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Enviromental factors that determine responsiveness of plants to arbuscular mycorrhizal fungal inoculation :

Takuya Kovama”, Takumi Sato” ("School of Agriculture, Utsunomiya University, “BioResource Research

Center, RIKEN)

Abstract : Arbuscular mycorrhizal (AM) fungi are ubiquitous in agroecosystems and promoted as biofertilizer

for sustainable agriculture. However, the environmental factors that limit responsiveness of plants to AM

fungal inoculation are not clearly understood by meta-analysis of field inoculation studies. In our previous

study, we showed that early dominance of the inoculum AM fungus in plant roots is a necessary condition for

positive yield responses, but not sufficient condition. In this review, we divided the developmental process of

mutualistic relationship into two phases: the colonization of inoculum AM fungus and the responsiveness of

plants to AM fungal inoculation, identified the environmental factors that affect each process, and discussed

how to control them.

Keywords : Arbuscular mycorrhizal inoculum, Colonization, Meta-analysis, Phosphate.

1. IZC&HIC

T RE AT 58 4 fBERT S 7 —/NAF 2
7 —WR (AM) HOIMERREZFIH L Tz REEDs
TR E TV 5 (Simon et al., 1993; Taylor et al., 1995) .
ZLC, RO B 8 HllLZ o LA BItR &
THY (Brundrett, 2009), #MER A% /L Cig FAE
OISy, FRIZ TS SN ) Y EROIIIC
KELHFGLTwA, FRIELTORWEE, Y
RO LM E L 72REDDH 5 0.03-3.0 mm (F
M, 1987) O#HiIFD) YL 2WINTE v, —, W
RILEL TOBGA, SMEERE, BoKE»S, £
< OFETIX 20-30 mm, EVW LD TIZI0Omm FTEL T,
) Y BEOWIS E LRSS, BIRIEE L TWARWIRT
131 cm OFEEFEIL 1.8 cm® 7278, HARIER L 2R Tl
PWAERARIC LY ZOFKEFEIE 126201 cm® 12T 5
(Sieverding, 1991). %72, AM BO/MERADKRE (F
2-20 um) (Smith and Smith, 2012) IZRTEFOKE (5-17
wm) (FRH, 1987) LFFEETHY), MWIRTH A AD

HTWTIEMBICA DAL ENTED, 20720, fil
WHRESHVERARICE U RFERE © L2a, RICH
NHVERGRD L) REWEEEZ RS, FIKT ORI
WCHL TWAEEZ LN TV,

F72, AM WIZEKRGTINDII AN, R RGO
I, Tk - S - RE - BIREESE R DI,
W EE T 2LF WP, 2 E O, T3
R, MEOML, b LD RBRHIN TV
(Gianinazzi et al., 2010; Lenoir et al., 2016; Thirkell et al.,
2017). 4512, Delavaux et al. (2017) 1, AM H&HM %
PMi§ 2281250 11 HE CERUGEERIR, SR
U RN, F oA, TEERTRIZ L, K%,
BKE, FREANOBGUNE, M E ik, a0
T HALABE) ATEET B DI O, MAEAIC
BATZ 93 OREAECHRIZ &2 XS RMTIC L DA L 7.
Z LT, EBHUWHERR, SR, ) I HEH
RO, KB, FRRANOIRPUEAS, AM HEM D%
FICIDEZIYEINLIEAMELTWE, Ihb
O AM W ORERER R ENT 2 LT, B R 23R 2
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EOBFEEHOHIG],  PAEY O f B R E O 2D
LA HEVEDSH 5 (Berruti et al., 2016).

ZD7%, EEOMR %) Y Ha Mg 0= &
#ZFCTAMBEM O Y R 2R L T 5 (T
IR, 2016; Hart et al,, 2018). %L C, €4 AfLIZ[ALT,
Hixh AR TH H AM W OFIKSR R & &g 7z
IR (T~ — 7 — & A 7235 T ORRE AT
fiZREH LW Ze M E L L T\ 4 (Hart et al., 2018;
Vosatka et al., 2012). F72, 4, EFNVHETH S
Rhizophagus irregularis ® - 7 L f# it (Lin et al,, 2014;
Maeda et al., 2018; Tisserant et al., 2013) It/ 4
f##T (Kobayashi et al,, 2018), T Y A7 1) 7 h— 4%
BEFRRNAREE & 72 AEY B X ORI TR e R FUTRE G
DOFHN 72 f#HT (Bravo et al., 2017; Jiang et al., 2017; Keymer
et al, 2017) 225, AM WA 2> 15T % e HIRO
—IASH SN END R &, IR C O HER S
Lw, —7, AMBEME L CTEE L AM I (BHEE)
& AR O 4B F 73BN (R
DEEBT B EY - RBLEMIZOWT, BESHBO 25
RFTIZ L DIEA IS I8N DDOH 5 (Augé et al.,
2015; Berruti et al., 2016; Hoeksema et al., 2010; Kaschuk
et al.,, 2010; Lekberg and Koide, 2005; Pellegrino et al.,
2015; Schiitz et al., 2018; Zhang et al. 2018). L 2L, X
YR TR — 2 BRI S T, ThET
12, FEOHIE, BEEELEHWEERRICLD, &
A AR A FCTIIAEBTOEIC BT A AM HOEA DS,
B ROFBICEETHS Z L% /R L7z (Koyama et
al., 2018; Niwa et al., 2018; Sato et al., 2018). % = T,
KA TIE, BHRROWEL M L7200, WIREHKE
TS AEIBEN Z @mEOMIE St L, B AM
REM OFRIRRIZH - & I CLE RGOV TE
R 7 B8 %479 L3RS, X SR OBFMEEZ # LT,
COBED S DS HROMFIRH ZIRET 5 B 1IX).
HB, REHPICH TS AM HEAIE, SR LIS
LR SN E VD, F70, FEEERhR, AM HTE,

RABOEE & 51 fa¥ 3

- 1ERAE .
,~ EEROBRLR

« BEARE

|pH. BE. K%

a0kl . oo
HO |y - #iE

B || EEE
" fheps

TEED
BRRD
BELST

© RE

FEWFE, WiEDOMAGHLE, Lo THELT 575,
W& OBARITIERICHEMECTH Y (Koch et al,, 2017;
Maherali et al., 2014; Martin-Robles et al., 2018;
Tawaraya, 2003), A CTIIERFEZEROMEZ HA &
A7z, AM W L AEYE L OBIFRIZO W TR U
T2\,

