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Abstract: The development of crown architecture strongly affects tree growth and survival. Growth 
and death of primary branches (those branching off from the main stem) and secondary branches 
(those from a primary branch) in the lowest part of the crown were investigated for Picea glehnii in 
an even-aged plantation. Probability of death of a primary branch decreased as the length between 
its basal location and the crown base (LCB) increased (p = 0.04), but this probability was not 
significantly related to the relative photosynthetic photon flux density (rPPFD) above the primary 
branch (p = 0.18). The probability of producing one or more current-year shoots on a primary branch 
increased with increasing rPPFD above the primary branch (p = 0.01); however, this probability was 
unrelated to LCB (p = 0.29). Secondary branches at the distal part of a primary branch produced more 
current-year shoots and exhibited a lower probability of death than proximal branches (p < 0.01), 
probably because rPPFD above the distal secondary branches was greater than the proximal 
branches (p < 0.01). Our results suggest that, while local light conditions are relevant to shoot 
production and shoot death on a primary branch, the death of an entire primary branch may be 
related to some morphological attributes concerning the length to the crown base. 
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1. Introduction 

The architectural development of a tree crown is closely related to the demographic process of 
branches [1]. Because the development of crown architecture strongly affects tree growth and 
survival [2–4], comprehensively clarifying the major factors controlling branch growth and death is 
necessary. The study of crown development is also important for the study of timber quality, as it is 
strongly related to stem taper patterns [5]. Light commonly falls in heterogeneous patterns within a 
tree crown in natural forest communities [6]. Many studies have demonstrated that light 
heterogeneity within a tree crown significantly affects the growth and development of the component 
branches [7–10]. However, the effects of light heterogeneity on branches and leaves within a tree 
crown remains unclear. For example, leaves with greater irradiance generally possess a smaller 
specific leaf area (SLA) due to the decrease in leaf thickness [11,12], but this hypothesis does not apply 
in all cases [13,14].  

The theory of branch autonomy in a carbon economy has been applied to explaining branch 
growth and death [15]. This theory suggests that branches are autonomous and do not depend on 
carbon imported from other branches or other parts of a tree; light conditions in the growing season 
are considered to be the determining factor for both branch growth and death [15,16]. Several studies 
using isotopic tracing experiments support this concept of the carbon-autonomous nature of the 
branch (hereafter ‘branch autonomy’) [17–19]. However, Sprugel [16] reported that a branch on a 
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shaded tree of Abies amabilis (Dougl.) Forbes grows better than a branch under similar local light 
conditions on a sunlit tree. Several other studies have found that the growth and death of a branch 
could be affected by other branches [7,9,20,21]. These studies did not fully appear to support the 
branch autonomy theory because this theory assumes that the survival of a branch is determined by 
the carbon budget of the branch itself. In contrast, the theory of correlative inhibition predicts that 
branches within a tree crown mutually affect each other, because competition for resources other than 
carbon might exist among branches [9,20,22,23]. Thus, to gain a better understanding of the 
development of tree architecture, taking the relative importance of branch autonomy and correlative 
inhibition in the process of branch growth and death into account is needed [24].  

Trees can be considered as combinations of similar repetitive units [25,26]. In this study, we 
consider two levels of a branching unit, the primary and secondary branches. Primary and secondary 
branches are defined as branches that branch off from the main stem and that branch off from a 
primary branch, respectively. A tree crown can be viewed as an assemblage of primary branches, 
which include many secondary branches. Within a tree crown, the local light conditions would vary 
among primary branches, and light would be heterogeneous among secondary branches located at 
different positions within a primary branch. The growth (e.g., diameter growth, extension of a current 
year shoot, the number of current-year shoots produced) and survival of secondary branches are 
considered to be closely related to the growth and death of an entire primary branch. Therefore, to 
comprehensively understand the patterns of branch growth, it is important to investigate the effects 
of light heterogeneity on the growth and survival of branches from different levels of branching units. 

In this study, we investigated growth and survival patterns of both primary and secondary 
branches in a plantation of Picea glehnii (F. Schmidt) Mast. (Sakhalin spruce). The objectives were to 
investigate the effects of morphological factors and light conditions on shoot production, shoot 
extension, and death of primary and secondary branches. Then, we briefly discuss the causes of 
branch growth and death of primary and secondary branches in relation to the relative importance 
of branch autonomy and correlative inhibition. 

