
950  |  	 wileyonlinelibrary.com/journal/fec� Functional Ecology. 2022;36:950–961.© 2022 British Ecological Society

Received: 17 August 2021  | Accepted: 6 January 2022

DOI: 10.1111/1365-2435.14009  

R E S E A R C H  A R T I C L E

Functionally diverse tree stands reduce herbaceous diversity 
and productivity via canopy packing

Li-Ting Zheng1,2 |   Han Y. H. Chen3  |   Yann Hautier4  |   Di-Feng Bao1,2 |    
Ming-Shan Xu1,2 |   Bai-Yu Yang1,2 |   Zhao Zhao1,2 |   Li Zhang1,2 |   En-Rong Yan1,2

1Forest Ecosystem Research and 
Observation Station in Putuo Island, 
Tiantong National Forest Ecosystem 
Observation and Research Station, and 
Shanghai Key Lab for Urban Ecological 
Processes and Eco-Restoration, School of 
Ecological and Environmental Sciences, 
East China Normal University, Shanghai, 
China
2Institute of Eco-Chongming (IEC), 
Shanghai, China
3Faculty of Natural Resources 
Management, Lakehead University, 
Thunder Bay, ON, Canada
4Ecology and Biodiversity Group, 
Department of Biology, Utrecht 
University, Utrecht, The Netherlands

Correspondence
En-Rong Yan
Email: eryan@des.ecnu.edu.cn

Funding information
The State Key Program of the National 
Natural Science Foundation of China, 
Grant/Award Number: 32030068

Handling Editor: Anita Risch 

Abstract
1.	 There is extensive experimental evidence for the importance of biodiversity in 

sustaining ecosystem functioning. However, such experiments typically prevent 
immigration by continuously removing non-target species, thereby questioning 
the generality of these findings to real-world ecosystems. This is particularly 
true in forest ecosystems where understorey herbaceous species are key bi-
odiversity components but are usually weeded in tree diversity experiments. 
Consequently, little is known about how tree diversity influences the natural 
dynamics of understorey herbaceous layers.

2.	 We conducted a 3-year non-weeded tree diversity experiment composed of 
eight woody species differing widely in plant economic strategies. We examined 
how the functional diversity and identity of tree species mixtures drive the tem-
poral dynamics of understorey productivity, functional diversity and composi-
tion through canopy packing (CP).

3.	 Tree mixtures with high functional diversity experienced increased CP over 
time, thereby decreasing understorey productivity and diversity. Furthermore, 
herbaceous communities were dominated by species with functional traits 
typical of low-light conditions [lower community-weighted mean (CWM) of 
maximum plant height, but larger CWM of specific leaf area] in response to 
increased CP.

4.	 Our results provide mechanistic insights into the role of tree functional diver-
sity in shaping the dynamics of biomass, functional diversity and composition 
of the understorey herbaceous layer during the early successional period. It is 
expected that the effects of tree functional diversity would also be relevant 
over time due to the increasing usage of canopy space. This study highlights the 
significance of natural community processes in determining the effects of tree 
diversity on the temporal dynamics of previously neglected ecosystem struc-
tures and functioning.
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1  |  INTRODUC TION

One of the biggest challenges in ecology is to understand how 
changes in biodiversity affect ecosystem functioning (Cardinale 
et al., 2012; Hooper et al., 2005). Over the last three decades, nu-
merous experiments involving the manipulation of plant diversity 
have been implemented in grassland and forest ecosystems to 
elucidate how plant species loss influences ecosystem function-
ing (Cardinale et al., 2007; Huang et al., 2018; Tilman et al., 2006; 
Zhang et  al.,  2012). One of the common features of such experi-
ments is that species richness levels are maintained by continuously 
removing non-target species (Tilman et al., 2006; Veen et al., 2018). 
In forest ecosystems, many experiments have manipulated multiple 
aspects of plant diversity encompassing species richness, evenness, 
species identity, as well as genetic, functional and phylogenetic di-
versity. However, in these forest experiments, non-experimental 
understorey herbaceous plants were typically removed (Grossman 
et  al.,  2017; Grossman et  al.,  2018; Paquette et  al.,  2018; Tobner 
et al., 2016; Williams et al., 2017). Consequently, little is known re-
garding the consequences of tree species diversity on the natural 
dynamics of understorey herbaceous species.

Forests are the most important repositories of terrestrial biodiver-
sity (FAO, 2020). Tree and herbaceous species are two essential compo-
nents of plant diversity that together drive forest ecosystem functioning 
(Luo et al., 2019). Herbaceous plants contribute ~5% of above-ground 
net primary productivity and 20%–25% of the annual litterfall in for-
ests, and play an important role in nutrient cycling (Gilliam, 2014). In 
particular, the interactions between tree and herbaceous species at 
the early successional stage are critical for the determination of com-
munity structures and dynamics (Ampoorter et al., 2015). Numerous 
studies have examined how climate change, soil properties and canopy 
layers influence herbaceous layer dynamics in natural forests (Depauw 
et al., 2020; Gilliam, 2014, 2019; Hart & Chen, 2008). However, the ef-
fects of tree diversity on natural herbaceous processes in experimental 
ecosystems remain not well understood.

Tree diversity influences herbaceous layer properties mainly 
through the modification of resource availability, especially for light 
(Davis et al., 1998; Hart & Chen, 2008; Reich, Frelich, et al., 2012). 
The quantity and quality of light resource reaching the forest floor 
are greatly modified by canopy structures (Messier et  al.,  1998). 
As one of the key characteristics of canopy structures during for-
est development, canopy packing (CP) is indicative of the light in-
terception and space usage of tree species (Jucker et  al.,  2015; 
Morin et al., 2011). Increased CP has been proposed as one of the 
key mechanisms that drives positive tree diversity effects on for-
est productivity, as individual trees pack their crowns more densely 
and develop more structurally complex canopies in species mix-
tures in contrast to monocultures (Jucker et al., 2015; Sapijanskas 
et al., 2014; Williams et al., 2017). This variation in canopy structures 
may further determine the diversity, composition and functioning of 
the herbaceous layer by altering the space and light conditions of 
the understorey.

Functional diversity plays a key role in determining the effects 
of tree mixtures on the efficient usage of above-ground space 
(Williams et al., 2017). Tree species with variant crown architectures 
and economic strategies utilize different spatial positions in forests, 
thus resulting in the efficient partitioning and utilization of space and 
light resources (Huang et al., 2018; Jucker et al., 2015). Increased CP 
reduces the amount of light that reaches the understorey and stipu-
lates understorey plants to use diffusive light (Bartels & Chen, 2010; 
Sapijanskas et al., 2014). The limited amount of light in the understo-
rey favours shade-tolerant species, thereby resulting in the decline 
in herbaceous productivity and diversity (Bartels & Chen,  2010; 
Depauw et al., 2020; Hart & Chen, 2008). Concurrently, functional 
identity is also an important driver of the effects of tree diversity on 
exploring the above-ground space (Grossman et  al.,  2017; Tobner 
et  al.,  2016). Compared with conservative slow-growing species, 
fast-growing acquisitive species with higher specific leaf area (SLA) 
and leaf nitrogen content (LNC), shorter leaf life span, lower dry 
mass content and wood density (WD) express faster rates of re-
source acquisition and tissue turnover (Reich,  2014). Fast-growing 
tree species with efficient biomass investments in stems and leaves 
can rapidly develop crown architectures and occupy canopy po-
sitions (e.g. by overtopping; Van de Peer et  al.,  2018). Therefore, 
communities dominated by fast-growing tree species can eventually 
control herbaceous layer properties through the modification of mi-
croenvironmental conditions (Hart & Chen, 2008), by favouring con-
servative herbaceous species with a higher capacity of persistence 
against shaded environments.

The effects of diversity on ecosystem functioning may 
change over time due to shifts in species interactions (Hooper & 
Dukes, 2004; Weis et al., 2007). Several studies have revealed that 
the effects of diversity on productivity increased over time via in-
creased interspecific complementarity and decreased functional 
redundancy (Cardinale et  al.,  2007; Reich, Tilman, et  al.,  2012). In 
forests, species with varying crown architectures and economic 
strategies are able to more efficiently utilize canopy space due to 
crown complementarity (Williams et  al.,  2017), where the accu-
mulated usage of above-ground space is enhanced with stand age 
(Huang et  al.,  2018; Zhang et  al.,  2012). This diversity-dependent 
temporal shift in CP may indirectly drive the dynamics of herbaceous 
biomass production, diversity and functional composition (Germany 
et al., 2017; Hart & Chen, 2008).

