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storage, thus securing water supply to the crown. These 
positive roles of sapwood on growth apparently offset the 
increased respiration costs incurred by more sapwood. This 
is one of the first individual-based studies to show that vari-
ation in sapwood traits—and not crown traits—explains 
variation in growth among tropical canopy trees. Accurate 
predictions of C dynamics in tropical forests require simi-
lar studies on biomass growth of individual trees as well as 
studies evaluating the dual effect of sapwood (water provi-
sion vs. respiratory costs) on tropical tree growth.

Keywords Bolivia · Carbon economy · Functional traits · 
Sapwood area · Sapwood turnover

Introduction

Tropical forests cover about 10 % of the earth’s surface, but 
store 25 % of global terrestrial carbon (C) and account for 
34 % of terrestrial gross primary productivity (Bonan 2008; 
Lewis et al. 2009; Malhi 2012). They therefore feature 
prominently in climate change mitigation policies, such 
as reduced emissions from deforestation and forest degra-
dation (REDD+) (Houghton 2005; Bonan 2008). In these 
forests, the 2 % largest stems account for at least 27 % of 
the aboveground biomass (Clark and Clark 1996; Linden-
mayer et al. 2012; Slik et al. 2013). Since absolute bio-
mass growth often increases with tree size (Clark and Clark 
1999; Stephenson et al. 2014), the growth of large canopy 
individuals may largely determine the total aboveground 
C sequestration per ground area. Although several studies 
have evaluated the effect of environmental conditions and 
functional traits on diameter growth rates (Hérault et al. 
2011), or on growth for small trees and saplings (Poorter 
1999; Sterck et al. 2003), the understanding of what drives 
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the biomass growth of individual canopy trees is still very 
poor.

The growth of a tree is affected by its ontogenetic 
stage, biotic and abiotic environment, and functional traits. 
Most studies, however, do not consider the direct rela-
tion between biomass growth and factors driving this at 
the individual tree level, but rather focus on average spe-
cies performance and average species traits (e.g., Poorter 
and Bongers 2006; Wright et al. 2010). Yet, as Clark et al. 
(2011) pointed out, “individuals are the objects responding 
to environmental gradients, not species.” Species-specific 
performance of canopy trees may be partly driven by spe-
cies-specific life history traits that allow them to endure in 
the understory and eventually reach the canopy. Still, vari-
ation among individuals may be substantial (Paine et al. 
2011; Thomas et al. 2013) and important for their eco-
logical performance (Violle et al. 2007) and contributions 
to population growth (Zuidema et al. 2009). Hence, indi-
vidual tree-level analyses may yield important insights into 
the drivers of tree growth (Binkley et al. 2010; Sterck and 
Schieving 2011; Clark et al. 2011).

Functional traits are expected to link environmental con-
ditions to growth, and may therefore assist in developing a 
mechanistic understanding of factors that drive tree growth 
(McGill et al. 2006; Ordoñez et al. 2009). Many studies 
have highlighted the importance of leaf traits, such as the 
positive effect of specific leaf area (SLA) and leaf nitrogen 
(Nleaf) on growth of saplings and small trees (Wright et al. 
2005; Sterck et al. 2006; Poorter and Bongers 2006). How-
ever, these relationships are generally weak for large trees, 
possibly because size-related traits such as total leaf area 
(TLA) may determine absolute tree growth more strongly 
than leaf traits (Poorter et al. 2008; Wright et al. 2010). 
In addition, stem traits also potentially affect whole-tree 
growth (Chave et al. 2009). An important stem-related trait 
is the sapwood area (SA) of a tree, which may indirectly 
increase photosynthesis rates by sustaining water transport 
to the leaves (Meinzer et al. 2008). However, extra SA may 
also incur additional maintenance respiration costs [see 
Meir and Grace (2002) for a positive effect of stem diam-
eter on respiration], counterbalancing the positive water-
related effect on growth (Wullschleger et al. 1998). So 
far, the contributions of size- and tissue-related stem and 
crown traits to individual growth of tropical canopy trees 
are poorly understood.

In this study we evaluated the relative effect of various 
size- and tissue-related stem and crown traits on biomass 
growth of 43 tropical canopy trees belonging to four spe-
cies. Specifically, we ask the question: to what extent can 
variation in biomass growth across individual canopy trees 
be explained by crown and stem traits? We expected a 
positive relation between biomass growth and crown traits: 
TLA increases total light capture, a higher SLA increases 

the leaf area per unit biomass investment, and a higher 
Nleaf may increase the photosynthetic capacity (Poorter 
and Bongers 2006; Reich 2012). Furthermore, we expected 
that the sapwood N concentration (Nsapw) would negatively 
affect growth, because high levels of N in wood would 
increase respiration. We did not have an a priori hypothesis 
about the relation between SA and tree growth, since the 
possible positive effects by augmenting water transport and 
storage might be offset by the negative effects of greater 
respiration loads.

Materials and methods

Research site

This study was conducted in the moist, semi-evergreen 
forest of La Chonta, Bolivia (15°47′S, 62°55′W). This is 
a 100,000-ha forestry concession that was established in 
1974, with an average density of 367 trees per ha (>10 cm 
diameter at breast height) and a species richness of about 
59 ha−1 (Peña-Claros et al. 2008). The average canopy 
height is 25 m, and most canopy trees have an estimated 
age of at least 150 years (Poorter and Bongers 2006; 
Rozendaal and Zuidema 2011). The average annual tem-
perature is 24.3 °C and annual precipitation is 1,520 mm, 
with a dry season from April until September.

Tree selection

From early April until early June 2012, forty-three emer-
gent canopy trees were measured from four species repre-
senting different families and ecological growth strategies 
(Table 1): 15 individuals of Hura crepitans, 11 of Schi-
zolobium parahyba, nine of Cariniana ianeirensis and 
eight of Sweetia fruticosa. Hereafter, these species will be 
referred to by their genus name. Moreover, these species 
were selected because they were known to produce dis-
tinguishable annual growth rings (Lopez et al. 2012). We 
selected trees with undamaged and fully exposed crowns 
and no or little liana cover. This ensured that growth dif-
ferences among study trees were not strongly determined 
by differences in light availability. All measurements were 
conducted within hours after the selected trees were felled.

