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Abstract: The population of natural Korean pine (Pinus koraiensis) in northeast China has sharply
declined due to massive utilization for its high-quality timber, while this is vice versa for Korean pine
plantations after various intensive afforestation schemes applied by China’s central authority. Hence,
more comprehensive models are needed to appropriately understand the allometric relationship
variations between the two origins. In this study, we destructively sampled Pinus koraiensis from
several natural and plantation sites in northeast China to investigate the origin’s effect on biomass
equations. Nonlinear seemingly unrelated regression with weighted functions was used to present
the additivity property and homogenize the model residuals in our two newly developed origin-free
(population average) and origin-based (dummy variable) biomass functions. Variations in biomass
allocations, carbon content, and root-to-shoot ratio between the samples obtained from plantations
and natural stands were also investigated. The results showed that (1) involving the origin’s effect
in dummy variable models brought significant improvement in model performances compared to
the population average models; (2) incorporating tree total height (H) as an additional predictor to
diameter at breast height (D) consistently increase the models’ accuracy compared to using D only
as of the sole predictors for both model systems; (3) stems accounted for the highest partitioning
proportions and foliage had the highest carbon content among all biomass components; (4) the
root-to-shoot ratio ranged from 0.18–0.35, with plantations (0.28 ± 0.04) had slightly higher average
value (±SD) compared to natural forests (0.25 ± 0.03). Our origin-based models can deliver more
accurate individual tree biomass estimations for Pinus koraiensis, particularly for the National Forest
Inventory of China.

Keywords: additive biomass equations; root-to-shoot ratio; carbon concentration; biomass partition-
ing; forest origin

1. Introduction

Terrestrial living plants hold a crucial role in regulating the climate through their
contributions in carbon flux density and storing a tremendous amount of carbon storage
(380–536 Pg C) [1,2]. The plant’s interaction in competing for both below- and above-
ground resources (i.e., soil nutrients, water, and light) shapes the forest’s composition and
structure, determining the forest community’s capacity in storing carbon [3]. However,
the forest community’s carbon sequestration capacity has gained an increasing number
of public concerns due to the more apparent appalling evidence of climate change and
global warming [4,5]. Carbon sequestration is highly associated with forest biomass; thus,
accurate biomass estimation is a key step for carbon appraisals and a primary tool for the
successful implementation of climate change mitigation strategies [6].

An individual tree biomass equation is widely known to be one of the most efficient
techniques to estimate forest biomass since direct biomass measurements need tremendous
resources (i.e., labor, time, equipment, and cost). Thousands of equations for stem, root,
crown variables (i.e., branch and foliage), aboveground, and total biomass have been
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developed worldwide [7–10]. Most of them used the allometric function (Y = aXb) to relate
the required biomass (Y) with several easy-to-measure independent variables (X), in which
tree diameter at breast height (D) is independently applied as the sole predictor. If several
biomass component equations are developed, the inherent correlation among them is often
neglected, nullifying their estimations’ additive property. As a result, the summation of
each component’s prediction will yield either an over- or under-estimation compared to
the total biomass prediction [11,12]. Hence, several researchers have specifically addressed
the importance of considering compatibility property in establishing tree-level biomass
equations [8,13–16]. Among various model specifications for nonlinear function, nonlinear
seemingly unrelated regression (NSUR) emerges as a primary standard [13,17–20], owing
to its flexibility, allowing each biomass component to have different combinations of
predictors and weighting function to increase the model’s accuracy and homogenize the
model residuals, respectively.

Besides biomass equations, an accurate carbon content value has also been recognized
as an important component since it will be multiplied by the biomass estimation result for
carbon stock quantification. In recent decades, there has been a slow but growing trend in
research for investigating the tree carbon content variation between species [21], biomass
components [22], growing sites [20], provenances [23], and forest origins [24]. Regardless
of its impreciseness, the use of the 50% generic carbon multiplication factor seems to be
endless, as often the very required specific carbon content value is still not available in the
literature. Thus, fostering the investigation on carbon content measurement and variability
is essential to promote global forest carbon stock assessments’ accuracy.

Food Agricultural and Organization of the United Nations (FAO) reported that, from
2010 to 2015, there was an increasing and a decreasing trend of global plantations and natural
forest areas, with the rate of 3.3 million ha/year and 6.5 million ha/year, respectively [2,25].
Furthermore, researchers have found various palpable characteristic differences between
these two origins, such as in terms of water consumption [26], carbon sequestration rate [27],
soil organic carbon content [28], and species composition [29]. However, only a limited
number of the established tree-level biomass functions used the data obtained from both
plantations and natural stands to consider the origin’s effect in constructing the models.
Fu et al. [30] used the aboveground biomass data of Pinus massoniana from planted and
natural forests in southern China and concluded that involving the origin-effect with both
dummy variables and mixed-effect models brought significantly better performance on
model estimation compared to the population average model. Schuller et al. [31] harvested
small diameter natural- and planted-origin trees (0.5–15 cm) of Pinus taeda in southern
Arkansas to analyze the origin’s effect on biomass allometric relationships and reported
that the partitioning proportions of branches, foliage, and root biomass were found to
be greater in planted Pinus taeda compared to those of naturally regenerated samples,
whereas this was vice versa for stems, aboveground, and total biomass. Widagdo et al. [24]
utilized the above- and below-ground biomass dataset to establish Larix gmelinii origin-
based individual tree biomass models in northeast China; and found that the origin-based
models significantly improved the estimation of total biomass and all biomass components
compared to the basic origin-free models. Further studies are necessitated to scrutinize the
importance of involving the stands origin’s effect on biomass models and understanding
the two habitats’ individual tree biomass characteristic’s variations.

Korean pine (Pinus koraiensis) is one of the most valuable evergreen needle-leaved tree
species in northeast China, having a high quality of relatively decay-resistant timber [32]
along with edible nutritional-rich [33] and unique-aroma perceived nuts [34]. In China, the
natural and planted Korean pine respectively comprise an approximate total area of ~60 and
~300 thousand ha [35], designating the country as the world’s leading pine nut producer,
with an estimated export value exceeding 250 million USD/year [36]. Furthermore, more
than 98% of those natural and plantation Korean pine forest areas are located in northeast
China, particularly in Heilongjiang province (69% cf. 49%), the most extensive among
other regions. However, none of the previously established equations for Pinus koraiensis
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considered the forest origin’s effect, in which the majority of them only utilized either
plantations or naturally regenerated sample trees. Hence, this study aimed to: (1) use the
dummy variable with weighted NSUR model to involve the forest origin’s effect in developing
additive biomass equations for the foliage, branch, stem, root, and total biomass of Pinus
koraiensis; (2) utilize the jackknifing technique to validate the model fitting performance;
(3) investigate the forest origin’s effect on biomass allocations, carbon content variability,
and root-to-shoot (RS) ratio of Pinus koraiensis; and (4) compare our origin-free and -based
biomass equations with the established models for Korean pine by Wang et al. [37] and
Li et al. [38].

2. Materials and Methods
2.1. Data Collection

The biomass and carbon content dataset used in the current research was obtained
from both natural secondary forests (4 sites) and Pinus koraiensis plantations (4 sites) in the
Xiaoxing’an and Changbai Mountains, Northeast China (Figure 1). All of the eight sites
are located in Heilongjiang province (121–135◦ E and 43–53◦ N), the largest province in
the northeastern area of China, where both natural and planted Korean pine was mostly
situated. All sampling sites are owned and managed by The Forestry and Grassland
Administration of Heilongjiang province, which hierarchically falls under the supervision
of The State Forestry and Grassland Administration. The climate of the study areas is a
continental monsoon climate (Köppen-Geiger climate classification Dwb), characterized by
having warm-wet summers and dry-cold winters [39]. The mean annual rainfall ranges
from 550 to 900 mm (with an average of ~700 mm). Based on the Chinese Taxonomic
system, the soils are mostly dark brown forest soil (Haplumbrepts or Eutroboralfs). The
mean annual temperature also ranges from −7 to 3 ◦C, with the mean temperature at the
hottest (July) and coldest month (January) being 23 ◦C and −24 ◦C, respectively.