Here, we examined how tree diversity influences the dynamics of 
understorey herbaceous species in experimental tree ecosystems. We 
quantified the temporal shifts of herbaceous layer properties over a 
3-year non-weeded tree diversity experiment, composed of eight tree 
species that differed significantly in economic strategies and cover-
ing 17 scenarios of tree species compositions in subtropical China. 
Specifically, we tested whether (a) tree functional diversity and the 
community-weighted mean (CWM) of acquisitive traits influenced un-
derstorey productivity, functional diversity and composition via CP; (b) 
the effects of tree functional diversity on the herbaceous layer medi-
ated by CP strengthened over time. We hypothesized that (a) the tree 
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functional diversity and CWM of acquisitive traits increase CP, thereby 
decreasing understorey productivity and diversity and increasing dom-
inance of conservative functional composition; and (b) the effects of 
tree functional diversity on the herbaceous layer properties mediated 
by CP strengthen with stand age.

2  |  MATERIAL S AND METHODS

2.1  |  Site description

The tree diversity experiment was conducted on Putuo Island, of the 
Zhoushan Archipelago (29°58′N, 122°23′E), in eastern China. This 
region features a subtropical monsoon climate, with a mean annual 
temperature of 16°C and mean annual precipitation of 1,358 mm. 
The experimental site is an original forest-transformed agricultural 
field with an area of 0.5 ha. The soils are sandy clay laterite, com-
posed of 20%–40% sand and 10%–15% clay. The historic vegetation 
is coniferous and broadleaved mixed forests, with dominant species 
that include Pinus massoniana, Liquidambar formosana, Cinnamomum 
camphora and Celtis sinensis (Yan et al., 2018), which remain around 
the experimental site. The local people cleared the forest on our 
experimental site for planting vegetables 30  years ago; however, 
these agricultural activities were halted by the government 2 years 
before the experiment (i.e. 2016). We cleared up all the remaining 
crops, vegetables and weeds by the roots to set up the experiment. 
Subsequently, the surface soil (30–40  cm in depth) was ploughed 
using a land preparation machine. We did not kill the seed banks 
of herbaceous species using herbicides or other chemical agents 
to determine the role of herbaceous species in the tree diversity–
ecosystem functioning relationship. We acknowledge that the her-
baceous species regenerating from the seed bank of the abandoned 
agricultural fields are different from those in the matured natural 
forests. However, their interactions with tree species feature a typi-
cal process during the early stage of secondary forest succession in 
widespread applied forest restoration, as well as the natural regen-
eration of the deforested and abandoned agricultural fields world-
wide. The tree diversity experiment and field measurements were 
permitted by the local government.

2.2  |  Experimental design

The experiment was established in April 2018 to test how tree 
species with contrasting economic strategies affect ecosystem 
functions. We selected eight species that differ characteristi-
cally in economic strategies and are located in different positions 
of the ‘fast–slow’ economics spectrum (Figure  1a; Table  S1). The 
species set included four evergreen tree species (Schima superba, 
Cyclobalanopsis glauca, Neolitsea sericea and Machilus thunbergii) and 
four deciduous species (Sapium sebiferum, L. formosana, Koelreuteria 
bipinnata and Sapindus mukorossi), which are common species for 

forest restoration in eastern subtropical China. These species were 
divided into four economic segments from the conservative to ac-
quisitive side (two species per segment), according to their positions 
in the leaf and wood economics spectrum (Figure 1a).

The experiment contains four random blocks for buffering ran-
dom environmental variations, in which each block contains 17 
non-weeded plots (4.2 × 4.2 m). Within each block, the plots were 
assigned to one of 17 compositions: eight monocultures, four single-
segment (two-species) mixtures, four two-segment (four-species) 
mixtures and one four-segment mixture including all eight species 
(Figure 1b). We used this design for the experiment as we focused 
on how functional diversity influenced ecosystem processes rather 
than disentangling the composition effects of species richness 
(Bruelheide et  al.,  2014). The plot distribution was randomized 
within each block, where each plot included sixty-four 1-year-old 
tree seedlings of the selected species (Table S2), which were planted 
at high density (0.6  m apart) to accelerate species interactions. 
Within each square plot, species in mixtures were planted at ran-
dom locations with equal proportions but avoided having the eight 
nearest neighbours within 1.44 m2 of each focal tree belong to the 
same species. This approach ensures diversity effects occur at the 
neighbourhood level in tree mixtures, as neighbouring tree individu-
als interact strongly and contribute to the diversity effects in forest 
communities (Grossman et al., 2017).

The plots were spaced 1 m apart to allow for movement, while 
minimizing inter-plot interactions. There were 4,352 tree individuals 
in 68 non-weeded plots, that is 64 individuals × 17 compositions × 4 
replicates (blocks). Two months after the establishment of the exper-
iment, any dead tree seedlings were replanted to mitigate planting 
shock. Thereafter, replanting, weeding and any other human inter-
ference were not carried out to allow the plots to develop naturally 
to test how tree species and herbaceous species interactively affect 
ecosystem functions. The total tree mortality after three growing 
seasons since plot establishment was 8%.

2.3  |  Herbaceous layer survey

From 2018 to 2020, we conducted surveys of the herbaceous layer 
at the beginning of September for each year. Herbaceous layer spe-
cies were defined as all non-woody vascular plants including forbs, 
grasses, sedges and ferns. To avoid edge effects, we conducted the 
surveys at the 3  m  ×  3  m areas of the plot centres. The per cent 
cover of each species was visually estimated according to the Braun-
Blanquet method within each plot (Braun-Blanquet, 1964) for seven 
different classes (1%, 5%, 15%, 25%, 50%, 75% and 95%).

After surveying of the herbaceous species composition each 
year, the above-ground biomass was harvested from three randomly 
chosen quadrats (0.5 m × 0.5 m) within each plot. The herbaceous 
above-ground biomass, including both annuals and perennials, was 
harvested on an annual basis to estimate annual above-ground bio-
mass production. Subsequently, all collected herbaceous samples 



    |  953Functional EcologyZHENG et al.

were transferred to the laboratory from plastic to paper bags. They 
were then oven-dried for 72 hr at 70°C to a constant weight, at which 
point the dry biomass was weighed. The annual above-ground bio-
mass production of the herbaceous layer of each plot was calculated 
by averaging the dry biomass collected from three quadrats (g/m2).

2.4  |  Tree crown measurement

We measured the tree crowns each September (the end of the grow-
ing season) from 2018 to 2020 when leaves were fully flushed. We 
used a steel tape to determine the overall height and the height of 
the lowest leaf on the first living branch of each tree. The maximum 
crown radii of the east–west and north–south directions were also 
measured. The crown depth (CD, m) was calculated by subtracting 
the height of the lowest leaf from the overall tree height. As all trees 
in this experiment are broadleaf species, we viewed the crown as 
spherical and determined the crown volume (CV; in m3) of each tree 
according to Equation (1):

where CV is the crown volume, Ca and Cb are the maximum crown 
radii from east–west and north–south directions, respectively, and CD 
is crown depth.

2.5  |  Estimation of canopy packing

We summed the CVs of all individual trees as the total CV of a given 
plot, where individuals on the outermost row or column of each plot 
were excluded. As recommended (Jucker et al., 2015), we estimated 
CP at the plot level as the proportion of above-ground space avail-
able to trees that are occupied by crowns:

where CPi is the CP index of a plot in year i, ΣCVi is the sum of all 
individual tree CVs within a plot in year i, and Hmax i and BHmin i are the 
maximum tree height and the lowest living branch recorded in a plot 
in year i respectively. The numerator defines the total CV of a plot, 
while the denominator defines the total canopy space that tree individ-
uals might potentially utilize. Although there was a strong correlation 
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F I G U R E  1  Experimental design and overview of herbaceous layer changes from 2018 to 2020. (a) Species are divided into four economic 
segments from the conservative to acquisitive side according to the species scores for the first two axes in principal component analysis. 
(b) Schematic representation of species richness (SR) and economic spectral segment mixtures in this study. Monocultures included all eight 
species. C1, C2, A1 and A2 represent the first and second conservative segments, the first and second acquisitive segments respectively. 
Abbreviations for each species are given in Table S1. (c) Contrasting herbaceous layers shifted between 2018 and 2020 in stands with both 
high and low canopy packing
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between the CP and total CV (Figure S1), CP reflects the efficiency of 
the utilization of canopy space by taking into account the changes in 
tree crown heights over time.