Biomass growth

Directly following felling, we cut two stem discs using a 
chainsaw. One disc was obtained at about 1 m from the stem 
base and one just below the first major branch (between 6 
and 17 m from the stem base). Bark thickness of the discs 
was measured in four directions, and the distances from the 
soil to the first disc and from the soil to the second disc were 
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measured using a measuring tape. The discs were brought 
to the laboratory where they were polished to identify ring 
boundaries. On these discs, the radial length of the heart-
wood, sapwood and pith diameter were measured at the long-
est radius, the shortest radius, and one intermediate radius, 
using a caliper and a ruler. In all species except Cariniana, 
the distinction between sapwood and heartwood was clear, 
with abrupt switches in contrasting colors. For Cariniana 
sapwood area (SA) could therefore not be measured.

Per disc, ring width of the last 5 years was measured at 
the longest and shortest radius (using the pith as the center) 
and at one intermediate radius between the longest and 
shortest radii, since the discs were never fully a circle with 
the pith exactly in the center. We measured ring width using 
the TSAP-Win 0.53 software. The measurements of the 
three radii and of the 5 years were averaged to obtain one 
value for annual ring width per tree. We based our growth 
estimates on an average of the last 5 years, to minimize the 
effect of climatic variability on the growth estimates. Based 
on this average annual ring width and the diameter of the 
disc, the annual basal area (BA) growth was calculated.

At the same two heights per tree, 3- to 4-cm wide sec-
tions were cut in radial direction, from the bark to the pith. 
The bark was removed and the section was cut in a radial 
direction in samples of 6 cm, starting from the young-
est sapwood until the pith was included. For each sample, 
fresh volume was determined using the water displacement 
method, and dry mass was measured after oven drying 
at 70 °C until the dry mass was stabilized. Wood density 
(WD; g cm−3) was calculated per wood sample by dividing 
the dry mass by the fresh volume.

In Supplementary Material Appendix 1 we show that, 
for our trees, taper only occurred between breast height and 
the first branch (i.e., along the main stem). We therefore 
calculated biomass growth separately for the stem (until the 
first branch) and crown. First, WD of the youngest sapwood 
was multiplied by the annual BA growth of the same disc to 
get a measure for the annual biomass growth per unit tree 
height (kg m−1 year−1), which could later be multiplied 
by height (separately for the stem and crown, as explained 
below) to obtain total biomass growth. To determine stem 

biomass growth, we assumed that the averaged biomass 
growth of the two disc samples was a good representation 
of the average biomass growth along the whole length of 
the main stem, until the first branch. Averaged biomass 
growth of the disc samples was subsequently multiplied 
by stem height to obtain an estimate of absolute stem bio-
mass growth (kg year−1). To determine growth of woody 
biomass in the crown, we assumed that the biomass growth 
of the disc below the first branch was a good representative 
of the biomass growth of the whole crown. This biomass 
growth was multiplied by the length of the crown (maxi-
mum tree height minus stem height), measured with a laser 
rangefinder (Nikon Forestry 550), to obtain crown biomass 
growth (kg year−1). Note that we did not include leaf mass, 
as this strongly correlates with the total leaf area (TLA), 
which we used as one of the explanatory variables. Stem 
and crown biomass growth were subsequently summed 
to obtain an estimate of absolute aboveground biomass 
growth rate (kg year−1; Table 2). We chose this approach to 
calculate biomass rather than the more generally used allo-
metric biomass equations, because it accounts for possible 
species-specific tapering within trunk and crown. As such, 
it likely provides a more direct and more reliable estimate 
of biomass than one based on generic biomass equations 
that are commonly used. We do acknowledge, though, that 
this is still an estimate of biomass (growth), which could be 
further refined, for example by using more detailed infor-
mation on trunk tapering or WD variation along the stem.

Total leaf area

Per tree, we selected four to five undamaged branches that 
had a stem diameter of 4–8 cm and were growing in dif-
ferent parts of the crown. For each branch, all the apices 
with leaf-bearing shoots were counted. Then, for five ran-
domly selected apices, the number of leaves was counted 
and one leaf was randomly selected and harvested. We thus 
obtained 20–25 leaves per tree. We pooled these leaves to 
measure the average leaf area (without petioles), using a 
desktop scanner. At the lower end of each branch, a disc 
was cut from which BA excluding bark was determined.

Table 1  The four species used in this study with family, guild, maximum tree height, average crown exposure index as juvenile (CEjuv; value 
between 1 and 5 indicating increasing access to direct light), and average wood density (WD; g cm−3) at breast height

Long-lived pioneers (LLP) are long-lived species that need high irradiance to establish, and partially shade tolerant trees (PST) are species that can 
establish under low irradiance. WD data are obtained from this study; guild, maximum height and CEjuv are obtained from Poorter et al. (2006)

Species Family Guild Maximum height CEjuv WD

Schizolobium parahyba Fabaceae/Caesalpiniaceae LLP 35 2.39 0.45

Sweetia fruticosa Fabaceae/Papillionaceae LLP 30 1.91 0.82

Hura crepitans Euphorbiaceae PST 44 1.62 0.37

Cariniana ianeirensis Lecythidaceae PST 45 1.74 0.36
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Per branch, the TLA was calculated by multiplying the 
number of shoots, the average number of leaves per shoot, 
and the average leaf area (obtained at the tree level). The 
ratio of cross-sectional BA to leaf area was determined per 
branch and averaged over four to five branches to obtain 
one value per tree.

To estimate TLA (m2), we assumed that the stem BA 
just below the first branch is proportional to its support-
ing leaf area. We tested this assumption by comparing the 
ratio of leaf area to BA at four sampling heights in the 
tree (see Supplementary Material Appendix 1 for details): 
breast height (1) just below the first branch (2) and at two 
heights in the crown below the lowest leaves (3 and 4). BA 
just below the first branch did not differ from the two upper 
sampling heights, supporting our assumption of a constant 
ratio between BA and leaf area just below the first branch 
and in the crown (see Supplementary Material Appen-
dix 1). Therefore, we calculated TLA by dividing BA just 
below the first branch by the ratio BA:leaf area calculated 
from the branches of the same individual.