2. AM HOATFIR E#EHR

B R 2 e T 2 REEFROIMLO/z0121E, AM
B OAGER & BAERI R & ORIR OISR AT R 72720,
F9, 56 1 MIZOWTHFT 2. AM Wi, TEF Ol T,
RARTEZRR S AM WOYMVER SR A Y b7 —7 (BT T
B &5 2 BRI HRTZH 3% (Klironomos and
Hart, 2002). 2?95, AM WORTIE, T8 EM LT
D BT, BRI TEOIRE & K3 SMF050 72
ENAUXZEZET S (Giovannetti et al., 2010). FE3FEL 72
a7, FBRAONTRFEREZ T AVF— & LU CTEFE
R ESES, HEMY ORI GICHENY
A2, BFEBEREH VT, REEPRE W
IBIMEEREILT S, —T, WOSEBIHEET 5L,
AM BRSO ENDLAN) TT 7 b2 ELH %
SRS () MR 2 IEA LT, F3HE O3
ErfEEL, R FET % (Akiyama et al., 2005).
WATLTC, FEHE L7 AM WO TR 5 S0 513 Myc
K (lipo-chito-oligosaccharides: LCOs = chitin oligomers:
COs) RIEFEMEA (LAY (volatile organic compounds:
VOCs) 237w S, WML LA IS S IC LT Ca**
ZNA X7, MR EDSFHEEN D (Genre et al.,
2013; Lanfanco et al., 2018; Maillet et al., 2011; Sun et al.,
20153, 2015b). ZLC, BUFEL 72 AM Wi, £ %
TR REHEICE AL, M (Arum-type) & %
WIZHIIEPT (Paris-type) (2 0.13-1.22 mm H " 0% TP
HH 421X 9 (Smith and Read, 2008). & D—ARDE
A L7253 ENHRT 215 mm DORANOHRTZ X
[ Y AT (Infection unit, ITU) | &MZN 5 (Cox and

HEHR

BEICLS
AMEER

NEF
K]

BEDR EiE

E= 27N MR
BEICLS
=2l

RERMY
= 274 %
DD

i1 T = NA K 27 —HARE OEGRE O LA, TS

55 %R,
RHUE T 4 — BNy 7 2IRT.

3, PIEARIER & B L ORRE &, A A O AR R B
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Sanders, 1974). +35® AM W (T35 ®) B X OEHEEO
FNENDLERORTy T2 U CIU 2R L, Y
RO ORI EESRET S, INHDT Enb,
1AW B X O E OBGRORE L 546, 1583

(B 7 T3S, M RGO, A M) TS5
bR ETRATIFE (RE) WEOGME, &
Myc H¥-% VOC % & L HAR B L CMIADE GHE (e
1) MBS, AMEHOMBIHRER B ET L EER
YURTHHEZ LN,

W OIEAI) 1%, TU SR LR IS Z L
THEHT L., WAERSAPMET M, AM KI5 B
R BCRAR SN 2 KRB E 2T T 5.
COWEIZHEHEN R LD TII R, FICHELEY
DR L %235 WARTE GRS B 3 5 2 L 23 is &
NTHY, TN ENOBIREORERE L T2 BIHIX
2672 HBATCNHBELERBELIONLTWS
(Alexander et al., 1989; /s /A E | 2016; Toth and Miller,
1984). AM BIIMATIIBHAREZ TR L 22, o
MTIIAVER S A Y NI =7 2L, Ihz@Ll T
THEFOEKGEWINT 5. £, ZOYMERRIZR
DRRARTERLAEINH 72 1R AL, ﬁuﬂm%éué
4% (Sanders and Sheikh, 1983). =D X912, F4o
THEPORTIEL L B AM 2R \tt':}\ Nd%.
TEFEMYIIEHOREREIZLoTAN)TFT IV by

T EERFIET A LT, oA ZHIML T
WhHEEZLNL, FEENICTEOBGREHS A
IZ L2 EE s, ) Y EETARMN)TIZ 7 b0
SRWASEEINT 52 & CKili, 2013) X, AMYITF S b
YOERERETIUDOTREEN M2 ONEZ L (I,
2016) 7%, ZORFHLEFEL TV D

AM BIE, WAL 738K (BRI U V) BB A
LTI EAEWIC G- 2 (Javot et al., 2007), Z ORI
&L Cra FM A S0 E BOEY (IRE X BAE) 25017 EL
% (Jiang et al 2017; Keymer et al., 2017). fi¥i34E
WA INT VAN R, BN
Tmé%*‘biUt@%F & U CTHR 55 A
(Lynch, 2011) R R (4, 1998) % fea#fl L <
WHEFHEINS, 22 21E, hrEOa Y TIINRRE
) OIS THIRO K L 22 T3BIIc2 b3
% (Zhu et al,, 2005). F72, W< ODOIEWTlEtigEp
DY) VERKIED FHIES T, AM HOERIERE B
L OB R T 3 5 (Tawaraya, 2003). W 2 12
W ORNESIERL TE20bEE->T, LT L
DB RIS LIFRS v, FEREIZ, AMEE
MaANTIETEE L, EMEC 94%@!1‘&%56?
AT AFOW &7 B 4 KIED) ¥ ER i AL 51
THEE L MBI BT, Wﬁ%ﬁ#@iiﬁﬁﬁﬁiiﬁ
L ORI ALY R AL DK H#E S 7 B 1S

T L7z (Tawaraya et al,, 2012). Z OfERIE, 1
WAOEALR ORI A DR ROBHUCEZTH
B, B OBREESMEIC L > TR RO AEAL
THI LR

AM HORF IR NI REIC L > TRECRLR L D
DO, Fvy b TOEFNZBWT—MII3TE FAEH 4
EAERIC A, TFEOY V7 IEHE R T
IO 2, BT IREIMES R 3w
(INVAM, 2017). TR & A7z - 0 PR IR A B U 3 T A L
Lo THERRY, Acaulospora spp. 12 6 771 HI13E, Glomus
spp. (£ 1.5 77 13 & 5C DIRIE CORIRIAM % Z£9 % 7%,
Gigaspora spp. X° Scutellospora spp. D% {AZIKREE L 72\
(Giovannetti et al,, 2010). NS DRLTF-DIEAH, 35
HORBEBERSLAM WORAK LY b7 — 7B
(Klironomos and Hart, 2002), K1 E Al O +75 D
AM B DEGFRE 72 D

