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Abstract ; In the surface environment, iron oxide minerals can promote microbial metabolism as a terminal electron donor/
acceptor, environmental battery,or a conductor for direct interspecies electron transfer, and so on. This paper introduced
the up-to-date studies about molecular mechanisms and influencing factors on the interaction between iron oxide minerals
and c-type cytochromes of extracellular electron transfer pathways, including the binding of cytochromes onto the surface of

iron oxide minerals, effects of mineral properties on interfacial electron transfer, and main environment variables control-

ling extracellular electron transfer, etc.
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W~ W T H 1 B A G R O AL BB 8 UK Al
W) A e ULV AL S 22 R s, T L X fRUAE
Py AR AN B B 1 AT RS B Al R A A
(Gadd, 2010; Shi et al., 2016) , 7F 78 K (1 H#i i 15
e TR b0 ) TR W S R B R R AR )
4 LA e 34 5 ¢y e Ji) 3 At B 3 1 AN W) 2000 Y AR
I (Lu et al., 2012a, 2013) , JEAb, AR 9 F) I B
Yyt AT e A0 I W AR Y B 0 e Bl Iz M v ] T R
BB T5 G AR B S EOR A LTS G i A )
WAt AW 2R P R Bk H Y 1 T e AL AT b (Wall and
Krumholz, 2006; Logan, 2009) , #hF &5 g 12 4%
TR E AL ) A AR S A= Wy A= AR R 2 T
WoT B EFRITR W TR W B A 0 A T v i

W H 1 :2017-09-26 Y F),2017-10-10 g 1]

P Z8 o HL - 32 AR/ b AR . DRIt RS W - R
WY Z 6] 4 A B4R R RE % 3 52 ) A 858 A W ) T
AR HESh Bk e AL B A T R 1 Hb IR AL R R,
TEA YL G2 W) 2 B8 36 B B e IR & 45 7 TH
HEA 3 B E A L (Weber et al., 20065 T ¥k
Hi4, 2011 ; Melton et al., 2014)

B & S 1E B 6T 2 L B IR HOR Ry 1 A W
B A&, NG5 7K S IR W — T A= 0 AH B AR Y
BLHI 32 87 B 0 A W M Bk AR 2= 19 8T 2% F 58 5 1)
( Banfield et al., 2005) . & T8 ¥y -tk ¥ M 5 AE
FR OB 1 B 55 A Bl T I8 A B fi A W Hh Bk Ak o7
bR ) TR AL AR 2 R R 4 T DA TR AR A Wkt
JoT A 358 A5 Ak 4 ) 7 DL R %o B B S AL 1) 5 i A2 E

W —AEF T XU (1978—) , Lo BFSE 51, BT J5 ) SR W s BRAG 2 PRBE A4 2, 30505 16 Ji A2 8 2 %2, E-mail : juan.liu@ pku.edu.cn.
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RWAWHARAE IR SR AT BT R IR A5 A0
(Newman and Banfield, 2002) ., £k 27 FE
UL Y JC 3R W R A e | E M SRR Z
—, PRk 0 210 25 0 b Bk A 24 0 I8 X AR S R B
ARENEW, BAREEPENAE D ok L
VIARTIE 0™ W8 XA 7E, B2, 304 9 ) i 4
BREALY 0 W) AT 0 AR R I 4 7E M 3R FR B
Wz A-AE (Weber et al., 2006) o A 9y i fal F1]
FRLAN AN AT 5 0 B A W 0T W R AT BT RN R R AR
SE AN AE Wy B 3 1Y) 2 T R b sk Ak 24 1 3 1 QB
REX P E RS H L L8 G o T4 )% Bk
s W 5 2 E B AR A EOR , W RUAE Y
A AL R ) B ST S N A AN [ T A Ak A Ak
W - A ) 2Z ) B ROWAE LR . AR SCE E Ay
T U A IR AR AR W T ) O T Y F
FE kR, S B A T AR W e R AR BT A Y
125 JE v, A% i A, S L PR 0 B R L A T ) 22 T Y
HL A58, DL R S0 4 ) 5 5 2 2 1 J5 2 [ AH A
M FEZT YA BB E N R, 7K P48
TR W) — T A ) B T R ML R AN B 2 25 R
AR RN PRI S FE FAR A ST 5T i Ak TR AP B B, TF
2 R BERL 2 0 BUL A Fr i — B HESE

