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Abstract While it is well-established that the spatial
distribution of soil nutrients (soil heterogeneity) inXuences the competitive ability and survival of individual
plants, as well as the productivity of plant communities,
there is a paucity of data on how soil heterogeneity and
global change drivers interact to aVect plant performance and ecosystem functioning. To evaluate the
eVects of elevated CO2, soil heterogeneity and diversity (species richness and composition) on productivity,
patterns of biomass allocation and root foraging precision, we conducted an experiment with grassland
assemblages formed by monocultures, two- and threespecies mixtures of Lolium perenne, Plantago lanceolata and Holcus lanatus. The experiment lasted for
90 days, and was conducted on microcosms built out of

PVC pipe (length 38 cm, internal diameter 10 cm).
When nutrients were heterogeneously supplied (in discrete patches), assemblages exhibited precise root foraging patterns, and had higher total, above- and
belowground biomass. Greater aboveground biomass
was observed under elevated CO2. Species composition aVected the below:aboveground biomass ratio and
interacted with nutrient heterogeneity to determine
belowground and total biomass. Species richness had
no signiWcant eVects, and did not interact with either
CO2 or nutrient heterogeneity. Under elevated CO2
conditions, the two- and three-species mixtures showed
a clear trend towards underyielding. Our results show
that diVerences among composition levels were dependent on soil heterogeneity, highlighting its potential
role in modulating diversity–productivity relationships.
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Introduction
Increases in the atmospheric concentration of CO2
([CO2]) and changes in species composition and richness of communities are two key features of global
environmental change, which is aVecting natural ecosystems worldwide (Mendelson and Rosenberg 1994;
Chapin et al. 2000). Hence, an enormous research
eVort has been devoted to understanding the ecological
consequences of changes in both [CO2] and biodiversity (reviewed, among others by Bazzaz 1990; Körner
and Bazzaz 1996; Loureau et al. 2002). Nevertheless,
few studies have evaluated the interactive eVects of
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[CO2] and biotic diversity on the productivity, biomass
allocation patterns and composition of plant communities (Niklaus et al. 2001, Reich et al. 2001, 2004; He
et al. 2002). The potential response of natural communities to both factors is likely to be nonadditive, which
suggests the need for multifactorial experimental
approaches when evaluating them (Shaw et al. 2002).
Another environmental variable that has attracted
the attention of ecologists is the spatial heterogeneity
in the availability of soil-based resources. Such heterogeneity (hereafter termed “soil heterogeneity”) has
profound consequences for ecosystem composition,
functioning and management (Huber-Sannwald and
Jackson 2001). At small spatial scales, it promotes a
variety of plant responses, including the proliferation
of roots into resource-rich patches and the increase in
nutrient uptake rates (Hodge 2004), which modify the
competitive ability and survival of individuals, and the
productivity of assemblages (Hutchings et al. 2003).
Despite being the subject of an large number of studies
conducted over the last few decades, soil heterogeneity
is a factor that has been somewhat neglected in both
biodiversity and elevated [CO2] research (but see
Arnone 1997; Maestre et al. 2005, 2006). It has been
recently shown that soil heterogeneity interacts separately with species diversity (Maestre et al. 2006) and
with [CO2] (Maestre et al. 2005) to determine the biomass responses of grassland assemblages. These results
suggest that soil heterogeneity, a ubiquitous feature of
most terrestrial ecosystems (Hutchings et al. 2000),
may modify the responses of plant individuals and
assemblages to joint changes in biodiversity and [CO2].
To our knowledge, no study has evaluated how plant
assemblages respond to joint changes in soil heterogeneity, [CO2] and biodiversity. Such studies are essential
for advancing our understanding of how global environmental change may impact plant communities, and
testing whether soil heterogeneity may modify
observed responses to global change drivers. In order
to Wll this gap, we conducted a microcosm experiment
to evaluate the joint eVects of [CO2], soil heterogeneity, species richness and species composition (deWned
here as the list of species present in a particular assemblage) on the productivity, biomass allocation patterns
and root foraging precision of grassland assemblages.
Our assemblages were formed by monocultures, twoand three-species mixtures of Lolium perenne L., Plantago lanceolata L. and Holcus lanatus L. Using this
model system, we tested the hypothesis that the
response of assemblage productivity to soil heterogeneity, [CO2] and changes in species composition or
richness is not predictable from the responses to any
one of these single factors. Statistical interactions
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between these factors are expected because: (i) both
soil heterogeneity and [CO2] have been shown to modify the productivity and biomass allocation patterns of
assemblages (Niklaus and Körner 2004; Maestre et al.
2005), (ii) these responses are also aVected by the number and identity of the species forming them (He et al.
2002; Reich et al. 2004), and (iii) the species employed
diVer in traits related to their ability to respond to both
[CO2] and soil heterogeneity (Poorter 1993; Robinson
and Van Vuuren 1998).

