
Vol.:(0123456789)1 3

European Journal of Forest Research (2021) 140:317–332 
https://doi.org/10.1007/s10342-020-01333-0

ORIGINAL PAPER

Effects of stand age on tree biomass partitioning and allometric 
equations in Chinese fir (Cunninghamia lanceolata) plantations

Wenhua Xiang1,2  · Linhua Li1,3 · Shuai Ouyang1,2 · Wenfa Xiao4 · Lixiong Zeng4 · Liang Chen1,2 · Pifeng Lei1,2 · 
Xiangwen Deng1,2 · Yelin Zeng2 · Jiangping Fang5 · David I. Forrester6

Received: 28 January 2020 / Revised: 30 August 2020 / Accepted: 4 November 2020 / Published online: 17 November 2020 
© Springer-Verlag GmbH Germany, part of Springer Nature 2020

Abstract
Although stand age affects biomass partitioning and allometric equations, the size of these effects and whether it is worth 
incorporating stand age into allometric equations, requires further attention. We sampled a total of 90 trees for 10 Chinese 
fir (Cunninghamia lanceolata) plantations at seven stand age classes to obtain the data of tree component biomass using 
destructive harvesting. A multilevel modeling approach was applied to examine how stand age effects differ among tree com-
ponents and predictor variables (diameter at breast height, DBH and tree height, H). Age class-specific allometric equations 
and the best fitting generalized equation that included stand age as a complementary variable were developed for each tree 
component. Large differences in both the intercept and slope for different stand age classes indicated that stand age affected 
allometric models. Branch and leaves were more sensitive to the environment and were the tree components most affected 
by stand age. Age class-specific allometric equations fitted well (R2 > 0.65, p < 0.001) using DBH and the combined form 
DBH2H as predictor variables. Including stand age as a complementary variable improved the fit of generalized allometric 
equations. Stem, aboveground and total tree biomass predicted by the multilevel model and generalized equation were 
comparable to the observed data. However, the multilevel model and generalized equations had a relatively low predictive 
capacity for branch, leaf and root biomass. These results could improve our capacity to evaluate carbon sequestration and 
other ecosystem functions in plantations.

Keywords Multilevel modeling · Shoot:root ratio · Stand age · Tree component biomass · Total tree height · Young planted 
seedlings

Introduction

Afforestation and reforestation are valuable approaches to 
enhance carbon (C) sequestration for mitigating the effects 
of climate change and to improve other ecosystem ser-
vices. As a result, the area of planted forests worldwide has 
increased by over 105 million ha since 1990 and accounted 
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for 291 million ha in 2015 (FAO 2016). These planted for-
ests are not only the main source of timber, firewood, fiber 
and other raw materials, but also help to alleviate the huge 
timber demand pressure on natural forests (Borges et al. 
2014). In addition, planted forests offer functions relating 
to clean water provision, hydrological process regulation, 
soil conservation and erosion control, and landscape con-
nection (Bauhus et al. 2010). Accurate estimates of tree and 
stand biomass are critical to evaluate ecosystem functions 
(i.e. production and nutrient cycling) (Fatemi et al. 2011; 
Ishihara et al. 2015), the roles of forests in the global C cycle 
(MacFarlane 2015), and ecosystem services (i.e. bioenergy 
and biomass products) (de-Miguel et al. 2014), as well as 
environmental improvement for local residents (MacFarlane 
2015).

Allometric equations are the common method used to 
convert forest plot inventory data into tree and stand biomass 
(Peichl and Arain 2007; Xiang et al. 2016) and provide pre-
dictions for validating biomass estimates from models and 
remote sensing (Forrester et al. 2017b; Dutcä et al. 2018). 
However, previous studies have indicated that allometric 
relationships differ by tree species (Xiang et al. 2016), site 
conditions such as climate and soil nutrients (Dutcä et al. 
2018), and stand structure in terms of stand density or spe-
cies composition that influences the interactions (competi-
tion vs. facilitation) among individual trees or tree species 
within complex forests (Forrester et al. 2017a). Developing 
allometric equations with high accuracy and precision for 
biomass estimates is still a challenge (Dutcä et al. 2018).

Allometric equations usually relate a tree biomass com-
ponent (foliage, branch, stem and root) to easily measured 
dimensional variables, such as diameter at breast height 
(DBH), tree height (H) and crown width (Zianis et al. 2011; 
Hounzandji et al. 2015). Most equations are fitted using a 
power function such that the tree biomass component is 
estimated by using DBH as a predictor variable (Pilli et al. 
2006). A review of biomass equations for Sub-Saharan Afri-
can forests reported that only 24% of equations contained 
more than one explanatory variable, the majority using only 
DBH (Henry et al. 2011). Since the height–diameter ratio 
reflects tree shape and is partially affected by environmental 
conditions (Mensah et al. 2018), it is believed that includ-
ing H as an additional predictor variable may explain site 
effects and may improve prediction accuracy (Dutcä et al. 
2018), and precision by 55–65% compared with equations 
based on DBH alone (Picard et al. 2015). Meanwhile, wood 
density has also been suggested as a variable for allometric 
equations because it is highly heritable and not only explains 
some of the inter-specific variability in allometry but also 
biomass partitioning (Rozenberg et al. 2001; Poorter et al. 
2012, 2015). Moreover, wood density is the parameter link-
ing volume with tree biomass (Pilli et al. 2006). Given that 
allometric relationships are non-static, even within tree 

species (MacFarlane 2015), simple dimensional measure-
ments may not be sufficient for accurate estimation of tree 
biomass (Chave et al. 2005). The choice of allometric equa-
tions and predictor variables that should be included in the 
equation are key sources of uncertainty when estimating tree 
component biomass (Mavouroulou et al. 2014).

Stand age affects tree size, shape, biomass allocation, 
and consequently allometric relationships (Peichl and Arain 
2007). As stands develop, there are considerable changes 
in micro-site conditions (e.g. such as light and soil nutri-
ents) and the interactions among individual trees to acquire 
available resources. For example, young trees allocate more 
biomass to stem for height growth and to branches and 
leaves for canopy expansion in order to increase competitive 
advantages for light resources over their neighbors (Beaudet 
and Messier 1998; Messier and Nikinmaa 2000; Porté et al. 
2002). Biomass accumulation in stems and branch generally 
increases because of the increasing amount of heartwood at 
the expense of foliage as stand ages. To balance the alloca-
tion of resources among tree components, roots grow and 
their biomass increases. Accordingly, tree shape (taper), 
crown structure and root systems vary with stand age so 
that allometric relationships between tree biomass compo-
nents and dimensional variables differ greatly (Peichl et al. 
2007; Fatemi et al. 2011). In addition, stem wood density 
may also increase with stand maturation (Saint-André et al. 
2005). Therefore, when developing allometric equations for 
tree biomass components, the effects of stand age should be 
taken into account to minimize the bias. Several studies have 
examined the effects of stand age on allometric equations 
and developed age- or age class-specific allometric equations 
for Eucalyptus (Saint-André et al. 2005), Pinus strobus L. 
(Peichl et al. 2007), Pinus rigida (Seo et al. 2013), Crypto-
meria japonica (Lim et al. 2013) and Pinus bungeana (Li 
et al. 2014). The degree of stand age effects on tree biomass 
partitioning and allometric equations can also vary with 
ecological niche and shade tolerance (Fatemi et al. 2011). 
It is still unclear under which conditions stand age-specific 
equations are important and which tree component and pre-
dictors in allometric equations are sensitive to the change 
in stand age.