U Bk 7 4 3 o £ A PR RO i
e #t1E A

TE L2 BT T, e A B R A W) el 22 1) 4 AH B
VEFHSR 3l T ) 5T 3T 7% FBE 4t 5% Ak, JLIORUAR et 2
WY -WUEW A AR . R T LUGE i 2 R ik
TR R SE AL P 42 2E E B BT MR AR, ] B 3K
Bl 70 K 1) b BR L 2F 91 38

(1) BREALY) 5 W AF S L 7 32 R/ 1 1A 41 2
AP A= K AR (Qiu and Shi, 2017) o il 454k
B8 R Geobacter metallireducens . Shewanella onei-
densis 25 REUS K BR ALY W vh B9 Fe (TIT) A4 Oy ¢ I
- 52 K F 17 B A oF 1% ( Fredrickson et al., 2008 ;
Shi et al., 2016) . T H., — 288k 18 J5 18 78 38 J5 2K 2
TR R, 38 B 68 K i 56 AL A HLTS e 1 2 ik )
A RNAYER . 55— 5 1, Rhodopseudomonas pal-
ustris TIE—1 Sideroxydans lithotroohicus ES—1 %5 4 J&
AL TE RE LA Z PP L 25 09 2 8k B 1 AE S i 1/ RE RO
U, AR A R R R, R A B AR
AL, 7] i 35 2B W) 8 5 #2 (Liu et al., 2012,
2013) . RIRFREGH, 2k A AL TR /800 5 Bk A AL
Yoy Z 8] B9 AH EAE T HE S T 8k (B S5O0 R Y LBk
Ak F 4G 3 ( Konhauser et al., 2011) , 3 HAZ#E T B 3¢

14 X145 .fod

XUGH A5 - B S AL W — T2k W 5 T el 1 A5 3 1 20 T AL AT 5 0 R

YIS A% 15 e W 19 5% 1k 25 i R (Borch et al.
2010) ,

(2) BREAL Y W01 D B 1A% S W i = B A
Yz BB T 8% . KRB H R BEA L 9
RZE TR0, BA—ERFRAET, BB 1M
AW RER R B L W AEH . Nakamura 55 (2013)
WFSE R I, AR BT SR BR T 9 oK JBORL T LA B 25
P Shewanella loihica PV -4 &Y IRAEC IR &M T
PR B RE, BEW] R AL W ORI & T AR W
ARBMAY Z H ROt T REEZHm. RT3
[a] 7o ol A= W 22 1) 4 | 15 388, Bk SR AL W 0 ) o e %
AR AN T] Aol A 0 22 T ) i A 3 el G A A 5G
FWHE L B, W5 A PG Bk RE 8 W 4L
Geobacter metallireducens-Geobacter sulfurreducens, G.

sulfurreducens-Thiobacillus Geobacter

spp.-methanogens 25 A 5 A= ¥ 2 18] i 3k A B E
% (Viggi et al., 2014; Wang et al., 2016) , X Fh
HI RIRIAEE T 0 9 B e v S AR R AR ) 2
[F1) 1) v, A% 36 B PR O 45 b ) H 7 4% 3 ((direct in-
terspecies electron transfer, DIET) & ## ( Shrestha and
Rotaru, 2014) , FEARIFY B DIET [ 3 5 HL ] 1 A
TR AR A ALY W 1 Y D ] AR
BN 7E DIET SR P 2] 7 SCHmMER . A
AR WL R BRI B R A AL X
DIET % @ 57 A B8 O 1 3 19 4R #E7E A (Kato et al.
2012),