Materials and methods
Experimental design
We conducted a factorial microcosm experiment in the
Duke University Phytotron between January and April
2005. The experiment consisted of two levels of [CO2]
(37.5 and 70 Pa), two levels of spatial distribution of
the organic material (homogeneous and heterogeneous), and seven species combinations (Lolium
monocultures, Plantago monocultures, Holcus monocultures, Lolium + Plantago mixtures, Lolium + Holcus mixtures, Plantago + Holcus mixtures and Lolium
+ Plantago + Holcus mixtures).
Microcosms consisted of PVC pipe (length 38 cm,
internal diameter 10 cm) Wlled with, from the base,
5 cm of gravel (for drainage), and then 28 cm of a 50:50
mixture of soil and sand (hereafter referred to as
“background soil”; Fig. 1). The soil, a sandy loam, was
collected from the top 30 cm at a site in the Duke Forest (35°55⬘N, 78°52⬘W). On top of the background soil
we placed a 2 cm layer of a 50:50 mixture of organic
Duke Forest soil:peat to avoid the formation of physical crusts in the surface of the microcosms, and to
recreate the typical accumulation of organic matter in
the topsoil of temperate grasslands. To recreate realistic microbial communities, all microcosms were irrigated with 200 ml of a soil microbial “inoculum”. To
obtain it, 5 kg of fresh soil from turf communities (containing Trifolium repens L., Plantago, Holcus, Lolium
and Anthoxanthum odoratum L.) surrounding the Phytotron was mixed with 50 l of water and the mixture
agitated every 8 h for two days. The resulting solution
was Wltered with a 106 m sieve and added to the
microcosms prior to addition of the organic soil. In
addition, 50 ml of a 106 m sieved solution derived
from root macerations (roots were collected from the
turf communities described above) were applied to all
microcosms twice during the Wrst ten days of growth.
To each microcosm we added 1.036 g of air-dried and
ground (<2 mm) T. repens shoots (3.9% N, 10.8 C:N),
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Fig. 1A–C Schematic representation of the microcosms
used (A is not drawn to scale),
view of the plastic cylinders
placed in each microcosm (B),
and detail of nutrient (right)
and control (left) cylinders in a
heterogeneous microcosm (C)
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A)

10 cm

Organic layer (2 cm)

38 cm

Mixture of soil and sand (28 cm)

23 cm

Gravel (5 cm)

B)

equivalent to adding 40 mg of N per microcosm, collected from turf communities surrounding Duke University. This organic material was added homogeneously
(homogeneous treatment) or as a patch (heterogeneous
treatment). In both cases the same amount of nutrient
was added in order to maintain the same overall nutrient
availability. In the homogeneous treatment, we thoroughly mixed the organic material with the background
soil before introducing it into the PVC pipe. In the heterogeneous treatments, the organic material was localized
within discrete 31 cm3 volumes of soil (Fig. 1). To create
one of these patches we mixed 25 cm3 (approximately) of
background soil with the organic material and introduced
the resulting mix into a 31 cm3 plastic cylinder (length
75 mm and internal diameter 23 mm) consisting of a light
mesh with square pores 5 £ 10 mm in size (we hereafter
refer to this as the patch cylinder). A second (control)
cylinder, Wlled only with background soil, was placed
2 cm apart from and alongside the patch cylinder. Both
cylinders were placed 18 cm above the gravel layer. Both
the microcosms and the patch cylinder receiving the
organic material were marked, so all the cylinders receiving the nutrients were placed in the same position. In the
homogeneous treatment, two plastic cylinders were
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C)