2. Materials and Methods  

2.1. Study Site 

The study was conducted in a plantation of Sakhalin spruce that had been established in 1981, 
located in the Sapporo Experimental Forest of Hokkaido University, Sapporo, Hokkaido, Japan 
(43°4′11′′ N, 141°20′10′′ E, 13 m above sea level). Sakhalin spruce is an evergreen coniferous species, 
mainly distributed in northern Japan [27]. It survives not only at extremely low winter temperatures 
but also grows in diverse and severe environmental conditions [28,29]. The stand had a level forest 
floor and was surrounded by deciduous broad-leaved trees that were ~15 m in height. The mean tree 
height and diameter at breast height (DBH) in 2013 were 8.8 m and 10.2 cm, respectively. Tree density 
and total basal area were 1827 ha−1 and 15.74 m2·ha−1, respectively, in 2013. The trees in the 15 m × 40 
m study plot had a range of DBH in July 2013 of 7.9–12.6 cm. The annual mean temperature and 
precipitation from 1981 to 2010 were 8.9 °C and 1107 mm (Japan Meteorological Agency), 
respectively.  

2.2. Field Measurements 

In this study, all the data were obtained using nondestructive measurements. The crown base 
and the crown base height were defined as the basal location of the lowest live primary branch on a 
main stem and its height above ground level, respectively. In July 2013, DBH, tree height, and the 
crown base height were measured for each tree in the study plot. These trees were grouped into two 
DBH classes: 7.0–9.9 cm, and >10.0 cm. Eight trees were selected from each diameter class. Hence, a 
total of 16 trees were chosen as the sample trees (Appendix Table A1). Because of partial shading 
from neighboring broad-leaved trees around the site, five out of the 16 trees at the edge of the study 
site died during the field measurement period from July 2013 to July 2014 (Table A1). 
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Because light resources were heterogeneous not only among primary branches within a tree 
crown but also among secondary branches within a primary branch, both types of branches were 
selected to investigate the effects of light conditions on branch growth and death. In order to study 
the growth and death of branches simultaneously, branches in the lower part of a crown were chosen, 
because branch death mainly occurs in the lower part of the crown rather than in the upper part [30–32]. 
Four primary branches were randomly chosen from each sample tree. Therefore, a total of 64 primary 
branches (16 trees × 4 branches) were selected. The mean branch diameter at the basal location ± SE 
and the mean length of the primary branches in July 2013 were 13.5 ± 0.5 mm and 113.0 ± 4.2 cm, 
respectively. For all these primary branches, the length between the basal location of a primary 
branch and the crown base (LCB, cm) was measured to document the primary branch location within 
a crown. 

All of the 64 primary branches were categorized into those having one or more current-year 
shoots and those that did not in July 2013. For each of the 26 primary branches having one or more 
current-year shoots, two or three opposite pairs of secondary branches were selected from each of 
three positions (the distal, middle, and proximal parts) in a primary branch in July 2013. A total of 
121 secondary branches were selected. The mean basal diameter and the mean length (±SE) of the 
secondary branches were 4.5 ± 0.3 mm and 38.4 ± 2.9 cm, respectively. The number of all current-year 
shoots on all of the selected secondary branches was counted. Some of these current-year shoots (five, 
on average) were randomly chosen from each secondary branch, and their lengths were also 
measured in July 2013. The mean current-year shoot length of a primary branch was calculated as the 
mean length for all these secondary branches selected within the primary branch. Because extension 
of the current-year shoots ceased before the July measurement, this length represents the entire shoot 
extension growth of 2013. A primary or secondary branch on which all the needle colors changed 
from green to yellow and finally fell off by December 2013 was identified as a dead branch. The 
number of living primary and secondary branches was recorded in each month from July 2013 to July 
2014.  

2.3. Light Measurements 

Photosynthetic photon flux density (PPFD; μE·m−2·s−1) for all 64 primary branches was measured 
with two quantum sensors (PAR-01L, Prede Co., Ltd., Tokyo, Japan) on overcast days in May 2014. 
Because we could not measure light intensity in 2013, the relative photosynthetic photon flux 
densities (rPPFDs) measured in 2014 were used as surrogates of rPPFDs in 2013. Between 2013 and 
2014, no anthropogenic damage (e.g., branch pruning) or natural disturbance (e.g., typhoons or fires) 
occurred in the study site.  