2.6  |  Light intensity measurements

To assess whether increased CP decreases the light availability 
for herbaceous species, we measured the light intensity (lux) that 
reached the herbaceous layer of each plot using photometric sen-
sors with an active spectrum of 380–730 nm (WS102, Wumi, China). 
In each plot, accurate measurements of the lux illuminance (0.5 m 
above the ground surface) were obtained three times per day when 
the plots were in direct sunlight. The measurements were conducted 
from June to September 2021. We estimated the light intensity that 
reached the herbaceous layer per plot as the mean of the daily meas-
urements and found a significant negative relationship between CP 
and the light intensity that reached the herbaceous layer (Figure S2).

2.7  |  Functional traits of tree and herbaceous  
species

Among the many plant functional traits linked with economic strate-
gies, we chose leaf longevity (LL, month), SLA (cm2/g), leaf area (LA, 
cm2), leaf dry mass content (g/g), LNC (mg/g), and WD (g/cm3) to 
quantify the functional diversity and identity of the tree species mix-
tures. These traits are key features of the plant leaf and wood eco-
nomic spectra, which are strongly associated with resource capture 
and usage (Díaz et al., 2016; Reich, 2014). To estimate the LL of tree 
species, we selected five individuals for each species and recorded 
the number of fresh leaves that emerged on the newly extended 
shoots of each target individual. These individuals were selected 
from an open buffer area with high light conditions. Thereafter, we 
repeated field surveys every month to record the number of leaves 
that remained on the shoots of the target until all the leaves fell. LL 
for each species was calculated as the averaged duration from leaf 
expansion to falling off. We obtained the other species-level traits 
from a previous dataset in this region (Zhao et al., 2017) and an un-
published dataset that contained the functional traits of common 
species collected from multiple sites in this region. We used species 
mean trait values to quantify the functional diversity and identity of 
economic traits of tree species mixtures, similar to previous studies 
(Grossman et al., 2017; Huang et al., 2018).

To determine the functional traits of herbaceous species, we 
measured the SLA and maximum plant height (Hmax, m), which are 
generally considered important for light competition and resource 
acquisition (Depauw et al., 2020). We collected mature and undam-
aged leaves of 50 randomly selected individuals per species in the 
experimental area to determine the SLA. We also recorded the plant 
height of these individuals and calculated the maximum plant height 
for each species. The species-level trait means reflect the acquisi-
tion strategies of plants as an outcome of evolutionary processes 

(Roscher et al., 2018). Therefore, we used species mean of trait val-
ues to quantify the functional diversity and composition of the her-
baceous layer.

2.8  |  Calculation of functional diversity and  
identity

We used functional dispersion (FDis) to determine the functional 
diversity of each tree mixture. FDis calculates the distance of each 
species to the centroid of all species in the trait space (Laliberté 
& Legendre,  2010). The Gower dissimilarity matrix and species–
species Euclidean distance matrix were employed to compute the 
multidimensional FDis and FDis of each single trait respectively. 
Even though the multidimensional- and single-trait dispersion were 
highly correlated (Table S3), the multidimensional trait axes charac-
terized more types of resource niches (Villeger et al., 2008). We used 
multidimensional FDis to link tree diversity with CP and herbaceous 
properties.

We quantified the functional identity of tree mixtures using 
the CWM values of each trait, which were calculated as the aver-
aged trait values of each species mixture. We performed principal 
component analysis with the CWM of six traits to obtain a com-
prehensive predictor of the combination of each tree mixture. 
Subsequently, we extracted the first principal component (CWMPC1, 
representing 79.3% of total inertia) as a variable of the functional 
identity (Figure S3), where the high CWMPC1 represents the acquis-
itive economic strategy of a tree mixture. We also calculated the 
herbaceous FDis and CWM of the SLA and Hmax (weighted by the 
species abundance) to determine the functional diversity and com-
position of the herbaceous layer for each tree mixture. The FDis and 
CWM calculations were conducted using the fd package (Laliberté 
& Legendre, 2010).

2.9  |  Statistical analysis

We used linear mixed effect models to examine the effects of tree 
functional diversity and identity on herbaceous properties. Each 
constructed model included FDis, CWMPC1, stand age, and the in-
teractions between FDis and CWMPC1 with stand age as the fixed 
factors, and block and plot identity as random factors:

where yi are functional diversity, biomass production, CWM Hmax and 
CWM SLA of the herbaceous layer, respectively; βi are partial regres-
sion coefficients to be estimated; πBlock and πPlot.ID are the random effect 
factors of ‘Block’ and ‘Plot identity’; and ε represents sampling errors.

We used partial regression coefficients to demonstrate the ef-
fects of each predictor on the response variables. To graphically 
show the effects of FDis or CWMPC1 on the herbaceous properties 

(3)
yi ∼�0+�1FDis+�2CWMPC1+�3Age+�4(FDis×Age)

+�5(CWMPC1×Age)+�Block+�Plot.ID+�,



    |  955Functional EcologyZHENG et al.

across stand ages, we calculated the age-dependent FDis or CWMPC1 
effects as β0 + β1FDis + β4FDis × Age or β0 + β2CWMPC1 + β5CW-
MPC1 × Age in Equation (3) at the stand age of 1, 2 and 3 respectively. 
Subsequently, we tested the effects of tree FDis and CWMPC1 on CP 
using the same linear mixed effect model, in which CP was treated 
as a response variable. Further, we examined the relationships be-
tween the herbaceous properties with CP using similar linear mixed 
effect models with herbaceous properties as the response variables, 
CP, stand age and their interactions as the predictor variables. Prior 
to analysis, the herbaceous property variables were transformed by 
natural logarithm and the CP (proportional data) was transformed 
by logit function to achieve its values being linearly distributed be-
tween 0 and 1 (Hart & Chen, 2008; Jucker et al., 2015). All the ex-
planatory variables were standardized (mean = 0, SD = 1) prior to 
comparing the coefficient estimates.

To mechanistically understand how tree functional diversity and 
the CWM of economics traits directly and indirectly influenced the 
temporal shifts of herbaceous layer properties through CP, we em-
ployed piecewise structural equation modelling (SEM). First, we built 
a SEM that included all paths from tree FDis, CWMPC1, stand age and 
their interactions, as well as ‘FDis  ×  Age’ and ‘CWMPC1  ×  Age’, to 
the herbaceous layer properties, both directly and indirectly via CP 
(Figure S4). The interactions between FDis and CWMPC1 with stand 
age in the SEM were obtained by constructing two new variables as 
the multiplication of stand age and FDis (FDis × Age) and CWMPC1 
(CWMPC1 × Age), respectively, following Chen and Chen (2019). The 
direct effects of stand age on herbaceous properties were included, 
as the herbaceous components might change due to the time of col-
onization effects. This first model that included all the pathways was 
not a good fit based on Fisher's C statistic test (p < 0.05). We therefore 
removed the nonsignificant paths to improve the overall performance 
of the SEM model. As the final model, we selected the one with the 
lowest Akaike information criterion value (Table S4). We fitted SEMs 
by accounting for the random effects of ‘Block’ and ‘Plot.ID’ using the 
‘psem’ function of the piecewiseSEM package (Lefcheck, 2016).

We conducted a permutational multivariate analysis of variance 
(PERMANOVA) test to examine how tree mixtures affected the spe-
cies composition of the herbaceous layer over time. In PERMANOVA, 
the Bray–Curtis (based on cover data) dissimilarity matrix was used to 
summarize the temporal changes in herbaceous species composition 
from 2018 to 2020. The significance of the compositional differences 
over the 3 years was tested by PERMANOVA by 999 permutations 
(Anderson, 2001). Moreover, we performed non-metric multidimen-
sional scaling (NMDS) with Bray–Curtis dissimilarity measure to visu-
alize how species composition among plots varied over time.

All linear mixed effect models, structural equation models and 
NMDS analyses were performed in R 4.0.3 (R Core Team, 2021).