introduced in the same way, but were Wlled with the
background soil mixed with the organic material.
Seeds from the three species (obtained from commercial suppliers) were placed in trays with plant
growth medium (Metro-Mix 200, Scotts Company,
OH, USA) and germinated in a growth chamber (20 °C
temperature and PAR of 350 mol m¡2 s¡1 with a 14 h
photoperiod). Owing to diVerent germination times, as
revealed by a previous test conducted with these seeds,
the three species were germinated on diVerent days
to ensure that all the species had the same degree of
development (one-leaf stage) and a similar size at the
start of the experiment. Within each microcosm, the
planting positions were allocated at random, but
the same planting grid was maintained in each of the
microcosms by using a wire grid pattern secured to the
top of the containers. Monocultures contained six
seedlings of a single species, two species mixtures three
seedlings of each of two species, and three species mixtures two seedlings of each species. In this way, the
total plant density across microcosms was kept constant (764 seedlings m¡2). Seedlings that died during
the Wrst week of the experiment were replaced. After
that period, no further mortality was observed.
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We established four replicated microcosms for each
of the 28 treatment combinations, resulting in a total of
112 microcosms (2 [CO2] levels £ 2 spatial distributions of the organic material levels £ 7 species composition levels £ 4 replicates). The microcosms were
placed in four walk-in growth chambers (two for each
[CO2] level), within which air temperature and [CO2]
were independently controlled. For each [CO2] level,
half of the microcosms per treatment were randomly
assigned to one of the chambers (28 microcosms per
chamber), and were then randomly grouped in two
wheeled trolleys. To minimize possible chamber
eVects, the [CO2] levels and trolleys were rotated
between chambers every week. This process was
repeated 12 times during the experiment, and at harvest all of the microcosms had spent the same amount
of time in each chamber. After every rotation, the position of the microcosms within each chamber was randomized. Temperatures in the growth chambers
ranged from 12 °C at night to 21 °C during the day, and
this regime included a simulated dawn and dusk
period, each of 2 h duration, where the temperature
was gradually ramped up or down. Relative humidity
followed a similar pattern, ranging from 85 to 70%, as
did the lights. PAR was maintained at 500 mol
m¡2 s¡1 during the Wrst week of the experiment,
750 mol m¡2 s¡1 during the second week of the experiment, and at 1,000 mol m¡2 s¡1 thereafter. This gradual ramping-up of light intensity was used to prevent
high-light shock responses. Each microcosm was irrigated daily with 30 ml of distilled water during the Wrst
two weeks of the experiment, and with 50 ml hereafter.
To reduce limitations on plant growth due to low overall soil fertility, all of the microcosms were watered
with 50 ml of a nutrient solution containing 35 mg of
Ca (added as CaCl2·2H20) and 29 mg of Mg (added as
MgSO4·7H2O) twice during the course of the experiment (1 February and 1 March).
Harvest
Plants were grown in the chambers for 90 days, a
period equivalent to a growing season. After this time,
the aboveground biomass of all the microcosms was cut
at the soil surface and sorted by species. Leaves and
stems were dried at 60 °C until constant weight. Once
the aboveground biomass was removed, volumetric
soil moisture (0–12 cm depth) was measured in all the
microcosms using a HydroSense probe (Campbell ScientiWc, Logan, UT, USA). After these measurements,
the soil was carefully removed from the microcosm
unit and the roots were harvested. We extracted the
roots within each cylinder by cutting those outside it;
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the rest of the root system was also collected, and all
the roots were dried as described above. In the mixtures it was not possible to separate the roots by species.
Precision of root foraging (i.e., the ability of a plant
to proliferate roots into a nutrient patch) was measured in each of the microcosms with the index RII
(Armas et al. 2004). In the heterogeneous treatments,
RII was calculated as (RBp ¡ RBc)/(RBp + RBc),
where RBp and RBc are the root biomasses in the
patch and control cylinders, respectively. RII ranges
from ¡1 to +1, a value of zero indicating equal root
growth in patches and background soil, and no precision of foraging. Increasingly positive values indicate
increasing precision, and negative values the opposite
(i.e., avoidance of nutrient patches by roots). In the
homogeneous treatment, one of the cylinders was
selected as a patch cylinder (the one located in the
same place as the patch cylinder in the heterogeneous
treatments), and the other as a control.
Two indices were used to compare the yields of the
mixtures relative to their component monocultures:
the relative yield total (RYT, de Wit 1960) and Dmax
(Loreau 1998). Relative yield is the total species biomass in a mixture divided by its average monoculture
biomass for the same combination of [CO2] and heterogeneity treatments. Since the RYT for a mixture is
the sum of the relative yields for all species, a RYT
value greater than 1 indicates “nontransgressive” overyielding (production in a mixture that exceeds the
average biomass of its component monocultures;
Roscher et al. 2005). Dmax was estimated as (TBM
¡MON)/MON, where TBM and MON are the total
biomass of a given mixture and the total biomass of its
component species with the largest monoculture value
for the same combination of [CO2] and heterogeneity
treatments, respectively. Dmax values higher than 0
indicate “transgressive” overyielding (production in a
mixture that exceeds its most productive component
monoculture; Roscher et al. 2005).
Statistical analyses
We evaluated the eVects of species richness (SR, three
levels), species composition (SC, seven levels), [CO2]
(two levels) and soil heterogeneity (SH, two levels) on
assemblage biomass (total, above- and belowground),
below:aboveground biomass ratio and soil moisture
with a four-way nested ANOVA, with SC nested
within SR. In these analyses, SR terms were tested
against the appropriate SC terms; all other terms were
tested against the error term. This approach tests
whether there is a signiWcant eVect of increasing species
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richness over and above possible eVects of species composition (Giller et al. 2004). To control for diVerences
in plant size when evaluating the patterns of biomass
allocation (Reich 2002), we analyzed the residuals
from a regression between the log-transformed
below:aboveground ratio (dependent variable) and the
log-transformed total biomass data (independent variable). Root foraging precision data in the heterogeneous treatments were analyzed with a three-way
nested ANOVA (with [CO2], SC and SR as main factors) as described above. RYT and Dmax data were
analyzed with a three-way ANOVA, with richness
(two vs three species), [CO2] and SH as main factors; in
these analyses, all the main eVects and the interactions
were considered Wxed, and thus were tested against the
residual term. To satisfy ANOVA assumptions, soil
moisture data were transformed with a power function
(x1.3), aboveground biomass and RYT data were
square-root transformed, and total biomass, belowground biomass and the below: aboveground biomass
ratio data were log-transformed. All statistical analyses
were performed using SPSS 10.0 (SPSS Inc., Chicago,
IL, USA). Although we conducted a large number of
statistical tests, given the ANOVA design we used, P
values were not adjusted for multiple testing, as this
approach is considered overly conservative (Gotelli
and Ellison 2004).