Figure 1. The location of the study area across several Pinus koraiensis plantations and natural stands
in Heilongjiang Province, Northeast China.
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All planted trees were destructively sampled from the first rotation of Pinus koraiensis
monoculture plantations, with the planting density of 2500 or 3300 trees/ha. The young
stands were normally pruned once before reaching 20 years of age, and the middle-age
stands were generally thinned one to three times with 5–7 years interval between each
thinning practice (thinning intensity 20–25%). Meanwhile, all naturally regenerated sample
trees were obtained from natural secondary forest sites, which are widespread across
northeast China. This type of forest mostly has a great potential to become a primary forest,
consisting of several layers of different ages, and Korean pine mostly occupies the canopy’s
upper position.

Sixty-three Korean pine trees with DBH and H of 5.4–34.4 cm and 5.4–19.7 m, respec-
tively, were destructively sampled. The biomass samples consisted of the aboveground
(i.e., foliage, branch, and stem) and belowground (i.e., root) components from 33 naturally
regenerated and 30 planted trees. Meanwhile, 45 trees were used for carbon content deter-
mination, in which 30 trees were obtained from plantations, and the balances were from
natural stands. The field measurements were conducted in July and August when foliage
biomass reaches its maximum. Some basic prerequisites were determined for selecting the
sample trees, such as healthy, undamaged trees, those with an un-forked single trunk, and
no border trees. Several parameters were measured in the field measurements: (1) DBH
and H of each sampled trees; and (2) the green weight (kg) of foliage, branches, stems,
and roots. Samples were then taken to the laboratory for oven drying and carbon content
determination. The in-depth explanations regarding the field measurements and laboratory
analysis have been entirely discussed in Dong et al. [14,22,40]. The descriptive statistics
of the measured dry weight biomass and the independent variables (i.e., DBH and H) are
presented in Table 1.

Table 1. Summary statistics of the tree samples.

Variables
Naturally Regenerated (N = 33) Planted (N = 30) Total (N = 63)

Mean Range S.D. Mean Range S.D. Mean Range S.D.

Tree DBH (cm) 18.2 7.3–34.4 7.3 18.4 5.4–33.4 6.9 18.3 5.4–34.4 7.0
Total height (m) 13.7 8.2–19.7 3.3 11.5 5.4–16.2 2.7 12.7 5.4–19.7 3.2

Root biomass (kg) 32.7 2.3–141.4 35.0 31.3 1.6–107.0 26.0 32.0 1.6–141.4 30.8
Stem biomass (kg) 97.3 8.3–336.9 87.9 79.1 3.4–246.5 60.0 88.6 3.4–336.9 75.8

Branch biomass (kg) 17.7 1.4–67.4 18.1 25.2 0.3–99.3 24.6 21.3 0.3–99.3 21.6
Foliage biomass (kg) 7.3 1.1–22.4 5.4 12.9 0.3–38.3 10.0 9.9 0.3–38.3 8.3

Total biomass (kg) 155.0 14.0–563.1 144.1 148.6 5.6–491.2 118.8 152.0 5.6–563.1 131.6

DBH: Diameter at breast height; S.D.: Standard deviation; N: Number of samples.

2.2. Statistical Analysis
2.2.1. Base Model

A scatterplot between the biomass data and available independent variables (i.e., D
and H) was used to identify trends in the relationship (Figure 2). The base model was
constructed using the common allometric power function with an additive error structure
to examine the relationship between the predictors and biomass components. The equation
can be written as follows:

Yi = eβi0 Xβi1
1 Xβi2

j + εi (1)

where Yi denotes the ith biomass tissues in kg (i = 1st–4th respectively represent the root,
stem, branch, and foliage); Xi are the independent variables (j = 1 for D and j = 2 for H);
βij are the parameters of the models; εi represents the error term. Considering one and
two predictors to consist of D and a combination of D and H, respectively, has become
a common practice in developing individual tree biomass models [16,41,42]. Thus, in
this study, both uni- and multi-variate additive models were developed, providing more
alternatives for forestry practitioners and researchers.
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Figure 2. Relationship between the independent and dependent variables.

2.2.2. Population Average (Generalized) Model

The population average (PA) models were fitted to all data without considering the
effects of tree origin (i.e., plantation and natural forest). Cross-equation with one parameter
restriction was used to account for the compatibility property within each five-equation
system as it has been suggested by Parresol [15]. This structure ensures the additivity
between the estimation of the component biomass, making it possible to sum a certain
component’s estimation depending on the necessity. The additive systems of the PA models
with one (PA-1) and two (PA-2) predictors can be expressed as:

PA − 1



Yr = eβr0 Dβr1 + εr
Ys = eβs0 Dβs1 + εs

Yb = eβb0 Dβb1 εb
Yf = eβ f 0 Dβ f 1 + ε f

Yt = Yr + Ys + Yb + Yf + εt

(2)
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PA − 2



Yr = eβr0 Dβr1 Hβr2 + εr
Ys = eβs0 Dβs1 Hβs2 + εs
Yb = eβb0 Dβb1 Hβb2 + εb
Yf = eβ f 0 Dβ f 1 Hβ f 2 + ε f

Yt = Yr + Ys + Yb + Yf + εt

(3)

where Yr, Ys, Yb, and Yf respectively denote the root, stem, branch, foliage, and total
biomass. Other abbreviations are the same with Equation (1).

2.2.3. Origin-Based Dummy Variable Model

Forest origins can be considered as categorical effects in constructing biomass mod-
els [9,24,30,43]. Hence, we used a dummy variable (DV) model to account for the differences
of the specific traits between the naturally regenerated and planted single-tree biomass
model. As in PA models, the NSUR with one parameter restriction was also used to guar-
antee the presence of the additivity property between each component’s biomass equation.
The additive systems of the DV models with one (DV-1) and two (DV-2) predictors can be
expressed as:

DV − 1


Yr = e(βr0i∗Z0i+βr0i∗Z0i)D(βr1i∗Z1i+βr1i∗Z1i) + εr

Ys = e(βs0i∗Z0i+βs0i∗Z0i)D(βs1i∗Z1i+βs1i∗Z1i) + εr

Yb = e(βb0i∗Z0i+βb0i∗Z0i)D(βb1i∗Z1i+βb1i∗Zz1i) + εr

Yf = e(β f 0i∗Z0i+β f 0i∗Z0i)D(β f 1i∗Z1i+β f 1i∗Z1i) + εr
Yt = Yr + Ys + Yb + Yf + εt

 (4)

DV − 2


Yr = e(βr0i∗Z0i+βr0i∗Z0i)D(βr1i∗Z1i+βr1i∗Z1i)H(βr2i∗Z2i+βr2i∗Z2i) + εr

Ys = e(βs0i∗Z0i+βs0i∗Z0i)D(βs1i∗Z1i+βs1i∗Z1i)H(βs2i∗Z2i+βs2i∗Z2i) + εr

Yb = e(βb0i∗Z0i+βb0i∗Z0i)D(βb1i∗Z1i+βb1i∗Z1i)H(βb2i∗Z2i+βb2i∗Z2i) + εr

Yf = e(β f 0i∗Z0i+β f 0i∗Z0i)D(β f 1i∗Z1i+β f 1i∗Z1i)H(β f 2i∗Z2i+β f 2i∗Z2i) + εr
Yt = Yr + Ys + Yb + Yf + εt

 (5)

where βrji, βsji, βbji, and βfji are respectively the origin-specific coefficients for roots, stems,
branches, and foliage biomass (j = 0, 1, and 2; i = a and b); Zji represents the dummy
variable; and other abbreviations are the same with in Equations (1)–(3). The dummy
variable Zji was set as follows: Zja = 1 and Zjb = 0 for the data acquired from Korean pine
plantation, while Zja = 0 and Zjb = 1 for those obtained from natural forest.