(3) VE A 154 0 B b o A 1) i, i A A o 2
AR RN, ARG NSNS AE Y, Bl
TNRERAT AR ) B A 0 1 b B AT LA S v 1 32
PR SUAT LIAE hy v - 44, X B 58 % S Ak — 38 Dt H 7
L B R A (fE AP 4, 2017) o FEIRCA H
b 28 i FL TS AR B DL, BR A BT R DL OE TR R
W B AR AEE AN Y b, IR B AL - i
SRR RO T, AL ) T LUK 2 T A
4 H, 38 o PR PR AR 0 s A . B R AR
BREALY T W AR IREE & i, B B Ak W
Hb ST 1 A8 A AR HE T RO W i A A AR ( Byme
et al., 2015; Zhao et al., 2015)

(4) UrBh ARG & A= Wy AT Dt e % Ak, 4 AR
AR BREW I WAE D AR ) Z AR
2 AR, BE A8 3 2 't i Ak VR A S BH G DG
REFAL AL BE , 7 2B 1 D6 HL 7 RE 98 £ 1 F1 S 4 D
G AR, B, £8 5% mEiky
N7/ NOEAR L s N E B o T T v f A A S B R
H= Y -G TR 1 B AL W Bk B AT B8 (Acidithiobacillus ferro-

denitrificans ,
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oxidans) AL GE 57 % BY AR W) — 2677 Bl AT 141 (Aleali-
genes faecalis) B9 A4 1, i 21 358 v 1o A W 1O B 95
%tk B (Lu et al. , 2012b) . 3 BLI]— 26T
B BOR AN BE A DG RE & A HLY BT, A0
AL 2 S R W 06 A A AR B9 R AR N R
KAV BE IR IR, 73 A, 3 W AIE 50 % B H O B4
A LU IR 4k B — Shewanella oneidensis 1A% & 1) 7= H,
ROR P . P AR AY J5 A 2 A BU I A A IR W)
FPHUERAE Y R S AR A B O BRI K 7 AR
JeHE A A A R T AR O AR L - R
8 3, DT BE o s 2% b oKE G BE Ak BE % A6 AU RE
(Zhu et al., 2017) . X 26905 U W G 2E ) BE 6 2k
ALY Y)AE H OGBS O [ 4 I, A 0k 2R 358 vh )
o FRE I FE AL

IR R A A W 0 W A R OE A A K
(07 AR K BN AR S M A ) 2 1) Y T
o AL AE D KRR T Z S R WY i
HHME DL 28 32 A W 00 40 o T A B N
e, AR Wy e it B4 ) 4 07 SR T A S B )
PEATRERAE . B R R BUEY HE S Y R
FEfh il A Y — RV E S T
J5iA% 3 (Shi et al., 2012a) ., [A]3E 7 X248 9
TC s HH 50 3R T i, T2 0E i A W L AR
W, B E SRR KL LS — R NT Y
Z I8 B i, 544 13 ( Okamoto et al., 2013) , — 28 /E
Wik B LGy Wb R 8k & (siderophore ) W5 #) b A% H 10
PR THAL AR E R SRS R E AN
Z 5 R . A T ] A 3 T 2 A )
— 1) B T LA T A s A T A 231 B E 5T AR
HHEA AL T EEANA
2 SH5H%ENY-HAENFE R FH