Chinese fir (Cunninghamia lanceolata) is the principal 
native tree species extensively planted for the economic 
purpose of timber production as well as for environmen-
tal considerations such as C sequestration and soil erosion 
control in subtropical areas of southern China (Chen 1998; 
Chen et al. 2013). Owing to its high wood quality and ter-
mite resistance, Chinese fir has been cultivated for more 
than a thousand years to provide local materials for building 
construction, furniture and decoration, handcraft and infra-
structure (Wu 1984; Wu et al. 2020). The data of the eighth 
national forest inventory (2009–2013) of China showed that 
the total area of Chinese fir plantations had reached 8.95 
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million hectares and covered the largest (about 12.9%) plan-
tation area in China. Many local allometric equations have 
been developed for Chinese fir plantations in different areas, 
including Hunan (Chen 1998), Fujian (Chen et al. 2013), 
Guangxi (Xue 1996), Jiangxi and Anhui (Xie et al. 2016). 
However, stand age effects on allometric equations are often 
not examined, so it remains unclear which tree components 
are significantly affected by stand age. Furthermore, no allo-
metric equations are available to estimate biomass for young 
small trees (i.e. planted seedlings) and this constrains the 
estimates of their production and C sequestration potentials 
in reforestation projects. Therefore, the objectives of this 
study were to: (1) investigate the effects of stand age on bio-
mass partitioning among tree components, including young 
planted seedlings; (2) determine how stand age effects on 
allometric equations vary with tree components and pre-
dictor variables; and (3) examine if the predictive capacity 
of the generalized allometric equations for the whole age 
sequence is improved when stand age is included as a predic-
tor variable compared to the equations for stand age classes 
of Chinese fir plantations.

Materials and methods

Study site description

This study was carried out in the Huitong National Forest 
Ecosystem Research Station (lat 27° 50′ N, long 109° 45′ 
E) in southwestern Hunan Province, China. The study site 
is within one of the major production areas of Chinese fir. A 
large area of Chinese fir plantations was established at this 
site in the 1960s due to the huge timber demand for eco-
nomic growth. Since the 1980s, plantations have matured, 
been harvested and subsequently reforested. As a result, the 
study area has a chronosequence of Chinese fir plantations 

at different stand ages and allows us to obtain biomass data 
over the entire life cycle of the forests.

The study area has a humid mid-subtropical monsoon 
climate with an annual mean temperature 15–17 °C, rang-
ing from an average of 4.3 °C during the coolest month 
(January) to 29.4  °C during the warmest month (July). 
Mean annual precipitation is from 1270 mm to 1650 mm, 
occurring mostly between April and August (meteorological 
data obtained from the Huitong National Forest Ecosystem 
Research Station). The soil type is a well-drained clay loam 
red soil developed on slate and shale parent rock classified as 
Alliti-Udic Ferrosols corresponding to Acrisol in the World 
Reference Base for Soil Resources (Institute of Soil Sci-
ence, CAS 2001). The elevation ranges from 290 m to 410 m 
above sea level.

Biomass measurement

Tree biomass measurement was conducted in October 
(autumn) 2017, after the growing season had ended. We 
established seventeen 20 m × 20 m quadrate sample plots, 
including one plot in plantations aged 7, 10, 31, 38, and 
50 years, three plots each in plantations aged 4 and 18 years, 
and two plots each in plantations aged 15, 21, and 27 years. 
Diameter at breast height (1.3 m) (DBH), total height (H), 
height to the lowest living branch, and crown width were 
recorded for all trees in the plots. Within each plot, 3–7 trees 
covering the DBH range were selected and destructively har-
vested for biomass measurements (including coarse roots). A 
total of 90 trees were sampled in this study. The stands were 
grouped into age classes at 5-year intervals before 30 years 
and the stands older than 30 years were combined to one 
age class. Information about stand characteristics and the 
number of sample trees in the stands is presented in Table 1.

The sample trees were felled at ground level using a hand 
saw. First the H, crown width, DBH, and diameter at the 

Table 1  Stand age, age class, stand density, average diameter at breast height (1.3 cm, DBH), average tree height (H), total basal area (BA), stem 
wood density (WD, mean ± SD) and sample sizes harvested for biomass measurement in Chinese fir plantations

Stand age 
(year)

Age class Stand density 
(stem ha−1)

DBH (cm) H (m) BA  (m2.ha−1) WD (g.cm−3) Sample 
number

4 Class 1 (0–5 years) 3119 3.2 1.7 2.51 0.333 ± 0.058 15
7 Class 2 (6–10 years) 2490 9.6 8.7 18.01 0.280 ± 0.042 6
10 Class 2 (6–10 years) 2175 11.6 9.8 22.97 0.280 ± 0.042 6
15 Class 3 (11–15 years) 2370 13.5 12.8 33.91 0.318 ± 0.036 12
18 Class 4 (16–20 years) 1958 15.3 13.8 35.98 0.339 ± 0.054 15
21 Class 5 (21–25 years) 1635 16.5 13.8 34.94 0.309 ± 0.058 12
27 Class 6 (26–30 years) 1905 18.1 16.3 48.99 0.314 ± 0.057 12
31 Class 7 (> 30 years) 1560 18.5 16.6 41.91 0.329 ± 0.068 6
38 Class 7 (> 30 years) 1590 20.1 22.2 50.42 0.329 ± 0.068 3
50 Class 7 (> 30 years) 1305 23.3 22.2 55.62 0.329 ± 0.068 3
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tree base, at half H and at the lowest living branch of the 
felled trees were recorded. Tree stems were then cut at 1.3 m 
and at 1-m intervals thereafter up to the apex. The branches 
were stripped from each stem section. The stem sections and 
the branches with leaves were weighed in situ. The sum of 
the weights of all stem sections from a given tree was the 
total fresh stem mass. Based on the branch size, three to five 
random samples of branches with leaves were collected for 
each stem section to estimate the fraction of branch and leaf 
biomass. Leaves were removed from the sampled branches. 
The fresh mass of the leaves and branches was measured 
separately to calculate the ratio of leaf to branch mass and 
to determine the total fresh biomass of foliage and branches. 
One disk per stem section and subsamples of leaves and 
branches were collected, put into cloth bags and transported 
to the laboratory.

Root biomass was determined using a manual excavation 
method. The stump was excavated before excavating the rest 
of the roots by tracing them back to their root tips, as far as 
possible. Soil clinging to the stump and roots was removed 
and the roots were weighed in situ. Subsamples of stump and 
roots were collected and brought to the laboratory.

