjing H. tuberosus and aluminum-sensitive Ziyang

H. tuberosus as experimental materials and set aluminum concentration of 500 wmol - L™ by soil culture method, and
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analyzed the effects of different concentrations (10, 100, 1 000 pmol - L") of SA on the organic acids and amino acids
in root exudates of H. tuberosus and related metabolic enzymes in root tips under aluminum stress. The results were as
follows: (1) Concentrations of citric acid, oxalic acid and malic acid in the root exudates of H. tuberosus increased
under single Al stress, and the increase was greater in Nanjing H. tuberosus than in Ziyang H. tuberosus ; The activities of
citrate synthase and malate dehydrogenase increased under single Al stress; The proline content increased significantly,
and the concentration of total amino acids decreased significantly. (2) The concentrations of citric acid, oxalic acid and
malic acid secreted by the root system of Nanjing H. tuberosus were increased to different degrees after the addition of
exogenous SA, but the oxalic acid secreted by the root system of Ziyang H. tuberosus was significantly reduced after
treatment with high concentration (1 000 pmol - L") of SA, and there was no significant change in malic acid
concentration under all concentrations of SA treatment; The citrate synthase activity appeared to be enhanced to different
degrees, but it had little effect on malate dehydrogenase activity in the root tips of Nanjing H. tuberosus, and malate
dehydrogenase activity in the root tips of Ziyang H. tuberosus was significantly reduced after treatment with high
concentration (1 000 wmol + L") of SA; The proline content decreased significantly, from terms of changes in total
amino acid concentration, the maximum alleviating effect was obtained at high concentration (1 000 wmol « L") SA for
Nanjing H. tuberosus and at low concentration (10 wmol « L") SA for Ziyang H. tuberosus. Therefore, H. tuberosus
responds to aluminum toxicity by secreting organic acids, and exogenous SA can promote the rate of organic acid

metabolism in the root system of H. tuberosus to secrete more organic acids to alleviate aluminum stress, and this

alleviation effect is better in Nanjing H. tuberosus, which is relatively strong in aluminum tolerance.

Key words: Helianthus tuberosus, red soil region, aluminum stress, salicylic acid (SA), root exudates

CUHEAE A B E R O A s v g S 4
b S AR Y 22— (BRZK R £ LA, 2001)
IEHA AR pH(pH (H R 4~5.5) , Hirp A #L
JE RN A R L B T b o 3R O R W K
ARRE AR, R B 25 E T KR
MEVAPES (Liu et al., 2015) . 3R al iP5 &
AN R TR R R R L
B K 553 B W R i £E R, 2 H A2 A i il
A+ HEEMERY FEREZ — (ET5%,
2011) . FEPNTER B AT 52 L 322 A I AR B
A SIHE - ATL ) A0 P9 8 i 52 B (2 38 RS A A 3
2013) , HAHEWAR R WA VLR R AW .
WEmR ER 55 ek AR R PR BT M BR B 1 BB LS B R
BETER/NAL G, 38 5 AT W N X AR S B
W B dm R 32, AR AR B XA 0 R 1Y e F
(Zhang et al., 2019) , S5 A A W) 1) e A2 R R Y
ek S 5P A KL ARTL 5 STOP1 7637
FEL X85 B T 32 M A B EEAE A ( Ohyama et
al., 2013) , 55N T WRKY46 Fll ASRS % i 4 %k
R E 3 5 X5 ART1 F1 STOP1 82 05 X R[],
WRKY46 2535 i i 38 [ b A< fL 3z 3l i 9
ASR5 5 STAR1 A ) )3 2h + IX Bl 45 &, 1 o8
STAR1 S& K (4 R 35 , fff 7K X 408 B8 —F 19 Thf 2 M 34
38 ( Ding et al., 2013; Arenhart et al., 2013;

Arenhart et al., 2014) .