Ty

AU ) AE B A W W sk 5 v i Bl el 2R BT A AR
R BT 2 A A0 S Y o, A e e S R B T
Fe % B M AT i 7R 0 M ANk AL W T 1Y S AL
— 3B DR IR R R o A Wy AT B IR T A Y
BMRER R A 2 HEn . il H, i T4 nl 5 R v 7
et Bl 1 25 1 o B A AL B 2 AR 1, LT RE AR
AN BEAN I 32 Dy 8 ks PR 43 A 2 1 BRI E T 0
WAL AR RN ) A TR R R
&kl bt A 8 H BT Y D) R M2 7R 15 B % i
HRVET . H ET T XS LR R 2 G A P A R
WM, B &f 2 kB IR 715 M dE gt .
Horp WS O TR AR 2 B S5 A B8 5L 2 RE 1 A
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LK ( Shewanella oneidensis MR-1) . H 5 J& iy
el 2 h 20 My (4 3 H CymA | Fee, \ MuA | MuC,
OmcA STC K fL7% 1 MuB 21 i i 4 )& 6 [ i
(Mtr pathway) 7€ 8 . 1% H TR BE A CymA %
A2 i 5 E A SR SRS S T 42 il Fee, AT STC
b 25 A T AN MtrA . MurA | MuB il MurC JE 5%
B35 B A2 R B ) A 5 D i A B9 Bk SR AR W B
Yy, SEOH AR 3 B M Ah o 2H B M A% i 4 19 2R
15T R R PR A 3 A7 7 T 2 R L B A & R ik
JRRE T 1) A LS B g b, 6 1 B A A 4 JE 8 TR R
F B Ah HL T B B 0o AR LA A 15 48 5 S (Gralnick
et al., 2006; Fredrickson et al., 2008; Shi et al.,
2012a; Emerson et al., 2013; Jiao and Newman,
2017) o [AAE H AT 4 Jm 3d J5BE I i B 04 i AT
( Geobacter sulfurreducens ) W| J& i@ & ImcH. CbcL,
PpcA .PpcD ,OmaB ,OmaC ,OmcB ,OmcC %5 40 jfg 4, &
FEHFFLEH (OmbB Ml OmbC) 4K 0 & A F & &
PR (Pec @IE ) 475 B AL 328 . A BUIR B 19 M
G )R IL U TE Y MurA MuB Al MuC 3 12 5K
WL R AT G sulfurreducens ffLE FH - R E
SE-RER i SN TR WA Mg (NPT B VA i 7R IN
3 7 AR ARLRY B3 15 7 4% 328 DI BE (Shi et al., 2014)
154 @ B AL Sideroxydans lithotroohicus ES—1 F1¢
EWE AL Rhodopseudomonas palustris TIE—1 H1 4R
B H A0 £ 3R AR 2 Y L BE B K T i A
1% 36t 30 J PA 1) 4 J A AL JE — M S T8 (& 1) Fl Pio
Wi (Liu et al., 2012; Shi et al., 2016) ,

PN E Y L AR 25 B v, 5 % 3ok il AT DL, 7E HL F
A% 3ok vhlS O HE A T Y 02 41 i 6 3R 25 11 (e-type cyto-
chrome) , X SE M M (4, 38 26 11 & A 2 IMLLL R
(heme ) , H3, 7] LATEAH GBIl £ 3R 18R )5 - =2 ) 247
BRER iR RENRALSHE TR
(Breuer et al., 2015) . FRIgITH LM, A AR E
P PP AR 208 I 21 3% A B A HE A T 2R 23 5 e L
12 19 fE J1 WAL (Breuer et al., 2012) AL, 40 /Y
OREAMGKE TR 5 K0 T 455 DI G
OmcA MuC ke H A 1 Mok 7625 [|] 45 44 2 A
FRARLE , il 21 38 2 HE S A Ll -+ 0 , 20 0 i
1% 5.4.3.1.6.8.9.10 A KEMIMLE 2.1,
6.7 LN BER L, B E R KA 3, T
R IR M AN ZL R 5 F 10 540488 1
ity - 88 W) 3% kAT BT 4% 0 ((Clarke er al.
2011; Edwards et al., 2014) , 1 H , iS5 9F B
HL T I 2L 2R A R Y A S b 0 A O 1) 4% 5 0 K
K JLFE—3(Breuer et al., 2012) , 1 13X L6 41 it (4



17120000113006 %%%

42

14 X145 .fod

XU 5 - R AU — 2R A T L T A% 338 6 2 L A 5

(a) Fe(ll) Fedlll
BT ® — ©
A MtoB
e Fe(ll) ~~~
Fe(IlT) <0 ®
o o
JA Fe(II) B
SE ' Fe(I1l)
JE W