The samples of stem, branch, leaf, stump and roots were 
oven-dried at 80 °C until a constant weight to determine 
moisture content. The fresh mass of all tree components was 
converted into a dry mass (i.e. biomass) using their respec-
tive moisture content. Aboveground biomass was calculated 
as the sum of the stem, branch and leaf biomass, while root 
biomass was calculated as the sum of the stump biomass and 
that of other roots. All tree component biomass was summed 
up to calculate total tree biomass.

Data analysis and allometric equation fitting

The average values of tree component biomass, percentage 
of tree component biomass to total tree biomass, and the 
ratios of root: shoot (aboveground), leaf: stem, and branch: 
stem were computed for each stand age. These values were 
then plotted against stand age to examine how they change 
with stand age. In addition, tree component biomass was 
plotted against aboveground biomass to see how they were 
correlated.

Wood density did not differ significantly among age 
classes (Table 1) and was not used to develop allometric 
equations. Thus, we included DBH alone, H alone, the com-
bined form DBH2H, and DBH together with H as predic-
tor variables to develop allometric equations. All data were 
natural logarithmically transformed (ln) to ensure a linear 
relationship between variables and to meet the requirements 

of heteroskedasticity (Picard et al., 2012; Dutcä et al., 2018). 
In this study, the following four types of models were used 
to develop basic allometric equations:

where B = biomass, i = tree components (stem, branch, leaf, 
root, aboveground and total tree); βi0 is the intercept of the 
regression; βi1 and βi2 are the slopes of the regression; and 
εi is the residual error. Because DBH and H are highly cor-
related, the variance inflation factor (VIF) was calculated 
by using the r package ‘CAR’ (version 2.1-2) to identify the 
collinearity in Eq. (4) (Ouyang et al. 2019).

Three approaches were taken to fit allometric equations. 
At first, a multilevel modeling approach was employed to 
develop allometric equations. According to rotation length 
and tree growth process, the protocol for the forest resource 
inventory of China divides the development stages of Chi-
nese fir plantations into different stand age classes at a 5-year 
interval (i.e. 0–5, 6–10, 11–15, 16–20, 21–25, 26–30, 31–35, 
etc.). In this study, Chinese fir plantations at different stand 
ages were grouped into seven stand age classes so that the 
number of sampled trees was balanced to meet the require-
ment of mixed effects models. Stand age class rather than 
stand age was used as a random factor to examine whether 
stand age classes affect the parameters of allometric equa-
tions. For multilevel modeling, individual trees were nested 
within stand age classes (groups) (Finch et al. 2014). Ran-
dom coefficient models allow both slopes and intercepts to 
vary randomly from one stand age class to another (Finch 
et al. 2014). The nlme package (Pinheiro et al. 2020) in the 
statistical software R 3.9.1 (R Development Core Team 
2019) was used to fit multilevel models to estimate a ran-
dom intercept, random slope, and the relationship between 
tree biomass component and the fixed effect of predictor 
variables (Finch et al. 2014; Harrison et al. 2018). The codes 
for the models containing different predictor variables are 
as follows:

(1)ln
(
Bi

)
= �i0 + �i1 × ln(DBH) + �i

(2)ln
(
Bi

)
= �i0 + �i1 × ln(H) + �i

(3)ln
(
Bi

)
= �i0 + �i1 × ln

(
DBH

2
H
)
+ �i

(4)ln
(
Bi

)
= �i0 + �i1 × ln(DBH) + �i2 × ln(H) + �i

(5)
M1 ∶ lme

(
fixed = ln

(
Bi

)
∼ ln(DBH), random =∼ ln(DBH)|group

)

(6)
M2 ∶ lme

(
fixed = ln

(
Bi

)
∼ ln(H), random =∼ ln(H)|group

)

(7)M3 ∶ lme
(
fixed = ln

(
Bi

)
∼ ln

(
DBH

2
H
)
, random =∼ ln

(
DBH

2
H
)
|group

)
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where B = biomass, i = tree components (stem, branch, 
leaf, root etc.); group represents stand age class. In the 
case where a model did not reach a solution (converge), 
the default method and control option were changed into 
“method = ”ML”, control = list(maxIter = 100, msMax-
Iter = 100, opt = ”optim”)” (Finch et al. 2014). The intercept 
variance (τi0) and slope (βi1 and βi2) variances (τi1 and τi2) 
occurring between stand age classes, and residuals (σ) of the 
variance within stand ages were used to evaluate the effects 
of stand age classes on allometric models (Finch et al. 2014).

Secondly, specific allometric equations were developed 
for seven stand age classes. Models (1)–(4) were fitted using 
the data of tree component biomass (Bst, Bbr, Blf, Brt, Bab, 
and Btt) for each stand age class. In addition, Models (1)–(4) 
were fitted for the young age class (0–5 years) but in contrast 
to the models for older trees, the predictor variable DBH 
was replaced by basal diameter at the ground surface (DG).

Finally, all tree data were pooled together to develop 
generalized allometric equations across stand age. Equa-
tions (1)–(4) were fitted for each tree component (i.e. Bst, Bbr, 
Blf, Brt, Bab and Btt) using the pooled data without consider-
ing stand age. Then stand age was introduced as a comple-
mentary variable into Eqs. (1)–(4) for all tree compartments 
to examine whether biomass estimates were improved. The 
individual effects of stand age and interactive effects with 
other predictor variables (i.e. DBH, H and DBH2H) were 
taken into account when fitting the generalized allometric 
equations.

where Bi represents tree component biomass as explained 
in Eqs. (1)–(4), βi0-βi5 are the fitted parameters, and εi is 
the residual error. Only two common equations (i.e. (1) and 
(3)) fitted the pooled data of all stand ages and the best fitted 
generalized equations that included stand age for each tree 
component are presented in this study to examine whether 
the fitness and predictive capacity are improved.

The Akaike’s information criterion (AIC) was calculated, 
and the standard error of residuals (RSE) was recorded to 

(8)M4 ∶ lme
(
fixed = ln

(
Bi

)
∼ ln(DBH) + ln(H), random =∼ ln(DBH) + ln(H)|group

)

(9)
ln
(
Bi

)
= �i0 + �i1 × ln(DBH) + �i2 × age + �i3 × age × ln(DBH) + �i

(10)
ln
(
Bi

)
= �i0 + �i1 × ln(H) + �i2 × age + �i3 × age × ln(H) + �i

(11)ln
(
Bi

)
= �i0 + �i1 × ln

(
DBH

2
H
)
+ �i2 × age + �i3 × age × ln

(
DBH

2
H
)
+ �i

(12)ln
(
Bi

)
= �i0 + �i1 × ln(DBH) + �i2 × ln(H) + �i3 × age + �i4 × age × ln(DBH) + �i5 × age × ln(H) + �i

determine the model fitness. At the same time, to compare 
the performance of equations developed using the three 
approaches, each tree component biomass predicted by mul-
tilevel models, age class-specific equations and the best fit-
ted generalized equations were plotted against the observed 
values. Since Eq. (1) using DBH as a predictor variable and 
Eq. (3) using DBH2H as a predictor variable are commonly 
used allometric equations, we chose these two models fitted 
by multilevel modeling and stand age class-specific equa-
tions for the comparison. We randomly separated 90% of 
the data to fit the models and then used the remaining 10% 
to test predictive ability of the fitted models.