When measuring rPPFDs, one sensor was fixed on the top of a vertically standing 15 m long 
pole, approximately 1 m higher than the top of the canopy at the study site. Another sensor was 
placed horizontally above the tip of primary or secondary branches and was held there for more than 
20 s when measuring light intensities above the branches. Measurements from both sensors were 
recorded simultaneously at 20-s intervals using a data logger (FTJR-2 CH, M.C.S Co., Ltd., Sapporo, 
Japan). The rPPFD was calculated as the ratio of PPFD above a primary or secondary branch to that 
above the canopy. This rPPFD measurement was repeated three times for each primary or secondary 
branch, and their average was defined as the rPPFD of each primary or secondary branch.  

As explained below, we analyzed whether the number of current-year shoots, the probability of 
death, and the mean length of current-year shoots on a secondary branch were affected by its position 
on a primary branch. Meanwhile, these attributes may also be affected by rPPFD on these secondary 
branches, but we did not measure rPPFD on secondary branches during 2013 and 2014. Because the 
positions of the secondary branches and the rPPFDs on these secondary branches were expected to 
be closely interrelated, the relationship between the position of secondary branches and their light 
conditions was also examined as follows. In May 2015, six trees were selected from the 11 sample 
trees that had survived (see Table A1). Then, 24 primary branches were newly selected from these 
trees. Using the method described above, two or three pairs of secondary branches were randomly 
selected from the distal, middle, and proximal parts of each of these primary branches in May 2015. 
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A total of 126 new secondary branches were selected and the rPPFD values of these primary and 
secondary branches were measured in June 2015. Note that these newly selected branches were used 
only for examining the relationship between rPPFD of the primary branch in 2015 and LCB, and 
between rPPFD of the secondary branch in 2015 and secondary branch positions, respectively. 

2.4. Statistical Analysis 

2.4.1. Primary Branches  

The effects of LCB (cm) in 2013 and natural-log transformed rPPFD (%) (hereafter ‘ln(rPPFD)’) 
measured in May 2014 on the probability (P) of shoot production (probability of producing at least 
one current-year shoot) in the growing season of 2013 were analyzed by generalized linear mixed 
models (GLMM). We employed ln(rPPFD) and the LCB as fixed effects, and individual trees as the 
random effect. The logit link was used for the relationship between the response variable Y and the 
probability of shoot production P. The model of GLMMs was formulated as follows:  

௜ܻ௝ = ln( ܲ1 − ܲ)௜௝ = β଴ + βଵݔ௜௝ + ε௜ (1) 

where Yij = 1 if a primary branch j on tree i produced at least one current-year shoot and 0 if otherwise; 
xij represents the ln(rPPFD) or LCB for primary branch j on tree i; β0 and β1 are the fixed effects; ε௜ is 
the random intercept of tree i.  

The effects of LCB (cm) in 2013 and ln(rPPFD) in May 2014 on the probability of the death of 
primary branches between 2013 and 2014 were also analyzed with Equation (1), where Yij = 1 if a 
primary branch j on tree i died during the period between July 2013 and July 2014, and 0 if it survived.  

The effects of LCB (cm) in 2013 and ln(rPPFD) above the primary branches in May 2014 on the 
mean length of current-year shoots per primary branch (cm) in 2013 were analyzed using linear 
mixed models (LMMs). The mean length was the response variable, ln(rPPFD) and LCB were the fixed 
effects of predictor variables, and individual trees was the random effect.  

The relationship between LCB (cm) and ln(rPPFD) above a primary branch was also investigated 
with LMMs, where data from six trees that were selected in both 2013 and 2015 were separately 
investigated to determine if the results of the two years were comparable. Although both LCB and 
ln(rPPFD) were the predictor variables in the abovementioned GLMMs and LMMs, for convenience, 
ln(rPPFD) was regarded as the response variable, and LCB as the fixed effect of the predictor variable, 
and individual trees as random effect.  