Other traits

Per tree, the leaf area of the 20–25 pooled leaves was 
divided by their pooled dry mass (oven-dried at 70 °C until 
their mass was stabilized) to determine specific leaf area 
(SLA; cm2 g−1), and leaf samples per tree were analyzed 
for N concentration (Nleaf; %, Table 2). The youngest wood 
samples at the two heights along the stem were pooled per 
tree and analyzed for N concentration (Nsapw; %). SA (m2) 
per disc was determined by subtracting the heartwood and 
pith area from the total stem BA. SA per tree was calcu-
lated as the average SA of the discs taken at the two heights. 
Sapwood growth was defined as the annual BA growth (see 
“Biomass growth”), and sapwood lifespan was based on the 
number of annual rings in the sapwood. We estimated the 
number of annual rings in the sapwood by dividing the width 
of the sapwood by the average ring width of the last 15 years.

Statistical analyses

For Cariniana, we could not distinguish sapwood from 
heartwood on the disc samples, so SA could not be meas-
ured. We carried out two sets of statistical analyses: one 
without Cariniana and one that included Cariniana, in 
which SA for Cariniana was predicted based on a regres-
sion analysis of SA versus all traits and BA of the other 
three species. These two approaches yielded similar results 
in terms of strength, direction and significance of coef-
ficients of variables included in tests explaining variation 
in absolute biomass growth (see Supplementary Material 
Appendix 2). As including estimated SA values for Carini-
ana did not affect results, we present results of tests includ-
ing Cariniana in the main text.

Our main aim was to evaluate how traits of individual 
trees could explain variation in their growth, and not the 
mean effect of species per se. To account for variation 
in growth that is explained by species’ differences, we 
included species as a fixed factor in the analyses. Growth, 
BA and SA were log transformed and TLA was square root 
transformed to meet the assumptions of equal variances and 
a normal distribution of the residuals. Possible interactions 
between species and one of the traits were first checked and 
included in further analyses if significant. Possible outlying 
observations were analyzed by applying Cook’s distance to 
the linear models.

The model including all traits, species, and interactions 
was reduced using all subsets regression analysis, which 
evaluates all possible combinations of predictor variables 
(Burnham and Anderson 2002). We used this technique 
because various combinations of variables in multiple 
regression models can give comparable good fits (Burn-
ham and Anderson 2002; Johnson and Omland 2004). We 
therefore selected and averaged the models that differed 
less than 2 Akaike information criteria (AIC) units from the 
model that was selected as “best”. In this way, we obtained 
rather conservative but more robust model coefficients 

Table 2  List of variables with abbreviation, units, mean, minimum, maximum, SD and coefficient of variation (CV)

Abbreviation Variable description Unit Mean Minimum Maximum SD CV

AGR Absolute biomass growth rate kg year−1 105.43 17.32 367.3 80.68 0.77

Height Tree height to top of crown m 26.22 21.6 32.4 3.03 0.12

TLA Total leaf area of the crown m2 1,339.73 293.96 3,641 759.23 0.57

SA Sapwood area m2 0.172 0.029 0.577 0.119 0.69

SLA Specific leaf area cm2 g−1 105.65 72.6 149.7 17.76 0.17

Nleaf Leaf nitrogen concentration % 2.56 1.82 3.42 0.43 0.17

Nsapw Sapwood nitrogen concentration % 0.25 0.11 0.47 0.09 0.36

BA Stem basal area m2 0.331 0.096 0.838 0.183 0.55

Sapwood lifespan Age of the sapwood year 29.78 5.75 88.64 21.77 0.73

Sapwood growth BA growth of 1 year cm2 year−1 101.37 12.05 332 76.54 0.76
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compared to what we would have obtained by selecting 
only the best model.

All analyses were performed using R 2.15.2. We used 
the following functions: lm for linear models, dredge for 
all subsets regression analysis, and model.avg for averaging 
regression models (the latter two from the MuMIn pack-
age; Barton 2012).

Results

The aboveground absolute growth rate (hereafter referred 
to as “growth”) ranged widely, between 17.32 and 
367.25 kg year−1, with an average of 105.43 kg year−1 
(Table 2). Many variables differed strongly among individ-
uals and species, which can be seen from their high coef-
ficient of variation. The averaged model, which included 
all variables, shows that only SA had a significant positive 
effect on growth (standardized coefficient = 0.73) and spe-
cies differed in their intercept (Table 3; Fig. 1). The rela-
tive importance of SA and species on growth was 1 (i.e., 
the maximum) for both, and there were no significant 
interaction effects (species × traits). After SA, TLA had 
the strongest standardized coefficient, followed by SLA, 
Nsapw, Nleaf and height (0.17, −0.16, 0.13, −0.12, and 0.11, 
respectively). The presented averaged model reflects the 

average of the five best-fitting models, because they dif-
fered less than two AIC units from the single best model. 

We evaluated the robustness of our results by adding a 
number of analyses, of which results are included in the 
Appendices (2, 4, 5 and 6). First of all, we evaluated the 
results with different proxies for tree size, i.e., tree height or 
BA. Results of statistical analyses showed that SA and spe-
cies were the most significant predictor variables, irrespec-
tive of the tree size proxy used (cf. Supplementary Mate-
rial Appendix 2a with Table 3). We continued using tree 
height as size proxy, since this correlated more weakly than 
BA with most of the other predictor variables of growth 
(r < 0.6 for tree height, see Supplementary Material Appen-
dix 3, and r < 0.86 for BA), suggesting that the effects 
of tree height on growth were independent of impacts by 
other crown or stem trait. Second, for sake of comparison, 
we present the analysis of the effect of traits on BA growth 
(cf. Supplementary Material Appendix 4 with analysis for 
absolute biomass growth in Table 3), which showed that 
traits similarly affect both growth measures. We further 
focused on biomass growth and not BA growth or stem 
diameter growth, as biomass growth is most relevant for 
C sequestration. Third, in addition to our all subset regres-
sion analysis and model averaging, we added an analysis 
for biomass growth using the standard stepwise exclusion 
of variables, and showed that SA and species were the most 