Logarithmic transformation for regression introduces 
inherently biased estimates of biomass (Montagu et  al. 
2005); thus a back transformation of linear models for pre-
diction requires bias correction. The systematic bias was 
adjusted using a correction factor (CF) that was computed 
by the equation (Baskerville 1972):

where RSE is the standard error of residuals obtained from 
the regression procedure. All statistical analyses were per-
formed using the statistical software R 3.9.1 (R Develop-
ment Core Team 2019).

Results

Biomass partitioning among tree components 
at different stand ages

Average biomass of all tree components tended to increase 
with stand age, ranging from 0.76 kg to 143.98 kg for stem, 

(13)CF = exp(RSE2∕2)

0.19 kg to 19.14 kg for branch, 0.44 kg to 8.92 kg for leaf, 
and 0.24 kg to 20.77 kg for root (Fig. 1a). As usual, stem 
was the largest biomass pool across all stand ages and its 
percentage to total tree biomass tended to increase with age 
from 42.63% to 73.57% (Fig. 1b). In contrast, the percent-
age of leaf biomass to total tree biomass decreased with age 
from 29.08% to 4.96%. The percentage of branch biomass 
also tended to decrease from 12.26% to 6.34%. However, the 
contribution of root biomass to total tree biomass tended to 
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increase initially from 16.02% to 20.49%, and then decreased 
slightly to 15.13% (Fig. 1b).

The biomass of stems, branches, leaves, and roots showed 
significant linear relationships (p < 0.001) when regressed 
with aboveground biomass (Fig. 2a). The regression slope 
was highest for stem biomass (0.81) and was lowest for leaf 
biomass (0.06). The slopes were intermediate for branch 
(0.12) and root (0.13) biomass (Fig. 2a). The average ratio of 
root to shoot (aboveground) biomass did not change signifi-
cantly (p = 0.903) and was about 0.19 averaged over all stand 
ages (Fig. 2b). A sharp decline in the ratio of leaf to stem 
biomass was observed between the 4-year-old stand and 
about 20-year-old stands and thereafter the ratio tended to 
be relatively stable (about 0.06). The ratio of branch to stem 
biomass decreased before age 30 years and then declined 
slightly before an equilibrium (about 0.08) in older stands 
(Fig. 2b).

Multilevel models and stand age effects

When using DBH as a single predictor variable, allometric 
equations fitted by multilevel models had lower AICs than 
that using H as a predictor variable (Table 2), indicating that 

DBH is more reliable than H for predicting tree component 
biomass. Compared with DBH-based equations, including 
H as an additional variable for the combined form DBH2H 
or separately largely improved predictions (i.e. decrease 
in AICs and RSE) for stem and aboveground biomass, but 
slightly decreased precision (i.e. increase in AICs and RSE) 
for branch and leaf biomass. The predictions for root and 
total biomass were marginally improved when including H 
as the combined form DBH2H, and were slightly worsened 
when including H as a separate variable.

Allometric equations fitted by multilevel models showed 
that intercept variances were larger than slope variances 
(Table 2). The largest source of random variation in tree 
component biomass was the variation between stand age 
classes, with higher variances than within a stand age class. 
Among tree components, leaf biomass exhibited the high-
est variances for both intercepts and slopes between stand 

Fig. 1  Changes in average tree component biomass (a) and the 
change in percentage of component biomass to total tree biomass in 
relation to age (b) in Chinese fir plantations

Fig. 2  Relationships between stem, branch, leaf, root and above-
ground biomass (dry weight, kg) (a); and changes in the ratios of 
root: shoot (aboveground), leaf: stem, and branch: stem (b) in Chi-
nese fir plantations with stand age
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age classes, followed by branch biomass, stem biomass, 
aboveground and total biomass, whereas root biomass had 
the lowest variances for both intercepts and slopes between 
stand age classes (Table 2). Including DBH as the single 
predictor variable in the allometric equations yielded lower 
variances between stand age classes for stem, root, above-
ground and total tree biomass, but a higher variance between 
stand age classes for branch and leaf biomass compared with 
using H as the single predictor variable. Adding H in com-
bined form DBH2H to allometric equations increased the 
variance between stand age classes for tree component bio-
mass, except for stem biomass compared with using DBH 
alone, but the reverse pattern occurred for stem, root, above-
ground and total biomass when comparing with using H 
alone (Table 2). For stem, branch and leaf biomass, using 
both DBH and H as separate predictor variables resulted in 
the lowest variance of intercept between stand age classes.

Age class‑specific allometric equations 
and generalized allometric equations

Across the seven stand age classes, biomass of all tree com-
ponents was significantly related to DBH. The determination 
coefficients (R2) of stem, aboveground and total tree biomass 
were larger than 0.95, except for age class 7, with R2 lower 
than 0.85. The determination coefficients of branch, leaf and 
root biomass varied greatly with age classes, with the lowest 
values for leaf biomass at age class 3 (R2 = 0.67) and root 
biomass at age class 4 (R2 = 0.69) (Table S1). When using 
H as a single predictor variable, the relationships for all tree 
biomass components were significant but were weaker than 
using DBH as a single predictor variable. The allometric 
equations using H as a predictor variable did not fit well in 
older stands after age class 4 (Table S2). Adding H in the 

combined form DBH2H improved the fit of allometric equa-
tions, except for branch and leaf biomass in older stands (age 
class 6 and age class 7) (Table S3). When both DBH and H 
were included as separate predictor variables, the fit was 
improved but the H effects on allometric equations were not 
significant (Table S4).

For the smallest age class, the allometric equations fitted 
well for all tree biomass components, whether diameter at 
the ground surface (DG) (Fig. S1) or the combined DG and 
H was used as the predictor variables. The determination 
coefficient (R2) was higher than 0.85 (Table 3).

When the data for all trees were pooled together to 
develop the generalized allometric equations, using DBH 
and DBH2H as the predictor variables had a high determi-
nation coefficient (R2 > 0.85) for stem, branch, root, above-
ground and total tree biomass, but a low determination coef-
ficient (R2 = 0.83 and 0.81) for leaf biomass (Table 4). The 
equations using DBH as a predictor variable provided better 
fits for branch and leaf biomass than those using DBH2H as a 
predictor variable. But for stem, root, aboveground and total 
biomass, the equations using DBH2H as a predictor variable 
had the best fits. Including stand age as a complimentary 
predictor variable greatly improved the fit of the generalized 
equations for all tree components (Table 4 and Fig. 3). But 
predictor variables included in the generalized allometric 
equations varied with tree components (Table 4).

