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INTRODUCTION

Recent decades have seen a large number of studies, 
both observational and experimental, investigating the 
diversity–productivity relationship (hereafter DPR) in 
forest ecosystems. As a result, there is now a general 
consensus that diverse tree communities, on average, 
promote higher biomass production than their species-
poor counterparts (Liang et al., 2016; Paquette & 
Messier, 2011; Zhang et al., 2012). However, within this 

body of research, there are important divergences in 
the magnitude of diversity effects, with some studies re-
porting negligible or only marginal effects (e.g. Li et al., 
2014; Tobner et al., 2016). While recent studies have 
demonstrated how complex interactions between abi-
otic factors and stand structure explain some of these 
divergences across different forest types (Forrester, 
2014; Hulvey et al., 2013; Jucker et al., 2016), much less 
is known about the mechanisms driving the tempo-
ral dynamics of the strength of DPR over time during 
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Abstract

Although there is compelling evidence that tree diversity has an overall positive 

effect on forest productivity, there are important divergences among studies on 

the nature and strength of these diversity effects and their timing during forest 

stand development. To clarify conflicting results related to stand developmental 

stage, we explored how diversity effects on productivity change through time in a 

diversity experiment spanning 11 years. We show that the strength of diversity ef-

fects on productivity progressively increases through time, becoming significantly 

positive after 9 years. Moreover, we demonstrate that the strengthening of diver-

sity effects is driven primarily by gradual increases in complementarity. We also 

show that mixing species with contrasting resource-acquisition strategies, and the 

dominance of deciduous, fast-developing species, promote positive diversity ef-

fects on productivity. Our results suggest that the canopy closure and subsequent 

stem exclusion phase are key for promoting niche complementarity in diverse tree 

communities.
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forest development (Grossman et al., 2018; Huang et al., 
2018; Jucker et al., 2020; Taylor et al., 2020). In partic-
ular, diversity effects are thought to be especially im-
portant during the early phases of forest development 
(i.e. stand establishment, canopy closure and stem ex-
clusion), when competition for limited resources is the 
major driver determining the future forest structure 
and functioning (Fichtner et al., 2018).

Two main mechanisms have been proposed to explain 
positive diversity effects on productivity. The first is 
complementarity effects, which include niche partition-
ing and interspecific facilitation; and the second is selec-
tion effects, which are caused by the dominance of one 
or few species driving community's productivity (Loreau 
& Hector, 2001; Roscher et al., 2012). These depend, in 
turn, on species-specific functional traits. Functional 
traits define species’ life-history strategies, thus deter-
mining their capacity to grow, survive and use resources 
in competitive environments (Violle et al., 2007). Two 
different approaches to measuring functional aspects 
of the community can provide mechanistic insights into 
DPRs as well as the underlying mechanisms at play. The 
first is functional identity (FI; selection effects) which al-
lows the evaluation of the effect of dominant traits on 
productivity, whereas the second is functional diversity 
(FD; complementarity effects) which quantifies the ef-
fect of the variability in functional trait values on pro-
ductivity (Grime, 1998; Morin et al., 2011; Roscher et al., 
2012; Shipley et al., 2006). Long-term studies in grass-
land biodiversity experiments have already shown that 
the strength of diversity effects and the relative impor-
tance of complementarity over selection tend to increase 
over time (Reich et al., 2012). This observation explains 
the ability of functionally diverse communities to pro-
gressively optimise the use of limiting resources over 
time and to enhance soil fertility and nutrient availabil-
ity (Reich et al., 2012).

Increasing importance of complementarity effects 
over time is expected in forest ecosystems as well (Huang 
et al., 2018). However, as community dynamics in forests 
are relatively slow compared to those in grassland eco-
systems, complementarity effects driving mixtures’ ove-
ryielding (i.e. when mixtures’ productivity is higher than 
their components’ respective monocultures) might take 
many years (e.g. a decade or more) to manifest following 
tree establishment (Huang et al., 2018; Jucker et al., 2020). 
This is because essential resources such as light and nu-
trients are normally abundant (relative to demand) in 
the early years following stand establishment, fulfilling 
trees’ requirements to grow and survive. Consequently, 
competition among trees for resources is minimal during 
these early years. This reduces the likelihood of comple-
mentarity effects and increases the probability of sam-
pling a dominant, high productive species with a specific 
set of functional traits driving community productivity 
(i.e. selection effects) as found by Tobner et al. (2016). 
However, as stands develop, trees progressively expand 

their crowns (i.e. canopy closure), gradually intensifying 
competition for light and growing space. This, in turn, 
might increase the importance of complementarity ef-
fects driving DPR, as is expected under harsher condi-
tions (Searle & Chen, 2020; Paquette & Messier, 2011; 
Callaway et al., 2002; but see Belluau et al., 2021). For 
example mixing species with contrasting life strategies 
promotes a better use of canopy space (Jucker et al., 
2015). This, in turn, reduces competition for light and 
allows diverse communities to intercept a greater pro-
portion of incoming light and grow faster compared to 
their respective monocultures (Jucker et al., 2015; Kunz 
et al., 2019; Pretzsch, 2014; Sapijanskas et al., 2014). This 
helps explain why, in contrast to studies carried out in 
the early years of tree diversity experiments where negli-
gible or only marginal positive DPRs were found (Healy 
et al., 2008; Li et al., 2014; Tobner et al., 2016; Verheyen 
et al., 2015), recent studies conducted many years after 
stand establishment highlighted strong positive diver-
sity effects on productivity (Schnabel et al., 2019; Huang 
et al., 2018; Van de Peer et al., 2017).

Few studies have analysed the temporal dynamics of 
diversity effects on productivity during stand develop-
ment (e.g. Huang et al., 2018; Jucker et al., 2020; Taylor 
et al., 2020). Furthermore, much less is known about 
how underlying mechanisms (Complementarity and 
Selection) drive this relationship through succession 
(Huang et al., 2018). Testing these relationships is chal-
lenging, as it requires long term, repeated growth data 
from a tree diversity experiment that allows separating 
net diversity effects into complementarity and selection. 
Only few experiments to date allow conducting such a 
study as most of them are still in the stand establish-
ment phase where competition for resources is minimal. 
One of these experiments is IDENT-MTL in Montreal, 
Canada, which was planted in spring 2009 (Tobner et al., 
2014). This experiment is ideally suited to test the tempo-
ral dynamics of diversity effects because its high-density 
design favours the development of competition and 
therefore expression of complementarity.