Table 3  Results from the two linear models with absolute growth 
rate (Growth) and SA as response variables. The standardized coef-
ficient (β), adjusted SE (SEadj), t-value, P-value, and relative variable 
importance [by summing the Akaike weights for all models where 
the specific variable was included (Barton 2012)] are given for each 
predictor variable. The effects on growth were evaluated by all subset 
regression analyses and subsequent averaging of the five models with 

Akaike information criteria values that differed by less than 2 units, 
therefore relative variable importance values could be obtained. The 
statistics of SA, however, were based on the full model (hence, no 
model averaging was applied and thus no relative variable importance 
values were calculated), based on variables scaled by subtracting the 
mean and dividing by the SD. Note that Cariniana was excluded 
from the analysis for SA

Relative importance was given for the variable species, therefore no importance value is shown for the intercepts of the individual species

Response variable Predictor variable β SEadj t-value P-value Relative importance

Growth log (SA) 0.73 0.15 4.68 <0.001 1

Intercept Sweetia 0 0 1

Intercept Hura −0.28 0.19 1.41 0.158

Intercept Schizolobium 0.56 0.14 3.93 <0.001

Intercept Cariniana 0.07 0.12 0.56 0.574

SLA −0.16 0.10 1.60 0.111 0.56

Nsapw 0.13 0.08 1.47 0.142 0.33

Sqrt (TLA) 0.17 0.11 1.46 0.146 0.14

Heightmax 0.11 0.10 1.03 0.304 0.08

Nleaf −0.12 0.14 0.84 0.401 0.07

SA BA 0.22 0.07 3.32 0.002

Sapwood growth 0.45 0.08 5.99 <0.001

Sapwood lifespan 0.18 0.07 2.50 0.019

Intercept Sweetia −0.77 0.12 −6.55 <0.001

Intercept Hura 1.42 0.16 8.67 <0.001

Intercept Schizolobium 0.50 0.20 2.52 0.018
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significant predictor variables in both analyses (cf. Sup-
plementary Material Appendix 5 with Table 3). Last, we 
performed an analysis using a reduced model, in order to 
evaluate results for a pre-selected limited set of variables. 
The model in which only tree height, TLA and SA were 
included as explanatory variables again confirmed that SA 
and species were the only variables explaining variation 
in biomass growth (cf. Supplementary Material Appendix 
6 with Table 3). The results of the analysis presented in 
Table 3 are thus in line with a number of alternative analy-
ses presented in Supplementary Material Appendices (2, 4, 
5, and 6).

Because SA was the most important explanatory vari-
able for growth, we elaborated further on factors that may 
explain variation in SA. We evaluated how SA depends on 
SA growth, sapwood lifespan and stem BA. In this analy-
sis, SA growth, i.e., newly formed SA per year, ranged 
between 12.05 and 332.00 cm2 year−1 with an average of 
101.37 cm2 year−1, sapwood lifespan ranged between 5.7 
and 88.6 year with an average of 29.78 year, and BA ranged 
between 0.10 and 0.83 m2 with an average of 0.33 m2 
(Table 2). We included species as fixed factor (species did 
not interact with other predictor variables), and scaled all 
numeric variables by subtracting the mean and dividing 
by the SD, to obtain standardized coefficients. The results 

showed that sapwood growth, sapwood lifespan, and stem 
BA all positively affected SA, with standardized coeffi-
cients of 0.45, 0.18, and 0.22, respectively (Table 3; Fig. 2).

Discussion

Our aim was to explain variation in absolute biomass 
growth (referred to as “growth”) among individual tropical 
canopy trees by stem and crown traits. From all traits, sap-
wood area (SA) turned out to be the only variable that sig-
nificantly increased with growth (Table 3; Fig. 1). Growth 
was not affected by tree height or basal area (BA), indicat-
ing that size does not drive differences in growth among 
canopy trees. Further evaluation of factors explaining varia-
tion in SA across trees showed a positive effect of sapwood 
growth, sapwood lifespan and tree BA on SA (Table 3; 
Fig. 2).

An individual-based approach

We used an individual-based approach to evaluate the fac-
tors driving variation in growth among tropical forest can-
opy trees. By combining individual traits and species in 
one statistical model, we were able to separate the effect 
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Fig. 1  The relation of absolute biomass growth with a tree height, b 
sapwood area (SA), c total leaf area (TLA), d specific leaf area, e leaf 
nitrogen concentration (Nleaf), and f sapwood N concentration (Nsapw). 
Regression lines are based on the multiple regression analysis (by 
keeping the other predictor variables at their mean), but are only 

shown when the predictor variable contributed significantly in explain-
ing absolute biomass growth (Table 3). Symbols represent four spe-
cies: Sweetia (squares), Hura (triangles), Schizolobium (circles), and 
Cariniana (diamonds). Note that the axes for absolute biomass growth 
and SA have a log scale, and the axis for TLA a square root scale
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that individual traits have on individual growth from the 
variation caused by evolutionary differences among spe-
cies (Clark et al. 2011). Our focus is on individuals because 
they are the units that grow and respond to their environ-
ment (Clark et al. 2011), rather than species. While other 
studies show that differences in growth and other traits 
among individuals of the same species even exceed the dif-
ferences in average growth or traits among species (Bol-
nick et al. 2003; Clark 2010; Messier et al. 2010), this was 
not the case in our study. Possible explanations are that we 
used four species with different ecological growth strate-
gies, and selected fully exposed canopy trees with reduced 
environmental variation among individuals. Nevertheless, 
we observed fully consistent trait impacts on growth among 
individuals, suggesting that similar functional relationships 
drive the growth variation among individuals for different 
species.