2.2.4. Heteroscedasticity Neutralization

Heteroscedasticity is a common problem in tree biomass and volume modeling, which
creates a certain pattern of inconsistency in the model’s residuals. To date, two methods
(i.e., logarithmic transformation and weighted regression) have been widely applied as
countermeasures to reduce the heteroscedasticity issue [16]. In the present study, the
weighted least squares regression was used to homogenize the error variance, since it
is more reliable to be applied for the nonlinear regression. For each biomass equation,
a unique weighting function was determined using the power function to independently
fit the predictors (Di) and the error variance (εi) of the ith individuals. A more detailed
theoretical explanation can be found in Harvey [44], while the practical application using
the SAS/ETS PROC MODEL procedure [45] in Dong et al. [14] and Balboa-Murias et al. [46]

2.2.5. Model Validation

The two additive model systems (PA and DV) were fitted using the entire dataset
(sample size N). In the present study, there were no independent data available for model
validation; thus, the jackknifing technique (leave-one-out) was utilized. All exclude-one
observations (sample size N−1) were systematically utilized in building the validation
models, and the held-out observation was used to calculate the predictions. Two statistics
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were employed for model fitting assessment: (1) the coefficient of determination (R2);
and (2) root mean square error (RMSE), while three jackknifing statistics were utilized for
evaluating the model performance: (1) mean error (ME); (2) mean absolute error (MAE);
and (3) mean absolute percentage error (MAPE). The equations can be written as follows:

R2 = 1 − ∑n
i=1 (Yik − Ŷik)

2

∑n
i=1 (Yik − Yk)

2 (6)

RMSE =

√
∑n

i=1
(
Yik − Ŷik

)2

n
(7)

ME =
∑n

i=1
(
Yik − Ŷik,−i

)
n

(8)

MAE =
∑n

i=1
∣∣Yik − Ŷik,−i

∣∣
n

(9)

MAPE =
∑n

i=1
∣∣(Yik − Ŷik,−i)/Yik

∣∣
n

× 100 (10)

where Yik is the observed biomass for the ith individual and the kth category (k = 1, 2, 3, 4,
and 5, are root, stem, branch, foliage, and total, respectively); Ŷik is the predicted biomass
for the ith individual and the kth category (fitted using N sample size); Ŷ is the average
value of the observed biomass; and Ŷik,−i is the estimated biomass for the ith individual
and the kth category (fitted using N−1 sample size). Furthermore, to analyze whether or
not the effect of considering growing origin in the dummy variable (DV) models brought a
significant improvement compared to the population average (PA) models, both F-test and
Lakkis-Jones test [47,48] were applied in this study. The statistics were calculated as follow:

F =

(
SSEPA − SSEDV
d. f .PA − d. f .DV

)
× d. f .DV

SSEDV
(11)

L = 2 ln

((
SSEPA
SSEDV

) N
2
)

(12)

where SSEPA and SSEDV denote the population average and dummy variable models
(without and with growing origin variables) sum of squares errors, respectively; d.f.PA and
d.f.DV represent the degrees of freedom of the PA and DV models, respectively; and N is
the total samples.

2.2.6. Variation of Carbon Content

The factorial analysis of variance (ANOVA) test was used to assess the effect of tree
size (D), tree height (H), growing origins (i.e., plantation and natural forest), and biomass
components (i.e., foliage, branch, stem, and root) on carbon content value. The analysis was
conducted using the SAS PROC GLM procedure [45], as it has been commonly performed
in previous researches [20,49,50].

3. Results
3.1. Biomass Partitioning between the Planted and Naturally Regenerated Korean Pine

Figure 3 presents the biomass relative percentage of each part (i.e., foliage, branch,
stem, and root) across five diameter (D) classes (i.e., <10, 10–15, 15–20, 20–25, >25) as
Ruiz–Peinado et al. [51] noted that the distribution of biomass into different parts was
highly related to D. The belowground biomass (root) relative to the proportion of the
total biomass was consistent in planted Korean pine, around 22% in five diameter classes.
For the naturally regenerated Korean pine, the root biomass proportion did not indicate
any regular pattern across five diameter classes (Figure 3). The stem biomass relative
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proportion to total biomass was found to decrease gradually from the 2nd to the 5th D
classes in both origins. However, the decline was almost three times higher in Korean
pine plantations (~10%) than in natural stands (~3.5%). The branch biomass proportion
of the planted Korean pine increased gradually from the 1st (6.8%) to the 5th (19.6%) D
classes. For the natural Korean pine, apart from the 2nd D class (8.02%), branch biomass
presents a consistent relative percentage (~12%). The same pattern occurred in the foliage
component of the planted sample trees, in which the foliage biomass percentage was found
to be constant at around 8.5% across all D classes (Figure 3). Meanwhile, for natural Korean
pine, a decreasing trend in foliage biomass proportion was shown from the 1st (8.8%) to
the 5th (3.8%) D classes.

Figure 3. Biomass allocation of the four primary components across five range of diameter classes for: (A) The naturally
regenerated; and (B) the planted Pinus koraiensis. The bars are standard errors and n is the number of sample trees per D class.

3.2. RS Ratio and Carbon Content Variations of the Two Origins

The pattern of the root-to-shoot (RS) ratio was also visualized across five diameter
classes based on the tree growing origins (Figure 4). The 1st D class of the planted sample
trees gave the highest RS ratio (0.35), while the 3rd D class of the naturally regenerated
Korean pine accounts for the smallest RS ratio (0.22). For the planted sample trees, apart
from the 1st D class, the RS ratio was showing a regular pattern from the 2nd to the 5th D
classes (0.27 ± 0.01). Meanwhile, the RS ratio pattern of the naturally regenerated sample
trees was found to be irregular across the five D classes (0.24, 0.26, 0.22, 0.25, and 0.28).
On average (±SD), the RS ratio of the planted Korean pine (0.28 ± 0.04) was found to be
slightly higher than the naturally regenerated sample trees (0.25 ± 0.03).

The carbon content of foliage, branch, stem, and root biomass tissues from both
origins (plantations and natural stands) were also measured in this study (Figure 5). The
effect of tree DBH (F value = 14.20 and p = 0.0002), tree total height (F value = 5.19 and
p = 0.0240), and biomass tissues (F value = 5.71 and p = 0.0009) on carbon content were
found to be significantly different. Meanwhile, the effect of growing origins (F value = 0.40
and p = 0.5275) and all interactions between variables (i.e., tree DBH, tree total height,
origins, and biomass tissues) were found to be not statistically significant. The overall
carbon content can be ranked: foliage (49.32%) > branch (49.04%) > root (48.28%) > stem
(47.73%). The planted Korean pine had a slightly higher average carbon content than those
of naturally regenerated sample trees (48.75% cf. 48.29%), as well as across all four primary
tree tissues (Figure 5). However, the differences of all biomass tissues between the two
origins were not statistically significant.



Plants 2021, 10, 201 9 of 19

Figure 4. Comparison of the root-to-shoot (RS) ratio between the planted and natural Pinus koraiensis
across five ranges of diameter classes. The bars are standard errors. The number of the sample trees
per D class is similar with Figure 3.

Figure 5. The carbon content of Pinus koraiensis for the root, stem, branch, and foliage sampled from
both natural and plantation forests. Means are equal to the height of the bars, while the vertical lines
represent the standard error.

3.3. The PA and DV Additive Biomass Model Systems

The data of 63 destructively sampled Pinus koraiensis from Northeast China were used
to develop one- and two-variable biomass models. Using the PROC MODEL procedure
in SAS Software (SAS Institute Inc., Cary, NC, USA, 2011), the population average (PA)
and dummy variable (DV) additive biomass model systems were simultaneously fitted
by applying one constraint in the NSUR model structure to ensure the presence of the
additivity property (Equations (2)–(5)). The fitting results of PA and DV model systems for
the four primary components (i.e., stem, foliage, branch, and root) and total biomass are
presented in Tables 2 and 3, respectively.
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Table 2. Parameter estimates of the one- and two-variable population average (PA) additive models.

Equations Components Parameters Estimates S.E.

PA-1
(One-variable)

Root
βr0 −4.10368 0.1765
βr1 2.52639 0.0548

Stem
βs0 −2.29469 0.2002
βs1 2.26941 0.0644

Branch
βb0 −5.40818 0.3448
βb1 2.79699 0.1066

Foliage β f 0 −3.73742 0.4135
β f 1 2.01881 0.1325

PA-2
(Two-variables)

Root
βr0 −4.47742 0.2138
βr1 2.51914 0.0720
βr2 0.14399 0.1051

Stem
βs0 −3.36539 0.2068
βs1 1.94692 0.0661
βs2 0.77835 0.0914

Branch
βb0 −4.14573 0.3243
βb1 3.13166 0.1041
βb2 −0.86857 0.1251

Foliage
β f 0 −1.96307 0.3978
β f 1 2.56451 0.1310
β f 2 −1.31504 0.1849

S.E. is the standard error.