Results
The assemblages had higher aboveground biomass
under elevated [CO2] and when the nutrients were heterogeneously supplied (Fig. 2; Table 1). Aboveground
biomass was also inXuenced by species composition
(Fig. 2; Table 1). For belowground biomass, a signiWcant SC £ SH interaction was found (Fig. 2; Table 1).
To investigate this interaction, we conducted separated
ANOVAS for each SH level. These revealed that the
diVerences in belowground biomass among composition levels were modiWed by SH (see Fig. S1 in the
Electronic Supplementary Material). The analysis of
total biomass yielded similar results, as a signiWcant
SC £ SH interaction was found (Table 1). Total,
above- and belowground biomass increased with the
number of species included in the assemblages (see
Fig. S2 in the Electronic Supplementary Material), but
this increase was not signiWcant in any case (Table 1).
The below:aboveground biomass ratio was aVected by
SC, but not by the rest of the factors evaluated (Fig. 2;
Table 1).
When the organic material was supplied heterogeneously, the assemblages demonstrated precise root
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foraging patterns (Fig. 3). [CO2], SC and SR had no
signiWcant eVects on root proliferation in the heterogeneous treatment (P>0.106 in all cases), nor were any
signiWcant interactions found. We found little evidence
for overyielding in the two- and three-species mixtures
evaluated (Fig. 4). Both the RYT and Dmax indices
were lower under elevated [CO2] (P=0.003 and
P<0.001, respectively, no interactions), but were not
aVected by mixture richness or SH (see Table S1 in the
Electronic Supplementary Material).

