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Native congeners provide biotic resistance to invasive
Potentilla through soil biota
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Abstract. Soil biota can facilitate exotic plant invasions and these effects can be
influenced by specific phylogenetic relationships among plant taxa. We measured the effects of
sterilizing soils from different native plant monocultures on the growth of Potentilla recta, an
exotic invasive forb in North America, and conducted plant-soil feedback experiments with P.
recta, two native congeners, a close confamilial, and Festuca idahoensis, a native grass species.
We also reanalyzed data comparing the ability of P. recta to invade experimentally
constructed congeneric monocultures vs. monocultures of a broad suite of non-congeners. We
found that monocultures as a group, other than those of the native P. arguta, were highly
invasible by P. recta. In contrast, this was not the case for monocultures of P. arguta. In our
first experiment, the biomass of P. recta was 50% greater when grown in soil from F. idahoensis
monocultures compared to when it was grown in soils from P. arguta or P. recta
monocultures. Sterilizing soil from F. idahoensis rhizospheres had no effect on the biomass
of P. recta, but sterilizing soil from P. arguta and P. recta rhizospheres increased the biomass
of P. recta by 108% and 90%, respectively. In a second experiment, soil trained by F. idahoensis
resulted in a positive feedback for P. recta. In contrast, soils trained independently by each of
the two native Potentilla species, or the closely related Dasiphora (formerly Potentilla) resulted
in decreases in the total biomass of the invasive P. recta indicating strong negative feedbacks.
Soil trained by P. recta also resulted in intraspecific negative feedbacks. Our results
demonstrate substantial negative feedbacks for an invader in its nonnative range under certain
conditions, and that native congeners can mount strong biotic resistance to an invader
through the accumulation of deleterious soil biota.
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soil feedbacks.
INTRODUCTION Prunus serotina. They reported dramatically higher

densities of P. serotina in the nonnative range in the
Netherlands that were correlated with much weaker
negative feedbacks in soils from the Netherlands than in
soil from the native range in Indiana. Their results
indicate that host-specific soil biota have important
density-dependent regulatory effects on P. serotina in its
home range, but that this biotic constraint is escaped in
Europe. In similar experiments Callaway et al. (2004b)
found that in native European soil the invasive
Centaurea stoebe cultivated strong negative feedbacks
with soil biota either alone or in competition. However,
in soils from North America, C. stoebe cultivated strong
positive feedbacks. The same treatments in sterilized soil
eliminated feedback effects in soils from both ranges.
Studies such as these point to biogeographically
delineated evolutionary relationships among pathogenic
soil biota and plants (Knevel et al. 2004, Reinhart and
Callaway 2004, van der Putten et al. 2005, 2007,
Callaway and Rout 2011).