K1 %A Sideroxydans lithotroohicus ES—1 F| 5 H ii MtoA \MtoB .MtoD F11 CymA #H Ji{ ¥ & ey 115 326 5%
AL AN B A AL (a-b) s SR RE R J0R 5 40 8 K 25 19 MioA FLim i F AL ML /R K (o),
B2 3 i H R DA A R P I R TR T R

Fig.1 The neutrophilic Fe(II) -oxidation bacterium Sideroxydans lithotrophicus ES—1 uses multihaem c-type cytochromes,

MtoA, MtoB, MtoD and CymA, to form a pathway for transferring electrons from extracellular iron oxide minerals to quinone

in the cytoplasmic membrane (a-b) ; MtoA is the key cytochrome in the metal-oxidizing pathway (Mto) pathway of Sideroxydans

lithotrophicus ES—1 and directly reacts with magnetite surface. Electrons transfer from the interior of magnetite to

the mineral surface, followed by the interfacial electron transfer from magnetite surface to MtoA (¢)

EEORAERE TR, BEEE 24

65 H, £ 32 B ) 400 Y € 3R B 11 1Y) 5 4 Bk A AT, 6T

W) e ) P R R AL IR S — S

JEFIIR .

3 HRENYT M- EERE WA
T & A AL

BREACY Wy 3RS AR W I L T A% e B
R0 3R R 2 D) A A LA TP E T - L
GEL7/NER: - AT RS R L AR & S o O G i 4
FIEA™ 1 2 T A I BT Fl, 5 B 45 3 i B L ) A 52
Mg PR] 2% 2 T ) B A B2 0 A e W ) ) 3 1 L
il , DA B AH 56 A5 ) i R Ak 2 o B ) SR
3.1 %REUYT Y- AREREANESHAR

BB Yy - 40 M R B A A LA HTAIL R
WFFE Y — A~ BB 25 ) B2 40 B 60 3K 26 1 AT 5
W RS, LRSS 5 Jr X T i 7L R ROCR Y
SO . Horh  WESE R O T IZ L A BL IR A A B B
OmeA 5 RERE™ T A 25 5 77 X0 Lower 45 (2008)
i A7 SR 22 KB AR BT R T A A A, R BLE
g 5 Ser/Thr-Pro-Ser/Thr ( 22 & B8/ 7 & &
~ I R - 22 R/ 75 R ) 15 AR BB 45 5 i 45 Fh
ZBRE 2 U B, T HL X BRI WA TE T A L IR
FAMNEE F OmeA Al MuC A, I3 1 A TU IS
AR 1 45 A AR BT ) A 5 (hematite binding
motif) . Edwards 4 (2014 ) F| 1 [A] & 6 4F X 5 £k
NP ST 7 B AT T OmeA (48R 45 H , IE 52