The parameters of D were positive in all equations (Tables 2 and 3). Meanwhile, the
parameters of H varied depending on the biomass tissues. The parameters of H in all
of the stem and foliage equations (i.e., PA-2 and DV-2) were always found to be positive
and negative, respectively. The stem tissue’s positive relationship with both parameters
D and H indicated that, for an equivalent value of D, the stem biomass rose with rising
H. The positive D and negative H in the foliage tissue implicated that, for an equivalent
value of D, foliage biomass decreased with the rising H. For the branch tissue, the results
varied between origins (Table 3). In plantation sites, the parameter of H was found to be
positive, indicating the branch biomass rose with rising H for an equivalent value of D,
while this was vice versa in natural forests. Meanwhile, different results were obtained
between the PA and DV models for the root biomass equations, in which the parameter H
was found to be positive in the PA model and negative in both the DV models (plantation
and natural sites).

Table 4 showed that the two additive biomass model systems (i.e., PA and DV) devel-
oped in this study satisfactorily fitted the data. The foliage tissue had the lowest model
fitting (R2 = 0.699–0.930), while total biomass models delivered the best results of model
fitting (R2 = 0.985–0.989). The addition of H into two-variable biomass equations gave an
apparent improvement in the models’ performances compared to the one-predictor models,
successfully increasing the models’ R2 and decreasing the ME, MAPE, MAE, and RMSE
(Table 4). More detailed model validations are presented in Figure 6, where the MAPE,
ME, and MAE were visualized throughout five ranges of D classes. The figure discovered
that DV mostly yielded smaller errors than PA, indicating that better model performance
was provided by DV models. PA-1 often appeared as the worst model, and DV-2 as the
best model across all diameter classes and biomass tissues (Figure 6). Overall, the model
performances can be ranked according to the combination of the model predictors as
follows: DV-2 > PA-2 and DV-1 > PA-1.
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Table 3. Parameter estimates of the one- and two-variable dummy variable (DV) additive models.

Equations Origins Components Parameters Estimates S.E.

DV-1
(One-variable)

Natural

Root
βr0 −4.58785 0.3204
βr1 2.67952 0.0994

Stem
βs0 −2.25782 0.2153
βs1 2.28230 0.0652

Branch
βb0 −4.95561 0.3411
βb1 2.60134 0.1051

Foliage β f 0 −3.18675 0.4247
β f 1 1.75082 0.1385

Planted

Root
βr0 −3.81245 0.3607
βr1 2.41863 0.1154

Stem
βs0 −2.23070 0.2973
βs1 2.20883 0.0918

Branch
βb0 −5.82831 0.3084
βb1 2.99239 0.0953

Foliage β f 0 −4.26419 0.3503
β f 1 2.27914 0.1114

DV-2
(Two-variables)

Natural

Root
βr0 −4.24899 0.5111
βr1 3.02592 0.2160
βr2 −0.51898 0.3727

Stem
βs0 −3.40236 0.3582
βs1 1.85305 0.1258
βs2 0.90319 0.2300

Branch
βb0 −3.63392 0.5838
βb1 3.07384 0.2351
βb2 −1.01454 0.4008

Foliage
β f 0 −1.53751 0.8336
β f 1 2.34938 0.4170
β f 2 −1.27838 0.6761

Planted

Root
βr0 −3.64574 0.3971
βr1 2.47972 0.1166
βr2 −0.14226 0.2108

Stem
βs0 −3.33091 0.4193
βs1 2.05227 0.0976
βs2 0.62892 0.1616

Branch
βb0 −5.77974 0.4322
βb1 2.94660 0.1052
βb2 0.03947 0.1565

Foliage
β f 0 −3.95709 0.6063
β f 1 2.25431 0.1504
β f 2 −0.08953 0.2446

S.E. is the standard error.
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Table 4. Weighting functions, model validation statistics, and the Lakkis and Jones (L-test) and the non-linear extra sum of
squares (F-test) results in an investigation of the differences between the PA and DV models.

Models Weighting
Functions R2 RMSE ME MAE MAPE L-Value Pr > |L| F-Value Pr > |F|

Root
PA-1 D3.5046 0.948 7.02 −0.82 5.41 25.76
DV-1 D2.2508 0.956 6.51 −0.08 5.03 24.79 50.06 <0.0001 11.04 0.0015
PA-2 D2.6015 0.952 6.81 −0.45 5.40 25.38
DV-2 D3.0141 0.958 6.44 −0.05 5.16 24.55 41.56 <0.0001 5.92 <0.0001
Stem
PA-1 D2.1503 0.936 19.25 −1.03 13.72 17.28
DV-1 D1.1556 0.963 14.75 0.14 11.01 15.50 165.33 <0.0001 44.65 <0.0001
PA-2 D1.4699 0.976 11.89 −0.01 8.36 11.08
DV-2 D1.4078 0.977 11.68 −0.32 8.76 11.57 18.07 <0.0001 2.47 0.1209

Branch
PA-1 D1.7870 0.884 7.37 0.28 5.22 27.69
DV-1 D1.8359 0.972 3.65 −0.21 2.86 21.90 428.88 <0.0001 192.59 <0.0001
PA-2 D1.7992 0.943 5.18 −0.23 4.03 28.09
DV-2 D1.5032 0.975 3.48 −0.31 2.88 23.65 245.76 <0.0001 50.50 <0.0001

Foliage
PA-1 D1.5015 0.699 4.58 0.20 3.28 39.59
DV-1 D1.9542 0.927 2.72 −0.08 1.87 28.65 426.82 <0.0001 190.86 <0.0001
PA-2 D1.6854 0.848 3.26 −0.09 2.35 37.42
DV-2 D1.6308 0.930 2.25 −0.14 1.93 31.04 231.83 <0.0001 46.41 <0.0001
Total
PA-1 D1.9378 0.985 16.76 −1.36 12.46 11.11
DV-1 D1.5307 0.985 16.86 −0.23 12.70 11.18 17.47 0.0007 0.82 0.5168
PA-2 D1.5013 0.988 15.01 −0.79 10.74 10.01
DV-2 D1.3057 0.989 15.58 −0.81 11.14 10.33 11.10 0.0299 0.32 0.9239

R2: the coefficient of determination; RMSE: root mean square error; ME: mean error; MAE: mean absolute error; MAPE: mean absolute
percentage error; Pr > |L|: the P value of the L-test; Pr > |F|: the p value of the F-test.

The significant differences between the origin-free and -based biomass models were
tested using both Lakkis Jones (L-test) and nonlinear extra sum of squares tests (F-test;
Table 4). Apart from DV-2 in stem biomass equations, the F-test showed significantly
different results (p < 0.0001) between the PA and DV models across all of the four primary
tree tissues (p < 0.005 for DV-1 in root biomass). Meanwhile, F-values of both DV-1 and
DV-2 in total biomass equations were found to be insignificant. However, the L-test showed
significant differences between the PA and DV additive model systems for foliage, branch,
stem, and root biomass (p < 0.0001), including DV-1 (p < 0.001) and DV-2 (p < 0.05) in total
biomass equations. These results indicated that tree growing origin is an essential element
to be considered in developing tree-level biomass models for Pinus koraiensis. However,
our newly developed PA models are still able to be used; even the performance was not as
accurate as the DV models.
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Figure 6. Comparison of the leave-one-out validation results between the additive system of population average models
(PA-1 and PA-2) and dummy variable models (DV-1 and DV-2) across five ranges of diameter classes. ME: mean error; MAE:
mean absolute error; MAPE: mean absolute percentage error.