Soil biota have powerful effects on the distribution,
abundance, and productivity of plants (van der Putten et
al. 1988, Bever 1994, Packer and Clay 2000, Yamazaki
et al. 2009, Maron et al. 2011, Schnitzer et al. 2011) and
have considerable potential to affect exotic invasions
(Callaway et al. 2004a, 2011, Kulmatiski et al. 2008,
Mangla et al. 2008). For example, Klironomos (2002)
compared the responses of “rare native plants” and
“common exotic plants” in soil that had been previously
cultured by conspecifics and found that five of five rare
species experienced strong negative feedbacks that
reduced plant growth whereas four of five invasive
species experienced significant positive feedbacks, en-
hancing growth. This suggests that the exotics may have
“escaped harmful pathogens by invading foreign terri-
tory.” Reinhart et al. (2003) compared the effects of soil
pathogens from the native and nonnative ranges of
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Soil biota can also have phylogenetically delineated
evolutionary relationships with plant taxa. For example,
strong interactions between particular plant taxa and the
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effects of arbuscular mycorrhizal fungi (AMF) have
been found among tropical tree species (Mangan et al.
2010) and California grasses (Brandt et al. 2009). Such
phylogenetic relationships between plants and compo-
nents of the soil biota provide a context for comparing
native and invasive congeners to explore the effects of
soil biota on invasion (Gerlach and Rice 2003, Reinhart
and Callaway 2004, Burns and Winn 2006). For
example, Skalova and Pysek (2009) found that a suite
of Impatiens species easily recruited into plots dominat-
ed by native Impatiens species; however, plots dominat-
ed by the invasive I. glandulifera resisted encroachment
by all other congeners. Dostal and Paleckova (2010)
found that soil conditioned by the native Epilobium
hirsutum reduced the performance of the invasive E.
ciliatum more than that of other genera, but found no
consistent effect of soil conditioning by two different
congeneric pairs of natives and exotics. Agrawal et al.
(2005) compared pathogen attack on 15 pairs of native
and exotic (not all were invasive) congeners and found
that native congeners experienced far more negative soil
feedbacks than exotic congeners, indicating that even
closely related exotic taxa might escape consumer
regulation. These patterns correspond with other work
that indicates that phylogenetic novelty correlates with
some successful invasions in general (Strauss et al.
2007). For example, Diez et al. (2008) found that
naturalization of exotic species was negatively related to
native congener abundance, suggesting some of form of
phylogenetically based biotic resistance. Furthermore,
once exotics had naturalized, exotic abundance within
habitats was negatively related to the abundance of
native congeners, which also indicated that phylogenetic
biotic resistance occurred within habitats.

The apparent escape from inhibitory soil biota in
home ranges, yet the potential for congeneric sharing of
common soil pathogens and other soil biota in recipient
communities, predicts that some invaders may be
inhibited by shared soil biota when they grow near
native congeners. To test this, we initiated two
complementary experiments. First, we compared the
effects of sterilizing soils sampled from experimentally
constructed monocultures of either the native, Potentilla
arguta, or other native species on the growth of P. recta.
Second, we conducted plant—soil feedback experiments
with P. recta, four native congeners, and a dominant
native grass species. We also reanalyzed biomass data
collected from these monocultures (as reported in
Maron and Marler 2008) to ask whether P. recta had
reduced invasion success and therefore had lower
biomass within P. arguta monocultures compared to
monocultures of nine other natives more distantly
related to P. recta.

METHODS

Potentilla recta L. (sulfur cinquefoil) is native to
Eurasia and can be a dominant invader in intermountain
grasslands of the northern Rocky Mountains (Sheley
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and Petroff 1999, Lesica and Martin 2003). Potentilla
recta can have strong competitive effects on native
North American species (Maron and Marler 2008) and
is listed as a noxious weed in Colorado, Montana,
Nevada, Oregon, and Washington.

Experimental monocultures

In April 2003, monocultures were planted consisting
of 10 native perennial plant species that commonly co-
occur in grasslands in the intermountain west (two
grasses [Festuca idahoensis Elmer and Koeleria macran-
tha (Ledeb.) Schult.], three early-flowering forbs [Geum
triflorum Pursh., Antennaria rosea Greene, and Penste-
mon procerus Douglas ex Graham], and five mid-season
forbs [Achillea millefolium L., Gaillardia aristata Pursh.,
Monarda fistulosa L., Penstemon wilcoxii, Rydb., and
Potentilla arguta arguta Pursh. (synonymous with
Drymocallis arguta)]). Monocultures were created by
transplanting greenhouse-grown seedlings of each spe-
cies into separate 3 X 3 m plots. A total of six plots were
planted for each native monoculture, half of which were
randomly assigned to a water treatment. Each plot was
divided into four 1.3 X 1.3 m subplots (separated by 0.2-
m buffer strips) and each subplot was planted with the
same species at the same initial density (32 individuals
per subplot). Three subplots were randomly assigned to
be invaded by one of three perennial exotics, one of
which was P. recta. The fourth subplot was an
uninvaded control. In September 2004, we invaded a
randomly selected subplot within each plot with 0.85 g
of P. recta seeds. In September 2005, half the number of
seeds added in 2004 was again added to the same
subplot. All monocultures were weeded continuously of
species not assigned to the plot. (For more details of the
experimental design, see Maron and Marler [2008]).