In this study, we analyse how diversity in initial stages 
of stand development affects forest productivity. Our 
analysis focuses on basal area because it cumulates an-
nual increments and subsequent mortality, and therefore 
best indicates the trajectory of stand development. We 
focus on the early stages of stand development covering 
the stand establishment, canopy closure and the begin-
ning of the self-thinning stages. We hypothesise that the 
strength of the DPR increases with stand development, 
driven primarily by co-varying complementarity effects 
as competition for resources increases. To complement 
this analysis, we further explored how the functional 
composition of tree communities (i.e. functional diver-
sity and identity) contributed to DPR over time. We ex-
pect that functional diversity and identity both explain 
net diversity effects on productivity, with the former 
being a stronger relative predictor.
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M ATERI A LS A N D M ETHODS

Site description

The study was conducted in IDENT-MTL tree diversity 
experiment that was established in Ste-Anne-de-Bellevue 
(near Montreal, Quebec, Canada, 45°25’30.1”N, Long 
73°56’19.9”W, 39 m.a.s.l.) in the spring of 2009. The mean 
annual temperature is 6.2°C and the mean annual pre-
cipitation totals 963  mm (climate.weatheroffice.gc.ca). 
The experiment was planted on a former agricultural 
field that was intensively managed for decades. The soil 
consists of a 20- to 70-cm-deep sandy layer overtopping 
clay (Tobner et al., 2016).

In the spring of 2009, an area of 0.6 ha was planted 
with 1- or 2-year-old tree seedlings (Tobner et al., 2014). 
The experiment includes 12 North American temperate 
forest species—five broad-leaf species and seven conifers 
(Table S1). This experiment is part of the ‘International 
Diversity Experiment Network with Trees’ (IDENT) 
that includes several sites in North America, Europe and 
Africa (Verheyen et al., 2015).

Experimental design

Two orthogonal gradients were established: (1) a species 
richness gradient, and (2) a functional diversity gradi-
ent (Table S3). This design allows separating the two 
different diversity effects. The functional diversity gradi-
ent consists of plots with species combinations of equal 
species richness but increasing functional diversity. The 
functional diversity levels are repeated using different 
species combinations and are pooled in groups of similar 
FD value (Table S3).

Trees were planted in square plots of 8 x 8 individuals 
(i.e. 64 trees), with 50-cm spacing among trees and 1.25 m 
between plots to allow movement and minimise inter plot 
interactions (Tobner al., 2014). The experiment includes 
monocultures of all 12  species, 14 combinations of two-
species mixtures, 10 combinations of four-species mixtures 
and one mixture including all 12  species (Tobner et al., 
2014) for a total of 37 different tree communities (i.e. unique 
species composition). Each community was replicated four 
times in a randomised block design for a total of 148 plots 
and 9472 trees (note that the site includes more plots ad-
dressing other questions that were not used in this experi-
ment) (Tobner et al., 2014). The proportion of species within 
plots was equal and their distribution randomised with 
restrictions to prevent monospecific patches (see Tobner 
et al., 2014 for details). The distribution of trees within the 
plots remained constant in all the blocks; however, the dis-
tribution of plots within blocks was randomised.

Around the outermost rows of the experiment, three 
rows of trees at 50 cm distance were planted to minimise 
edge effects. A fence to protect against herbivory by large 
vertebrates was constructed around the experiment and 

all plots were regularly weeded manually during the first 
years to eliminate herbaceous competition.

Cumulative productivity as measured by tree 
basal area

We used basal area (G; m2/ha) as a proxy for cumulative 
aboveground productivity at the plot level from 2009 to 
2019. Only the inner 6 × 6 trees of each plot were used to 
minimise edge effects from neighbouring plots. The basal 
diameter (at 15  cm aboveground) of every live tree was 
measured at the end of each growing season from 2009 
to 2019, hereafter years 1–11, from which species G were 
computed for each year and plot. Note that mortality was, 
therefore, taken into account when computing species G. 
We attributed tree mortality solely to competition for re-
sources as any visible damage by biotic (pathogens or in-
sect herbivores) or abiotic factors were negligible over the 
first 11 years. Total G of a plot was simply the sum of spe-
cies G. Net diversity effects (NE), complementarity effects 
(CE) and selection effects (SE) were calculated according 
to Loreau and Hector (2001, details below) using the esti-
mated G values for each year and plot.

DATA A NA LYSIS

Quantification of the diversity effects and its 
underlying mechanisms

We followed Loreau and Hector’s (2001) approach to 
calculate the net diversity effects (NE) as well as com-
plementarity (CE) and selection (SE). This approach is 
based on the calculation of a general deviation of yield 
in mixture (observed yield, YO) from that in monoculture 
(expected yield, YE, Equation 1). A NE = 0 indicates that 
the performance of the mixture is equal to the weighted 
average of respective component monocultures (i.e. no 
diversity effect; the mixture performs as expected from 
monocultures). A NE  >  0 indicates a positive diversity 
effect and when NE < 0, a negative diversity effect. This 
approach also allows for partitioning the net diversity ef-
fects (NE) into complementarity (CE) and selection ef-
fects (SE) (Loreau & Hector, 2001).

Both mechanisms of diversity effects (CE and SE) 
hinge on the calculation of the relative yield of each 
species (RY, De Wit 1960), expressed in this equation as 
ΔRY  (Equation 2).

(1)
NE=YO−YE=CE+SE

=NΔRYM +Ncov (ΔRY ,M)

(2)ΔRY =
yieldA (Mixture)

yieldA (Monoculture)
− PA,
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where P is the proportion of the species at the initial stage 
in mixture.