. IFRDBRREROEELNMERES HERL
EENR

TAEROBEGFEOFEEI, RO LR HFHE: S
% E TOREBOBEERRECIEEBIRIC L) BT 2.
AM B, £EX7EEMPEEL TWEE XA
T F 2T 57203 ER L e shTB),
O AR E FE BRI O 8 E] & k5 (Brundrett,
2009). ZD7-%, FEERIED IR R (777 FF,
7R, bRt L) oFE, LA, HRIERTH
5& EIROBEIHET LT, TEM ORI

W2&D, TEROBEFEOREEEL AKTFL, 08
7|<(Jﬁ? cem® #5127 % (Douds et al., 2011). X ¥ fRHTIC
BWTh, EE,LIEEENORERD OLER, K
MM OEMIZL Y, RoEEMY OEEWINO
AM H O RARTEEFEAT20-30 BA » MNP 552 &8
SN T 5% (Bowels et al., 2016; Lekberg and Koide,
2005). F7z, BEFRIEEIC &0 BEGLIRO T oA 12221 L
T5. BFHOZHITERESDS 20cm T TOMHT
K& (Douds et al., 1995; Oehl et al., 2005) . #FEH %
2y b= OG5 LT, BRO5M EIER R

A & ORNZIZIE DO FBIBIFR 2 AE L (Mai et al,
2018), WRIIAG D X 5 M OfE R SEM ORE D
70% 1% LR S30em OMIZ 5 AT B 720
(Jackson et al., 1996), # U CH3EFEDS 30 cm DI
OHVER Ay 8T — 7 DA HEIERREIZ L D & D
AT HEFEZOND. IRWEHE S N+
VEMI S HR: SN I B VT, TEROEEREO
BT LR R L OMICIEOMED S 5 2 L AVR
EIT\W 5 (Hayashi et al,, 2018; {5 | 2004; Niwa et al,,
2018; Thompson, 1994).
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BSEED S B, iz, LAEWOBRGHEON,
IR RIMVER SR A Y N7 — 27 2 Y3 5720,
PHOBEZKT SEL. AFHIT TR, AHHEeE
M ehs, —IRCEBINLBMIZETINS
£ T, BIFORBIEZHERD R T 27% KA > Mad ¥
L EDHEEE N T % (Bowels et al,, 2016; Lekberg
and Koide, 2005). #4512 C, Kabir (2005) (%, #F
FEBIUOANHEIPBRIENYEO L ORRLIFESON
AR E SRR TS 2 TR PR L,
BEAZ IS X DA ER AR, ATl ERE2S
0-15cm, 10-12 3% # T i 0-10cm, #8553l 1 < 1%
0-5cm DALE T, AFHEIZHEEIZHAL, Zhb
DOEFEIIANI R R L2, FHELTCWE. —T,
BEfE I X 0l 1id, EFH 25 10-12 EH Tk
0-10cm OAZE TAFHEIZIAMAT 225, FH5RH0H
VIBETIZZEDN R 252, 2HEELTWA, i
L BB IR, SMERATREVE ) TH L.
E72, ZOL) BHEOLZVEMTIE, ZHOBET %
BB Z ETHARSRS Y N7 — 27 OBIERIZO BV
AT HEFRFC & A HHELIF AR SN T a2 b
R E T\ A (Chagnon et al., 2013). LA L, #Hz
DIFEFARLHMHE D7 W COBRIUL TN E TH
HINTVRW, 5%, 20X RESD &
AEEBIV, AMWHEZBITTAZLT, BFR
HFHERSRHR O 1AW & MR & OB a BARe, Bl
T PERE & FEAE T & OB BARAHIS IZTE 5D T
B EHRET 5.

F 72, WREDHIED 7200 HIBER LKA L -
TOHBEPFOEEIIMT 3% (Menge, 1982). 4¥l2, ¥
VAy MRIUNEZ) v BALAF VD L9 IR
170 BRI F S S 7z CIlEEE L RS
K73 % (Menge, 1982; Plenchette,1983; 1% - #5AK ,
1995; Sato et al., 2018; Thingstrup et al., 1998). F 7=,
BKEETH-TH, N/ IIVKFHEHTIZAM HOM
TEEFIFIHIS NG (ERE - 85K, 1995). #12, Kt
FNRRAY T F V7% EOKRREANL AM W OR M E
AR, EEFAFCT T =, BIVKRANVT 7
Y, N TITANT DLW SE 1 T O RANLESe
EOBEIHEE RITS v (R - $5K, 1995). -+
BIRA B O T B RO BRIEOHERT L,
JERFEX E L L TR OEFTAMETL, ZOETL
TAEW AT DY AM W OFHFEIZ X - THIET 5 2 & Hw
LODPDFHLTRENT WS (Plenchette, 1983; Sato et
al., 2018; Thingstrup et al., 1998). =15 O3 1%
JEZERLHWAN L o TEREFEO B EAMET L72H¥ T
TR RDIFRFTE L Z L 2R T

Do lrs, B AM BEM 2 AT 5HIIC
Z DG OVEEIBIERIRIERIE 2 AL, BGo1#E

G

o B

N

WORGROBE R BB T 2 HEICLDFARLZ L
HETHL. P, TEWEANIEHT 27004
VEIR R 72 £ 122w T3, Gosling et al. (2006), FE &
(2004) %° Ryan et al. (2018) |ZFFMIICE L5 TW
5.