Comparison of three modeling approaches

The biomass values predicted by multilevel models, age 
class-specific equations and generalized equations for stem, 
aboveground and total tree were comparable to the observed 
biomass values, except aboveground biomass predicted 
using the generalized equation (Fig. 4 and Table S5). For 

Table 3  The parameters 
(βi0 and βi1) with standard 
errors (in parenthesis) 
for allometric equations 
[ln(Bi) = βi0 + βi1 × ln(DG)] 
(model 1) relating 
component biomass i (Bi, 
g) to basal diameter at 
ground level (DG, cm) and 
[ln(Bi) = a+b × ln(DG2H)] 
(model 2) relating Bi, to 
combined predictors of DG 
and tree height (H, cm) for 
young Chinese fir trees at age 
of 4 years

The number of sample trees was 15; RSE is residual standard error; R2 is the adjusted coefficient of deter-
mination; CF is logarithmic correction factor. Asterisks ** and *** after the coefficients indicate the sig-
nificance level at p < 0.01 and p < 0.001, respectively

Component Model βi0 βi1 AIC RSE R2 CF

Stem Model 1 2.182 (0.224)*** 2.762 (0.158)*** 5.859 0.259 0.959 1.034
Model 2 2.579 (0.258)*** 0.930 (0.068)*** 12.684 0.325 0.930 1.054

Branch Model 1 1.445 (0.368 *** 2.378 (0.260)** 20.675 0.424 0.855 1.094
Model 2 1.671 (0.270)*** 0.833 (0.071)*** 14.126 0.341 0.907 1.048

Leaf Model 1 2.722 (0.204)*** 2.118 (0.144)*** 2.979 0.235 0.939 1.028
Model 2 3.017 (0.212)*** 0.716 (0.056)*** 6.830 0.267 0.921 1.036

Root Model 1 2.073 (0.222)*** 2.171 (0.156)*** 5.463 0.255 0.932 1.033
Model 2 2.348 (0.198)*** 0.742 (0.052)*** 4.834 0.250 0.935 1.032

Aboveground Model 1 3.314 (0.177)*** 2.456 (0.125)*** -1.197 0.205 0.965 1.021
Model 2 3.646 (0.186)*** 0.833 (0.049)*** 2.979 0.235 0.954 1.028

Total tree Model 1 3.574 (0.165)*** 2.401 (0.116)*** -3.403 0.190 0.968 1.018
Model 2 3.895 (0171)*** 0.815 (0.045)*** 0.374 0.216 0.959 1.023
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branches and roots, the biomass values predicted by age-
specific equations were close to the observed values, while 
the multilevel models and generalized equations had similar 
estimations but poorly predicted biomass values (Fig. 4 and 
Table S5). For leaves, age-specific equations using DBH as 

a predictor variable had close estimates for the observed 
biomass. The other four equations (two multilevel models, 
age-specific equation using DBH2H as predictor variable, 
and generalized equation) poorly predicted leaf biomass 
(Fig. 4 and Table S5).

Fig. 3  The observed biomass (kg) of stem (a), branch (b), leaf (c), 
root (d), aboveground (e) and total tree (f) plotted against diameter 
at breast height (1.3  m) (DBH, cm) together with the fitted curves 
using the DBH-based generalized equations in Chinese fir planta-
tions at different age classes. Note: the color of dots is green for Class 

1, brown for Class 2, light blue for Class 3, pink for Class 4, purple 
for Class 5, yellow for Class 6, and red for Class 7. The relationship 
between ground diameter and biomass for the < 5 year class are pre-
sented in Fig S1
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Discussion

Effects of stand age on tree biomass partitioning

The effects of stand age on biomass partitioning are the 
result of tree growth and the balance of resource alloca-
tion among tree components in a way that maintains the 
physiological activities and functions of each component 
(Landsberg and Sands 2011; Mensah et al. 2016). The 
aboveground partitioning pattern where the proportion of 
stem increases and proportions of leaf and branch biomass 
decrease with stand age (Fig. 1) is consistent with previous 

studies (Saint-André et al. 2005; Peichl and Arain 2007; 
Seo et al. 2013; Lim et al. 2013; Li et al. 2014). This 
results firstly from the rapid foliage and branch expansion 
during early stages, which is crucial for light capture and 
tree survival (Fatemi et al. 2011; Peichl and Arain 2007). 
The higher leaf to stem ratio in younger trees or stands 
suggest that more resources (carbohydrate resources) 
might have been allocated to foliage for photosynthetic 
activities (Mensah et al. 2016). Then, as stands age, tree 
size increases due to ontogeny and more resources are 
allocated for stem growth (Mensah et al. 2016). Mean-
while, the canopy closes, crown sizes and hence leaf and 

Fig. 4  Comparison of the predicted stem (a), branch (b), leaf (c), root 
(d), aboveground (e), and total tree biomass (kg) (f) against the corre-
sponding observed biomass (kg) in Chinese fir plantations. Note: the 
blue dots represent multilevel models, red triangles represent general-

ized additive models, and green crosses represent age class-specific 
models, using diameter at breast height (DBH, cm) as predictor vari-
able
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branch biomass increases proportionally less than stem 
mass (Mensah et al. 2016) which continues to increase 
due to physical adaption to ensure tree stability (Peichl 
and Arain 2007). Even through stem biomass was the 
largest biomass component, leaf and branch biomass is 
also important for C storage and should be included in C 
accounting in forests, in particular in young plantations.

The relative proportion and root:shoot ratio are usually 
applied to estimate root biomass due to the labor input 
and large time-consumption of direct root measurements 
(Lim et al. 2013). In this study, the relative proportion of 
root biomass increased initially and then decreased slightly 
before reaching a stable value, ranging from 15.13% to 
20.49%. This is inconsistent with other studies where the 
relative proportion of root biomass decreased consider-
ably after stand establishment and then stabilized to a 
certain value (Tobin and Nieuwenhuis 2005; Peichl and 
Arain 2007). The average ratio of root to shoot remained at 
about 0.19 for different stand ages. This is very similar to 
0.205 reported for subtropical moist plantations in a meta-
analysis (Mokany et al. 2006) and is in line with Li et al. 
(2014), who reported a relatively stable root:shoot ratio 
for Pinus bungeana. Therefore, variation in relative root 
biomass needs to be considered in order to avoid consider-
able error in root biomass and C stock estimates.

Effects of stand age on allometric equations

Stand age effects on relationships between biomass and 
tree dimensions have been reported since the early 1970s 
(Saint-André et al. 2005). However, the fitted regression 
coefficients of allometric equations related to stand age are 
controversial, depending on tree components and species 
(Bond-Lamberty et al. 2002; Saint-André et al. 2005). Mul-
tilevel models were used in this study to examine which tree 
components were more influenced by stand age and how the 
effects varied with predictor variables.