3  |  RESULTS

On average, the productivity, FDis and CWM Hmax of the herbaceous 
layer did not change significantly with the tree FDis (Figure  2a–c; 

Table  S5), whereas the herbaceous CWM SLA increased margin-
ally with the tree FDis (p = 0.05; Figure 2d). For the effects of tree 
functional identity on herbaceous properties, only the herbaceous 
CWM Hmax decreased marginally with the tree CWMPC1 (p = 0.07; 
Figure 2g). The averaged influence of tree FDis and CWMPC1 on the 
herbaceous properties did not change with stand age (Figure 2a–h).

The positive effects of tree FDis on CP increased from 2018 to 
2020 (p = 0.001; Figure 3a), whereas on average, the CP increased 
significantly with stand age (p < 0.001; Table S5). However, CP did 
not change with tree CWMPC1 and its interaction with stand age 
(Figure  3b). The herbaceous biomass decreased significantly with 
increasing CP, with more pronounced decreases as stands aged 
(p < 0.001; Figure 4a; Table S6). The herbaceous FDis consistently 
decreased significantly with CP across the three measurement years 
(p  =  0.001; Figure  4b). Functionally, the herbaceous community 
shifted towards a higher dominance of species with shorter plant 
height (decreased CWM Hmax; p = 0.001; Figure 4c) but higher SLA 
(increased CWM SLA; p < 0.001; Figure 4d) in response to increased 
CP. There was a significant species compositional shift in the herba-
ceous layer in response to increased CP through time; the dominant 
species shifted from grasses and sedges to forbs with increased CP 
over time (Figure S5).

The SEMs revealed that stand age and its interaction with FDis 
had positive direct effects on CP, while CP had a negative direct 
effect on the herbaceous biomass, which resulted in negative in-
direct effects of stand age and age-strengthened FDis (Figure 5a). 
Similarly, stand age and its interaction with tree FDis negatively 
influenced the herbaceous FDis via increasing CP (Figure  5b). 
Further, tree CWMPC1 had negative direct effects on the herba-
ceous CWM Hmax (Figure  5c). The interactions between the tree 
FDis with stand age indirectly decreased the herbaceous CWM 
Hmax via CP (Figure 5c), but increased the herbaceous CWM SLA 
(Figure 5d). Stand age had positive direct effects on the herbaceous 
CWM Hmax but negative direct effects on the herbaceous CWM 
SLA (Figure 5c,d).

4  |  DISCUSSION

As hypothesized, we found that the positive effects of tree 
functional diversity on CP increased over time, thus driving the 
temporal dynamics of herbaceous properties by decreasing pro-
ductivity and functional diversity but increasing the dominance of 
conservative functional composition. These results suggest that 
trait diversity of tree mixtures drives temporal dynamics of the 
herbaceous layer at the early successional period of forest com-
munities. Previous studies in natural or experimental stands con-
firmed the impacts of overstorey species richness and cover on 
herbaceous layers (Ampoorter et al., 2015; Germany et al., 2017; 
Hart & Chen,  2008; Reich, Frelich, et  al.,  2012). Our study em-
phasized how functionally diverse tree stands influence temporal 
processes of natural understorey herbaceous properties in experi-
mental ecosystems.
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4.1  |  Functional consequences of tree species 
mixtures on herbaceous properties

Over our 3-year study with the realistic interactions between ex-
perimental tree species and herbaceous species regenerating from 
the seed bank, there was a positive relationship between herba-
ceous CWM SLA and tree functional diversity, but a negative re-
lationship between herbaceous CWM Hmax and tree CWMPC1, 
which represents resource acquisition strategies. In tree mixtures 
with high functional diversity, the efficient partitioning of space 
and light resources by tree species decreases light availability to the 
herbaceous layer (Hart & Chen, 2008; Reich, Frelich, et al., 2012). 
In a light-limited environment, herbaceous species typically pos-
sess large SLA to enhance light capture and improve carbon gains 

(Gommers et al., 2013). Several studies revealed that rapidly occu-
pied above-ground space by fast-growing tree species reduces the 
light resource availability for the understorey, which suppresses the 
growth of understorey plants (Bartels & Chen, 2010; Reich, Frelich, 
et al., 2012). However, in this study, we did not find a significantly 
negative correlation between the CWMPC1 of acquisitive traits and 
the light intensity of the herbaceous layer (Figure  S6). In addition 
to competition for light, tree species with fast economic strategies 
also exhibit a competitive capacity for nutrient and water resources 
by fine roots, which also suppress the growth of herbaceous plants 
(Gilliam, 2014).

Notably, in this study, there was no significant correlation between 
the tree functional diversity and the herbaceous biomass and func-
tional diversity. Tree functional diversity affects herbaceous functional 

F I G U R E  2  Relationships between herbaceous properties with tree functional diversity (FDis; a–d) and community-weighted mean of 
acquisitive economics traits (CWMPC1; e–h) from 2018 to 2020. The response variables include herbaceous biomass production (Herb 
biomass), functional dispersion (Herb FDis), community-weighted mean of maximum plant height (Herb CWM Hmax) and specific leaf area 
(Herb CWM SLA). All response variables were natural log-transformed

F I G U R E  3  Relationships between 
canopy packing with tree functional 
diversity (FDis; a) and community-
weighted mean of acquisitive economics 
traits (CWMPC1; b) from 2018 to 2020. 
Canopy packing was logit-transformed
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F I G U R E  4  Relationships between 
herbaceous properties with canopy 
packing from 2018 to 2020. The response 
variables include herbaceous biomass 
production (Herb biomass), functional 
dispersion (Herb FDis), community-
weighted mean of maximum plant height 
(Herb CWM Hmax) and specific leaf area 
(Herb CWM SLA). All response variables 
were natural log-transformed and canopy 
packing was logit-transformed

F I G U R E  5  Structural equation models 
illustrating the influence of tree functional 
diversity (Tree FDis), community-weighted 
mean of acquisitive economics traits 
(CWMPC1) and stand age (Age) via canopy 
packing on the herbaceous properties. 
Response variables include herbaceous 
biomass production (Herb biomass), 
functional dispersion (Herb FDis), 
community-weighted mean of maximum 
plant height (Herb CWM Hmax) and 
specific leaf area (Herb CWM SLA). Black 
solid and grey dashed lines represent 
significant (p < 0.05) and nonsignificant 
regression paths respectively. Marginal (R2

m

; based on fixed effects) and conditional 
R2 (R2

c
; based on both fixed and random 

effects) for the herbaceous properties 
and canopy packing are reported in the 
corresponding box
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traits/diversity in complex, indirect ways rather than directly (Reich, 
Frelich, et al., 2012). Understorey biodiversity is determined by either 
resource quantity (Bartels & Chen, 2010; Stevens & Carson, 2002) or 
heterogeneity as plants specialize in variable light and soil resources 
(Bartels & Chen, 2010; Huston, 1979). Tree mixtures comprised of spe-
cies with various strategies differ substantially in their influences on 
abiotic and biotic properties of the understorey, such as the quality and 
quantity of understorey light, leaf litter return, fine root turnover, soil 
water and nutrient status (Gilliam, 2014; Hart & Chen, 2008). Among 
these multiple drivers, light availability appears to be the main factor 
that controls variations in properties of herbaceous layers (Depauw 
et al., 2020; Reich, Frelich, et al., 2012). This was illustrated in this study 
via the indirect effects of tree mixtures through CP on the functional 
diversity and composition of herbaceous layers.

4.2  |  Effects of tree mixtures on canopy packing 
over time

We found that the positive effects of tree functional diversity on 
CP increased significantly with stand age (Figure  3a). The age-
dependent effects of tree functional diversity on CP indicate a 
strong complementarity effect through time (Cardinale et al., 2007; 
Weis et al., 2007). In tandem with the coupling of light and water 
resources, crown architecture plays a central role in structuring CP 
through mediating strategic trade-offs between resource acquisition, 
mechanical support and hydraulic functions across co-occurring spe-
cies (Poorter et al., 2006). As stands develop, the interspecific inter-
actions through crowns become more intense in functionally diverse 
communities, thus leading to more differentiated niche regarding 
the light interception and more optimized usages of canopy space 
(Jucker et al., 2015; Sapijanskas et al., 2014; Williams et al., 2017). 
Therefore, the accumulated complementary usages of canopy space 
and the other resources enhance positive diversity effects over time 
(Huang et al., 2018; Reich, Tilman, et al., 2012).