2 (Helianthus tuberosus) X 4% W F 22,
BBk ( Compositae) , 7] H %% J& ( Helianthus L.) , i %
SRR RIAKEY) . ZAE W6 & AR AN PR BT Y A 1V fiE
J1AR5E 4 BR G N FRAE )2 (Wall et al., 19865
Wyse et al., 1986) ., & &8 T1E A= 4
Mt AR W I K SO R Y R R U 1R R 24 A
Yy, BAE A AR K BRIB S Th 3, 3 F1E
B TR B Iz AR A0 e i DR AR B 38 X 4 2 AR
10 5 e 8 Ay B A AR DR 1 R A R G R 4 S AR
F 3 W) A HILIR KRR DG A5 il I I A B T
2P 2 T 5 38 8 e

KR ( salicylic acid, SA) J& W 256 &9, #¢
YR N T IZ A, S X 85 015 5 1% 550 1,
‘Bl i 7 S R AR OCHE 1 (PR) Bk A A R 8 R Al
FGARAFHUE (SAR) (Shiras et al., 1997), £
5T R W AR 22 A= ) AR A= Wy i 38 N A 4%
TR, S5 (2020) & BARME SA AT 4 5 46
TR Y B PR AL RE T, 98 i 8 X R A Y
Pr %, P2 m A AR O G ORI Ko AR AR
(2015) BRFTAS H AR Wi T 25 38 i AR SA $2E
P AT I 1 OGSV IR (H 45 3 AR 9 73 Wk
B9 BIL IR TN 22 5 2 G ol 1 X6 8 B 38 25 47, ST SA
MR T EAFERAER, X 2 n BER RS, BT
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PAAR SCRE R B HM I8 25 AF T 26 -F AR R 20 b v e e
W SRR RO AR SR R LA SRR AT AR R
A NS SR TR S e R AT 2 B i ae, DU R 45
TELT HE R AR IX A 22 4 FhA 5 0 42 i R o7
WA

1 MEE T &*

1.1 iR 3e w4 4

T I 403 A 5o ) i T 4 = A 40 P 55 1Y)
TR A A UGB AR,

1.2 iR FH %

BECR /N AH [ 1 2 2 B 2 047 8% ok
HEBE R AR TP 2 (1R 230 °C,90% AH X BE |, 60%
JEHR 14 hy BB .26 °C, 80% HH X 1, 0% % IR
10 h) , 5 HoHE B3R 3 8 em £85I, P 4 K 3
B[] 19 38 2 2l B B Al FL SR G 35 5%, 18
IR, A EIANAER, A5 EEERRIR
B A A R R X AT BEG A 4G AR R
AP*LLAICL, - 6H,0 JEURAE, ARG B HCL F
REFRHE pH 75 2 4.5, BRR XA iy iE R M I
PA el A SA VAT, AR 7 d, AR R )
OISR . T FH W 3 AR 0 S 36 5 i 00 90 S 06 BT A
RN 1 s,

F1 KBELAEHABR

Table 1  Grouping of experimental treatments
REHE .
ft%”ﬁ MY
Xperiment . al i
number Experimental treatment
TO SE4E IR Complete nutrient solution ( CNS)
T SEAEFRWE+500 pmol « L ALY
CNS+500 wmol - L A’
™ SEAE IR 500 pmol + L AP +10 pmol « L™ SA
CNS+500 wmol « L' AI’*+10 wmol - L™ SA
T SELE FEW+500 wmol - L™ AP +100 pmol - L™ SA

CNS+500 wmol + L' AI**+100 pmol - L™ SA

FEA % F2 W + 500 wmol - L' A +1 000 pmol -
T4 L' SA
CNS+500 pmol + L' AI*+1 000 wumol - L™ SA

R R 70 WA ) AT A - R 3ok 1 50 RE 10 4 S AR &R
FHZE IR BEAT Mk 3 ~4 UK, SR 5 FHOE 404 5% 78 K
W, [ — 4 B g = bk 3 = 4 B A AT 200 mL
0.5 mmol « L CaCl, W MR i MR R 58 212

A, B AL BEBEA ISR RE G, L I T 4R 6 b, R
HH 100 mL % B 7K 5 YEAR &, 3645 300 mL R
FROTUMY) , ZIGTE 40 °C Wit 78 AT Wedi & 25
mL, B AR 0.45 wm K RIEBLS , - A7 £ -20
°C £ HI 5 2% W8 H5 o