3.4. Comparison with the Established Pinus Koraiensis Biomass Models

All additive equation systems (i.e., PA-1, PA-2, DV-1, and DV-2) were compared
against the established equations for predicting single-tree biomass of Korean pine by
Wang et al. [37] and Li et al. [38]. The prediction results of each model were plotted against
the observed biomass value in Figure 7. Both one- and two-predictors equations of PA and
DV models gave apparent better performances compared to the two previously published
equations. DV-2 constantly presented the lowest RMSE for the root (6.44 kg), stem (11.68 kg),
branch (3.48 kg), foliage (2.25 kg), and total biomass (15.58 kg). Meanwhile, the highest
RMSE values were yielded by the equations of Wang et al. [37] for root (12.73 kg), branch
(11.32 kg), and total biomass (29.58 kg), and similarly with the equations of Li et al. [38] for
stem (31.56 kg) and foliage biomass (11.93 kg). Furthermore, both Wang et al. [37] and Li
et al. [38] equations had relatively high relative errors (RE), which specifically generated
remarkable overestimations for branch (98.94%) and foliage biomass (185.89%), respectively
(Figure 7).
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Figure 7. Comparison between the models developed in this study and the previously published biomass models for
Korean pine.

4. Discussion

Biomass partitioning has been acknowledged as an important element in plant phys-
iological ecology as it reflects the plant’s long-term responses to various environmental
conditions [52,53] and thus will potentially have a more critical role in the future. We
observed the variations in biomass allocation between the planted and naturally regener-
ated Pinus koraiensis across five ranges of D classes. The branch biomass proportions in
Korean pine plantation yielded a ~10% increase from the 2nd to the 5th D class (Figure 3).
The reason is likely related to one of the major purposes of Korean pine plantation es-
tablishment in Northeast China, pine nut production [33,54]. Hence, the branch became
thicker, larger, and stronger to support the high number of produced cones. The average
partitioning proportions of stems (62.9 ± 1.9%) in the natural environment were ~7.0%
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higher than those found in plantations (56.0 ± 4.4%) due to having ~2 m more in average
tree total height across the same ranges of D (Table 1). These results might indicate that
the natural Korean pine trees obtained lower light intensities compared to those grown
in plantations [55–57]. As the “functional equilibrium” theory explained that if the limit-
ing factor is located above-ground, plants will relatively allocate more biomass in shoots
(i.e., foliage, branch, and stem), and vice versa if the growth limiting factor is located
below-ground [58,59].

The root-to-shoot (RS) biomass ratio was quantified for Pinus koraiensis since it has
been commonly known as a simple option to allometric equations for predicting below-
ground biomass [52,60,61]. Both mean (0.27 ± 0.03) and ranges (0.22–0.35) of the obtained
RS ratio are located within the RS ratio ranges (0.18–0.35) of other pine and coniferous
tree species [61,62]. Planted Korean pine had a slightly insignificantly higher RS ratio than
those of naturally regenerated sample trees (0.28 cf. 0.25), different from previous research
by Luo et al. [63], which reported that natural forests had significantly greater RS ratio
compared to plantations. However, their forest-origin comparison dataset consisted of
several mixed broadleaf-coniferous tree species across China’s forests, ignoring the species-
specific variation. Pooling all species to analyze the RS ratio difference between origins
might yield uncertainties, as the opposite result was obtained by Mokany et al. [52]. They
used a pooled dataset from global forests and concluded that no significant differences were
identified between the RS ratio of the plantations and natural forests. Thus, the species-
specific RS ratio is more reliable, since each tree species has different growth strategies,
architecture, and vibrant interaction with various biophysical environments [64,65].

Apart from the tree growing origins (i.e., plantation and natural forest), the carbon
content of Pinus koraiensis was found to be affected significantly by DBH, H, and biomass
tissues (i.e., stem, root branch, and foliage). The carbon content of Pinus koraiensis was the
highest in foliage, slightly lower in branches, the lowest in stems, and slightly higher in
roots. A statistically significant difference in carbon content between the four primary tree
tissues has also been reported in the literature for other tree species in Northeast China [20,22].
Furthermore, Rodríguez-Soalleiro et al. [21] revealed that tree species and biomass tissues
are considered the biggest sources in tree carbon content variation, explaining about 69%
of the total variance. In addition, carbon content of planted Pinus koraiensis was slightly
insignificantly higher compared to the naturally regenerated trees, both averagely (48.75%
cf. 48.29%) and separately across the foliage (49.54% cf. 48.90%), branches (49.08% cf.
48.98%), roots (48.64% cf. 47.57%), and stems (47.75% cf. 47.69%). Similar results were
obtained by Elias and Potvin [66], which analyzed the carbon content difference between
the two origins using ten tropical tree species from Panama. It turns out that seven species
were insignificantly different, in which three of them (Anacardium excelsum, Enterolobium
cyclocarpum, and Tabebuia rosea) had higher carbon content in plantations than natural
forests. Overall, the average carbon content of Korean pine (48.60%) obtained in this study
had a 1.40% lower value than the commonly used 50% carbon content. Hence, using
the 50% generic carbon content might yield an approximately 1.0–4.5% overestimated
prediction for tree-level Korean pine carbon stock quantification. A more detailed analysis
regarding the bias yielded by the widely used 50% carbon constant value can be seen in
Zhang et al. [50], Dong et al. [40], and Widagdo et al. [20].

As one of the most superior predictors for predicting biomass, diameter at breast
height (D) has been widely applied in a large number of tree-level species’ allometric
equations across regions and forest types [7,31]. However, researchers still put a strong
effort into increasing the biomass equation’s accuracy by adding more supporting indepen-
dent predictors, such as tree total height (H), crown length, crown radius, wood density,
and tree/stand age [6,19,41]. Among those, H has been reported as the most promising
additional predictor to D, introducing a remarkable improvement on the model’s predictive
ability. Our results are consistent with the literature, in which the addition of H mostly
increases the models’ fitting performance across the five model categories (i.e., total, stem,
root, branch, and foliage; Table 3). In addition, the relationship between crown biomass and
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H was found to be negative, as has been repeatedly reported in previous studies [16,24].
It is indeed in full compliance with the natural law of the forest: for trees having the same
D, shorter trees generally tend to have a denser and larger crown compared to those of
higher trees, yielding more biomass allocated in the crown [67,68].

The effects of tree-growing origins (plantations and natural forests) were also con-
sidered by developing the dummy variable (DV) models and comparing the biomass
prediction results with the origin-free population average (PA) models. Significantly differ-
ent results were obtained between the DV and PA models (Table 3), suggesting that the
origin’s effect needs to be properly considered to establish biomass equations for Pinus
koraiensis. Compared to the PA models, the DV models successfully reduced the estimation
bias by 35.80%, 41.65%, 12.57%, and 6.35%, and for the foliage, branch, stem, and root
biomass, respectively (calculated using RMSE, Equation (7)). These findings are in line
with previous research by Zeng [9], Schurel et al. [31], and Widagdo et al. [24], which con-
firmed the importance of considering the origin’s effect on biomass models of Chinese fir
(Cunninghamia lanceolata), loblolly pine (Pinus taeda), and larch (Larix gmelinii) in southern
China, Arkansas, and northeast China, respectively. Better performance of origin-based
biomass models might also be related to a major shift in productivity allocation (i.e., stand
density or site productivity) between the planted and natural forest, leading to differences
in their tree features, such as wood density [60].

In this study, all newly developed models (PA-1, PA-2, DV-1, and DV-2) were entirely
compared against the previously established biomass equations for Pinus koraiensis (Figure 7),
developed by Wang et al. [37] and Li et al. [38]. However, both of these researchers only
used the dataset from the Korean pine monoculture plantations, neglecting the forest
origin’s effect in constructing the models. Wang et al. [37] used 10 destructively sampled
trees from northeast China, and Li et al. [38] felled 35 trees from central South Korea to
establish several belowground and aboveground biomass tissue equations. The additivity
property between several biomass tissues was also not considered in their developed
equations, in which it has been properly considered in our both PA and DV additive model
systems. Thus, remarkable errors were produced when their biomass equations fitted to
our specific tissues and total biomass dataset, which consist of destructively sampled trees
obtained from both plantations and natural stands. Overall, our uni- and multi-variable
model systems provided high accuracy for predicting tree-level biomass of both planted
and natural Pinus koraiensis compared to several previously established biomass equations
for Pinus koraiensis.