The effects of the functional identity of tree acquisitive traits 
(i.e. CWMPC1) or its interaction with stand age on CP were weak. 
This might have been caused by the specific crown architectures of 
species, which develop either horizontally or vertically structured 
crown architectures for optimizing mechanical support and light 
capture (Poorter et  al.,  2006; Reich,  2014). In this study, commu-
nities dominated by fast-growing species with large LA, such as L. 
formosana and S. sebiferum, deployed wide and deep crowns, which 
packed a high degree of the canopy. In contrast, communities dom-
inated by fast-growing species (K. bipinnata and S. mukorossi) de-
ployed shallow crowns, and packed a low degree of the canopy. As 
forests aged, CP in evergreen–deciduous species mixtures increased 
significantly, compared with communities comprised of pure fast-
growing species (Figure  S7). The lack of tree CWMPC1 effects on 
CP over time suggests that the trait divergence of tree crowns (e.g. 
shade tolerance heterogeneity) plays an important role in the de-
velopment of community structures (Jucker et  al.,  2015; Williams 
et al., 2017; Zhang et al., 2012).

4.3  |  Tree mixtures promote dynamics of 
herbaceous layer properties through canopy packing

Our results demonstrate that variations in the CP of tree mixtures 
result in various temporal processes of herbaceous layer properties. 
Interestingly, we found significant declines in herbaceous biomass 
and functional diversity in response to the increased CP of tree 
mixtures. Declines in herbaceous productivity and functional diver-
sity over time might be correlated with the diminution of resources 
for herbaceous species (Reich, Frelich, et  al.,  2012). Tree species 
with high functional diversity occupy more above-ground space 
as stands develop, thus reducing light availability and potentially 
other resource availability (i.e. soil nutrients and water) for herba-
ceous plants. As a result, stressful resource limitations eventually 
decrease the biomass and diversity of herbaceous species (Depauw 
et al., 2020; Germany et al., 2017; Kumar et al., 2018).

Our results also indicate that the CP of tree mixtures plays a 
strong role in shaping the successional shift of the herbaceous layer. 
In general, the enhanced degree of CP is associated with increas-
ing canopy closure over time (Jucker et al., 2015; Morin et al., 2011; 
Williams et  al.,  2017). This induces herbaceous community reor-
ganization and shifts the dominance from taller to shorter species 
(Depauw et  al.,  2020). Dominant species are also evident via the 
shift from tall competitive grasses and sedges to shorter forbs with 
increased CP in tree mixtures (Figure 1c; Figure S5). Given the typ-
ically higher SLA of forbs compared to those of grasses and sedges 
(Scharfy et al., 2011; Vile et al., 2005), the functional composition 
of herbaceous plants shifted from low to high SLA. The diffusive 
light penetration to herbaceous layers resulting from CP can alter 
light niche partitioning between herbaceous species (Ampoorter 
et  al.,  2015; Germany et  al.,  2017). In the low-light environments 
under the forest canopy, the deployment of the larger SLA of her-
baceous species is a compensatory mechanism that allows plants 
to harvest diffusive light and to maintain net photosynthetic rates 
(Dwyer et al., 2014). However, a high SLA might negatively impact LL 
in shaded environments which is a trade-off between mass invest-
ment and resource conservation (Gommers et al., 2013). Producing 
a large LA at little construction cost to enhance carbon gains makes 
these leaves sensitive to mechanical stress (Reich, 2014). We note 
that intraspecific trait variation may also contribute to this tempo-
ral dynamics to tree diversity (Blondeel et al., 2020). For example, 
individuals of the same species exhibit higher SLA under low-light 
conditions for optimal light acquisition (Liu et al., 2016).

We regarded the lower CWM of Hmax but higher CWM of SLA 
caused by increasing CP as the functional composition of a con-
servative functional strategy in the herbaceous layer. Meanwhile, 
the dynamics of herbaceous functional composition reflect an 
acquisitive–conservative trade-off associated with light availability 
(Reich, 2014; Sendall et al., 2016). Even though conservative func-
tional strategies relate to relatively lower growth and competitive 
ability, they may perform well in a shaded environment due to 
low-light compensation points (Givnish,  1988). Acquisitive light-
competing herbaceous species are competitive dominants when 



    |  959Functional EcologyZHENG et al.

light resources are sufficient, whereas shade-tolerant conservative 
herbaceous species are dominants in light-limited environments 
due to high light use efficiencies (Hart & Chen, 2008; Reich, Frelich, 
et al., 2012).

The results of this study suggest that the unequivocal effects 
of tree functional diversity on the dynamics of herbaceous layer 
properties appear even over a period of a few years. However, these 
observed patterns may not persist as forests are dynamic systems 
(Grossman et al., 2018). Self-thinning may occur subsequent to for-
est canopy closure, where the resulting reduction in CP may allow 
greater light penetration to the herbaceous layer (Gilliam,  2014). 
Afterwards, stands attain a steady state with more closed and 
denser CP, which causes more light-limited conditions for the her-
baceous layer (Gilliam, 2014; Hart & Chen, 2008). Changes in can-
opy structure may alter the functional dominance of the herbaceous 
layer fluctuating between acquisitive and conservative species 
(Depauw et al., 2020). High-intensity intraspecific competition may 
induce higher mortality in low-diversity stands, whereas reduced 
interspecific competition via niche differentiation in high-diversity 
stands may alleviate self-thinning (Tatsumi, 2020). Therefore, we ex-
pect that the dynamics of herbaceous layer properties in function-
ally diverse tree stands would exhibit lower fluctuations in future 
successional stages, in contrast to low-diversity stands. Longer term 
experiments are required to better elucidate the dynamics of tree 
diversity effects on the herbaceous layer.

Moreover, the temporal dynamics of herbaceous properties 
could be further related to ecosystem processes such as produc-
tivity, stability and multifunctionality (Van der Plas,  2019). This 
indicates that the interactions between experimental tree species 
and non-experimental species may further drive the biodiversity–
ecosystem functioning relationships under realistic situations 
(Jochum et al., 2020; Veen et al., 2018). Although our results come 
from young experimental plantations on abandoned fields, they 
have definite relevance for forest restoration or secondary forest 
regeneration (Williams et  al.,  2017). The choice of functionally di-
verse tree mixtures can prevent overgrowth by herbaceous vege-
tation, promote the dynamics of herbaceous layer properties in the 
early stage of forest restoration, and maintain stable structures for 
both tree and herbaceous layers during stand development process.

5  |  CONCLUSIONS

Based on a 3-year non-weeded tree diversity experiment, our study 
demonstrates that tree mixtures with high functional diversity de-
velop a higher degree of CP over time. This eventually leads to de-
creased biomass, functional diversity and CWM of Hmax, but a higher 
CWM of SLA of herbaceous species. Our study adds a new dimension 
to research into the biodiversity–ecosystem functioning relationships 
by showing the ecological responses of herbaceous properties to tree 
species diversity across young tree communities. The consideration 
of realistic interactions between experimental and naturally occur-
ring species is crucial for understanding how natural community 

processes impact ecosystem functioning. Under natural conditions, 
the temporal dynamics of herbaceous species may impact the long-
term patterns of community structures and functioning across func-
tionally distinct tree species mixtures. We expect that the effects of 
tree functional diversity would also be relevant over time because 
of the increased complementary usage of canopy space. Thus, fur-
ther studies across different biomes and ecosystems are needed to 
explore how tree diversity influences the long-term dynamics of the 
herbaceous layers. Our results provide an ecological perspective for 
maintaining biodiversity, structures, functioning and optimizing eco-
logical restoration procedures in forest ecosystems.

ACKNOWLEDG EMENTS
We thank H. Cornelissen for suggestions on the experimental design, 
and Dong He for data analysis. We thank Xiaochen Fang, Muhammad 
Abdullah, Xiangyu Liu, Umar Aftab Abbasi, Wujian Xiong, Tian Su, 
Liang Li, Qiming Liang, Xiaotong Zhu and Yu Zhang for assistance 
in the field and laboratory. This study was supported by the State 
Key Program of the National Natural Science Foundation of China 
(32030068).

CONFLIC T OF INTERE S T
The authors declare no competing interests.

AUTHORS'  CONTRIBUTIONS
E.-R.Y., L.-T.Z. and H.Y.H.C. designed the study; L.-T.Z. and D.-F.B. 
collected and analysed the data; L.-T.Z. wrote the first draft. All the 
authors revised and improved the manuscript.