CE is the mean of the deviation from the expected 
relative yield of each species in the mixture (ΔRY ) mul-
tiplied by the mean of each species’ yields in monocul-
ture 

(

M
)

 and by the number of species (N). Therefore, 
CE averages positive and negative diversity effects of all 
species in the mixture. On the other hand, SE is the co-
variance between species’ relative (ΔRY ) and monocul-
ture yields (M) multiplied by the number of species in 
the mixture (N). SE is positive when the most productive 
species in monoculture performs better in the mixture. 
Alternatively, SE is negative when the less productive 
species in monoculture overyield in the mixture. In case 
of both high and low productive species in monocultures 
overyielding in the mixture, SE can be positive or nega-
tive depending on the stronger effect.

Trait data collection and calculation of 
functional composition

We computed functional diversity and identity at the 
initial stage of the experiment. We considered seven 
above- and belowground traits that are linked to plant 
resource-use strategies and competition capacities. 
They include specific leaf area (SLA), leaf nitrogen 
content by mass (LNmass), leaf nitrogen content by 
area (LNarea), net maximum photosynthesis by unit 
leaf mass (Amass), wood density (WD), specific root 
length (SRL) and seed mass (seedmass). All trait data 
were collected from the literature (Belluau, 2020; Table 
S1). We included seed mass because it is a trait asso-
ciated with differing functional strategies that might 
influence productivity, rather than due to any direct 
link between seed size and production. Then, we per-
formed a Principal Component Analysis (PCA) of the 
trait values at the species level in order to avoid col-
linearity among traits and identify species main axes of 
life-history strategies (Figure 1). Seed mass values were 
log-transformed prior to analysis.

The first two principal components explained 80% 
of the variance in traits. The first principal component 
(PC1) was correlated to wood density (WD), leaf nitro-
gen content by unit mass (LNmass), specific leaf area 
(SLA) and specific root length (SRL), clearly separating 
gymnosperms from angiosperms (Table S2). These func-
tional traits are involved in the acquisition, processing 
and conservation of resources and, hence, define species’ 
life-history strategy largely by influencing growth versus 
survival trade-offs (Reich, 2014). It is worth noting that 
WD is a highly phylogenetically conserved trait (i.e. less 
variable within phylogenetic groups than expected by 
chance) with angiosperms typically having significantly 
denser wood than gymnosperms (Zhang et al., 2021), as 
evidenced in our PCA, with that factor overwhelming the 
typical within-group association of high WD with slow 

growth (Swenson & Enquist, 2007). As a result of this 
strong phylogenetic conservatism, high WD—a ‘slow’ 
trait—is positively correlated with high values of ‘fast’ 
leaf traits among the studied species, which is different 
than the general pattern observed in nature (Reich, 2014). 
The second principal component (PC2) was related only 
to seed mass (Table S2). Seed mass is considered as an 
indicator of the trade-off between colonisation (early 
vs. late successional species) and competitive capacity 
(Turnbull et al., 2004). For example small-seeded species 
are typically better colonisers but less shade tolerant and 
thus, lesser competitors. Using the species scores over 
these two life-history axes (i.e. principal components), 
we calculated the communities’ FD and FI using func-
tional dispersion (Fdis, Laliberté & Legendre, 2010) 
and community weighted means (CWMs, Lavorel et al., 
2008) respectively (i.e. FdisPC1, FdisPC2, CWMPC1 and 
CWMPC2). Functional dispersion is the mean distance 
in a multidimensional trait space of each species to the 
centre of mass of all species, weighted by their relative 
abundances (Laliberté & Legendre, 2010). We calculated 
the Fdis for all possible species combinations of 2, 4 and 
12 species. CWM values were computed for the two prin-
cipal components collecting the variance of functional 
traits following Lavorel et al. (2008). CWMs are, thus, 
the mean value of each principal component of all spe-
cies present in a community weighted by their relative 
abundance. We used the R package FD to calculate 
CWM and Fdis (Laliberté & Legendre, 2010).

Statistical analysis

We performed a Generalised Additive Model (GAM) 
with REML estimation to test the effects of time (Year), 
functional diversity (Fdis) and functional identity 
(CWM) on net diversity effects (NE). Block and plot (i.e. 
the different tree communities) were set as random fac-
tors (noted R), yielding the following model:

where ‘Fdis’ is functional dispersion, and ‘CWM’ commu-
nity weighed means. The subscripts ‘PC1’ and ‘PC2’ refer 
to the principal components obtained from the PCA previ-
ously done on the functional trait values that represent two 
axes of life-history strategies. The best model was selected 
based on AIC. We ran a variance-based sensitivity analysis 
from the best model to estimate the deviance explained by 
each predictor of the model.

We subsequently explored the effects of FD and FI 
on NE over time. We performed independent cluster 
analyses for each of the diversity parameters of the best 
model (i.e. FdisPC1, CWMPC1 and CWMPC2). The cluster 

(3)

NE=Year+FdisPC1+FdisPC2+CWMPC1+CWMPC2+

Year × FdisPC1+Year×FdisPC2+

Year × CWMPC1+Year × CWMPC2+

Plot (R) + Block (R) +�
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analysis classifies the different mixtures of the experi-
ment into similarity groups (i.e. clusters) according to a 
defined distance measure based on their Fdis and CWM 
values. The cluster analyses performed on the diversity 
components grouped the different mixtures of the exper-
iment into (1) plots with high (no. of plots 16) and low 
(9) functional diversity on the resource-use strategy axis 
(i.e. FdisPC1); (2) plots with high (5), medium (16) and low 
(4) mean values on the resource-use strategy axis (i.e. 
CWMPC1) and (3) plots with high (9), medium (12) and 
low (4) mean values on the colonisation strategy axis (i.e. 
CWMPC2). We then extracted the fitted NE values from 
the model (Equation 3) and plotted them 1) against the 
measured CE and SE over time to observe the temporal 
dynamics of the forces driving the NE and 2) against the 
different Fdis and CWM groups generated by the cluster 
analyses.

Finally, we tested whether mixtures performed better 
than expected compared to their respective monocul-
tures over the duration of the experiment (after 11 years). 
We applied two-tailed t-tests (n = 4 blocks) to determine 
when net diversity effects were significantly different 
from zero. We then applied one-tailed t-tests to deter-
mine whether some mixtures performed significantly 

better than even the best monoculture (i.e. transgressive 
overyielding).