REL T8 Y80 i) I . AR HUAL ) 2 em AR 0.1 g, BT 4
C YK RIIFER AR LA 1 mIL 42 ORI B A0 3%, $2
WAL 100 mmol - L' Tris-HC1 buffer (pH 8.0)
0.1% (V/V) Triton X-100 ( #i 718 -100),2%
(W/V) PVP (R MG HEmME e fd ) , 10 mmol - L
SHURMER , LI VR B B HLTE 4 CF 15 000 r -
min" B0 5 min, 3 W T B 35 I %E ( Chen et
al., 2009)
1.3 4R E

K FHIRVE B = & € 0k DU Il R O i (2
ANTFRNEKGE B, 2016) o 2R 2000 AR 3 0k
(HPLC) #ll %E A7 B R |, B R S 2 PR P11 28 5 TR Ak &8
(EEZT,2011)  FrBmR £ MG PRI . R 20
wL MBS BOR A 1 mL AP BSR4 Bl S8 [ 100
mmol + L' Tris-HCI buffer (pH 8.0),5 mmol + L&
168 ,0.5 mmol -+ L' DTNB,0.15 mmol - L' Z Bt
Mg A, 500 4 mmol - L' 1 L RIR 5, DTNB i &
WG], I E 412 nm A WOEIE AR fL R | A B
30 s MIAE — WO B sk H AR Ak, B[] 24 3 min
(Lietal., 2000) , 352 JI %0 & PRI & . B 20
WL FHL B BOROIN A 1 mL S5 5 R A 1 520 % (100
mmol + L' pH 8.0 Tris-HCI buffer, 0.5 mmol + L’
EDTA-Na,,0.2 mmol -+ L' NADH, 70 mmol - L’
KCD) , FHfTA 1 mL 1 mmol - L™ ¥ Bt £ B 30 [
N, WRATESLEDAE , BERE 30 s 7E 340 nm Rl 2
1R RE , H 3 min, DA NADH (493 Jin sl 15
AP BRUE (Johnson et al., 1994)
1.4 iE4b1E

BT Y5 3 WL A TR AR v R
2 BB A HER ) SPSS 22.0 #FH 9 Duncan %
HEAT b Bk 22 S 43, T Origin 8.5 A 1A .

2ER G52

2.1 SMIE SA JHERRME THFR RS Y PR
K BE B 320

M T AT BRAR AL BT (T1) o, B R4
TR AT R IR Tk R o, BT T
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2.78 5 (P<0.05) , Ifif ¥ BH 2 2 Ay A i vk B35 7 vy
AN, RFHE T 14.78% (P>0.05) , X Ts i 2
ANZY SRR 2B W 30 A B AR R A I R R S R
VB O AE 25 5 0 2 A R B R AR TR Wk T i
HSA R BE (Y 3G AN W H b R 5 A T T4
5 T1 Mk, EFHIEEE L 3.32 £5(P<0.05) , ¥ FH2
T4 5 T1AHE, EFHIEEEIX 6.63 % (P<0.05),
VLA SA REHE 20 AR 25 2 AR 2R 43 WA ) v AT A TR VAR
S IO B A iR 3 T L X R R B PH A 4 B % A
R T i

1400 e
—: P i Nanjing  a
o 1200 F L%kl Ziyang 2
=1000F
800 B

PR RR TR BE

Citric acid concentration (m;

600 F c
400 F b
C C
0 7
T0 Tl ™ T3

5] Group

BARHR MBI 1, KRG FRFRR G W — 18 bR 1E
AN TR b B2 8] B 28 S 3, /N SRR i RUAE A Rl — 18
FRTEAR TR AL B 2 A ) 25 53 B35 (P <0.05) , PSE(E LIF 2y
fHebriERFIR, T,
See Table 1 for detailed groups introduction. Capital letters
indicate that the same index of Ziyang Helianthus tuberosus has
significant differences between different treatments, and lowercase
letters indicate that the same index of Nanjing H. tuberosus has
significant differences between different treatments( P<0.05). The
measured value is expressed as x+s_. The same below.