Sapwood is the major driver of growth, not crown traits

Contrary to expectations, we found that none of the traits, 
except for SA, explained variation in growth of individual 
canopy trees. Many studies have found an important posi-
tive role of leaf traits such as total leaf area (TLA), specific 
leaf area (SLA) and leaf nitrogen concentration (Nleaf) for 
species performance (Sterck et al. 2006, 2014), especially 
for saplings and small trees (Poorter 1999; Poorter and 
Bongers 2006). These traits indeed vary strongly among 
species and partially explain species-level growth responses 
of smaller trees, where a high TLA, SLA and Nleaf may 
strongly increase the light interception and photosynthesis 
per unit plant mass and therefore drive growth. The impor-
tance of such crown traits may be different for canopy trees 
that have full access to light and better developed crowns, 
with optimally distributed leaves that compensate for pos-
sible effects of leaf traits such as SLA and Nleaf on the light 
capture and C gain (McMurtrie et al. 2008; Sterck and 

Schieving 2011). Similar to our results, Staudhammer et al. 
(2013) found no effect of TLA on basal area (BA) growth 
of adult trees (although TLA did increase reproductive out-
put). Thus, crown traits cannot explain the variation in stem 
growth among emergent tropical canopy trees.

SA was clearly the most important variable explaining 
aboveground biomass growth of individual trees in our 
study. A high amount of living wood may increase respira-
tion costs (Ryan et al. 1994), especially when air tempera-
ture is high, and have a negative effect on growth. Interest-
ingly, a positive effect of SA was superior to the increase 
in respiration costs (Table 3; Fig. 1), probably because 
tall trees can be water limited and SA improves the water 
supply to the crown. This relation could not be explained 
by larger trees that have both a high biomass growth and 
large SA, since growth rate was not related to tree height 
(Table 3; Fig. 2) nor was it related to BA (see Supplemen-
tary Material Appendix 2a). We added a structural equa-
tion model (Fig. 3) to summarize the relative effects of 
SA, TLA and tree height on growth when taking correla-
tions among predictors into account. Even though the effect 
of TLA on growth was marginally significant as compared 
to the linear model (Table 3), the analysis confirmed that 
SA is superior to any other effect on growth.

Growth and sapwood: chicken and egg?

A question that arises from the positive relation between 
SA and growth, is whether sapwood has a positive func-
tional effect on growth, or is merely a passive consequence 
of growth (Galván et al. 2012)? In other words, does a large 
SA increase growth, or does fast growth increase SA? To 
better understand these relations, we evaluated some fac-
tors that may explain variation in SA. A tree can have a lot 
of sapwood because of fast sapwood growth, long sapwood 
lifespan, and/or because the tree has a large BA and con-
sequently a large SA. We found that all these three factors 
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positively affect SA (Table 3; Fig. 2). The positive effect 
of BA on SA indicates that larger trees have more SA, but 
BA did not affect growth (see Supplementary Material 
Appendix 5). The positive effects of sapwood growth and 
sapwood lifespan on SA (Table 3; Fig. 2) suggest that trees 
can achieve a larger SA by increasing sapwood growth and/
or sapwood lifespan. However, the negative correlation 
between sapwood growth and sapwood lifespan (see Sup-
plementary Material Appendix 4) suggests that trees with 
fast sapwood growth, which increases SA, also have a short 
sapwood lifespan, which decreases SA. Hence, the SA 
should not necessarily increase as a result of tree growth. 
Moreover, since the average sapwood lifespan is 30 years, 
average annual sapwood growth should at least be an order 
of magnitude smaller than the total SA of the tree. Hence, 
it is unlikely that this small part of the SA that is directly 
related to annual growth causes the strong positive relation 
between SA and growth. These results imply that SA is not 
only a passive consequence of growth, but that the positive 
effect of SA on growth may be attributed to a functional 
role of sapwood underlying growth.

Why does SA increase growth?

The functional role of sapwood is to supply water with 
nutrients to the crown, and this is likely how SA increases 
biomass growth in our study trees. Sapwood assures water 
supply in two ways: by water transport from the roots to the 
leaves (Goldstein et al. 1998; Meinzer et al. 2001), and by 
water storage to buffer the use of soil water and allow more 
persistent water supply to the crown during the course of the 
day (e.g., during hot afternoons) or the dry season (Wulls-
chleger et al. 1998). Our canopy trees were all emergent 
and thus most likely not primarily limited by light, but their 
high stature (on average 26.2 m) may have caused hydraulic 

limitation for the supply of water to the crown. We found a 
positive effect of SA on TLA (Fig. 4), without differences 
in slope and intercept between species. This suggests that a 
large SA indeed supports a large TLA, and that, independent 
of species, a certain SA is associated with a certain TLA. A 
positive relation between SA and TLA was also found for 
two mountain ash species in south-east Australia (Vertessy 
et al. 1995), and a strong relation between SA and water 
flow rate was found for five tropical canopy trees in Panama 
(Goldstein et al. 1998). These studies and our results thus 
suggest that the water supply to the crown may limit the 
TLA and growth of these tropical forest trees.

The sapwood age (i.e., sapwood lifespan) of our trees 
ranged between 5.7 and 88.6 years with an average of 
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Fig. 3  Structural equation model for the effects of tree height, sap-
wood area (SA) and total leaf area (TLA) on absolute biomass 
growth. For each variable, the species mean was subtracted from the 
individual measurements in order to exclude differences in intercept 
among species, as were found in previous analysis (Table 3). The 
one-headed arrows show regressions between variables, whereas the 
two-headed arrows between the predictor variables show correlations 
between variables. Black arrows show significant effects and dotted 

arrows show non-significant effects. For each relation, the coefficient 
(β or r) and significance (P) are given, based on an n of 43. Note that 
the model is saturated (i.e., all possible arrows between boxes are 
drawn), therefore we cannot test the fit of the overall model. We nev-
ertheless present this model in order to evaluate the relative strengths 
of size variables on growth while correcting for interrelatedness 
among predictor variables. The model was evaluated using the sem 
function of the lavaan package in R (Rosseel 2012)
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29.8 years (Table 2). We did not find other studies with 
data on sapwood lifespan for tropical trees, but Spicer and 
Holbrook (2007) found ages between 7.6 and 50 years for 
three temperate tree species, and Sterck et al. (2008) found 
ages between 25 and 50 years for Pinus sylvestris (a conif-
erous species) in an alpine valley. Compared to these stud-
ies, trees in our study varied strongly in sapwood lifespan, 
with some having remarkably old sapwood. Since water 
transport efficiency decreases with sapwood age (Spicer 
and Gartner 2001), it is unlikely that all 30 years of the 
sapwood have an equally important contribution to water 
transport. Instead, the oldest sapwood rings may be used 
to store water and nutrients in living cells and extracellu-
lar spaces (Goldstein et al. 1998), rather than to transport 
water. Goldstein et al. (1998) found that the majority of 
the stored water in large trees was used in the morning 
to supplement water that had been lost through transpira-
tion during the previous day, before the soil water could 
reach these depleted sites. The stored water may act as a 
buffer to complement water supply to the upper leaves, 
which reduces the risk on drought-induced cavitation of 
the vessels, and simultaneously increases photosynthesis 
by allowing more water to be withdrawn for transpiration 
(Scholz et al. 2007).