To determine whether invasion and subsequent
growth of P. recta was inhibited to a greater degree in
P. arguta monocultures compared to all others, we
reanalyzed biomass data (from unwatered plots only;
plants harvested for biomass in 2007) that were
originally reported in Maron and Marler 2008. Here
we used ANOVA (Systat 11; Systat, Chicago, Illinois,
USA) to determine whether there was a difference in P.
recta biomass (log-transformed) when it invaded P.
arguta monocultures compared to its biomass when
invading all other native monocultures combined. The
biomass of P. recta across monocultures reflects both
differences in the ability of P. recta to invade
monocultures of different native species and then the
subsequent growth of individual plants within those
plots.

Soils from monocultures

Soil was collected from monocultures of the native
grass Festuca idahoensis and the native forb Potentilla
arguta that had been experimentally maintained for 7
years, and soils from very dense stands of the European
exotic forb Potentilla recta (we refer to this as P. recta
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monocultures) that had developed in invaded native
monocultures plots over this 7-year period after
experimental seed addition (see detailed description of
the setup in Maron and Marler [2008]). This soil was
subsequently used in feedback experiments. In summer
2010, we took five soil samples immediately below plants
from each of the three vegetation types (F. idahoensis, P.
arguta, and P. recta) in each of three plots in which the
appropriate monocultures remained. Because this repli-
cation was small and therefore limited the amount of
soil we could collect, we pooled all soil samples from the
plots for each vegetation type. We emphasize that the
lack of replication at the plot level strongly limits our
scope of reference for this experiment. For each trained
soil, we sterilized half of the soils by autoclaving them
for 4 h. Then, we mixed each soil in a 50:50 mixture with
sterile sand (560—940 pum) and filled 10 100-mL pots for
each of the six experimental groups (three pre-trained
soils X 2 sterilization treatments). Finally, three P. recta
seeds were planted in every pot. After germination, only
one seedling was allowed to grow for up to 59 days,
when plants were harvested, dried for 48 h at 60°C, and
weighed to the nearest mg.

General linear models with a Tukey post hoc test were
used to test for differences between soil pre-training and
sterilization treatments.

Congeners and plant—soil feedbacks

On 30 June 2005, we collected small plants (<20 cm
tall) of Potentilla recta, P. gracilis Douglas ex Hook., P.
arguta, and F. idahoensis in intermountain grassland
south of Missoula, Montana, USA (272201 easting,
5189747 northing). We also purchased small potted
plants of Dasiphora fruticosa (L.) Rydb. from Bitterroot
Restoration (Corvallis, Montana, USA), which were
grown from locally collected seeds. Plant roots were
cleaned of field soil and three individuals of each species
were transplanted together in a 6-L pot. This was
replicated five times for each of the five species. The pots
contained a mix of 33% sand and 66% local field soil.
Our intention was to use primarily field soil that
contained natural soil biota and sand so that roots
could be accurately harvested at the end of the two-
phase experiment. These plants grew for 250 days, and
then the plants were removed and discarded. The soils
that had been trained by a particular species were
combined and thoroughly mixed, which provided a total
of 30 L of trained field soil per species.