K1 AN SA XFER MG T 4R AR 20 )

PR IR T Y 52 W

Fig. 1 Effects of exogenous SA on Helianthus tuberosus
citric acid concentrations in root exudates

under aluminum stress

2.2 SMIE SA IHEEEME THFR R Y R EERIR
E R

ME 2 FTLE W AR (T1) T B T
BAERR R WY B R (P<0.05) , ARV
FERIANIE SA Kb PR S | B 5L 4 S 1Y B Tk B Bl K
T e B WA BT 385 K T v, e R HH R AE SA Ik
JER 1 000 wmol - L' (T4) Bf, #HE T1 8K T
192.69% (P<0.05) , T %% BH 26 = Hh B iR % 5 78 100
wmol + L™ AR SA b3 (T3) i ik )5 KA, B4 m 1

2.44 % (P<0.05), 1000 wmol - L' MY SA &b B
(T4) Iy HFR & 1 W E R T T1(P<0.05) , X 7] fE
JE T SA MR S iR X 4G AR R G A B R A A
YER

100} P21 5+ Nanjing
o0 | [__|%%[H Ziyang

FIRIE

Oxalic acid concentration (mg-

TO T1 T2 T3 T4
H5 Group

B2 AR SA XFER A T 3 AR R i
AR VAR R T R
Fig. 2 Effects of exogenous SA on Helianthus tuberosus
oxalic acid concentrations in root exudates

under aluminum stress

2.3 5ME SA JHERIME THFER RS MY hERER
RER T

WA 3 FrR, BASRALBE (T1) B, B 504 2 s
BH 2 2 4R 22 43 W 400 v S SRR v 15 % A (' TO) #H
FeIF e A4k, AN SA AL BRJE | FE RUAGETE 10
wmol - LEYFNE SA A (T2) i ik 2 % KA, 35
BRI T1 B 2.15 4% (P<0.05) , % B35 2
L 7E SR 3k B e KM, (B BT R E AN B (P>
0.05) .
2.4 5ME SA 3TERRME THFERRFTREB SR
RERR S EEEMERNZ M

M2 2 AL X IRAE (TO) W, B A B E AR 4R
Py I o T A S 2R 1 G 0 2 #0425 41K 9% B
B (P<0.05) , FEHARALHA (T1) W, 25 3R AR
Wby B R A S PE A5 248 7H. 10,100, 1 000
pmol « L™ SA A A BT AS [R] 4 B Ml 2 T 24 S AR 22
HFPAGE IR O TG 1, {EL7E ¢ BE 2 3 v AR YR B SA
(T4) Ab 3 5 Hag & A BT (P<0.05) ., ™
TURAEAE 10 pmol - L' SA fINA (T2) B ik )47 8
R G M e RAE, 5 T1 AR BT T 1.46 1%
(P<0.05) ., S4B FRAIAH EL , AS[R) ¥ BE AR SA
TG X5 B o5 2 AR 2 v S SR 1 I8 S it 10 5 T
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5 7 Nanjing
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Malic acid concentration (mg-L")

(= S B~ V. o) SN B e e
L L AL LA LA R B B R |

T1
215 Group

K3 AN SA XFER I T 4T AR &R i
SRR e JEE 1Y) 52
Fig. 3 Effects of exogenous SA on Helianthus tuberosus
malic acid concentrations in root exudates

under aluminum stress

&2 SME SA XRAME THFRRERER
it S B N7 ER A B S MR RSN
Table 2 Effects of exogenous SA on Helianthus tuberosus
malate dehydrogenase and citrate synthase activities

in root tips under aluminum stress

i 175 2H 3 T 5 W
Enzyme activity Group Nanjing Ziyang
A8 I A5 TG TO 0.20£0.02d 0.75+0.03b
Citrate synthase activity 0.2640.04c  0.83+0.06b
(U-g +min")
T2 0.64+0.01a  0.82+0.06h
T3 0.45+0.01b  0.86+0.08b
T4 0.44+0.01b 1.00=0.06a
SRR i R PR TO 0.07+0.02a 0.23+0.01b
Malate dehydrogenase ., 0.10£0.02a  0.47x0.0la
activity
(U-g' - min") T2 0.10£0.01a  0.4420.0la
T3 0.11+0.02a  0.39+0.02ab
T4 0.12£0.01a  0.22+0.01b

I ANE/NG FREFRIR B PE2E T (P<0.05)
Note: Different lowercase letters indicate significant differences

(P<0.05).