4. AMBEEMDRBRERDEE LD MERET H2ER
EHEEHMR

VERL - DRAF 725 AM THEM O IR GIR OB % UL
T5. AM WEM L, 1ERTEICL o TRELC 3T
I E NS, IO L) 2R L 8 E R T AM
DEGRZ IS 5058, K CEIay = w27
%, in vitro TEIRIRAZ V2, 1I2KFI S ([Jdo
et al, 2011), fEY % &< HW W HTEOBIIFNIE, £
72 ST v, 209 b, Bécard and Fortin (1988)
LRSS SN/ =y DV BIRIREET L LTV
in vitro ¥38R1d, EIZFEERENOWEHIZ VST
W5 (BiHE, 2014). —75, W CoRERTIE, 1ED
L9 i 72T ICE S TH D,
ZMICTED I DO ERMBIHL L. BEL AT
ERBETRRE T Pa— )L L7728y M2 X 2 GBI
25, FALOREYTOHEES] (Douds et al., 2005; Douds
etal, 2006) ¥ CTHAET S, /o, HIEDLD =FH% M
WIS O A, HEHEICHV SIS AM W O KRR
LT, BB 72 AM R PR A7 5% B @ International
culture collection of (vesicular) arbuscular mycorrhizal
fungi (INVAM), The International Bank of the
Glomeromycota (BEG), Glomeromycota In vitro
collection (GINCO) HHigfltE, FOFFED ST
LHFED AM WO TOAZFHT 560006, i
TNOHIHD 13D SR - B3 L 72 RGL )i & B F)
M3 26 THAET S, LL, Hebh bWz k-
T AM HWEM ORI OFEFIL R 5. GL. spp. & Ac.
spp. (&, MaF, WHUTEHAR, W25 TLRARTET
595, Gi. spp. & Sc. spp. \ZENZHT-2> 5 DA BRI
9 % (Klironomos and Hart, 2002). F 72, fRIEER
WAEIC X - C, RATRERMIMIZE % % (Lalaymia et
al, 2014). 53 Jawz LEzf L 7o Db ThIu, =Hin
T Gl. spp., Ac. spp., Gi. spp., Sclerocystis spp. DL T,
2005 8AFEMMRAFCEAL. L, HIERTRTEZHE
9285451213, 5CT6 P HLL R 5L, fIZ k-
TIX AM B ORI En#E L KT L, 1220 HE&RIC
ZEIHHD 0% UL < 127 5 (Douds and Schenck, 1990).
A Y RN OFERA B IEEE X & FAE X & D EF RO
EARTERERAEDS 20 R A >~ UL EZRWwE, B2 X 51
AR IIFET & 7 (Lekberga and Koide, 2005). %
D72, RIRT %I L0 FATEEE O RGHO
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FEZFHIL, BEEEOREORE WV AM WEM % v
B, BEMRANGE I EEE R ER T ULELN S 5.

PERE T BN R O3 A 2 RE T 5. BRI KR
F 0, MR AM W & BEAE 5 5 I b A &
AM WEM & AN TR A EH L% 5
B, IS, BGEEL 2o, T
R LD IS 2 R, @2 Fo Tkl
PRt 3 2 Al TR IZIA CHU T A R,
MyxEMca—74 73 Ta—T7127, &
MEFEHFWE L 7N EREF 2 AT VO — AR Y
TAZ)—=RIZTHATY) M, EELem (TEDX
Ly MRICLZZEM OB D IR S T 2475 ST
BRiT ALy MNERE, 120 S5 (Ferguson and
Menge, 1986; Hayman et al., 1981; Oliveira et al., 2016).
RO BT CIR S 2 R L 72 HiE2 5, T#O
BB RECALE, 2F ), fETF o ICHAE
T5HZET, BHMENLATLIENHL N>
T\ 5 (Frank et al., 1987; Petgen 1998; Sieverding, 1985;
Wu and Zou, 2012). %7z, RIFHAMERHERAE, HiTo—
TA YT, Ny MEMIZIAN, FETE TR
TEDIEH A AM W ORI 2 N S &% (Afek et
al., 1990; Baltruschat, 1987; Oliveira et al. 2016; Oliveria
and Sanders, 2000). TN 5OEIL, REAME LD
HEEOWEINAEE TH LI L, ZREBL TS, —H,
Hayman et al. (1981) (&, A5V —#H)s, T a—5 1
YU, BN, RIEEHE, KPR R & BN
LT ERMELTVS, AMEORTZHEIFICIE—
FEDKFIPLETHY), AT —HHTILFEFE L/
FHAHAVSNA720, AM A HRICE R T X 5§
WM L0759, 200, YA A0/RS
WHEREHEICBW Y, AT —EBHEIERITHAH
EEZOND. Stk BT A XOREWEY LI
BWTH, HF L AM H O T & flT % W%
ZHET B &9 e BT EOZ PRS0
5.

BHEMETIE, MY OB ICHMERE 2 T Ess S
LI ENTENL, BHEMREIYRETE L. EE,
PR OB, FHRIOHEETLZLT, W
IRTERGER & W13 N5 % (Charron et al,, 2001). B4
ORI &% v 728k b2 B b 2 B RS o
AZFHTIZBNTD, HGHEEL ) FHEEOIZ) A
DI PICHRIE R & G2 OB IR R A3 v (Maltz
and Treseder, 2015). F72, BEHIHEIEV, wWioH
DEZER T, R Y RAETHERERIC L) IED
Bins 2720, ) VEEROWBIESTTRETH 5 (Al-Karaki,
2006; Douds et al., 2017; Estatn et al., 2003; Sorensen et
al., 2008; Tawaraya et al., 2012). 512, BHEMIZB
WTIE, L AM BEM ORI XD IBERT 2 5

mENTAMBEZREL, TOTBIIRHELER T 5
L, WORMIEEEEILEE T % (Douds et al., 2016).
S, BHHMORWHWICERE T 28I21E, ok
I HPMEMAEGLELIET, S5I2 AM B ORAR
TERER L R R A BN T X 20 RN H B, —H,
AM Wla+ 2> SHE ORI IR TS 10 HiE
h %728 (Douds et al, 2016), F iM% T8k
LI ENTERVIGAEICIL, BHEMIIERTE 2V
EE A4 XOFWMMEIE 10 Haiftk &<, B
WIZERR 2SS A XA RRER L 2o, B
B LB OB A (Koyama et al.,
2018).