T Ser/Thr-Pro-Ser/Thr F % £ 7€ T OmcA & H 1Y
heme 9 Fl1 heme 10 Bff 32 (& 2), OmcA i i 45 14
H i Ser/Thr-Pro-Ser/Thr 5 7 8k 47 3 T #Y 12 Jk JE
J LR, DA T WG BEE A AR R R T . AR 1T, Fukushima
S5 (2017) M 292 G B R Be X5 427 B ot % 45 4%
AL T OmeA R (1 MuF 198 4541, &
P MuF [ 554 b 35 % 4 Ser/Thr-Pro- Ser/Thr ¥ %]
FATE . M H, 5 OmcA AN[A], MurF W B 205 2k 4 (1 3%
PEAL 5 AL T heme 6 Fl heme 7 Fff3E . A I, AS [H) 21
MEREASREMD T YRTAEE T NE A
Rk — 2 WF 98, 78 i it 5 5 M, Kerisit 4%
(2007) 3 iod 43 ¥ 2 Iy % Ir AL T K WP A IO
B A% —Me Mg MG REA
STC 57 8k 0 2% 1h A9 A B AR H ot 2, JOF Hig i
T-5 ¥ ¥ A JE [ G (electronic coupling matrix ele-
ment) 77 ¥ 15 T STC 5 JR Bk 3R T 19 L 1 1%
R, AR Mo g R A R E A,
STC HE&AH 4 MILLER , MA R 10 ML FR , A Bl
TSR TR AR R Y S STC A LLiE
A L AT 2R A Al i 7 g S A A W T W 3R TR S
B, A5 40 (0 3K - A A ) A4 F T A% 8 B S 4 /D
# 0.9 nm B H 4% 38 5 AR IR BT, [7] i 52 5]
AT 45 A v AR AR I 21 2 22 R R S HE A 2CR
4= M R A 52 e ( Kerisit et al., 2007) ., H
B, i T8 B R R S e B BT R R
BRYESF R, M G REN ST Y RmEE S
75 B TR+ oy Rk
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€ #45] B Edwards %5 (2014)
2 (a) IR MEEE i & A B4R Mo i B 5 R BB (b) A TAE MR o 580 ) B 88z il
BYZE 1 5t OmcA 45 5 (¢) OmeA Z5#) i F 10 5 121 & (Heme 10) B #7119 Ser/ Thr-Pro-Ser/Thr J& OmcA 5

TRERE R

Ty

“Ha

F 3L R

Fig.2 (a) The proposed metal-reducing ( Mtr) pathway of Shewanella oneidensis MR—1; (b) OmcA is the key protein on

the Mtr pathway of S. oneidensis MR—1 that directly reacts with iron oxide minerals; (c¢) in the structure of OmcA, the motif,

Ser/Thr-Pro-Ser/Thr around the Heme 10 was proposed as the binding site of OmcA to hematite surface

3.2 BMHKREUDTY-AREREQRETEF
BB RENT WFMER
AR AN 1S R A ALY Z W B R TR R
WAL BT HOR W B Y R, DL R
Je FL A 2 W B Y 2 B 1 AT B A T Y Bk
BB AT R . B T SR S B I L AL
i AN [ 2 1 22 18] B HL T A e A e R TR A
J R 9y ST A F, A% 3 R B O A ) L A
W Bk A W) Btk D R AP R S A W R
ZI B TR R B T IR B oG T A0 M 8 R R
FSH R BRI EERENEEA
JBTAS B 1 25 A8 RV J57 % 5k A 3o A A 52 ), 0 2
B X A B v A AR RTBE R A IR B

TEAA -3 B R v, BUTH T A5 3 AR S
Fe L) 22 6] ) S8 A -3 SRR A7 22 DA O . AUt
YA A - EMEEREA -0
S, AR R ) R PE R, v ok
PREBAE Sideroxydans lithotroohicus ES—1 Ak #5 i2k
WSS TR 7R G W AT LA A A 1 40 i €
R EH MoA S AL W) FAg vh 89 Fe (1) , T A 5 2
e R T AR S Fe (TD RYEBR (L 1) .
[[DRERSEROR: IR & 7S MLE < ik 7N ROk 7 3557 el
PAAT R4 52 5 4 ) R A B Fe (1) /Fe (TIT) 1 HE A5
B W) ) 3 JL L A2 o e 5 P MioA 5 BR % Bk 47

Z 1A B A — 38 D B W 3 g o, R A (LR B A
HBRAEAL Y B9 S AL G R B B AR
H Fe (1) /Fe (TIT) Lb 4 3§ QT 35 19 K, #6578 1 4
= ML A I 2503 5 0 ) AR A — 3 D 7 22 TR Y 1Y
R FR . T H G R R REER 5 MtoA S B P
JE BRI AR B R T AERUAE W AL S R R AR AR
5 Ty UL DA 1) 2 T A A% 19 [ A HL A 3 i
£ (18 1c) (Liu et al., 2013) o [H P AERAR B/
GORIRE7/R T AS R E R R L OR Uy & U S =T DS 7
AW A KA Wy UKL 15 A B D ) R, T A 3 R
] RE B AT SR S A