AT AFL 5 35 B AIG T 9% BH 2 2 AR 42 o 3 SR g i
Fitg i 1k, S I E (T4) 5 & & E (T1) A7 I F B
53.19% ( P<0.05) .
2.5 SN SA T4EEME THFIR RS W F S B8R
SENIE

WE 4 frzs, 78 AR e T1 4, /e 5l 58 3
FUGE P48 2 AR 2R 40 W W i 2 1 & 1 30 W 2 4R

STHE T 3.79% 1 3.08% (P<0.05) . FELENN
AR BE MR SA J5 , MR ZR 43 Wb 4 v il 2 1R % i
5 TLHILE R EETREEE(P<0.05), MR
FELE SA WK FE 100 wmol - L'(T3) B T B Kk, [
8T 5.119% (P<0.05) , M % PH 25 276 SA WK JE A
1 000 pwmol « L7'(T4) &R & B T T 4.48%
(P<0.05) .

_ 1:38 - a %%g%ﬂ;g
m'i’éﬁ 136 f % .
I b
%ié 130 / T 1
£ 128 % P
126 %

2051 Group
K4 SN SA XRG4 AR AR )
il A R Y 52
Fig. 4 Effects of exogenous SA on Helianthus tuberosus

proline contents in root exudates under aluminum stress

2.6 SMIE SA ITEME THFRRZD WY HIER
R ER ST

WP S fias  7EBER AL BRAE (T1) P, 1 5 4 3
5T BH 2 2R 22 50 0 ) v e S L TR WAk % A 0 Ak 1R
N RME R R, AT L 500 wmol - L7ARES Mk E
R W, R A AR R Y
g SR BRI, TR T 89.59% (P<
0.05) . B A2 A 1) BB K R IR FE 7E /MR SA I
Jo P R H B B (1 000 wmol - L) SA
B (T4) i 7 5 45 AR 22 00 i b B SE R vk
JE T 35 (P<0.05) , 9% FH 25 E AR R 40 b iy vh i
SR FE AR L a5 nt 2 E A I, AIRHR B (10
pwmol « L) SA(T2) i %% BH 24 AR &R 43 Wb 91 H &
GEIRVE B W T T Ho3k 3 52 i 1 55 s KO
(P<0.05)

3 W54k
A BTSE G 70 B S R R AR 2R 4 b Y

FPARIR B R SR R A5 5 R 30 T I 2 TE A G
(BRESCAF,2018) o 43 0 30 Ak 21X AR AR 2R 0
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7 fﬁ;‘}'{‘Nanjing
[ 1% [H Ziyang

SN

IR IE

Amino acid concentration (mg-L™")

TO T1 T2 T3
5 Group

K5 AN SA XER A T 4 AR R LY
FR R R TR L 1 5
Fig. 5 Effects of exogenous SA on Helianthus tuberosus
amino acid concentrations in root exudates

under aluminum stress

P e 0 2R 9T 1 W, B8 W 38 25 4l K 5 ( Glycine
max) (1EREE ,2015) KE#E ( Trichosanthes kirilowii)
(FEHEEE 2013) S AP IR Y 22, AT ik g
Rl 2 73X — 45 bn A2 Ak, O H & A S S 3G
SA i AR R4 A LR B AR S AH ARG
RAEMTHIARKW L, SHREH(T) ML,
I 10,100 .1 000 wmol - L™ SA B, 7B RR &
WA EN TR R D E LIS R T
ANIE SA AT T A AR RO A AR R 1) A AR
FiAN  FEBRGTAMIR SA XTER A T 2 2E AR 2R o U
iR 2 5 0 78 A B, FR AT A5 3] 5 IR 7E T M 46 E R oA
AN TR P R R - T4 P R 1 i e 2 SR B AR SA R
A HBCRR 43 Wi AN W EG 0, I HLBE R B 0 1 I
T R RORE TR Y 9 BH 2 A AR B AR
T B PRGE w He BE () SA AT RE X 2 A i AR R Y
EAEIE [ER, X 5 X7 (2011) #F 58 K 4 8 XF
KL T A P 9 A ML A e — 3, R AR
(10 wmol - L") SA AbFH K & GE i 3 2% fi Al XF AR
AT, BEAT AL ZEAR R A B8R, SA VR JE
AN B 52 i B0 B, BRI I8 43 1 OB EE i
PRI, AR B B 38 T 45 2E AR R 3 Fh A HILIR Y G
PRI INA ) 0 B B T AR AR i 45 5 AR it
TIEYS SA P T 55 AR R A LR A AR 56 A i Al X
BRBRAE (%) ) B, SR 24 e BT A W) AR Th A LR A Wy
A, LR B Egamhan B, X554
(2013) FIrfF 5% A 40 30 3 4R Ak 00T K T 40