RESU LTS

Our results show a nonlinear increase in net diversity 
effects (NE) over time (Figure 2; Table 1). Net diversity 
effects were negative from year 3 to 6 after the establish-
ment of the experiment, became positive after year 8, 
and then significantly so from year 9 onward (Figure 2). 
This strengthening of the net diversity effect was primar-
ily driven by gradual increases in complementarity ef-
fects as stands developed (notably > year 5), while during 
the first years, negative selection effects (which peaked 
in year 6) were more common in driving the net diver-
sity effects (Figure 2). In the last year of the experiment 
(year 11), net diversity effects had accumulated enough 
through time to be easily detected looking at plot total 
G, with six mixtures overyielding their component mon-
ocultures, and four even showing transgressive overy-
ielding (Figure S5).

Further analysis of the effect of tree communities’ 
functional trait-based composition on productivity 

F I G U R E  1   Principal Component Analysis of the functional trait values used to characterise the species of the experiment. The first 
Principal Component (i.e. PC1) is explained mostly by Wood Density (i.e. WD), Specific Leaf Area (i.e. SLA), Specific Root Length (i.e. 
SRL) and Leaf Nitrogen Mass (i.e. LNmass). And the second Principal Component (i.e. PC2) is explained primarily by Seed Mass (i.e. 
Seedmass). Leaf Nitrogen Area (i.e. LNarea) and net maximum photosynthesis per unit leaf mass (i.e. Amass) were not correlated with any 
of the two principal components. Species codes are: Ab, Abies balsamea; Ar, Acer rubrum; As, Acer saccharum; Ba, Betula alleghaniensis; Bp, 
Betula papyrifera; Ll, Larix laricina; Pg, Picea glauca; Pru, Picea rubens; Pre, Pinus resinosa; Ps, Pinus strobus; Qr, Quercus rubra; To, Thuja 
occidentalis
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shows that net diversity effects vary substantially among 
mixtures during the early stages of stand development 
(Table 1). We observed that mixtures characterised by 
species with contrasting resource-use strategies (i.e. 
high Fdis_PC1) performed similarly to their constituent 
monocultures during the first years of the experiment. 
However, starting in year 6, these tree communities 
progressively increased their productivity compared to 
their respective monocultures, increasingly overyield-
ing from year 9 onwards (Figure 3). Mixtures charac-
terised by species with similar resource-use strategies 

(i.e. low Fdis_PC1) showed similar productivity to their 
monoculture counterparts during the whole experiment 
except for the last year when, in general, they slightly 
overyielded (Figure 3).

In addition, we also observed that the functional iden-
tity of tree communities (i.e. CWM_PC1 and CWM_
PC2) had a substantial effect on mixtures’ productivity 
over time. For instance mixtures with highly acquisitive 
resource economic traits (other than WD) (i.e. medium 
and high CWM_PC1) showed, in general, an increas-
ing trend of diversity effects since year 6 that started to 
overyield from year 9 onwards (Figure 4). Conversely, 
mixtures in the ‘slow’ end (again, other than WD) of 
the resource economic spectrum (i.e. low CWM_PC1) 
showed, in general, negative diversity effects from year 
8 onwards (i.e. negative NE; Figure 4). Seed mass CWM 
had a negative relationship with overyielding. In mix-
tures with low and medium values of seed mass, diver-
sity effects tended to increase progressively over time, 
overyielding their constituent monocultures in the last 
3 years (Figure 5). In contrast, mixtures dominated by 
late-successional species (i.e. high CWM values of seed 
mass) showed negligible or even negative diversity effects 
during the early stages of stand development except for 
the last year, where, in general, they slightly overyielded 
(Figure 5).

DISCUSSION

Here we present the results of what is, to the best of our 
knowledge, the first study with trees to test the temporal 

TA B L E  1   Summary of the generalised additive model (REML 
estimation) of significant diversity indices on net diversity effects 
(NE; N = 1100) over time (fixed effects)

Effect edf DevExp p-value

s(Year) 4.112 0.080 <0.001

s(Fdis_PC1) 2.698 0.012 <0.001

s(CWM_PC1) 1.111 0.016 <0.001

s(CWM_PC2) 1.102 0.019 <0.001

ti(Year, Fdis_PC1) 5.461 0.066 <0.001

ti(Year, CWM_PC1) 8.510 0.064 <0.001

ti(Year, CWM_PC2) 5.291 0.067 <0.001

Note: Summary includes estimated degrees of freedom (edf), deviance 
explained (DevExp) and p-values. When edf is close to 1, the effect on NE is 
linear; when edf is 2 or greater it is considered nonlinear. The model includes 
Block and Plot as random effects. The ‘s’ and ‘ti’ are GAM-specific terms 
that mean smooth term (main effects) and tensor product (interactions) 
respectively. The coefficient of determination (R2) for the whole model was 
0.506.

F I G U R E  2   Fitted (Equation 3) Net Diversity Effects (NE; Black line ± confidence interval 95% across mixtures and blocks; N = 1100) on G 
(m2/ha) over time driven by complementarity and selection effects (red and blue bars respectively ± standard error)
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dynamics of both net diversity effects and its component 
mechanisms, complementarity and selection, on cumu-
lative productivity during the first decade of stand de-
velopment. Our results support the widespread evidence 
from prior studies that mixtures are, on average, more 

productive than monocultures of their constituent spe-
cies. Our study brings new insight into the temporal 
changes of such effects; showing that the strength of net 
diversity effects on cumulative productivity is nonlin-
ear during the first phases of stand development, taking 

F I G U R E  3   Fitted (Equation 3) Net Diversity Effects (NE) on G (m2/ha) over time for high and low diversity mixtures grouped by the 
first principal component (i.e. resource-use strategy, PC1). The graph shows that plots with high diversity in resource-use strategy (blue 
line ± confident interval 95%, N = 704) overyielded as stands developed. In contrast, plots with low diversity in resource-use strategy (red 
line ± confident interval 95%, N = 396) showed negligible diversity effects over time, except the last year, when they slightly overyielded