2.4.2. Secondary Branches  

The effects of the position of secondary branches within a primary branch on the current-year 
shoot production (the number of current-year shoots produced) in 2013 were analyzed by GLMM. 
The position of secondary branches (distal, middle, and proximal) was the categorical fixed effects 
predictor variable and primary branches within an individual tree were set as the random effects. 
The logarithmic link was assumed for the relationship between the response variable Y of the GLMM 
and the number of current-year shoots NS in each secondary branch position. Because the position 
was a categorical variable, the three positions were coded using dummy variables [33,34]. The model 
is briefly expressed using Equation (2):  

௜ܻ௝ = ln( ୗܰ)௜௝ = ߙ + ଵ௜௝ݔଵߚ +  ଶ௜௝ (2)ݔଶߚ

where (x1,x2) = (0,0) for the distal position, (x1,x2) = (1,0) for the middle position, and (x1,x2) = (0,1) for 
the proximal position, and β1 and β2 are coefficients specific to each position. Because the data of the 
response variable included many zero data values (i.e., many secondary branches with no current-
year shoot production) [35], negative binomial distribution was assumed for the response variable 
[36].  

The effects of the position of a secondary branch on the probability of death P of a secondary 
branch between July 2013 and July 2014 were also analyzed by GLMM. By assuming a binomial 
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distribution, the response variable Y was expressed as the logit link of the probability of death P, 
where P = 1 if a secondary branch died during the period above; otherwise P = 0. The positions of 
secondary branches were coded using dummy variables as in the right side of Equation (2). The 
primary branches within an individual tree were set as a random effect.  

Further, the effects of the position of a secondary branch on the mean length of current-year 
shoots Ls (cm) on secondary branches in 2013 were examined by LMMs. The positions of secondary 
branches were the categorical response variable. As in Equation (2), it was coded using a dummy 
variable.  

As mentioned above, the relationship between rPPFD and the secondary branch positions was 
examined. Natural-log transformed rPPFD (%) measured in 2015 was the quantitative response 
variable, and primary branches within an individual tree were set as the random effects.  

Tukey’s pairwise comparison method in the multcomp package [37] of R [38] was used for 
multiple comparisons among secondary branch positions after the analysis of the abovementioned 
GLMMs. For the analysis concerning branch death, data from the sample trees that died between 
2013 and 2014 (Table A1) were excluded. The lme4 [39] and glmmADMB packages [40] of R version 
3.2.2 [38] were used to perform the LMMs and GLMMs, respectively. 

3. Results 

3.1. Factors Affecting Shoot Production, Shoot Length, and Death of Primary Branches  

Figure 1a shows the relationship between rPPFD above a primary branch and the probability 
that one or more current-year shoots are produced on a primary branch. The rPPFD had a significant 
effect (p = 0.01) on the probability of producing current-year shoots (Table 1, Figure 1a). The rPPFDs 
above the primary branches were about <3%, indicating that the branches that were chosen in the 
lower part of the crown experienced dark conditions. Primary branches with more intense light 
conditions were more likely to produce current-year shoots than those with darker conditions (Figure 1a). 
However, branch position (LCB) had no significant effect (p = 0.29) on the current-year shoot 
production (Table 1, Figure 1b). 

 
Figure 1. Effects of (a) relative photosynthetic photon flux density (rPPFD); and (b) the length between 
its basal location and the crown base (LCB) on the probability (P) that one or more current-year shoots 
are produced on a primary branch. The curved line in (a) is represented by Equation (1), and its 
coefficients are provided in Table 1. In (b), the effects of LCB were not significant (p = 0.29; see Table 
1).  

For the primary branches that produced one or more current-year shoots, the effects of rPPFD 
and LCB on the mean length of current-year shoots Ls were examined. However, both of these effects 
were not significant (p = 0.66, p = 0.83; Table 1).  
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Table 1. Coefficients of the effects of relative photosynthetic photon flux density (rPPFD) (%) and the 
length between the basal location of a primary branch and the crown base (LCB, cm) on (a) the 
probability (P) of current-year shoot production on a primary branch (see Figure 1); (b) the length of 
current-year shoots of primary branches; and (c) the probability (P) of death of primary branches (see 
Figure 2).  

(a) Shoot Production of Primary Branches (n = 64)
 Estimate Standard error z-value p-value 

Intercept 0.01 0.29 0.03 0.97 
ln(rPPFD) 0.62 0.24 2.57 0.01 

 Estimate Standard error z-value p-value 
Intercept −0.90 0.59 −1.52 0.13 

LCB 0.01 0.01 1.06 0.29 
(b) Length of Current-Year Shoot of Primary Branches (n = 26) 

 Estimate Standard error t-value p-value 
Intercept 2.08 0.30 7.05 0.00 

ln(rPPFD) −0.05 0.12 −0.44 0.66 
 Estimate Standard error t-value p-value 

Intercept 2.23 0.21 10.56 0.00 
LCB 0.00 0.00 −0.21 0.83 

(c) Probability of Death of Primary Branches (n = 44)
 Estimate Standard error z-value p-value 

Intercept 0.35 0.43 0.81 0.42 
ln(rPPFD) −0.35 0.26 −1.33 0.18 

 Estimate Standard error z-value p-value 
Intercept 2.81 1.15 2.44 0.02 

LCB −0.04 0.02 −2.10 0.04 
Note: In (b), primary branches on trees that died during the observation period were excluded. 