DATA AVAIL ABILIT Y S TATEMENT
Data available from the Dryad Digital Repository at https://doi.
org/10.5061/dryad.pg4f4​qrrd (Zheng et al., 2022).

ORCID
Han Y. H. Chen   https://orcid.org/0000-0001-9477-5541 
Yann Hautier   https://orcid.org/0000-0003-4347-7741 
En-Rong Yan   https://orcid.org/0000-0002-8064-3334 

R E FE R E N C E S
Ampoorter, E., Baeten, L., Vanhellemont, M., Bruelheide, H., Scherer-

Lorenzen, M., Baasch, A., Erfmeier, A., Hock, M., & Verheyen, K. 
(2015). Disentangling tree species identity and richness effects 
on the herb layer: First results from a German tree diversity ex-
periment. Journal of Vegetation Science, 26, 742–755. https://doi.
org/10.1111/jvs.12281

Anderson, M. J. (2001). A new method for non-parametric multivar-
iate analysis of variance. Austral Ecology, 26, 32–46. https://doi.
org/10.1111/j.1442-9993.2001.01070.pp.x

Bartels, S. F., & Chen, H. Y. H. (2010). Is understory plant species diversity 
driven by resource quantity or resource heterogeneity? Ecology, 91, 
1931–1938. https://doi.org/10.1890/09-1376.1

Blondeel, H., Perring, M. P., Depauw, L., De Lombaerde, E., Landuyt, D., 
De Frenne, P., & Verheyen, K. (2020). Light and warming drive forest 
understorey community development in different environments. 
Global Change Biology, 26, 1681–1696. https://doi.org/10.1111/
gcb.14955

https://doi.org/10.5061/dryad.pg4f4qrrd
https://doi.org/10.5061/dryad.pg4f4qrrd
https://orcid.org/0000-0001-9477-5541
https://orcid.org/0000-0001-9477-5541
https://orcid.org/0000-0003-4347-7741
https://orcid.org/0000-0003-4347-7741
https://orcid.org/0000-0002-8064-3334
https://orcid.org/0000-0002-8064-3334
https://doi.org/10.1111/jvs.12281
https://doi.org/10.1111/jvs.12281
https://doi.org/10.1111/j.1442-9993.2001.01070.pp.x
https://doi.org/10.1111/j.1442-9993.2001.01070.pp.x
https://doi.org/10.1890/09-1376.1
https://doi.org/10.1111/gcb.14955
https://doi.org/10.1111/gcb.14955


960  |   Functional Ecology ZHENG et al.

Braun-Blanquet, J. (1964). Pflanzensoziologie: Grundzüge der 
Vegetationskunde. Springer-Verlag.

Bruelheide, H., Nadrowski, K., Assmann, T., Bauhus, J., Both, S., Buscot, 
F., Chen, X., Ding, B., Durka, W., Erfmeier, A., Gutknecht, J. L. M., 
Guo, D., Guo, L., Härdtle, W., He, J., Klein, A. M., Kühn, P., Liang, 
Y., Liu, X., … Schmid, B. (2014). Designing forest biodiversity  
experiments: General considerations illustrated by a new large ex-
periment in subtropical China. Methods in Ecology and Evolution, 5, 
74–89. https://doi.org/10.1111/2041-210X.12126

Cardinale, B. J., Duffy, J. E., Gonzalez, A., Hooper, D. U., Perrings, C., 
Venail, P., Narwani, A., Mace, G. M., Tilman, D., Wardle, D. A., Kinzig, 
A. P., Daily, G. C., Loreau, M., Grace, J. B., Larigauderie, A., Srivastava, 
D. S., & Naeem, S. (2012). Biodiversity loss and its impact on human-
ity. Nature, 486, 59–67. https://doi.org/10.1038/natur​e11148

Cardinale, B. J., Wright, J. P., Cadotte, M. W., Carroll, I. T., Hector, A., 
Srivastava, D. S., Loreau, M., & Weis, J. J. (2007). Impacts of plant 
diversity on biomass production increase through time because of 
species complementarity. Proceedings of the National Academy of 
Sciences of the United States of America, 104, 18123–18128. https://
doi.org/10.1073/pnas.07090​69104

Chen, X., & Chen, H. Y. H. (2019). Plant diversity loss reduces soil respira-
tion across terrestrial ecosystems. Global Change Biology, 25, 1482–
1492. https://doi.org/10.1111/gcb.14567

Davis, M. A., Wrage, K. J., & Reich, P. B. (1998). Competition between 
tree seedlings and herbaceous vegetation: Support for a theory 
of resource supply and demand. Journal of Ecology, 86, 652–661. 
https://doi.org/10.1046/j.1365-2745.1998.00087.x

Depauw, L., Perring, M. P., Landuyt, D., Maes, S. L., Blondeel, H., 
De Lombaerde, E., Brūmelis, G., Brunet, J., Closset-Kopp, D., 
Czerepko, J., Decocq, G., den Ouden, J., Gawryś, R., Härdtle, W., 
Hédl, R., Heinken, T., Heinrichs, S., Jaroszewicz, B., Kopecký, M., 
… Verheyen, K. (2020). Light availability and land-use history 
drive biodiversity and functional changes in forest herb layer 
communities. Journal of Ecology, 108, 1411–1425. https://doi.
org/10.1111/1365-2745.13339

Díaz, S., Kattge, J., Cornelissen, J. H. C., Wright, I. J., Lavorel, S., Dray, S., 
Reu, B., Kleyer, M., Wirth, C., Colin Prentice, I., Garnier, E., Bönisch, 
G., Westoby, M., Poorter, H., Reich, P. B., Moles, A. T., Dickie, J., 
Gillison, A. N., Zanne, A. E., … Gorné, L. D. (2016). The global spec-
trum of plant form and function. Nature, 529, 167–171. https://doi.
org/10.1038/natur​e16489

Dwyer, J. M., Hobbs, R. J., & Mayfield, M. M. (2014). Specific leaf area 
responses to environmental gradients through space and time. 
Ecology, 95, 399–410. https://doi.org/10.1890/13-0412.1

FAO. (2020). Global forest resources assessment 2020: Key findings. Food 
and Agriculture Organization of the United Nations. https://www.
fao.org/fores​t-resou​rces-asses​sment/​2020

Germany, M. S., Bruelheide, H., & Erfmeier, A. (2017). Limited tree rich-
ness effects on herb layer composition, richness and productivity 
in experimental forest stands. Journal of Plant Ecology, 10, 190–200. 
https://doi.org/10.1093/jpe/rtw109

Gilliam, F. S. (2014). The herbaceous layer in forests of Eastern North 
America. Oxford University Press.

Gilliam, F. S. (2019). Excess nitrogen in temperate forest ecosystems de-
creases herbaceous layer diversity and shifts control from soil to 
canopy structure. Forests, 10. https://doi.org/10.3390/f1001​0066

Givnish, T. J. (1988). Adaptation to sun and shade: A whole-plant per-
spective. Australian Journal of Plant Physiology, 15, 63–92. https://
doi.org/10.1071/PP988​0063

Gommers, C. M., Visser, E. J., St Onge, K. R., Voesenek, L. A., & Pierik, 
R. (2013). Shade tolerance: When growing tall is not an option. 
Trends in Plant Science, 18, 65–71. https://doi.org/10.1016/j.tplan​
ts.2012.09.008

Grossman, J. J., Cavender-Bares, J., Hobbie, S. E., Reich, P. B., & 
Montgomery, R. A. (2017). Species richness and traits predict ove-
ryielding in stem growth in an early-successional tree diversity 

experiment. Ecology, 98, 2601–2614. https://doi.org/10.1002/
ecy.1958

Grossman, J. J., Vanhellemont, M., Barsoum, N., Bauhus, J., Bruelheide, 
H., Castagneyrol, B., Cavender-Bares, J., Eisenhauer, N., Ferlian, O., 
Gravel, D., Hector, A., Jactel, H., Kreft, H., Mereu, S., Messier, C., 
Muys, B., Nock, C., Paquette, A., Parker, J., … Verheyen, K. (2018). 
Synthesis and future research directions linking tree diversity to 
growth, survival, and damage in a global network of tree diversity 
experiments. Environmental and Experimental Botany, 152, 68–89. 
https://doi.org/10.1016/j.envex​pbot.2017.12.015