In the second phase of this experiment, 15 L of each
species-specific soil mixture were sterilized by autoclav-
ing three separate times. Trained or sterilized soils were
placed in 0.525-L pots containing synthetic batting on
the bottom to prevent soil from leaking out, and 0.1 L of
sterile 20/30 grit sand on top of the synthetic batting on
pot bottom to facilitate drainage. A 0.4-L mixture of 1:3
ratio of sterile sand : trained soil was placed at the top of
each pot. Seeds of each plant species were then planted
into six pots containing sterile soil and six pots with non-
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sterile soil that had been trained by conspecifics and into
the same number of pots with sterilized and non-
sterilized soil trained by each of the other five hetero-
specific species. We grew plants for 100 days, harvested
plants (shoots and roots) from each pot, dried them at
60°C for 72 hours, and then weighed each plant. We
focused on two sets of statistical comparisons with this
data set. First, we compared the effect of sterilization for
each target species in each soil training treatment with
independent-samples ¢ tests (IBM SPSS 20, 2011).
Second, we compared the biomass of each target species
in non-sterilized soil trained by F. idahoensis, the three
Potentilla species, and Dasiphora with a one-way
ANOVA followed by a Tukey multiple comparisons
test SPSS 20; IBM, Armonk, New York, USA).

REsuLTs
Experimental monocultures

The mean aboveground biomass of P. recta invading
all native monocultures other than those of the native P.
arguta was 732 = 88.6 g/m’> (mean = SE; Fig. 1). In
contrast, the aboveground biomass of P. recta in
monocultures of P. arguta was 69.5 * 27.6 g/m’
(ANOVA, F; 55 =26.7, P < 0.012; also see Maron and
Marler [2008]). Only Achillea millefolium demonstrated
similar resistance to P. recta as did P. arguta.

Soils from monocultures

Soil training had a significant effect on P. recta
growth (Fbs57; = 6.71, P = 0.002; Fig. 2). The total
biomass of P. recta grown in soil from F. idahoensis
rhizospheres was 46-53% greater than the biomass of P.
recta grown in either P. arguta rhizospheres (Tukey post
hoc P =0.018) or P. recta rhizospheres (P = 0.004).

Soil sterilization increased total plant biomass across
all treatments (F, 57 = 18.39, P < 0.001), although the
magnitude of the effect was different for each soil type.
Sterilizing soil from F. idahoensis rhizospheres had no
effect on the total biomass of P. recta (Fy 0 =1.23, P =
0.281), whereas sterilizing soils from P. arguta and P.
recta increased the biomass of P. recta by 108% (F) 10 =
14.5, P = 0.001) and 90% (F; 5 = 21.8, P < 0.001),
respectively.

Congeners and plant—soil feedbacks

In soil collected in the field but not near any Potentilla
species, sterilization of soils trained independently by
each of the two native Potentilla species or the closely
related Dasiphora resulted in substantial and significant
increases in the total biomass of the invasive P. recta,
indicating strong negative feedbacks (—35% to —57%;
Fig. 3). Soil trained by P. recta and sterilized also
resulted in significantly larger P. recta than in soil but
that was either trained by P. recta but not sterilized or
not trained by P. recta, a congener, or the closely related
Dasiphora (Fig. 3). In contrast, soil trained by F.
idahoensis and then sterilized produced significantly
smaller P. recta than trained but unsterilized soil,
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Field monocultures

Fic. 1.

Aboveground biomass of the invasive Potentilla recta when grown in monocultures of 10 different native North

American species in the field. Error bars show +SE; the dashed line shows the mean of for all monocultures types other than P. recta.

indicating moderate positive (+17%) feedbacks. The
feedback effects of native Potentilla, Dasiphora, and P.
recta on native Potentilla species were usually nonsig-
nificant or of weaker intensity than those experienced by
P. recta. For example, only training with P. recta
produced a significant negative feedback for Dasiphora,
and no Potentilla congener or Dasiphora produced a
negative feedback for P. gracilis. Potentilla arguta
experienced negative feedbacks (—19% to —58%) when
grown in soils trained by native congeners and
Dasiphora, but a negative effect of sterilization when
grown in soils trained by P. recta. For a separate
comparison of the overall feedback intensities experi-
enced by P. recta vs. P. arguta in soils trained by
conspecifics, congeners, or Dasiphora, we conducted a
three-way ANOVA with soil source for training (the
three species that trained the soil), soil sterilization
treatments (sterile vs. non-sterile), and P. recta vs. P.
arguta as factors, and total plant biomass as the
dependent variable. The invasive experienced a mean
feedback inhibition of —50% across the three soil sources
combined (2.20 * 0.07 vs. 1.10 = 0.05 g/plant in
sterilized and non-sterilized soil, respectively; whereas
the native P. arguta experienced a significantly lower
mean feedback inhibition of —35% (1.52 = 0.10 vs. 0.97
+ 0.06 g/plant in sterilized and non-sterilized soil,
respectively; soil sterilization treatment X target species
F=15.61;df=1, 70; P < 0.001).