F I G U R E  4   Fitted Net Diversity Effects (NE) on G (m2/ha) over time for mixtures with high, medium and low values over the first principal 
component (i.e. resource-use strategy, PC1). The graph shows that mixtures with high and medium values in the resource-use strategy (blue and 
green line respectively ± confidence interval 95%, N = 220 and 704 respectively) overyielded over time. Conversely, mixtures with low values 
(red line ± confidence interval 95%, N = 176) showed negative diversity effects over time
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many years to appear (Figure 2). While an earlier study 
of the same experiment found, on average, a negligible 
net diversity effect on cumulative productivity by year 
4 (i.e. Tobner et al., 2016), these updated results over a 
longer temporal scale show i) that the strength of the net 
diversity effects on cumulative productivity increases 
throughout early stand development (Jucker et al., 2020; 
Taylor et al., 2020), and that ii) this is driven by grad-
ual increases of complementarity (Huang et al., 2018; 
Sapijanskas et al., 2014). Previous studies have shown 
how complex interactions between resource availabil-
ity, climatic conditions and stand structures can explain 
some of the variation in the strength of net diversity ef-
fects on productivity across different forest ecosystems 
(Forrester, 2014; Jucker et al., 2014, 2016; Mori, 2017). 
Our results mirror several long-term studies in grass-
lands (Guerrero-Ramírez et al., 2017; Reich et al., 2012) 
and forest ecosystems (Huang et al., 2018). They show 
that changes in the relative importance of complementa-
rity and selection effects during the first stages of stand 
development strongly influence net diversity effects on 
productivity over time.

The emergence of complementarity's larger 
role under increased competition is the key 
driver of the positive diversity–productivity 
relationships during stand development

During the first years following stand establishment we 
found that, on average, net diversity effects were driven 

by opposing forces of complementarity and selection 
(i.e. negligible net diversity effects; Figure 2). This is con-
sistent with our expectations that in years immediately 
following stand establishment, high resource availabil-
ity eliminates or reduces the opportunity for comple-
mentarity to have much of an impact on productivity 
(Forrester, 2014; Paquette & Messier, 2011; Taylor et al., 
2020; Zhang et al., 2012). Instead during this phase, se-
lection effects have more impact on productivity (Tobner 
et al., 2016).

Net diversity effects were negligible at first due to 
negative selection effects being larger than initially 
weak (but positive) complementarity effects. This 
means that, overall, the species with relatively high 
monoculture productivity had lower performances in 
mixtures. The opposite was true for species with rela-
tively low monoculture productivity. Selection effects 
have been hypothesised to be more important in more 
stable and productive environments, whereas in more 
stressful environments complementarity effects are ex-
pected to be more important (the stress gradient hy-
pothesis, Bertness & Callaway, 1994; but see Belluau 
et al., 2021). In this study, the intense agricultural ac-
tivity at the study site prior to the experiment estab-
lishment, and the complete removal of herbaceous 
competition during the first years, resulted in resource-
abundant conditions for trees, possibly favouring se-
lection effects initially (Tobner et al., 2016). However, 
as stands underwent canopy closure and entered the 
stem exclusion phase, resource competition among 
trees intensified (c. year 5 or 6; Figure S4). In diverse 

F I G U R E  5   Fitted Net Diversity Effects (NE) on G (m2/ha) over time for plots with high, medium and low CWM values over the second 
principal component (i.e. colonisation strategy, PC2). The graph shows that mixtures with low and medium values in the colonisation strategy 
(red and green lines ± confidence interval 95%, N = 176 and 528 respectively) progressively overyielded as stands developed. However, mixtures 
with high values (blue line ± confidence interval 95%, N = 396) showed negative diversity effects, except the last year where they also overyielded
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stands, the impact of competition may have been re-
duced since the likelihood of two individuals compet-
ing for the same niche decreases; this then allows for 
the emergence of complementarity, and consequently, 
positive net diversity effects. These strong positive ef-
fects must have been driven by the faster growth of sur-
viving trees within mixtures because tree survival rates 
remained similar between monocultures and mixtures 
(Figure S6). Numerous studies have shown that differ-
ent mechanisms can explain positive diversity effects 
on productivity, including reduced pest and patho-
gen loads, or improved resource uptake belowground 
(Ammer, 2019). However, arguably the most important 
one is the ability of diverse communities to fill canopy 
space more efficiently than their species-poor counter-
parts (Jucker et al., 2015; Pretzsch, 2014). This reduces 
competition for light and allows these communities to 
grow faster overall, compared to their respective mono-
cultures (Jucker et al., 2015; Sapijanskas et al., 2014). 
Therefore, the increase in competition associated with 
the canopy closure and stem exclusion phases seems 
to be a key factor in allowing conditions for mixtures 
to overyield through niche partitioning or facilitation 
(Jucker et al., 2020).

Although our results show a clear strengthening of 
complementarity through time that determines the 
positive net diversity effects on productivity, this ex-
periment covered only the early stages of stand estab-
lishment, canopy closure and stem exclusion. How long 
will positive net diversity effects due to complementar-
ity last is unknown, but we suspect they might continue 
until a later stage of stand development when some tree 
species will come to dominate again. For example late-
successional species could progressively increase in rel-
ative dominance, allowing selection effects to take over 
again in determining the net diversity effects on produc-
tivity. Future research should focus, therefore, on under-
standing how DPR and its underlying mechanisms are 
likely to change in the more advanced stages of stand 
development.

Functional significance of the Net Diversity 
effects on productivity throughout stand 
development

Our analysis of the effects of tree communities’ func-
tional composition on productivity shows that mixing 
fast-growing deciduous species with slow-growing ev-
ergreen species (i.e. high Fdis_PC1) progressively in-
creased productivity as competition intensified during 
stand development (Figure 3). This seemed to be re-
lated to the canopy closure where trees begin to com-
pete for light and where contrasting architectural and 
physiological traits allow mixtures to benefit from 
light partitioning (Jucker et al., 2020; Taylor et al., 
2020; Williams et al., 2017). Indeed, in a previous 

study conducted in the same experiment, Williams 
et al. (2017) observed that in year 4 (coinciding with 
the emergence of competition; Figure S4), there was a 
substantial neighbourhood-driven variation in crown 
size and shape, indicating that stands had reached 
the canopy closure and started to compete for light 
and space, and optimise resource-use to avoid or re-
duce competition. Increasing diversity effects by mix-
ing species with contrasting life strategies has been 
related to the vertical canopy stratification and in-
traspecific crown plasticity throughout stand develop-
ment (Jucker et al., 2015; Morin et al., 2011; Williams 
et al., 2020). Through differences in their crown archi-
tectures, contrasting species can use different canopy 
positions (i.e. crown complementarity), reducing com-
petition and allowing for the capture of more light at 
the community level. Moreover, as competition for 
light lessens, trees also might invest a greater propor-
tion of fixed carbon towards the development of lat-
eral branches increasing their crown size (i.e. crown 
plasticity; Forrester, 2014; Jucker et al., 2015; Williams 
et al., 2017). In this regard, vertical stratification and 
crown plasticity might be the mechanisms driving the 
net diversity effects observed in this study.