The results showed that variances of both intercepts and 
slopes for all tree components were higher between stand 
age classes than within stand age classes, indicating the 
effects of stand age on allometric equations. Leaf and branch 
biomass exhibited higher variances of intercepts and slopes 
than stem, aboveground and total biomass, but root biomass 
had lower variances (Table 2). This not only reflects the 
change in tree growth but is also the result of the combined 
effect of tree age and tree social status (Saint-André et al. 
2005). On the one hand, structural components (i.e. stem, 
branch and coarse root) change gradually over time while 
functional components (i.e. foliage, sapwood and fine roots) 
are more sensitive to the environment (Landsberg and Sands 
2011) and competition from the neighboring trees (Dutca 
et al. 2018). On the other hand, trees of the same size but 
different age might have a distinct social status: dominant 

in young stands and suppressed in old stands (Wirth et al. 
2004; Saint-André et al. 2005). The suppressed and older 
trees of same size tend to decrease leaf and branch biomass 
(Fig. 3). Therefore, allometric equations for leaf and branch 
biomass exhibited larger variations in intercepts and slopes 
between stand age classes than stem, root, aboveground and 
total biomass (Table 2). Developing age-specific equations 
or generalized equations that include stand age effects is 
required to improve estimates of branch and leaf biomass.

Multilevel models using DBH as a predictor variable 
had lower intercept and slope variances between stand age 
classes for stem, root, aboveground and total tree biomass 
than the models using H as a predictor variable (Table 2). 
However, the reverse pattern was found for branch and leaf 
biomass. This confirms that the biomass of large woody 
components is more strongly related to DBH and this rela-
tionship varies less between stand age classes than that of 
smaller and shorter-lived components (such as branch, leaf 
and root biomass) (Cole and Ewel 2006). Moreover, com-
petition for canopy dominance may cause trees to allocate 
more photosynthates to increase tree height instead of radial 
growth (Fatemi et al. 2011). Thus, using H as a predictor 
variable explained less variance for branch and leaf biomass 
between stand age classes than using DBH as a predictor 
variable.

Including H as an additional predictor variable only 
reduced the variance between stand age classes for stem 
biomass. This may be because stem biomass is determined 
more by tree size (diameter and height) while the other com-
ponents are determined by biomass allocation patterns that 
vary with stand age (Dutca et al. 2018).

Age class‑specific versus generalized allometric 
equations

Age class-specific allometric equations that had DBH as a 
single predictor variable were significant for all tree biomass 
components (Table S1). This result is consistent with other 
studies (Brown et al. 1989; Zianis and Mencuccini 2004; 
Basuki et al. 2009; Kuyah et al. 2012) where DBH was a 
strong predictor of tree component biomass. The proportion 
of variation in biomass that was explained by DBH was high 
(R2 > 0.95) for stem, aboveground and total tree biomass in 
stand age-specific allometric equations, but was relatively 
low and differed among stand age classes for branch, leaf 
and root biomass (Table S1). This indicates that branch, leaf 
and root biomass are more responsive to competition and 
environment (Cole and Ewel 2006; Xiang et al. 2016).

Age-specific allometric equations using H as a single 
predictor variable were also significant. Thus, tree height in 
combination with other dimensional variables (i.e. crown 
diameter) may be attractive for the development of allomet-
ric equations to predict biomass using the data retrieved 
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from remote sensing (Jucker et al. 2017). However, the 
determination coefficients were lower than using DBH as a 
predictor variable, in particular for older age classes. This 
is due to the fact that DBH explains a greater proportion of 
biomass variance than H (Dutca et al. 2018). Meanwhile, in 
older plantations tree height development slows so that tree 
DBH varies much more than height. Including H in the com-
bined form DBH2H generally improved the fit of age-specific 
allometric equations. This may be because the combined 

DBH2H captures the variation in the DBH-H ratio and tree 
architecture, and avoids multicollinearity problems between 
DBH and H as separate variables in allometric equations 
(Rojas-García et al. 2015; Dutca et al. 2018).

This study developed generalized allometric equations 
for tree component biomass across stand age. Adding 
stand age as a complementary variable in the generalized 
allometric equations improved the fit (Table 4) and the 
prediction of tree component biomass (Fig. 4 and Fig. 5). 

Fig. 5  The predicted stem (a), branch (b), leaf (c), root (d), above-
ground (e), and total tree biomass (kg) (f) plotted against the corre-
sponding observed biomass (kg) in Chinese fir plantations. Note: the 
blue dots represent multilevel models, red triangles represent general-

ized additive models, and green crosses represent age class-specific 
models, using diameter at breast height (DBH, cm) and height (H, m) 
as composite variable (DBH2H)
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This is consistent with the results reported by Saint-André 
et al. (2005), because of the increasing sample size and 
the consideration of stand age effects (Porté et al. 2002). 
When compared with the observed data, the three fitting 
approaches (multilevel, age-specific and generalized mod-
els) provided comparable predictions for stem, root, above-
ground and total biomass. As for branch and leaf biomass, 
age class-specific allometric equations provided similar 
predictions but multilevel models and generalized allo-
metric equations underestimated their values (Fig. 4 and 
Fig. 5). This confirms more variation in branch and leaf 
biomass in Chinese fir plantations (Cole and Ewel 2006; 
Xiang et al. 2016). Further improvement may be possible 
if stand structure and canopy architecture of individual 
trees are taken into account (Forrester et al. 2017b).

Conclusions

As the age of Chinese fir plantations increased, the pro-
portions of branch and leaf biomass decreased while the 
stem biomass proportion increased. The proportion of root 
biomass increased initially and then decreased to a stable 
state. Multilevel models indicated that stand age affected 
the intercept and slope of allometric equations. Branch 
and leaf biomass exhibited higher variances between stand 
age classes. Using DBH as a predictor variable had lower 
variances between stand age classes for stem, root, above-
ground and total tree biomass, but using H as predictor 
variable explained less variance for branch and leaf bio-
mass between stand age classes. Age-specific allometric 
equations fitted well using DBH and the combined form 
DBH2H. Including stand age as a complementary predic-
tor variable improved the fitness of generalized allometric 
equations. Stem, aboveground and total tree biomass pre-
dicted by the multilevel models and generalized equations 
were comparable to the observed data. Nevertheless, mul-
tilevel and generalized equations had relatively low pre-
dictive capacity for branch, leaf and root biomass. There-
fore, multilevel models and the best generalized equations 
could be used to estimate stem, aboveground and total tree 
biomass, but age-specific equations are recommended to 
improve the estimates of branch, leaf and root biomass.

Acknowledgements This work was supported by the National Key 
Research and Development Program of China (2016YFD0600202), 
National Natural Science Foundation of China (31570447 and 
31700636), and Huitong Forest Ecological Station Program funded 
by the State Forestry and Grass Administration of China (2019132159).