Discussion
Using model communities, we tested the hypothesis
that the response of plant assemblage traits to soil heterogeneity, [CO2] and changes in species composition
or richness is not predictable from the assemblage
responses to any one of these single factors. Since we
found no signiWcant three-way interactions between
these factors in any of the response variables evaluated, we must reject this hypothesis. However, we
observed signiWcant species composition £ soil heterogeneity interactions for total and belowground biomass. These interactions indicate that the eVects of
species identity are dependent on soil heterogeneity,
and suggest that soil heterogeneity may be potentially
relevant in modulating diversity–productivity relationships.
Regardless of the identity and number of species
forming them, all the assemblages had higher biomass
when nutrients were heterogeneously supplied. Such a
supply also elicited highly precise root foraging patterns at the assemblage level. It has been shown that
when a Wxed amount of nutrients is made available to a
plant, their acquisition will be more eYcient when the
nutrients are spatially concentrated because of preferential root allocation in these areas (Jackson and Caldwell 1996). This more eYcient nutrient acquisition
results in a greater rate of biomass development
(Hodge 2004; Maestre et al. 2005). Interestingly, we
did not Wnd any signiWcant relationship between root
foraging precision and aboveground biomass (data not
shown). This suggests that other responses to soil heterogeneity, such as an increase in nutrient uptake
(Hodge 2004), may have been relevant in our experiment.
As found in previous studies conducted with grassland species (e.g., Navas et al. 1999; Jones et al. 2000;
Niklaus and Körner 2004), elevated [CO2] increased
the aboveground biomass of the assemblages. These
eVects were independent of species richness/composition and soil heterogeneity, as indicated by the lack of
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Lopl Plhl Lohl Plohl

Species composition

Fig. 2 Aboveground biomass ratio (upper panels), aboveground
biomass (central panels) and belowground biomass (lower panels)
of the assemblages compared among composition, CO2 concentration and soil heterogeneity levels. Data are means +1 SE
(n=4). Lo = Lolium perenne monoculture, Pl = Plantago lanceo-

lata
monoculture,
Hl = Holcus
lanatus
monoculture,
Lopl = Lolium + Plantago mixtures, Plhl = Plantago + Holcus
mixtures, Lohl = Lolium + Holcus mixtures, and Plohl = Plantago + Lolium + Holcus mixtures

interactions among these factors. It is possible that elevated [CO2] eVects were mainly mediated by increased
water availability because of the increase in the water
use eYciency of the assemblages (e.g., Niklaus and
Körner 2004). In spite of the fact that microcosms
grown under elevated [CO2] had higher biomass than
those grown under ambient [CO2], soil moisture at harvest was slightly higher in the former (see Fig. S3 in the
Electronic Supplementary Material). In our experiment, the release of nutrients from the organic material added depends on mineralization by the soil
microbial and faunal populations, a process that is typically accelerated with increasing water availability
(Ebersberger et al. 2003). Thus, the increase in water
availability observed under elevated [CO2] could have
also increased nutrient mineralization rates and availability
to plants in our experiment (Niklaus and Körner 2004).

Results for the RYT and the Dmax indices were qualitatively similar, although none of the mixtures signiWcantly overyielded when using the latter metric (vs. a
mixture when using the RYT). Dmax is a very demanding test of overyielding (Fridley 2002), and biodiversity
studies usually report a higher degree of nontransgressive versus transgressive overyielding (e.g., Fridley
2002; Roscher et al. 2005). Interestingly, the mixtures
evaluated showed a clear trend towards underyielding
relative to their component monocultures under elevated [CO2]. These responses were driven by a strong
biomass increment in the Holcus (+25%) and Plantago
(+21%) monocultures relative to that of mixtures containing these species, and by negative interactions
between Plantago and the other two species evaluated
under elevated [CO2]. A detailed analysis of the relative yield of the diVerent species (data not shown)
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Table 1 Nested ANOVAS for main treatment eVects and interactions on assemblage biomass data
Source of
variation