CIE CTHIG S CHAE T % OB L 7235 13 6
¥ (Afek et al., 1990; Baltruschat, 1987; Hayman et al.,
1981; Koyama et al., 2018; Oliveria and Sanders, 2000;
Sieverding, 1985) L7 <, O, #HHEIZ X 255
&N FED b NT2DIE 4 Hid A (Afek et al,
1990; Hayman et al., 1981; Koyama et al., 2018; Oliveria
and Sanders, 2000) T 5. 4%, {LEWEOHEG-K
IRITHE IS & 5 (2P ALER 2 f A B o 7o 7 e B i
D # % (Saito and Marumoto, 2002) &, %O FiFE D H|
WCOFGERABRIEEINS.

5. LEEE AM HEMDBREROBEEHES A%

AM W DGR OFEOHEEIZIL, BEFEARL 72+
HH LI AM WEMICHEEELRE L, o
RRIIDOR~D AM W ARIEKOF W2 & i e E T
% )71 (Most Probable Number i, #¢fffiEii%:) (Adelman
and Morton, 1986; Porter, 1979) 7% b SHZIZH W 51
TWwa, LaL, EICIEFRICFRET 22T 57290,
& A % — 2 RS L 7 B O BRI R A S HEE §
%751 (Mean Infection Percentage iz, MIP ) (Moorman
and Reeves, 1979) X°, g EAEW % 2 JARHE L 7R
B SIS TU O#F A FHIlS 2% /% (U ) (Franson and
Bethlenfalvay, 1989) H fiv:6H 1T 5. TU 2BV T,
Ry MO TRTOBRER R LT 572012 K Y
FMAZEEOR T TULEIH Y, EBFGORTE
MU LOMECIE R, Zo7n, 4, BRE
H7DITERH S NS U B (IU BEE) DRGSO EED
FBRE L L TiRZE S 172 (Ohtomo et al,, 2018). L2 L,
WTNOFFIZBTHRYE A2 LE05H Y, H
VAR BRI L ) AM I & A R TR
B lhb, FEERMORBIZHWSZEIETE 2.
Tk, AM W ORMKERFE R AR L, OIS
T5Z LT, flEE IS AM WO &SRO %
T B HEDEHEIND Z L2 T 5.
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6. AM BDRFHEFERET HLEER

AMHE O F I OFAE LTI HF T 5
(Giovannetti et al., 2010). & #kAS HEE S 7- DIEOWRE
R pH I B E RIS REMED D 525, AM WO
FOFEFNET DR TIEERE L CHIEORE,
RG>, pH, BRSSO BRI ORI ST 5,
F9, WX > TEOFIF B GRRk) 135872
% (8 152). Ac. laevis D 15-25C Cd 1) (Tommerup,
1983), Gl. spp. O 3 i 18 (& 20-25C T & % (Daniels and
Trappe, 1980; Graham, 1982; Tommerup, 1983; Schenck et
al, 1975). —J5, Gi. spp. Diii%iL, A. spp. & GI. spp. |2
WANIELSENENZH 5. Gi. calospora D8 iR 38513 20-
30C, Gi. coralloidae D3I 20-35C, Gi. gigantea O
WL 20-30C, Gi. heterogam & Gi. marigarita DR
183 25-35CTH 5 (7]Vhk , 1988; Koske, 1981; Tommerup,
1983; Schenck et al., 1975). L %L, Gi. gigantea 1% 15C
LIF, Gi. heterogama & Gi. marigarita 13 20C LU Cld &
{BEIE L7V (VK |, 1988; Koske, 1981; Shenck et al., 1975).
BT BNE, RSN AM Ffkx w7238 cdh
D, FL AM RAE T b RIS NG R A Er R e
IS Al il IS AT REME X B B 08, ek
b AM BFED B VIS ERRIC & o TIE3F el i 5 18 A3 52
HHIERRLTWD, 2T, FATICHM T E O
WOFRFRE L OME AR T LLENHLH. 2L T,
RKATFIHROMERRL TBREOFHINC LY, #iRiko &
EICAM WEM RS A2 8T, BEROMPAER
TR E 0] 1 CE D RN D 5.

—h, BT ORGSR AM HEER T
I WDS, FRIIC &) TR LT 536,
AM BEM DGR DOHEE MK T 5. Gl caledonium,

F1FR TNENO AM RO L5835 i B s

Gi. calospora, Ac. laevis D RS T-3E3H1%, K AZEH ST
N -1400kPa LR T 2 & BBUIEIRI S D As, Enlh
ETCIEZEN W (Tommerup, 1984). £ 72, Gi. gigantea
DHEFFIL -1000kPa T 0% AT W2 5708, TN ETIE
[a175 L (Koske, 1981), Gl. epigaeus O 3&3# 13 35 2 7K
wmL B THIUTED R, BSHEAKEL T ClIZERIC
PENETN 9% (Daniels and Trappe, 1980). MO EE
WCBERFRE I > T iuE, BRI T o %3
IRBEERIZESRVWEITHL, LirL, —FE BT
WEIFET DL, Ac. laevis DFEFE OFEIRIIRTT BT E
WFEHE KT 4555, Sc. calospora D33 1T 11
JEYLRE & MEFE T 5 (Jasper et al,, 1993). Z D720,
WM I BV T REA G A121E, VA7l
Lo TEMEEE LIZC 2L TFHENS. R
JE & FRRICR R THOMERR R LK ORI LD,
WY B AM WEM 2 HAET 2 2 ENEETH 5.

M & AR & > TE D53 i pH 313 52
% 2 ENERIISRBEENTVS (F23K). Ac
laevis DRI F-ZEF I L ) TH L, pH7.0 L LTl
Z83F13FH L </NE W (Hepper, 1984). — 77, Gi. spp. &
Gl. spp. D3&3 i # pH LA <, Gi. spp. DL T-383F
1Z pH6.0 B 7% C, Gl spp. X pH7S5Ri 2 CTEH L & b
(Daniels and Trappe, 1980; Douds, 1997; Green et al.,
1976; /IME | 1988; Siqueira et al., 1982). GI. spp. DHT
b, Gl manihotis |ZMEVELIEIZTRNZ LA HE SN T
W5 (Clark, 1997). W22, FHWA AM HE&EM DI
fead pH 3 & it 7 72 O 13 pH & OAHYE % Haricit
BL, BECL-oTUIHE L AR EICLY pH 248EIEL
TBLVLEDDH S (Siqueira et al., 1984).