The whole-tree hydraulic conductance can be evalu-
ated by using the ratio between TLA and SA. This ratio 
determines the water supply per unit leaf area and, hence, 
may affect actual rates of photosynthesis and growth 
(Whitehead et al. 1984; McDowell et al. 2002). For our 
trees, however, the ratio between SA and TLA did not 
relate to growth (linear model with species as fixed fac-
tor; t = −1.33, P = 0.891). Probably, the SA available per 
leaf is not a good indicator of water reaching the leaves 
for large trees, because of the reduced transport activity of 
the old sapwood. McDowell et al. (2002) showed that the 
ratio between leaf area and SA decreases with tree height, 
indicating that for large trees the hydraulic conductance 
becomes relatively less important than their capacity to 
store water (Phillips et al. 2003). Given the old age of the 
sapwood in our trees (5.7–88.6 year), the lack of effect of 
hydraulic conductance (the ratio between TLA and SA) on 
growth, and the expected hydraulic limitations during peri-
ods of low water availability, we speculate that an increased 
SA positively affects growth by improving water storage, 
rather than water transport.

We show that SA may be one of the most important 
traits affecting the growth of tropical canopy trees. Few 
studies have focused on the role of sapwood for biomass 
growth (but see Galván et al. 2012), and no studies have 
done so for tropical trees. Our results suggest that the 
positive functional effects of SA on growth largely offset 
possible negative impacts of increasing respiration costs. 
We speculate that this is attributable to an increasing 

capacity for water storage that sustains water supply to 
the leaves, even in times of high evaporative demand and/
or drought.

Author contribution statement MS, PZ and FS 
designed the study and fieldwork. MS performed the field-
work. MS, PZ and FS analysed the data and wrote the 
manuscript.

Acknowledgments This project was financially supported by an 
ERC grant (no. 242955) to P. A. Z. Furthermore, the research leading 
to these results has received partial funding from the European Union 
Seventh Framework Programme (FP7/2007–2013) under grant agree-
ment number 283093 (the Role Of Biodiversity in Climate Change 
Mitigation; ROBIN), and from the Dutch Ministry of Economic 
Affairs (KB-14-003-030). We are grateful to the Insituto Boliviano 
de Investigación Forestal and the logging company La Chonta for the 
use of facilities and logistical support. The fieldwork would have been 
impossible without the field assistance of Ricardo Mendez and Bruno 
Vaca, and logistical support by Peter van der Sleen and Estela Quin-
tero. And last, we would like to thank Frans Bongers, Jérôme Chave, 
Timothy Paine, Lourens Poorter, and an anonymous reviewer, for val-
uable comments on earlier versions of this paper.

Open Access This article is distributed under the terms of the Crea-
tive Commons Attribution License which permits any use, distribu-
tion, and reproduction in any medium, provided the original author(s) 
and the source are credited.

References

Barton K (2012) MuMIn: multi-model inference. http://CRAN.R-pro-
ject.org/package=MuMIn. Accessed 20 Aug 2014

Binkley D, Stape JL, Bauerle WL, Ryan MG (2010) Explaining 
growth of individual trees: light interception and efficiency of 
light use by Eucalyptus at four sites in Brazil. For Ecol Manage 
259:1704–1713. doi:10.1016/j.foreco.2009.05.037

Bolnick DI, Svanbäck R, Fordyce JA et al (2003) The ecology of indi-
viduals: incidence and implications of individual specialization. 
Am Nat 161:1–28. doi:10.1086/343878

Bonan GB (2008) Forests and climate change: forcings, feedbacks, 
and the climate benefits of forests. Science 320:1444–1449. 
doi:10.1126/science.1155121

Burnham KP, Anderson DR (2002) Formal inference from more 
than one model: multimodel inference (MMI). In: Burnham KP, 
Anderson DR (eds) Model Sel. Multimodel inference. A practical 
information-theoretic approach, 2nd edn. Springer, New York

Chave J, Coomes D, Jansen S et al (2009) Towards a world-
wide wood economics spectrum. Ecol Lett 12:351–366. 
doi:10.1111/j.1461-0248.2009.01285.x

Clark JS (2010) Individuals and the variation needed for high species 
diversity in forest trees. Science 327:1129–1132. doi:10.1126/
science.1183506

Clark DB, Clark DA (1996) Abundance, growth and mortality of very 
large trees in Neotropical lowland rain forest. For Ecol Manage 
80:235–244. doi:10.1016/0378-1127(95)03607-5

Clark DA, Clark DB (1999) Assessing the growth of tropical rain for-
est trees: issues for forest modeling and management. Ecol Appl 
9:981–997

Clark JS, Bell DM, Hersh MH et al (2011) Individ-
ual-scale variation, species-scale differences: 

http://CRAN.R-project.org/package=MuMIn
http://CRAN.R-project.org/package=MuMIn
http://dx.doi.org/10.1016/j.foreco.2009.05.037
http://dx.doi.org/10.1086/343878
http://dx.doi.org/10.1126/science.1155121
http://dx.doi.org/10.1111/j.1461-0248.2009.01285.x
http://dx.doi.org/10.1126/science.1183506
http://dx.doi.org/10.1126/science.1183506
http://dx.doi.org/10.1016/0378-1127(95)03607-5


1154 Oecologia (2015) 177:1145–1155

1 3

inference needed to understand diversity. Ecol Lett 14:1273–
1287. doi:10.1111/j.1461-0248.2011.01685.x

Galván JD, Camarero JJ, Sangüesa-Barreda G et al (2012) Sap-
wood area drives growth in mountain conifer forests. J Ecol. 
doi:10.1111/j.1365-2745.2012.01983.x