CO2
SH
SR
SC (SR)
CO2 £ SH
SR £ CO2
SC (SR) £
CO2
SR £ SH
SC (SR) £
SH
SR £ SH £
CO2
SC (SR) £
SH £ CO2
Residual

df

Aboveground
biomass (AB)

Belowground
biomass (BB)

BB:ABa

Total biomass

MS

F

P

MS

F

P

MS

F

P

MS

F

P

1
1
2
4
1
2
4

8.88 10¡2
0.95
0.41
1.23
8.43 10¡3
1.90 10¡2
2.63 10¡2

7.24
77.57
0.33
100.54
0.69
0.72
2.14

0.009
<0.001
0.735
<0.001
0.410
0.540
0.083

4.03 10¡3
0.34
5.09 10¡2
0.31
2.25 10¡3
7.94 10¡3
4.96 10¡3

0.51
43.48
0.16
39.30
0.29
1.60
0.63

0.475
<0.001
0.854
<0.001
0.594
0.309
0.640

9.63 10¡3
0.34
7.88 10¡2
0.32
2.34 10¡3
5.14 10¡3
4.19 10¡3

1.95
69.55
0.24
65.47
0.47
1.23
0.85

0.166
<0.001
0.795
<0.001
0.493
0.385
0.499

8.18 10¡3
5.98 10¡5
3.15 10¡2
0.17
3.01 10¡6
1.14 10¡2
1.02 10¡2 ‘

1.09
<0.01
0.19
22.48
<0.01
1.12
1.35

0.301
0.929
0.837
<0.001
0.984
0.411
0.257

2
4

1.29 10¡2
2.08 10¡2

0.62
1.70

0.583
0.158

1.75 10¡2
2.64 10¡2

0.66
3.37

0.564
0.013

1.33 10¡2
2.22 10¡2

0.60
4.49

0.592
0.002

3.87 10¡3
3.07 10¡3

1.26
0.41

0.376
0.803

2

4.62 10¡3

0.52

0.631

6.02 10¡3

3.56

0.129

1.66 10¡3

1.03

0.435

1.29 10¡2

4.29

0.101

4

8.94 10¡3

0.73

0.575

1.69 10¡3

0.22

0.929

1.61 10¡3

0.33

0.860

3.01 10¡3

0.40

0.808

84

1.23 10¡2

7.83 10¡3

4.94 10¡3

7.53 10¡3

SC species composition, SR species richness, CO2 atmospheric CO2 concentration, and SH soil heterogeneity. SR terms are tested
against the SC terms shown in the row immediately beneath them; all other terms are tested against the overall model residual. P values
below 0.05 are shown in boldface. Results for total, aboveground and belowground biomass are shown for log-, sqrt- and log-transformed data, respectively
a
Analyses were conducted with the residuals from a regression between the log-transformed below:aboveground ratio and the logtransformed total biomass

Root foraging precision
(RII index, unitless)

1.00

Homogeneous
Heaerogeneous

0.75
0.50
0.25
0.00
-0.25
Pl

Lo

Hl

Lopl

Plhl

Lohl Plohl

Species composition
Fig. 3 Root foraging precision into nutrient patches (RII index)
compared among composition and soil heterogeneity levels. Data
are mean §95% conWdence intervals (n=8). SigniWcant foraging
precision is indicated by conWdence intervals that do not overlap
zero. For an explanation of the x-axis labels see the legend for
Fig. 1