SR, HHTOC T W WURLDRLAR 5 U AE W) -0 )
ST HL 1A% 388 AR I A DG I ST IE T AN (] A AR
Roden (2003 ) 7530 A= 340 I A~ [) i 8k S8 A6 0 Y BF 5
R S AL RO JRRY A) Bh R S R ) ORL B T %
T FRR 2 1 ML 5 B RO R SC R S AL
Py f B FE 25 JE 06 . Yan 45 (2008 ) 75 M FT b
JE AR BRI 5 b AL B2 S Al i R B -
1 22 1) B 42 ok T BR AT G, 55 0T g DR B 3 T R
Je Ko i Bose 45 (2009) A T A EG KA 38 J5 AN (7]
LA 2 R UL 14 B 107 R 8, T BB T AR A 2
R 5 WURR AR ) O R /2299 nm>12 nm>30 nm>
43 nm , I AN SRR B /)N BN AR, n] fE Y LA
SE AN [A) RS B 479 UK. 55 i A W 3 T 10 € fh 7
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PLR S A% 3 7 O TR B 4 UKL KL 42 %) T
DG/ R/ T S R iy & 3 I N TR AL
R — 7 TH A] BB 2 T A W A T W AT i b
W82 1) 3 O 4%, A AR 2 B2 Wil TR 3R 5 O — 7 T ]
RE R A0 1 UKL AS B (0 07 ) = 1 o Al 25 Bl R R AR
Ul /INTIG A AR AR A, DT O B N7 R AR 5 BT T RS
RO Z 18] 1 58 B O & ROME BE o O T BN AR W)
AP i 3ok i v 2% b A 2R AR 5 R A S 0, Liu 4
(2016a) I &t T A5 FC [ 1 2R 11 OmeA 34 5 AN [H]
RLAR B AR 2T UKL Y 3 5, A A iE R E A
WFFE A W -0 i 5L e, A% 3o R R 5 T ) R R
RZIB R R . BFE KB, AR Bk JoURL B 7 T AR Y
AR YA BRI 2 . 173 nm>15 nm>30 nm>
55 nm, 5 Bose % 7E Ay BU K T i J5t S 36 vy W ¢ 5] 11y
PSR, 108 B T 2 v 4% 338 7E A BU TG BT M A1 IR I
ARG R RS T ESAEM . M H, 173 9K Uk B
7N HE 1S G R RO TR 1Y S 0 3 R Y AT B D A
15 40K 1Y 25 R0 0K TR 7K 20 855 v DR O 5 R | 6 T
RET S T & A A 3, T W 45+ T o 55 %5 1 1A SR A
(Liu et al., 2016b) . /]NJoUhL AT 58 44 P 35 580kE 22 [1]
YRR B /0N BR ) T A EE 1 OmeA 55 AT AR 4 78
URL A T 1 B L, A5 D0 5 38 49 228 00 2 I T A8
AN o BRI, XS T RSHRU/INBY B 1 A HL o 1, o Bk
UL B A7 T AR 8 S AL — 38 B R 2 15 nm > 30
nm > 55 nm >173 nm, £ 5 /N RSP 87 Y 0k B AT
e ST S 3 S B 1 B TR AR RS B ok
BRT UKL AE 5 TCHL B AN OB BT SR AT R
Xf TR IR Y H T UL R RO
W) UKL TE 7K 30 55 v 1 141 SR AT Ry FOIR 28 X T i A
YW/ YR oy ¥ 2 50 N A B 3 R 5
(Liu et al., 2016a) . 7& 500 F1 73 At 48 K 0 1) kL
SRR W 2 Ta) Y B 0L T P B ASORE B9 AT SR AT SRR
AR Z A5 H R