References

Baskerville GL (1972) Use of logarithmic regression in the estima-
tion of plant biomass. Can J For Res 2:49–53

Basuki TM, van Laake PE, Skidmore AK, Hussin YA (2009) Allo-
metric equations for estimating the above-ground biomass 
in tropical lowland Dipterocarp forests. For Ecol Manag 
257:1684–1694

Bauhus J, van der Meer PJ, Kanninen M (2010) Ecosystem goods 
and services from plantation forests. Earthscan, London, p 1

Beaudet M, Messier C (1998) Growth and morphological responses 
of yellow birch, sugar maple, and beech seedlings growing 
under a natural light gradient. Can J For Res 28:1007–1015

Bond-Lamberty B, Wang C, Gower ST (2002) Above-ground and 
below-ground biomass and sapwood area allometric equations 
for six boreal tree species of Northern Manitoba. Can J For Res 
32:1441–1450

Borges JG, Diaz-Balteiro L, McDill ME, Rodriguez LCE (2014) The 
management of industrial forest plantations: theoretical founda-
tions and applications. Springer, Dordrecht

Brown S, Gillespie A, Lugo AE (1989) Biomass estimation methods 
for tropical forest with applications to forest inventory data. For 
Sci 35:881–902

Chave J, Andalo C, Brown S, Cairns MA, Chambers JQ, Eamus D, 
Fölster H, Fromard F, Higuchi N, Kira T, Lescure JP, Nelson BW, 
Ogawa H, Puig H, Riera B, Yamakura T (2005) Tree allometry 
and improved estimation of carbon stocks and balance in tropical 
forests. Oecologia 145:87–99

Chen HJ (1998) Biomass and nutrient distribution in a Chinese-fir 
plantation chronosequence in Southwest Hunan, China. For Ecol 
Manag 105:209–216

Chen GS, Yang ZJ, Gao R, Xie JS, Guo JF, Huang ZQ, Yang YS (2013) 
Carbon storage in a chronosequence of Chinese fir plantations in 
southern China. For Ecol Manag 300:68–76

Cole TG, Ewel JJ (2006) Allometric equations for four valuable tropical 
tree species. For Ecol Manag 229:351–360

de-Miguel S, Pukkala T, Assaf N, Shater Z (2014) Intra-specific differ-
ences in allometric equations for aboveground biomass of eastern 
Mediterranean Pinus brutia. Ann For Sci 71:101–112

Dutcă I, Mather R, Blujdea VNB, Ioraș F, Olari M, Abrudan IV (2018) 
Site-effects on biomass allometric models for early growth planta-
tions of Norway spruce (Picea abies (L.) Karst.). Biomass Bio-
energy 116:8–17

FAO (2016) Global forest resources assessment 2015: how are the 
world’s forests changing?, 2nd edn. Italy, Rome, pp 3–9

Fatemi FR, Yanai RD, Hamburg SP, Vadeboncoeur MA, Arthur MA, 
Briggs RD, Levine CR (2011) Allometric equations for young 
northern hardwoods: the importance of age-specific equations 
for estimating aboveground biomass. Can J For Res 41:881–891

Finch WH, Bolin JE, Kelley K (2014) Multilevel modeling using R. 
CRC Press, Boca Raton

Forrester DI, Benneter A, Bouriaud O, Bauhus J (2017a) Diversity and 
competition influence tree allometric relationships—developing 
functions for mixed-species forests. J Ecol 105:761–774

Forrester DI, Tachauer IHH, Annighoefer P, Barbeito I, Pretzsch H, 
Peinado RR, Stark H, Vacchiano G, Zlatanov T, Chakraborty T, 
Saha S, Sileshi GW (2017b) Generalized biomass and leaf area 
allometric equations for European tree species incorporating stand 
structure, tree age and climate. For Ecol Manag 396:160–175



331European Journal of Forest Research (2021) 140:317–332 

1 3

Harrison XA, Donaldson L, Correa-Cano ME, Evans J, Fisher DN, 
Goodwin CED, Robinson BS, Hodgson DJ, Inger R (2018) A brief 
introduction to mixed effects modelling and multi-model inference 
in ecology. PeerJ 6:e4794

Henry M, Picard N, Trotta C, Manlay RJ, Valentini R, Bernoux M, 
Saint-André L (2011) Estimating tree biomass of Sub-Saharan 
African forests: a review of available allometric equations. Silva 
Fennica 45:477–569

Hounzandji API, Jonard M, Nys C, Saint-André L, Ponette Q (2015) 
Improving the robustness of biomass functions: from empirical to 
functional approaches. Ann For Sci 72:795–810

Institute of Soil Science, Chinese Academy of Sciences, (2001) Chi-
nese Soil Taxonomy. Science Press, Beijing

Ishihara MI, Utsugi H, Tanouchi H, Aiba M, Kurokawa H, Onada Y, 
Nagano M, Umehara T, Ando M, Miyata R, Hiura S (2015) Effi-
cacy of generic allometric equations for estimating biomass: a test 
in Japanese natural forests. Ecol Appl 25:1433–1446

Jucker T, Caspersen J, Chave J, Antin C, Barbier N, Bongers F, Dal-
ponte M, van Ewijk KY, Forrester DI, Haeni M, Higgins SI, 
Holdaway RJ, Iida Y, Lorimer C, Marshall PL, Momo S, Moncri-
eff GR, Ploton P, Poorter L, Rahman KA, Schlund M, Sonké B, 
Sterck FJ, Trugman AT, Usoltsev VA, Vanderwel MC, Waldner P, 
Wedeux BMM, Wirth C, Hl Wöl, Woods M, Xiang W, Zimmer-
mann NE, Coomes DA (2017) Allometric equations for integrat-
ing remote sensing imagery into forest monitoring programmes. 
Glob Change Biol 23:177–190

Kuyah S, Dietz J, Muthuri C, Jamnadass R, Mwangi P, Coe R, Neu-
feldt H (2012) Allometric equations for estimating biomass in 
agricultural landscapes: I. Aboveground biomass. Agric Ecosyst 
Environ 158:216–224

Landsberg J, Sands P (2011) Physiological ecology of forest produc-
tion. Academic Press, London

Li H, Li CY, Zha TS, Liu JL, Jia X, Wang XP, Chen WJ, He GM (2014) 
Patterns of biomass allocation in an age-sequence of secondary 
Pinus bungeana forests in China. Forest Chron 90:169–176

Lim H, Lee KH, Lee KH, Park IH (2013) Biomass expansion factors 
and allometric equations in an age sequence for Japanese cedar 
(Cryptomeria japonica) in southern Korea. J For Res 18:316–322

MacFarlane DW (2015) A generalized tree component biomass model 
derived from principles of variable allometry. For Ecol Manag 
354:43–55

Mavouroulou QM, Ngomanda A, Obiang NLE, Lebamba J, Gomat 
H, Mankou GS, Loumeto J, Iponga DM, Ditsouga FK, Koumba 
RZ, Bobe KHB, Lepengue N, Mbatchi B, Picard N (2014) How 
to improve allometric equations to estimate forest biomass 
stocks? Some hints from a central African forest. Can J For Res 
44:685–691

Mensah S, Kakaï RG, Seifert T (2016) Patterns of biomass allocation 
between foliage and woody structure: the effects of tree size and 
specific functional traits. Ann For Res 59:49–60

Mensah S, Pienaar OL, Kunneke A, du Toit B, Seydack A, Uhl E, 
Pretzsch H, Seifert T (2018) Height—diameter allometry in South 
Africa’s indigenous high forests: assessing generic models perfor-
mance and function forms. For Ecol Manag 410:1–11