5. Conclusions

Uni- and multi-variable biomass models were developed for the two additive systems
of population average (PA) and dummy variable (DV) models, using destructively sampled
biomass datasets of natural and planted Pinus koraiensis from northeast China. Forest
origins were found to significantly affect the biomass equations, specifically for the four
primary tree tissues. Incorporating the origins effect in DV models and introducing tree
total height (H) as an additional predictor to DBH effectively improved the biomass
equations’ accuracy. Besides being outperformed by the DV models, PA models presented
relatively good performances and can be alternatively used when both natural and planted
Korean pine data are an inseparable set. The property of additivity was also presented in
our biomass model systems using nonlinear seemingly unrelated regression (NSUR) with
specific weighted functions for each equation to solve the heteroscedasticity problem. All
models have been validated using the Jackknifing technique. Overall, the performance
of our newly developed PA and DV models can be ranked according to their respective
combination of predictors: DV-2 > PA-2 and DV-1 > PA-1.

Biomass allocations, carbon content variability, and root-to-shoot (RS) ratio of the
planted and natural Korean pine were also analyzed in this study. The differences in
biomass distribution patterns between the two origins were apparent, and plantations
had a slightly higher average value than natural forests in terms of RS ratio (0.28 cf. 0.25)
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and carbon content (48.75% cf. 48.29%). Distinct traits of biomass partitioning, carbon
content, and RS ratio were detected between plantations and natural forests. Hence, forest
origin is a crucial element to be considered for improving the accuracy of tree-level biomass
equations and carbon stock estimations. Our newly established biomass model systems
can be used for estimating the biomass and carbon of Pinus koraiensis, specifically for the
National Forest Inventory of China. However, these equations will only deliver their best
performance for usage within the appropriate data coverage (i.e., DBH, H, and regions);
otherwise, a large bias might be produced.

Author Contributions: F.R.A.W. contributed by analyzing the data and writing the original draft; F.L.
contributed by carrying out the field work, analyzing the data, and writing the paper; L.D. contributed
by supervising and coordinating the research project, designing and installing the experiment, taking
measurements, and contributed to the writing of the paper. All authors have read and agreed to the
published version of the manuscript.

Funding: This research was financially supported by the Natural Science Foundation of China (NO.
31971649), Provincial Funding for National Key R&D Program of China in Heilongjiang Province (NO.
GX18B041), the Fundamental Research Funds for the Central Universities (No. 2572020DR03), and the
Heilongjiang Touyan Innovation Team Program (Technology Development Team for High-efficient
Silviculture of Forest Resources).

Institutional Review Board Statement: Not applicable.

Informed Consent Statement: Not applicable.

Acknowledgments: We would like to express our deep gratitude to the faculty and students of the
Department of Forest Management, Northeast Forestry University (NEFU), China, who provided
and collected the data for this study.

Conflicts of Interest: The authors declare no conflict of interest.

References
1. Erb, K.H.; Kastner, T.; Plutzar, C.; Bais, A.L.S.; Carvalhais, N.; Fetzel, T.; Gingrich, S.; Haberl, H.; Lauk, C.; Niedertscheider,

M.; et al. Unexpectedly large impact of forest management and grazing on global vegetation biomass. Nature 2018, 553, 73–76.
[CrossRef]

2. Köhl, M.; Lasco, R.; Cifuentes, M.; Jonsson, Ö.; Korhonen, K.T.; Mundhenk, P.; de Jesus Navar, J.; Stinson, G. Changes in forest
production, biomass and carbon: Results from the 2015 UN FAO Global Forest Resource Assessment. For. Ecol. Manag. 2015, 352,
21–34. [CrossRef]

3. Poorter, L.; van der Sande, M.T.; Thompson, J.; Arets, E.J.M.M.; Alarcón, A.; Álvarez-Sánchez, J.; Ascarrunz, N.; Balvanera, P.;
Barajas-Guzmán, G.; Boit, A.; et al. Diversity enhances carbon storage in tropical forests. Glob. Ecol. Biogeogr. 2015, 24, 1314–1328.
[CrossRef]

4. Hernandez, J.O.; Maldia, L.S.J.; Park, B.B. The Impacts of Windstorms on Forests in Tropical, Subtropical, and Temperate Zones:
Where Are We Now and How Should Research Move Forward? Plants 2020, 9, 1709. [CrossRef]

5. Thompson, L.G. Climate change: The evidence and our options. Behav. Anal. 2010, 33, 153–170. [CrossRef] [PubMed]
6. Chave, J.; Réjou-Méchain, M.; Búrquez, A.; Chidumayo, E.; Colgan, M.S.; Delitti, W.B.C.; Duque, A.; Eid, T.; Fearnside, P.M.;

Goodman, R.C.; et al. Improved allometric models to estimate the aboveground biomass of tropical trees. Glob. Chang. Biol. 2014,
20, 3177–3190. [CrossRef] [PubMed]

7. Kusmana, C.; Hidayat, T.; Tiryana, T.; Rusdiana, O. Istomo Allometric models for above- and below-ground biomass of Sonneratia
spp. Glob. Ecol. Conserv. 2018, 15, e00417. [CrossRef]

8. Bi, H.; Turner, J.; Lambert, M.J. Additive biomass equations for native eucalypt forest tress of temperate Australia. Trees 2004, 18,
467–479. [CrossRef]

9. Zeng, W.S. Using nonlinear mixed model and dummy variable model approaches to develop origin-based individual tree biomass
equations. Trees Struct. Funct. 2015, 29, 275–283. [CrossRef]

10. Usoltsev, V.; Danilin, I.; Tsogt, Z.; Osmirko, A.A.; Tsepordey, I.S.; Chasovskikh, V.P. Aboveground biomass of mongolian larch
(Larix sibiricledeb) forests in the eurasian region. Geogr. Environ. Sustain. 2019, 12, 117–132. [CrossRef]

11. Cunia, T.; Briggs, R.D. Forcing additivity of biomass tables: Some empirical results. Can. J. For. Res. 1984, 14, 376–384. [CrossRef]
12. Parresol, B.R. Assessing tree and stand biomass: A review with examples and critical comparisons. For. Sci. 1999, 45, 573–593.

[CrossRef]
13. Affleck, D.L.R.; Diéguez-Aranda, U. Additive nonlinear biomass equations: A likelihood-based approach. For. Sci. 2016, 62,

129–140. [CrossRef]

http://doi.org/10.1038/nature25138
http://doi.org/10.1016/j.foreco.2015.05.036
http://doi.org/10.1111/geb.12364
http://doi.org/10.3390/plants9121709
http://doi.org/10.1007/BF03392211
http://www.ncbi.nlm.nih.gov/pubmed/22532707
http://doi.org/10.1111/gcb.12629
http://www.ncbi.nlm.nih.gov/pubmed/24817483
http://doi.org/10.1016/j.gecco.2018.e00417
http://doi.org/10.1007/s00468-004-0333-z
http://doi.org/10.1007/s00468-014-1112-0
http://doi.org/10.24057/2071-9388-2018-70
http://doi.org/10.1139/x84-067
http://doi.org/10.1093/forestscience/45.4.573
http://doi.org/10.5849/forsci.15-126


Plants 2021, 10, 201 18 of 19

14. Dong, L.; Zhang, L.; Li, F. A three-step proportional weighting system of nonlinear biomass equations. For. Sci. 2015, 61, 35–45.
[CrossRef]

15. Parresol, B.R. Additivity of nonlinear biomass equations. Can. J. For. Res. 2001, 31, 865–878. [CrossRef]
16. Zhao, D.; Westfall, J.; Coulston, J.W.; Lynch, T.B.; Bullock, B.P.; Montes, C.R. Additive biomass equations for slash pine trees:

Comparing three modeling approaches. Can. J. For. Res. 2019, 49, 27–40. [CrossRef]
17. Li, H.; Zhao, P. Improving the accuracy of tree-level aboveground biomass equations with height classification at a large regional

scale. For. Ecol. Manag. 2013, 289, 153–163. [CrossRef]
18. Menéndez-Miguélez, M.; Canga, E.; Barrio-Anta, M.; Majada, J.; Álvarez-Álvarez, P. A three level system for estimating the

biomass of Castanea sativa Mill. coppice stands in north-west Spain. For. Ecol. Manag. 2013, 291, 417–426. [CrossRef]
19. Zhao, D.; Kane, M.; Markewitz, D.; Teskey, R.; Clutter, M. Additive tree biomass equations for midrotation loblolly pine

plantations. For. Sci. 2015, 61, 613–623. [CrossRef]
20. Widagdo, F.R.A.; Li, F.; Zhang, L.; Dong, L. Aggregated biomass model systems and carbon concentration variations for tree

carbon quantification of natural mongolian oak in northeast China. Forests 2020, 11, 397. [CrossRef]
21. Rodríguez-Soalleiro, R.; Eimil-Fraga, C.; Gómez-García, E.; García-Villabrille, J.D.; Rojo-Alboreca, A.; Muñoz, F.; Oliveira, N.;

Sixto, H.; Pérez-Cruzado, C. Exploring the factors affecting carbon and nutrient concentrations in tree biomass components in
natural forests, forest plantations and short rotation forestry. For. Ecosyst. 2018, 5. [CrossRef]

22. Dong, L.; Widagdo, F.R.A.; Xie, L.; Li, F. Biomass and volume modeling along with carbon concentration variations of short-
rotation poplar plantations. Forests 2020, 11, 780. [CrossRef]

23. Wang, X.; Zhao, D.; Liu, G.; Yang, C.; Teskey, R.O. Additive tree biomass equations for Betula platyphylla Suk. plantations in
Northeast China. Ann. For. Sci. 2018, 75. [CrossRef]

24. Widagdo, F.R.A.; Xie, L.; Dong, L.; Li, F. Origin-based biomass allometric equations, biomass partitioning, and carbon concentra-
tion variations of planted and natural Larix gmelinii in northeast China. Glob. Ecol. Conserv. 2020, 23, e01111. [CrossRef]

25. FAO. Global Forest Resources Assessment 2015: How are the World’s Forest Changing? FAO Inter Departmental Working: Rome, Italy,
2015; ISBN 9789251088210.

26. Licata, J.A.; Gyenge, J.E.; Fernández, M.E.; Schlichter, T.M.; Bond, B.J. Increased water use by ponderosa pine plantations in
northwestern Patagonia, Argentina compared with native forest vegetation. For. Ecol. Manag. 2008, 255, 753–764. [CrossRef]

27. Guo, Q.; Ren, H. Productivity as related to diversity and age in planted versus natural forests. Glob. Ecol. Biogeogr. 2014, 23,
1461–1471. [CrossRef]

28. Zarafshar, M.; Bazot, S.; Matinizadeh, M.; Bordbar, S.K.; Rousta, M.J.; Kooch, Y.; Enayati, K.; Abbasi, A.; Negahdarsaber, M. Do
tree plantations or cultivated fields have the same ability to maintain soil quality as natural forests? Appl. Soil Ecol. 2020, 151,
103536. [CrossRef]

29. Erdle, T.; Pollard, J. Are plantations changing the tree species composition of New Brunswick’s forest? For. Chron. 2002, 78,
812–821. [CrossRef]

30. Fu, L.Y.; Zeng, W.S.; Tang, S.Z.; Sharma, R.P.; Li, H.K. Using linear mixed model and dummy variable model approaches to
construct compatible single-tree biomass equations at different scales—A case study for Masson pine in Southern China. J. For.
Sci. 2012, 58, 101–115. [CrossRef]

31. Schuler, J.; Bragg, D.C.; Mcelligott, K. Biomass Estimates of Small Diameter Planted and Natural-Origin Loblolly Pines Show
Major Departures from the National Biomass Estimator Equations. For. Sci. 2017, 63, 319–330. [CrossRef]

32. Thomas, P.; Farjon, A. IUCN Red List Threat.Species 2013 e.T42373A2975987. Pinus koraiensis. 2013. Available online: https:
//www.iucnredlist.org/species/42373/2975987 (accessed on 7 December 2020).

33. Kaviriri, D.K.; Zhang, Q.; Zhang, X.; Jiang, L.; Zhang, J.; Wang, J.; Khasa, D.P.; You, X.; Zhao, X. Phenotypic variability and genetic
diversity in a Pinus koraiensis clonal trial in northeastern china. Genes 2020, 11, 1. [CrossRef] [PubMed]

34. Adelina, N.M.; Wang, H.; Zhang, L.; Zhao, Y. Comparative analysis of volatile profiles in two grafted pine nuts by headspace-
SPME/GC-MS and electronic nose as responses to different roasting conditions. Food Res. Int. 2020, 110026. [CrossRef]

35. State Forestry and Grassland Administration. The Ninth Forest Resources Survey Report (2014–2018); China Forestry Press: Beijing,
China, 2019.

36. Kaviriri, D.K.; Li, Y.; Zhang, D.; Li, H.; Fan, Z.; Wang, J.; Wang, L.; Wang, Q.; Wang, D.; Chiang, V.L.; et al. Clonal variations in
cone, seed and nut traits in a Pinus koraiensis seed orchard in Northeast China. J. For. Res. 2020, 32. [CrossRef]

37. Wang, C. Biomass allometric equations for 10 co-occurring tree species in Chinese temperate forests. For. Ecol. Manag. 2006, 222,
9–16. [CrossRef]

38. Li, X.; Yi, M.J.; Son, Y.; Park, P.S.; Lee, K.H.; Son, Y.M.; Kim, R.H.; Jeong, M.J. Biomass and Carbon Storage in an Age-Sequence of
Korean Pine (Pinus koraiensis) Plantation Forests in Central Korea. J. Plant Biol. 2011, 54, 33–42. [CrossRef]

39. Beck, H.E.; Zimmermann, N.E.; McVicar, T.R.; Vergopolan, N.; Berg, A.; Wood, E.F. Present and future köppen-geiger climate
classification maps at 1-km resolution. Sci. Data 2018, 5, 1–12. [CrossRef] [PubMed]

40. Dong, L.; Zhang, L.; Li, F. Allometry and partitioning of individual tree biomass and carbon of Abies nephrolepis Maxim in
northeast China. Scand. J. For. Res. 2016, 31, 399–411. [CrossRef]

41. Xie, L.; Li, F.; Zhang, L.; Widagdo, F.R.A.; Dong, L. A Bayesian Approach to Estimating Seemingly Unrelated Regression for Tree
Biomass Model Systems. Forests 2020, 11, 1302. [CrossRef]

http://doi.org/10.5849/forsci.13-193
http://doi.org/10.1139/x00-202
http://doi.org/10.1139/cjfr-2018-0246
http://doi.org/10.1016/j.foreco.2012.10.002
http://doi.org/10.1016/j.foreco.2012.11.040
http://doi.org/10.5849/forsci.14-193
http://doi.org/10.3390/f11040397
http://doi.org/10.1186/s40663-018-0154-y
http://doi.org/10.3390/f11070780
http://doi.org/10.1007/s13595-018-0738-2
http://doi.org/10.1016/j.gecco.2020.e01111
http://doi.org/10.1016/j.foreco.2007.09.061
http://doi.org/10.1111/geb.12238
http://doi.org/10.1016/j.apsoil.2020.103536
http://doi.org/10.5558/tfc78812-6
http://doi.org/10.17221/69/2011-JFS
http://doi.org/10.5849/FS-2016-047
https://www.iucnredlist.org/species/42373/2975987
https://www.iucnredlist.org/species/42373/2975987
http://doi.org/10.3390/genes11060673
http://www.ncbi.nlm.nih.gov/pubmed/32575537
http://doi.org/10.1016/j.foodres.2020.110026
http://doi.org/10.1007/s11676-019-01094-6
http://doi.org/10.1016/j.foreco.2005.10.074
http://doi.org/10.1007/s12374-010-9140-9
http://doi.org/10.1038/sdata.2018.214
http://www.ncbi.nlm.nih.gov/pubmed/30375988
http://doi.org/10.1080/02827581.2015.1060257
http://doi.org/10.3390/f11121302


Plants 2021, 10, 201 19 of 19

42. Bi, H.; Murphy, S.; Volkova, L.; Weston, C.; Fairman, T.; Li, Y.; Law, R.; Norris, J.; Lei, X.; Caccamo, G. Additive biomass equations
based on complete weighing of sample trees for open eucalypt forest species in south-eastern Australia. For. Ecol. Manag. 2015,
349, 106–121. [CrossRef]