DiscussioN

Our results suggest several interrelated interpreta-
tions. First, the invasive P. recta experienced far
stronger negative feedbacks in soil trained by conspe-

cifics or congeners compared to soil trained by the native
bunchgrass, F. idahoensis. This suggests that invading
communities containing congeners should be less
favorable to P. recta than communities containing more
phylogenetically distant species (see Strauss et al. 2007).
However, it should be noted that we only used one
species that was not phylogenetically related to P. recta.
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Fic. 2. Total biomass of the invasive Potentilla recta when
grown in soil collected from the rhizospheres of the native grass
Festuca idahoensis, the native forb Potentilla arguta, and P.
recta. Soil was collected from experimental field monocultures
(see Fig. 1) and used in a greenhouse experiment. Soil was either
sterilized by triple autoclaving or not. Error bars show +SE.
Bars with the same lowercase letters show values that are not
significantly different (P > 0.05).
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FiG. 3. Total biomass of three Potentilla congeners and the closely related Dasiphora fruiticosa (formerly Potentilla) when

grown in soils trained by each of these four species or the native grass Festuca idahoensis. After training, soil was either sterilized by
triple autoclaving or not sterilized. Error bars show +SE. Asterisks denote a significant effect of sterilization (7 test for each pair).
Within a species, shared letters represent no significant difference (P > 0.05) for biomass of the target species in non-sterilized soil
as determined with one-way ANOVA followed by Tukey multiple comparisons tests.

* P <0.05; ** P <0.01.

Considering the variability we measured among Poten-
tilla congeners, we would expect even more variability
among phylogenetically distant species, and thus we
caution against extrapolating from the effect of F.
idahoensis in this experiment to all other native species in
general. However, in the long-term field experiment P.
recta invaded all other monocultures of phylogenetically
distant species (except A. millefolium) much more than
those of P. arguta, suggesting that the importance of
phylogenetic distance may extend beyond F. idahoensis.
Interestingly, P. recta was highly invasive in monocul-
tures of Geum triflorum, which is also in the Rosaceae.
These results also suggest that there are Potentilla-
specific soil pathogens or parasites that accumulate in
the rhizospheres of all of the Potentilla species, as well as

Dasiphora fruticosa. Second, the negative feedback
response of the invasive P. recta was far stronger in
soil trained by all test species than were responses of the
test species to the same training regimes. This exotic-
native pattern is not common in the literature (Kulma-
tiski et al. 2008) and suggests that the North American
natives have developed some degree of resistance to the
Potentilla-specific pathogens that occur in the grassland
soil we tested, but that P. recta has not developed such
resistance.

Biota in Potentilla-free Montana soils appear to
promote P. recta, as well as the native North American
P. arguta. However, once cultured by native Potentilla
species or Dasiphora, North American soil biota became
far more hostile to P. recta than to North American
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congeners. To our knowledge, this form of soil-
feedback-based biotic resistance has not been reported
in the literature. For example, in a meta-analysis of
plant—soil feedbacks, Kulmatiski et al. (2008) found that
feedback effects for native plant species are roughly
twice as negative as those experienced by nonnative
plants. Thus, invasive species appear to quite commonly
escape more-or-less species-specific soil biota present in
their native ranges. Our congeneric comparisons appear
to differ than those described for most exotic vs. native
congeners (Agrawal et al. 2005, Reinhart and Callaway
2004). There were relatively weak plant—soil feedbacks
created by native Potentilla species and the closely
related Dasiphora fruticosa for themselves, but these
natives created much stronger negative feedbacks for
their invasive congener.