In addition, the effects of rPPFD above a primary branch and the effects of LCB on the probability 
of death of a primary branch were examined. In contrast with the results shown in Figure 1, the effect 
of ln(rPPFD) was not significant (p = 0.18; Table 1, Figure 2a), but the effect of LCB was significant  
(p = 0.04; Table 1, Figure 2b). The probability significantly decreased with increasing LCB (Table 1, 
Figure 2b). Incidentally, the relationships between LCB and ln(rPPFD) above primary branches were 
not significant in both 2013 and 2015 (p = 0.23, p = 0.38, respectively; Table 2).  

 

Figure 2. Effects of (a) natural-log transformed relative photosynthetic photon flux density 
(ln(rPPFD)); and (b) the length between the basal location of the primary branch and the crown base 
(LCB, cm) on the probability of death (July 2013–July 2014) of a primary branch. In (a), the effects of 
ln(rPPFD) were not significant (p = 0.18; see Table 1c). The coefficients of the curved line in (b) showing 
Equation (1) are given in Table 1.  
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Table 2. The regression between relative photosynthetic photon flux density (ln(rPPFD)) and the 
length between the crown base and the base of primary branch (LCB) in (a) 2013 and (b) 2015. The data 
of rPPFD (%; the response variable) were log-transformed to meet the assumption of normal 
residuals.  

(a) 2013 (n = 24)
 Estimate Standard error t-value p-value 

Intercept −1.27 0.48 −2.61 0.03 
LCB 0.01 0.00 1.24 0.23 

(b) 2015 (n = 24)
 Estimate Standard error t-value p-value 

Intercept 0.07 0.38 0.18 0.86 
LCB 0.00 0.00 0.90 0.38 

3.2. Factors Affecting Shoot Production, Shoot Length, and Death of Secondary Branches  

The location of a secondary branch (distal, middle, and proximal parts on a primary branch) had 
a significant effect on the mean number of current-year shoots per secondary branch (Table 3; p < 0.05). 
Secondary branches at the distal part of a primary branch produced more current-year shoots than 
those at the proximal part (Figure 3). However, the difference in the mean length of current-year 
shoots was not significant among secondary branches at the distal, middle, and proximal parts of 
primary branches (p > 0.05) (Table 3, Figure 4).  

Table 3. Results of generalized linear mixed models concerning the effects of secondary branch 
position on (a) the number of current-year shoots on secondary branches (see Figure 3), (b) the mean 
length of current-year shoots on secondary branches (see Figure 4), and (c) the probability of death of 
a secondary branch. The predictor (position) was a categorical variable having three parts (Distal, 
Middle, and Proximal), where α corresponds to the estimates of the Distal, α + β1 to the Middle, and 
α + β2 to the Proximal parts. 

(a) Number of Current-Year Shoots on a Secondary Branch (n = 121) 
 Estimate Standard error z-value p-value 
α 2.05 0.31 6.53 0.00 
β1 −0.80 0.40 −2.03 0.04 
β2 −1.98 0.47 −3.64 0.00 

(b) Mean Length (cm) of Current-Year Shoots of Secondary Branches (n = 64) 
 Estimate Standard error t-value p-value 
α 2.22 0.16 13.76 0.00 
β1 −0.20 0.12 −1.69 0.10 
β2 0.07 0.17 0.45 0.66 

(c) Probability of Death of a Secondary Branch (n = 60) 
 Estimate Standard error z-value p-value 
α −2.06 1.60 −1.29 0.20 
β1 0.38 1.21 −0.31 0.76 
β2 3.54 1.58 2.25 0.02 
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Figure 3. Differences in the mean number of current-year shoots per secondary branch among the 
secondary branch positions. Different letters indicate significant differences between groups (p < 0.05; 
Tukey honest significant difference test). The generalized linear mixed models coefficients are given 
in Table 3. Error bars indicate standard error.  