43. Usoltsev, V.A.; Reza, S.S.O.; Stepanovich, T.I.; Amirhossein, A.; Meng, Z.; Anees, S.A.; Petrovich, C.V. Are There Differences in the
Response of Natural Stand and Plantation Biomass to Changes in Temperature and Precipitation? A Case for Two-Needled Pines
in Eurasia. J. Resour. Ecol. 2020, 11, 331. [CrossRef]

44. Harvey, A.C. Estimating Regression Models with Multiplicative Heteroscedasticity. Econometrica 1977, 44. [CrossRef]
45. SAS Institute Inc. SAS/ETS 9.3 User’s Guide; SAS Institute Inc: Cary, NC, USA, 2011.
46. Balboa-Murias, M.Á.; Rodríguez-Soalleiro, R.; Merino, A.; Álvarez-González, J.G. Temporal variations and distribution of carbon

stocks in aboveground biomass of radiata pine and maritime pine pure stands under different silvicultural alternatives. For. Ecol.
Manag. 2006, 237, 29–38. [CrossRef]

47. Barrio-Anta, M.; Balboa-Murias, M.Á.; Castedo-Dorado, F.; Diéguez-Aranda, U.; Álvarez-González, J.G. An ecoregional model
for estimating volume, biomass and carbon pools in maritime pine stands in Galicia (Northwestern Spain). For. Ecol. Manag.
2006, 223, 24–34. [CrossRef]

48. Bates, D.M.; Watts, D.G. Nonlinear Regression Analysis and Its Applications; John Wiley & Sons, Ltd: New York, NY, USA, 1988.
49. Wang, X.W.; Weng, Y.H.; Liu, G.F.; Krasowski, M.J.; Yang, C.P. Variations in carbon concentration, sequestration and partitioning

among Betula platyphylla provenances. For. Ecol. Manag. 2015, 358, 344–352. [CrossRef]
50. Zhang, Q.; Wang, C.; Wang, X.; Quan, X. Carbon concentration variability of 10 Chinese temperate tree species. For. Ecol. Manag.

2009, 258, 722–727. [CrossRef]
51. Ruiz-Peinado, R.; Montero, G.; del Rio, M. Biomass models to estimate carbon stocks for hardwood tree species. For. Syst. 2012,

21, 42–52. [CrossRef]
52. Mokany, K.; Raison, R.J.; Prokushkin, A.S. Critical analysis of root: Shoot ratios in terrestrial biomes. Glob. Chang. Biol. 2006, 12,

84–96. [CrossRef]
53. Wu, J.; Hong, J.; Wang, X.; Sun, J.; Lu, X.; Fan, J.; Cai, Y. Biomass partitioning and its relationship with the environmental factors

at the alpine steppe in northern Tibet. PLoS ONE 2013, 8. [CrossRef]
54. Jin, X.; Pukkala, T.; Li, F.; Dong, L. Optimal management of Korean pine plantations in multifunctional forestry. J. For. Res. 2017,

28, 1027–1037. [CrossRef]
55. Eisa, A.; Malenica, K.; Schwenkert, S.; Bölter, B. High Light Acclimation Induces Chloroplast Precursor Phosphorylation and

Reduces Import Efficien. Plants 2020, 9, 24. [CrossRef]
56. Teixeira, R.T. Distinct responses to light in plants. Plants 2020, 9, 894. [CrossRef] [PubMed]
57. Niinemets, Ü. A review of light interception in plant stands from leaf to canopy in different plant functional types and in species

with varying shade tolerance. Ecol. Res. 2010, 25, 693–714. [CrossRef]
58. Bloom, A.J.; Chapin, F.S.; Mooney, H.A. Resource limitation in plants—An economic analogy. Annu. Rev. Ecol. Syst. 1985, 16,

363–392. [CrossRef]
59. Poorter, H.; Niklas, K.J.; Reich, P.B.; Oleksyn, J.; Poot, P.; Mommer, L. Biomass allocation to leaves, stems and roots: Meta-analyses

of interspecific variation and environmental control. New Phytol. 2012, 193, 30–50. [CrossRef] [PubMed]
60. Návar, J. Root stock biomass and productivity assessments of reforested pine stands in northern Mexico. For. Ecol. Manag. 2015,

338, 139–147. [CrossRef]
61. Cairns, M.A.; Brown, S.; Helmer, E.H.; Baumgardner, G.A. Root biomass allocation in the world’s upland forests. Oecologia 1997,

111, 1–11. [CrossRef]
62. Wang, J.; Zhang, C.; Xia, F.; Zhao, X.; Wu, L.; von Gadow, K. Biomass structure and allometry of Abies nephrolepis (Maxim) in

northeast China. Silva Fenn. 2011, 45, 211–226. [CrossRef]
63. Luo, Y.; Wang, X.; Zhang, X.; Booth, T.H.; Lu, F. Root: Shoot ratios across China’s forests: Forest type and climatic effects. For. Ecol.

Manag. 2012, 269, 19–25. [CrossRef]
64. Hermans, C.; Hammond, J.P.; White, P.J.; Verbruggen, N. How do plants respond to nutrient shortage by biomass allocation?

Trends Plant. Sci. 2006, 11, 610–617. [CrossRef]
65. Qi, Y.; Wei, W.; Chen, C.; Chen, L. Plant root-shoot biomass allocation over diverse biomes: A global synthesis. Glob. Ecol. Conserv.

2019, 18, e00606. [CrossRef]
66. Elias, M.; Potvin, C. Assessing inter- and intra-specific variation in trunk carbon concentration for 32 neotropical tree species.

Can. J. For. Res. 2003, 33, 1039–1045. [CrossRef]
67. Zou, W.T.; Zeng, W.S.; Zhang, L.J.; Zeng, M. Modeling crown biomass for four pine species in China. Forests 2015, 6, 433.

[CrossRef]
68. Weisheng, Z. Comparison of three allometric equations for biomass modeling. Cent. South. For. Invent. Plan. 2014, 33, 1–3.

(In Chinese) [CrossRef]

http://doi.org/10.1016/j.foreco.2015.03.007
http://doi.org/10.5814/j.issn.1674-764x.2020.04.001
http://doi.org/10.2307/1914080
http://doi.org/10.1016/j.foreco.2006.09.024
http://doi.org/10.1016/j.foreco.2005.10.073
http://doi.org/10.1016/j.foreco.2015.08.029
http://doi.org/10.1016/j.foreco.2009.05.009
http://doi.org/10.5424/fs/2112211-02193
http://doi.org/10.1111/j.1365-2486.2005.001043.x
http://doi.org/10.1371/journal.pone.0081986
http://doi.org/10.1007/s11676-017-0397-4
http://doi.org/10.3390/plants9010024
http://doi.org/10.3390/plants9070894
http://www.ncbi.nlm.nih.gov/pubmed/32679774
http://doi.org/10.1007/s11284-010-0712-4
http://doi.org/10.1146/annurev.es.16.110185.002051
http://doi.org/10.1111/j.1469-8137.2011.03952.x
http://www.ncbi.nlm.nih.gov/pubmed/22085245
http://doi.org/10.1016/j.foreco.2014.11.020
http://doi.org/10.1007/s004420050201
http://doi.org/10.14214/sf.113
http://doi.org/10.1016/j.foreco.2012.01.005
http://doi.org/10.1016/j.tplants.2006.10.007
http://doi.org/10.1016/j.gecco.2019.e00606
http://doi.org/10.1139/x03-018
http://doi.org/10.3390/f6020433
http://doi.org/10.16166/j.cnki.cn43-1095.2014.01.006

	Introduction 
	Materials and Methods 
	Data Collection 
	Statistical Analysis 
	Base Model 
	Population Average (Generalized) Model 
	Origin-Based Dummy Variable Model 
	Heteroscedasticity Neutralization 
	Model Validation 
	Variation of Carbon Content 


	Results 
	Biomass Partitioning between the Planted and Naturally Regenerated Korean Pine 
	RS Ratio and Carbon Content Variations of the Two Origins 
	The PA and DV Additive Biomass Model Systems 
	Comparison with the Established Pinus Koraiensis Biomass Models 

	Discussion 
	Conclusions 
	References