in vitro DEERIZ LD, FVva—A TN b= X,
AZU—A L-T7TI5E /=R, TANRTIUER an

AM W& HH F
5 10 40
Acaulospora laevis nd nd Tommerup 1983
Gigaspora calospora nd nd Tommerup 1983
Gigaspora coralloidae nd nd nd Schenck et al. 1975
Gigaspora gigantea nd nd nd Koske 1981
Gigaspora heterogama nd nd nd Schenck et al. 1975
Gigaspora marigarita nd L AN 1988
Glomus caledonium nd nd Tommerup 1983
Glomus epigaeum nd Daniels and Trappe 1980
Glomus epigaeum l:| nd Graham 1982
Glomus mosseae nd nd nd Schenck et al. 1975

BpBEVIIERFICHE L TWD 2 L 2R,
I SCHE R b L ICEEER L 7.
nd I 7= D% N2 & ERT.
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oW, VI, YVE VERDS Gi. margarita DILTIE
FEERIH T LH 2 E23HE SN TWw A (Siqueira et al.,
1982). L7:2%o7C, X w ) BRRBpRMANT 2 E
OEWEAER AT 256, TNoOER2 LS
AREESEIN L, AM HORTHEFESIH SN 55
WA H 5. AM WEM &2 353, C/N 2
RWEREIERZ V2, EOXRPLETSH 5.

EEBRRLIISHERR SN/ 8, BT TEIC BT,
AR DT RF 2 ET 5 ERE %) 2% (Lenoir
et al, 2016). EEJEHI SN2 HIEIIBWT, Mi%sE
DN, Mn & Zn 7% Gl. mosseae DN T-353 % (Hepper
and Smith, 1976), Cu, Mn, Zn »* GL. caledonium O K3
FIEHHPHIT A (Hepper, 1979) . HEIciH s /-t
BEIZBWT, NaCligEoEhniftiv AM o lg-F-583
DS A0 (Estaun, 1990; Hirrel, 1981; Juniper and Abbott,
1993, 2006; Mcmillen et al., 1998), GI. mosseae DRI T-5
FIHLTIIAF Y ANV AL DRBEA DL ADFE
DRENT EDHE ST 5 (Estaun, 1990). FeiE+
BIZBWTIE, ALAMNLVADHEE 2D, Gispp. &
Sc. spp. DIFE A EDOTEORLT-FEIFIT ALIZ X - CTHE
2 R \HS, GL spp. \2 B\ T GL manihot % B\
TANZ L > THRTZEFEPHIH S5 (Bartolome-Esteban
and Schenck, 1994; Clark, 1997). L7:4>TC, I 601
BIZBWTAMEEM ZHET 2561213, Hwb
AM W O @IS E FHATICHIE T 2 LBl H 5 (G5,
2014).

B, AM HOWBEEIE B IEKE OB
I TR T 922828 IR<HBNTWS, LaL,
AM W D313 RCH/MER R RIS HIEE R D) ~
BT E L W LSS TB Y (UM, 1988;
Koske, 1981), ZORBIZHEROETIZIE, H3#EHDY

VB TCII R MR ) VIEENES L TwE S
EDFIH ST D (-4, 1998).

RO &I, FEBR G TIES R BRVT AM WO 5
IS A TIEERDNRE, K5, pHIZBRSNATT
REMEDSEERIRIE SN TV D, FREFN0D AM H O
F % in vitro DEER7Z: &I X W FHATICHED O, %
WE 2SR E B 2w, @S2I AME%
BT A52 LT, OB EROEEZN L T&51
HEMED S 5.

7. EEDRICFEERETIEERICEDS
A 5 R D BIRGE

AM WHAEHERD X & N OFE RS, BB
BRI, TEROBRGEIEOERE, TEOHEY
&, pH, Koy, #F D COHICRESND, L#
#2317 (Augé et al,, 2015; Berruti et al.,, 2016; Hoeksema
et al., 2010; Kaschuk et al.,, 2010; Lekberg and Koide, 2005;
Pellegrino et al., 2015; Schiitz et al., 2018; Zhang et al.,
2018). FAEWOEEL, 50D A Y ENICBVT,
PRI Z RITTENELTETFLN TV
(Berruti et al., 2016; Hoeksema et al., 2010; Kaschuk et al.,
2010; Lekberg and Koide, 2005; Zhang et al., 2018). 4|2,
Lekberg and Koide (2005) 1%, + 7 & O KGR O 5 1%
AR, MAETICBIT A LERIC L 2 EREEE#ED
0% xR 5L, AR ZE L NS RDI L2
BHLTWD, T2, 74—V FRERICIEAR Y b kBRI
BWTEMEREIZE VW (Berruti et al,, 2016; Hoeksema
et al., 2010; Kaschuk et al., 2010; Lekberg and Koide,
2005; Zhang et al., 2018). Ry MREZCTIIHEREIZL )+
EHD AM WA PR T E L 72O AR RDEL e b EFE R

2R TNETNO AM HEON 33 i pH 1.
AM BT A 54 73
4 4.5 5 5.5 6 6.5 7 7.5 8 8.5 9
Acaulospora laevis . nd nd nd nd nd  Hepper 1984
Gigaspora coralloidae nd nd nd nd nd Green et al. 1976
Gigaspora heterograma nd nd nd nd nd Green et al. 1976
Gigaspora marigarita nd nd nd nd nd nd nd nd Siqueira et al. 1982
Gigaspora marigarita nd nd nd nd nd nd /MR 1988
Glomus epigaeum nd nd nd  Daniels and Trappe 1980
Glomus mosseae nd nd nd nd nd nd Green et al. 1976
Glomus mosseae (INVAM156) nd nd nd nd nd nd nd nd  Douds 1997

BHEARVITEFEFITHEL TWDL I EZRT.
GIRSCHkE b EIEBDER L 7.
nd 37— DRV L EIRT.
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5 TH Y (Berruti et al.,, 2016; Kaschuk et al., 2010),
TAEROHEP R RNE- 2 5 EOR S 2 EFT
TW5, S Z 7B CITIEO W%,
L, EWEEZFRSIMERIZBW TS, TEROK
FED I b WIRERBEZFEOENE L TEITN S
(Hamel et al., 1997; Niwa et al., 2018). Z L5 D¥iEH
5, BEHR)REAROBETLIERITERORE L
ZZAbNA, TOz®, Hiak L7z L)1, BIEEHTE S
L OERIEIED uﬂﬁkti%i@{ﬂﬁ@uﬁﬂl nzxv, &
HWDOBEN/NIVE TS NEHEY TOA, AM
BEMEHNLRETH 5.