In addition, we show that, functional identity also 
plays an important role in driving diversity effects over 
time. We found that the dominance by slow-developing 
conifers reduced mixture productivity, compared to 
more mixed stands and stands dominated by fast-
developing deciduous species. Therefore, our study 
suggests that complementarity effects are also driven 
by functional identity of specific species (i.e. life-
history strategies) that are able to take advantage of 
diverse conditions, thus leading to overyielding at the 
community level (Grossman et al., 2018; Zheng et al., 
2021). Specifically, our results suggest that effective 
light acquisition of tree communities dominated by 
deciduous ‘fast’ developing early-successional species 
allow these communities to grow faster (Hisano & 
Chen, 2020; Zheng et al., 2021). Fast growth (and con-
sequently better access to light) has been linked to a re-
duced ability to tolerate competitive pressures such as 
shading from others (Kunstler et al., 2015). Indeed, all 
the mixtures that overyielded were mixtures of decid-
uous and evergreen species (except for one) and all but 
one contained B.papyrifera (Figure S5). In other words, 
this light-demanding pioneer species (the most produc-
tive monoculture) probably benefited from reduced 
competition when growing in mixtures, ultimately 
dominating them and overyielding at the community 
level. This could promote niche partitioning through 
the development of multilayered canopies over time, 
where shade-tolerant species grow under taller, light-
demanding pioneers (Jucker et al., 2015; Niinemets, 
2010). Therefore, these results show that both func-
tional diversity and identity of tree communities play 
important roles in driving positive complementarity 
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effects, thus promoting net diversity effects on produc-
tivity in the mid-term (Zheng et al., 2021; Grossman 
et al., 2018; Van de Peer et al., 2017)—whether com-
plementarity among initially slower growing species 
would catch up over time remains unknown.

CONCLUSION

Analysing 11 years of growth records from a tree diver-
sity experiment, we show that diversity effects on produc-
tivity strengthen progressively during the early stages of 
stand development driven by gradual increases of com-
plementarity. While previous studies have shown how 
abiotic factors and forest structure can explain a consid-
erable amount of variation in the strength of DPR across 
space, this study highlights that changes in the relative 
importance of complementarity and selection effects 
during stand development also play an important role in 
determining the strength of these relationships over time. 
This pattern seems to be related to the progression into 
the canopy closure and stem exclusion phase of stand de-
velopment, where increasing competition for resources 
allows positive complementarity effects to develop, and 
ultimately determines more diverse communities’ suc-
cess in the long term. Moreover, our study highlights 
that diversity effects on productivity are affected by both 
functional diversity and identity. We show that mixing 
species with contrasting resource-acquisition strategies, 
and the dominance of deciduous, fast-developing species 
promote positive diversity effects on productivity during 
the initial phases of stand development.

Our results are important from a management and 
conservation perspective, as this study shows when and 
how positive diversity effects should manifest along stand 
development. Tree diversity experiments are essential to 
further research on biodiversity and ecosystem function-
ing in forests. However, existing experiments should be 
allowed to mature to track the many trajectories that di-
versity effects could take through more advanced stages 
of forest succession.

ACK NOW LEDGEM EN TS
This research would not have been possible without the 
dedication of the many grad students, postdocs and in-
terns who worked on the IDENT-MTL experiment over 
the last 11 years. We also thank M. Belluau for collect-
ing and providing functional traits, E. Searle and D. 
Schönig for welcomed suggestions in data analysis and 
R. Sousa-Silva for helpful discussions and comments on 
earlier versions of the manuscript. The research leading 
to these results was financially supported by grants from 
the National Research Council Canada (NSERC) to 
CM, DG and AP. The contribution of PR was supported 
by the U.S. NSF Biological Integration Institutes grant 
DBI-2021898.

AU T HOR CON TR I BU T IONS
A.P., P.R. and C.M. designed the IDENT-MTL tree di-
versity experiment; A.P. and C.M. were in charge of the 
experiment; W.S.K. contributed to conceptualisation 
and J.U. collected the data during the last 3 years of the 
experiment. Many grad students, postdocs and interns 
who worked on the IDENT-MTL experiment collected 
the data. J.U. performed the analyses and wrote the first 
draft of the manuscript. All authors contributed sub-
stantially to revisions.

PEER R EV I EW
The peer review history for this article is available at 
https://publo​ns.com/publo​n/10.1111/ele.13959.

DATA AVA I LA BI LI T Y STAT EM EN T
The data supporting the results are archived on Figshare 
(https://doi.org/10.6084/m9.figsh​are.14885​907.v1).

ORCI D
Jon Urgoiti   https://orcid.org/0000-0002-8851-2347 
Alain Paquette   https://orcid.org/0000-0003-1048-9674 

R E F ER E NC E S
Ammer, C. (2019) Diversity and forest productivity in a changing cli-

mate. New Phytologist, 221, 50–66.
Belluau, M. (2020) Data from: IDENT_TRAIT_DATABASE_2020-

10-20.xlsx. Figshare Digital Repository. Available at: https://doi.
org/10.6084/m9.figsh​are.13118​132.v1

Belluau, M., Vitali, V., Parker, W.C., Paquette, A. & Messier, C. (2021) 
Overyielding in young tree communities does not support the 
stress-gradient hypothesis and is favoured by functional diversity 
and higher water availability. Journal of Ecology, 109, 1790–1803.