revealed that the contribution of Lolium to the total
aboveground biomass marginally increased (P=0.058)
in the Holcus–Lolium mixtures, but remained
unchanged and signiWcantly decreased (P=0.047) in the
Plantago–Lolium and three-species mixtures, respectively, under elevated [CO2]. Furthermore, the relative
yield of Holcus remained unchanged in the Plantago–
Holcus mixtures in response to elevated [CO2], despite
its larger growth rate and responsiveness to [CO2], but
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increased (P=0.048) in the three-species mixtures. We
note that both Holcus and Lolium were larger than
Plantago in the mixtures (F. T. Maestre, personal
observation) and, thus, neither aboveground competition for light nor diVerences in the responsiveness to
[CO2] seemly likely to explain the eVects of Plantago
on both Lolium and Holcus. We speculate that these
eVects are driven by [CO2]-induced changes in the
composition and abundance of rhizosphere microorganisms involved in nutrient cycling (Verhagen et al.
1994) and/or in negative feedbacks between Plantago
and coexisting species (Bever 2002).
The lack of a signiWcant [CO2] £ richness interaction for the productivity of the assemblages and the
trend towards underyielding under elevated [CO2] for
the mixtures contrast with the results of previous studies. Using a wider range of richness levels than used
here (from 1 to 12 species), Reich et al. (2001) and He
et al. (2002) found that the enhancement of biomass
accumulation in response to elevated levels of [CO2]
was mostly achieved in species-rich assemblages. However, Reich et al. (2004) did not Wnd strong evidence
for [CO2] £ species richness interactions when evaluating the productivity of assemblages of varying diversity
(from 1 to 16 species). We also failed to Wnd overall signiWcant [CO2] £ soil heterogeneity interactions when
evaluating productivity patterns. However, Maestre
et al. (2005) found that the aboveground biomass of
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Fig. 4 Relative total yield and Dmax data for two- and three-species mixtures compared among CO2 concentration and soil heterogeneity levels. Data are mean § 95% conWdence intervals (n=12
and 4 for the two- and three-species mixtures, respectively). SigniWcant over- or underyielding is shown by conWdence intervals
that do not overlap unity and zero for the RYT and Dmax indices,
respectively

assemblages formed by Wve species (Holcus, Lolium,
Plantago, Anthoxanthum odoratum L. and Trifolium
repens L.) was aVected by [CO2] £ soil heterogeneity
interactions. These contrasting results are not fully
unexpected given the importance of both the experimental context and intra- and interspeciWc interactions
when evaluating the response of grass and forb species
to factors such as [CO2] and soil heterogeneity (Navas
et al. 1999; Hutchings et al. 2003).
Given that we used natural soil and organic material, the decomposition of the organic material in our
experiment may most closely resemble that observed
in the Weld (Hodge 2004). We acknowledge, however,
that our experimental approach has limitations. Given
the short duration of our experiment, the observed
responses might be the result of a transitive eVect of a
community that is not fully established. This duration,

together with the low number of species used and the
size of the microcosm units, might not allow some
potentially important aspects of niche Wlling to be
expressed (Spehn et al. 2005), and thus eVects of species richness on productivity may be underestimated.
In addition, growing model communities in PVC tubes
may alter root foraging responses due to physical
restriction of lateral root growth (Hutchings et al.
2003). Lastly, the standardized growing conditions
used may amplify plant responses to the treatments
evaluated over those in the Weld. These limitations
clearly indicate that the extrapolation of our results to
the natural world must be done with caution. Nevertheless, we are conWdent that our Wndings demonstrate
potential plant responses to simultaneous changes in
[CO2], soil heterogeneity, and species diversity (Jones
et al. 2000).
Most of the research conducted to date evaluating
the eVects of diversity on ecosystem processes in
terrestrial ecosystems have used grassland species
(Reich et al. 2001; Loreau et al. 2002; van Ruijven and
Berendse 2003; Spehn et al. 2005; Roscher et al. 2005),
which are known to be highly responsive to soil heterogeneity (Robinson and Van Vuuren 1998). Soil heterogeneity has been identiWed as a potential “hidden
treatment” in biodiversity experiments (Huston and
McBride 2002), but has barely been considered when
evaluating community and ecosystem responses to
changes in biodiversity (Lawton 2000; but see Maestre
et al. 2006). Our results suggest that the interactions
between soil heterogeneity and diversity attributes are
potentially important when determining the productivity of grassland assemblages, and agree with the view
that the eVects of diversity on ecosystem processes may
be dependent upon the environmental context evaluated (Reich et al. 2001; Fridley 2002).
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