Goldstein G, Andrade JL, Meinzer FC et al (1998) Stem 
water storage and diurnal patterns of water use in tropi-
cal forest canopy trees. Plant Cell Environ 21:397–406. 
doi:10.1046/j.1365-3040.1998.00273.x

Hérault B, Bachelot B, Poorter L et al (2011) Functional traits shape 
ontogenetic growth trajectories of rain forest tree species. J Ecol 
99:1431–1440. doi:10.1111/j.1365-2745.2011.01883.x

Houghton RA (2005) Aboveground forest biomass and the 
global carbon balance. Glob Chang Biol 11:945–958. 
doi:10.1111/j.1365-2486.2005.00955.x

Johnson JB, Omland KS (2004) Model selection in ecology and evolu-
tion. Trends Ecol Evol 19:101–108. doi:10.1016/j.tree.2003.10.013

Lewis SL, Lopez-Gonzalez G, Sonké B et al (2009) Increasing carbon 
storage in intact African tropical forests. Nature 457:1003–1006. 
doi:10.1038/nature07771

Lindenmayer DB, Laurance WF, Franklin JF (2012) Ecology. Global 
decline in large old trees. Science 338:1305–1306. doi:10.1126/
science.1231070

Lopez L, Villalba R, Peña-Claros M (2012) Determining the annual 
periodicity of growth rings in seven tree species of a tropical 
moist forest in Santa Cruz, Bolivia. For Syst 21:508–514

Malhi Y (2012) The productivity, metabolism and carbon 
cycle of tropical forest vegetation. J Ecol 100:65–75. 
doi:10.1111/j.1365-2745.2011.01916.x

McDowell N, Barnard H, Bond B et al (2002) The relationship 
between tree height and leaf area: sapwood area ratio. Oecologia 
132:12–20. doi:10.1007/s00442-002-0904-x

McGill BJ, Enquist BJ, Weiher E, Westoby M (2006) Rebuilding 
community ecology from functional traits. Trends Ecol Evol 
21:178–185. doi:10.1016/j.tree.2006.02.002

McMurtrie RE, Norby RJ, Medlyn BE et al (2008) Why is plant-
growth response to elevated CO2 amplified when water is limit-
ing, but reduced when nitrogen is limiting? A growth-optimisa-
tion hypothesis. Funct Plant Biol 35:521–534

Meinzer FC, Goldstein G, Andrade JL (2001) Regulation of water 
flux through tropical forest canopy trees: do universal rules 
apply? Tree Physiol 21:19–26

Meinzer FC, Campanello PI, Domec J-C et al (2008) Constraints on 
physiological function associated with branch architecture and 
wood density in tropical forest trees. Tree Physiol 28:1609–1617

Meir P, Grace J (2002) Scaling relationships for woody tissue respira-
tion in two tropical rain forests. Plant Cell Environ 25:963–973

Messier J, McGill BJ, Lechowicz MJ (2010) How do traits vary 
across ecological scales? A case for trait-based ecology. Ecol Lett 
13:838–848. doi:10.1111/j.1461-0248.2010.01476.x

Ordoñez JC, van Bodegom PM, Witte J-PM et al (2009) A global 
study of relationships between leaf traits, climate and soil 
measures of nutrient fertility. Glob Ecol Biogeogr 18:137–149. 
doi:10.1111/j.1466-8238.2008.00441.x

Paine CET, Baraloto C, Chave J, Hérault B (2011) Functional 
traits of individual trees reveal ecological constraints on com-
munity assembly in tropical rain forests. Oikos 120:720–727. 
doi:10.1111/j.1600-0706.2010.19110.x

Peña-Claros M, Fredericksen TS, Alarcón A (2008) Beyond reduced-
impact logging: silvicultural treatments to increase growth rates 
of tropical trees. For Ecol Manage 256:1458–1467. doi:10.1016/j.
foreco.2007.11.013

Phillips NG, Ryan MG, Bond BJ et al (2003) Reliance on stored water 
increases with tree size in three species in the Pacific Northwest. 
Tree Physiol 23:237–245

Poorter L (1999) Growth responses of 15 rain-forest tree spe-
cies to a light gradient: the relative importance of morpho-
logical and physiological traits. Funct Ecol 13:396–410. 
doi:10.1046/j.1365-2435.1999.00332.x

Poorter L, Bongers F (2006) Leaf traits are good predictors of plant 
performance across 53 rain forest species. Ecology 87:1733–
1743. doi:10.1046/j.1365-2435.1999.00332.x

Poorter L, Bongers L, Bongers F (2006) Architecture of 54 moist-for-
est tree species: traits, trade-offs, and functional groups. Ecology 
87:1289–1301

Poorter L, Wright SJ, Paz H et al (2008) Are functional traits good 
predictors of demographic rates? Evidence from five Neotropical 
forests. Ecology 89:1908–1920

Reich PB (2012) Key canopy traits drive forest productivity. Proc R 
Soc Biol Sci 279:2128–2134. doi:10.1098/rspb.2011.2270

Rosseel Y (2012) lavaan: an R package for structural equation mod-
eling. J Stat Softw 48:1–36

Rozendaal DMA, Zuidema PA (2011) Dendroecology in the tropics: a 
review. Trees 25:3–16. doi:10.1007/s00468-010-0480-3

Ryan MG, Hubbard RM, Clark DA, Sanford RL (1994) Woody-tissue 
respiration for Simarouba amara and Minquartia guianensis, two 
tropical wet forest trees with different growth habits. Oecologia 
100:213–220. doi:10.1007/BF00316947

Scholz FG, Bucci SJ, Goldstein G et al (2007) Biophysical proper-
ties and functional significance of stem water storage tissues 
in Neotropical savanna trees. Plant Cell Environ 30:236–248. 
doi:10.1111/j.1365-3040.2006.01623.x

Slik JWF, Paoli G, McGuire K et al (2013) Large trees drive forest 
aboveground biomass variation in moist lowland forests across 
the tropics. Glob Ecol Biogeogr 22:1261–1271. doi:10.1111/
geb.12092