The potential for strong biotic resistance from the
effects of native Potentilla species on soil biota
corresponded well with results from field monocultures.
Invasion by P. recta into monocultures of the native P.
arguta was roughly an order of magnitude lower than in
plots with other genera combined. When soil from P.
arguta or P. recta rhizospheres was sterilized the
biomass of P. recta doubled, but when soil from Festuca
rhizospheres was sterilized there was no difference in P.
recta biomass. However, since we pooled soils collected
from rhizospheres of the same plant species (following
Reinhart et al. 2003, van der Putten et al. 2007, Van
Grunsven et al. 2007), our ability to generalize these
results is limited. Importantly however, despite the
limitations of mixing soils, the results from the two
experiments correspond well with each other and suggest
that soil conditioned by native congeners strongly
reduce P. recta performance compared to soil from a
non-congeneric species (F. idahoensis).

Like other invasives, P. recta varies in the extent to
which it invades North American grasslands, and the
effects of soil biota may vary concomitantly. For
example, Klironomos (2002) measured weak feedback
effects (an approximately 15% reduction in size) for P.
recta in soils collected from an old-field grassland in
eastern Canada. However, these weak feedbacks corre-
sponded to a low abundance of P. recta in this old field.
Agrawal et al. (2005) compared plant-soil feedback
strengths for 15 congeneric pairs of exotics and natives
in the northeast United States and found that feedbacks
were over twice as negative for exotics, even though not
all exotics were invaders and invaders generally experi-
ence more negative feedbacks than noninvasive exotic
species (Kulmatiski et al. 2008). One of Agrawal et al.’s
congeneric comparisons was P. recta vs. P. arguta and
for these congeners the native P. arguta showed stronger
negative feedbacks than any other native. In contrast to
our results in which P. recta showed very strong
feedback response to soil training by all congeners and
itself, the plant-soil feedback experienced by the
invasive P. recta was roughly three times less than that
of the native P. arguta. Of course soil biota from
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different parts of North America might elicit quite
different feedback effects, and considered together these
results suggest substantial context dependency in plant—
soil feedback interactions that vary among different
combinations of soil sources and plant species.

The whole-soil sterilization approach we used has
limitations. Primarily, heat sterilization of soils not only
kills soil biota but it also commonly increases nutrient
availability, which has the potential to confound the
effects of suppressing biota. Furthermore, autoclaving
some soils can cause manganese toxicity (Boyd 1971).
The fact that all our test species experienced the same
sterilization treatment mitigates some of these problems,
but this does not eliminate the possibility that some
species, and particularly the invasive species, responded
differently to available soil nutrient levels or toxicity.
Also, we diluted field soil with sand so that we could
easily harvest roots. This dilution would have reduced
nutrient availability and might affected relative perfor-
mance across treatments.

Despite the fact that our results suggest inhibitory
effects of native soil biota on Potentilla recta, there are a
variety of other factors that clearly facilitate P. recta
invasion. For example, human disturbance is highly
associated with P. recta abundance (Endress et al. 2007)
and P. recta can be competitively superior to a number
of North American native species (Maron and Marler
2008). Our results suggest that one other factor that
could contribute to invasion by P. recta and create
variation in its performance is the presence of genus-
specific soil biota.

Biotic resistance can come in many forms, apparently
from almost any type of biological interaction identified
by ecologists (Levine et al. 2004). Our results are not the
first to show that the soil biota in a nonnative range
might retard invasion (see Reinhart and Callaway 2004),
but to our knowledge they are the first to indicate that
native congeners can establish soil feedbacks for an
invader that are disproportionally stronger to those
created for themselves, and that suppress the growth of
an invasive species. In another context, our results
suggest that escape from strong inhibition from the
broad suite of soil biota in a native range may contribute
to invasive success, but that complex, community-scale
interactions among soil biota and interacting native and
nonnative plant species can have far more complex
interactions that are affected by, among other things,
close phylogenetic relationships.