Hart, S. A., & Chen, H. Y. H. (2008). Fire, logging, and overstory  
affect understory abundance, diversity, and composition in bo-
real forest. Ecological Monographs, 78, 123–140. https://doi.
org/10.1890/06-2140.1

Hooper, D. U., Chapin, F. S., Ewel, J. J., Hector, A., Inchausti, P., Lavorel, 
S., Lawton, J. H., Lodge, D. M., Loreau, M., Naeem, S., Schmid, B., 
Setälä, H., Symstad, A. J., Vandermeer, J., & Wardle, D. A. (2005). 
Effects of biodiversity on ecosystem functioning: A consensus of 
current knowledge. Ecological Monographs, 75, 3–35. https://doi.
org/10.1890/04-0922

Hooper, D. U., & Dukes, J. S. (2004). Overyielding among plant func-
tional groups in a long-term experiment. Ecology Letters, 7, 95–105. 
https://doi.org/10.1046/j.1461-0248.2003.00555.x

Huang, Y., Chen, Y., Castro-Izaguirre, N., Baruffol, M., Brezzi, M., Lang, 
A., Li, Y., Härdtle, W., von Oheimb, G., Yang, X., Liu, X., Pei, K., Both, 
S., Yang, B. O., Eichenberg, D., Assmann, T., Bauhus, J., Behrens, 
T., Buscot, F., … Schmid, B. (2018). Impacts of species richness on 
productivity in a large-scale subtropical forest experiment. Science, 
362, 80–83. https://doi.org/10.1126/scien​ce.aat6405

Huston, M. (1979). A general hypothesis of species diversity. The 
American Naturalist, 113, 81–101. https://doi.org/10.1086/283366

Jochum, M., Fischer, M., Isbell, F., Roscher, C., van der Plas, F., Boch, 
S., Boenisch, G., Buchmann, N., Catford, J. A., Cavender-Bares, 
J., Ebeling, A., Eisenhauer, N., Gleixner, G., Hölzel, N., Kattge, J., 
Klaus, V. H., Kleinebecker, T., Lange, M., Le Provost, G., … Manning, 
P. (2020). The results of biodiversity-ecosystem functioning ex-
periments are realistic. Nature Ecology & Evolution, 4, 1485–1494. 
https://doi.org/10.1038/s4155​9-020-1280-9

Jucker, T., Bouriaud, O., & Coomes, D. A. (2015). Crown plasticity enables 
trees to optimize canopy packing in mixed-species forests. Functional 
Ecology, 29, 1078–1086. https://doi.org/10.1111/1365-2435.12428

Kumar, P., Chen, H. Y. H., Thomas, S. C., & Shahi, C. (2018). 
Linking resource availability and heterogeneity to under-
storey species diversity through succession in boreal forest 
of Canada. Journal of Ecology, 106, 1266–1276. https://doi.
org/10.1111/1365-2745.12861

Laliberté, E., & Legendre, P. (2010). A distance-based framework for 
measuring functional diversity from multiple traits. Ecology, 91, 
299–305. https://doi.org/10.1890/08-2244.1

Lefcheck, J. S. (2016). Piecewisesem: Piecewise structural equation 
modelling in R for ecology, evolution, and systematics. Methods 
in Ecology and Evolution, 7, 573–579. https://doi.org/10.1111/​
2041-210X.12512

Liu, Y., Dawson, W., Prati, D., Haeuser, E., Feng, Y., & van Kleunen, M. 
(2016). Does greater specific leaf area plasticity help plants to 
maintain a high performance when shaded? Annals of Botany, 118, 
1329–1336. https://doi.org/10.1093/aob/mcw180

Luo, Y. H., Cadotte, M. W., Burgess, K. S., Liu, J., Tan, S. L., Zou, J. Y., Xu, 
K., Li, D. Z., & Gao, L. M. (2019). Greater than the sum of the parts: 
How the species composition in different forest strata influence 
ecosystem function. Ecology Letters, 22, 1449–1461. https://doi.
org/10.1111/ele.13330

Messier, C., Parent, S., & Bergeron, Y. (1998). Effects of overstory and un-
derstory vegetation on the understory light environment in mixed 
boreal forests. Journal of Vegetation Science, 9, 511–520. https://doi.
org/10.2307/3237266

https://doi.org/10.1111/2041-210X.12126
https://doi.org/10.1038/nature11148
https://doi.org/10.1073/pnas.0709069104
https://doi.org/10.1073/pnas.0709069104
https://doi.org/10.1111/gcb.14567
https://doi.org/10.1046/j.1365-2745.1998.00087.x
https://doi.org/10.1111/1365-2745.13339
https://doi.org/10.1111/1365-2745.13339
https://doi.org/10.1038/nature16489
https://doi.org/10.1038/nature16489
https://doi.org/10.1890/13-0412.1
https://www.fao.org/forest-resources-assessment/2020
https://www.fao.org/forest-resources-assessment/2020
https://doi.org/10.1093/jpe/rtw109
https://doi.org/10.3390/f10010066
https://doi.org/10.1071/PP9880063
https://doi.org/10.1071/PP9880063
https://doi.org/10.1016/j.tplants.2012.09.008
https://doi.org/10.1016/j.tplants.2012.09.008
https://doi.org/10.1002/ecy.1958
https://doi.org/10.1002/ecy.1958
https://doi.org/10.1016/j.envexpbot.2017.12.015
https://doi.org/10.1890/06-2140.1
https://doi.org/10.1890/06-2140.1
https://doi.org/10.1890/04-0922
https://doi.org/10.1890/04-0922
https://doi.org/10.1046/j.1461-0248.2003.00555.x
https://doi.org/10.1126/science.aat6405
https://doi.org/10.1086/283366
https://doi.org/10.1038/s41559-020-1280-9
https://doi.org/10.1111/1365-2435.12428
https://doi.org/10.1111/1365-2745.12861
https://doi.org/10.1111/1365-2745.12861
https://doi.org/10.1890/08-2244.1
https://doi.org/10.1111/2041-210X.12512
https://doi.org/10.1111/2041-210X.12512
https://doi.org/10.1093/aob/mcw180
https://doi.org/10.1111/ele.13330
https://doi.org/10.1111/ele.13330
https://doi.org/10.2307/3237266
https://doi.org/10.2307/3237266


    |  961Functional EcologyZHENG et al.

Morin, X., Fahse, L., Scherer-Lorenzen, M., & Bugmann, H. (2011). Tree spe-
cies richness promotes productivity in temperate forests through 
strong complementarity between species. Ecology Letters, 14, 
1211–1219. https://doi.org/10.1111/j.1461-0248.2011.01691.x

Paquette, A., Hector, A., Castagneyrol, B., Vanhellemont, M., Koricheva, 
J., Scherer-Lorenzen, M., & Verheyen, K. (2018). A million and more 
trees for science. Nature Ecology & Evolution, 2, 763–766. https://
doi.org/10.1038/s4155​9-018-0544-0

Poorter, L., Bongers, L., & Bongers, F. (2006). Architecture of 54 
moist-forest tree species: Traits, trade-offs, and functional 
groups. Ecology, 87, 1289–1301. https://doi.org/10.1890/0012-
9658(2006)87[1289:AOMTS​T]2.0.CO;2

R Core Team. (2021). R: A language and environment for statistical comput-
ing. Retrieved from https://www.r-proje​ct.org

Reich, P. B. (2014). The world-wide ‘fast-slow’ plant economics spectrum: 
A traits manifesto. Journal of Ecology, 102, 275–301. https://doi.
org/10.1111/1365-2745.12211

Reich, P. B., Frelich, L. E., Voldseth, R. A., Bakken, P., & Adair, E. C. (2012). 
Understorey diversity in southern boreal forests is regulated 
by productivity and its indirect impacts on resource availability 
and heterogeneity. Journal of Ecology, 100, 539–545. https://doi.
org/10.1111/j.1365-2745.2011.01922.x

Reich, P. B., Tilman, D., Isbell, F., Mueller, K., Hobbie, S. E., Flynn, D. F. 
B., & Eisenhauer, N. (2012). Impacts of biodiversity loss escalate 
through time as redundancy fades. Science, 336, 589–592. https://
doi.org/10.1126/scien​ce.1217909