HEWIL, 420X RITICBWT, BHEKIRIZH
BARIZTHEENE L TEZLNTWS (Augé et al,,
2015; Pellegrino et al., 2015; Schiitz et al., 2018; Zhang et
al., 2018). Pellegrino et al. (2015) %, FEFERIR % IE
35 8 ERDOWN, TiERHEEY S REROR TSR
DEWZ ERFR LA, F/2, Schiitz et al. (2018) (31
AR AR RS RE OFERAOHBERE
R, Augé et al,, (2015) [ ZAEWEW G X 0 HERERIH
W bl eEmE L7 Al L7-X912, THEICHE
R DSTRAT LT\ D & T 738358 i?fﬂﬂ'?u s %
7z, WFD 233 O A b 4887 FEDFEY) D AM W D
BRI RER D38 — > % iR 72 4 8 AT O W52 T I
RO CO/N AR L HBIER RN, 11812
BWTIRKE %D EATRENT: (Soudzilovskaia et al.,
2015). INHDOFERG, HREWIGEEE O T553
EMEETHET LT, BESETEK T SET
WL EEZLEND, —HT, AEWITIEEREOES%
I H R R B % &Cf?‘ﬂ%‘l‘iz’ﬁ% 4. BlziE
AM HOYVER RS, FHEREY) > Bk % I ARE L “ﬁlllt
AFOLEFRN E$TAHZ LR (Sato et al., 2015), FHH%
BERZPINL, WYICHEH%RT LI s ShTwn
% (Fellbaum et al., 2012; Hawkins et al., 2000). % Z T,
1k, AVEMIDSHERER O g A LA RITIHEER R I K
TR Z o E L Chise 2 o UL, Ak e AM
B O 2 BN T E 2B EM OIS 7%
DHUREMED B 5.

pH L, 3 DDA FZRITIZBWT, R RIEES
FITTHBERE L TEIFLEN TS (Pellegrlno etal.,
2015; Schiitz et al., 2018; Zhang et al., 2018). Pellegrino
etal. (2015) ﬂi B R A2 ET 5 8 EROW, T3
HERIEREIZOWT, pH ORTHFGENmAZ L%
%&%LT\/‘%. ¥ 72, Zhang et al. (2018) &, ffl, 4,
BIUOERY = BB RICEE B WIS %
WS, pHIZER B L RIZT L, ZHELTNS
¥F1Z, Schiitz et al. (2018) & Zhang et al. (2018) D%
T, BRI BWTEESR Y . Bk LX)
pH T DEFIEIZE b L. — T, pHIL) ¥ OE)E

2 b BB S (Barber, 1984; FIR, 1987). A1
LRI, pH 2V DA & A %l ’%ﬁﬁl% Z
FAZTHRE 2 0l L Chise e, BRIk &1
DT pH # EHT 52 & “C?%@fi)%%iﬁﬂﬂf
ELmb LN,

ZFRH, 3ODRAYEITIZBNT, BRI RIZHE
T HIEERE L TEZ SN T 5 (Hoeksema et
al., 2010; Pellegrino et al., 2015; Zhang et al., 2018).
Hoeksema et al. (2010) (&, FHAIR)EE PET S 9 BH
OW, BRMEESEERREFHIAST2 L TEETH S
ZERRWELCWwB. F 72, Pellegrino et al. (2015) b
FARIC, BRI REIET 5 8 BHNOW, TIEP AR
Wyérs & pH IZIR\WT, i%#’%‘%?@é‘%@l%ﬁ%
ERB N ERI|ELTWL ERIE, lBT%E3HFIC
BLRWD, BHEROTEERDE) \‘]&HX’\VF@?%
Z LT, BRERIRICHEL TWREDIEAY).

RAT, TR ORGSR R B 2 T
J L #2515 (Auge et al., 2015; Pellegrino et al., 2015;
Schiitz et al., 2018). Hiuk L7z & 9 123K OB
NEFFEHIG-T 5720, BIEEOMNES % ZE &
57 OIIIHEKR L 12 K A8 ) K E A EET
Hh. LirL, AZETOFERTIE, BRI
BWTAM ’éﬁ%‘a‘ﬁﬁi%ﬁﬁﬂ@%@@% IE<
(Schiitz et al., 2018), HZEEANEZNZ 72 512 & AM W #
fICLVRILay 5% ‘/Xﬂij:a%'rﬂ'é (Augé et al.,
2015). ZD7z0, TIHERGE, BEEORTIRELY
BRI E A R DR GWIAMER T 5 2 & T, HERERR

ICHELTwLEEZOND.

RIS, )Y OB RANOHZEIZONWTHTHD
(Lekberg and Koide, 2005; Schiitz et al., 2018; Zhang et
al,, 2018). U VICBIL TIE, A & fFHTRICHE— DRGSR
PRSI TW 2\, Lekberg and Koide (2005) O#ii5C
(&, TIEHOTGREY VIRESRTETLETETY
BFIIAAMECZR D, #9 2mg P kg' 55 20 mg P kg
DO CHEBEREIFDO SN S, [FWEEZ, Schiitz et al.
(2018) DL TIE, TIHEDOTHRHEE) > 15-25 kg P ha
OB CHAEMFIIR L. LA L, Zhang et al. (2018)
D#FETIE, 'J CERMEAE D R OTEREY) SV IRED
iy P HREERIZST, 618, Mg
7?}%&&%@%%&@?? Aﬁ%&*ﬁﬁéﬁ%%ﬁf&w

AM B 238 EAEW O) Y BEOWIUIKE CH G5 LT
WA ZEIZFEHOHEETHHIHEDLLT, L DAY
FEATICBNT, ) U DB RICRE 28 e RITT
R E LTS Tw v, :@ﬂm&qu 25
EZzbNnb. F¥, —OHELT, AFBITIGEIINT
WIS DEEERIRT IR > TV A Z EDFET LN
% (Pellegrino et al., 2015; Zhang et al., 2018). JEiEE|Z
BT, #EO) YEREAHEHICE D) HED) VR
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REE (Lynch et al, 2011). 72, i, 2msic
WAL DS HE A vz, ) VIBKE & W
(Rodriguez and Sanders, 2015). Z®D 728, A % fEHTIZ
BINLHEDOL A, HFHINTY ¥ IEIREEATE W i
WTBI b EEED2D 5.