Spicer R, Gartner BL (2001) The effects of cambial age and position 
within the stem on specific conductivity in Douglas-fir (Pseu-
dotsuga menziesii) sapwood. Trees 15:222–229. doi:10.1007/
s004680100093

Spicer R, Holbrook NM (2007) Parenchyma cell respiration 
and survival in secondary xylem: does metabolic activ-
ity decline with cell age? Plant Cell Environ 30:934–943. 
doi:10.1111/j.1365-3040.2007.01677.x

Staudhammer CL, Wadt LHO, Kainer KA (2013) Tradeoffs in basal 
area growth and reproduction shift over the lifetime of a long-
lived tropical species. Oecologia 173:45–57. doi:10.1007/
s00442-013-2603-1

Stephenson NL, Das AJ, Condit R et al (2014) Rate of tree carbon 
accumulation increases continuously with tree size. Nature. 
doi:10.1038/nature12914

Sterck F, Schieving F (2011) Modelling functional trait acclima-
tion for trees of different height in a forest light gradient: emer-
gent patterns driven by carbon gain maximization. Tree Physiol 
31:1024–1037. doi:10.1093/treephys/tpr065

Sterck FJ, Martinéz-Ramos M, Dyer-Leal G et al (2003) The conse-
quences of crown traits for the growth and survival of tree sap-
lings in a Mexican lowland rainforest. Funct Ecol 17:194–200

Sterck FJ, Poorter L, Schieving F (2006) Leaf traits determine the 
growth-survival trade-off across rain forest tree species. Am Nat 
167:758–765

Sterck FJ, Zweifel R, Sass-Klaassen U, Chowdhury Q (2008) Persist-
ing soil drought reduces leaf specific conductivity in Scots pine 
(Pinus sylvestris) and pubescent oak (Quercus pubescens). Tree 
Physiol 28:529–536

Sterck F, Markesteijn L, Toledo M et al (2014) Sapling performance 
along resource gradients drives tree species distributions within 
and across tropical forests. Ecology 95(9):2514–2525

Thomas RQ, Kellner JR, Clark DB, Peart DR (2013) Low mortality in 
tall tropical trees. Ecology 94:920–929

http://dx.doi.org/10.1111/j.1461-0248.2011.01685.x
http://dx.doi.org/10.1111/j.1365-2745.2012.01983.x
http://dx.doi.org/10.1046/j.1365-3040.1998.00273.x
http://dx.doi.org/10.1111/j.1365-2745.2011.01883.x
http://dx.doi.org/10.1111/j.1365-2486.2005.00955.x
http://dx.doi.org/10.1016/j.tree.2003.10.013
http://dx.doi.org/10.1038/nature07771
http://dx.doi.org/10.1126/science.1231070
http://dx.doi.org/10.1126/science.1231070
http://dx.doi.org/10.1111/j.1365-2745.2011.01916.x
http://dx.doi.org/10.1007/s00442-002-0904-x
http://dx.doi.org/10.1016/j.tree.2006.02.002
http://dx.doi.org/10.1111/j.1461-0248.2010.01476.x
http://dx.doi.org/10.1111/j.1466-8238.2008.00441.x
http://dx.doi.org/10.1111/j.1600-0706.2010.19110.x
http://dx.doi.org/10.1016/j.foreco.2007.11.013
http://dx.doi.org/10.1016/j.foreco.2007.11.013
http://dx.doi.org/10.1046/j.1365-2435.1999.00332.x
http://dx.doi.org/10.1046/j.1365-2435.1999.00332.x
http://dx.doi.org/10.1098/rspb.2011.2270
http://dx.doi.org/10.1007/s00468-010-0480-3
http://dx.doi.org/10.1007/BF00316947
http://dx.doi.org/10.1111/j.1365-3040.2006.01623.x
http://dx.doi.org/10.1111/geb.12092
http://dx.doi.org/10.1111/geb.12092
http://dx.doi.org/10.1007/s004680100093
http://dx.doi.org/10.1007/s004680100093
http://dx.doi.org/10.1111/j.1365-3040.2007.01677.x
http://dx.doi.org/10.1007/s00442-013-2603-1
http://dx.doi.org/10.1007/s00442-013-2603-1
http://dx.doi.org/10.1038/nature12914
http://dx.doi.org/10.1093/treephys/tpr065


1155Oecologia (2015) 177:1145–1155 

1 3

Violle C, Navas M-L, Vile D et al (2007) Let the concept of trait be func-
tional! Oikos 116:882–892. doi:10.1111/j.2007.0030-1299.15559.x

Whitehead D, Edwards WRN, Jarvis PG (1984) Conducting sapwood 
area, foliage area, and permeability in mature trees of Picea sitch-
ensis and Pinus contorta. Can J For Res 14(6):940

Wright IJ, Reich PB, Cornelissen JHC et al (2005) Assessing the gen-
erality of global leaf trait relationships. New Phytol 166:485–496. 
doi:10.1111/j.1469-8137.2005.01349.x

Wright SJ, Kitajima K, Kraft NJB et al (2010) Functional traits and the 
growth-mortality trade-off in tropical trees. Ecology 91:3664–3674

Wullschleger SD, Meinzer FC, Vertessy RA (1998) A review of 
whole-plant water use studies in trees. Tree Physiol 18:499–512

Zuidema PA, Brienen RJW, During HJ, Güneralp B (2009) Do per-
sistently fast-growing juveniles contribute disproportionately 
to population growth? A new analysis tool for matrix models 
and its application to rainforest trees. Am Nat 174:709–719. 
doi:10.1086/605981

http://dx.doi.org/10.1111/j.2007.0030-1299.15559.x
http://dx.doi.org/10.1111/j.1469-8137.2005.01349.x
http://dx.doi.org/10.1086/605981

	Explaining biomass growth of tropical canopy trees: the importance of sapwood
	Abstract 
	Introduction
	Materials and methods
	Research site
	Tree selection
	Biomass growth
	Total leaf area
	Other traits
	Statistical analyses

	Results
	Discussion
	An individual-based approach
	Sapwood is the major driver of growth, not crown traits
	Growth and sapwood: chicken and egg?
	Why does SA increase growth?

	Acknowledgments 
	References