Bertness, M.D. & Callaway, R. (1994) Positive interactions in commu-
nities. Trends in Ecology & Evolution, 9, 191–193.

Callaway, R.M., Brooker, R.W., Choler, P., Kikvidze, Z., Lortie, C.J., 
Michalet, R. et al. (2002) Positive interactions among alpine 
plants increase with stress. Nature, 417, 844–848.

Fichtner, A., Härdtle, W., Bruelheide, H., Kunz, M., Li, Y. & von 
Oheimb, G. (2018) Neighbourhood interactions drive overyield-
ing in mixed-species tree communities. Nature Communications, 
9, 1144.

Forrester, D.I. (2014) The spatial and temporal dynamics of species 
interactions in mixed-species forests: from pattern to process. 
Forest Ecology and Management, 312, 282–292.

Grime, J.P. (1998) Benefits of plant diversity to ecosystems: immedi-
ate, filter and founder effects. Journal of Ecology, 86, 902–910.

Grossman, J.J., Vanhellemont, M., Barsoum, N., Bauhus, J., 
Bruelheide, H., Castagneyrol, B. et al. (2018) Synthesis and fu-
ture research directions linking tree diversity to growth, sur-
vival, and damage in a global network of tree diversity experi-
ments. Environmental and Experimental Botany, 152, 68–89.

Guerrero-Ramírez, N.R., Craven, D., Reich, P.B., Ewel, J.J., Isbell, 
F., Koricheva, J. et al. (2017) Diversity-dependent temporal di-
vergence of ecosystem functioning in experimental ecosystems. 
Nature Ecology & Evolution, 1, 1639–1642.

Healy, C., Gotelli, N.J. & Potvin, C. (2008) Partitioning the effects 
of biodiversity and environmental heterogeneity for productivity 
and mortality in a tropical tree plantation. Journal of Ecology, 
96, 903–913.

Hisano, M. & Chen, H.Y.H. (2020) Spatial variation in climate mod-
ifies effects of functional diversity on biomass dynamics in 

https://publons.com/publon/10.1111/ele.13959
https://doi.org/10.6084/m9.figshare.14885907.v1
https://orcid.org/0000-0002-8851-2347
https://orcid.org/0000-0002-8851-2347
https://orcid.org/0000-0003-1048-9674
https://orcid.org/0000-0003-1048-9674
https://doi.org/10.6084/m9.figshare.13118132.v1
https://doi.org/10.6084/m9.figshare.13118132.v1


      |  861URGOITI et al.

natural forests across Canada. Global Ecology and Biogeography, 
29, 682–695.

Huang, Y., Chen, Y., Castro-Izaguirre, N., Baruffol, M., Brezzi, M., 
Lang, A. et al. (2018) Impacts of species richness on productiv-
ity in a large-scale subtropical forest experiment. Science, 363, 
80–83.

Hulvey, K., Hobbs, R., Standish, R., Lindenmayer, D., Lach, L. & 
Perring, M. (2013) Benefits of tree mixes in carbon plantings. 
Nature Climate Change, 3, 869–874.

Jucker, T., Avăcăritei, D., Bărnoaiea, I., Duduman, G., Bouriaud, 
O. & Coomes, D.A. (2016) Climate modulates the effects of 
tree diversity on forest productivity. Journal of Ecology, 104, 
388–398.

Jucker, T., Bouriaud, O., Avacaritei, D., Dǎnilǎ, l., Duduman, G., 
Valladares, F. et al. (2014) Competition for light and water play 
contrasting roles in driving diversity-productivity relationships 
in Iberian forests. Journal of Ecology, 102, 1202–1213.

Jucker, T., Bouriaud, O. & Coomes, D.A. (2015) Crown plasticity en-
ables trees to optimize canopy packing in mixed-species forests. 
Functional Ecology, 29, 1078–1086.

Jucker, T., Koricheva, J., Finér, L., Bouriaud, O., Iacopetti, G. & 
Coomes, D.A. (2020) Good things take time—Diversity effects 
on tree growth shift from negative to positive during stand de-
velopment in boreal forests. Journal of Ecology, 108, 2198–2211.

Kunstler, G., Falster, D., Coomes, D.A., Hui, F., Kooyman, R.M., 
Laughlin, D.C. et al. (2015) Plant functional traits have globally 
consistent effects on competition. Nature, 529, 204–207.

Kunz, M., Fichtner, A., Härdtle, W., Raumonen, P., Bruelheide, H. 
& von Oheimb, G. (2019) Neighbour species richness and local 
structural variability modulate aboveground allocation patterns 
and crown morphology of individual trees. Ecology Letters, 22, 
2130–2140.

Laliberte, E. & Legendre, P. (2010) A distance-based framework for 
measuring functional diversity from multiple traits. Ecology, 91, 
299–305.

Lavorel, S., Grigulis, K., McIntyre, S., Williams, N.S.G., Garden, 
D., Dorrough, J. et al. (2008) Assessing functional diversity 
in the field—Methodology matters! Functional Ecology, 22, ​
134–147.

Li, Y., Härdtle, W., Bruelheide, H., Nadrowski, K., Scholten, T., 
von Wehrden, H. et al. (2014) Site and neighborhood effects on 
growth of tree saplings in subtropical plantations (China). Forest 
Ecology and Management, 327, 118–127.

Liang, J., Crowther, T.W., Picard, N., Wiser, S., Zhou, M.O., Alberti, 
G. et al. (2016) Positive biodiversity-productivity relationship 
predominant in global forests. Science, 354, aaf8957.

Loreau, M. & Hector, A. (2001) Partitioning selection and comple-
mentarity in biodiversity experiments. Nature, 412, 72–76.

Mori, A.S., Osono, T., Cornelissen, H.C., Craine, J. & Uchida, M. 
(2017) Biodiversity–ecosystem function relationships change 
through primary succession. Oikos, 126, 1637–1649.

Morin, X., Fahse, L., Scherer-Lorenzen, M. & Bugmann, H. (2011) 
Tree species richness promotes productivity in temperate for-
ests through strong complementarity between species. Ecology 
Letters, 14, 1211–1219.