ACKNOWLEDGMENTS

We are grateful for funding from the U.S. National Science
Foundation DEB 0614406 to R. M. Callaway and J. L. Maron,
NSF grant DEB-0318719 to J. L. Maron, and the International
Programs at the University of Montana (R. M. Callaway).

LiTERATURE CITED

Agrawal, A. A., P. M. Kotanen, C. E. Mitchell, A. G. Power, W.
Godsoe, and J. Klironomos. 2005. Enemy release? An
experiment with congeneric plant pairs and diverse above- and
belowground enemies. Ecology 86:2979-2989.



June 2013

Bever, J. D. 1994. Feedback between plants and their soil
communities in an old field community. Ecology 75:1965-1977.

Boyd. 1971. Manganese toxicity to peanuts in autoclaved soil.
Plant and Soil 34:133-144.

Brandt, A. J., E. W. Seabloom, and P. R. Hosseini. 2009.
Phylogeny and provenance affect plant-soil feedbacks in
invaded California grasslands. Ecology 90:1063-1072.

Burns, J. H., and A. A. Winn. 2006. A comparison of plastic
responses to competition by invasive and non-invasive
congeners in the Commelinaceae. Biological Invasions 8§:
797-807.

Callaway, R. M., E. J. Bedmar, K. O. Reinhart, C. Goémez
Silvan and J. Klironomos. 2011. Effects of soil biota from
different ranges on Robinia invasion: acquiring mutualists
and escaping pathogens. Ecology 92:1027-1035.

Callaway, R. M., and M. E. Rout. 2011. Soil biota and plant
invasions: biogeographical effects on plant-microbe interac-
tions. Pages 131-142 in D. M. Richardson, editor. Fifty years
of invasion ecology. The legacy of Charles Elton. Blackwell,
Oxford, UK.

Callaway, R. M., G. C. Thelen, S. Barth, P. W. Ramsey, and
J. E. Gannon. 2004a. Soil fungi alter interactions between
North American plant species and the exotic invader
Centaurea maculosa in the field. Ecology 85:1062-1071.

Callaway, R. M., G. Thelen, A. Rodriguez, and W. E. Holben.
2004b. Soil biota and exotic plant invasion. Nature 427:731—
733.

Diez, J. M., J. J. Sullivan, P. E. Hulme, G. Edwards, and R. P.
Duncan. 2008. Darwin’s naturalization conundrum: dissect-
ing taxonomic patterns of species invasions. Ecology Letters
11:674—681.

Dostal, P., and M. Paleckova. 2010. Does relatedness of natives
used for soil conditioning influence plant-soil feedback of
exotics? Biological Invasions 13:331-340.

Endress, B. A., B. J. Naylor, C. G. Parks, and S. R.
Radosevich. 2007. Landscape factors influencing the abun-
dance and dominance of the invasive plant Potentilla recta.
Rangeland Ecology and Management 60:218-224.

Gerlach, J. D., and K. J. Rice. 2003. Testing life history
correlates of invasiveness using congeneric plant species.
Ecological Applications 13:167-179.

Klironomos, J. N. 2002. Feedback with soil biota contributes to
plant rarity and invasiveness in communities. Nature 417:67—
70.

Knevel, I. C., T. Lans, F. B. J. Menting, U. M. Hertling, and
W. H. van der Putten. 2004. Release from native root
herbivores and biotic resistance by soil pathogens in a new
habitat affect the alien Ammophila arenaria in South Africa.
Oecologia 141:502-510.

Kulmatiski, A., K. H. Beard, J. R. Stevens, and S. M. Cobbold.
2008. Plant-soil feedbacks: a meta-analytical review. Ecology
Letters 11:980-992.