A1 (5 K & (1, W1 OmcA A1 MuC, % W F %k
YIMaA o 060 v, B W B TR SRR W T W R,
M) ol A1 40y BA 30 ) A ) UL 1) AT SROIR 28, DT ek 22
YRR S A Z i TR RCR . TEA G
B OB A0 2 R 3R OmeA X 7R 2™ 00K A AT R
(5 A2 T & B : OmeA Xt F 3 A ] R 1 ok
B ORL Y A1 AT A2 HOR S 52 e A ) 0k
Z 0] 4 R BBE R A O RPN R TR
JIE P IO i 2 R AR M 0 7 A, R B T BORL 3R T
14 28 5T 43 % UL R UORE 22 18] AR B T 0 Y
275 5 Wi (Sheng et al., 2016a) . 5/ Il i & H
(BSA) XS L5280 2R B, i T OmeA 5 25 2k 4 JBURL
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UKL 3 BICIR 25 19 52 Wi 5 W] 858 (Sheng et al., 2016b) .
1, 8 B 71— 55T 23 i Wy OkL =
TET FEL fif AN 1) — , S BORURE 78 v 38 W TR 20 v 1 o
HRF RIS . FETCHL N b, ORL 22 18] i 4 ) 32
RGBS MR R TP AR E A A
AR o1k, 23 ) oz B g 5 VR D45 4 R AR
JI 2 W S URL 1 A SROIR S o PRt B W
Sh o Wy ) EE AT BE X A W JOREL 7R 7K 36 85 P
PR AT SRR 785 7S )R ok 0 4R 4 T, AT B2 W BE 68
AR W AT ST R, A 8 R M R AL R B H
T8 LA [R) B 49 0RE 55 5 A= W S T e, A% 3o 1 AL
RN, N 5 TS UKL 1 2% T Mk R, D) K TE Ak
I3 WA R A5 R AT RR S
3.3 REEZEMNGKEXYT M- AREREAR

TH B 715 13 19 %2 i

Br 7 E A BT 50 YR p 55 J7 ALK
BREALD O WA B 1 1R BT A, BRI R R 2 Y
i) £ SR AL W ) — A0 L (5 3R B 1 2 T B o 1 B R
o Wlan, KPR P i R R B R R R
Yo R IR S AL ) B W) 06 AT M AN IR I B R R, — T
T, 45 A 4805 R SR A W #1842 i r
TR T TE R T A B BRlC2E 0 L A e
W SR RRAR s o5 — 5 Tan, X T A IR I &, 7K
PRI b A U i A 2 A R U W B AR K TR HL AR/ B
L EPIAN A7/ RPN R EE 7/ )i I (= SN iR e
FIEIN (Lu et al., 2017) o PG, B AN T HUZEY
i A I 1052 ) P 2 S8 0 ) aed R A A 22 R

T A 5 R A W B A I R T ik A AL
Yoy i B R I R R L AL 3 W T (electron
shuttle ) o #i 41, #F 58 % W J& % M ( humic
substances ) | # 3% (flavin) ¢ i3 715 S REWS B35 $2 5%
AR W A I T A ) 14 28038 ((Marsili e al., 2008
Roden et al., 2010; Shi et al., 2012a; Shi et al.,
2013; Edwards et al., 2015; Wang et al., 2015) ,
e, A DU IR TE B AN 23 W8 ) v 1 B R BOA I TE R W
IR @R/ RO i A | I 3 O A R (|
(Kotloski and Gralnick, 2013) , B X T e N5
WAEY S Z 6] (715 33 38 T BE S 4 (R
S5EIMBA Yy - ) BT L AR 3 R, Oka-
moto 55 (2013 ) | F vy Ak 270 38 i B - 5 A KO TG R Ah
JREEE T MuC 255 B R LA T S E R0+
TEREMS AL IE A0 M 4 R & 1 5z iy L 5
R, Hong Al Pachter(2016) | F 73 73 J1 2 1 55
BEALL T % 3 K (riboflavin) 5 A TU IK 0 41 I 25 B
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Saecalis) B4 K AR (Lu et al., 2012a, 2012b) . 7E
JCHEAET R 5 A FO TG RA P [ 7 H, 8 2008tk
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