Roscher, C., Schumacher, J., Lipowsky, A., Gubsch, M., Weigelt, A., 
Schmid, B., Buchmann, N., & Schulze, E.-D. (2018). Functional 
groups differ in trait means, but not in trait plasticity to species 
richness in local grassland communities. Ecology, 99, 2295–2307. 
https://doi.org/10.1002/ecy.2447

Sapijanskas, J., Paquette, A., Potvin, C., Kunert, N., & Loreau, M. (2014). 
Tropical tree diversity enhances light capture through crown plas-
ticity and spatial and temporal niche differences. Ecology, 95, 2479–
2492. https://doi.org/10.1890/13-1366.1

Scharfy, D., Funk, A., Venterink, H. O., & Guesewell, S. (2011). Invasive 
forbs differ functionally from native graminoids, but are simi-
lar to native forbs. New Phytologist, 189, 818–828. https://doi.
org/10.1111/j.1469-8137.2010.03531.x

Sendall, K. M., Lusk, C. H., & Reich, P. B. (2016). Trade-offs in juvenile 
growth potential vs. shade tolerance among subtropical rain forest 
trees on soils of contrasting fertility. Functional Ecology, 30, 845–
855. https://doi.org/10.1111/1365-2435.12573

Stevens, M. H. H., & Carson, W. P. (2002). Resource quantity, not re-
source heterogeneity, maintains plant diversity. Ecology Letters, 5, 
420–426. https://doi.org/10.1046/j.1461-0248.2002.00333.x

Tatsumi, S. (2020). Tree diversity effects on forest productivity increase 
through time because of spatial partitioning. Forest Ecosystems, 7. 
https://doi.org/10.1186/s4066​3-020-00238​-z

Tilman, D., Reich, P. B., & Knops, J. M. H. (2006). Biodiversity and ecosys-
tem stability in a decade-long grassland experiment. Nature, 441, 
629–632. https://doi.org/10.1038/natur​e04742

Tobner, C. M., Paquette, A., Gravel, D., Reich, P. B., Williams, L. J., & 
Messier, C. (2016). Functional identity is the main driver of diver-
sity effects in young tree communities. Ecology Letters, 19, 638–
647. https://doi.org/10.1111/ele.12600

Van de Peer, T., Verheyen, K., Ponette, Q., Setiawan, N. N., & Muys, 
B. (2018). Overyielding in young tree plantations is driven by 
local complementarity and selection effects related to shade 

tolerance. Journal of Ecology, 106, 1096–1105. https://doi.
org/10.1111/1365-2745.12839

Van der Plas, F. (2019). Biodiversity and ecosystem functioning in nat-
urally assembled communities. Biological Reviews, 94, 1220–1245. 
https://doi.org/10.1111/brv.12499

Veen, G. F., van der Putten, W. H., & Bezemer, T. M. (2018). Biodiversity-
ecosystem functioning relationships in a long-term non-weeded 
field experiment. Ecology, 99, 1836–1846. https://doi.org/10.1002/
ecy.2400

Vile, D., Garnier, E., Shipley, B., Laurent, G., Navas, M. L., Roumet, C., 
Lavorel, S., Díaz, S., Hodgson, J. G., Lloret, F., Midgley, G. F., Poorter, 
H., Rutherford, M. C., Wilson, P. J., & Wright, I. J. (2005). Specific leaf 
area and dry matter content estimate leaf thickness in laminar leaves. 
Annals of Botany, 96, 1129–1136. https://doi.org/10.1093/aob/mci264

Villeger, S., Mason, N. W. H., & Mouillot, D. (2008). New multidimen-
sional functional diversity indices for a multifaceted frame-
work in functional ecology. Ecology, 89, 2290–2301. https://doi.
org/10.1890/07-1206.1

Weis, J. J., Cardinale, B. J., Forshay, K. J., & Ives, A. R. (2007). Effects 
of species diversity on community biomass production change 
over the course of succession. Ecology, 88, 929–939. https://doi.
org/10.1890/06-0943

Williams, L. J., Paquette, A., Cavender-Bares, J., Messier, C., & Reich, P. B. 
(2017). Spatial complementarity in tree crowns explains overyield-
ing in species mixtures. Nature Ecology & Evolution, 1. https://doi.
org/10.1038/s4155​9-016-0063

Yan, E. R., Zhao, C. L, Hu, J. F., Yu, Z. P., Mao, H. J., Ou, D. Y., Tian, W. 
B., Yin, F., Zhu, D. N., Liu, H., Liu, C. T., Liu, X. Y., Xu, M. S., Su, T., 
Tuo, B., Song, Y. J., Zhang, Y. Q, Zhou, W. P., Zhou, L. L., & Zheng, 
L. T. (2018). Vegetation in Putuo Island-Type, structure, function and 
management. Science Press.

Zhang, Y., Chen, H. Y. H., & Reich, P. B. (2012). Forest productivity in-
creases with evenness, species richness and trait variation: A 
global meta-analysis. Journal of Ecology, 100, 742–749. https://doi.
org/10.1111/j.1365-2745.2011.01944.x

Zhao, Y. T., Ali, A., & Yan, E. R. (2017). The plant economics spectrum is struc-
tured by leaf habits and growth forms across subtropical species. Tree 
Physiology, 37, 173–185. https://doi.org/10.1093/treep​hys/tpw098

Zheng, L. T., Chen, H. Y. H., Hautier, Y., Bao, D. F., Xu, M. S., Yang, B. Y., 
Zhao, Z., Zhang, L., & Yan, E. R. (2022). Data from: Functionally di-
verse tree stands reduce herbaceous diversity and productivity via 
canopy packing. Dryad Digital Repository. https://doi.org/10.5061/
dryad.pg4f4​qrrd

SUPPORTING INFORMATION
Additional supporting information may be found in the online 
version of the article at the publisher’s website.

How to cite this article: Zheng, L.-T., Chen, H. Y. H., Hautier, Y., 
Bao, D.-F., Xu, M.-S., Yang, B.-Y., Zhao, Z., Zhang, L., & Yan, 
E.-R. (2022). Functionally diverse tree stands reduce 
herbaceous diversity and productivity via canopy packing. 
Functional Ecology, 36, 950–961. https://doi.

org/10.1111/1365-2435.14009

https://doi.org/10.1111/j.1461-0248.2011.01691.x
https://doi.org/10.1038/s41559-018-0544-0
https://doi.org/10.1038/s41559-018-0544-0
https://doi.org/10.1890/0012-9658(2006)87[1289:AOMTST]2.0.CO;2
https://doi.org/10.1890/0012-9658(2006)87[1289:AOMTST]2.0.CO;2
https://www.r-project.org
https://doi.org/10.1111/1365-2745.12211
https://doi.org/10.1111/1365-2745.12211
https://doi.org/10.1111/j.1365-2745.2011.01922.x
https://doi.org/10.1111/j.1365-2745.2011.01922.x
https://doi.org/10.1126/science.1217909
https://doi.org/10.1126/science.1217909
https://doi.org/10.1002/ecy.2447
https://doi.org/10.1890/13-1366.1
https://doi.org/10.1111/j.1469-8137.2010.03531.x
https://doi.org/10.1111/j.1469-8137.2010.03531.x
https://doi.org/10.1111/1365-2435.12573
https://doi.org/10.1046/j.1461-0248.2002.00333.x
https://doi.org/10.1186/s40663-020-00238-z
https://doi.org/10.1038/nature04742
https://doi.org/10.1111/ele.12600
https://doi.org/10.1111/1365-2745.12839
https://doi.org/10.1111/1365-2745.12839
https://doi.org/10.1111/brv.12499
https://doi.org/10.1002/ecy.2400
https://doi.org/10.1002/ecy.2400
https://doi.org/10.1093/aob/mci264
https://doi.org/10.1890/07-1206.1
https://doi.org/10.1890/07-1206.1
https://doi.org/10.1890/06-0943
https://doi.org/10.1890/06-0943
https://doi.org/10.1038/s41559-016-0063
https://doi.org/10.1038/s41559-016-0063
https://doi.org/10.1111/j.1365-2745.2011.01944.x
https://doi.org/10.1111/j.1365-2745.2011.01944.x
https://doi.org/10.1093/treephys/tpw098
https://doi.org/10.5061/dryad.pg4f4qrrd
https://doi.org/10.5061/dryad.pg4f4qrrd
https://doi.org/10.1111/1365-2435.14009
https://doi.org/10.1111/1365-2435.14009