Lesica, P., and B. Martin. 2003. Effects of prescribed fire and
season of burn on recruitment of the invasive exotic plant,
Potentilla recta, in a semiarid grassland. Conservation
Ecology 11:516-523.

Levine, J. M., P. B. Adler, and S. G. Yelenik. 2004. A meta-
analysis of biotic resistance to exotic plant invasions. Ecology
Letters 7:975-989.

EXOTIC INVASION AND SOIL BIOTA

1229

Mangan, S. A., E. A. Herre, and J. D. Bever. 2010. Specificity
between Neotropical tree seedlings and their fungal mutual-
ists leads to plant—soil feedback. Ecology 91:2594-2603.

Mangla, S., Inderjit, and R. M. Callaway. 2008. Exotic invasive
weed accumulates soil pathogens which inhibit native plants.
Journal of Ecology 96:58-67.

Maron, J. L., and M. Marler. 2008. Field-based competitive
impacts between invaders and natives at varying resource
supply. Journal of Ecology 96:1187-1197.

Maron, J. L., M. Marler, J. N. Klironomos, and C. C.
Cleveland. 2011. Soil fungal pathogens and the relationship
between plant diversity and productivity. Ecology Letters 14:
36-41.

Packer, A., and K. Clay. 2000. Soil pathogens and spatial
patterns of seedling mortality in a temperate tree. Nature 404:
278-281.

Reinhart, K. O., and R. M. Callaway. 2004. Soil biota facilitate
exotic Acer invasion in Europe and North America.
Ecological Applications 14:1737-1745.

Reinhart, K. O., A. Packer, W. van der Putten, and K. Clay.
2003. Plant-soil biota interactions and spatial distribution of
black cherry in its native and invasive ranges. Ecology Letters
6:1046-1050.

Schnitzer, S. A., et al. 2011. Soil microbes drive the classic plant
diversity—productivity pattern. Ecology 92:296-303.

Sheley, R. L., and J. K. Petroff. 1999. Biology and management
of noxious rangeland weeds. Oregon State University Press,
Corvallis, Oregon, USA.

Skalova, H., and P. Pysek. 2009. Germination and establish-
ment of invasive and native Impatiens species in species-
specific microsites. Neobiota 8:101-109.

Strauss, S. Y., C. O. Webb. and N. Salamin. 2006. Exotic taxa
less related to native species are more invasive. Proceedings
of the National Academy of Sciences USA 103:5841-5845.

van der Putten, W. H., G. A. Kowalchuk, E. P. Brinkman,
G. T. A. Doodeman, R. M. Van der Kaaij, A. F. D. Kamp,
F. B.J. Menting, and E. M. Veeneendaal. 2007. Soil feedback
of exotic savanna grass relates to pathogen absence and
mycorrhizal selectivity. Ecology 88:978-988.

van der Putten, W. H., C. Van Dijk, and S. R. Troelstra. 1988.
Biotic soil factors effecting growth and development of
Ammophila arenaria. Oecologia 76:313-320.

van der Putten, W. H., G. W. Yeates, H. Duyts, C. Schreck
Reis, and G. Karssen. 2005. Invasive plants and their escape
from root herbivory: a worldwide comparison of the root
feeding nematode communities of the dune grass Ammophila
arenaria in natural and introduced ranges. Biological
Invasions 7:733-746.

Van Grunsven, R. H. A., W. H. Van der Putten, T. M.
Bezemer, W. L. M. Tamis, and E. M. Veenendaal. 2007.
Reduced plant-soil feedback of plant species expanding their
range as compared to natives. Journal of Ecology 95:1050—
1057.

Yamazaki, M., S. Iwamoto, and K. Seiwa. 2009. Distance- and
density-dependent seedling mortality caused by several
diseases in eight tree species co-occurring in a temperate
forest. Plant Ecology 201:181-196.





<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (Color Management Off)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.00333
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.00333
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.00083
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /SyntheticBoldness 1.000000
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [1200 1200]
  /PageSize [612.000 792.000]
>> setpagedevice