 

Figure 4. Comparison between the secondary branch positions of the mean length of current-year 
shoots. Closed circles show the data, but the data fluctuated randomly in horizontal directions. The 
letters indicate that the differences between groups were not significant (p < 0.05, Tukey honest 
significant difference test). Length of a box indicates the interquartile range, where the horizontal lines 
inside each box represent the median, and the bottom and top of the box represent the first and third 
quartiles, respectively. The lower and upper whiskers show 95% confidence intervals. The closed 
circles outside the boxes represent outliers. The generalized linear mixed models coefficients are given 
in Table 3. 

The effect of the position of secondary branches on the probability of death of a secondary branch 
between 2013 and 2014 is shown in Table 3. The probability of death was significantly higher for the 
proximal part of these secondary branches than in the distal part (p < 0.05, Table 3). Incidentally, 
ln(rPPFD) above the secondary branches that had been selected in 2015 was stronger on the distal 
part of a primary branch than on the proximal part (Table 4, Figure 5). Therefore, it is possible that 
rPPFD on secondary branches affected the probability of their death.  
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Table 4. The effect of secondary branch positions on the relative photosynthetic photon flux density 
ln(rPPFD) for secondary branches selected in 2015. The estimates correspond with the mean 
ln(rPPFD)s at the Distal, Middle, and Proximal parts, where α corresponds to the estimates of the 
Distal, α + β1 to the Middle, and α + β2 to the Proximal parts. The data of rPPFD (%) (the response 
variable) were transformed into natural logarithm to meet the assumption of normal residuals (n = 
126). 

 Estimate Standard Error t-Value p-Value 
α 0.08 0.33 0.24 0.82 
β1 −0.09 0.06 −1.42 0.16 
β2 −0.57 0.07 −8.45 0.00 

 

Figure 5. Comparisons between the secondary branch positions (distal, middle, and proximal parts 
of primary branches) of their relative photosynthetic photon flux density ln(rPPFD). Different letters 
indicate significant differences between groups (p < 0.05, Tukey’s honest significant difference test). 
Length of a box indicates the interquartile range, where the horizontal lines inside each box represent 
the median, and the bottom and top of the box represent the first and third quartiles, respectively. 
The lower and upper whiskers show 95% confidence intervals. The closed circles outside the boxes 
represent outliers. The generalized linear mixed models coefficients are given in Table 4. 

4. Discussion 

4.1. Primary Branches 

Local light conditions above individual primary branches determined the probability of the 
production of one or more current-year shoots (Table 1, Figure 1), which is consistent with previous 
studies [7,9,41]. Primary branches with a lower light intensity were expected to have a higher 
tendency to die [15] according to the theory of branch autonomy. However, we found that the death 
of primary branches in the lower part of a crown, where the relative photosynthetic photon flux 
density (rPPFD) levels were about <3% (Figure 2), was not related to the light conditions of the 
branch, but was significantly affected by the length between branch basal location and the crown 
base (LCB) within the tree crown (Table 1, Figure 2). These results suggest that, under this low rPPFD 
range, the death of primary branches was not determined solely by the light intensity. In this sense, 
the primary branches investigated here could not be regarded as fully autonomous in the crown of 
Sakhalin spruce.  

The reason why the length from the crown base was related to branch death remains unknown, 
but it might be ascribed to the mechanism that causes correlative inhibition. The Introduction states 
that the growth conditions of other parts of the crown affect survival of an individual branch. That 
is, when branches in the upper part of the crown are growing vigorously under sunlit conditions and 
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resources such as nitrogen are limited, the resources stored in the older part of the crown are 
translocated to the vigorously growing part [42–44]. This is thought to be a reason why lower 
branches in a sunlit crown are prone to death and cause correlative inhibition [22]. Because we did 
not measure light conditions or growth/death patterns of primary branches in the upper part of the 
crown, it remains unclear whether or not the observed branch death in the lower part of the crown 
resulted from correlative responses to the light conditions in the upper part. However, if the upper, 
vigorously growing sunlit branches acquire necessary resources that are translocated from the 
branches at the lowest part of the crown, the lowest branches may easily die because of the loss of 
these translocated resources. This branch death may occur even if the light conditions of the lower 
branches were sufficient to produce a positive photosynthetic budget in those lower branches. Trees 
may translocate resources from the most unnecessary parts, such as the lower branches. This may be 
a reason why LCB was negatively related to the probability of branch death irrespective of the light 
conditions (Table 1, Figure 2). If so, the effect of LCB is a representation of correlative inhibition. 
Clearly, further studies considering resource translocation are needed to better understand the 
relationship between branch death and the length from the crown base in relation to the physiological 
mechanisms regarding correlative inhibition.  