2OHIZ, AFIICHWSN TR IR » OFF
i Tld, AMBWARINT % 1) » ZFHBTE Ty
TREEEDSZF SN D, FERIZ, THER X UMWY O A
B L5 TIE, Olsen 12 & 2 & LB O
DB EDHRIE L TV DOIRHELH 5 (Ae et al,
1993; K45 ,1999). 2L C, AMFLTHDY LiF7-H
DN, Lekberg and Koide (2005) & Zhang et al. (2018)
TIETHIEOTHEREY »MRIEELC Olsen iV 6 1L
ToAE R DA% vy, Schiitz et al. (2018) THAEFEDIT L
A L5 Olsen EIZEDINWTWES, AM B OIMER RS
AR B & WTAGAL - IS B &) el (Koide
and Kabir, 2000; Sato et al,, 2015) 235 Z &5 L, 4
4, Chang and Jackson % (Chang and Jackson, 1957) %°
Hedley 7 (Hedley et al., 1982) 72 & D% ki & AM
WO Y BIE DBRE TR GERH L D7 Lt
Ry,

% 72, Hoeksema et al. (2010) I3IEEAEIX D N/P FLAHS
BHRR L EOMBEBREH L LE2MELTEBD,
LRI LT R ZL7EE (NP I > 16) 13 >~
WX L TERDPRZ LA (NP I < 14) 12~ 2
OB RN DL L 2HELTVE. ZORREN,
5, BHMRIIHMI—D2DOBRPIITEHINTVED
T %L, MWENOBEM TG /NT Y ANEA S
TV EEZLNL. 4k, ZOL) GHEILo7:
Whgehstdz 52 & 2 W3 5.

8. FEHESHDHARIEEHDIRE

AFEHTIEL, AM W OEGLBE O & 545, 7383,
RN RIS DE L TEZDHI LT, FNENDAT—
DICBWTHEELRER LD AAT

(1) LEEE AM BEMOBRERORE &N/

PR ORAIR DT IE L 34 IL, B OVERIEEER
HERIEIC A S NS, KRS, TIEEEDS 30 cm DL
WTRESET A, AM HWEM OHEEIIIER - PR A7
HREZEPEED, DA TEIC LY RES D, A
YT OFERIZBNT, LAEROBRGRORE D FA
MRERSBETLERTH L7290, HHEDORGIRED
FHEAXREEHIT 22 EFEETHL. T, IR
T TR SN TELEEORETEIIEY 2 5
VED B B2, L0 EETHEYZ V2 nwFEO
MAEEND, HHEFEIIOWT, BHEHEORWE
Prcid, BEERNC T ICHRERZEISEESELI L

WTED720, BHEREPIRNTH L. —77, Y
PAETIE, e AM B & OEBROMIAELTH 5.
ZTDN0, Stk WFLHEE A G DR 728727 Y
BHTEDEZE R RKDOOLN 5.

(2) AM BOaFHF

N FFEF oI ERE, HRERROPEZERIZHA~,
Ve, Kk MRS (ESBESCEEER TR L)
whrX, AR, WE, 1K, pH TRES. A
YIETOFRERIZBNTS, 18K, pH ITEELER
LTSNS, FHAEIIC in vitro R Y M2 AW/ E
BRIZED, V2 AM BN DT 583 1 7 51
THODIZ L TBLREDXRH S, 2 LC, HGICHEME
T AR, AR E 2 NSRBI v, K
RV SISO X @Y I AM W2 S 45 2
LT, WHIOBMEOEE R LT LREED D 5.

(3) EEMR

AR ORERD S, Ry RIE, LW OEGLR
DT, TEOERWER, pH, Ky, #F )0
JHICHE SN G, EEZBN 5% Zhb5DER
PR D LHOBGI BV R EfiT 52 &
T, FHIOTIESW 2 SHMNRE FHTESL L) I
BHd L, BT, EBRGTEEICE S X
IR % 3 CCHER TR ARGEEEIC L A7 7 a—
FR—FCHWON LD, BERERK) ALERICE
W, BRF R ETHWOND, HEOBEEG
MR Zederm (A, Bam) %38 JRMHEINE I3
AL TCWAEAS . 72k 21X, Hamel et al. (1997) 13,
1 S TR L IR /NS 7 ay b (5 flfk—
SHEA) HIREERIER 1IE DR B 243 DI HKIT,
AN S CHEREBEOFNEY ) — F 2 HHE L7
ZLC, WYOAEE LIRG, T LA & YR
Wb EBOBEREFHIL, HEFET VLY 155
WORBIEHRE, WHRRE) ViR, T IEFRE &S E
ThbHILEIEML T4, 4%, Hamel et al. (1997)
DFEBED X, NEWT Ty N EHE SRR
BHRBEEGL, A5 TF— 7 2HWBITZ B %
T LT, FEOIIEZ W SHEERREE TFHNTES
IR D b Lz,

INFTHEEEOEEREEL LT, EIREEENH
WHNTE7 Lal, BERSTEO L) 2k &
L EME SN A, W TR, BEREOE
N L o CRBRIEBEEAEIN L 7207, Fs i & 2
DRI & > THERIC X BB EI BN L 720
2 *XBILTEHMECTE R\, T4, BT EHicik
DERWRL NV TOEFER O Y5 L )L TOBERATT
BEL ) BRI O\ T OB 7 R TR L T
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\»% (Rodriguez and Sanders, 2015; Verbruggen et al.,
2013; #EILS, 2002). Z LT, WHIZBEEAZILL %<
TH AM W OREKHIE2 /b3 5 Z & (Schlaeppi et al.,
2016) %, THER OW Generalists 2SFEFHR O EHE % I
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