Niinemets, Ü. (2010) A review of light interception in plant stands 
from leaf to canopy in different plant functional types and in 
species with varying shade tolerance. Ecological Research, 25, 
693–714.

Paquette, A. & Messier, C. (2011) The effect of biodiversity on tree 
productivity: from temperate to boreal forests. Global Ecology 
and Biogeography, 20, 170–180.

Pretzsch, H. (2014) Canopy space filling and tree crown morphology 
in mixed-species stands compared with monocultures. Forest 
Ecology and Management, 327, 251–264.

Reich, P.B. (2014) The world-wide ‘fast-slow’ plant economics spec-
trum: a traits manifesto. Journal of Ecology, 102, 275–301.

Reich, P.B., Tilman, D., Isbell, F., Mueller, K., Hobbie, S.E., Flynn, 
D.F.B. et al. (2012) Impacts of biodiversity loss escalate through 
time as redundancy fades. Science, 336, 589–592.

Roscher, C., Schumacher, J., Gubsch, M., Lipowsky, A., Weigelt, 
A., Buchmann, N. et al. (2012) Using plant functional traits 
to explain diversity-productivity relationships. PLoS One, 7, 
e36760.

Sapijanskas, J., Paquette, A., Potvin, C., Kunert, N. & Loreau, M. 
(2014) Tropical tree diversity enhances light capture through 
crown plasticity and spatial and temporal niche differences. 
Ecology, 95, 2479–2492.

Schnabel, F., Schwarz, J.A., Dănescu, A., Fichtner, A., Nock, C.A., 
Bauhus, J. et al. (2019) Drivers of productivity and its temporal 
stability in a tropical tree diversity experiment. Global Change 
Biology, 25, 4257–4272.

Searle, E.B. & Chen, H.Y.H. (2020) Complementarity effects are 
strengthened by competition intensity and global environmental 
change in the central boreal forests of Canada. Ecology Letters, 
23, 79–87.

Shipley, B., Vile, D. & Garnier, É. (2006) From plant traits to plant 
communities: a statistical mechanistic approach to biodiversity. 
Science, 314, 812–814.

Swenson, N. & Enquist, B. (2007) Ecological and evolutionary de-
terminants of a key plant functional trait: wood density and 
its community-wide variation across latitude and elevation. 
American Journal of Botany, 94, 451–459.

Taylor, A.R., Gao, B. & Chen, H.Y.H. (2020) The effect of species di-
versity on tree growth varies during forest succession in the bo-
real forest of central Canada. Forest Ecology and Management, 
455, 117641.

Tobner, C.M., Paquette, A., Gravel, D., Reich, P.B., Williams, L.J. & 
Messier, C. (2016) Functional identity is the main driver of di-
versity effects in young tree communities. Ecology Letters, 19, 
638–647.

Tobner, C.M., Paquette, A., Reich, P.B., Gravel, D. & Messier, C. 
(2014) Advancing biodiversity-ecosystem functioning science 
using high-density tree-based experiments over functional diver-
sity gradients. Oecologia, 174, 609–621.

Turnbull, L.A., Coomes, D., Hector, A. & Rees, M. (2004) Seed mass 
and the competition/colonization trade-off: Competitive inter-
actions and spatial patterns in a guild of annual plants. Journal 
of Ecology, 92, 97–109.

Van de Peer, T., Verheyen, K., Ponette, Q., Setiawan, N.N. & Muys, B. 
(2017) Overyielding in young tree plantations is driven by local 
complementarity and selection effects related to shade tolerance. 
Journal of Ecology, 106, 1096–1105.

Verheyen, K., Vanhellemont, M., Auge, H., Baeten, L., Baraloto, C., 
Barsoum, N. et al. (2015) Contributions of a global network of 
tree diversity experiments to sustainable forest plantations. 
RSAS, 45(1), 29–41. https://doi.org/10.1007/s1328​0-015-0685-1

Violle, C., Navas, M., Vile, D., Kazakou, E., Fortunel, C., Hummel, 
I. et al. (2007) Let the concept of trait be functional! Oikos, 116, 
882–892.

Williams, L.J., Cavender-Bares, J., Paquette, A., Messier, C. & Reich, 
P.B. (2020) Light mediates the relationship between community 
diversity and trait plasticity in functionally and phylogenetically 
diverse tree mixtures. Journal of Ecology, 108, 1617–1634.

Williams, L.J., Paquette, A., Cavender-Bares, J., Messier, C. & Reich, 
P.B. (2017) Spatial complementarity in tree crowns explains over-
yielding in species mixtures. Nature Ecology & Evolution, 1, 0063.

Zhang, M., Ji, C., Zhu, J., Wang, X., Wang, D. & Han, W. (2021) 
Comparison of wood physical and mechanical traits between 
major gymnosperm and angiosperm tree species in China. Wood 
Science and Technology, 51, 1405–1419.

Zhang, Y., Chen, H.Y.H. & Reich, P.B. (2012) Forest productivity 
increases with evenness, species richness and trait variation: a 
global meta-analysis. Journal of Ecology, 100, 742–749.

https://doi.org/10.1007/s13280-015-0685-1


862  |      TEMPORAL DYNAMICS OF DIVERSITY–PRODUCTIVITY RELATIONSHIPS IN TREES

Zheng, L.-T., Chen, H.Y.H., Biswas, S.R., Bao, D.-F., Fang, X.-C., 
Abdullah, M. et al. (2021) Diversity and identity of economics 
traits determine the extent of tree mixture effects on ecosystem 
productivity. Journal of Ecology, 109(4), 1898–1908. https://doi.or
g/10.1111/1365-2745.13614

SU PPORT I NG I N FOR M AT ION
Additional supporting information may be found in the 
online version of the article at the publisher’s website.

How to cite this article: Urgoiti J, Messier C, Keeton 
WS, Reich PB, Gravel D, Paquette A. (2022) No 
complementarity no gain—Net diversity effects on 
tree productivity occur once complementarity emerges 
during early stand development. Ecology Letters, 25, 
851–862. https://doi.org/10.1111/ele.13959

https://doi.org/10.1111/1365-2745.13614
https://doi.org/10.1111/1365-2745.13614
https://doi.org/10.1111/ele.13959