4.2. Secondary Branches  

In contrast to the results for primary branches, secondary branches exhibited ordinary responses 
to the ambient light conditions. Within a primary branch, the secondary branches at the proximal 
part not only produced fewer current-year shoots (Figure 3) but also exhibited a higher probability 
of death than those at the distal part (Table 3). In addition, light intensities of secondary branches at 
the proximal part were lower than those of the distal part (Figure 5). Therefore, the death of secondary 
branches at the proximal part was probably primarily caused by low light conditions [45]. If 
continuous death of secondary branches occurs, which moves from the proximal part towards the 
distal part and results in a decrease in the amount of needles produced per primary branch, this change 
would reduce the photosynthetic and transpirational activity of the entire primary branch [46,47]. 
Although we did not measure the amounts of needles and current-year shoots per primary branch, 
our results suggest that a decrease in the amount of needles per primary branch occurs from the 
proximal to distal part on a primary branch. Considering that such decreases would be pronounced 
in primary branches of the lower part of the crown, the light independent death of primary branches 
(Figure 2) may be affected by the degree to which the amount of needles per primary branch has 
decreased.  

4.3. Branch Autonomy versus Correlative Inhibition  

Our results suggest that branch autonomy could explain the growth of primary branches in the 
sense that the probability of current-year shoot production had a significant positive relationship 
with rPPFD (Figure 1). However, light conditions or branch autonomy alone were not likely to 
explain the death of primary branches (Figure 2). In other words, the factor responsible for branch 
autonomy (local light conditions) can explain both growth (current-year shoot production) and death 
of secondary branches (Table 3), but this factor could not explain the death of primary branches. This 
suggests that factors affecting current-year shoot production and death of a primary branch may be 
different from those affecting secondary branches. In addition, the factor responsible for correlative 
inhibition could be the dominant factor causing the death of an entire primary branch. These findings 
also suggest that the relative importance of correlative inhibition and branch autonomy in branch 
growth and death is different for primary and secondary branches.  

Despite spatial and temporal variability of the light conditions of branches, the measurement of 
relative PPFDs on overcast conditions has been accepted as a method to conveniently assess the light 
conditions of branches [48–53]. However, the growth and longevity of branches would be influenced 
by stand density, inter-tree competition [54–56], plant hormones [57], and programmed cell death 
[58]. Hence, it is desirable for further work to take such physical and physiological factors into 
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consideration to clearly clarify the limiting factors for branch growth and death within the crowns of 
adult trees in situ.  

5. Conclusions  

In this study, we found that factors affecting current-year shoot production on a primary branch 
and death of an entire primary branch were different. As we expected, the former was related to light 
conditions. However, the latter was not related to light conditions, which was related to the location 
of the primary branch measured from the crown base. In contrast to primary branches, both shoot 
production and death of secondary branches exhibited ordinary responses to the ambient light 
conditions. This suggests that while local light conditions are relevant to shoot production of primary 
and secondary branches, death of the primary branch may be related to some morphological 
attributes concerning the distance to the crown base, and that the relative importance of correlative 
inhibition and branch autonomy in branch growth and death is different for primary and secondary 
branches as well. 
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Appendix  

Table A1. Individual sizes of 16 sample trees. Status = 1 represents trees that died between July 2013 
and July 2014; otherwise status = 0. DBH, diameter at breast height; HLB, height of the lowest live 
branch. 

Tree ID Status DBH (cm) HLB (m) Height (m) 
1 1 7.0 4.37 7.02 
2 1 7.1 3.42 5.88 
3 1 7.6 2.68 6.00 
4 0 8.3 2.97 6.74 
5 0 8.6 3.44 8.00 
6 1 8.9 4.45 7.54 
7 0 9.6 3.54 9.00 
8 1 9.6 3.29 6.93 
9 0 10.5 3.43 8.81 

10 0 10.5 3.12 8.19 
11 0 10.8 4.24 9.26 
12 0 12.1 4.11 9.63 
13 0 13.3 4.01 9.85 
14 0 13.4 3.85 10.04 
15 0 13.4 3.45 12.63 
16 0 15.9 3.76 12.05 
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