P LSRRGS BAF LRGSR —3 ., Hhn
—EWRBESMIR SA J5 W] G2 fif 48 3 AR BRI E T 38
HYHR | AT BE 38 L 52 e AH N XA HILER 1Y 43 W
AR A= A T, DT 5 | A A AR A oA A LR ke B 1Y)
AL SR A E T AR PE . 534, Ma 55 (2001) &
PR R /N2 TESR 38 TN AR 43 W6 1 S SR R L AUk
AP 5~10 f%. Ryan 25 (1995 ) i i XF 36 4~ &
T/ INAZ 64T AH () B2 3 ) 0 A B SR B T AR 2R A L
PR o3 v i 5 L AR 1 S AEAH G . 7R 2 DA
Rt be A R ATTAS B 55 18 T e et 2 E AR R A LR
3 U EE X T B A 3 T RN B8 M 2 5 T 4 i
2B A HLRR K B A R &A%

PR G (CS) A R i AU (MDH) 2
55 A= AR A G B PR OC B I ( 7 B2 2155, 2020)
T =R ERYE R (tricarboxylic acid cycle) [
S 2P RN, AL SR A A RN BE £ BRIE AT
TR, T 5 AT LA AL SRR 5 R £ R 2 [ 1Y)
ALV S TCA JE Y 22—, MYk
AR R CS Tl Y 2 3k 5Ok N X 3 BE S5 A (5K T
T,2012)  ABEFEEE R R Z A W0 S 4 R R
PR & B I A 1S 9 AR Ak, SR SA IMAE 2
ANBGFE R CS B TR AN R e et
T 2 1) SA VR BEIE AR T 5E FH 25 2, W& AT I IR &
HTE CS ML/ T Bk 28 EH s, 3
SRR S Tl PR 179 % 3K i T LA v AR ) 1Y) T e
71 (Tesfaye et al., 2001 ; Wang et al., 2010) , 1%
MDH i P4 [ 50 55 B4 5 W A ) A T S5 P . Jd et 7R
RNV I8 5 M E SA By AL B XF 55 FH 45 4
AR B FE A, 58 P38 J5 s MR Z R A B
22 M0 R TR 55 P 50 1 e A A IR B3 R
Wi, AT A A2 TR 5 BE ) 5 1Y) P At 4 TR A2 BRI
HMDH il 1% 14 1 5 Al 1 AR 28 T3 A 0 K i A HL
W25 AU P AEECG AR A T R AT SR

LR RE % Bt v A P % b B AR A W A0 1Y 3
NP, AR ) I8 B S A SRR R F
i 2 5 AR R ) A P e e A AR, 0 T A
DR PR R 3K R G B il 0 P 4 R 38 s A ) X 4%
o300 58 1) 365 WP B (R AT R A, 2012) o FE R
BR3P 3 S I R o = B O, X S AR
(2011) WS FEHTIE VEME R 45 2R — B, RWTHE Y
TEIS 5 38 T AT LLE o 3 i il =08 & ok 4E R B
S AN NS E S AMIR SA AR, W a
JERR B — & W 22, 46 AR R o0 W i Il =R 5 1
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AT B, X AF R SR 6 H 45 B S (R 7,
2011) , ARMME N 45 E AR R 2 Wb Y 2 R vk
BETRH,HEDAERSTE NENEREZ —]
REZAZ 2 T vk BE A 4R ik an , AR R B I8, A
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