Messier C, Nikinmaa E (2000) Effects of light availability and sapling 
size on the growth, biomass allocation and crown morphology 
of understory sugar maple, beech and yellow birch. Ecoscience 
7:345–356

Mokany K, Raison RJ, Prokushkin AS (2006) Critical analysis of root: 
shoot ratios in terrestrial biomes. Global Change Biol 12:84–96

Montagu KD, Düttmer K, Barton CVM, Cowie AL (2005) Developing 
general allometric relationship for regional estimates of carbon 
sequestration—an example using Eucalyptus pilularis from seven 
contrasting sites. For Ecol Manag 204:113–127

Ouyang S, Xiang W, Wang X, Xiao W, Chen L, Li S, Sun H, Deng X, 
Forrester DI, Zeng L, Lei P, Lei X, Gou M, Peng C (2019) Effects 
of stand age, richness and density on productivity in subtropical 
forests in China. J Ecol 107:2266–2277

Peichl M, Arain MA (2007) Allometry and partitioning of above- and 
belowground tree biomass in an age-sequence of white pine for-
ests. For Ecol Manag 253:68–80

Picard N, Saint-André L, Henry M (2012) Manual for building tree 
volume and biomass allometric equations: from field measure-
ments to predictions. Food and Agricultural Organization of the 
United Nations, Rome, and Centre de Coopération Internationale 
en Recherche Agronomique pour le Développement, Montpellier

Picard N, Rutishauser E, Ploton P, Ngomanda A, Henry M (2015) 
Should tree biomass allometry be restricted to power models? For 
Ecol Manag 353:156–163

Pilli R, Anfodillo T, Carrer M (2006) Towards a functional and sim-
plified allometry for estimating forest biomass. For Ecol Manag 
237:583–593

Pinheiro J, Bates D, DebRoy S, Sarkar D, EISPACK authors, Heis-
terkamp S, Willigen BV, R Core Team (2020) nlme: Linear and 
Nonlinear Mixed Effects Models. (Version R Package Version 
3.1-142). https ://CRAN.R-proje ct.org/packa ge=nlme

Poorter H, Niklas KJ, Reich PB, Oleksyn J, Poot P, Mommer L (2012) 
Biomass allocation to leaves, stems and roots: meta-analyses of 
interspecific variation and environmental control. New Phytol 
193:30–50

Poorter H, Jagodzinski AM, Ruiz-Peinado R, Kuyah S, Luo Y, Oleksyn 
J, Usoltsev VA, Buckley TN, Reich PB, Sack L (2015) How does 
biomass distribution change with size and differ among species? 
An analysis for 1200 plant species from five continents. New Phy-
tol 208:736–749

Porté A, Trichet P, Bert D, Loustau D (2002) Allometric relationship 
for branch and tree woody biomass of Maritime pine (Pinus pin-
aster Aït). For Ecol Manag 158:71–83

R Core Team (2019) R: A language and environment for statistical 
computing. R Foundation for Statistical Computing, Vienna, Aus-
tria. https ://www.R-proje ct.org/

Rojas-García F, De Jong BHJ, Martínez-Zurimendí P, Paz-Pellat F 
(2015) Database of 478 allometric equations to estimate biomass 
for Mexican trees and forests. Ann For Sci 72:836–864

Rozenberg P, Franc A, Bastien C, Cahalan C (2001) Improving mod-
els of wood density by including genetic effects: a case study in 
Douglas-fir. Ann For Sci 58:385–394

Saint-André L, M’Bou AT, Mabiala A, Mouvondy W, Jourdan C, 
Roupsard O, Deleporte P, Hamel O, Nouvellon Y (2005) Age-
related equations for above- and below-ground biomass of a Euca-
lyptus hybrid in Congo. For Ecol Manage 205:199–214

Seo YO, Lee YJ, Lumbres RIC, Pyo JK, Kim RH, Son YM, Lee KH 
(2013) Influence of stand age class on biomass expansion factor 
and allometric equations for Pinus rigida plantations in South 
Korea. Scand J For Res 28:566–573

Tobin B, Nieuwenhuis M (2005) Biomass expansion factors for Sitka 
spruce (Picea sitchensis (Bong). Carr.) in Ireland. Eur J For Res 
126:189–196

Wirth C, Schumacher J, Schulze ED (2004) Generic biomass functions 
for Norway spruce in Central Europe-a meta-analysis approach 
toward prediction and uncertainty estimation. Tree Physiol 
24:121–139

Wu ZL (1984) Chinese-fir. Forestry of China Publications, Beijing 
(in Chinese)

Wu H, Xiang W, Ouyang S, Xiao W, Li S, Chen L, Lei P, Deng X, 
Zeng Y, Zeng L, Peng C (2020) Tree growth rate and soil nutrient 
status determine the shift in nutrient-use strategy of Chinese fir 
plantations along a chronosequence. For Ecol Manag 460:11789

https://CRAN.R-project.org/package%3dnlme
https://www.R-project.org/


332 European Journal of Forest Research (2021) 140:317–332

1 3

Xiang WH, Zhou J, Ouyang S, Zhang SL, Lei PF, Li JX, Deng XW, 
Fang X, Forrester DI (2016) Species-specific and general allomet-
ric equations for estimating tree biomass components of subtropi-
cal forests in southern China. Eur J For Res 135:963–979

Xie XY, Cui J, Shi WT, Liu XJ, Tao X, Wang Q, Xu XN (2016) Bio-
mass partition and carbon storage of Cunninghamia lanceolata 
chronosequence plantations in Dabie Mountains in East China. 
Dendrobiology 76:165–174

Xue L (1996) Nutrient cycling in a Chinese-fir (Cunninghamia lanceo-
lata) stand on a poor site in Yishan, Guangxi. For Ecol Manag 
89:115–123

Zianis D, Mencuccini M (2004) On simplifying allometric analyses of 
forest biomass. For Ecol Manag 187:311–332

Zianis D, Xanthopoulos G, Kalabokidis K, Kazakis G, Ghosn D, Rous-
sou O (2011) Allometric equations for aboveground biomass esti-
mation by size class for Pinus brutia Ten. trees growing in North 
and South Aegean Islands, Greece. Eur J For Res 130:145–160

Publisher’s Note Springer Nature remains neutral with regard to 
jurisdictional claims in published maps and institutional affiliations.


	Effects of stand age on tree biomass partitioning and allometric equations in Chinese fir (Cunninghamia lanceolata) plantations
	Abstract
	Introduction
	Materials and methods
	Study site description
	Biomass measurement
	Data analysis and allometric equation fitting

	Results
	Biomass partitioning among tree components at different stand ages
	Multilevel models and stand age effects
	Age class-specific allometric equations and generalized allometric equations
	Comparison of three modeling approaches

	Discussion
	Effects of stand age on tree biomass partitioning
	Effects of stand age on allometric equations
	Age class-specific versus generalized allometric equations

	Conclusions
	Acknowledgements 
	References




